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NHpopmauns

XpaHeHune, nepegaya n akcnpeccus
YacTb reHeTMYecKomn MHpopmMaLmm

Mopenb mapbl Ae30KCUPUOOHY-
KJIEOTUIHBIX MOHOMEDPOB JABOM-
Ho#t cnupanu JJHK. B aroii mape
allcHUH  CBSI3aH  BOJOPOJHOIA
CBSI3bI0 C THMMHUHOM.



TTIABA 24
OHK: reHeTnyeckass posb,
CTPYKTypa U pennmkauus

He3okcupubonykinennoBas xuciaora (JHK) -

mojekyna HaciaeactBeHHoctu. JHK - oueHb
AneHuH l'yaHuH
(A) (G)

IJIMHHAs HUTEBUIHAs MOJIEKya, COCTOsIIast
U3 O0O0JIbIIOro 4yucjiaa pUOOHYKIEOTUHIOB. [ly-
PpUHosble U nupumudurogvle ocrosarus JHK
Hecym eeHemuvecKylo uxgopmayuio, moeda
Kak caxapuvle U ¢ocpamuble epynnol 6bi-
noaxsglom cmpykmypHylo poas. B Hacrosiuei
rjiaBe 00CYXIOAlTCs CTPYKTypa, reHeTuuecKast
poab u pennaukauus JHK, mpuyeM ocHOB-
Hoe BHumaHue yaensiercsi JJHK mnpokapuor,
TaK Kak OTWU OpraHu3Mbl YCTPOEHBbI TIPO-
me M TOAYMHSIOTCS OOUIMM MJIsi BCeX Op-
raHU3MOB 3aKOHaM. XPOMOCOMBI 3yKapHUOTHU-
YeCKUX KJIETOK paccMmaTrpuBaroTcss B T, 29.

24.1. KoBajieHTHasi CTPYKTypa

u Homenkiaatypa JIHK

Ocmosg IHK umMeer ommHakoBOe CTpoeHUE Ha
BCEM TPOTSXEHUU MoyieKyabl. OH COCTOUT U3
OCTaTKOB €30KCHUPUOO03bI, CBSI3aHHBIX (ocdo-
IM3OUPHBIMU MOCTUKaMU. 3'-TUAPOKCUIbHAS
rpyrnma ocraTka caxapa OJHOTO [e30KCUpubo-
HYKJIEOTHIa COEIMHEHAa C 5'-TUAPOKCUIIBLHOM

Yacts IV.
6 HNndopmanus

Ipynmnou cocemHero caxapa docdoausapupHoit
cBa3bl0. Bapuabeavnoii 8 JHK sBasercs no-
ciaempoBaTelbHOCT ocHoBaHmit. JIHK comep-
KHUT YeThbipe THIMA OCHOBAaHWIA: 1Ba Nypu-
HOBBIX OCHOBaHWUS - adenun (A) n eyanun (G);
IIBa TUPUMUINHOBBIX ocHOBaHUs - mumunr (T)
u yumosun (C). Crpoenue uenu JHK mokaza-
HO Ha puc. 24.2.

TuMuH LutosuH

m (C)

Crpoenue JHK moxHo m300paszuth u 060-
Jiee KpaTKUM TyTeM. B atom ciydae nist 06o-
3HAYCHUA YETBIPEX OCHOBHBIX HYKJIICOTHUIOB
HCTIONB3YIOTCS ClIeAyIoNe CUMBOJIBI:

BeprukanbHble TUHUU B TPUBEACHHBIX CUM-
BOJlaX  COOTBETCTBYIOT  OCTaTKaM  caxapa,
oykBel A, G, C u T-ocHoBanugM. [uaro-
HaJbHAs JUHUS C CUMBOJIOM (Ha cxeme,
MpUBEeIeHHON HMXe), o0o3HayaeT (ochomm-
a¢upHyI0 CBSI3b. DTa AMaroHajabHas JTUHUS
COCMHSIET KOHEl ONHOW BEPTUKAJIbHOW JIM-
HUMU C cepeauHOil npyroii. Touku coenuHe-
HUS COOTBETCTBEHHO o3HavaT 5'-OH- wu
3'-OH-rpynnsl. B npuBeaeHHOM HUXe TTpUMe-
pe CUMBOJ yKa3bIBaeT, UTO NE€30KCHUaie-
HUJIAT CBSI3aH C JE30KCULUTUIAMHOM ocho-
nu3pupHBIM MocTuKOM. 3'-OH-rpynma me3ok-
cuageHwiara npucoenuHeHa K S5'-OH-rpynme
Ne30KCULIUTUIMHA Yepe3 hoCcHOPUIbHYIO TPYII-
ny:



IIpenmnonoxum Temnepb, YTO C JAE30KCUILIUTHU-
JMUHOM 3TOTO IWHYKJICOTHIA CBSI3aH NE30KCH-
ryaHwiat. CoOTBETCTBYIOUIMI TPUHYKIEOTHU]
MOXHO TIPENCTaBUTh CJEAYIONIUM 00pa3oM:

CokpalieHHOe 0003HaYeHUE 3TOr0 TPUHY-
kineoruna - pApCpG unu ACG.

FniokypoHat

lleno  JIHK  xapakmepusyemcs — noasp-
Hocmolo. OmuH KoHen memu Hecer S5'-OH-
rpymnmny, a apyroii - 3'-OH-rpynmny, Kotopasi He
CBfI3aHa ¢ APYruM HykiaeoTunom. CorjiacHo
MPUHATBIM cokpaineHusM, cumBoil ACG 03-
HauaeT, 4yTo cBobGomHast 5'-OH-rpymma mpu-
HaIJIEXKUT Ne30KCUaJeHO3MHY, a CBOOOIHAs
3'-OH-rpynmna - nezokcuryaHosuny. Urak, no-
€1e008aMeNbHOCMb OCHOBAHUL NUUWemcs 6 Ha-
npaesenuu 5'—>3'. HamoMHMM, 4YTO aMMHO-
KUCJIOTHAsl TOCJIE0BAaTEIbHOCTh OeKa TH-
meTcs B HampaBJIeHUW OT N-KOHIIEBOW aMu-
HOKMCIOTBI K C-KOHIEBOM aMWHOKHUCIIOTE.
Cnenyer ormetnth, uTo ACG m GCA - pas-
HBIE COeIMHEHUS, TOYHO TakK Xe, Kak Glu-Phe-
Ala ortnuuaercst ot Ala-Phe-Glu.

24.2. Tpauchopmanusi MTHEBMOKOKKOB

¢ novompio JIHK moka3aja, 4ro reHbl
cocroar u3 JIHK

baktepun TTHEBMOKOKKM CHITPaIM BaXXHYIO
pOJib B OTKPBITUM T€HETUYECKOW (DYHKUIUU
JTHK.

[THEBMOKOKKM OOBIYHO OKPYXXEHBI CIU3U-
CTOI OJiecTsIIeil IMoJMcaxapumaHON KaIICyIoM.
DTOT HapyXHBIA CJIOH MMEET CYIIeCTBEHHOE
3HAYEHUE [JId TMPOSABICHUA IATOTCHHOCTHU

Fmokosa

OakTepuii. OHU BBI3BIBAIOT MHEBMOHUIO Yy Ye-
JIOBeKa W OPYTUX UYYBCTBUTEIbHBIX MIIEKOIH-
TapoIMX. MyTaHThI, JIMIIEHHBbIE TOJMcaxa-
pUIHOII 000JIOYKM, HE IMaTOreHHBl. bakrepuu
IWKOI0 TUMa 0003HAJYaIoT OYKBOI S (OT aHTII.
smooth - mIagkuii), Tak Kak OHU 00pasyioT
rJIaJKue KOJOHWUHU, a MyTaHTHbIE OaKTepuu, He
WMCIOIIE KaIllCyJbl,- OykBoii R (ot aHrmL.
rough - mepoxoBaThIii), TaK KaK OHHU 0Opa-
3YIOT 1lIEpOXOBaTble KOJOHUU. Y  OJHOIA
rpynnbl R-MyTaHTOB OTCYTCTBYeT (bepMEHT
neruaporeHasa, Ipespamaiommii UDP-rmo-
ko3y B UDP-rmokyponar. ®epMeHT HeoOX0-
UM IUISl CUHTe3a KarlCyJbHOIO IMojucaxapu-
Jla, KOTOPBI Y 3TUX IMTHEBMOKOKKOB COCTOUT
u3 yepenyroniencs MOCJIeI0BATENbHOCTU
OCTaTKOB TJIIOKO3bl M TJIIOKYpOHATa:

FmokypoHat Fnioko3a

B 1928 r. ®pen I'puddur (Fred Griffith)
O0HApyXWJ, YTO HemaTOreHHbl# R-MyTaHT
MOXHO mpaHcgopmuposams B TaTOTEHHYIO
S-popmy caenyromum nyreM. OH MHBELUPO-
Bal MBIIIAM CMeChb JMBBIX Oakrepuii R-
¢opMbl 1 yOUTHIX HarpeBaHHEM ITHEBMOKOK-
koB S. IlopasutenapbHoe oTkphiTHe ['puddura
COCTOSTIO B TOM, 4YTO 3Ta CMeCh BBI3bIBaTa
rubeNb MBIIIeH, XOTS HU XUBBIe R-ITHEBMO-
KOKKW, HM YOWUTbIe HArpeBaHMEM S-TIHEBMO-
KOKKHU MblIei He youBanu. KpoBs morubmmx
MBIl comepxkana XUBbIe S-TTHEBMOKOKKH.
CnenoBatesibHO, YOMTble HarpeBaHueM  S-
IMHEeBMOKOKKM KaKMM-TO 00pa3oM TpaHChop-
MUPOBAJIM XUBbie R-TTHEBMOKOKKM B XHBbBIE
S-ITHEeBMOKOKKHM. DTO HM3MEHEHHE OBLIO CTa-
OWJIBbHBIM: TpaHC(HOPMUPOBAHHbIE TMHEBMO-
KOKKM  JaBaju  IaTOTeHHOE  IOTOMCTBO
S-opMmbl. 3aTeM OBLIO YCTAaHOBJIEHO, YTO Ta-
Kas TpaHcdopmauuss R—>S moxeT mpoucxo-
OUTH in vitro. HekoTopble KJIETKUA B pacTyllei
Kynprype  R-dopmbr  TpaHchopMupoBaINCh
B S-bopMy Tmpu A00aBICHUM OeCKACMOUHO20
aKcmpakma yOUTBIX HarpeBaHUEM ITHEBMOKOK-
KOB S. DTO OTKpBITHE 3aJ0XUJIO0 OCHOBY IS

24. THK: reHeTnyeckasi poJib,
CTPYKTYpa H peIuMKaums 7



Puc. 24.1. Cxema ctpykrypsl JHK. Caxa-
podocdaTHEII OCTOB IoOKa3aH
YepHBIM I[BETOM, a IypPUHOBBIE
U TUPUMHUIUHOBBIE OCHOBAHUS
pazHoiBeTHble. (Kornberg A.,
The synthesis of DNA; Scientific

American, Inc., 1968.)

M3yYeHUS] XUMUYECKOM TPUPOIBI TpaHCHOp-
MUDYIOILEro Hayasa.

UccnenoBatenu cranm GpakKLMOHUPOBATH
OECKJICTOUHBII  JKCTPAKT YOUTHIX Harpesa-
HHEM IMTHEBMOKOKKOB S ¥ ONpeneNnaTh TpaHC-
(bopMupyOIIyl0 aKTUBHOCTb €ro KOMIIOHEH-
ToB (puc. 24.3). B 1944 r. OcBanba ODiiBepw,
Konun Maxk-Jleon m Maxknun Mak-Kaprtu
(Oswald Avery, Colin Macleod, Maclyn
McCarty) omyOmMKOBaaud pe3yabTaThl CBOEit
pabotel. OKa3aaoch, 4TO «HYKJIEMHOBAs KHC-
JloTa 0e30Kcupub03H020 Muna - OCHO8Hoe Oeli-
cmeyowee HA4an0 MpanchHoOpmMupyroueeo K-
cmpakma nreemokokka muna IIl» Dxcnepu-
MEHTaJIbHbIE J10Ka3aTeJbCTBA 3TOTO 3aKJoue-
HUSI COCTOSIIM B cienywouieM: 1) mpu ane-
MEHTHOM XUMUYECKOM aHajJiu3e¢ OYMINEHHOTO,
BBICOKOAKTHBHOTO TPaHC(HOPMUPYIOIIETO Ha-

Yacts V.
Nndopmanus

yaja pe3yabTaT ObUl OJIM30K K PAaCUETHOMY
g JHK; 2) ontudeckue, snekTpodopernde-
CKME CBOICTBa, TOBeAECHME TPU YJIbTPALEH-
TpudyrupoBaHuu u AUG@Py3usd OYUIIEHHOTO
MaTepuana COOTBETCTBOBAJIU CBOICTBAM
JAHK; 3) mpu skcTparupoBaHumM OEJIKOB WM
JUTUI0B HE TPOMCXOOUIIO TMOTEepU TpaHCchOp-
MUDYIOLIEN aKTUBHOCTU; 4) TPUNICUH U XUMO-
TPUTICUH HE BJUSIU Ha TpaHCHOpMUPYIOILYIO
aKTUBHOCTB; 5) puboHyKJea3a (KoTopas, Kak
W3BECTHO, TUAPOIU3YeT PUOOHYKIEUHOBYIO
KUCJIOTY) He BJusJa Ha TpaHchopmupyioliee
Hayajo; 6) mpu no6aBIEHUU Ie30KCUPHUOOHY-
Kjea3bl TpaHchOpPMUPYIOLIas aKTUBHOCTh, Ha-
000poT, TEpsIach.

Bra paboTa - mamMsATHAasi Bexa B UCTOPUU
oumoxumun. o 1944 r. cumrasoch, 4TO TeHE-
TUYECKYI0 MHGOPMALIMIO HECYT XPOMOCOMHBIE
oenku, a JIHK wurpaer Bropuunyio pomnb. Ta-
Kasi mpeoOJiajaloinas Toyka 3peHus Obuia pe-
HIUTEJbHO ONPOBEPrHYTa OTKPBITHUEM CTPOTO
nokazaHHoro ¢axra, 4rto o4uwennas JHK
obnadaem  eeHemMu4ecKoi  CReyupUUYHOCMbIO.
B 1943 r. DiiBepu (Avery) XUBBIM SI3bIKOM
omnucal 3T0 MCCle0BaHUE M €ro TMOCeNCTBUS

Puc. 24.2. Crpoenne omnoii memm JIHK.

IToxazana 4acTh Liemu.



Puc. 24.3. TpaHcdopmanus HEITaTOTEHHOTO
IMHeBMOKOKKa R (Menkue koio-
HHMM) ¥ BOSHUKHOBEHME MAaTOTeH-
HOTO TTHEBMOKOKKA S (KpYIMHbIE
Osnectsie KOJOHUU) TOA Jei-

crBueMm JJHK u3 youtsix Harpe-

BaHMEM  ITHEBMOKOKKOB  S.
[Avery O.T., MaclLeod C. M.,
McCarty M., J. Exp. Med., 79,
158 (1944).]

B MUCbME, HamnpaBJIeHHOM Opary B Apyroi
yHuBepcuteT (puc. 24.4).

HoBoe moaTBepXaeHUE TeHETHUECKOM po-
m JJHK Op10 mosrydeHo mpu M3yYeHWU Of-
Horo BHUpyca (OakTepmodara), 3apaxaroliero
E. coli. bakrepuodar T2 coctoutr m3 cepmiie-
BuHbl (JJHK), 3akmoyeHHOlI B GeIKOBYIO 000-
gouky. B 1951 r. Pomxep Xeppuor (Roger
Herriott) mpeanoaoxum, 4To «BUPYC, OYEBUII-
HO, JEWCTBYET, KaK KPOIUEYHBIM IINpUL, st
MOJKOXHBIX UHBEKIUI, HATIOJTHEHHBINA TpaHC-
dopMupyoIIMM HayajaoM; BUPYC KaK TaKo-
BOI HMKOT/Ia HE TPOHUKAET B KJIETKY; TOJbKO
OTPOCTOK BCTYITaeT B KOHTAKT C KJIETKOH-XO-

39MHOM U, BO3MOXHO, (hepMEHTAaTUBHO MpO-
JeJIbIBaeT HEOOJIbIIOE OTBEPCTUE B HAPYXHOU
MemOpaHe (puc. 24.5). 3areM HyKJeWHOBas
KMCIIOTa U3 TOJOBKM BHUpyca TiepeTeKaer
BHYTPb KJeTKW». YTOOBI TMpOBEpPUTH 3TO
npenmnoyioxeHue Anbdpen Xepmm um Maprta
Yeiiz (Alfred Hershey, Martha Chase) mocra-
B cienytomuii oneir. ®arosyro JHK mo-
METIJIM  PafMOAKTUBHBIM  HW30TOIIOM P,
a OeJIKOBYIO O0O0OJIOUKY - U30TOIIOM °S. DTH
METKM BechbMa crienmmduyHbl, Tak Kak JJHK He
COZIEPKUT Cepbl, a B OEJNKOBOI1 000J0YKE HET
dochopa. Kynerypy E. coli 3apasmim mome-
YeHHBIM (arom, KOTODPBI 3a HEMPOIOJIKU-
TeJIbHOE BpeMs MHKYOallMu TPUKPETUIsIICs
K Oaktepuu. CycrneH3ulo oOpabaTbiBaJiM B Te-
YeHUE HECKOJIbKUX MUHYT B TOMOTEHU3aTope
Yopunra npu 10000 o6/muH. B 3Tux ycio-
BUSX 3apaXeHHble (aroM KJIeTKU ToIaBepra-
JIUCh BO3ACHCTBUIO 3HAYUTEbHBIX CUJ CIOBU-
ra, KOTOpble pa3pylliaju CBSI3U MEXAY BUPY-
caMyu M OGakTepusIMM. 3aTeM CYCICH3MIO IIeH-
TpudyrupoBaand, YToObl OCaaguTh OaKTepuu Ha
MHO TpoOoupku. [lonydeHHBIN OcCagoK comep-
XaJl 3apaXkeHHble OaKTepuu, a HagocajodyHas
¢bpakius - bosiee Meakue yacTuibl. Mccaemys
comepxxanre P m S B ocagke W Hamoca-
MOYHOU (hpaKiMu, ONpeAessn JOKaIn3aluio

darooit JITHK wu OGenka o6Gomouku. B pe-
3yjbTaTe  ObITM  TIOJNyYeHBI  CIIEAYyIolIue
TaHHBIE.

1. Bonpmasa gacte ¢arosoit JTHK ob6Hapy-
KMBanach B OaKTepusx.

2. bonbmias yacth ¢paroBoro Oenka oOHa-
pPYXMBaJlach B HaI0CaJI0YHON (Ppakiuu.

3. O6paboTKa B TOMOIeHM3aTOpe IOYTH He
BJIMSIET Ha CIOCOOHOCTh 3apaXXeHHBIX OaKTe-
puii TpOAYLIMPOBaTh BUPYCHOE TIOTOMCTBO.

JIOTIOTHUTENIbHBIE 3KCIIEPUMEHTHI TMoKa3a-
mm, 49to MeHee 1% S 6BIIO TEpeHEeCeHO u3
POIUTENBCKUX (aroBbIX 4YacTHIl (HaroBOMy
nmoToMcTBy; 30% pPOIMTENBCKON  P-MeTKH,
Hao0OpOT, OOHApYXXWBaJOCh B IOTOMCTBE.
DTH TNpOCThle, YOeTUTEIbHbIE 3KCIEPUMEHTBI
nokasanu, 4to ¢ae T2 moxucHo ¢husuuecku
pazdeaumv HA 2eHEMUYECKYI0 U HeeeHemuue-
ckyto yacmu... Cepycomepxamuii OeloK Io-
KOSIIUXCST  (haroBbIX YacTUIl  COAEPXKUTCS
TOJILKO B 3allIMTHOW 000JI0OYKe, KOTOopas
obecrieuMBaeT TMpUKperuieHue darosoit ya-
CTMIIBI K OaKTepuaJbHOU KIeTKe M (PYHKINO-
HMPYET B KauecTBe MPUCIOCOOJEHUS s BBe-
nenus ¢arosoit JJHK B kieTky. DTOT 6€IOK,
BO3MOXHO, HE HeCeT HUKaKoi (pyHKIIUK, HE06-

24. THK: reHeTnyeckasi poJib,
CTPYKTYpa M PeILIMKAIMS 9



B meuenue nocaednux dgyx nem, enavane ¢ Mak-Jleooom, a é nacmosujee @pems ¢ 0-pom Maxk-Kap-
mu, s NLIMAKCh GbIACHUMb, KAK08A XUMUYECKdsi NpUpood Mmoo Geuecmea 6 O0aKmepuanbHbix 3KCmpak-
max, Komopoe 6vl3bléaem 3mo chneyuguueckoe usmererue. B Heouuwennom skcmpaxme 6akmepuil muna
111 noano kancyavHsix noaucaxapudos, yeneeooa C (comamuuecko2o), HYKACONPOMEUHO8, C80000HbIX HY-
KAEUHOBbIX KUCAOM OPOANCIHCEB020 U MUMYCHO20 MUNA, AUNUOOE U OpYeux KAemouHbiX KomnoreHmos. Ilo-
npooyil Haumu 6 MaKux CAONCHbIX cmecsix akmuegHoe Hauano! [lonpobyil evidesumsv u xumuuecku UOeH-
Mmu@uUUUpo8ames UMEHHO MO 8eU,eCmeo, KOmopoe camo, npuds 8 cOnpukocHoeenue ¢ R-kaemkamu muna 11,
3acmaensem ux vipabamovieams KancyavHulil noaucaxapud muna Il u npuobpecmu eéce apucmokpamuye-
CKUe 0CO0eHHOCMU MO020 camM020 MUna KAemok, u3 Komopwix 0bin npueomoesen 3xcmpakm! Bom smo pa-
6oma, noaHas npobaem u HeodcudarHvlx 3ampyoHernuii. Ho, BO3SMOXKHO, mv HaxoHey docmuenu
ce0eeo.

...Ecau oxaxcemcs, umo mvl npaevl - a 3mo, pasymeemcsi, O4eHb BECOMOE <eCAu»,- Mo20a MOICHO CHU-
mams, 4Mo HAM U36CMIHA U XUMUYMECKAs. Npupooa UHOYUUPYIOWe20 Havaid, U XUMUYecKdas cmpyKmypa
eewjecmea, kKomopoe 6 pesyavmame obpazyemcs. Ilepgoe - 3mo mumychas HyKAeuHO8as KUCAOMA, 6MO-
poe - noaucaxapud muna II1. Oba oHu énocaedcmeuu 60cnpouU3600AMcs 8 0OMepHUX KAemKax, u 4epes Oec-
YUCNEHHOe MHOXMCeCmE0 NepeHoco8 6e3 NOo8MOPHO20 000aéneHUs UHOYUUPYHOUWe20 a2eHmMAa MONCHO @bloe-
AUMb MO Jce camoe aKmueHoe U cneyugpuuHoe mpancgopmupyrouee Ha4aio 6 Koauvecmee, 3Ha4umenbHO
npegviuiarOuemM mo, Komopoe 0bl10 UCNOAb308AHO 6 CAMOM Ha4ane 045 UHOYUUPOBAHUs peakuuu. Dmo
Hanomunaem eupyc. Bozmoxcno, smo - een. Ho mexanusm sienenus meHs ceiiuac He uHmepecyem. Bcemy
ce0e 8pems, U NepPEbiIM UA2OM O00ANHCHO OblMb BbIACHEHUe XUMUUECKOU Npupoosl mpanchopmupyouweeo
Hauana. OcmanvHble 80MPOCHI NMycmv peuwiaem Kmo-Hubyos euje. Koneuno, ¢ Kaxwcovim wacom paboma
obpacmaem mpyonocmsamu. Ona 3ampazueaem OUOXUMUI) HYKACUHOBHIX KUCAOM MUMYCHO20 MUNA, KO-
mopule, KaK U36eCMHO, COCMAGASIIOM OCHOBHYIO YACMb XPOMOCOM, HO KOMOpble 00 CUX NOp CHUMAAU
CXOOHbIMU He3a8UCUMO om ux npoucxoxcoenus. OHa 3ampasusaem 2eHemuKy, SH3UMOA02UN), KACMOYHbLIL
memaboausm u curmes yenes0008. Ho cecoons, moavko pacnonaeas MHONCECMBOM HAOENCHO 000CHO-
BAHHBIX OAHHBIX, MONCHO y0edumv K020 Obl MO HU OblI0 6 MOM, 4O HAMPUEBas COAb 0e30KCUPUOO3HOU
HYKACGUHOBOU KUCA0MbL, c80000HaAs om bOeaka, moera Obl 06aadame cheyu@uueckoil Ouoa02u4ecKol akK-
mueHocmoro. MmenHo makue OaHHble Mbl U nbumaemcst meneps noayuums. Tym xeamaem 6csaKux eece-
NEHbKUX HeoNCcUOanHHocmeil, umobbl noumu Ha OHO, HO pA3YMHee CHPABUMbCA C HUMU CAMOMY, npecoe
ueM Kmo-HUOYOb Opyeoll NONbIMAemcsi Mo coeaamso.

Puc. 24.4. U3 nucbma OcBanbaa BiiBepu
opaty Poro, HamMcaHHOTro B Mae
1943 r. (A3 crateum Hotchkiss

R. D. In: Phage and the Origin of

Molecular Biology, J. Cairns,
S. Stent, eds., Cold Spring
Harbor Laboratory, 1966, pp.
185-186.)

XOAMMO# 1Uisi pocta ¢haroBbIX YacTUL[ BHYTPHU
kinetku. JJHK ke BHIMOTHSET Kakyio-To (QYHK-
uMio B pazMHoxeHuu ¢ara. [lpencraBieHHbIe
3KCTIEPUMEHTHI He MO3BOJISIIOT clejaTh Gojee
NaJIeKO HWAYIIKE BBIBOJAbI OTHOCUTEIbHO XU-
MHUYECKOU TIPUPOABI HAOJIIOAAEMbIX SIBICHUI».

OCTOpPOXHBIE TOH B3TOTO BBIBOJA HE [OJI-
KeH yMalsiTh ero 3HaueHusi. Bckope reHeTu-
yeckasg pojb HHK crana oOumenpusHaHHOIA.
DxcnepuMeHTH Xepmu u Yeid3 yoenuTenbHO
MoATBepAUIN (aKThl, OTKPBITIE BOCEMBIO TO-
JaMu panblie DiiBepu, Mak-Jleogom u Mak-
KapTtu Ha apyroit cucreMe. JlomoJsHUTEIbHbIE
J0Ka3aTeJIbCTBA OBLIM TMOJYYEHBI MPU HUCCIIe-
noBanuu coaepxaHuss HHK B oTaenbHbIX
kierkax. OHM ToOKa3anu, 4TO [JIs JAHHOTO
Buna codepxcanue JAHK odunaxoeo 6o écex

Yacts IV.
10 Hudopmanus

KaemKax ¢ OUNAOUOHBIM HAOOPOM XPOMOCOM.

Tanaoudnvie Kaemixu umeiom 6noA08UHY MEHb-
we JIHK.

24.3. I'eHbl HEKOTOPBIX BUPYCOB COCTOAT

u3 PHK

leHbl Bcex MPOKApUOTMYECKUX M IYKAPUOTH-
YyeCcKMX oOpraHu3MoB 1moctpoeHsl u3 JHK,
reasl BupycoB-u3 JHK wmmu n3 PHK. Bupyc
TabayHOW MO3auKHW, 3apaxalolluil JUCTbS

Puc. 24.5. Cxema 6aktepuodara T2, BBomsi-
mtero ceoto JIHK B 6akTepuanb-
HYI0O  KIETKY. (Wood W.B.,
Edgar R.S., Building a Bacterial
Virus, Scientific American. Inc.,

1967.)



pacteHMii Tabaka,- oMMH U3 Hauboyiee U3Yy-
yeHHbIX PHK-comepxamux BupycoB. OH
obpazoBaH onaHoil Mmojaexkyiaoi PHK, okpy-
JKEHHOI 0enKoBoit o6ooukoii u3 2130 oguHa-
KOBBIX CYOBenMHMIL (0OCYXIeHHE CTPYKTYPb
u cbopku BupycoB cM. B ri. 30). O6paboras
BUpPYC (EHOIOM, MOXHO OTHEIUTb OEJIOK OT
PHK. Hzoauposannas eupycnas PHK ungex-
YUOHHA, Moeda KAk U30AUPOBAHHbL 0OenoK Au-
weH uHgexkuyuonHocmu. Vicnonb3oBaHUE CUH-
TETUYECKUX TUOPUAHBIX BUPYCHBIX YACTHIL
elle pa3 Mmokasanao, YTO TeHeTHYecKas CIielu-
(uyHOCTh BUpyca 3aKIIOYAETCS TOJBKO B €rO
PHK. CymectByeT MHOXECTBO IITaMMOB BH-
pyca TabayHOi MO3auKM. BbIT mojyyeH CUH-
TeTuueckuit tubpuaHslii  Bupyc u3 PHK
mramMMa 1 u G6enka mTamma 2. JIpyroit Takoi
Bupyc Obl1 mpurotoBieH u3 PHK mramma
2 m Oenka mramma 1. [locime 3apaxeHwus
KJIETKU TUOPUIHBIM BHUPYCOM BUPYCHOE HO-
momemeo éceeoa cocmosino uz PHK u o6enka,
coomeemcmeyrouux cneyuguunocmu PHK eu-
OpudHo20 eupyca, UCHOAB30BAHHO20 OA 3apa-
JHCEHUSL.

24.4. JIpoiinas cnupaias JTHK Yorcona-Kpuka

B 1953 r. dxeiimc YorcoH u ®pencuc Kpuk
(James Watson, Francis Crick) ycraHoBuimn
TpexMepHyo cTpykTypy AHK wu cpasy xe
NpPEIJIOXMUIN BO3MOXHBIM MeXaHU3M ee pe-
uKauu. OTo  OjecTsiiee  JTOCTUXEHUE
CTOUT B PSALY BaXXHEWIIUX COOBITUH B MCTO-
puu OMOJIOTMU, TaK KaK OHO OTKDPBLIO MYTh
K TOHMMaHU0 (PyHKLMU reHa Ha MOJIEKYJIsIp-
HOM ypoBHe. YOoTcoH u Kpuk npoaHaiusupo-
BaJlu KapTUHB OUGPaKIMU PEHTTEHOBCKUX
nyueit Ha Hutu JHK (puc. 24.6), monyyeHHbIe
Poszanuunoit ®pankiuyd 1 MopucoM YUIKWH-
coM (Rosalind Franklin, Maurice Wilkins),
U TIPEMJIOXKWIN CTPYKTYPHYIO MOJEeNb, KOTO-
pas B OCHOBHBIX CBOMX YepTax oKa3aiach
BEpHOM. XapaKTepHble OCOOEHHOCTU ITOU MO-
JIeNId CBOIATCSL K CIEAYIOIIeMY.

1. IBe cnupajibHble MOJUHYKJIECOTUIHbBIEC
Lenu 3akpyyeHbl BOKpYr obuieit ocu. Llenu
HampapjieHbl B TPOTUBOIOJOXHBIE CTOPOHBI
(puc. 24.7).

2. IlypuHOBbBIE M TMHUPUMUIUHOBBIE OCHOBA-
HUSI PacToOJIOXKEeHbl BHYTPU CIIMpaIM, a OCTaT-
Ku ¢ochata U AE30KCUPUOO3BI - CHAPYKU
(puc. 24.8). IlnockocT OCHOBAHW TEPIICHIN -
KyJsipHbl ocu crnvpanu. [1I0CKOCTH OCTaTKOB
caxapa pacrnoJIOXeHbl TOYTU TOHA MPSIMbIM
YIJIOM K OCHOBAHMSIM.

3. Oumamerp cnupanu 20 A. PacctossHue

MexXnnockocTHoe paccTosHue 3,4 A

Puc. 24.6. ®ororpadust audpakKIUd PEHT-
TEHOBCKUXJIy4yel Ha BIIAXXHOW HU-
™ JJHK (B-dopma). Kpect B ce-
penrHe KapTUHBI XapaKTepeH s
CIUPATIbHON CTPYKTYpbl. MHTEH-
CUBHBIC MeEpUIMAHAIbHbBIE pe-
(brekchl BO3HMKAIOT B pe3yJibTa-
Te AUdpaKUMU Ha CTOMKE map
OCHOBaHUI, paCIOJOXEHHBIX Ha
paccrostHuu 3,4 A Ipyr ot mpyra.
(ITevaraeTcst ¢ M0OE3HOTO pa3pe-
meHus1 a-pa Maurice Wilkins.)

MEXIy COCEIHMMU OCHOBAaHWSIMM BIOJb OCU
ciupanu 3,4 A, OHM TIOBEPHYTHl OTHOCHUTENb-
HO apyr apyra Ha 36°. Takum oOpa3oMm, Ha
OIMH BUTOK CIIMPAJIM KaXIOW M3 LiEred Tpu-
xoautcst 10 HYKJI€OTHIOB, YTO COOTBETCTBYET
34 A

4. ]lBe uenu ynepxKuBalOTCS BMECTe BOAO-
POIHBIMU CBSI3IMU MEXIYy TapaMM OCHOBa-
HUI. AIEHUH BCerma crapuBaeTcss ¢ TAMUHOM,
TYaHMH - ¢ UMTO3MHOM (puc. 249 wu 24.10).

5. Ha nmnocnenoBarenbHOCTh  OCHOBaHUI
B TMOJMHYKJICOTUAHON 1IeMM HE HaKJIaJblBaeT-
Cs HUKaKUX orpaHuuyeHuid. Onpedesennas no-
Cc1e008aMeAbHOCMb  OCHOBAHUIL  Hecem  KOH-
KPemHyl0 — eeHemu4eckKylo UHGopmayuro.

Baocnetimee ceoiicmeo Odeotinoii  cnupanu -
cneyuguuHocms cnapueanus ocHosauui. Hc-
X005 U3 cmepu4ecKux 02paHudeHutl U cnocoo-
Hocmu K 00pazoeanuro  6000POOHLIX — CéA3ell,
Yomcon u Kpux nocmyaupoeasu, umo adeHuH

24. THK: reHeTnyecKkasi poJib,
CTPYKTYpa M PeILIMKAIMSA 11



Dopmer IHK -

A-gopma JIHK: nByxcnupanvHas JAHK, comepxaiass mpumepHo 11 ocratkoB Ha
ouH 000pOT criupaiu. B 3Toil mpaBo3akpyuyeHHOU crivpaiu TJIOCKOCTU Map OCHO-
BaHUI MOBEPHYTHI MpUMepHO Ha 20° OTHOCUTEIbHO MEePHEeHAUKYIsIpa K OCU CIIUpa-
qu. OOpasyercst nipu aeruapatauuu B-dopmer JTHK.

B-gopma JIHK: xnaccuueckasi yoTCOH-KPUKOBCKas BOMHAS CIIMpalb, coaepxKamias
npuMepHoO 10 ocTaTKoB Ha OAMH OOOPOT crivpaiu. B 3Toil nMpaBo3akpyuyeHHON CIu-
paju TUIOCKOCTU Tap OCHOBAHUU TEPHeHAUKYISIPHBI OCU CIUPAIU.

Z-gpopma JIHK: neBozakpyuyeHHasi aByxcrupanbHas ¢dopma JIHK, comepxkaias
O0KOJIO 12 ocTaTKOB Ha OAMH 00OpPOT. DTa CTPYKTypa TMpemjioKeHa AJIeKCaHIPOM
Puuem (Alexander Rich) u ero coTpyniHMKaMu Ha OCHOBE U3y4YeHUS] KpUCTAJLIUYE-
ckoit crpykrypsl d(CG)..

dondcen  cnapueamecs ¢ MUMUHOM, 4 eya- JIEHbl NEPUOAUYECKUM CTPOEHUEM CIUAPAIb-
HuH - ¢ yumosunom. CTepuuecKuUe orpaHuue- HOW CTPYKTYphbl caxapodocdarHoro ocrtosa
HUSI Ha pACIOJIOXXEHUE OCHOBaHUSI OOYCJIOB-  00euX TMOJMHYKJICOTUAHbIX Ieneil. [nuko-

Puc. 24.7.

3UAHBIE CBSI3M, KOTOPBIMU TIPUCOEIMHSIETCS
K OCTOBY Tapa OCHOBaHWi, OTCTOAT APYr OT
npyra Ha pacctosiHue 10,85 A (puc. 24.11).
IMapa NUPUMUAUH—ITYPUH IPEKPacHO
YKJaJbIBaeTCsI B 3TO MPOCTPAHCTBO. B TO ke
BpEMd i IBYX NMYPUHOB 3TOro pacCTOAHUSA
HeIoCTaTOuHO. [l AByX MUPUMUINHOB MeC-
Ta Gosice 4eM JOCTATOYHO, HO OHM OKa3aJMCh
ObI CIMIIKOM JajeKo APYT OT Apyra, 4ToObI
oOpa3zoBaTh BOJOpPOAHBIE cBsA3U. ClemoBa-

Puc. 24.8. Cxema omHO# U3 1enieil IBOMHOM
cnupanu JIHK (Bum mo ocu cim-
pamu). OcHOBaHUS - B JJaHHOM

CxeMa MoJieu IByXCTIIUpaabHO I ciyyae TOJbKO MUPUMUIUHBI -
JOHK. Bcsa ctpykTypa mMmoBTO- pPacToJIOXEeHbI BHYTPH, a cCaxapo-
psietcst uepe3 34 A, 4TO COOTBET- dochaTHBII  OCTOB - CHApyXWu.
cteyer 10 octatkam B Kaxaoi OTYeTnMBO BUAHO, UTO CTPYKTY-
Hemnu. pa UMeeT OCb CUMMETPUU Aecsi-
Toro nopsiaka. OcHoBaHUsT 000-

Yacrs IV. 3HAYEHBI 3€JICHBIM LIBETOM, Caxa-

Nudopmanus pa - KpacHBIM.



Puc. 24.9.

Puc. 24.10.

Puc. 24.11.

Mogenb mapsl OCHOBaHWU afe-
HWH—TUMMUH.

Monenb nmapbl OCHOBAaHMM Trya-
HUH—IUTO3UH.

Hanoxenue AT-mapsl oOCHOBa-
HUI (00O3HAYeHa XENThIM IIBe-
toM) Ha GC-mapy (ob6o3HaueHa
cuHUM 11BeToM). OOpaTuTe BHU-
MaHWe, YTO TOJOXEHUS TJIUKO-
3uIHBIX cBsg3eit u C-1 atoma ne-
30KCUpUO03bl  (0003HAUeH 3e-
JIEHBIM) B JABYX THUIax Map
OCHOBAHUN TMOYTU OJUHAKOBBHI.

24. JIHK: renHermyeckass poJb,
CTPYKTYpa M peIIHKaIus
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Puc. 24.12. Monenb IByXCIUpaJbHOW MOJie-
kyabel IHK. TTokazaHbl Tpu mapbl
ocHoBaHuit. OOpaTuTe BHHUMA-
HUE, YTO JBE LIENMU OPUEHTHPO-
BaHBl B NPOTHBOIIOJOXHOM Ha-
MpaBJIeHUH.

TeJIbHO, OJJHO M3 OCHOBaHWiIl B mMape B IBOI-
Hoit ciupaym JIHK Bcerma momkKHO OBITH ITy-
puHOM, a Jnpyroe - nupuMuauHom. Kpome
TOTrO, Ha CHapuMBaHUWE OCHOBAHUN HaKJaIbl-
BalOT OTrpaHWYEHUs TpaBwia oOpa30BaHUS
BOIOPOIHBIX CBsI3eil. ATOMBI Bojopoaa B Ty-
PUHOBBIX U MUPUMUAUHOBBIX OCHOBAHUSX 3a-
HMMAIOT BIIOJIHE OMNpeEAeJeHHbIE MOJOXEHMUS.
AIIEHUH HE MOXET CMapuBaThCsl C LIUTO3UHOM,
TaK KaK TOrJa Ha MeCTe OJHOW CBSI3M OKaza-
Jloch Obl JBa aToMa BOIOpPOJA, a Ha MeCTe
JIpYroi - Hu ogHoro. TOUHO Tak Xe T'yaHUH He
MOXET CBSI3bIBATHCS C THMUHOM. AICHUH, Ha-
obopoT, oOpa3yeT C TUMUHOM JIBE BOJIO-
pOJHbIE CBSI3M, a TYaHUH - TPU BOIOPOJAHbBIE
cBI31 ¢ muro3mHoM (puc. 249 wu  24.10).
OpueHTanusl 3TUX BOJAOPOAHBIX CBSI3ed M pac-
CTOSIHUE MeXOy HUMU ONTUMAJIbHBI IS
CWJIBHOTO B3aMMOJEUCTBUSI MEXAYy OCHOBa-
HUSIMU.

Ora cxeMa crapuBaHUSl OCHOBAHUN MOJTYyYU-
Jla yoemuTenbHOe TIONTBEPKIEHUE B PE3YJib-

Yactp IV.
14 HNudopmamus

Tare MPOBEJEHHBIX paHEee WCCIECAOBAHUN HY-
kneotugHoro coctaBa JHK pasHbix BuIOB.
B 1950 rr. OpBun Yapradd (Erwin Chargaff)
OOHapYXW, YTO COOMHOUIeHUe A0eHUHAa ¢ mu-
MUHOM U 2YAHUHA C YUMO3UHOM Yy 8cex uccie-
dosannbix 6udog Obir0 Oauzko k 1. 3HaueHUe
aToro (axkra OcTaBajioCh HESCHBIM, MOKa He
Oblia TIpemioxeHa Moaedb YoTcoHa-Kpuka
(puc. 24.12 u 24.13). Tonbko Torma crajo mo-
HAITHBIM, YTO 3Ta 3aKOHOMEPHOCTh OTpaxaer
BaXHelilllee CBOMCTBO CTPYKTYPHl U (YHKLUU
NHK - cneunduyHOCTh CclapuBaHMSI OCHOBaA-
HUI.

24.5. KomnieMeHTapHble LeNu CJIyXkKaT
MaTpuuamMy JApyr AJjs aApyra

npu pemaukamuun JTHK

Mopnens nByxcrnupaibHoil Mmosekyasl JHK
MO3BOJIMJIA CPA3y X€ MPEATOXUTb MEXaHU3M
permukanuu JHK. Yorcon u Kpuk omy6au-
KOBAJIM CBOIO TUIIOTE3Y YEPE3 MecAl Iocie
TOr0, KakK TPEACTaBUIU MOJAEIb CTPYKTYpHI
JNHK B Bume mpekpacHOi cTaTbM, OTJIMYaB-
IIEHCS MPOCTOTOW M SICHOCTHIO.

«Ecnu 3amaH onpeneseHHBIA MOPSIIOK OC-
HOBAaHUI B OJHOM M3 Lenei, MOXHO Hallu-
caTh TOYHYIO TIOCIIENOBATEIbHOCTh OCHOBA-
HUU B APYrOW LIEMU, MMOCKOJIbKY CITapUBAHUE
crenuduuyno. Takum obpasom, Kaxmas u3
LIeTIel  KOMIUIEMEHTapHAa  JApPYrod  LEMu,
W MMEHHO 3TO CBOWCTBO MOMICKAa3bIBAET, Ka-
KUM 00pa3oM MOXET YyABaUBaTbCS MOJIEKY-
JIa 1€30KCUPUOOHYKIIEUHOBOW KHUCIOTHI.



[IpexHue AUCKyCCUM O CaMOYABOECHUU
BCErJa OMUPAJINCh Ha MPEACTABIEHUE O He-
KOM MaTpule WIM KaKoOM-TO I1abiioHe.
[Ipenmnonaranoch, YTO MaTpuila KOMUPYET
HETIOCPEICTBEHHO camoe cebsl, WM JOJXKHa
00pa3oBbBIBaTh «HEraTUB», KOTOPHIA B CBOIO
ouepenb ACUCTBYeT B KauyecTBE MAaTPHUIIbI
1 o0pa3yeT WUCXODHBIM «mMo3uTUB». Hu
B OJIHOM cJjlyyae He ObLJIO MPEeATOXEHO Jie-
TaJIbHOTO OOBSICHEHUS, KaK 3TO MOTJIO Obl
MPOUCXOAUTh HAa YPOBHE AaTOMOB U MOJE-
KYyJI.

B Hamie#t Mmogenu n1e30KCUpUOOHYKIEUHO-
BOW KHCJIOTBI MMEETCS, MO CYUIECTBY, napa
MaTpull, MPUYEM KaxXxJas U3 HUX KOMILIE-
MeHTapHa Jpyroil. Mpl mosaraem, 4TO
nepen yIBOEHWEM BOJOPOAHBIE CBS3U pas-
pPBIBAIOTCSI U JABE LENMU PACKPYYMBAIOTCS
U pacxofsTcs. 3aTeM Kaxnas 1enb UCMOJb-
3yeTcsl B KauecTBe MaTpullbl ISl oOpa3oBa-
HUS HA HEW HOBOW KOMILUIEMEHTApHOU 1emnu,
TaK 4TO B KOHIIE KOHIIOB y Hac OyaeT dee
mapbl liemeid, Torma Kak paHblie Obula
TOJIbKO ofHa. bonee Toro, mpu Takom cro-
cobe peruiMKalus TMOCIeq0BaTeIbHOCTh Tap
OCHOBaHMUU OyIeT B TOYHOCTHU YIABOEHA».

24.6. Penaumkamua JIHK mnoaykoHcepBaTUBHA
Yorcon u Kpuk npeanosoxunu, 4To ofHa U3
ueneit kaxmgoi mouepHeir Mogaekyasl JHK
CUHTE3UPYETCS 3aHOBO, a Apyras IPOUCXOAUT
ot pomutenbckoir Monekyasl JHK. Takoe
pacripesieJieHUe aTOMOB POIUTENbCKON MoJie-
KYJIbI Ha3bIBAIOT HOAYKOHCEPB8AMUBHDBIM.
Metbio Mecencon u  ®pankiaud  Cranb
(Matthew Meselson, Franklin Stahl) mocraBu-
JIU TIPUHLUIMKUATBHO BaXHBI 3KCHEPUMEHT
U1 TIpOBEPKM 3Toil rumote3bl. Poautesns-
ckyto JHK mnomeTunu TsSXKeabiM H30TOMOM
azora N, 4uToGBI cHematb ee Oonee TSKe-
noi, yem oObryHast JHK. Jlns sToro BeIpa-
muBanu E. coli B TedueHMe MHOTUX MTOKOJEHU I
B cpelie, colepXaBllieil B KauecTBe €IMHCTBEH-
Horo ucrounuka asora "NH,Cl. 3arem Gak-
TepuUu OBICTPO TIEPEHOCUTU B Cpedy, colep-
xaBmylo '‘N-cTabUIBHBIN  W30TOM  a30Ta.
DTOT 3KCMEPUMEHT JOJKeH ObUT T0Ka3aTh,
KaK pacnpenensiiorcs usotonsl N u "N
B Moiekyirax JHK B xome mnociemyomumx
LUKJIOB PEIIUKALY.

Pacmpenenerne "N u "N B motomcTBe
W3yyalld C TOMOIIbIO TOJBKO YTO pa3pabo-
TAHHOTO METO/Ia PABHOBECHOL CeOuMeHmayuu
6 epaduenme naomuocmu. Hebonblioe Kosu-
yectBo JIHK pacTtBopsioT B KOHIIEHTpHUPO-
BaHHOM pacTBOpE XJIOPUCTOTO 1e3Usl C TUIOT-

Puc. 24.13. TIpocTpaHcTBeHHas MOJIeNTb
neoitHoit cniupanu JTHK. Otuer-
JIUBO BUAHBI OoJiblasi 00po3aka
(mokazaHa KpacHBIM  IIBETOM)
1 Manasg 6oposnka (TmokazaHa CH-
HUM 1BeToM). OOpaTuTe BHUMA-
HUE, YTO YacTh KaXJOTO OCHOBa-
HUSl TOCTYIHA ISl B3auMOJeii-
CTBUSI C NPYTUMM MOJIEKYJaMU.
(ITeyaTaeTcs ¢ M100E3HOTO paspe-
meHus a-pa Sung-Hou Kim.)

HOCTBIO, Oim3koit K muorHoctn JIHK
(~1,7r/cM’). DrToT pacTBOp UEHTPUDYTH-
PYIOT TIOYTU A0 PaBHOBECHOTO COCTOSIHMSL.
IMom neiicTBMeM MPOTUBOAEHCTBYIOIIUX IIPO-
LIECCOB ceiMMeHTAlMK U nuddYy3un B LIEHTPU-
dyxHOIi Tyeiike BO3HUKAET TpafiueHT KOHIIeH-
TpauMu XJOPUCTOTO ue3us. B pesynbraTe
CO3/1aeTCAd YCTOWYUBBIA TI'PAAUEHT IUJIOTHOCTU
ot 1,66 10 1,76 r/cM’. Tlox meiicTBUEM LieH-
TpobexHoi cuiabl Mojekynasl JHK mepexomsar
B Ty 00JjacTb TpaaueHTa, B KOTOPOW IJIOT-
HOCTb pacTBOpa paBHa MX COOCTBEHHOW Iljia-
Byueil IUIOTHOCTH. BhIcOKOMoONeKyIsipHast

24. THK: reHeTuyecKasi poJib,
CTPYKTYpa W PeILIMKAIMS 15



Puc. 24.14. Paszpenenue “N- u “N-IHK
P LeHTPpUDYTrMpOBaHUHU B rpa-
IUEeHTe IUIOTHOCTU. A - (poTto-
rpadust UEHTPUDPYXHOM sAYEKuU
B  YJAbTpaduoOJIETOBOM CBETE;
b - neHcuToMeTpuueckasi Kpunasi
MOTJIONICHMSI, TOJyYeHHas Tpu
CKaHHUPOBaHUU dotorpaduu,
MpUBeNeHHOW Ha  puc. A
[Meselson M., Stahl F. W., Proc.
Nat. Acad. Sci., 44, 671 (1958).]

JHK ob6pa3yeT 4eTKO BBIpaxK€HHYIO II0JIOCY,
00HapyXMBAaeMYIO IO TIOTJIOIIEHUIO YJIbTpa-
¢uonerosoro ceera. Momekynsr “N-JHK u
"N-IHK xopomio pa3smeisiioTcsi B TaKOM
rpaJieHTe, TTOCKOJIbKY MX TUIOTHOCTH pa3lih-
yaeTcsl mpuMepHo Ha 1% (puc. 24.14).

JHK Bbigensiu u3 OakTepuii yepes pas-
JINYHBIE TPOMEXYTKHU BPEMEHMU TTOCIIe TIepEeHO-
ca co cpenpl, cogepxanieit "N, Ha "“N. AHa-
I3 3TUX 00pas3loB LEeHTpUGyrupoBaHUEM
B TpaaueHTe IIOTHOCTH TOKasajl, 4YTo ITOCye
onHoro nukia perumkauuu JJHK naer onny
noJiocy (puc. 24.15). IIIOTHOCTb 3TOM MOJIOCHI
Oblla paBHa B TOYHOCTU cpeaHeapucMeTrye-
CKOMY 3HAYEHMIO MEXIY IUIOTHOCTBIO 'N- 1
"N-JJHK. Omcymcmsue “N-IHK ceude-
MeAbCMB08aN0 0 MOM, HMO UeAOCHMHOCMb PO-
dumenvcikoii /IHK 6 xode penauxauuu Hapy-
waemcsa. Orcyrerue "N-JJHK mokasbiBaio,
YTO YacThb aTOMOB BCEX JOUYEPHUX MOJIEKYI
JHK mpoucxoauna ot poautenbckoit JHK.
CootHommrerne ‘N u "N B modepHHX More-
KyJ1aX IOJDKHO COCTaBJISATH 1:1, Tak KaK IUIOT-
HocTh ruOpunHbIX Moiekyn JHK Obina cpen-
Heit mexny “N- u "N-JHK.

Ilocne nByx nukiaoB perumkanuu JHK
pacrpenensiiacb MOPOBHY B JBYX ToJocax.
OnHa u3 HUX - TMOpUAHAS AHK,
apyrasg- ‘N-JJHK. Mecencon u Cramb
cAeNaIM U3 3TUX YOeIUTEbHBIX IKCIIEPUMEH-

Yacrts IV.
16 Nudopmanus

TOB BBIBOA, «4mo azom monekyn JHK pac-
npedensemcs noposny medcdy 08yms @usuye-
CKU DA30eAbHbIMU CMPYKMYPAMU, 4YMO HOCAe
y08oeHusi Kaxcdas O004epHss MOAeKyAd Noay-
yaem OOHY U3 SMUX CMPYKMYpP U HMO MU

cmpyKmypbl coxpansiomes UHMAKIMHbIMU
6 meyenue MHoeux yoeoenuil». TloayyeHHbIe
pe3yabTaThl  MPEKPacHO  COMIACOBBIBAINCH

¢ Mmogmenpio pemmkanuu JHK Yorcona—
Kpuka (puc. 24.16).

24.7. Hekotopble BHPYCBHI COAEpHkKAT

HA OmIpeaeICcHHbIX CTAaAUAX KH3HCHHOro IHUKJIAa
onHouenovyeynyw JIHK

JHK He Bcerma aByxiiermodyeuHasl MOJICKYJIa.
Pobepr Cuncxeiimep (Robert Sinsheimer) o6-
Hapyxun, uro HAHK ¢aea o X174, neborvuio-
20 eupyca, 3apaxcawujeco E. coli,- oonoyeno-
yeunas moaekysa. HecKoabKO 3KCHepuMeH-
TaJIbHBIX (DAKTOB TIPUBEIU €ro K ITOMY
HEOoXHWJAaHHOMY BbIBOIYy. Bo-TepBbiX, COOTHO-
meHue ocHoBanuii B JIHK d¢ara X174 He
ynosieTBopsieT npaBuiy [A] = [T] u [G] =
= [C]. Bo-Bropnbix, BsizKocTh pactBopa JIHK
¢ara X174 3HAUYNTETHHO MEHBIIE BSI3KOCTU
pactBopa JJHK FE. coli Toii ke KOHIIEHTpa-
uuu. I'maponnHamuyeckue cBoiictBa JHK
¢dara @X174 COOTBETCTBYIOT IIOJUMEDPY
B KOH(popMaLuu cirydyaiiHoro Kiayoka. B orinm-
yue ot 3Toro JJHK B cdopme nBoitHoi crivpa-
JIK BedeT cebsl TUAPOAMHAMUYECKHM KaK OYeHb
JKECTKas TMajiouyka. B-TpeTbrX, aMHHOTPYITIBI
ocHoBaHuit JJHK d¢ara X174 nerko pearu-
PYIOT ¢ (hOPMaTBIETUIOM, TOT/Ia KaK OCHOBA-
Hus B nBoitHo# criupanu JHK moutn Hemo-
CTYMHBI ISl 3TOTO PeaKTHBa.

O6HapyxeHue d1oii omHouenodeyHoir JHK
MOPOAUIIO COMHEHHUST B YHUBEPCATbHOCTU
CXEeMbl TOJIYKOHCEPBAaTUBHOW peIJIMKaIIUu,
npemioxeHHoir YorconoM n Kpukom. OmnHa-
KO BcKope Obuto moka3zaHo, yto JHK dara
@X174 HaxomuTCs B OJHOILIETIOYEUYHOM CO-
CTOSTHUY TOJIbKO Ha MPOTSKEHUU YaCTH XKU3-
HEHHOro 1ukKia Bupyca. CuHcxeiimep oOHapy-
KWJI, 4TO 3apakeHHbIe KIeTku E. coli conep-
XaTt  odeyxuyenoueunyro ¢opmy JHK ¢paea



Puc. 24.15. [loxa3aTenbCTBO TOJYKOHCEPBa-
TUBHOM PETUIMKAIINU B KJTeTKax E.
coli ¢ TOMOIIBIO LIEHTPUPYTUPO-
BaHUsl B TPagMeHTe IUIOTHOCTH.
IMonoxenue mnonocsl JJHK 3aBu-
cutr ot cogepxanus ‘N u “N.
Iocne 1,0 reHepauuu Bce MoJe-
kyasl JJHK mpexncraBisior co-
00if TMOPMIbI, COmepXallue paB-
Hoe xommuectBo N m  "“N.
Poaurensckas AHK (”N) mocie
1,0 reHepanuy He 0OHApYyXKMBaET-
csa.  [Meselson M., Stahl F.W.,
Proc. Nat. Acad. Sci, 44, 671
(1958).]

@pX174. Dra npsyxuenoueuHas HHK Hasbl-
BACTCA peniuKamugHol @opmoi, TaKk KakK OHa
cayxutr Marpumeil mns cuHTe3a JJHK Bupyc-
HOro TMoToMcTBa. Bupycel, coaepxalniue
onHouenoueyHytlo PHK, Ttakxe pemiuiu-

Puc. 24.16.

24. JTHK:

CxeMa TIOJYKOHCEpBAaTUBHOM pe-
minkanuu. Pomurensckas JHK
n300paxeHa 3€JE€HBIM, a HOBO-
CHUHTE3MPOBAaHHAS - KPAaCHBIM.
[Meselson M., Stahl F.W., Proc.
Nat. Acad. Sci, 44, 671 (1958).]

reHeTudecKkasl poJib,
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Puc. 24.17. DBDnexktpoHHas  MuKpodoTorpa-
(usa yactun Bupyca ¢X174. (Ile-
yaTaeTcsl C JIIOOE3HOTO paspellie-

Husa a-pa Robley Williams.)

PYIOTCS Yepe3 MPOMEXYTOUHYIO IBYXIEIMoYed-
HYIO pPEIUTMKAaTUBHYIO ¢GopMy. MexaHU3MBbI
3TUX TPOLIECCOB MOAPOOHEEe paccMaTpUBalOT-
¢ B m1. 30. 31ech ke BaxXHO JIMIIb MOAYepK-
HYTb, YTO O3TU HCCIEIOBaHUS TOATBEPAUIN
BCEOOIIHOCTh CXEMBI perUiMKaluuu YOoTcoHa—
Kpuka. Jleyxuenoueunas JHK (unu
PHK) - penaukamusnas  ¢opma  6cex  u3-
BECMHBIX 2€HO8.

24.8. Moaexkyasl THK oyenp niMHHBIE

[pexe yeM mepeiTh K MeXaHM3My perinKa-
min  JHK, MpeNCTaBISOWEMY  cOOOM
CIIOKHBIN (hepMEeHTaTUBHBIN IIPOLIECC, PacCMO-
TpuM HekoTophie cBoiictBa T HK. Ilopasu-
TelbHass ocobeHHocTh Mosekyn JHK, Bcrpe-
Yalonuxcsl B MPUPOJE,- UX HeoOblYaliHas UTU-
Ha. Xpomocoma E. coli npedcmasasem coboii
edunyro moaexyny odsyxcnupanvhoii JHK, co-
depycaweti 4 man. nap ocnosauuii. Macca
sroit  momekynsl JHK 26+10° x/la. Ona
UMEET KpailHe acumMMempuyHylo gopmy. ee
KoHTypHast juinHa 14+10° A, a nuamerp 20 A.
Konrypnasg nmmunHa (1,4 MM) 3TOi MOJIEKYJIbI
HOHK cooTrBercTByeT pa3MepaM MaKpPOCKOIIH-

Yacts IV.
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YeCcKuX CTPYKTYp, a auameTp 20 A HaXOOUTCS
Ha YpOBHE aTOMHBIX pa3mepoB. bpyHo 3umm
(Bruno Zimm) mokasaji, 4yTo camas OoJjbluas
xpomocoma 'y Drosophila melanogaster conep-
xut enuHyio Moiuekyny IHK, cocrosmyo u3
6,2+10 map ocHopaHMii. KoHTypHas minHa
sroif  Mosekyael 2,1 cM.  Cromb acumMe-
TpuuHble MoneKynel JHK Becbma uyBcTBH-
TeJbHBI K pa3pbIBy IMOJ ACHCTBUEM CHUJ CIOBU-
ra. OHM JIeTKO pa3phiBalOTCs Ha (parMeHThI,
Macca koTopbix B 1000 pa3 MeHblle, 4yeM Mac-
ca UCXOMHOM MOJIEKYJIbI, €CJT TPYU MaHUITYJIs -
OMSX ¢ Hell He MPMHUMAIOTCS 0COOBbIE Mephl
MPETOCTOPOXKHOCTH.

H3zo6paxkenus monekyn JHK mHorux 6ax-
TepUil U BUPYCOB ObUIM HEMOCPEJICTBEHHO IO-
JIy4eHBl C TIOMOIIbIO 3JEKTPOHHOTO MUKPO-
ckona (puc. 24.18). Pa3smepsl HEKOTOpPBIX Ta-
kux mosekyn JHK mnpusenensl B Taba. 24.1

Cremyer OTMETUTb, 4YTO Jlaxe camble Ma-
JneHbkue Mouekynsl JIHK ummeoT BecbMa BbI-
TaHyTyI0 (opmy. Hampumep, JHK Bupyca
nmoiauombl  comepxutr 5100 map ocHoBaHUA
U uMeeT KOHTypHylo mnuHy 1,7 mxm (17000
A). HamomHauM, 4To aMaMeTp MOJIEKYJIBI Te-
MOIJIOOMHA cocTaBisieT 65 A, a miuHa KoJuia-
reHa, OJHOTO W3 caMbiX JUJIMHHBIX Oern-
KoB,- 3000 A. JTOo cpaBHeHHME MOIYEPKUBAET
OTPOMHYIO JUINHY W BBIPaXEHHYIO acuMMe-
tpuio moiekyn JHK.

Puc. 24.18. DOnexrtpoHHast — MuUKpodoTorpa-
dus monexyasl JHK G6akrepuo-
dara A (popma RFII). (Ilewaraer-
cs ¢ J100e3HOro paspelieHust

n-pa Thomas Broker.)



ﬂ)’lﬂ N3MEPEHUA IJIMH MOJICKYJT HYKJIICMHOBBIX KHCJIOT IIPUMCHACTCA CAMHULIA

JJINHBI, paBHasd

1000 map HYKJEOTHIOB B Ciyyae ABYXLEMOYEYHBIX MOJIEKYJT HY-
KJIEMHOBBIX KMCJIOT (T.LH.,, uiu kb-or anri. kilobase) wim

1000 HyKICOTHIOB

B Cllydae OIHOLIETIOUeYHBIX MOJeKya1 (T.H., mmm kb). 1 kb mByxuemoueunoir JIHK
nMeeT KOHTYpHyo mauHy 0,34 MKM U Maccy npumepHo 660 xJla.

24.9. JIpoiiHas cnMpajb MOXKET ObITh 00OPaTUMO
pacniasjieHa

HBe nenu JHK-cnupanu MoryT jerko pa-
30MTUCH, €CIU pa3pyLINTb BOIOPOIHBIE CBSI-
31, COCIWHSIONIME CMapeHHble OCHOBAHMSI.
DTOro MOXHO JOCTUYb, MO0 HarpeBas pac-
tBop AHK, nmubo nobGaBisiss B pacTBOp KHUCJIO-
Ty WIK 1IeJ0Yb JJIs MOHU3ALMU OCHOBAaHWIA.
PackpyyuBaHue ABOWHON Crivpasu Ha3bIBaeT-
csl naaeneHueM, TakK KaK TIPOUCXOAMUT MTHO-
BEHHO TIpU CTPOTO OMNpeleeHHOI TeMmepaTy-
pe. Temnepamypa naaenenua (T,)-310 Ta
TeMreparypa, pyd KOTOpPOi pa3pyliaercs Imo-
JIOBMHA CIMPaJbHOM CTPYKTYphl. Pe3KocThb
9TOr0 Mepexofa IMOKa3blBaeT, 4TO JABOWHas
cnupans JHK - ctpykrypa esicokokoonepa-
muenas. IlnaBnenune JJTHK merko permcrpupo-
BaTh, U3Mepsis ee TomiolieHue mpu 260 HM.
HapyuieHre MeXIIOCKOCTHBIX B3auMOJeii-
CTBUI1 Map OCHOBAHWI MPUBOAUT K yBeJIuYe-
HUIO TIOTJIOIIEHUS - 3¢ EeKT, Ha3bIBa€MBbIi 2u-
nepxpomuszmom (puc. 24.19).

Temmeparypa minaBiaeHust moiekynabl JHK
CYILIECTBEHHO 3aBUCUT OT €€ HYKJICOTUIHOTO
cocrtaBa. Mounekynabl JHK, Gorareie GC-ma-
paMu OCHOBaHUI1, UMEIOT Oojiee BHICOKHME 3HA-
yenua T, , yeM Mojekynbl, Goratbie AT-ma-
pamu ocHoBaHuii (puc. 24.20). B obmem T

Tabnuua 24.1. Pa3mepst  HekoTtopbix Mogekyn JHK
(Kornberg A., DNA replication, W. H. Freeman and Co.,
1980, p. 20)

Opranusm Yucno map KoHTypHas
OCHOBaHUIA, JJIMHA, MKM
kb

Bupycst

IMonuoma uam SV-40 5,1 1,7

®ar A 48,6 17

®ar T2 166 56

Bupyc KOpoBbeii OCIIbI 190 65
Bakrepun

Mukomiazma 760 260

E.coli 4000 1 360
DyKapuOTHI

Jpoxxu 13500 4600

Ipo3oduia 165000 56000

Yenosek 2900000 990000

Puc. 24.19. Ilpu nnaBieHur OIBOMHOM criMpa-
JIA, KOT/Ia OHA TIEPEXOIUT B OTHO-
LIeNOoYeYyHyI0 (GopMy, TMOIJIOLIE-
Hue pactBopa JHK npu 260 Hm
BO3pacTaer.

Puc. 24.20. KpuBble TIaBJIeHUs pa3IUYHBIX
JHK. Harpaduke oT10XXeHO OT-
HOCUTEJIbHOE TIOTJIOIIEHUE TMpPU
260 HM B 3aBUCMOCTH OT TEMIIE-
patypsl (noriouieHue npu 25°C
npunsto 3a 1). T paBHa 69°C
g JHK E. coli (50% GC-map)
u 76°C nnsg JHK. P. aeruginosa
(68% GC-map).

24. THK: reHeTnyecKasi poJib,
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Puc. 24.21. 3BnexktpoHHas MukpodoTorpa-
¢us monexynsl IHK, yactuuno
pacIuleTeHHOM  TOm  JeCTBU-

eM 1ieinoun. OnmHOlENMOoYeIHbIe
YYacTKM UMEIOT BUJ TeTeNb, KO-
TOpbIe OKpalleHbl MEHee MHTEH-
CHMBHO, YeM JABYXIETIOYEUHBIE
y4yacTKM. OTU  pacIuleTeHHbIe
yuactku JJHK 6orater AT-mapa-
MU ocHOBaHWi. OMUH U3 HUX TIO-
MedeH crpenkoil. [Inman R. B.,
Schnos M., J. Mol. Biol., 49, 93
(1970).]

JHK MHorux BMAOB IOBBIIIAETCS JHUHENHO
or 77 mo 100°C c yBennyeHUEeM colepKaHUs
GC-map ot 20 mo 78%. GC-mapsl cTabuiIbHEE
AT-map, Tak Kak B HMUX OCHOBaHWS YAEpXKU-
BalOTCSI BMECTE TpEMsI BOJOPOIHBIMU CBSI3SI-
MU, a He nByms. Credosamenvro, AT-60cambie
obnacmu JIHK Odoaxcnbr  naasumocs  nepgvimu
(puc. 24.21). Kax Mbl yBUOAMM HUXe, in Vvivo
NBOWHAsl CHHUpadb pacIrUieTaeTcs Ton Jei-
CTBUEM cCIellMalbHbIX OenkoB. Hekoropwie u3
HUX BbI3bIBalOT packpyuuBaHue JHK, rumpo-
nu3yst ATP (pasnm. 24.21).

PazneneHHble  KOMIUIEMEHTapHble  LENU
JHK crnoHTaHHO peaccouMUpYOT ¢ 00pa3o-
BaHWEM JBOWMHON CHUpaav, €Ciau TeMmepaTrypa
cTaHoBuTcsl Huxke T, . OTOT mpolecc peHary-
pauMu WHOrAa HasbiBaloT omocueom. CKo-
pOCTh peaccollMallii 3aBUCUT OT KOHIIEHTpa-
LMU  KOMIUJIEMEHTapHbIX MOCAeA0BaTebHO-
creit (pasm. 29.10). JlerkocTb, € KOTOpOU
MJIaBsITCS U PEaccoLMUpPYIOT JBOWMHBIE CIUpa-
JIM, UMEET KPUTUUYECKOEe 3HAYEHUE JJIs1 BBINOJ-
Heaust JHK ee Ouonormyeckux ¢GyHKIIHIA.

Yacts IV.
20 Hndopmanus

24.10. Hekoropsie moaekyasl JIHK wumeror
KoJIblIeBYIO Gopmy

MeToaoM 3JeKTPOHHON MUKPOCKOIMHWU ObLJIO
MOKa3aHO, YTO MHTaKTHble Mosekyabnl JIHK
U3 MHOTUX MCTOYHUKOB 3aMKHYTBI B KOJIbIIO
(puc. 24.18). OtkpheiTHe TOro ¢akra, 4To E.
coli MeeT KOJbLIEBYIO XpOMOCOMY, He OBbLJIO
HEOXUAaHHOCThIO. OHO OBLIO TMpeacKa3aHo
Ha OCHOBE F€HETUYECKUX UCCIIENOBaHUIA, TTOKa-
3aBUINX, UTO KaApma eeHemu4eckoe0 CUenieHus
amoti bakmepuu seasiemcsa Koavuyesoi. TepMUH
«KOJblIeBasi» O3HayYaeT Jullb, 4to Henb JHK
HeTpepbiBHA, U OTHIOAb HE OTHOCHUTCSI K €e
reomeTpuyeckoit cdopme. In vivo MOJEKYJbI
HNHK Bcerma wuMmeT BechbMa KOMIAKTHYIO
dbopmy. B cBsSI3M Cc 3TUM cCleayeT OTMETHTb,
yto xpomocoMa E. coli mpumepro B 1000 pa3
JUIMHHEe, YeM KJeTKa OaKTepuu.

He Bce monexkynbst JHK wumelorT Koiblie-
Byto ¢opmy. Hampumep, JHK 6Gakrepuodara
T7 saBnsaercsa auneiinoi. Monekyasl JTHK He-
KOTOPHBIX BUPYCOB, TaKMX, KaK OakTtepmodar A
npemepnegardm  83auMONpespaujeruss  AUHeHOl
u Koavyesoil gopm. B BUpYCHOI yacTuiie Npu-
CYTCTBYeT JIMHeiHasa ¢opMa, a B KJIETKEe-XO-
39MHe - KoJbleBas (pasm. 30.16).

bl

24.11. KoJbueBble ABYyXCHHPAJIbHbIE
moJjiekyJnl JIHK moryr nHaxoauTbcs

B CylepcnupajM30BaHHOM

COCTOSIHUH

Ilpu mpeBpaileHUM JWHEHUHON ABYXIleNnovyey-
Hoii JTHK B 3aMKHYTYI0 KOJIbLIEBYIO MOJIEKY-
JIy OHa IpuoOpeTaeT HOBOE CBOWCTBO. J[Ixke-
poMm Bunorpan (Jerome Vinograd) ycraHoBwiI,
41O och ABoHON cnimpanu JHK moxer cama
OBITh 3aKpyuye€Ha B cynepchupats. OTa Ccymnep-
crnupaib MOXET OBbITh 3aKpydyeHa B IIpaBYIo
WA B JIeBYyI0 CTOpoHy (puc. 24.22). TepMuHBI
«CyIepcrnupann3oBaHHas», «CBEPXCKPYYEH-

Puc. 24.22. Cxematuueckoe  M300paxkeHUe
pellakcupoBaHHO# (A) u cymep-

cnupanuzoBanHoi (H) JHK.



Hasi», «CyINepcrnupanbHas», <«CyNepcKpyvyeH-
Hasl» M «CBepXCIHUpaJbHAs» - CHHOHUMBI.
Konbuenyio JHK, coBeplieHHO UILEHHYIO
CyNepcrnupatbHbIX BUTKOB, HA3bIBAIOT peaak-
cupoganHoli. J1ns TOro 4ToObl TIPeBPaTUTh pe-
nakcupoBaHHylo JJHK B cymepcnupanuzoBaH-
HYI0, HEOOXOOMMO 3aTpaTUThb ONPEACIECHHYIO
sHepruto. Hampumep, sHeprus, 3arpauyuBae-
Mas Ha oOpa3oBaHue 15 cymepcnupaaibHbIX
BUTKOB B opHoit wmonekynre HHK Bupyca
SV-40 (ee xoHTypHast miauHa 1,7 MKM), cocTa-
BJsieT okosio 100 Kkayj/Mosb. DHEpTUs Hamps-
XeHus1 cynepcnupaiu3oBaHHoir JHK (aHep-
rusl cynepcrnupaiu3alnu) MpUMEpPHO TPOIop-
LIMOHAJbHA  KBajpaTy  4YMclIa  CYyMepCIu-
paJIbHBIX BUTKOB.

Cynepcrnivupanusaius, TO-BUIAMOMY, BbI-
MOJIHIET ABe OuoyiorThuyeckue (GyHKUuu. Bo-
MepBbIX, cynepcnuparusogannas JHHK umeem
Oonee KOMNAKmMHYI0 QopMy, HueM perakcupo-
eannas JIHK makoii xce odauner (puc. 24.23).
Cynepcrniupanu3ainus MOXET WIpaTh OIpeje-
neHHyo poib B ymakoBke JJHK. Bo-BTophix,
Cynepcrnimpanun3anusi MOXeT BJIUATb Ha CTe-
MeHb pacIuleTaHUsl ABOMHON crupaiud M, clie-
JIOBaTeJIbHO, Ha €e B3aMMOACUCTBUS C APYTU-
MU Mosekynamu. TouHee, ompuyamenvhas
CYnepcRupaiu3ayus mMoxcem npugodums K pac-
Kpyuueanuto 06oilinoli cnupaasu. VHTEpecHO OT-
METUTh, YTO TIOYTHU BCE KOJIbLIEBBIE MOJIEKYJbI
OHK, BcTpewalomecss B IIpUpoIe, OTpHUIIA-
TEJIbHO CYMepCIupasn30BaHbl.

BaxxHast xapakTepucTHKa 3aMKHYTON KOJIb-
nesoii JIHK -ee mopsimok 3aneruienusi L (or
aHri. linking). Yucno L yka3biBaeT, CKOJIbKO
pa3 oIHa LIeMb TepeceKaeT IPYyTyw LeMb, eCciu
WX CIpoeuupoBaTh Ha IUIOCKOCTb. Ywucio
L nomxHo ObiTh uenaniM. Kpyuenue T (or
aHrj. twisting) ¥ BeJIMUYMHaA Cymnepcrupain3a-
uuu W (ot aHra. writhe) cBs3aHBI MeXAy CO-
0oii ypaBHEHUEM

L=W+T,

T.e. HaxomITCsI B OOpaTHOW 3aBUCUMOCTH.

[Topsimok 3anenaeHus - TOMoJOrnyeckasi xa-
PaKTEepPUCTUKA; OHA MOXET M3MEHSTHCS, JUIIb
KOrga B OOHY WIM B 00¢ IIeNmMd KOJBIEBOI
HOHK BHocsTCcS pas3pbiBbl. [eiCTBUTENBHO,
ObUIM BBIAEJCHB (PepMEHTHI, KOTOpELIC KaTa-
JUTUYECKU WM3MEHSIOT BenuuuHy L. Karanu-
THYECKYI0 AaKTUBHOCTb TaKUX MONOU30Mepa3s
JIETKO BBISIBUTH C IIOMOIIBIO Te€JIb-3JeKTPOodo-
pe3a, Tak Kak cynepcnupanuzoBaHHas HJHK
Oosee KOMITAaKTHA U II03TOMY HMeeT O00Jib-
IIyI0 IIOABMKXHOCTH, 4YeM pejJaKCHMpoBaHHas
OHK (puc. 24.24).

Puc. 24.23. OnexkTpoHHBIE MHKpodoTOrpa-
¢duu mutoxonapuanbHoi JHK:
A -penakcupoBaHHasl KOJIbleBas
¢opma; b - cynepcnupain3oBaH-
Hast KoibueBast ¢dopma. (Ilega-
TaeTcs ¢ JIIOOE3HOTO pa3pelieHust

n-pa David Clayton.)

24.12. OrkpbiTne JIHK-noaumepa3ssi
IlepeiinemM Temepp K MOJIEKYJISIPHOMY Mexa-
Husmy pemnukamuu JHK. Aptyp Kopnbepr
(Arthur Kornberg) u ero xosmrterm B 1955 .
Havajqu ToMCK (epMeHTa, CUHTE3UPYIOIIEero
JAHK. Bckope 3TOT mOMCK yBeHYaJcsl YcIie-
XOM, TJIaBHBIM 00pa3oM IOTOMY, 4YTO TMpH
MJAHUPOBAHUU OKCIEPUMEHTOB OBbLIM TIpU-
HSTbl TPU TPABUJIBHBIX pEIIeHUs, T.e. ObUI
clieNiaH TIpaBUJIBHBIN BBIOOD MEXIYy HECKOJb-
KUMHM BO3MOXHOCTSIMU.

1. YTo mpeAcTaBiIsIlOT co0oOil  akmueupo-
sannvle npedwecmeennuxy T HK? KopHOepr
W ero KOJUIeTW cAeNald NpaBWIbHOE Mpearo-
JIOXKEHUE, 4YTO aKTUBMPOBAHHBIE IPOMEXY-
TOYHBIE TPOAYKTH cuHTe3a JHK - dezoxcupu-
OoHyKaeo3ud-5'-mpugocpamer. B ocHoOBe 3TO-

24. THK: reHeTuyecKasi poJib,
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Puc. 24.24. ®ororpaduu reneii, Ha KOTOPbIX
BU[IHA pejlakcalMs cylnepcnupa-
mm3oBaHHoi [IHK Bupyca SV-40.
Jlopoxka A -cynepcrnupain3o-
BanHasg JHK ¢ OompmnMm umc-
JIOM  OTPULATENIbHBIX  BUTKOB.
[Mpu nuky6auuu JHK c Tomou-
30Mepa3oil B TedeHue 5 MuH (b)
u 30 MmuH (B) obpasyercs psif Mo-
Jioc ¢ 6oJiee HU3KOM CTENEHbIO Cy-

nepcuupanuianun. [Keller W.,
Proc. Nat. Acad. Sci., 72, 2553
(1975).]

ro TIPENINoOJIOXEeHUs JieXalau JBa coobpaxe-
Hus. Bo-mepBbix, MyTH OHMOCHHTE3a MYPUHOB
U TUPUMUIMHOB TPUBOASAT K 00pa30BaHUIO
HyKIeo3un-5'-ocharoB (a He HyKIeo3um-3'-
dochaTtoB). Bo-BTophlX, aKTUBUPOBAHHBLIM
MPOMEXYTOUHBIM TIPOAYKTOM CHHTE3a MUPO-
docdarHoli CBSI3M B TaKMX KodepMeHTaX, Kak
NAD", FAD u CoA, gasnsgercs ATP.

2. YUTO MOXET CIyXUTh KPUTEPUEM CUHMe-
3a [l HK? Ilpennonarajoch, 4To abCOMIOTHOE
koaunyectBo JAHK, cuHTe3mpoBaHHOII B mep-
BOHAYaJbHbIX 3KCIEPUMEHTAX, AOJXKHO ObITh
BECbMa HEBEJMKO, TIJaBHbIM 00pa3oM wu3-3a
obunus Hykiea3. [loaTomy HyXeH ObUT Ka-
KOI-TO YYBCTBUTEIbHBEIN TecT. Bpur paspabo-
TaH TaKOW TECT C WMCIOJb30BaHUEM paAdUOaK-
MUBHbIX HYKAe0mudos-npedulecmeeHHUK08.
BxuitoueHue aTux mnpeninectBeHHUKOB B JIHK
o0HapyXMBaJ MYTEM W3MEPEHUS paauoaK-

Yacrts IV.
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TUBHOCTU 6 ocadke, HOAYYEHHOM Hnocie 00pa-
bomKku uHKybayuonHol cmecu kucaomoii. B oc-
HOBE OTOTO MeTola JIeXKUT TOT (HakT, 4YTO
JAHK ocaxpgaercs KuUCIOTaMu, Hampumep
TPUXJIOPYKCYCHOW KUCJIOTOH, a HYKJIEOTHIbI-
MPEeAIIeCTBEHHUKN OCTalOTCSI B PacTBOpE.

3. Kakue kaemku ciienyeT BbIOpaTh AJISI WC-
ciemoBaHus? Ilocine Toro Kak TiepBOHa-
YyaJbHbIE 3KCIEPUMEHTHI C 3KCTPAKTAMU XHU-
BOTHBIX KJIETOK Ay OTPULIATEIbHbIE PE3ysib-
TaTel, BBEIOOp manm Ha Oakrepuu FE. coli,
TMOCKOJIbKY NI€JIeHUE 3TUX KJIETOK MPOUCXOIUT
Bcero juib 3a 20 MUH (BpeMs TeHepaluu), H,
clenoBaTeslbHO, WX  MOXHO  BbIpalllUBaTh
B OoabliMx KonauuyectBax. Kak v mpenmonara-
JIOCh, 3Ta OaKTepusl MCKIIOYUTETbHO OoraTta
(epMeHTaMU, yyacTBYIOUIMMU B CHUHTE3e
JHK.

DKcTpakT E. coli THKYOMpPOBaIN ¢ paaroak-

TUBHBIM  JE30KCUTHMMUIUH-5'-TprdocdaTom.
PagmoakTMBHOCTD 3TOTO "“C-MeueHHOTO
MpellIecTBeHHNKa cocTapmstia  1+10°  mmm./

MUH. PagnoakTUBHOCTh OcajKa, MOJYYeHHOTO
nobaBjieHMeM K MHKYOallMOHHOW CMECH KMHC-
JIOTBI, cocTaBiisia Bcero S50 wmmir./mMuH. bBputo
CUHTE3UPOBAHO JIMIIIb HECKOJIbKO TTMKOMOJIEH
JHK, HO »TUM OBUIO TIOJOXKEHO Hayajo.
KopnuOepr nucan: «XoTs KOJUYECTBO HYKJIEO-
TUAA, BKJIIOYUBIIETOCs B COCTaB HyKJIEMHOBOM
KMCJIOTBI, ObUIO HMYTOXHBIM, OHO OBUIO Cy-
LIECTBEHHO BbIllIe YpOBHS ¢oHa. Mbl momnpo-
OoBasi 3a0UTHh KJIMH B 3Ty Y3€HbKYIO ILIETKY.

Puc. 24.25. OnexktpoHHas MukpodoTorpa-
dust  monekyn HHK-momume-
pasbl (cpepuyeckue CTPYKTYpHI),
cBsA3aHHBIX ¢ Mousekyiaoin JHK
(toukag Hutbh). ([lewaraercsa
¢ JIOOEe3HOro paspenieHus: a-pa

Jack Griffith.)



Puc. 24.26. Peakuus 3710HTalMy 1eMMU, KaTa-
mu3upyemass [ HK-monumepa-

301.

MonoTKoM HaM chyXuia ouyucTka GepMeH-
Ta - METON, OTpabOTaHHBI TIpU UIYyYEHUU
CIIUPTOBOTO OPOXEHUS».

Dror HOBHI (depmeHT ObUT HaszBaH JJHK-
nojaumMepas3oit (puc. 24.25). Temepp ero Ha3bi-
BaioT JHK-noaumepazou I, Takx Kak C Tex
nop Obutu BbImeneHbl apyrue A HK-monume-
pasbl. [locie mecaTu JeT HampsoKeHHOUW pa-
ootel B naboparopum Kopubepra JIHK-mo-
nuMepasa | Obla ouMilieHa OO TOMOTEHHOTO
COCTOSIHMSI M JeTaJIbHO OXapaKTepHu30BaHa.
HackoabKo BeJIMKM ObLIM MaclITaObl Mpoje-
JAHHOW pPaboThl, TOBOPUT TOT (HakKT, YTO s
monydeHus 500 Mr gmctoro depMeHTa Heo0-
xonumo Obuto B3gTh 100 xr xjetok E.coli.

HNHK-nmonmuMmepasa I -3T0 equHas mojaumen-
TUAHasg 1enb ¢ Maccoil 109 x/la. OHa KaTamu-
3UpYyeT nocaedosamenvhoe npucoeduHeHue Oe-
30KCUpUOOHYKAeUuHoBbIX 36eHbed K uenu JHK:

(’HHK)H ocTarTKkoB +
+ dNTP  (IHK),, + PP,

Mg cwaresa nermn JIHK JHK-mommmepase
I HeoOXoauMbl crienylouiue KOMITOHEHTBI:

1. B cpene moyKHBI TIPUCYTCTBOBAaTh BCE
YeThIpe Ne30KCUPHOOHYKIeo3ua-S'-Tpudocda-
Tta: dATP, dGTP, dTTP u dCTP. B manwHeii-
meM Mbl OyaeM 0003HavyaTh 3TH J€30KCHPH-
0oHyKIeo3uaTprudocdaTsl OOMMUM CHUMBOJIOM
dNTP. Kpome TOro, HEOOXOOUMBI UOHbL
Mg

2. IHK-monumepasa 1 mpucoemnuHser ne-

30KCUPUOOHYKICOTUAB K 3'-TUIPOKCUITBHOMY
KoHIly mpencymectBytomein mermn JAHK (unnm
PHK). [dpyrumu crnoBamu, HeoOXomuma 3a-
TpaBOYHasl 1eNb, WU 3ampagka, co CBOOOJI-
HOU 3'-TUAPOKCHJIBHOM TPYIIION.

3. Heo6xomuma mampuunas NTHK. Matpu-
Lell MOXeT CIYXMTb KaK OIHO- TaK W JBYXIIe-
nouevyHast IHK. JIByxuenoueunasa JHK cuy-
XKUT 3(DGEeKTUBHON MaTpuIleil JUIIL B TOM
ciaydyae, eciau ee caxapodocdaTHBII OCTOB
pa3opBaH B OJHOM WJIM HECKOJbKUX MecTax.

Peakiust snonranuu (yuIMHeHUs) e, Ka-
tamusupyemas JIHK-monuMepasoit, mpoucxo-
IUT TyTeM HykaeoguavHoi amaku 3'-OH-KoH-
yom mampuybl Oaudcailueeo K pubose amoma
gocgopa ouepednoeo Oe30KkcupubOHYKACO3UOD-
mpugocgpama. B pesynbrate obpasyercs doc-
boanabUpHBIT MOCTUK M OMHOBPEMEHHO BBIC-
BoOoxmaeTca nupodocdar (puc. 24.26). Ilo-
chenylomuii Tuaponn3 nupodocdara obecre-
YuBaeT NajJbHEWIyl MojJuMepu3anuo. Takoe
cMelieHue OOIEro COCTOSHUSI paBHOBECUS
ObUIO OBl HEBO3MOXHO, €CIM Obl aKTUBUPO-
BaHHBIMM  MPOMEXYTOUYHBIMU  TPOIYKTAMU
chayxunu  Hykiaeosuanudochatel.  MMeHHO
B 3TOM Mbl YyCMaTpuBaeM YOEAUTEIbHYIO
NMPUUYMHY TIpeodjamaHus HYKIeO3UATPUDOC-
(atoB Mo cpaBHeHMIO ¢ AudochaTamMu B Kaue-
CTBE aKTUBMPOBAHHBIX MpPEANIECTBEHHUKOB
B OMOCHMHTETUYECKUX peakIusIX. InoHeayus
yenu JIHK npoucxooum 6 HanpasieHuu 5—>
—>3"(puc. 24.27). 3a cekyHIy OIHa MOJieKyJa
HNHK-monumepassl | mpucoenuHser mpumep-
Ho 10 HykneotumoB. [lonumepusanus npoyec-

24. IHK: reHeTnyeckasi poJib,
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Puc. 24.27. JHK-monumepassl  KaTaliusu-
pytot poct ueneit JIHK B Hampa-

BieHun 5'—>3'.

cueHa, T. €. PEepMEHT NPUCOETUHSIET MHOTO HY-
KJIEOTUJIOB, OCTaBasiChb CBSI3aHHBIM C OIHOM
MaTpuLen.

24.13. THK-noaumepasa mosy4yaert
MHCTPYKIUH OT MaTPHIBI

NHK-nonuMepasza katanusupyeT oOpa3oBa-
Hue (ochoanaupHoil CBA3M TONILKO B TOM
ciydyae, eCliM OCHOBaHWE OYEPEeJHOTr0 HYKJIeOo-
TUIA KOMIUIEMEHTAPHO COOTBETCTBYIOLIEMY
OCHOBaHMWIO MaTpuyHoi 1ienu. Ecnu ke ocHo-
BaHUE OYEepeIHOTO0 HYKJIeoTuIa He oOpasyeT
YOTCOH-KPMKOBCKOW Tapbl C COOTBETCTBYIO-
IIUM OCHOBaHMEM MATPUYHON LEMHU, BEpOSIT-
HOCTb 00pa3oBaHMsI KOBAJEHTHOM CBSA3MU
oueHb HU3Ka. CnegoBatenabHo, JHK-monume-
pasa - pepmenm, Hanpaeasemvlii  Mampuuell.
Ona Obl1a OTKpbITA TEpBOl U3 (epMeHTOB
TAaKOTO THUIIA.

Pan sxcnmepumenToB mokaswiBaet, uto JHK-
noJvMMepasa ToJy4YaeT WHCTPYKIMU OT Ma-
TPUIIBL.

1. TlepBBIM IOBOAOM B IOJB3y 3TOTO YTBEP-
XKACHUS TIOCHYXUI TOT (aKT, UYTO 3HAYU-
menbubtii cunmes JHK udem moavko 6 npu-
cymcmeuu  ecex uemolpex 0e30KCUPUOOHYKALO-
suompugocpamos u mampuunoit [ HK,

2. JHK-nmonumepasa MOXeT BKJIIOYATh
B JJHK HekoTopble aHanmoru ocHoBaHuii. Ha-
MpuMep, ypauuil WiM S5-OpoMypall MOXET
3amelath TUMUH. [MITOKCAHTUH MOXET 3aMe-
marb ryaHuH. CrnocoOHOCTb aHaJoroB 3ame-
uiaTb OCHOBaHUSI BbicOkO crneuuduyHa. Co-
21AaCHO Npasuny 3ameuieHus, mom Uuau UHOU
aHanoe Modcem KAIUAMbCA AUWD HPU YCAO-
6uu, umo OH cnocobeH 00pazo6amv YOMCOH-
KPUKOBCKYIO napy ¢ OCHOBAHUEM, KOMHAEMEH-
mapHusiM 3ameulaemomy ocHoganuro. Tak, TH-
MOKCaHTUH MoxeT 3amemiatb G (Ho He A, T

Yactp IV.
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n C), TOCKOJABKY OH 00pa3yeT IOIXOASIIYIO
rmapy OCHOBAaHMI C IUTO3WHOM.

3. Hykneomuomwiii cocmaé HOBOCUHTE3UPO-
BaHHoii JHK 3aBucur oT xapakrepa Ma-
TPUIIbl, & HE OT OTHOCHUTEJIbHOIO KOJWYeCTBa
YeThIpeX  HYKJIEOTHIOB-TPEIIIeCTBEHHUKOB.,
Oo6pasyomasica JHK nmeer ToT Xe HyKJeo-
TUIHBIN COCTaB, YTO W IBYXCIUpajJbHas Ma-
tpuyHas JIHK. W3 storo ciemyer, yro mon
neiicteuem JIHK-monumepasbl perviupyor-
ca obe uenu MmarpuuyHoin JHK.

4. HaubGonee yb0enuTeNbHBIM TOBOIOM CIY-
xaT maHHble o ToM, yto JJHK dara ¢X174,
pemuuupoBanHas in vitro JJHK-momumepa-
30if I, monHocThio mMHbekunoHHa. Crenoa-
TeJbHO, YacToTa, C KOTOpOW 3TOT (epMeHT
JenaeT olMOKU, OYeHb HM3KA.

24.14. JHK-noaumepaza 1 ucnpasiasiet
ommoku B JIHK

JNHK-monumepa3a obnamaeT eile OZHWM BH-
oM (hepMeHTaTUBHOW aKTUBHOCTH: B OMpe/e-
JICHHBIX YCJIOBUSIX OHAa CIMOCOOHA pacIlEeIIsATh
nenu JAHK. JHK-monumepasa mocTteneHHO
rugpoausyer uenb JHK ¢ 3'-rugpokcuibHo-
ro KoHua. [Ipu 3ToM OTIIETISAIOTCS MOHOHY-
kiaeotuansl. Takum obpazom, JHK-norumepa-
3a I seasemes makoce 3'—>5'-3K30HyKA€A300
(puc. 24.28). Vnansemblit HYKJIEOTUA MOJKEH
UMeTh cBOOOIHBIN 3'-OH-KoHel u He JoKeH
HaXOJIUTbCA B COCTaBe [BOWHOW crupau.
SIBnsiercsa N Takas 5K30HYKJea3Hash aKTUB-
HOCTh (bepMEHTa HexXeJaTeJbHbIM IMOOOYHBIM
3¢ deKToM, WIM OHAa KaKHM-TO 00pa3oM yuya-
cTByeT B Ouonornyeckom aeiictBuu JHK-mo-
JquMmepasbl? DKCIEepUMEHThl C HCIOJIb30Ba-
HUEM XHMWYECKM CUHTE3MPOBAHHBIX MOJUHY-
KJIEOTHJIOB C HEKOMIIJIEMEHTAPHBIM OCTATKOM
Ha KOHIe 3aTpaBKM IIoKa3ajau, 4To J3'—>
—>5"-9K30HyKNCA3HAA  GKMUBHOCMb  BbINOA-
HAem 6 npoyecce NOAUMePU3AYUU QYHKYUIO pe-
dakmuposanus. PaccMOTpUM TONMMEp, TOKa-
3aHHBIA Ha puc. 24.28, B KOTOpOM IIOC/IeI0Ba-
TenbHOCTh octaTkoB dT obpasyerT ABOWHYIO
cnupaib ¢ Oosee INIUHHBIM ToiuMepoM dA.
Ha 3'-xoHue stoii poly(dT)-nmocienoBaTeib-
HOCTH uMeeTcsl oauH octatok dC, KOTOophIii



He obpa3yeT BOJOPOAHBIX CBsA3€l, TaK KakK OH
He KomiuteMeHTapeH dA. Ilpum moGaBiaeHuHU
NAHK-nomumepaszsl 1 dTTP aTOT Hekomrie-
MeHTapHbIll octaToK dC orTiieruisercs paHb-
e, 4eM HauyMHaeTcs TPUCOeAMHEeHUe OCTaT-
koB dT. DKcrepMMeHTBl C WMCMOJb30BaHUEM
MHOXECTBA Pa3JTMYHBIX CUHTETHMYECKUX TTOJTH-
MepoB mokazanu, 9to JHK-noaumepasa
I 6ceecda ydanrsem  HekomniemenmapHble
OCMamKu Ha KOHYe 3ampaeKu, npejcoe 4em
npodoaxcamsv noaumepuzayuro. Ecmm Ha KoHIe
HaXOOUTCS KOMIUIEMEHTApHOE OCHOBaHUE W
B cpeme TPUCYTCTBYIOT aKTHBUPOBAHHBIE
MpeNIIeCTBEHHUKHU, TUAPOIN3a TMPaKTUISCKH
He mpoucxoamt. [lonuMmepusaius MperoTBpa-
IaeT TUAPOJIM3 C 3'-KOHIIA.

ITo Bceii BepositHocTH, peruKauus JHK
WIET C BBICOKOW TOYHOCTBIO, TaK KaK cnapusad-
HUe O0CHO8aHull npoeepsemcs 08adxcovl. B Tex
clyyasix, KOTjia rnmapa OCHOBaHWI He BMelllaeT-
¢S B IBOMHOU cnivpaiu, moJuMepu3alus oobl-
yHO He wuzaer. OmHaKo, eclid Ha 3TOM 3Tare
BCE-TaKM TPOM3OUAET OINMOKa, OHAa MOXET
OBITH WCIIpaBJieHa paHbllle, YeM OyaeT MpH-
COeNUHEeH crenyoiuit Hykiaeotun. Takum
oopazoM, JIHK-monumepasza | mposepsier pe-
3yJNIbTAT KaXIOTO TPOBENEHHOTO aKTa IOJU-
MepH3alliM, TIpeXIe YeM TepeTH K CIeaylo-
IeMy.

Kpome toro, JHK-monmmepaza 1 moxer
ruapoausoBath JJTHK, HauuHas ¢ 5'-koHua 1ie-
mu. Brta 5'—>3'-Hykaeazwas aKTUBHOCTb
(puc. 24.29) cyuiecTBeHHO OTJIMYaeTCs OT 00-
cyXpaaBleicsl Bbilie 3'—>5'-3K30HYyKJIea3HOM
aKTUBHOCTU.  Bo-mepBbIX,  paciiernsemast
CBSI3b JOJDKHA HAXOAMTHCS B ABYXCITMPAJb-
HOM yyacTKe. BO-BTOpBIX, MOXET IPOUCXO-
IUTh paclieTuieHue Kak KOHIeBoi dochoana-
(upHOIi CBA3M, TaK W CBSI3M, PACTIONOXEHHOMN
Ha PacCTOTHUM HECKOJbKUX HYKJIEOTHIOB OT
5'-koHIIa (KOTOPBIi MOXET UMEThb CBOOOIHYIO
uin  GhochopUIMPOBAaHHYI0O THUAPOKCUILHYIO
rpynny). B-tperbux, 5'—>3'-HykineazHas ax-
TUBHOCTh YBEJIUYMBAETCSH, €CTM OTHOBPEMEH-
Ho wumer cuHte3 JHK. B-yerBepThix, ak-
TUBHBI y4acToOK 5'—>3'-HyKjIea3HOW aKTHB-
HOCTU YETKO OTHEeJIeH OT aKTUBHBIX YYacCTKOB
nonuMmepusauuu U 3'—>5'-rugponuza. JHK-
nonuMepasy | MOXHO paciienuTh MPOTEOJH-
TUYeCKUMU (hepMeHTaMU Ha (parMeHT ¢ Mac-
coii 36 «xJa, coaepxammii Bcioo 5—>
—>3'-HyKJIea3Hyl0 aKTUBHOCTb, U (PparMeHT
¢ Maccoil 75 k/la, comepxXaluii BCIO MOJUMe-
pasHyl0 M BClO 3'—>5'-3K30HYKJIEa3HYIO aK-
TuBHOCTU. Takum obpasom, JHK-noaumepa-
3a I codepycum no menvuweii mepe 0ea

Puc. 24.28. 3'—>5'-sk30HyKiea3Hass aKTUB-

Hocth [AHK-momumepassr 1.

Puc. 24.29. 5'—>3'-Hykyea3Hass aKTUBHOCTb
JHK-mmomumepassr 1.

PazauvHbIX (pepmenma 6 O00HOU noaunenmuo-
Hoil uyenu. 5'—>3'-HyKjea3a HOMONHSET 3'—>
—>5'-3K30HYyKJICa3HYI0 aKTUBHOCTb, UCIIPABIISIS
omnbOKu gpyroro poma. Hampumep, 5'—>
—>3'-HyKJlea3a y4acTBYeT B BbIpE3aHWUU TMHPU-

24. JIHK: reHermyeckasi poJib,
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Puc. 24.30. [JHK-nurasa xataau3upyeT co-
enuHeHue n1Byx 1emneit JIHK, Bxo-
OSIIMX B COCTaB OIHOM IBYXCITM-
PAJIbHON MOJIEKYJIBL.

Puc. 24.31. KoBajgeHTHBII IPpOMEXYTOYHBIN

komrmieke ¢pepmeHT—AMP.

MUIMHOBBIX AUMEPOB, 00pa3yloInUXcs Ipu
obonmyuyenun JHK ynerpadumonerom (pasm.
24.24). bomee Ttoro, 5'—>3'-Hykjea3Has ak-
TUBHOCTh WTpaeT KIIOYEBYIO pPOJb B CaMOi
pernukauun JHK (paza. 24.19).

24.15. THK-iura3a coeauHsieT

¢parmentsl JTHK

NHK-nmonuMmepasa I MoxeT IpHCOEIUMHATH
Ne30KCUPUOOHYKICOTUABl K 3aTPaBOYHOM Iie-
M1, HO OHAa HEe CTMOoCcOOHA KaTaJlu3upoBaTh CO-
enuHenue nByx ueneit JHK wnau 3ambikanue
omHoit mermm JIHK. OOHapykeHue KOIblIeBOI
JHK yka3biBajo, 4TO Takoil (PepMeHT J0JI-
XKeH cyliectBoBaTh. B 1967 T. B HECKOJbKMX
nabopaTtopusXx OAHOBPEMEHHO Obla OTKpbITA
JHK-aueasza - pepMeHT, KaTaJu3upyromni
obpaszoBaHue GhocHorudIUPHOI CBI3U MEXIY
neyms uensimu JJTHK (puc. 24.30). ®@epmeHT
STOT aKTUBEH TMpU  HaJIUYUU  CcB0000HOI
OH-epynnet na 3'-xonye opnout uenu JHK wu

Yacts 1IV.
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docdaTHOIT Tpynnbl Ha 5'-KoHLe Apyroii. O6-
pasoBaHue QochonuabupHOl CBSI3U MEXIY
STUMMU TPYIIIaMU - 9HASPTOHUYECKasl peaKIIusl.
CrnemoBaTebHO, 044 peakyuu coeOuHeHus ue-
neii mpebyemcs ucmoyHuk suepeuu. Y E. coli
U Ipyrux OaKTepuil amy poav 6biNoOAHSem
NAD",Toraa Kak B KJeTKaxX XMBOTHBIX U 3a-
paXeHHBIX OakTeprodaroM KieTKax JIaHHas
peakiusl OCYUISCTBISIETCA 3a cyem JHepeuu
ATP.

3aciyxuBaeT BHUMAHUS W elle OIWH ac-
nekT pabotsl JJHK-nuraser: JHK-nuraza He
MOXET COEAVHUTH ABE MOJIEKYJbl OIHOIIETIO-
yeynoit JHK. Ienu JHK, -coedunsemoie
JHK-aueazoii, doaxcnvt 6bimb wacmoro 08yx-
yenoueurnoii monexyavi JIHK. WccnemoBaHus
MOJIEJIbHBIX CHCTEM Hal0T OCHOBAaHWE AyMarthb,
yro JHHK-nuraza o6pasyer ¢ochomnapup-
HYIO CBSI3b TOJILKO B TOM clly4yae, eciiu BOJIM-
31 OT MeCTa pa3pblBa MMeEETCSl XOTS OBl He-
CKOJIbKO TIap OCHOBaHWi. B meicTBUTENbHO-
ctu  JHK-nuraza 3agensiBaeT  OAZHOLEMO-
YeyHble pa3pbIBBl B OCTOBE ABYXCIHUPATbHOMI
OHK. 3Drtor mpomecc HeoOXomuMm I Hop-
MmanvHoeo cunmesa JHK, oas penapauyuu no-
epexcoennoii  JIHK u Odasa  cpawueanus
(cnaaiicunea) uyeneii IHK npu eememuueckoii
PeKomMoOuHayuu.

PaccmMoTpuM  MexaHWM3M  9TOM  peakiuu,
ycraHoBlieHHBIM PoGeprom Jlemanom (Robert
Lehman). ATP unu NAD" BcTynamoT B peak-
uuto ¢ JAHK-nurazoit u obpasyoT koearenm-
Hblll Komnaekc ¢hepmenm-AMP, B KOTOpoM
AMP cBsi3aH c e-aMUHOTPYNITON TU3UHOBOTO
ocratka ¢epMmeHTa QochoaMUIHON CBSI3BIO
(puc. 24.31). Ocratrok AMP axktuBupyet ¢oc-
darnyio rpynny Ha 5'-konue JHK. IMocnen-
HsIS CTaiusl - HYKAeOpUAbHAS amaka aKmueu-
posannoeo amoma gocgopa 3'-OH-epynnoil.
B pesynbraTe obpasyercs docdoauabupHas
CcBI3b M ocBoOoxmaercss AMP. [IBuxkymas
cujla 3TOM TOC/IeN0BaTEIbHOCTY pPEaKIIUi - TH-
npoau3 mupodocdaTa, OTHISTUISIONIETOCS TIPU
00pa3oBaHUM KoMIJIekca (epMeHT—aneHu-
nat. Takum obpaszoM, Ha obpazosanue ghocgho-
duaghupnoii ceasu e ocmose JHK pacxodyrom-



Puc. 24.32. MexaHU3M peakIUM, KaTalW3M-

pyemoit JIHK-nurasoii.

ca 0se Goeamvle 3Hepeueil @ocghammuvle CéA3U.
ecau ucmounukom suepeuu cayyeum ATP.

24.16. OrkpeiTne JIHK-nmonmumepas II u III
Mmu Bumenu, uto JJHK-monumepaza 1 moxer
cuHTe3upoBaTh u penapuposats AHK in vitro.
BuimosHsieT i oHa 3TM GYHKIUHU in vivo? Bo-
Mpoc BIMOJIHE MPaBOMEPHBIN, Tak KaK (pepMeHT
He Bceraa CIoco0eH OCYIIECTBISITh in Vivo Ty
peaxuuio, KOTOpyl0 OH KaTalu3upyerT in vitro.
YcnoBus, cyliecTByiomiue B KJIeTKe, MOTYT OT-
JIMYaThCs OT YCIOBUU, UCTIONB3YEMbIX TIPU TIO-
CTAaHOBKE OIIBITOB in Viftro, U, KpOME TOrO,
B KJIETKE MOTYT IMPUCYTCTBOBAThH Apyrue ep-
MeHTBl. JlelicTBUTENBbHO, B KieTke FE.coli
UMeIoTCs Mo MeHblied mepe ase apyrue JHK-
rnojiuMepasbl, Ha3BaHHbIe mojauMepazamu Il
u I1II, koTopbie 0BT OOHapPYyXEHBI MPUMEPHO
yepe3 15 mer mocie otkpbitus JHK-mommme-
pasbl I. UeM ke oOBSICHSIETCS TaKoe 3amas3lbl-
BaHue? [leso B ToM, 4yTo akTuBHOCTH JIHK-T0-
qumepa3 Il u III mackmpoBamach BBICOKOU
aKTUBHOCTBIO monumMepasbl I.

Curyanus uameHunaach B 1969 r., xorna IMay-
na [le JIycus u JIxon Kspuc (Paula DelLucia,
John Cairns) BelmeNIMIM MYyTaHTHYIO (GOpMy
E.coli, B 3xcTpaKkTe KOTOPOro 00HAapYyXMBAJIOCh
or 0,5 1o 1% HOpManbHOI TONIUMEpPA3HOI aK-
tuBHOCcTH JIHK-mmonumepassr I mo cpaBHeHHUIO
C OOBIYHBIMU KJIETKaMH. DTOT MyTaHT (000-
3HAYeHHBI POlA 1) pasMHOXaJCsl ¢ TaKO Xe
CKOpPOCTbIO, KaK U POJUTEIbCKUU IITaMM.
Kpome Ttoro, mMHorue ¢aru pazMHOXanuch
B KJIeTKax polA 1 Tak Xe xopoIio, Kak U B po-
IUTETbCKUX KieTKaxX. OJ1HAaKO 3TOT MyTaHT ro-
pa3go ObicTpee moruban Mon AeHCTBUEM YJb-
TpaduoneroBoro obayueHus. K Tomy Xe
MyTaHT polA 1 ObuT G0Jiee YYBCTBUTENEH K Jie-
TaJlbHOMY JAEMCTBUIO XMMHUYECKOTO MyTareHa
MeTuaMeTaHcyabpoHata. e Jycus u Kopne
cnenany BeiBof, uTo pertmkanusa JHK B xier-
Kax TMOJYYeHHOTo MMM MyTaHTa polA 1 umer
HopMaJibHO, HO pemnapauusi JIHK cymectBeHHO
HapyuieHa. OHU TIPEATOJOXMIM, YTO JIJIST CUH-

teza IHK HyXHa kakas-To apyras moiumepa-
3a, ornuyHass or JIHK-momumepassr 1.

Huskuit ¢hoH akTMBHOCTH mojauMmepasbl |
y MyrtaHTa polA 1 00Jerymn TmOMCK HOBBIX
JNHK-nmomumepa3. Bckope B HeCKONBKUX 1a00-
paTopusiXx ObUIM BBIAETCHBI W OXapaKTepH30-
BaHbl 1Ba Takux ¢epmeHTta. JHK-noaumepaswt
Il u Il nodobusr noaumepasze I 6 caedyroujux
OMHOUEeHUSIX:

1. OHM KaTajnM3WPYIOT HAMpaBIsSeMbId Ma-
tpunieit cunre3 JHK wu3 mnpenmecTBeHHMKOB
Ne30KCUPUOOHYKIe03uaATpucochaToB.

2. Jlnst mposiBIeHUS UX aKTUBHOCTH HE0OXO0-
IuMa 3aTpaBka co cBobomHoil 3'-OH-rpynmoi,

3. CuHre3 wmuer B HampaBieHuum S—>3.

4., Onu o6aagaioT 3'—>5'-3K30HYKIIE€a3HOM
aktuBHocThl0. JIHK-momumepaza 111 (1o He II)
IBIIsIeTCA Takxke 5'—>3'-HyKiea3oil.

BTH MoaMMepas3bl pa3InyarTcs MO0 XapakTe-
py MpeamnoyuTaeMblXx UMW Matpull. st monu-
Mepa3 Il u IIl onTumanbHBIMM MaTpUllaMU
cayxar aByxuenouyeunsle JHK, mmeromme xo-
poTKME opHOlenovyeuHble mpobdensl. [Nomume-
paza I, HaoOOpoT, mpeANnoYUTAET MPOTS-
KEHHBbIE OJHOIIETIOYEYHbIE YYacTKU, COCel-
CTBYIOIIME C JBYXCMUPAJIbHBIMU YYaCTKAMMU.
MakcumanbpHble CKOPOCTM KaTajau3a in Vitro
U1 3TUX GEPMEHTOB TaKXe pa3inyaloTcs: Mmo-
numepasa | mpucoemunser 10 HYKIEOTHIOB
B ceKyHny, a monumepasa Il - 0,5 u monumepasa
III - 150 HykneoTunoB B cexyHay. B dusmono-
ruyecku akTuBHoM coctosiHuu JIHK-monume-
paza III acconmmupoBaHa ¢ HEKOTOPHIMU APYIHU-
MU OenkaMu. DTOT MYJIbTUCYOBETUHUYHBII
KOMILJIEKC Ha3bIBaIOT eoaogepmenmom JHK-
noaumepazvr 111

KakoBa ponap atux mnonaumepas in vivo?
Bckope MBI pacckaxeM O TOM, 4YTO MYJbTU(ep-
MEHTHBI KoMILIeKe, coaepxaiuuii I HK-monu-
mepa3y Ill, cuHTE3MpyeT OOJBIIYI0 YacTh HO-
BooOpasywomeiics JHK, a JHK-monumepasa
I ynanser 3aTpaBKy W 3amoJiHsieT MPOOEIbI.
Pomy THK-monumepassr Il moka He ycraHo-
BieHa. [IpoBeneHHbIe B TIOCeHEE BpeMs OWO-

24. JIHK: renerudeckasi poJib,
CTPYKTYpPa W pemIMKanus 27



Puc. 24.33. TlonoxeHue CTPYKTYpPHBIX T€HOB
tpex JAHK-monumepas E. coli.
I'en JHK-nmonumepasel 1 pacrno-
JloxeH B Jiokyce polA, ren JHK-
monumepa3ssl 11 - B nokyce polB
u reH JHK-nomumepaser III -8B

nokyce dnaF.

XMMHUYECKHNE U TeHeTUIEeCKIE MCCIeAOBAHUSI IT0-
Kasanu, yto, kpoMe JHK-nmomumepas 1 u 11
u JHK-murassr, misa penmukanuu JJHK B kiet-
ke FE.coli Heooxomumo Gosee 10 6enkos. Ilpe-
XKIe YeM pacCMOTpPeTh B3aMMOICUCTBHUE BTHX
6enkoB ¢ IHK, mo3HakoMuMcst B o01IMX 4ep-
Tax ¢ penjuMKalueid Ha ypOBHE LI€JIOM XpOMO-
COMEL.

24.17. Pacnneranme pomurenbckoii JTHK

u cunre3 HoBoii /ITHK mnpoucxomsar

B penﬂm{aunonﬂoﬁ BUJIKE

Nzob6paxenus JHK Bo Bpemsi pennamkaiuu
ObLIM TMOJYYEHbl C MOMOUIBIO pPaguoOaBTOrpa-
¢um 1 3aeKTpoHHOK MUKpockonuu. [lpu pa-
duoasmoepaguu  nU300paxeHWe  0oOpasyeTcs
B pe3yJbpTaTe pacrnaja MoJAXOISIIero M30Tora,
Hanpumep Tputus. McnyckaeMmble 3J1€KTPOHbI
B3aMMOJIEHCTBYIOT C TpaHylamu cepebpa ¢o-
Torpapuueckoit amyabcuu. I[locie nposiBieHus
MJIEHKW BO3HMKAIOT YepHbIe TOUKM. MeTon pa-
nuroaBTorpaduu MMEeT JOBOJIbHO HU3KYIO pa3-
peLIaoILYI0 CITIOCOOHOCTD - MOPsIIKa HECKOJIb-
KMX coreH aHrcrpeM. OIHaKO y 3TOTo Merona
€CTb OIpeNeJIeHHOE MPEUMYIIECTBO: OH TM03BO-
JISIET BUIETD JIMLIb T€ MOJIEKYJIbl, KOTOPBIE CO-
nepxat MeTKy. st Toro uro6sl caenars JHK
BUIMMON TIpU paauoaBTorpaduu, B Hee BKIIO-
YalOT TUMWUH WM TUMWAWH, MEUEHHBId TpH-
THEM.

Yacts IV.
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Puc. 24.34. PanuoaBrorpad peruuupylo-
meiica AHK E. coli. (ITeyataercs
¢ JIOOEe3HOTo paspelleHus a-pa

John Gairns.)

Ha pammoaBTorpacax m 3JeKTPOHHBIX MH-
kpodoTrorpadusix BUAHO, UYTO PEILIULIUPYIO-
wasics JHK FE.coli umeetr popmy 3aMKHYTOTO
KOJIblIa C BHYTpeHHel netieit (puc. 24.34). Mo-
JIEKYJIbl TakoW (hOopMbl Ha3bIBAIOT TETa-CTPYK-
TypaMu, TaK KaK OHU HallOMUHAaIOT IPeYecKylo



OoykBy O (puc. 24.35). Teta-cTpyKTypHl ITOKAa3bI-
BaloT, 4TO Moaekyavt JITHK coxpansrom eo epe-
Ma  penauxayuu Koasyesylo ¢opmy. Pazpeie-
HME OTOTO METOAAa HENOCTaTOYHO BEJIMKO,
YTOOBI Pa3IMUYUTh CBOOOJHBIE KOHIbI. OgHaKO
OUYEBUIHO, YTO JUIMHHBIX HUTEW OTHOIETIOUueY-
Hoii IHK B Monekyne HeT. Takum oGpaszom,
3TU U300paxXeHUs MO3BOJISIOT OTBEPTHYTh Me-
XaHW3M peIUIUKAIlMU, COTJIACHO KOTOPOMY Iie-
nmu poautenbckoil [JHK cHavama moiHOCThIO
pacKpy4yMBalOTCS, W TOJBKO 3aT€M WCIOJb-
3YIOTCS B KAUeCTBE MaTpPUI] ITPU CUHTE3€¢ HOBOM
NAHK. Hanpotus, cunme3z noeoii AHK conps-
JCEeH C OOHOBPEMEHHbIM PACKPYYUEAHUEM DPOOU-
meavckoi JIHK. YdyacTok, rae HOPOMCXOIUT
OTHOBPEMEHHOE pacIieTaHUue UM CUHTE3, Ha3bl-
BACTCS  PeNAUKAYUOHHOU  GUAKOLL.

24.18. Penqukanua JJHK naumHaercst B cTporo
ONpEeNEeIEHHOM MECTE W MPOIOJIKAETCS
MOCJIEIOBATEILHO B 00OMX HANPABJIEHHSIX
Haunnaercas nm pemnmukanust AHK  E.coli
B MPOU3BOJHHOM MECTE XPOMOCOMBI, WJIH Xe€
B XPOMOCOME MMEETCSl OTNpeNeeHHbI y4acTOK
naunuanuu? Permkanus JJHK - ctporo pery-
JIMPpYEMBIN TPOLIECC, TOITOMY a priori KaxeT-
cs ropa3no Oojiee BEPOSITHBIM, UTO OHA Ha-
Y{HaeTCsl B OMNpeaeJeHHOM MecTe. JleiicTBu-
TeJIbHO, KaK MoKa3aiu paboThl MO orpenesne-
HUIO OTHOCUTEJIbHOTO YMCa Pa3INYHbIX TEHOB
B ycJioBusX ObicTporo cuHTte3a JAHK, peruka-
umMst B kietkax FE.coli HauMHaeTcsi B OIHOM
ONpeNeeHHOM MecTe XpoMocoMbl. Paccmo-
TPUM JiBa TeHa - a u b. TIpearnosoxum, 4To reH
a pacrnoJioxeH BOJM3U OT TOYKHM Hayaja periu-
Kalluu, a TeH b - BOaM3M oT KoHIa. Torma reH
a OymeT peruiMiMpoBaThCsS HAMHOTO paHbIIIE,
yeM TeH b. B ObIcTpo pacTylieil KyJabType Ha
ONMH TeH b OymeT MpUXOAUTHCS MPUMEPHO IBa
reda a. Ecm xe, HaoOopot, perukanusg JHK
HauMHAETCs B CJIyYyailHOW TOYKe, KOJMUYECTBO
TeHOB a M b OyneT omnMHaKOBBHIM. OTHOCUTEIb-
HOE YMCIO TEHOB ObLJIO OMpEeAeNeHO C TOo-
MOIIIbI0 MeTofa TMOpUAM3alMK, KOTOPBI pac-
cMmatpuBaeTcs Huxe (pasm. 25.5). PesynbraThl
9TUX KCMEPUMEHTOB SICHO TMOKa3ajau, 4TO OT-
HOCUTEJIbHOE YUCJIO T€HOB NEUCTBUTEIBHO 3a-
BHCHUT OT MX IMOJIOXKEeHUs Ha KapTe (puc. 24.36).
OTU JaHHBIE TO3BOJWIM CHAENaTh Clenylolue
BBIBO/IbI.

1. Penaukayus Hauunaemcs 6 cmpoeo onpe-
0eneHHOM YHUKAAbHOM Yyyacmke - BOJNU3U TeHa
ilv, Toxanm3oBaHHOTO Ha 74' Ha CTaHZAPTHO
reHeT4eckoit xapre FE.coli.

2. Pemnukanus uneT ogHOBPEMEHHO B 000-
WX HaIMpaBIEHUSX C MPUMEPHO OAMHAKOBOW

Puc. 24.35. Cxemaruyeckoe  u300paxkeHUe
KOJIbLIEBOI XpoMocoMbl E. coli BO
BpeMs peruikanuu. CUHUMH
JUHUSIMA B 3TOI TeTa-CTPYKType
nokaszaHa poautenbckas HHK,
KPacHBIMU - HOBOOOpa3oBaHHast

JTHK.

Puc. 24.36. OTHOCHTEIbHBIE KOJINYECTBA
pa3IMUHBIX TEHOB B YCJIOBHUSIX
onicTporo cunte3a AHK y E. coli
B 3aBUCMMOCTHU OT MX IOJOXEHMUS

Ha T€HETMYECKOW Kapte.

24. THK: reHeruyeckasi poJib,
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CKOpOCThI0. [IpyruMu CIIOBaAMU, CYu4ecmeyom
08¢ penauKayuoHHble BUAKU: 00HA 08UdNCEMCcs No
Yacoeoii cmpeake, 0pyeas - NPOMUE  4ACOB0I
cmpenxu.

3. JIBe peruiMKallMOHHbIE BUJIKM BCTPEYAIOT-
csa BOMM3M Mapkepa #rp (25 Ha TeHETUYECKOM
KapTe) - B TOYKe, MOYTU AMAMETPAIbHO MPOTHU-
BOTIOJIOKHOUM Hayany periuKaluu.

Eme omHo nokaszaTenbCTBO NBYHArpaBiieH-
Hoctu permkanuy AHK y E.coli O6v110 TIOTY-
YeHO MeTOoAOM panuoaBTorpacduu. Jdns aroro
BHayajie peIuiMKaluio MPOBOIUIN B Cpele, CO-
JepXKaBIlleil TUMWUH, MEUEHHBIH TPUTUEM [0
yMepeHHOU YOENbHON pamuoakTMBHOCTU. Ye-
pe3 HECKOJbKO MHUHYT MHKyOauuu OakTepuu
TEepeHecIn B Cpely, COAEPKaBIIYIO 8biCOKOMe-
YeHHbll TPUTUEM DPATUOAKTUBHBI TUMMH.
[TpoGbl ¢ ABYMsI pa3IMUYHBIMM YPOBHSIMU pa-
NMOAKTUBHOCTM UCIIONBb30BATUCH IJIsI  TOTO,
YTOOBI TIOJIYUUTH HA paauoaBTorpacdax aBa TH-
Ia 1iernoyeK 3epeH cepedpa: 1eMnoYKU ¢ HU3KOM
IJIOTHOCTBIO 3epeH, cooTBeTcTBylone HHK,
CUHTE3MPOBAHHOU BHayYaJje, M LIETTOUYKU C BbICO-
KOl TUIOTHOCTBIO, cooTBeTcTByomue JHK,
CHHTE3UpOBaHHON mo3xe. Eciu Obl perimka-
LM 1Jla B OJXHOM HampaBleHUU, ObLIU Obl
BUIIHBI LIEMIOYKHU C BBICOKOI TJIOTHOCTBIO 3€peH
Ha OIHOM KOHIE M HU3KOW TUIOTHOCTbIO Ha
npyroM. Ecnu ke peruimkanus uiaet B ABYX Ha-
MpaBJIeHUsIX, CepearHa KaXAoro oTmevyaTka
JAHK nmoixHa Oblia ObI MMETb HM3KYIO ILIOT-
HOCTb 3€pHa, a KOHIIbI - BBICOKYIO (puc. 24.37).
PanuoaBrorpadbl jmanu  HarAsAOHBIA  OTBET
(puc. 24.38). Llemouku 3epeH cepebpa (OTIIeYaT-
kxu JIHK) Bo Bcex cinyuyasix umenu 0osee BBICO-
KYI0 TUIOTHOCTh 3€peH Ha 000OMX KOHLAaX, 4eM
Tocepe/ivHe, YKa3biBasi TEM CaMbIM, UTO peniu-
Kayus xpomocomvl E.coli udem e 0eyx wuanpa-
8/1CHUSIX.

24.19. Oana uenp JTHK cunHTe3mMpyercs
NpepbIBUCTO

BepHeMcsi K B3aMMOAEMCTBUIO MOJIEKYJI TIpU
periukauuu. B o6nactv  peruiMKalMoOHHOM
BUJKU obe 1enu poautenbckoit JJTHK cayxat
MarpuiaMu s cuaTe3a Hooit JIHK. Hamom-
HUM, 4TO Ienu poaurteiabckoit JJHK anTtmma-
pamnenbHbl. CrieioBaTeNbHO, 00yee HarpaBie-
nue cuHrteza JHK nomxHo ObiTh 5—>3' mis
OITHO U3 MovYepHuUX ueneit u 3—>5 ns aApyroit
(puc. 24.39). OnHako Bce uzBecTHbie JHK-mo-
nuMmepasbl cuHTe3upyloT JHK B HanpaBineHuu
5—>3 aHe 3—>5. Kak xXe Torma mponCcXoguT

Yacts IV.
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Puc. 24.37.

Puc. 24.38.

Puc.

24.39.

Ipennonaraemble pe3ybTaThl
paguoaBTOrpacduu B clydae
ONIHO- W JIByHAIIpaBJICHHOM pe-
MJIMKalMK, eclii OaKTepuid mepe-
HOCSIT CO CPEJibl, ColepKaliei Th-
MHUH C YMEpPEHHOW paJiMoaKTUB-
HOCTBIO, Ha Cpelly C BBICOKOpa-
NHMOAKTUBHBIM TUMUHOM.

Panuoasrorpad AHK E. coli Bo
BpeMsl  peruTMKaluu  (YCIOBUS
OMbITa YyKa3aHbl B TOIIMKUCU
Kk puc. 24.37). Habmogaemoe
pacmpesieneHre 3epeH cepebpa
MOKa3bIBaeT, YTO peITUKAIUs
WAET B JBYX HaIpaBJICHUSX.
[Prescott D. M., Kuempel P.L.,
Proc. Nat. Acad. Sci, 69, 2842
(1972).]

Ilpu Huzkom paspewenuu xadxcy-
ujeecs HaTIpaBJIeHUE PeTJIMKAL MU
JAHK oyner 5'—>3' mis omHoOI
modyepHeil mermm u 3'—>5 s
npyroii. Ha camom nene obe uiernu
CUHTE3UPYIOTCS B HalNpaBlICHUU
5'—>3',  Kak TI0OKa3aHO Ha
puc. 24.40.



Kaxcywuiicss (npu HU3KOU paspeuiarouieli cno-
cobHocmu Memoda) POCT ONHON W3 JOYEPHUX
Lereil B HampaBieHUW 3'—>57

[Mpobiema Oblma pemieHa Peiinsu Oxasaku
(Reiji Okazaki), KOTOpBIi OOHAPYXWII, YTO 3HA-
yumenvHas — 4aAcmMv  HOBOCUHME3UPOBAHHOU
JHK cywecmeyem 6 6ude Kopomkux @pazmen-
moe. Taxue ¢parmeHTH mIuHONW oKojo 1000
HYKJIEOTUI0B (OHM HAa3bIBAIOTCA (parMeHTaMK
Okazaku) CyLIeCTBYIOT B TeYeHUE HEIpPOIO0J-
KUTEJBHOTO BPEMEHM B HEMOCPEICTBEHHOMU
0JM30CTH OT perIMKarMoHHo# BuiKu. [To me-
pe MPOXOXIEHUS perIMKaluy 3TU hparMeHThl
COCIUHAIOTCS APYr € IPYTrOM KOBAJIEHTHO IOJ
nervicrBueM I HK-nuraser u o0pasyior omHy u3
nouepHux ueneit (puc. 24.40). JIpyras HoBast
LeMb CUHTE3UPYETCS HEMPEePhIBHO WJIM MOYTH
HenpepbIBHO. Ta 1ienb, KoTopasi obpasyeTcs u3
dparmenToB OKa3aku, Ha3bIBA€TCSI OMCMAIO-
wel yenvio, a Ta, 9YTO CUHTe3UpyeTcs 6e3 pas-
PBIBOB WJIM TIOYTHM 0€3 pa3pbIBOB,- gedyujel
yenvrio. I dparmentsr Okazaku, W Bemylias
LIeMb CUHTE3UPYIOTCSI B HampaBieHUW 5'—>3'.
IIpepvigucmas cbopka omcmaioweii yenu no36o-
Asem nymem HOAUMEPU3AUUU 6 HANpaeAeHUuU
5—>3 Ha amommoMm yposeHe nosyuamv 0OWULL
pocm yenu 6 HanpaereHuu 3—>5.

24.20. 3arpaBkoii cunre3a JTHK cayxur
PHK

Kak Hauumnaetcsi cuHte3 JTHK? HamomHuwm,
yro BceM I HK-monuMepasam mist MHUIIMUAPO-
BaHug cunre3a JJHK HeoOxommma 3aTpaBka co
cBobonHoit 3'-OH-rpymmoit. Yto ciayxwuT 3a-
TpaBKOW NpM CUHTe3e Bemyuieil 1enu u ¢par-
MeHTOB Okazaku? BaXHBIM TOJYKOM K pelle-
HUIO 3TOTO BOMpOCa MOCHYXUJIO HabIoAeHueE,
yto st uHuimanuu cuHrte3a JJHK Heobxonum
cunte3 PHK. Ha ocHoBe 3TOr0 OTKpHITUS OBI-
JIo BbICKa3aHo npeanojoxeHue,uto PHK, oue-
BUIHO, CJIYXUT 3aTpaBKoil B cuHTede JHK, Tak
Kak yxe Obuto um3BectHo, uro PHK-mommme-
pa3bl CIIOCOOHBI HAaUMHATh CUHTE3 lenei de
novo. 3areM ObIJIO TOKa3aHO, 4TO HOB00Opa-
syrowasaca JAHK koeasenmuo ceésszana ¢ Ko-
pomkum @paemenmom PHK, xomopwiii u cay-
acum  3ampaekoi.  Hmax,  PHK-3ampaexa
6 cunmese JIHK.

ITo Bceit BeposTHocTH, perumkanus JHK
B KJieTKe FE.coli MpOMCXOAUT, KaK MOKa3aHO Ha
puc. 24.41.

1. Ocobas PHK-monumepasa (ee Ha3bIBalOT
npaiimaza) CUHTE3UpPyeT KOpoTKylo 1enmb PHK
(mpuMepHo 10 HYKJIEOTUAOB), KOMILJIEMEHTap-
Hylo ogHoi u3 ueneii JJHK-matpuust. B otiu-
yue or JHK-monumepassl mpaiima3a He Hy-

Puc. 24.40. Cxematnmyeckoe u3o0OpaxkeHUe
perMKanroHHou Buaku. Ooe 1me-
mu JJHK cuHTe3upyotcsa B Ha-
npaBneHnu  5'—>3'.  Beaymas
LeTb CUHTE3UPYETCS HEMpPEepbIB-
HO, a OTCTalolas - B BUJe KOPOT-
KX ¢parMeHToB ((parMeHTHl

Okazaku).

Puc. 24.41. Wuuumanus cunresa JHK.
A - paiiMaza CHHTE3MpYyeT KO-
POTKYIO KOMILIEMEHTapHYIO
uenb PHK; b - ata PHK cuyxur
3aTpaBKOW [JISI CUHTE3a HOBOM
JAHK; B- PHK, Bxoagmasa B co-
CTaB HOBOOOPa30BaHHON IIEMH,
TUAPOJU3YETCS, TIPU 3TOM 00pa-
3yeTcs Opelb, KOTopas BIOCTE-
CTBUU 3aIlOJHSIETCS.

24. THK: reHeTruyeckasi poJib,
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Puc. 24.42. DOnexktpoHHas MHKpodoTorpa-
dust xpomocoMmsl E. coli, mpukpe-
TUIEHHOW K ABYM (parMeHTaM
KJIETOYHOI MemOpaHbl. Ha pu-
CYHKe M300pakeHa 0JlHa UHTaKT-

Hasi cynepcrnupanu3oBaHHasi MO-

JieKyia JHK. [Delius H.,
Worcel A., J. Mol. Biol., 82, 108
(1974).]

>KAAaeTcsl B 3aTpaBKe JUIsl CUHTEe3a MOJUHYKJIIeO0-
THaA.

2. 3'-ruapoKcuibHas TpyIina KOHLeBOTO pu-
oonykieoruna 3toii nernu PHK cayxwut 3a-
tpaBkoit mis cuHTteda JJHK mon neiictBuemM ro-
nopepmenta JHK-nmonumepassl 111. boabmias
yacTh HOBooOpa3oBaHnHoit JIHK cuHTe3MpyeT-
CSI3TUM MYJIBTUCYObEAMHUYHBIM KOMILIEKCOM.

3. PHK-xomnoneHnt storo PHK-JIHK-ru-
Opuma rugpoausyercsa mon meiictBueM JIHK-
nojumepasbl 1.

4. Tlocne ynanenuss PHK u3 HoBooGpa3zo-
BaHHBIX ILiernel Mexnay ¢parmeHtamu JHK
0CTaTCs 10BOJbHO obO1mupHbIie Opemun. JHK-
nonuMmepasa [, kotopast Xopoiiio npucrocobJie-

Yacts IV.
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Ha miga cuHrte3a JJHK Ha ogHolermoueuyHoit ma-
TpUlle, 3aroJIHSIeT 3TU Opelu.

IMocnenHue wuccnenoBaHusl MOKas3aiu, 4YTO
NEWCTBUIO TIpaiiMasbl TMPEIIIECTBYET 00pa3o-
BaHUE  HMPed3ampasouHo20  NPOMENCYMOYHOO
KoMH.AeKca, COCTOSIIIET0 KAK MUHUMYM U3 MSTH
oenkoB. OmuH m3 HUX - 6emok dnaB - MmoxeT
nepeasurarbes Baoab JHK, ucnons3ys sHep-
ruto runpoansa ATP. benok dnaB moxeT ciy-
KUTh CUTHAJIOM JUISI aKTUBALIMU TpaiiMa3bl.
Crietiu(pMyHOCTh MHULIMALIMKM OUYEPETHOTO 111-
KJa peruiMKaluy MOXeT oOecreunuBaThes Oen-
KaMM, JocCTaBisomuMu 6emok dnaB TouHo
B 00J1acTh TeHa ilv, TIe HaxXOAWUTCS TOUKa Hada-
JIa periuKanuu xpoMmocoMbl E.coli. Bpemsa Ha-
yana perummkauuu JHK mmeer kputuueckoe
3HaYeHUE, MOCKOJbKY OHO [OJDKHO OBITh
CKOOPIMHUPOBAHO C ieJieHueM kieTku. U neit-
CTBUTENbHO, OaKTepuaabHasi XpOMOCOMA acco-
LIMMUPOBaHa C BISSYMBAHUEM KJIETOYHOM MEM-
OpaHbl (puc. 24.42).

24.21. Oueprus rugpomsa ATP wucnosbdyercs
ajga pacmieranus poaurenbckoii JTHK

B 00J1aCTH PENIMKAIMOHHON BUJIKHU

noa JaeiicTBHeM OeJiKa rep

B 1953 r. Yorcon u Kpuk oTmeyanu, 4To «pac-
KPYTUTh CIIMPAJIb - 3aJa4a TPYIHOIPEOION-
Mast». MccrenmoBaHust, IpOBeIeHHBIE B TIOCIIE -
Hee BpeMsl, ITOKa3alM, 4TO B KieTke F.coli



Puc. 24.43. Karanutuueckue

JAHK-rupa3sl.

AKTUBHOCTHU

B 00J1aCTH pPenauKAMOHHOW BUJKU MPOUCXO-
OUT AaKTUBHOE pacIuleTaHUuEe pPOAMTETbCKOMN
JIBOMHOI CIIMpaJu IO AeHCTBUEM (pepMEeHTa —
Oenka rep. [TockonbKy 3Heprus s paciera-
Hus poautenbckoit JHK BbicBoOOXmaetcs
mpu ruaponanse ATP, Genok rep Ha3bpIBAIOT Xe-
aukasoi. Ha pasneneHue Kaxnoi mapbsl OCHO-
BaHUIl 3aTpayuBalOTCS TPUMEPHO [IBE MOJe-
kynsl ATP. 3arem kaxnmas u3 pasmelleHHBIX
neneit pomutensckoir JTHK B3ammomeiicTByeT
C HECKOJIbKMMU MOJIEKYJIaMU OenKka, c8:3bi6ar0-
weeoca ¢ odHoyenoueuroli JHK (OLL-cBsi3bI-
Batonuii 6enok). Pomnp Oll-cBsa3piBatolero
Oenka - CTaOMAM3UPOBATh  OAHOLIETIOUEUHbBIE
yuactku JIHK, oOpasoBaBmmecs mom meii-
CTBMEM  XeJWKa3bl, YTOObI  pacrieTeHHas
obnacth Moryia ¢GbyHKIMOHUPOBATh B KavyecTBe
Matpuubl. OlLl-cBa3piBalone OelKM Ha3bI-

BalOT TakKXe OelKkaMM, MecTaOWIM3UPYIOIIMMKI
criupansb (6enku JC), nunu muaBsgmumu Genka-
MU.

24.22. JHK-rupa3a BBOAMT OTpUIATEJIbHBIE
cynepButkd B pomuteabckyro JHK, 4ro0si
00JeryuTh ee pacriieTaHue

[Mpu pacruieTaHUM KOBAJIEHTHO 3aMKHYTOM
kosbleBoil Mosiekynsl JJHK Bo3HukawoT Tomo-
Jloruyeckue mnpobemMbl, Tak KakK pacruieTaHue
NBOWHOM CMUpaau BbI3bIBAET 00pa3oBaHUE IO-
JIOXKUTENbHBIX CYMEPBUTKOB B 3aMKHYTOI MO-
Jnekyjae. B o0macTu penaMKalMOHHOW BWJIKHU
pomutennckas JJHK Bpamaercss co ckopocTbio
100 06/c - 6onee yem B 100 pa3 OwicTpee, yem
00bIYHas JoJrourpamlnas miactTuHka. YToOwl
Mpoliecc pacrjieTaHusl MPoaoJXKaics, HeobXo-
JIUMO CHSITb 3TU TIOJIOXUTENbHbIE CYMIEPBUTKH,
oOpa3oBaBlIMecss B pe3yJbTaTe BpalleHUsI.
Hdpyrumu cioBaMu, HEOOXOAMMO HajllMuyue Ka-
KOTO-TO  MOAeKyAspHoeo wapHupa. HenaBHo
Maptun Temnepr (Martin Gellert) yctaHOBuMI,
yTo 3Ty (yHKuUMI0 BbImoaHsaeT JHK-eupasa.
Oma  monousomepasa  yoaisem — HOAOICU-
menvHble CYNep8UMKU, BHOCS OOHOUeno4euHbvie
paspulesl U 3amem 3adeavieas gocgodusgpupHole
cea3u @ ocmoge JIHK. ATP He TpeOyetcst mis
TaKoi TepMOAMHAMUYECKH BBITOHOM peakca-
uuu TpetnyHoii cTpykTypsl JJHK. Bonee Toro,
JHK-eupaza moxcem akmueHo 6800umbv ompu-
yamenvHvle CYnepeUMKU 6 KO0B8ANeHMHO 3aMKHY-
Ty10 Koavyesyro JHK 3a cuem suepeuu eudpo-
auza ATP (puc. 24.43). D™ oTpullaTEIbHbBIE
CYMEPBUTKU CIIOCOOCTBYIOT PACXOXIEHUIO Iie-
neit poautenbckoit IHK B objaactu pernnuka-
LIUOHHON BUJIKH'.

24.23. CnoXHOCTh anmapaTta pemnKaluu,
no-BUIAMMOMY, HeoOXoauMa s odecrmeyeHHs
OYeHb BBICOKOI HAEKHOCTH

Cy1iecTByIolIMe MPeACTaBIEHUS O MOJIEKYIsSp-
HoMm MexaHusMme pemnukanuu AHK y E.coli

B oroii rnaBe aBTop HaswmiBaeT JIHK-rupazoit
JIBA COBEPLICHHO pa3NuyuHbIX (epmeHTa. OmuH U3
Hux - IHK-rupasza, cmocoonas sBomuth B JHK
TEPMOJAMHAMUYECKM HEBBITOIHBIE OTPULIATENbHBIE
CYIEepPBUTKH 3a cyeT 3Hepruu rugpoiusa ATP; mpy-
roit - He3aBucuMasg ot ATP JTHK-tomoumsomepasa,
npuBonsmas kojplenylo Mmonekyny JHK B Tep-
MOJMHAMUYECKU DPaBHOBECHOE (peJaKCHPOBAHHOE)
coCTosiHME. DTO 1BA COBEPUIEHHO Pa3NUYHBIX Oen-
Ka: y HUX pa3iuyHble MHTUOUTOPHI, MOTPEOHOCTH
B MOHHBIX YCIOBUSX CpEAbl, MEXaHU3M AEHCTBUS.
B pemnmukauuu B KauecTBe MOJIEKYJISIPHOTO LIApHU-
pa yuactByer JHK-rupasa.- [Ipum. nepes.

24. THK: reneruyeckasi poJib,
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Puc. 24.44. CxemaTuueckoe  M300paxkkeHue
(bepMeHTaTUBHBIX  TPOLECCOB
B 00J1aCTH PEeTUIMKALIMOHHOM BUJI-
ku E. coli. ®parMeHThl, OTMe-
YeHHbIE CUHUM IIBETOM, KaTaau-
3UPYIOT UHULIMALIMIO, JIOHTAIIUIO
u ciirBaHue (¢ moMoibio JHK-
murasel) meneir JHK. (Korn-
berg A., DNA  replication,

W.H. Freeman and Co., 1980.)

npeacTaBieHbl Ha puc. 24.44 m B Tabm. 24.2.
IlopaxkaeT CI0XHOCTh B3aMMOIEHCTBUIA MHO-
>KecTBa O€JKOB, Y4aCTBYIOIIUX B 3TOM MpoOLEC-
ce. ['eHeTnueckuii aHalu3 MOKa3bIBAET, YTO
B permukauuu JHK HemocpeacTBeHHO yua-
CcTByeT He MeHee 15 6enkoB. [ToueMy MexaHU3M
pernukauuu JHK cronb cioxen? B yactHO-
ctu, moyeMy cuHTe3 IHK HaumnHaetcss ¢ PHK-
3aTpaBKM, KOoTopas 3aTeM ynansiercs? Eciu Obt
JHK-monumepasbl MOTrfM HayMHATh CUHTE3
ueneit de novo, B PHK-3arpaBke He Obl10 Obl
HagoOHocTh. ONHAKO Takasi CIOCOOHOCTh Obl-
Jla ObI HECOBMECTMMA C UYPEe3BbIYaiiHO BBICOKOM
touHocThlo IHK-nmonumepas. Hamomuum, 4to
NHK-nonumepasbl, mpexae 4yeM oOpa3oBaTh
HOBYIO (hochonnaupHyI0 CBsSI3b, IPOBEPSIOT
MPaBWJIbHOCTb MPEAUIECTBYIOLIEH Mapbl OCHO-
BaHWii. OTa QyHKUMUS peJaKTUPOBAHUS CYIle-
CTBEHHO CHUXaeT yactoTy omubok. PHK-mo-
JIUMepasbl, HAMPOTUB, MOTYT HAUMHATh CUHTE3
uerneir de novo, Tak Kak OHU HE MPOBEPSIOT

Yactp IV.
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MpebIIyIyIo apy ocHoBaHuil. Yacrora omu-
0OK IIJIsS HUX Ha HECKOJbKO TOPSJIKOB BeJu-
yuHbI Bhille, yeM miud JJHK-nonumepas. bouio
HaWJIEHO OCTPOYMHOE pelleHue OTOW Ipo-
onembl: Hauunamo cunme3 JHK ¢ noaunykaeo-
muda, cuHmesupyemoeo ¢ HU3KOU  Hadeoic-
HOCMbIO, HO OmMMeYamv e20 <«B8PEMEHHblI»
Xxapakmep, 6KAIOMUE 8 €20 COCMmas pubOHYKeo-

Tabmuma 24.2. benkn pemkamm E. coli

benok (O QIVTS Macca, Yucno
k/a MoJie-
Kyl B
KJIeTKe
dna B Haer BO3MOXHOCTH ~250 20
npaiimMase  MHUIIMHPO-
BaTh cuHTe3 PHK
IMpaiimMaza Cunresupyer PHK-3a- 60 100
TPaBKU
rep Pacriieraer  nBOITHYIO 65 50
crpab
JOHK-cBsi3pi- CTabuaus3upyer OIHO- 74 300
BaIOIINA 1eTI0YeYHbIE yIACTKI
HOHK-rupasa BBoaut cynepcnupaib- 400
HBble BUTKH
Tonodepment  Cunresupyer JHK >300 20
JHK-nonume-
pasnr 111
JHK-nonume-  Ypanser 3aTpaBKy U 109 300
pasza [ 3aMmoNHSET Openn
JIHK-nurasa CoemuHsieT KOHIIBI 74 300
JAHK




muosbl. 3atrem JJHK-nmonumMepasa | BbipesaeT
3T KOpoTKHe mocienoBaTenbHoctu PHK-3a-
TPaBOK M 3aMelaeT X IT0CIeI0BaTEeIbHOCTBIO
JAHK, cuHTe3upoBaHHON ¢ BBHICOKOW HamexX-
HocThlo. Co3maeTcs BIleYaTIeHUWE, YTO MHOTHE
IeTanM, YCIOXHSIOIMME MEeXaHW3M peIIuKa-
uun JAHK, nmpemHasHaueHbl s oOecrneyeHuUs
Ype3BHIYallHO BBICOKOU TOYHOCTU. [eHeTnue-
CKMil aHaju3 TOKa3bIBaeT, YTO YaCTOTa OIIM-
6ok cocTtasisieT ogHy Ha 10°-10" cunmTaHHBIX
nap OCHOBAHMHM.

24.24. Tlospexnenuss JTHK nocrositHHO
penapupylTcs

[TocKobKY MHOXECTBO XUMUUECKUX U husnye-
ckux areHToB BbI3bIBaeT B JIHK moBpexnenus,
BO BCEX KJIETKaX MMEIOTCS CIellMaTbHble Mexa-
HU3MBI JUISI UCTIPABJIEHUS 3TUX MOBPEXICHUIA.
OcHoBanusa B JJHK Moryt usMmeHsaTbCs U Te-
psATbesA, dochoanabupHbie CBSI3U OCTOBA MO-
TYT pa3pbIBaThcsA, a ABE LIEMM MOTYT ITOMEpeY-
HO CLIMBAThCS APYT C APYroM. DTH MOBpexne-
HUS 00pa3yloTcs Moj AeHCTBUEM MOHU3UPYIO-
nieil paguanuu, yiabTpaduoseToBoro obiyde-
HUS W PAa3JIUYHBIX XMMHUYECKHUX BEILECTB.
Mmuorue nospexaenus B JJHK momgmatorcs uc-
MpaBJeHUI0, TaK KaK reHeTudeckass nHdopma-
LM 3anucaHa B 00eux LiensX IBOMHOI crupa-
yu. brnarogapst aToMmy uHGopmanuio, yrpayeH-
HYI0 OJHOW M3 1ene, MOXHO U3BJIEYb U3
IpYroi UEmu.

OnuH u3 HauboJjiee XOPOILIO M3YYEHHBIX Me-
XaHU3MOB perapalyy - BeIpe3aHue AuUpuUMuou-
Ho6020 dumepa (puc. 24.45), komopwli o6pa-
syemca npu Odeticmeuu Ha JAHK yaempaguone-
mogoeo ceema. CoceHMe TMUPUMUINHOBBIC
octatku B ogHoi nenu JHK moryr B 3Tux yc-
JOBUSIX 00pa3oBaTh KOBAJIEHTHYIO CUIMBKY.
Takoit MUPUMUAMHOBBIA AMMEp He YKJaIbl-
BaeTCcs B IBOMHYIO CIMpab, TaK UYTO perInKa-
LM U 3KCTIPECCHUsi TEHOB OKa3blBAlOTCS OJIOKU-
POBaHHBIMMU JIO TEX MOP, MOKA MOBPEXIeHUE HE
OyaeT yaajeHo.

B ocymiectBieHUM 3TOTO Mpoliecca BaxKHYIO
POJIb UTPAIOT YeThIpe (hepMEHTATUBHbBIE aKTUB-
HocTH (puc. 24.46). [lepBast u3 HuX - YD-cneyu-
@uunas 3HOOHYKAea3a - HAXOAMT MECTO TIOBpe-

Puc. 24.45. Mopenb nuMepa ypaluiia, oopa-
30BaHHOTO MOJ JACHCTBUEM YIib-
TpaduroneToBoro 00JyueHUs.
TUMUHOBBIIA TUMEp WMEET IIPH-

MEpHO TaKyl0 Xe CTPYKTYpY.

XIEHUST M BHOCHUT OJHOIICIIOYEYHBIM pa3phiB
BOIM3M OT OMMepa, OOBIYHO C 5'-CTOPOHBEI.
VYuacTok, comepxamiuii TuMep, BBIIISYUBAETCS
M3 IBOMHOM crupanu, 4To mo3Boiusier JHK-no-
aumepaze | (uny apyroir momoOHON IonMMepa-
3¢) IPOBECTU pernapalMOHHbBI CUHTE3 B HaIlpa-
BJIeHUU 5'—>3. 3arpaBKOil TPU 3TOM CIYXKUT
3'-KOHell pa30pBaHHON IIeNH, a MaTPULEH - UH-

TakKTHas KOMIUIEMEHTapHas 1lelb. 3aTeM
obmacTh, TAe pacToOJOXeH MUPUMUINHOBBIN
JUMeEp, BbIpe3aeTcsl IMon JAeicTBUEM 5'—>

—>3'-nykneasnoi akrusHoctu JHK-monume-
pa3bl. HakoHell, HOBOCHMHTE3MpOBaHHAs LEMb
n ocrtarok toii ke nenu JHK coemmnsiorcsa
JHK-aueazoii. pyroii myTh pemapaiuu-¢o-
TOXMMHUYECKOE paclierieHue TMPUMUINHOBO-
ro aumepa. IToyTu Bce KJIETKM comepxkar ¢ho-
mopeakmusupyowuii - gepmerm, KOTODPBIA y3-
HaeT IUMep W pacLIEIIIeT ero Ha WCXOAHBIC
OCHOBAHUSI, UCTIOJIb3Ys SHEPTUIO MOTJIOIIeHHO-
IO CUHEro CBETa.

24.25. Pak KOXH NnpH 30JIOTHCTOil KcepoaepMme
00yCJIOBJIEH HAPYUIEHHEM HOPMAJIbHON
penapamun  JHK

3osorucras Kcepoaepma (Xeroderma
pigmentosum) - penkoe 3aboJeBaHUE KOXU
y moneil. OHO HacienyeTcsi KaKk ayTOCOMHBIit
pelecCUBHbI TMpPU3HAK. Y TOMO3MTOTHBIX
OOJIbHBIX KOXa KpallHe 4yBCTBUTEJbHA K COJI-
HEYHOMY U yibTpaduoseroBomy csery. Cepb-
€3Hble TOpaxXkeHWsl KOXM HabIonalTcs yxe
B JIETCTBE, a C BO3PAaCTOM OHM NMPUHUMAIOT BCE
Oonee Tskenblil xapaktep. Koxa cTaHOBUTCS
CYXOH, U lepMa B 3HAYUTEJIbHOM CTETIEHU aTpo-

24. THK: reHeTtuueckasi poJib,
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Kcepodepma -

OT Tpey. CJIOB, 03HAYAIOIIUX «CyXasl KoxXa». DTOT TePMUH ObLI BIEPBbIE MCMOJb30BaH
F. Hebra u M. Kaposi B 1874 1. s onucaHus «IepraMeHTHON KOXW» M aHOMallb-
HOM MWTIMEHTAlMU, HAOMIONABIIMXCS Y OMXHOTO M3 OOJbHBIX.

dupyercs. [logBasioTcss KepaTo3bl, BEKM IIO-
KpBIBAIOTCS pyOllaMu, TOpa’kaeTcsi pOroBUIIA.
OOBIYHO BO MHOTUX MECTaXx BO3HUKAET pakK KO-
Xu. MHorue OoJibHBIE MOTMOAIOT, HE ITOCTUT-
HyB 30 Jer, OT MeTacTa3oB OJTUX 3Jl0Kaye-
CTBEHHBIX OTYXOJel KOXM.

B JHK uenoBeka, kak u y FE.coli, on meii-
CTBUEM YJIbTPaHOJETOBOTO CBeTa 0Opa3yloT-
¢ MUPUMUIMHOBBIE nuMephl. bosee Toro, me-
XaHMU3MBl penapainuu y yeioBeka u y FE.coli,
Mo-BUIMMOMY, cXonHbl. M3yueHue ¢pudpodaa-
CTOB KOXHU OOJBHBIX 30JOTUCTON Kcepomep-
MO TOKa3ajo, 4To OonHa M3 (opM 3Toit Gose3-
HU COTIPOBOXAAETCS OMOXMMUYECKUM Hapylie-
HueM. B HopmanbHbIX (ubOpobaacTax IoJo-
BUHA TUPUMUIUHOBBIX JUMEPOB, 00Opa30BaB-
IIMXCSl TIOH JeWCTBUEM YJIbTpaduoIeToBOro
00JTyuyeHUsI, BbIpE3aeTcsl MeHee YeM 3a CYTKM.
B dubpobaacTax ke, MOTy4eHHBIX OT OOJIBHBIX
30JIOTUCTOM KCEPOAEPMOM, 3a TOT X€ IpOMe-
KyTOK BPEMEHU BBIPE3aHUS TMMEPOB MOUYTHU He
HaOmomaeTcsa. Kakoii stam pernapainuu Hapy-
mieH? OTBET ObUI MOJyYeH IyTeM OTpenesieHus!
MonekysspHoit Maccel neneir JHK u3 ¢ubpo-
0;1acTOB, OOJIYyUYEHHBIX  YJAbTPaUOJETOBBIM
cBeTOM. B HOpMasIbHBIX KJIETKaX B TeUeHUE He-
CKOJIBKMX YacOB T0cJe 00JydyeHUS TTPOUCXOAUT
3aMETHOE CHIUKEHUE MOJIEKYJISIPHOW Macchl
onHouenouyeyHoir JAHK. D10 cHuUxXeHue moie-
KyJSpHOM Macchl OOYCJIOBJIEHO IEPBOM peak-
LMei mpoliecca pernapauyyd, a UMEHHO paclie-
mwienneM uenu HHK pggoM ¢ nupumuau-
HOBBIM nuMepoM. Ilocie Y®-o0imyuyeHus Kie-
TOK 30JIOTUCTOI KcepoaepMbl, HA00OPOT, CHU-
KEHUST MOJIEKYJISIPHOW Macchl HE TPOUCXOIUT.
CrnenoBaTenbHO, 3M0 KOJ)CHOe 3abonegaHue,
B03MOJICHO, 8bI3BAHO UHAKMUBAUUE SHOOHY-
Kaeasovl, Komopas eudpoausyem ocmos HHK ps-
dom ¢ nupumudunosvim Odumepom. Tsaxcenvie
KAUHU4ecKue nocaedcmeus 3moeo ¢epmenma-
mueHo20 HapyuieHus: ceudemenbcmeyom o6 uc-
KAOUUMENbHOU 8AJICHOCMU NPOUECCco8 penapa-
yuu JHK.

24.26. JIHK coaep:KuMT THMHH BMECTO ypauuJa,
YTO JejiaeT BO3MOXKHOII penapauuio
1€3aMUHMPOBAHHOTO LUTO3WHA

Huto3un B JTHK crnoHTaHHO Ae3aMuUHUpYeTCS
C M3MEpMMOII CKOPOCTbIO, 00pa3ysl ypalui.

Yacts 1IV.
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JlezdaMMHUpOBaHUE IUTO3WHA SIBJISIETCS TOTEH-
LIMAJTbHO MyTareHHBIM, TaK KaK 00pa3yloyii-
csl ypalluJ criapuBaeTcsl ¢ aleHUHOM, U, CJIelo-
BaTeJbHO, OOHA M3 HOYEPHMX lermed OymeT
comepxatb AU-mapy OCHOBaHWI BMeECTO WC-
xonHoit GC-mapsr:

DTa MyTauusl HCIpaBisieTcsl ToJ JeHCTBUEM
penapaluMOHHON CUCTEMBI, Y3HAlOIEWd 4Yyxe-

POIHBII ypauun B MOJIEKYJIE JHK
(puc. 24.47). [Ipexne BCETO ypayun-
JHK—enuko3udaza TUAPONU3YET TJIUKO3UMI-

HYIO CBSI3b OCTaTKa ypauujia ¢ Je30KCUpuoo-
3oii. Ha 3TOoM oarTame ocroB IHHK octaercs
WHTaKTHBIM, HO OZHO OCHOBaHHE OTCYTCTBYET.
3arem cnenuduyeckas 3HAOHYKJIea3a y3HaeT
9TOT Ae(EeKT U pacIIeTIsIeT OCTOB PSIOM C OT-
cyTcTBylomuM ocHoBaHueM. JHK-monumepa-
3a | BbIpe3aeT OCTaBIIMIICS OE30KCUPUO030-
dochar 1 BcTaBIsIeT LUUTO3WH, KOMILUIEMEH-
TapHbI TyaHUHY B HEMOBPEXIECHHOU LEMu.
Hakonen, penapupoBaHHas 1elb 3ae/bIBaeT-
ca JAHK-nurasoii.

B TeyeHune MHOTHMX JIeT OCTaBajJOCh 3arafi-
Koii, mouemy B JIHK mpucyrcTByeT TuMuH, a He
ypauui, Beib o0a OCHOBAaHMS CIapHBalOTCS
¢ ameHuHoM. EmMHCTBEHHOE pas3iuuyue MexXIy
HUMU - METUJIbHAs TpyIa TUMHUHAa Ha MecTe
aroMma Bogopona npu C-5 B ypauuie. ITouemy
9TO METWJIMPOBAaHHOE OCHOBaHUE HCIONb3YyeT-
ca B JHK, nHo nHe B8 PHK? HamomHuMm, 4To Ha
METWJIMpPOBaHUE He30KCUypuamiaTa ¢ obpaso-
BaHUEM [E30KCUTUMMAWIATAa  PacXoidyeTcs
MHOTO 3Hepruu (paza. 22.16). OTKpbITHE CpaB-
HUTEJIbHO HEIaBHO aKTUBHOW CUCTEMBbI, perna-
pupylolieil [e3aMUHUpPOBaHWE LIMTO3WMHA, CIy-
KUT yOeIUTENbHBIM OTBETOM Ha 3Ty 3arajiky.
VYpauun-JHK—rnuko3umasza He  ymaasieT
tumuna u3 AHK. Taxum obpazom, memunsvnas
2PYNNA MUMUHA CAYICUM MEMKOU, NO3804:AH0-
weil omauvams e2o om 0e3aMUHUPOBAHHO20 YU~
mo3una. Eciam Obl 3TOl MeTKM He ObLIo, ypa-
LW, CTOSIIMIA Ha TPaBUJILHOM MecTe, ObLIO OBl
HEBO3MOXHO OTJMYUTH OT Yypaluia, oOpa3o-



Puc. 24.46. Pemapaumsa ywactka JHK, co-
IepXaliero TUMMHOBBIN ITHMep,
B pe3yJbTaTe MOCIeI0BaTEIbHO-
TO IecTBUS crieliu(pUIeCcKOr 2H-
noHykJjeassl, JIHK-noaumepasbl
u JIHK-nura3sl. TUMMHOBBIN AM-
Mep TI0OKa3aH CUHHMM LIBETOM,
a HOBOCHMHTE3MpPOBAaHHBIN ydYa-
crok JHK -kpacueim.  [Ha-
nawalt P.C, Endeavor, 31, 83
(1972).]

BaBIIETOCS B pe3yJabTaTe [€3aMUHUPOBAHMSI.
Jedekrt ocTajicst 6b1 He3aMEeUEeHHBIM, 1 B OTHOMI
u3 pouyepuux Mojekyn JIHK HeuszbexHo mpo-
MU301LJI0 Obl MYTAalMOHHOE 3aMelleHUe OIHOM
GC-maper Ha AU-mapy. Cucrema pemapaiiuu,
KOTOpasi BBIMCKMBAET ypaluIbl U OCTaBISET
TUMUHBI, TTOAaBAsgeT Takue myTtauuu. [lo Beeii
BEPOSITHOCTU, mumun uchoav3yemes 6 JHK
émMecmo ypayuaa 04s yeeauvenus HaACXKHOCTU
2eHemuyeckol  ungopmayuu. B mpoTtuBomo-
noxHocth 3ToMy PHK He pemapupyercs, u
B Hell MCTOJIb3YeTCs Ypallu, TaK KaK OH TIpes-
CTaBJseT CcO0Ol MeHee JOpOroil CTpoM-
TeJbHBIN OJIOK.

24.27. PecTpuKTHpPYIOIIHE SHIOHYKJIEa3bl

coBepmijim nepesopor B anaauze JITHK

®DepMeHTB PECTPUKIINU - IHAOHYKIIEa3hbl, CIO-
coOHBbIE y3HABaTh OIMNpEJeeHHbIE MMOCIen0Ba-
TEJIbHOCTA OCHOBAaHWU B JIBYXCIUPaJIbHOU
JHK u pacmieriars obe menu. OTH UCKIIOUM-
TEJIbHO TOHKMWE CKAaJIbIIENU - BETUKOJICTTHBIA
MoAapoK mpupoasl Ouoxumukam. CyiiecTBo-
BaHue (HEPMEHTOB PECTPUKIUU TTO3BOJIUIO
MPOBOJUTH IKCIIEPUMEHTBI, O KOTOPBIX HEJb3s
OBLIO AaXKe M MeuTaTh BCEro JIUIIb HECKOJIBKO
ner Hazaa. OHM TpeacTaBJIsIOT cOo0Oi Hezame-
HUMBIE WHCTPYMEHTBl UISI  UCCJIENOBAHUS

Puc. 24.47. Ocratku ypanuia B JHK Beipe-
3al0TCSl UM 3aMELIAlOTCsl LIUTO3U-

HOM - UCXOOAHBIM OCHOBAaHUECM.

24, JTHK:
CTPYKTYpa
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IHanunopom  (nepesepmoiu) -
CJIOBO, TIPEAJIOXKEHUE WM CTHUX,

M CIipaBa HaJICBO.

IIpumepor:
Panap

KOTOpPbI€ YMUTAIOTCA

OIMHAKOBO CJI€Ba HaIlpaBO

To He scimm JjoMaja, a MOJIMJICA CHOT.

A posza ynajga Ha jamy Asopa.
Haxan xabaH Ha OakjaxaH.

Roma tibi subito motibus ibit amor.

[Ipoucxomut ot rpedeckoro cjoBa palindromos - Gery Ha3za.

CTPYKTYPBI XPOMOCOMBI, OIpEIeICHMS IOCIe-
JIOBATEIBHOCTHY  HYKJICOTUIOB B OYeHb
INUHHBIX Mojekynaax JJHK, BbiaeneHus: reHoB
u nonaydeHust HoBoIx Moiekyn JAHK mmsa xmo-
HupoBaHus. Pa3paboTKy Bcex 3THX METOIOB
Havanu Bepuep Ap6ep, lamunton Cmur u 3-
Huen Haranc (Werner Arber, Hamilton Smith,
Daniel Nathans).

PecTpukTupyromnme 3HIOHYKIea3sl OOHapy-
KMBAIOTCSI Yy CaMBIX Pa3lIMYHBIX IPOKAapUOT.
Buonornyeckass poib 3TUX (GHEPMEHTOB CO-
CTOMT B TOM, YTOOBI PacCIIeIUISITh YyXEePOIHBIE
mosekynsl JIHK. CobOcTBeHHas KieTouyHas
JHK mnpu sToM He pacmieruisieTcsl, Tak Kak
YJ9acCTKM, Yy3HaBaeMble CBOMMH (epMeHTaMM
PeCTPUKIIUM, Y Hee MEeTUIMpPOBaHBI. B3anMoc-
BSI3b MEXOY PECTKPMKIIMENW M MOomupUKalnei
paccmarpuBaercd B 1. 30 (paszm. 30.9). Bax-
HOe 3HayeHMe MMeeT TOT (paKT, YTO MHOTHeE
(bepMeHTBI pecCTPMKIIUM y3HAIOT cHenudude-
ckue mociaemoBarenpbHoct JHK nmnwHO#T ot
YeThIpeX J0 LIECTU IMap OCHOBAHUM M THAPOJIU-
3y10T ochonuaupHbie CBSI3M B 00eUX LIETISIX
B 9TOM o0jacTW. YIUBUTENbHAsi O0COOEHHOCTh
TaKMX y9aCTKOB PACIIEIUICHUS - UX CUMMETPUSI
OTHOCUTEJIbHO OCU BpallleHUs BTOPOIO IOPSII-
Ka. [Apyrumu cioBamu, y3HaBaemas ITOCJIEIO-
BaTeJIbHOCTD ITap OCHOBAHUI TPEICTABISIET CO-
00l1 MaJMHIPOM.

PacmienisieMble y4aCTKU PaCIIONIOXEHBI CUM-
METPUYHO OTHOCHUTEJIBbHO OCH BTOPOTO TOPSII-
ka. Hampumep, {epMeHT pecTpUKLUM U3
Streptomyces achromogenes y3HaeT TIOCIeIOBa-
TEJIbHOCTh

Yacts IV.
38 Nudopmanus

B kaxnoii uenu sta 3HAOHYKJea3a pBeT ¢oc-
dbommapuphyito cBsa3b Mexny G u C, nucraib-
HYIO TIO OTHOUICHHUIO K ocu cumMmerpun. K Ha-
CTOSIIIIEMY BPEMEHM OUYHMILEHO U 0XapaKTepu3o-
BaHo Oonee 80 depmeHTOB pecTpukuuu. Mx
Ha3BaHUS COCTOSIT U3 COKPAILIEHHOTO 10 TPex
OyKB Ha3zBaHMs MUKpoOpraHusma (Hampumep,
Eco ot E.coli, Hin or Haemophilus influenzae,
Hae ot H.aeguptins), obo3HaueHus IITaMMa
u puMckoil tmdps. CrennGuIHOCTh HEKO-
TOpBIX (EepMEHTOB IOKa3aHa Ha puc. 24.48.
OOpaTtnTe BHMMaHUE, YTO TPOU3BOAUMbBIE B
JIBYX UeMNsX pa3pbiBbl MOTYT ObITh pacro-

JIOXEHB JM0O CO CABUIOM OTHOCHUTEIBHO
Opyr npyra, JubO CTpOro TMpPOTUB JAPYT
apyra.

DepMEeHTHl PECTPUKIIUM UCIIONB3YIOTCS ISt
pacmeruienust Mojekyn JHK wa ompene-
JIEHHbIE (PparMeHThI, KOTOophble 0o0Jjiee ya0OHBI
IUIST aHajlu3a M MaHUIYJIMPOBAaHUS, YeM HC-
xomHas Mojekynaa. Hampumep, EcoRI pacmie-
IUIsIeT KoJyblieBylo aByxienodeunyio JJHK Bu-
pyca SV-40 mmmHoit 5,1 kb TombKO B OmHOM
Mecte, Hpa - B gyerslpex mecrax m Hind -B 11
MecTtax. Kycok JIHK, obOpa3oBaHHbBI OZHUM
depMEeHTOM peCTPUKLMNK, MOXHO cIeluduye-
CKU paclIenUTh Ha Oojee MelKHe (hparMeHTHI
¢ mnomoulplo apyroro ¢epmeHta. Hcnoawv3ys
HeCKOAbKO epMeHmos pecmpukyuu, MONCHO
Kapmuposamev xpomocomsl (pazn. 31.8). boaee
moeo, Habop paemenmod, NOAYYEHHbIX C NO-
MOUWbIO (hepMeHmos pecmpuKyuu, Modcem cay-
HCUMB  C80€20 poda <«OMNEUAmKoOM NalbUa»
ons coomeemcmeyroweti monrexyant JJHK. He-
OoJIbIIIe Pa3IUYUsI MEXIY CXOIHBIMU MOJie-
kyaamu JJHK MoOXHO J1erko BbISIBUTH C IIO-
MOIIBIO  3JIEKTPOGOPETUYECKOTO  pa3iesIeHUs
WX PECTPMKUMOHHBIX ¢parMeHTOB. Jlmsg Kax-
JOTO JaHHOTO Telsl 92JIeKTpodopeTHIecKas
nogBuxHocth ¢parmenta JHK  oOpatHo
MpONOpIMOHAaNbHA JIoTapudMy YnciIa map oc-
HOBaHMI (IO OIpemesIeHHOIO Tpeaeia IJIMHBI
dparmenToB). [Ana pasgeneHuss ¢GparMeHTOB
JHK pnunoit mo 1000 map ocHoBaHW# WHC-
MOJIB3YIOT IMOJTMAKPUIAMUIHBINA Telb, a IS



Puc. 24.48. CneunduyHOCTh HEKOTOPHIX BH-

TOHYyKJea3 pecTpukuuu. Ilocne-
NOBaTeJLHOCTU TMap OCHOBAHUI,
y3HaBaeMble 3TUMU (epMeHTa-
MU, UMEIOT OCb CUMMETPUU BTO-
poro mopsiaka. [Ase menu JHK
B 9TOI 006JAaCTH CUMMETPHYHBI
OTHOCUTEJIbHO OCH, 0003HaYeH-
HOil 3ejaeHbIM oBajoM. (OmHa
Lenb CIABMHYTA OTHOCHUTEIbHO
npyroit Ha 180°.) Mecra pacuie-
MJICHUsSI TIOKa3aHbl KPacHBIMU
crpenkamu. CoKpallleHHbIe Ha-
3BaHUS Kaxnoro ¢epMeHTa pe-
CTPUKIMHU MPUBEIEHBI CIIpaBa OT
MOCe0BaTeIbHOCTH,  KOTOPYIO
OH Yy3HaerT.

pasnesnieHus Oosiee MJIMHHBIX MOJIEKYJa Oosee
nopuctelii araposHbiii renb. Ecmu JHK co-
JNEPXUT Ppafuo0akKTUBHYK METKY, IOJIOCHI
MOXHO BBISIBUTb METOIOM paauoaBTorpaduu.
B npyroMm cinyyae rejib MOXHO MOKPacuTh
OpPOMUCTBIM 3TUIMEM, KOTOPBIil TIPU CBSI3bIBA-
Huu ¢ asyxcunupanbioit JHK dryopecuupyer
SIPKUM OpaHXeBbIM cBeToM. [Ipu wucmosb3o-
BaHUU 3TOr0 crocoda MOXHO JIETKO YBUIETb
1noJiocy, coJepKallyo 50 Hr JHK
(puc. 24.49). [lomMuMO  YYBCTBUTEJIbHOCTH,
BaXXHOE€ OCTOMHCTBO TaKUX TeJieil - UX BbICO-
Kas paspeuiaroiias CrnocoOHOCTb.

24.28. IlociaenoBaTebHOCTh HYKJIE€OTHIOB

B /IHK Mo0xXHO OBICTPO oOnpeneMTh

C DOMOHIIBI0 CHEHU(PNIECKOro XUMHUYECKOIro
pacuienieHust

[MosiBneHue HalneXHBIX METOAOB OMpeNeeHUs
MOCJIeIOBATeJIbHOCTA HYKJIEOTUIOB B MoJie-
kyasl JHK obGnerumno Takxe u3ydyeHHE
crpyktypel IHK u ee cBsg3u ¢ akcopeccueit
reHa. Memod xumuueckoeo pacujenienus, pas-
paboraHHblii AnnaHoM MakcamoM u Youre-
pom Tunbeprom (Allan Maxam, Walter
Gilbert), ocHoBan Ha ucnonb3oBanum HIHK,
MeueHHoit P 10 OZHOMY M3 KOHILIOB OJHOI
u3 ueneit. s BBemeHus P B S'-rmapo-
KCUJIbHBI KOHEL OOBIYHO MCIOJb3YIOT MOJU-
HykJieoTuakuHa3y. Mevenywo JHK pacuien-
JISIOT TPEANOYTUTENBHO MO OIHOMY K3 YEThl-
pex HYKJIEOTHUIOB. YCJIOBUS peakiuu IOa0u-
palT TakuM 00pa3oM, YTOOBl Ha KaXIylo
Lielb MPUXOAMUJICS B CPEJAHEM OIUH pa3phIB.

Puc. 24.49. DnekrpodopeTnyeckoe pasueie-
HUe (parMeHTOB, 00pa3yIOIIUX-
ca npu pacuerienun  JITHK
SV-40 Tpems pa3snmuIHBIMU Gep-
MEHTaMU  PECTPUKLIMM.  DTH
¢ parMeHThI (ayopecuupyior
6yarogapst TOMy, 4TO Tejib OKpa-
meH 6pomMucteiM atuaueM. (Ile-
garaeTcs ¢ JII0OE3HOTO paspelie-

Husa a-pa Jeffrey Sklar.)

24. THK: reHeruyeckasi poJib,
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YacTruyHoe paculeruieHUe MO KaXIOMY OCHO-
BaHWIO JaeT Habop paauoaKTUBHBIX (par-
MEHTOB, Ha4YMHAIOIIMXCA ~P-MeTKO#l M KOH-
YalolIUXCsd OJHUM U3 TIOJIOXEHUI 3TOro
ocHoBaHMs. Hampumep, ecnm wuccienyemas
JHK wumeer mocnenoBaTeibHOCTD

5-"P-GCTACGTA-3'

TO B pe3yibTaTe creuuduueckoro pacuierie-
HUS C 5'-CTOPOHBI KaXIOTO M3 YETHIPEX OCHO-
BaHMU TONy4yaTcs Cleaylollue paaroak-
TUBHBIE (PParMeHTHI:

3ateM 3TU (parMeHThl pasfeNsiioT METOAOM
anekTpodope3a B MOJUMAKPUIAMUIHOM Tejie,
KOTOPBI JTaeT BO3MOXHOCTh pa3leisiTb MO-
nekynsl JHK, pasnuuarmommecs mo miImMHE
BCEro JIMIIb Ha OAWMH HyKieotun. Cremyro-
M 3Talm - paguoaBTorpadusi 3TOro  res.
Kaxk mokazano Ha puc. 24.50, camast HUKHSIS
MoJjioca pacrojioXkeHa Ha JTOpPOXKKE, COOTBET-
cTBytolieil pacuierieHuto no  C, criemyto-
mas - Ha Jopoxkke T, 3aTeMm elle OmHA - HA
nopoxke A. CrenoBareibHO, TOC/enoBaTelb-
HOCTb TEPBBIX TPeX HYKJIEOTUIOB MMEET BUIL
5'-CTA-3'. Ecimm mpoyuTtaTh BCE CeMb ITOJIOC
CHM3Y BBEPX, MOJYUYUTCS MOCIEA0BATEIbHOCTD
5'-CTACGTA-3". Umak, paduoasmoepagh eens,
NOAYHEHHO2O NOCAe YemblpexX PA3AUYHbIX peak-
YUl XUMU4eCK020 pacujenienus, daem Habop
N0A0C, NO KOMOPbIM MONCHO HENnOCPeOCmEeHHO
npouumams  HyJICHyl Hocae008ameabHOCHb.
Kak pocturaercst cneuupuyeckoe paclie-
mwienne JHK? JIng 3Toro ucmoiab3yloT co-
eIMHEHUSI, KOTOPbIE CITOCOOHBI MOAMMUIIUPO-
BaTb OCHOBaHME M 3aTeM OTIICIUIATH €ro OT
ocratka caxapa (puc. 24.51). IlypuHB MOIM-
bumpyoT IuMeTWICYIbhaTOM, METHIMPYIO-
mMM ryaHuH mo N-7 m ageHuH mo N-3. Pac-
HIeTUIEHUE TJIMKO3UIHON CBSA3M METUJIMPOBAH-
HOTO MypuUHAa JIETKO IOCTUTaeTcsl HarpeBa-
HUEM TIpU HeWTpaibHOM 3HadyeHuu pH.

Yacts IV.
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B pesynbrare ocHOBaHMWE OTHENSIETCS OT CO-
OTBETCTBYIOIIIETO  OCTaTKa caxapa. 3arem
CMeCh HarpeBaloT B ILEJOYM, YTO BBI3BIBACT
pacuierieHue  caxapodocdarHoro  ocToBa
JHK wu ynanenue ocratka caxapa. B pesymb-
TaTe 00Opa3yloTcs (GparMeHTBl, HeCyllre Ha
KOHIIE MEeTKY. OTH ¢parMeHThl pa3nessiorT
B MOJIMAKPUJIAMUHOM Tejie M Ha paluoaBTO-
rpade TONY4YaloT KapTUHY TOJOCH Pa3ind-
HOW WHTEHCUBHOCTU. TeMHBIE TOJIOCH CO-
OTBETCTBYIOT (parMeHTaMm, 0O6pa30BaBLUIMMCS
MPU pacllielUIeHWH TI0 TYaHWHY, TaK KakK rya-
HUH METWIUpYeTcs Topas3no ObIcTpee, YeM
afeHnH. B To e BpeMsT TJIMKO3UIHAS CBSI3b
B METUJUPOBAHHOM aJcHO3UHE MeHee CTa-
61/IJ'[bHa, 4YeM B MCTUJIMPOBAHHOM TYaHO3WHCE.
[ToaToMy mpu 006paboTKe pa30aBIeHHOU KHUC-
JIOTOW TIOCJie METUJIMPOBAHMUS TPOUCXOIUT
MPEATIOYTUTEIbHOE  BHIIEIJICHWE —aleHWHA
(rmonrygaercs nopoxka A + G). CpaBHeHUE 10-
poxkun A+ G ¢ mapaieIbHON ITOPOXKKOM
G Ha TOM Xe rejie TIOKa3bIBaeT, MPOUCXOIUT
1 pacuieruieHue 1o A uiu no G (puc. 24.52).
PacimeruieHre o MUTO3MHY U TUMUHY TIPOBO-
osT eudpazunom. OCTOB 3aTeM pacUIETISIOT

Puc. 24.50. CxemaTtuyeckoe H300paxeHue
rejisi, Ha KOTOPOM TOKa3aHbl pa-
IMOaKTHUBHBIE (pparMeHTHI, 00pa-
30BaBIIMeECs Tpu crnenuduye-
CKOM pacIIeTIeHUU TMOC/IeI0Ba-
tembHocTH  5'-"P-GCTACGTA-
3' Mo KaXXIOMY U3 YeTBIpEeX OCHO-
Banmii (mopoxku A, G, C u T).
CrneBa yKa3aHo YUCJIO HYKJIEOTHU-
IoB (n) B KaxmoM (parMeHTe.
IMocnenoBarenbHOCT  OCHOBa-
HUI YUTAETCSI HEMOCPENCTBEHHO
C TelsT CHU3Y BBEpX.



Puc. 24.51. Crparerusi MmeTona orpeaeacHust
MOC/IeI0BATEIbHOCTY HYKJIEOTH-
nmoB B JIHK ¢ mmomonipio xuMuye-

CKOro pacCuiCrijiCHusI.

nunepuouHom, KOTOPBI BBITECHSIET MPOIYKTHI
peakuyumn C TUApa3MHOM U KaTaJu3upyer
snuMuHanuio ¢ocdaroB. B pesynbraTe pac-
LWETUIeHUsT TI0 IUTO3MHAM U TUMHWHAM IIOJy-
YaloT CEpUIO TMOJIOC IPUMEPHO PaBHOW MHTEH-
cuBHoct (mopoxka C + T). Ot nupumu-
OUHBI pa3jinyaloT, MPOBOAS T'UAPA3UHOIU3
B mpucyrctBun 2 M NaCl, nomaBisiomuM
peakuuio ¢ TuMruHOM (nopoxka C). Teneps mo-
cnenoBareabHocTh JTHK MoxxHO mnpouuTath
Mo paavoaBTorpady Tejisl, COMOCTaBsisA I0-
poxku G, A+ G, C+T u C (puc. 24.52).
Camplii KOpOTKHMII (PparMEHT MMeEeT CcaMmylo
BBICOKYIO  3JIeKTPO(OPETUUYECKYIO  MMOJBMXK-
HOCTb, TaK 4YTO 5'-KOHIy COOTBETCTBYET HU3
renst. Eciy ucrnonb3oBaTh HECKOIBKO pa3jivy-
HBIX Teled [JIs pas3lesleHUWHM BCEX MEYEHBIX
¢parMeHTOB, MOXHO JIETKO OIpeneuTh Ta-
KMM 00pa3oM TOCIeI0BaTeIbHOCTH UTMHOM
oonee 150 map ocCHOBaHMIA.

24.29. TlonHas mNOC/IEIOBATEBHOCTD
ocuopanmii JIHK cara X174 Obuia
onpenesieHa C TOMOLIbI0 MeToAa
¢epMEHTATUBHOI peIIUKAIMI

Ipyroit MeTonm OMpeAeieHUs MOCIea0BaTe b~
Hoctu ocHoBanuii B JIHK ocHoBaH Ha obGpa-
30BaHUM MEUYCHBIX (HParMEHTOB C ITOMOIIBIO
KOHMPOAUpYemo2o  npepvieanus  hepmenma-
mueHnoll penaukayuu in  vitro. ODTOT METOL
pazpaboranu  ®pen Conrep (Fred Sanger)
W €r0 COTPYOHMKHU. JIJIsI CYUTBIBAaHUS OMpene-
JIEHHOM TIOCIeNOBAaTEIbHOCTH C OMHOLENMOYeY-
Hoit JHK wucnoap3ytor JHK-noaumepasy

Puc. 24.52. Ha pamnoaBrorpade reist BUIHBI
MeueHble (parMeHTBI, 00pa3o-
BaBIIMECS TTPU XUMUYECKOM pac-
meruieHnu. S'-konerr 3toit JJTHK
6bu1 moMeueH P. CaMblii KO-
POTKHWI HYKJIEOTHU, PacrooXeH
y ocHoBaHus redist. C resist MOXXHO
MPOYUTATh TI0CIEI0BATEIbHOCTD
S-CTTTTTTGGGCTTAGC-3'.
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1. B xauecTBe 3aTpaBKHU ISl CHHTE3a WC-
MOJNb3yeTCs KOMILJIEMEHTapHbI  (parMeHr,
KOTOPBIi MOXHO TMOJYYUTh M3 Habopa Ipo-
NYKTOB PECTPUKIIMU, COOTBETCTBYIOLIEH ABYX-
nernoueyHoit JIHK. Kpome uersipex pammnoak-
TUBHBIXAE30KcUpUOOHYKIeo3uaTpudocdhartos,
MHKYOallMOHHAsI CMeCh CcolepxXut 2'3-dude-
30KCUaHan0e OJHOTO U3 HUX. BxitoueHue 3T10-
ro aHajora GJOKMpYET JajbHEHIIUN POCT lie-
MM, Tak Kak OH He CONepXUT KOHIEBOI
3'-TUAPOKCUIIBHOM TPYMIIbI, HEOOXOAUMOM ISt
oOpaszoBaHusi crenywolneil  dochoauabupHoi
cBs13u. Tak o00pasyoTcss ¢parMeHTBI, HeCy-
1ue Ha 3'-KoHLe Auae30kcuananor (puc. 24.53).
3ateM uyeTbipe Habopa @paemenmos, 06pazo-
BAHHbIX MEPMUHUPOBAHUEM Uenell, PA3NEISIIOT
refb-371eKTpodope3oM U MPOYUTHIBAIOT TIO-
cJeq0BaTeIbHOCTh OCHOBAHUN CUHTE3MPOBaH-
Hoit IHK mo pammoaBtorpady renst. Mcrnonb-
3y MeHee 1 nmosp ounmneHHoi JHK, mox-
HO oOmpeneauTh mocieaoBaTesbHocT 200 Hy-
KJIEOTUIOB.

C mnomolbio MeTofaa KOHTPOJMPYEMOW pe-
IUIMKAUK in vitro C3HTEp OIpeAeanI II0JI-
HYI0 TI0C/Iea0BaTeJbHOCTh 5375 OCHOBaHMIA
B IHK dara ¢X174. PacimudpoBka mocieno-
BareapHocTH JHK uemoro reHoma - kpynmHoe
NOCTWXKEHUE MoJieKyasipHoit Ouojoruu. OHa
Mo3BoJiuja CcAejaTh psii BaXXHbBIX BBIBOJIOB,
KOTOpble MBI ~ paccMOTpUM B T 26
(pasn. 26.11). UnHtepecHo oTMeTUTh, uTO COH-
rep omnpenesua IMOJHYI0 TOCIen0BaTeIbHOCTD
OCHOBaHHUI 1IeJIOTO Te€HOMa 4Yepe3 YeTBEepTh
BeKa Iocje TOro, Kak OH paciudpoBal aMu-
HOKUCJIOTHYIO ~ MOCJIEN0BaTebHOCTh  OesiKa’.

' TloaTOMy JaHHBI METON B OTEYECTBEHHON JH-
TepaType Ha3bIBaIOT METOOM TOJIUMEPA3HOTO KO-
nupoBaHus.- [lpum. nepes.

* CieiyeT OTMETHTb, YTO B MPOMEXYTKE MEXIY
5TUMHU OTKphITHsAMEU ®. Canrep pa3paboTtan opuru-
HaJTbHBIA METOMl OMpE/ieieHNs TOCTeT0BaATEIbHO-
ctu ocHoBaHuit B PHK, xoTtopbiii uMen orpoMHbie
TpeuMyllecTBa Mepel APYTMMU M3BECTHBIMU B TO
BpeMsi MeTomaMu.- [lpum. nepes.

Yacts IV.
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3akoueHune

IHK - Monekyna HaclneaCTBEHHOCTM Yy BceX
MPOKAPUOTUYECKUX U DYKAPUOTHUECKUX Opra-
HHU3MOB. Y BHPYCOB pOJib I'€HETUYECKOTOo Ma-
tepuana BemojaHseT uboo AHK, muoo PHK.
Jiobas xnerounas JHK mnpencraBnser coboit
IBE OYEHb JJIMHHBIE CIUpPAJbHbIE TIOJUHY-
KJICOTUIHbBIE 1IeTH, 3aKpyYyeHHbIE BOKpPYTr 00-
meit ocu. [IBe Lenu ABOMHON CIUpalu OpUEH-
THPOBaHbl B TPOTHMBOIMOJOXHOM Hampasie-
HuM (aHTunapamienbHbl). CaxapodochdaTHblit
OCTOB KaXJIOW LEMNHU JIEXUT CHAPYXU JBONHOI
CTMpanu, a TMypUHOBBIE W THUPUMMIMHOBBIE
OCHOBaHMUS - BHYTpU. JIBe Lienu yaepXuBaloT-
cs BMecTe BOJOPOJHBIMU CBSI3SIMU MEXIY Ila-
paMu OCHOBaHUWI. AmeHuWH (A) Bcerma criapu-
Baercss ¢ tuMuHoMm (T), a ryanun (G)-c
uuto3uHoMm (C). Takum obGpa3om, Lienu ABOM-
HOIl crupaau B3aMMHO KOMILUIEeMeHTapHbI. [e-
HeTuuyecKas MH(popMalus 3aKoIUpoBaHa B I0-
CJIeIOBaTEIbHOCTM OCHOBAaHWM BAOJDb LIEMU.
BonpmuncTtBo Monekyn JHK umeer xomblie-

Puc. 24.53. Crpaterus merona ornpeaeiecHUs
MOCJIe0BATEIbHOCTY  HYKJIEOTH -
noB B JJHK nyrem tepmuHupo-
BaHus 1enu. PparMeHTH 00pa-
3yloTcs B pe3yabTare J00aB-
nenus  2',3'-nupe3oKcHaHaiora
onHoro u3 dNTP B kaxnyio u3
YeThIpeX MPOOUPOK, B KOTOPHIX
MPOUCXOAUT  MOJTMMEPU3ALIKSI.
Hampumep, npu 1o6aBieHUN q1-
ne3okcuaHamora dATP  obGpa-
3yloTcs (DparMeHThl, OKaHYM-
Bajolecss Ha A (IMOKa3aHO
KPacHBIM LIBETOM).



Byto ¢opmy. Ocb NBOWHON CHUpaIu KOJIblie-
Boii JHK Moxer camMa 3aKpydyuBaThbCs
u 00pasoBbIBaTh cyrnepcnupanb. Cynepcrnupa-
mu3oBaHHast JJHK wumeer Gosiee KOMIakTHYIO
dopmy, dyem penakcupoBaHHas JTHK.

IIpu permumkanuu JHK nBe nenu aBoiiHOM
CIIUpAIM PacIuIeTaloTCs U PacxXomsTcsl o Me-
pe TOro, Kak CHHTE3UPYIOTCS HOBBIE IIETIH.
Kaxnasi pomutenbckas IeNb CIYXUT MaTpu-
el 11 oOpa3oBaHUsI HOBOW KOMILIEMEHTap-
Hoi ueru. TakuM oOpa3oM, peruiuKaius
JHK monykoHcepBaTHBHA - KaxKaasi JOYEPHSIs
MOJIEKyJIa TIOJIydaeT OJAHY 1eMb PpOAMTENb-
CKOM MOJIEKYJIbI JHK. Perukarius
JHK - cnoxHbIf TIpoliecc, B OCYIIECTBICHUU
KOTOPOTO YYacCTBYET MHOTO O€JIKOB, B TOM
yucine  JAHK-monumepasst Tpex TUIIOB
nu JAHK-nuraza. AKTUBUpOBaAHHBIE MpedIIe-
crBeHHUKU cuHTe3a [JHK -4yeTbipe me3zokcu-
pubonykieo3ua-5'-rpucdocdarel. Hosasg uenb
CHHTe3UpyeTcss B HampaBieHUHM 5'—>3'. DroT
CUHTE3 OCYILIECTBIISIETCSI MyTEM HYKJI€O(hUIb-
HOIf aTaku BHYTpeHHero aroma ¢ocdopa oue-
penHoro ne30KCcuHykieosuarpudocdara
3'-TMAPOKCUJIBHBIM KOHIIOM IIeMHU 3aTpaBKU.
Camoe BaxHoe coctouT B ToMm, 4yTo JHK-1mo-
JMMepa3a KaTaliu3upyeT obpasoBaHue oc-
dboauadupHOit CBSI3M TOJBKO B TOM Clyvae,
eCIM  OCHOBaHME OYEpPEAHOIro HYKJIeOoTHUIa
KOMIUIEeMEHTapHO OCHOBAaHUWIO MAaTPUYHOM I1ie-
mu. dpyrumu cioBamu, JAHK-norumepassr —
epMeHTHI, HarpasJjsieMble MaTpULIAMU.
JAHK-nonumepasswl I, 11 u II1 obmamaror Tak-
xKe 3'—>5'-5K30HyKJIea3HOI aKTUBHOCTBIO, KO-
TOpasi yBEJIMYMBAET HAAEXKHOCTh PEIIMKAIIUU
MyTeM yHaJleHUs] HEKOMIUIEMEHTapHBIX OCTaT-
koB. JIHK-momumepazam I m III npucyma,
KpoMe Toro, 5'—>3'-Hykjea3Has aKTUBHOCTb,
urpawpoiiasi BaXHYyI pojb B MeXaHU3Max pe-
kanuu v penapauuu JHK.

Perummkanma JHK B kietkax E.coli Ha-
YyuHaeTcs B CTPOro oOIpelnejeHHOM MecTe (B
TOYKE Hayajla peIiMKalluh) U UIeT B 00OuX
HampaBlieHUusX. B obmactu pernaukaimoHHOM
BWIKK (Tam, Tae u3 aAByx uenei JHK momy-
YaloTCs 4YeThipe) o0e Ienu pPOAUTENIbCKOMN
JHK ucnonp3yoTcs B KayecTBe MaTpuUIl AJs
cunre3a HoBoit JIHK. benok rep pacrieraer
ponutenbekyto JJHK 3a cuer sHepruu ruapo-

muza ATP. PacrieraHuio crocoOCTBYeT Tak-
xe JIHK-rupaza, koTopas urpaer pojb MoJje-
KyJSpHOTO IIIapHUMpa W BBOOUT OTpUIlA-
TeJIbHbIE CYINEepBUTKU B pomurteibekyio JTHK.
Omna uens HHK (Bemymias) cuHTe3upyetcs
HeTMpepbIBHO, TOTAA KakK Apyras (oTcrarouiasi)
CUHTE3UpyeTcsl B Buae (GparMeHTOB UIMHOM
1 kb. IlockonbKy oOpa3oBaHHE OTCTaIOIIEH
LIETMM TPOMCXOAUT TIyTeM CcOOpKU U3 OT-
NeNbHBIX (parMeHTOB, IOJMMepU3alusl B Ha-
rpaBjieHUu 5—>3 Ha aTOMHOM YPOBHE IIpH-
BOAUT K  OOIIEMy pOCTY DOTOW  Ienu
B HampaBieHuu 3—>5. CuHrte3y HoBoit JIHK
npenmectByer cuHTe3 PHK, xotopas mcmonb-
3yeTcsl 3aTeM B KauyecTBe 3aTpaBKu. Brmocnen-
crBuu PHK, Bxonsiias B cocraB HoBooOpa-
3oBaHHO PHK-JIHK-uenu, ruapoausyercs
u 3amemaerca JHK. 3arem JHK-nuraza co-
eVHsIET  HOBOOOpa3oBaHHBIE  (hparMeHTHI
JAHK, xoTopsle crmapeHbl ¢ OIHOM U TOH Xe
MaTpUYHON wemnblo. B 3Toif peakuuum yda-
CTBYeT B KauecTBe WCTOYHUKA SHEPruu
NAD".

IloBpexnenust B JIHK, BbI3BaHHbIE HOHU3U-

pylolieii  paguainueit,  yabTpaduoIeTOBBIM
CBETOM U Pa3JTUYHBIMU XUMUYECKUMU COEIAU-
HEHUSIMHM, TOCTOSIHHO pemnapupyioTcs. Hampu-
Mep, THUPUMUAVHOBBIE AMMEPbI, WHAYLUPO-
BaHHBIE YJIbTPa(UOJETOBHIM CBETOM, BbIpe-
3al0TCs CcreunPUIECKOl dHAOHYKIea30l. Ypa-
LW, KOTOpbI o0Opasyercsl Mpu CIIOHTAHHOM
ne3aMuMHUpoBaHuu uuMtosuHa B JHK, yna-
JIsieTCsl TMKO3Uuaa3on, Koropast auddepeHim-
pyeT ypauuia U TUMUH.
DepMeHTbl PEeCTPUKLIMM Y3HAIOT crenudude-
cKue TOC/Ie0BaTEeIbLHOCTH, obnanatoiye
CHMMETpHUEIl BTOPOTO TOpsiAKa, W TUAPOJIU-
3yI0T OJHY (dochoanapupHylo CBsI3b B KaxX-
noit uerm JJHK B aToit obmactu. D11 2HAOHY-
KJiea3bl MOXHO HCIIOJb30BaTh JJISI pacliervie-
Hust Mmosekyl JJHK Ha cneumduueckue gpar-
MEHTBI, YIOOHBIE 151 JaJIbHEUIIEro n3y4eHus.
PazpaboTrka MeTomoB, MO3BOJSIOIIUX OBICTPO
OMpeNesITh IOCJIEA0BATEIbBHOCTh HYKJIEOTH -
moB B IHK Ha ocHoBe crenmgpHUIecKoro pac-
HIETJIEHUST U 2JIEKTPO(hOPETUIECKOro pasiese-
HUs TIPOJIYKTOB, PEBOJIOLMOHM3UPOBATIA U3Yy-
yeHnue cTpyktypsl JHK.

24. THK: reneTruyeckasi po.ib,
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Bonpocbl 1 3apayn

1. Hanumure KOMILIEMEHTAapHbIC
MoCNeoBaTeIbHOCTH (B CTaH-

JapTHOM 3amucH B HampaBieHu®m S5'—>3") mis

CJIEYIOIINX TIOCTIeIOBATEIbHOCTE:

a) GATCAA,

0) TCGAAC,

B) ACGCGT,

r) TACCAT.

2. OnHa u3 1ernei JBYXCIUpPaJIbHOMU
JHK umeer ciemyomuii HyKjieo-

TUIHBIA COCTaB  (OTHOCUTENIbLHOE  MOJISIPHOE

conmepxanue): [A] = 0,30, [G] = 0,24.

a) Yro MoxHO cka3zaTb o comepxaHuu |[T]
u [C] B Toit Xe uenu?

0) YUto MOXHO cKazaTb O comepxXaHuu [A],
[G], [T] u [C] B KOMIUIEeMEHTaApHOW Ienu?

Puc. 24.54. Cxemartuueckoe wu300paxkeHUE
pamuoasrorpada reis. BuaHbI
pagroaKTHBHbIE (parmeHTHI,

obOpasyromuecs IIpu crienuduae-
CKOM pAaCHICTJIeHUU OJUTOHY-
KJICOTUJIOB.

Helix, University of Washington Press.
Cohen
A Century of DNA: A History of the Creation, Simon and Schuster.
Discovery ofthe Structure and Function

of the Genetic Substance, MIT Press.

J.S., 1977. Judson H., 1979. The Eighth Day of

3. JHK onmHoro menelmoHHOTO My-
TaHTa Oakrtepuodara A MMeeT
KOHTYpHYIO JUIMHY 15 MKM BMecTOo 17 MKM.
CKOJIbKO Tap OCHOBaHMiIl HENOCTAaeT y 3TOro
MmyTraHTa?
4. Kaxkoit pe3ynabrarT ITOJXyYMIH OBl
Mecencon u Cranb, ecnmu ObI pe-
mukanus JJTHK 6bi1a KoHcepBaTuBHOM? YKa-
KWTE TpeArnojaraeMoe pacrpenejieHue MoJe-
kyn AHK mocme 1-if m 2-ii TreHepamuid
B cJlydyae KOHCEpPBaTUBHOW peruiMkauuu (T.e.
KOTJa pOJIWTENbCKAasl JBOWHAS CHMpaib HE
pacxommTcs).
5. 3aBUCHUT JIM OT BUAOBON MpUHAMI-
JIEXXHOCTHU CIOCOOHOCTh u3-
BecTHbIX JIHK-nurasz ucnonw3oBaTh 1y coe-
muHerus: JHK-nermeit NAD' wumum  ATP?
[Mpeanonoxum, 4Yto oOHapyxeHa HOBas
JAHK-nuraza, Hyxnawomascsi B KaKOM-TO
IpyroMm ucTouHuKe 5Hepruu. [lpennonoxure
MpUEMJIEMYIO C BHEPreTUYeCKOil TOUYKU 3pe-
Husa 3ameHy NAD® wm ATP B 310if peak-
11U,
6. JAHK-nuraza uz E. coli penakcu-
pyeT cynepcrnupaii30BaHHYIO
konblieByo JJHK B npucyrcteuu AMP. B or-
cyrctBue ATP sta akTUBHOCTH HE TMPOSBISET-
cs. KakoB MexaHU3M 3TOil peakuu U Movyemy
OH 3aBUCUT OoT AMP?
7. Ha puc. 24.54 mpuBemeHa cxeMa
panuoapTorpacda reisi C YeTbIpb-
Mst nopoxkamu ¢parmeHToB JHK, o6paszo-
BaBIUUXCS TPU XUMUYECKOM paCLICIICHUU.
IOHK comepxama “P-mMeTky Ha 5'-KOHIIe.
KakoBa mnocnenoBateabHocTh 310l JITHK?

HomnoaHuteabHble Bompockl cM.: Wood W. B.,
Wilson J. H., Benbow R. M., Hood L. E.
Biochemistry: A Problems Aproach,
Benjamin, 1974, chs. 16, 17.



FMABA 25
NHdopmaumnoHHas
PHK n TtpaHckpunuusa

B oroit TnaBe MBI paccMOTpUM BbIpaXXeHUE
B (deHoTHITE (IKCIIPECCUIO) TEHETUIECKON WH-
dopmanuu, conepxameiica B JJHK. ®yukuus
TeHOB - KONMPOBAHUE CUHTE3UPYEMBbIX B KJIET-
ke OenkoB. Omgnako cama JHK He wucmonb-
3yeTcsl B KayecTBE HEMOCPEACTBEHHON Ma-
TpULbl Aas cuHTe3a Oenka. Pomp  Takmx
MaTpull BBIMOJHSIOT MoseKynasl PHK (pubo-
HYKJIEMHOBOU KUCIOThI). B HOpMe MOTOK reHe-
TUYeCKOW uH(opManuu B KJIeTKe WIAET B Clie-
IyIOIlleM HaIpaBiIeHUU:

B HacTosiiieit riaBe Mbl yBUIUM, YTO HeKO-
mopoie monekyavi PHK ueparom poav  npome-
HCYMOUHBIX NEPEHOCHUKO08 UHPOPMAUUU 6 CUH-
mese Oeaka, moeda Kak Opyeue MOAEKYAbl
PHK seastomcs uacmeio annapama 0e1k08020
cunmeza. 3ateM MBI PAacCMOTPUM CHUHTE3
PHK, mpoTtekamommuii B COOTBETCTBUM C IIO-
cnenosatenbHocThio  JHK-maTpuusl. 39To -
MPOLECC MPAHCKPUNYUU, 33 KOTODBIM CIEIyeT
tpadcasguua. I[lpu  mpancasyuu  PHK-ma-

TpUIIBI HANpaBISIOT CUHTEe3 OelkoB. bonee
MoAPOOHO B3TOT BOMPOC pacCMaTpUBAETCS
B . 27.

Yuactue PHK B cuHTe3e Oenka Ka3zaioch
BEpOSITHBIM yXe B 1940 r., 3a HECKOJbKO JIET
IIo Toro, Kak Obl10 mokaszaHo, uyto JJHK - ma-
Tepuana HacieacTBeHHocTH. TopOwneépH Kac-
nepcoH (Torbjorn Caspersson) u3yuyal pac-
npeaensenne PHK wu JIHK B oTaeabHbIX
SYKaApUOTUYECKMX KJIETKAX C MOMOIIIbIO CBETO-
BOIi MUKpockonuu. OH MUCXOIUJ U3 TOTO hak-
ta, yto 1 PHK, u JHK cunbHOo moriomaoTt
yIbTPaUONCTOBBIA CBET C IJIMHON BOJHBI
260 uM, HO Tonbko JJHK MHTEeHCHMBHO oOKpa-

Yacts 1IV.
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muBaeTcsi peaktuBoM @DEnbreHa. Kacmepcon
o6Hapyxwua, yto nmoutu Bca JIHK comepxut-
¢ B aape, torma kak PHK nHaxomwrcs Oonb-
meil yacthlo B uMTOmiaasdme. K Takomy ke
BeiBony mpuinen 2Kan bpame (Jean Brachet),
KOTOPBIN pa3fessa KIeTKM Ha SIACPHYI0 U 1U-
TOIUIa3MaTUYeCcKylo (pakuuyM W Ompeneisi
B Hux coxepxanHue JHK u PHK. Bonee Ttoro,
oH obHapyxwui, uro PHK B nurommazmarmae-
CKOI (hpakiM¥ HaxXOAUTCS B COCTaBe MaJleHb-
KMX YacTULl M acCOLIMMpOBaHa C OejaKoM. bbI-
JIO TI0OKa3aHO, 4YTO B3TU YaCTUIbI, COCTOSIILIUE
n3 PHK u OGenka, ciyxkaT MecToM CHHTe3a
Oenka. Temepb WX Ha3bIBAIOT pPuUOOCOMUL.

25.1. Crpykrypa PHK

PHK, nomo6ono JAHK, mnpencrtaBasieT coboit
IJIVUHHYI0O HEPa3BETBJIEHHYIO MOJIEKYJy, CO-
CTOSIIIYI0 W3 HYKJIEOTUAOB, COEIMHEHHBIX
dbochonusdupHbpiMu cBI3saMu 3'—>5'. Uwuciao
HyKjieoTug0B B Mojekyie PHK kone6nercs
OT Bcero Julllb 75 A0 MHOTUX Thicsiy. Kosa-
neHtHast cTpyktypa PHK otauuaercs or
OHK B nByx orHomeHwusix. Kak yka3biBaeT
caMo Ha3BaHUe, caxapHbIi 0CTaTOK
B PHK - pu6oza, a ne nezokcupubosa. Puboza
CONEPXUT 2'-TUIPOKCUIBHYIO TPYMIMy, KOTO-
poii HeT B Ae3oKcupuboze. Apyroe pasiauuue
COCTOUT B TOM, YTO OJHUM M3 YETBIPEX OCHO-
Banuit B PHK saBnsgercsa ypauyua (U) - BMecTO
TuMuHa, comepxamerocsa B JIHK. Kax u tu-
MUH, ypauusJ MOXeT o0pa3oBbIBaTh Mapy oc-
HOBaHWUIi ¢ aneHMHOM. Ho B MoJiekyJie ypauu-
Jla HET METUJIbHOW TpYIIbl, UMEIIICHCs
B MOJIeKyJie TUMUHA.



Ta6nuua 25.1. Monekyast PHK y E. coli

Tun PHK OtHo- Koad-  Macca,k/la
cutenp- Guum- Yucno
HOE CO- EHT HyKJIE-
nepxa- cemu- OTHIOB
HUe, % MeHTa-
u,
S
Pu6ocomHas 80 23 1,210 3700
(pPHK) 16 0,55-10° 1700
5 3,6-10' 120
TpaucmoptHas 15 4 25+10 75
(tPHK)
Hudopmarm- 5 leTeporenHa
onHast (MPHK)
Mosnexkyroe PHK umerom o0HOUenoueuroe

cmpoenue, 3a uckmoueHueM PHK HekoTopbix
BUpYCOB. [l03TOMY HYKJIEOTUAHBII COCTaB
PHK He momumHsIeTCS MpaBUJly KOMILIEMEH-
TapHOCTU. JlefCTBUTENbHO, B OOJBLIMHCTBE
monekyn PHK comepxanwe ameHWHA OTJIU-
YaeTcs OT COAEPXaHWS ypaluia, a comepxa-
HME T'yaHWHa OTJMUYAeTCs OT COACpPXaHUS 1U-
to3uHa. Ho monexyner PHK Bce-Taku comep-
XKaT y4aCTKU C ABYXILIENIOYEYHOM CTPYKTYpPOIi,
KOTOpbie 00pa3yloT NeTIM B BUAC LIMUICK
(puc. 25.2). B atux yyacTkax A crnapuBaeTcs
¢ U, a G cnapuBaerca ¢ C. Kpome Toro,
G MoxeT 00pa3oBbIBaTh TMapy OCHOBaHUIA
¢ U, Ho oHa MeHee mnpouHa, yeM GC-mapa

(pazn. 27.6). CniapuBaHue OCHOBaHUIA
B mmuabpkax PHK gacto HecoBepmienHo. He-
KOTOpbIE OCHOBaHWUSI, pacToJIOXKEHHbIE

B LIMWJIBKE NPYr MPOTUB APYra, HE KOMILIE-
MEHTapHbl, U OJHO WJIM HECKOJbKO OCHOBa-
HUI B OHOW U3 LIETIEl MOTYT BBINETIUBATHCS
(BBICTYMATh) W3 YydyacTKa JBOWHOW cHUpaIu,
4yTOOBI OOJIETYUTH CTIApUBAHUE APYTUX OCHO-
BaHUil. [lonsg JABYXCHUpaJbHBIX Yy4YyacTKOB
B pasznuuHbix PHK Bapbupyer B mupokux
npeaesnax - B HauboJjiee TUIIMYHOM cllyyae 10
50%

Puc. 25.2. PHK MoXeT ckaabIBaThCsl caMa
Ha ce0s1 U 00pa3oBbBIBATH IBYXC-

MUpPaJbHbIe CTPYKTYPHI.

Puc. 25.1. Crpykrypa vactu uenu PHK.

25.2. Kunerku coxepxar tpu tina PHK:
pUOOCOMHYI0, TPAHCHOPTHYIO M WH(OP-
MAaIlUOHHYIO

Knetrku  comepxar Tpu  Tuna PHK
(tabn. 25.1). Hugpopmayuonnas PHK (ee Ha-
3piBaloT Takxe wMarpuuHas PHK, ortcioma
MPHK) cnyxut marpuueit ans cuHTteza Oen-
ka. Kaxnomy paGoratomemy reHy (uiau rpym-
e TEHOB) COOTBETCTBYET CBOSI MOJeKyJja
MPHK. CnenoBatenbHo, MPHK -kpaiine re-
TepOTeHHBbIN Kjacc Mmouyiekyn, y E. coli cpen-
Hag mnuHa Mojekyiasl MPHK  cocraBiser
npuMepHo 1,2 kb. Tpancnopmuas ~ PHK
(rPHK) mepeHocuT aMMHOKMCIOTE B aKTUBHU-
poBaHHO# (hopme K pubocomam, Tie OHU coe-
IUHSIOTCS TIENTUIHON CBSA3bIO B OMNpeneseH-
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Founuuya Ceedbepea (S) -

KO3(G(GULMEHTH  CeAMMEHTALUU

OMOJIOTUYECKUX
B emuHuuax Caenbepra (cokpamieHHo S); 1S =

MaKpOMOJIEKYJI
10" c.

BBIPAXaIOTCSI
(Csendepr - IBEACKUIA

yUYeHBI, M300peTaTe/b yabTpaleHTPUbyTu.)

HOW TIOC/IENOBATEeIbHOCTH, KOTOPYIO 3aiaeT
PHK-marpuma. [lns xaxmoit m3 20 aMuHO-
KHUCJIOT UMEETCS IO KpalHEeW Mepe oaHa pas-
HoBuaHocTh TPHK, TpancnoprHas PHK co-
CTOUT TIPUMEPHO U3 75 HYKIEOTUIOB (Macca
25 x/la). Orto camble MaJleHbKHUE MOJIEKYJIbI
PHK. Pubocomnas PHK (pPHK) - ocHoBHOI
KOMITOHEHT pr0OOCOM, HO TTOKa €€ poJib B CUH-
Te3e OefKa TOYHO He ycTaHOBJieHa. B kieTke
E. coli umeercs Tpu pasHoBumHoctu pPHK,
HaspiBaeMble 23S-, 16S- u 5S-PHK cootBer-
CTBEHHO HX TOBEACHUIO NpPU CeAUMEHTALIMU.
B xaxmoii pubocome cOAepXKUTCSI MO OMXHOI
MOJIEKYJIe KaXIOoW M3 3TUX TPeX Pa3HOBUIHO-
creii PHK. M3 Tpex ykazaHHbIX TUmoB PHK
(MPHK, TPHK, pPHK) konuyectBeHHO mpe-
oonamaer pPHK. 3arem umer TPHK, u MeHb-
e BCEro B KIJIETKE COJEPXMUTCS WHbOpMa-
uuoHHoit PHK, Ha mojo KoTopoil MpUXOAUT-
cs1 Bcero qumb 5% Beeir PHK.

25.3. ®opMyMpoBaHHE KOHIEHIMH
uH(opmammonHoii PHK

Konmermmmss MPHK 6pita  copmymupoBana
®pancya XKakobom u  2XKakom  MoHo
(Francois Jacob, Jacues Monod) B Kiaccude-
CKOH cTatbhe, omyonukoBaHHoi B 1961 r. Ilo-
CKOJIbKY B 2YKapUOTHUYECKUX KJETKax OeJKu
CUHTE3UPYIOTCSI B LMTOIUIa3Me, a HE B SIpe,
OBbLIO OYEBUIIHO, YTO JOJIKEH CYILECTBOBAThH
KakKo#-TO XMMUYECKUIl TMOCPETHUK, KOIU-
pyembiii reHamu. 2KakoO0 u MoHO Ha3Baiu
€ro CTPYKTYpHBIM IocpegHukoM. KakoBa
MpUpoga 3TOTO TMPOMEXYTOYHOTO TMPOAyKTa?
BaxHylo posib B pellleHMH 3TOTO BOMPOCa Chi-
rpajio TIPOBEIEHHOE MMM MCCIIeOBaHUE Ppery-
Jsauuy cuHTe3a Oenka y E. coli (tn. 28). Heko-
Topeie (epMmeHTHl E. coli, Hampumep dep-
MEHTbI, Y4acTBYIOUIME B MOMJIOUIEHUU W HUC-
MOJIb30BaHUM JIAKTO3bl, WHAYIUOEIbHBI. DTO
O3HayaeT, YTO KOJMWYECTBO 3TUX (HEPMEHTOB
yBennuuBaercs Oonee yem B 1000 pas B mpu-
CYTCTBUM WHAYKTOpPA (Harpumep, WU30TPOIUI-
Thorasakrosuaa). OcobeHHO mMoKa3aTeJabHa
Obula KMHETMKa WHAYKLWU. JlobaBneHue HWH-
IYKTOpa yXe 4yepe3 HECKOJIbKO MUHYT BBI3bI-
B0 MaKCHUMAaJIbHBI CUHTE3 (DEPMEHTOB, Ka-
TaIM3UPYyIOIIUX OOMeH JiakTo3bl. [lpu ynane-
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HUM WHAYKTOpAa CHUHTE3 OaHHBIX (epMEeHTOB
MpeKpalaicss Takxke OBICTpO. DTU IKCIIepU-
MEHTaJbHble JaHHbIE OB HECOBMECTHMBI
C CyIIECTBOBAHUEM CTAaOMJBbHBIX MATpPUI] ISt
cUHTe3a yka3zaHHbIX depmeHToB. OTclona XKa-
k00 m MoHO caemanu BBIBOA, YTO 8peMs
HCUSHU NOCPEOHUKA O00ANCHO OblMb O4eHb KO-
pomkum. 3ateM OHM TMPEIINOJOXWIU, YTO OH
IOJKEH 00J1a1aTh CIEAYIOIIMMU CBOMCTBAMU.

1. IlocpenHuK nOMXeH OBITh IMOJUHYKJIEO-
TUIIOM.

2.. HykJleoTuaHbIN CcOCTaB TIpeIecTBEeHHM -
Ka JOJDKEH COOTBETCTBOBATh HYKJIEOTUIHOMY
cocraBy JIHK, kxoropas ero komupyer.

3. IlocpenHuk moikeH OBITh BeCchbMa TIeTe-
POT€HHBIM IO pa3Mepy, TaK KakK TeHbl (Win
IpYNIbLl TEHOB) pas3iuyaipTcs 1o anuHe. Ka-
k00 1 MoOHO BbICKa3aJld MPaBUIbHOE TMPENIo-
JIOXKEHWE, YTO TpU HYKJIEOTUAA KOAUPYIOT
ONHY AaMUHOKMCIOTY, U BBIYMCIWIMA, YTO
Macca IIOCpeAHUKA IOJKHA OBbIThb HE MeHee
500 k/a.

4. IlocpemHUK HOJKEH OBITh BPEMEHHO ac-
COLIMMPOBaH ¢ puOOCOMaMU - MECTOM CHHTE3a
Gesnka.

5. TlocpemHUK [OJMKEH  CHUHTE3MPOBATHCS
M pacranaTbCsi ouyeHb ObicTpo. OTtcioma clie-
IyeT, YTO aHaJoTM OCHOBaHUM, HampuMep
5-(pTopypaumi, OOJKHBI BKIIOYATHCI B TO-
CPeIHUK B TE€YEHME HECKOJBKUX MMHYT.

Hna Kakob6a 1 MoHO ObUIO OYEBHUIHO, YTO
u3BecTHEle B TO Bpems ¢pakuuu PHK He
VIOBJIETBOPSIIOT 3TUM KpuUTepusiM. PubocoMm-
Haga PHK, xoTopyio npuHSTO OBUIO CUMTaTh
MaTpuliel s cuHTe3a OeJIKOB, Oblja CIIMIII-
KOM TOMOreHHa 1o pasMmepy. Kpome Toro, ee
HYKJICOTUAHBIA COCTaB OBbLI CXONEH y BUIOB,
CWIbHO pa3JMYaBIIUXCSI MO HYKJICOTUIHOMY
cocraBy JAHK. bonee toro, ata PHK Obu1a
cTabuiabHON, W S-(Topypauuna BKIIOYaJCs
B Hee ouyeHb MemieHHo. TpaHcmoptHass PHK
TOXe He MOAXOIMja Ha poJib MOCPeNHUKa IO
TeM ke nmpuuynHaMm. K ToMy Xe oHa CIMIIIKOM
Mana. OgHaKo B JIUTEpaType BBICKA3bIBAIOCH
MIPEAIONI0XEeHNEe O CYIIECTBOBAHUU TPETHETO
turia PHK, xoTopsiii, mo-BuauMoMy, yaoBie-
TBOPSUT  BCEM  KPUTEPUSIM  TMOCpPEIHUKA.
B knertkax E. coli, 3apaxkeHHBIX OakTepuoda-
rom T2 (puc. 25.3), Obula oOHapyxkeHa paHee
HeusBecTHass ¢pakiusga PHK nonmxomsiero
pa3Mmepa ¢ O4YeHb KOPOTKMM BpEeMEHEM XW3-



Hu. Camoe WHTepecHOe, YTO HYKJIEOTHUIHBII
coctaB 9Toit ¢pakumm PHK Owbi1 6am3ok
K coctaBy BupycHoit [ITHK, a e IHK E. coli.

25.4. DKcnepuMeHTAJIbHbIE JaHHbIE

0 CyIIeCcTBOBaHMM WH(OPMALMOHHOMH
PHK-nocpeaHuka B CHHTe3e 0OejKa
ITpaBOMOYHOCTb TUIOTE3bl O KOPOTKOXUBY-
meit PHK-mocpennuke, wurpatoiieidi  poib
nepeHocunKa nHpopMaImu npu CUHTe3e Oen-
Ka, OblJla TIpoBepeHa BCKOpe TOCie TOTO, Kak
runore3a Oblia chopmynupoBaHa. CumHei
bpennep, ®pancya XKakob m Mateio Mecen-
coH (Sydney Brenner, Francois Jacob,
Matthew Meselson) mpoBeau 3KCHEPUMEHTHI
Ha FE. coli, 3apaxeHHoil Gaktepuodarom T2.
[Toutn Bce O€NKU, CUHTE3UPYIOLIMECS TI0Cie
3apaxkeHus, JeTepPMUHUPYIOTCS TeHamu cara.
CuHTe3 3TuX 6eJKOB HE COMPOBOXIAETCS yBE-
JmyeHuemM obmiero konndectsa PHK. Omxnako
BCKOpE TIOCJIe 3apakeHUsI TMOSIBIISIETCS MUHOP-
Hasg ¢pakuusgs PHK ¢ kopoTtkmMm BpemeHeM
xu3HU. Kak yxe roBopwyioch BbIlIE, HYKJIEO-
TUAHBIK cocTaB MUHOpHOI (¢pakuuu PHK
cxoleH ¢ coctaBoMm ¢aropoit JTHK. Dta cu-
cTeMa TIPEeACTaBIsUIach  ONTUMAIBHOU IS
MPOBEPKU TUIIOTE3bI TTOCPEIHUKA, TTOCKOJIBKY
B HEW TIPOUCXOAMJIO OBICTpOE TepeKToYeHue
MpUpoasl cuHTe3upyemoro Oenka. Eme omHo
MPEUMYIIECTBO COCTOSIO B TOM, UTO B 3apa-
KEHHBIX KJIeTKaX He TMPOMCXOAWIO CUHTE3a
pPHK u tPHK.

Puc. 25.3. DeKTpoHHass  MUKpodoTorpa-
¢usa knerku E. coli, 3apaxxeHHOU
Bupycamu T2. (ITewaTaercs ¢ mo-
Oe3Horo paspelieHusi a-pa Lee

Simon.)

Kak ke mpoucxonuT mpu 3apaxkeHuU Tiepe-
KJIIOYEHUEe CUHTe3a C OAHUX OEeIKOB Ha IpYy-
rue? OgHa BO3MOXHOCTb COCTOSIJIa B TOM,
yto ¢aroas JHK mporpammupyer obGpazo-
BaHMEe HOBBIX pubocoM. CorjmacHo 3ToOMy
MPEIITONOXEHUIO, TEeHBI OMPEIeNsSIIOT CUHTE3
CMeMAIM3UPOBAHHBIX PUOOCOM, a Kaxnjas
pubocoMa MOXET CHUHTE3UpoBaTh OeloK
TOJILKO ONHOTO BUJA. AJbTepHATUBHOE TIpel-
MOoJIOXXEeHUE, BbIABUHYTOe 2KakodbomM u MoHo,
COCTOSUIO B TOM, YTO PUOOCOMBI - HECTIeIMA-
JIM3UPOBAaHHBIE CTPYKTYPHI, KOTOpBIE IIOJY-
YalT TEeHeTUYeCKylo HWHOOpMaIMI0 OT TeHa
B BUIC HECTAOMJIBbHOU WH(OPMALIMOHHONI
PHK (mmocpennuka). DxcnepuMmeHTs BpeHHe-
pa, Kako6a u MeceiacoHa ObLIM CIUIAHUPO-
BaHbl TaKMM OO0pa3oM, YTOOBI MOXHO OBLIO
BBISICHUTD, TIPOUCXOIUT JIX TIOCJIE 3apaXkKeHUs
CUHTE3 HOBBIX pUOOCOM WJIU X€ HOBOOOPa3o-
BanHass PHK mnpucoemuHsieTcss K mpeacyle-
CTBOBABIIMM pHOOCOMAaM.

bakTepuu BhIpalMBaiu B cpene, ComepKaB-
weit Tsxensle uzoronsl ("N u °C), 3apaxa-
Ju ¢daroM U HEMEUIEHHO TEPEHOCWIN B Cpe-
ny, comepxamyio jerkue usotonsl (‘N u
?C). Pubocombl, CHHTE3MpOBaHHBIE MO
W TIOCTIe 3apakeHWsI, MOXHO OBLIO pa3IesiTh
LHeHTPU(YTUPOBAHUEM B TPAIUEHTE IIJIOTHO-
CTM, TaK KaK WX IUIOTHOCTU pa3jindyaiuch
(«TsIKenble» U «JIeTKMe» COOTBETCTBEHHO;
puc. 254). Hosas PHK O6buta momeueHa pa-
JAMOAKTUBHEIMU M30TOMAMU C TIOMOIIBIO ~ P-
u "“C-ypaumia, a HOBbII 6e0K ObLI TOMEYeH
uzotorioM °S. B pesynbrate 3TUX 3KCHepu-
MEHTOB OBUIO YCTaHOBJICHO CJIEmyIoIlee.

1. Cunmesa pubocom nocie 3apadiceHuss He
npoucxooum, O UYEM CBHIETEIBCTBYET OTCYT-
CTBHME <«JIETKUX» PUOOCOM.

2. PHK cuHte3upyetcss mocie 3apaxkeHus.
Bonbiiasg yacTh pagMoOaKTUBHO MeEUYEHHOM
PHK oOHapyxXuBaeTcsl B «TsiKeJIOM» pHOO-
coMHoM muke. WTtak, 6oavwas uacms HOGO-
CUHME3UPOBAHHOU PHK accoyuuposana
¢ npedcywecmeyrouwumuy pubocomamu. Jomon-
HUTEJIbHbIE 9KCTIEPUMEHTBI MOKa3ajiu, YTO BO
BpeMsl pocta ara TMPOUCXOAUT OBICTPHIM
pacnag u pecuHrte3 3Toii HoBoii PHK.

3. PaguoakTuBHBII H30TON S BPEMEHHO
MOSIBIISITICST B <«TSDKEJIOM» PUOOCOMHOM ITHKE,
U3 YEero CclemyeT, YTO CUHME3 HOBbIX 0e1Kos
npoucxooum Ha npeocyu,ecCmeyruux puboco-
Max.

Chy/i SKCIICPUMEHTBI TTO3BOJIMJIM  CACJIATh
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Puc. 254. Lentpudyruposanne pudocoM
u PHK KOHTpoabHBIX OakTepuit
u OakTepuii, 3apaxkeHHBIX (harom
T2, B rpanueHTe 1I0THOCTU. Me-
yenHas P PHK, cuHTe3upoBaH-
Hasl nocae 3apaxeHusi, Momnagaer
B Iojiocy pubdocoM, o0o0Opaso-
BaHHBIX [0 3apaxkeHus («Ts-
XKellple» pubocombl). Ilocie 3a-
paxeHUs CHHTE3a pubOCOM He
MPOUCXOIUT.

CJICAYIONINIA BBIBOI: puUbOCOMbL - HeCheyUaiu-
3UPOBAHHbIE  CIPYKMYPbL, cunmesupyiouue
6 Kaxcoblii OaHHblll MOMEHm mom 0enoK, Ko-
mopoiii 3aK00uposan 6 ungopmayuonnoii PHK,
Haxoosawelics 6 OaHHbIL MOMEHm 6 puboco-
max. WccnenoBaHUsl He3apaXXeHHBIX Oakre-
pUATBHBIX KIETOK TaKXe IMOKa3alM, YTO WH-
dopmanmonnass PHK ciyxut 3BeHOM, mepe-
HOCAUIMM WHMOpPMALMIO OT TreHa K OesKy.
Bckope npencraBienne 06 nHGOPMaIIMOHHOM
PHK crago omHMM #3 OCHOBOIOJIATAIOIINX
B MOJIEKYJIIpPHOI GUOJIOTHH.

25.5. OnbITbl MO THOPUAM3ANMH NMOKA3AJIM,
yro uHpopmammonnas PHK kommniemenrapna
komupywomeii ee JTHK-maTpune

B 1961 r. Con Cnurenman (Sol Spigelman)
pa3paboTay HOBBI MeTON, Ha3BaHHBIU eubpu-
duzayueii. OH NOMXKEH ObIT AaTh OTBET Ha
CIIEAYIOIIMI  BOMPOC: KOMIUIEMEHTapHa JIn
nociegoBareabHocTh ocHoBaHuit PHK, cun-
Te3WPOBAHHON Tocie 3apaxeHusi (arom T2,
nocienosarenbHocT ocHoBaHuit JIHK dara
T2? U3 pabotwl Ixynuyca Mapmypa u Ilona
Hotu (Julius Marmur, Paul Doty) Obl10 13-
BECTHO, YTO MpPU HArpeBaHUMU IABYXCIIMPaJb-
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Hoii JIHK BbIIIE TeMmepaTypbl ILIaBICHUS
OHa TMEepeXOJUT B OIHOILENOYEYHYIO GopMy.
Ipu MemneHHOM OXJIaXIEHWM pPACTBOpa 3OTH
LIENTM PeacCOUMUPYIOT M 00pa3yloT ABYXCITH-
pPaJIbHYIO CTPYKTYpY, 00Jafaroniyo OUosIoru-
YyeCcKOl aKTMBHOCTbIO. MapMyp u JloTu obOHa-
PYXWJIM TakXe, UYTO JBYXCHUpaJbHbIE MOJie-
KyJibl 00pa3yloTcsl TOJIBKO B TOM cliyyae,
econ ternm JIHK mpoucxomar m3 opraHu3mMoB
ONHOTO BUIA WM OJM3KOPOACTBEHHBIX BU-
IoB. OTo HaOmofeHue mnojackazano Cruren-
MaHy, 4TO B cMecu omHomernodeyHoir JTHK
n PHK momkHBI 00pa3oBBIBATBCS THOPUIBI
JHK-PHK, ecim wux mnocjienoBaTeJbHOCTU
OCHOBaHMI  KOMIUIEMEHTapHbl  (puc. 25.5).
CxeMa a3KcIeprMeHTa Oblia CJemyIoe:

1. PHK, cuHTe3npoBaHHYIO IIOCIIEC 3apaxke-
Husa E. coli darom T2 (T2-mMPHK), mermau
uzotoriom “P. B gpyroM 3KcrepuMeHTe
OHK ¢ara T2 (T2-AHK) momerwnm m3oTo-
oM “H.

2. Cmecp T2-MPHK u T2-JJHK Harpesanu
no 100°C. B pesyabTaTe ABYyXCIUpalbHas
JAHK pacnnaBastiach U mepexoauna B OIHO-
LIEMOYEeYHYI0 (hopMy. DTOT pacTBOp, CoaepxKa-
mmit ogHouenouyeynbie PHK n ITHK, memnen-
HO OXJIaX/JaJu JO0 KOMHATHOI TeMIlepaTyphl.

3. OxjaxmeHHYI0 CMeChb aHaJIM3UpOBaIU
METOIIOM IIeHTPUDYTUPOBaHUS B TpagueHTe
rwtotHocTU. OGpa3ibl HeHTPUGYrupoBaiu He-
CKOJIbKO JTHeil B OakeT-porope. 3areM IUIacThU-

Puc. 25.5. Ecim PHK n IHK umeror kom-
IUIEMEHTApHbBIE  IOCJIEI0BATEIb-
HOCTH, MOXET 00pa30BaThCs T'M-

6pun PHK—JTHK.



KOBBIE MPOOUPKM ¢ oOpa3uaMyd IPOTHIKAIN
CHM3y M coOuMpanmn (pakiuyd I10 KaruIsiM IS
najJpHEMIIero aHajausa.

B pesynbraTe ObLIM OOHaApyXEeHbl TPU IO-
nocel  (puc. 25.6). Ilomoca ¢ HaubobIIei
IUIOTHOCTBIO COOTBETCTBOBAja OJHOIIETIOYEY-
Hoit PHK. Bropasg momoca cooTBeTcTBOBajia
nByxcnupaiabHoit JJHK. TpeTbsi pacmonara-
nack Bom3u ot nojiockl JAHK u cocrosina u3
IBYXIIEIIOYEYHBIX  THOPUIHBIX MOJIEKYT
JHK—PHK. Hrak, T2-MPHK o006pa3oBbiBa-
ma tuopun ¢ T2-JIHK. B oTawume ot 3Toro
T2-PHK ne rubpuamnzopanack ¢ JHK wmHo-
rux 0aKkTepuil 1 HEPOACTBEHHBIX BUPYCOB, Mla-
K€ eClI MX HYKJIEOTHIHBINA COCTaB OBLI IMOI0-
oen T2-JJHK. ITocnenmyiomye 3KCIepUMEHTHI
nmoka3anu, yro ppakuusa MPHK wu3 Hesapa-
XEHHBIX KJeTok ruopuansdyerca ¢ JHK
MMEHHO TOrO0 OpraHM3Ma, M3 KOTOPOro OHa
Obima BeImeneHa, Ho He ¢ JHK Hepon-
CTBEHHBIX OPraHM3MOB. DTU yOeIUTeIbHbIE
9KCIIEPUMEHTHl IPOAEMOHCTPUPOBAIM, YTO
nocaedogamenvHocms  ocHosanuit MPHK  kom-
naemenmapra  nocaedogamenvnocmu  JIHK-ma-
mpuubl. K momy e 0w pazpabomar
MOWHbLI Memo0, ¢ NOMOUWbIO KOMOPO20 MONC-
HO Obla0  uccAe008amb NOMOK — 2eHEMUYECKOll
UHGopmayuu 8 KAemkax U GblACHAMb, CXOOHbL
AU 08e MONEKYAbl HYKAGUHOBOU KUCAOMDbL.

25.6. PuGocomubie
PHK TaKxke
JHK-maTpuue
Meton rubpuan3anuu ObLT MCIOJIb30BaH 3a-
TeM, 4YTOOBI BBISICHUTH, CUHTE3UPYIOTCS JIU
pPHK u TPHK Takxe nHa HHK-marpuuax.
OopazoBanue ruopugos PHK—JHK Bbias-
JISLIM C TIOMOIIBI0 (ODUJIBTPOB, a He LEeHTpUPy-
TMPOBAaHMEM B TpagleHTe INIOTHOCTH, TaK KakK
9TOT METOJH TMpOoIle, YYBCTBUTEJIbHEE U Tpe-
OyeT MeHblle BpeMeHU. OmHOLIETIOYEYHbBIE
PHK mpoxomar depe3 HUTPOLEIIIONO3HBIN
¢unbTp, a nByxcnupanbHbie JHK u rubpuas
PHK—JIHK 3agepxuBaioTrcsi Ha (GUIbTpPE.
PHK E. coli nometunu usoronom P u cme-
manu ¢ HemeueHou JAHK E. coli. Bty cmech
HarpeBajd, MEIJEHHO OXJaXIadu M 3aTeM
OTGMIBTPOBBIBAIM Yepe3 HUTPOIEIUTIONO3Y.
PamnoakTuBHOCTb, 3amepXaHHYI0 Ha (UIb-
Tpe, IPOCYUTHIBAJIMU. Pe3ynbraThl 3KcHEpuU-
MEHTOB HE€ BBI3BIBAJIM COMHEHUM: ubpudst
PHK—/IHK 00pazoewvleantcs co ecemu
pPHK (58, 16S u 23S) u mPHK. Omcioda cne-
dosano, umo ¢ eemome E. coli umeromcs nocne-
dosamenvHOCMU, KOMNAEMEHMAPHbIE SMUM MO~
sekyram  PHK.

PHK wu TpaHcnopTHbie
CHHTE3UPYIOTCA Ha

Puc. 25.6. PHK, o6pa3oBaBuiasicss mocie
3apaxeHusa FE.coli darom T2,
KOMIIEeMEHTapHa BUPYCHOM
JHK. B aTux skcnepumeHTax mo
rubpuanzaumn  PHK  metnnm
P, a JHK dara T2-’H. Pac-
MpeaeieHne  paauoakKTUBHOCTHU
B TpagMeHTe IUIOTHOCTU XJIOPH-
CTOr0 1Ie3Ws IMOKa3bIBaeT, 4YTO
o6oxpmasg yactb PHK, cunTe3n-
POBaHHOM TOCIE 3apakeHus, 10-
magaer B omHy monocy ¢ JHK
dara T2. (Spiegelman S., Hybrid
nucleic acids, Sci. Amer., 1964.)

Puc. 25.7. DnektpoHHass MUKpodoTOorpa-
¢ug PHK-mmonmmmepaser E. coli.
(ITegaraercs ¢ M006e3HOTO pa3pe-

mweHust a-pa Robley Williams

u n-pa Michael Chemberlin.)
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Puc. 25.8. MexaHu3M peakuMu >SJIOHTalNN
uenu, Kataauzupyemoir PHK-mno-

JIMMEpa3on.

25.7. Bce kuaerounnie PHK cunrtesupyer
PHK-noaumepa3sa

Konuenuuss MPHK ctumynupoBana mnoucku
depMeHTa, KoTophblii cuHTesupyetr PHK B co-
OTBETCTBUU C TochaenoBareabHocThio JHK-
matpunbl. CTparterusi sKcHeprMMeHTa ObLIa
Takoi xe, kKak u npu moucke JIHK-mommme-
pasel 1. B 1960r. Ixepapm Xépsum u Coa-
Mmioa Beiicc (Jerard Hurwitz, Samuel Weiss)
HE3aBUCUMO OTKpPBUIM Takoil ¢depmeHT. OHUM
Ha3Baiu ero PHK-noaumepasoii. ®depmeHTy
u3 KiIeToK E. coli (puc. 25.7) HyXHB ObLIA
ninsa cuHteda PHK crnenyroinne KOMIIOHEHTHI.

1. Mampuya. IlpenmoututenpHas MaTpH-
ma - deyxuyenoveunas JHK. OnHouemouyeyHast
JHK Takxke MOXeT CIyXWTb MaTpuueil. Hu
PHK (kak omHouemnoue4yHas, Tak W ABYXLEMO-
yeuyHas), Hu rubpunel PHK—IHK nHe moryr
CIyXUTh 3G(GEKTUBHBIMA MaTPUIIAMMU.

2. Axkmusuposannvie npedurecmeennuxu. He-
00XOOMMBI BCE YETBIPE  pubOHYKAe03UuOmpu-
gocgpama - ATP, GTP, UTP u CTP.

3. Jlsyxeanrenmuoie uouvl memannos. Dep-
MEHT aKTUBeH B IpucyTcTBUM Mg™" uiu
Mn®*. In vivo 3Ty NOTpeGHOCTb (epMeHTa
yaoosieTBopsieTr Mg,

PHK-nonumepasza kaTtanus3upyeT MHULIMA-
uuio u snoHranuio ueneit PHK. ®epment ka-
TaJU3UPyeT CIEAYIOIYI0 peaKLUIo:

(PHK), cramon T Pubonyxneosuntpudoc-
dar  (PHK), | ceraronx T PP
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Cunte3 PHK BO MHOTMX OTHOIIEHMSX
nmonoden cuHTedy JOHK (puc. 25.8). Bo-
MepBBIX, Kak OymeT BCKope ITOoKa3aHO Oojee
NoapoOHO, CMHTE3 MIET B HampaBjJIeHUM 5'—>
—>3'. Bo-BTOpBIX, IO-BUAUMOMY, MEXaHU3M
3JIOHTalUM cxofeH. [IpoucXoguT HyKJIeo-
¢dunbHasg aTaka BHYTpeHHero ocgara oue-
penHoro HykjieosuaTpudocdara 3'-OH-rpym-
MO Ha KOHIlE pacTymleil memnu. B-Tperbux,
IBYUKYIAsT CWa CHHTE3a - TUAPOIN3 TIUPO-
(ocoara.

OfHaKo MO HEKOTOPBIM BaXXHBIM OCOOEH-
HoctaM cuHTe3 PHK orimuaercst or cuHTe3a
JAHK. Bo-nepsbix, PHK-nonumepase He HyX-
Ha 3atpaBka. Bo-Bropnix, JIHK-maTpuua npu
cuatese PHK momHOCTRIO coxpaHsieTcst, TOr-
nma xak mpu cuHTe3de JHK ona coxpansercs
Wb HanojoBuHY. B-tpetbux, PHK-nmonume-
pa3a, HAacKOJbKO M3BECTHO, He 00jamaeT HM-
KaKMMHM HYKJI€a3HBIMY aKTUBHOCTSIMH.

Bce T1pu Tuma kieroynoir PHK E.
coli -MPHK, TPHK u pPHK - cunte3upyior-
cg ogHoit PHK-monumepasoit B COOTBETCTBUU
¢ MHCTpyKuusimMu, 3amaHHbiMM JIHK-matpu-
meit. B kieTkax MJIEKONMUTAIOIIUX HMMEET Me-
CTO pasfeieHue Tpyla MeXIy HeCKOJbKUMM
pugamu PHK-monumepas. Kpome toro, Heob-
XOIUMO OTMETUTb, 4YTO HEKOTOPbIe BHUPYCHI
koaupytoT PHK-cuHTe3upyomiue ¢epMeHThI,
COBEpIIEHHO OTJIMYHBIE OT (EPMEHTOB KIET-
Ku-xo3snHa. TakoBel, HanpuMmep, PHK-momm-
Mepasza, komupyemass JIHK-comepxamum da-
rom T7, m PHK-pemmmkaza, komupyemas
PHK-comepxamum ¢arom Qf. Pemiukasza
dara QB saBmsercas PHK-3aBucumoin PHK-
MOJMMepa3oil, TaK KaK OHAa CHUHTE3UpPyeT
PHK ne nmo JHK-marpuue, a mo PHK
(tn. 30). KiertouHble Xe (epMEHTHI, CHHTE3U-



5'-GCGGCGACGCGCAGUUAAUCCCACAGCCGCCAGUUCCGCUGGCGGCAUUUU-3

mPHK

3'-CGCCGCTGCGCGTCAATTAGGGTGTCGGCGGTCAAGGCGACCGCCGTAAAA-Y
5'-GCGGCGACGCGCAGTTAATCCCACAGCCGCCAGTTCCGCTGGCGGCATTTT-3'

Puc. 25.9.

[TocnenoBareibHOCTL ~ OCHOBA-
Huii MPHK kxommiaemeHTapHa
MOCJIeJOBaTeJIbHOCTH ~ MaTpU4-

Hoii [IHK. TToka3aHa 4yacTb no-
CJIeOBATEIbHOCTU  TPUNTO(GAHO-
BOT'O OIlepOHa.

pytoimie PHK, HaoGopoT, mpeacTaBisiorT co-
ooit JIHK-3asucumvie PHK-noaumepaso..

25.8. PHK-monmmepasa mnoJyyaer MHCTPYKUHH
or JHK-matpuusi

IMono6Ho I HK-monumepaszaMm, oOmucaHHBIM
B mpenwsiaymeir rinaBe, PHK-monumepasa wuc-
noab3yer  MHQOpPMALHMIO,  cOLEepXKaLLyIOCs
B JIHK-matpuue. IlepBbIM 10BOAOM B IOJIb-
3y 3TOTO0 YTBEPXACHUS TOCHYXMUIU NaHHBbIE
O TOM, YTO HYKJEOTHAHBIM COCTaB HOBOCHH-
tesupoBaHHOi PHK kommiemeHTapeH cocra-
By matpuuHoit uenu HHK. Eciu B kauecte
MaTpULbl MCMOJb30BaTh CUHTETMYECKHUI TO-
nune3okcupudonykieorua poly(dT), comepxa-
IIMA TOJIBKO OCTaTKM TMMMAWJIOBOM KHUCIOTHI,
TO B CUHTE3UPYEMYIO TMOJUPUOOHYKICOTUI -
HYIO 1IeTlb BKJII0YAeTCs TOJbKO OJWUH PUOOHY-
kineosuarpudocdar - ATP.  Ilpoaykr  peak-
LAY - TTOJTUPUO0OaIeHUIAT [coOKpalleHHOe 000-
3HaueHue poly(rA)]. Eciu B kadecTBe Ma-
tpunel 111 PHK-monmMepassl mcmonb3yercs
COTIONIMMED C YepeAYIINIMMHUCS OCHOBAHUIMU
poly(dA-dT), To Bkuwuatorcs UTP u ATP,
a B KauecTBe NpPOAYKTa peakluu obpasyercs
poly(rA-rU). Hykneotuansiii coctaB PHK,
CHHTE3MPOBAHHOW C UCIOJb30BaHWEM B Kaue-
ctBe MaTtpulpl ogHouenoyeyHoir JHK cara
¢X174, Takxke CBHUIETEJbCTBYET O HaJIUUYUU
KomIuieMeHTapHoctu  Mexay PHK-nmpomyk-
toM u JHK-matpuneit (taba. 25.2). Dxcnepu-
MEHTBl TI0 TUOPUAM3AILMUU TOKa3bIBAIOT, UYTO
PHK, cunre3supoBanHas PHK-nonumepasoi,

Ta6nuua 25.2. Hykneoruanoiii coctaB PHK, cunre3upo-
BaHHoii Ha BupycHoii /ITHK B KauectBe MaTpuub

JNHK-marpuna (tumoc-1ens dara PHK-npoaykr

9X174)

A 0.25 0,25 u
T 0,33 03 A
G 024 023 C
C 0,18 0,20 G

THK

koMmriemeHTapHa MatpuyHoir JTHK. Haub6o-
Jiee yOeAMTeNbHbI NOBOA B MOJb3Y HaleXHO-
ctu konupoBanusa JHHK mnpu TpaHckpumuuu
MoJlydeH TpUM M3YYEHUM TIOC]IeN0BaTeIbHOCTH
OCHOBaHMIi; 0Ka3ajoch, 4YTO IOCJEA0BATEb-
Hoctb MPHK B TOYHOCTM KOMILIEeMEHTapHa
MOCJIe0BATEIbHOCTH MaTpUYHOU JHK
(puc. 25.9).

25.9. OObIYHO B JAHHOM YYaCTKE reHoma

TpaHCKpuOupyeTcs Toabko ogHa muemb JIHK
TpaHckpubupyoTcs 1M 00e 1enu ABYXCIU-
panbHoii MatpuuHoit JHK, wnu Ttonbko on-
Ha? A priori KaxXeTcsl MaJlOBEPOSTHBIM, UYTO
B omHoM M ToM e ydactke JJHK o0e mernm
KOAMPYIOT GYHKIIMOHAIbHBIe Oenku. OnuH u3
MepBbIX OTBETOB Ha 3TOT BOMPOC ObUT TOJY-
YeH TpU MCIOJb30BaHUM MeToda TUOpUAM3a-
uuu B ombitax ¢ E. coli, 3apaxeHHOl (arom
¢X174. Yactuupl Gara @X174 comepxar
omgHouenoueunyio JHK, xoropyio Ha3bIBawoT

Puc. 25.10. Kax moka3biBaeT 3TOT TUOpHMIU-
3aLUOHHBIM 3KCIIEPUMEHT, TOJb-
ko onHa uernb P®-IHK d¢ara
¢®X174 ucnonb3yercss B KayecTBe

MaTpULbl TPU TPAHCKPHUIIIIUHU.
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Puc. 25.11. DnexrpoHHas MHUKpodoOTOrpa-
¢usi, Ha KOTOPOI BUAEH IPOILIeCC
TPaHCKPUIILIUU. [Miller O. L.,

Hamkalo B. A., Visualization of
RNA synthesis on chromosomes,
Int. Rev. Cytol., 33, 1 (1972).]

wioc-uenelo.  [locne Toro Kak IMIoc-Uenb
MPOHUKAET B OAKTEPUIO, CUHTE3UPYETCS KOM-
IIeMeHTapHasi MUHYC-LIeTlb, U B pe3yJibTare
o0pasyercs KoJblieBasi JByXLleMoyeyHasi Mo-
nexyna JIHK, HaspiBaeMasi peIUIMKAaTUBHOM
dopmoit (PD). Dra PO-IHK HampasisieT
cunre3 MPHK, kotopast B cBolo ouepens me-
TepMUHUpPYET (paroBeie Oenku. Bckope mocie
3apstkeHust E. coli dparom @X174 B cpemy no-
GaBnsan  “P-gocdar; Tak TOMYYMIU  pa-
nuoaktuBHylo (arosyto PHK. Ee Bbinenunu.
Kpome toro, P®-JHK pazngenunaum Ha cocrta-
BJISIIOIIME TUTIOC- U MUHYC-LIETIU, YTO HETPY.I-
HO ClieJiaTh, TOCKOJIbKY OHM pas3jiuyaloTcs Mo
HYKJIEOTUJHOMY COCTaBy W, CJIeJOBaTEbHO,
O TIJIaBy4Yeil TUIOTHOCTU. 3aTeM OCYIIECTBUIU
ruopuan3aluio, C TeM YTOObI BBISICHUTb, KOM-
MJeMeHTapHa JIW  HOBOCHUHTE3UpPOBaHHas
MPHK mmoc-uienu, uiM MUHYC-LIENM, WIN XKe
obeuM 1ensM. bbl1 TMoayYeH OJHO3HAYHBIN
pe3ynbrar: ToJbKO MuHYyc-Lenb P®-JITHK
obpazoBbiBasia rubpun ¢ MedyeHoir MPHK.
HUrak, moavko odwa ueno PD-JHK @aeca

Yacts IV.
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X174 cayxcum in vivo mampuyeii 011 mpaH-
CKpUnyuu.

ToyHO Tak ke TOJbKO OIHA LIeMb TAKUX BU-
pycoB, kak T7, SP8 u a, TpaHCcKpubupyercs in
vivo. B cmydae Takmx BHpycoB, Kak ¢aru T4
WY A, cuTyauus cioxHee. B omHuX yyacTkax
reHomMa MaTpHulei CIyXXUT OJHA LieMb, B JIpY-
rux - apyras. Takas ke TpPaHCKPUIILIMS C Tepe-
MEHOI MaTpuIlbl B pa3MYHbIX I'PyInax reHoB
MPOUCXOIUT U B KJeTKax FE. coli.

25.10. PHK-nosmmepasa FE. coli cocrour wus3
CyO'beMHHAIL
PHK-nonumepaza E. coli- odyeHb Oofbliioi
U CJIIOXHBIN (pepMeHT. Macca nenoro (pepmeH-
ta paBHa npumepHo 500 x[la. PHK-monume-
pa3a COCTOMT W3 OTAEJIbHBIX CYObEIUHUIL
(Tabm. 25.3); 3TO MOXHO O0Ka3aTh, BBI3BaB
quccouuannio dhepMeHTa B KOHLEHTPUPOBAH-
HOM pacTtBope Mo4eBMHBI. CyObeaMHUUYHBII
cocTaB uenoro ¢GepMeHTa, Ha3bIBAEMOIO 20-
nopepmenmom,- o,BP'c. Kak ato BUIHO M3

Ta6nuua 25.3. Cyosenunuupl PHK-nonmmepasst E.coli

0O6o3HaueHue Yucno Macca, k/la
CyOBEAMHULIBI CyObeIMHULL

a 2 40

B 1 155

B’ 1 165

o 1 95




Puc. 25.12. DnexTpoHHas MuKpodoTorpa-
dusas PHK-nmonumepasbi-rojo-
(epMeHTa, CBSI3aHHOTO CO MHO-
IMMU TMPOMOTOPHBIMU Y4acTKa-
mu ¢parmenra JIHK dara T7.
[Williams R.C., Proc. Nat. Acad.

Sci., 74, 2313 (1977).]

MOCJIEeAYIOIEro TEeKCTa, Mocjie TOro Kak WHU-
muanus cunre3da PHK mpowusomna, o-cyobe-
IuHuLa otaeisercss or depmenta. PHK-mo-
JquMmepasa 0e3 O-CyObeAMHUIBI Ha3bIBAeTCs
MUHUMANAbHBIM  (hepMEHmMOoM Uau Kop-gepmeH-
mom (0,BB"). Katanutnuyeckuit yuacrox PHK-
MmojuMepasbl  HaXoOIMTCSI B KOp-(epMeHTe.
YcraHoBieHo, yTo P'-CyObeqMHUIIA YYaCTBYET
B cBsa3biBaHuM ¢ JIHK-matpuieit, a [-cyone-
OVHUIIA - B CBSI3BIBAHUU CYOCTpPATOB - pUOOHY-
kiaeosunTpudocoarop. o-CyObennHUILIA TOJO-
(depmeHTa ywacTByeT B BbIOOpE YyvacTkKa
WHULMALIUY TPAHCKPUILUU.

Cunre3 PHK PHK-nonumepa3soii F. coli
MPOUCXOAUT B TPM OTama, Ha3blBaeMbIX
1) unuyuayus, 2) snomeayus U 3) mepmuHa-
yus. C 3TUMU TpolieccaMyd Mbl MO3HAKOMUM-
Cs1 HECKOJIbKO HUXE.

25.11. TpaHCKpUNIMs MHUIHUPYETCA HA MPOMO-
TOpHbIX y4yacTKax marpuynoii JTHK

TpaHckpunuus HaYMHAETCS B OMpPENeeHHbBIX
yuactkax wmarpuyHod JHK, Ha3zsiBaembIx
npomomopamu. Kax PHK-monuMmepasza Haxo-
OAT 3T ydacTku? OmuH M3 IMOAXOOOB K pe-
IIEHUI0 93TOW TMPOOJEMBI COCTOUT B TOM,
YyTOOBl BBIACJIUTH Te (pParMeHThl, KOTOphIE
rotodpepment PHK-monumepassl  3ammuinaer
OT paculeTUIeHUs] MaHKpPeaTUYeCcKoil He30KCH-

puOOHYKJIea30il, U OIpeAeauTb B 3TUX par-
MEHTax TOC/IeNOBATEe]bHOCTh HYKJICOTHUIOB.
Jlpyroii moaxon CBOOUTCS K TOMY, YTOOBI MC-
cJenoBaTh psii MyTAaHTOB C TMOBBILIEHHOW WU
MOHUXEHHON MHTEHCUBHOCTbIO TPAHCKPUTIIIUY
OIpeie/IeCHHBIX TeHOB. B pesyiabTaTe Takmx
WCCIEeIOBaHUI OBUIO YCTaHOBJIEHO, 4YTO MpO-
MOTOPHBIE YYaCTKU COCTOSIT MPUMEPHO M3 CO-
poka Iap OCHOBaHWM, 4YTO COOTBETCTBYET
dparmenty IHK miwHoii mpumepHo 140 A.
Kak moxazan aHalu3 pa3juyHBIX IPOMOTO-
poB E. coli u daroB, yHKIIMIO CUTHaNa y3Ha-
BaHUSI B OCHOBHOM BBINOJHSIET TIOC/IEN0BA-
TEJIbHOCTh CEMU TMap OCHOBaHMIii, CepeanHa
KOTOPO#l HaXOAMTCS Ha PACCTOSIHMM TIpUMEp-
HO 10 HYKJI€OTHAOB Iepel TOYKOI, ¢ KOTOPOit
HaumHaeTcs KogupoBanue MPHK (puc. 25.13).
Btopoit yyacTok y3HaBaHMSI pacmoyioXeH Ha
paccTOSHUM OKOJIO 35 HYKJICOTHUAOB IIEpen
Toukoil Havyama MPHK; oH Takxke ydacTByeT
B IepBOHavYaibHOM cCBs3biBaHuu PHK-monu-
Mepasbl.

25.12. o-Cyobeaununa obecneyuBaeT
y3HaBaHue MPOMOTOPHBIX YuyacTkoB PHK-
noJjaumepason

Kop-depment (0,ff') PHK-monumepassr He
MOXET HAYMHATh TPAHCKPUIILIMIO B IPOMO-
TOPHBIX ydacTkax. Jlis cneyugpuueckoii uHu-
yuauyuu  Heobxodum  eonogpepmenm o,PR'C
Ponb curma-cyObeauHMIBI OblIa OTKpPHITA
caenyromum oopazom. Ecim PHK-noaumepa-
3y OouHullanu Xpomarorpadueil Ha KOJOHKeE
¢ docdomennoao3oii, To oHa ObIa IPaKTH-

Puc. 25.13. IIpoMoTOpHBIE MOC/IEAOBATENb-
HOCTH JIAKTO3HOTO (A), rajnakros-
Horo (b) u TpunTodaHoBoro (B)
onepoHoB  E.coli, aroB A (1)
u X174 (A) u Bupyca SV-40 (E).
IIpenmonaraemass o0yiacTb TO-
MOJIOTMIM, TaK Ha3blBaeMmasi Io-
CJIeI0BaTeIbHOCTh [IpubHOBa

(Pribnow), moka3aHa 3€JE€HBIM.
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Puc. 25.14. Paznenenve PHK-momumepassr
Ha O-CyObemUHMIy U Kop-dep-
MEHT (MMHMMAJIbHBIA (DEepMEHT;
off) Ha xomoHke ¢ docdouen-

JIIOJIO30M.

YEeCKH JIMIlIeHa aKTUBHOCTU MPU UCIOJIb30Ba-
HuM B KadectBe Marpuubl JJHK dara T4, Ho
COoxXpaHsila akKTUBHOCTHh B ombiTax ¢ JHK wu3
TMyca TeiaeHkKa. Hapsimy ¢ atum ta ke PHK-
nojuMepasa, OYMUIINEHHAs LEHTpUQyrupona-
HUEM B IpaJiieHTe KOHLIEHTpAlUU [JIUIIepoa,
ObLla, HAIPOTMB, BeCbMa akKTHUBHA Ha O00euX
MmaTtpuiiax. M3 3Toro HaOMOOEeHUS MOXHO
ObUIO crmeiaTh BHIBOI, 4TO B mpermapare PHK-
MoJMMepas3bl, OYMIIEHHOU Ha docdoliemnno-
JIo3e, He XBaTaeT Kakoro-to ¢gakropa. Tak oHO
u Obuto (puc. 25.14). AKTUBHOCTH (pepMeHTa,
OuMIlleHHOro Ha docdoresumonose, 3HaAYM-
TEJIbHO YBEJIMYUBAETCS TPU J00ABICHUU IpPY-
roii dpaxkiuu, dIIOUPYIONIIEHCS C KOJTOHKH.
BOTOT CTUMYJIHMpPYIOIINK (aKTop caM 1o cebe
He o0JjiafaeT KaTaJuTU4eCKOW aKTMBHOCTHIO.
OH ObL1 Ha3BaH curMa (o)-daktopom. Iloce-
IyIOIME 3KCIEPUMEHTBI MOKa3aiu, 4To dep-
MEHT, O4YMIIEHHbIH Ha docdolestonose,
JIMIIIEeH O-CyObeAMHUIIBI, TOrIa Kak (hepMeHT,
OYMILIEHHBIN B TJIMLIEPOJE, COACPXKUT ee. Ta-
KUM 00pa3oM, Mpernapar, NposiBJISIBIINIA MakK-
CUMaJIbHYI0 aKTUBHOCTb MPU UCIOJb30BaHUU
B KauectBe Marpunsl JHK ¢ara T4, mpencra-
BJISUT coboii ronodepmeHt a,Bf'c a kop-cep-
MeHT a,3' ObLT HE B COCTOSTHUM TPAHCKPUOU-
poBath 31y HAHK. [doGaBieHue o-cyobeau-
HULbI K KOP-(hepMEeHTY MPUBOIMUIO K PEKOH-
CTPYKIIMU BIIOJIHE aKTUBHOTO rojioepMeHTa.
Kop-dpepmeHT 06naman CIIOCOOHOCTBIO TpaH-
ckpuoupoBath JHK Tumyca TeneHka, Tak
KaKk 3Ta MaTpulia COJAEPXUT MHOTO OJHOLe-
novyeyHbIx pa3peiBoB. PHK, cuHTe3npoBanHas
KOp-TIOJIMMEPa3oul in Vvitro, He COOTBETCTBYET
TpaHCKpUIITaM, OOpa3ylimmcst in vivo.
B uyactHoCTH, KOp-(DepMEHT TpaHCKpUOUpYeT
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o6e nenu darosbix JHK-maTpuil, Torma kaxk
rojioepMeHT TPaHCKPUOUPYET aCUMMETpUY-
HO OJIHYy lieTlb, KaK OH 3TO JejaeT in vivo.

Curma-cyobenuHuiia obecrneynBaeT Crenu-
¢duueckylo MHULMAUMIO, chuxcas 6 10' pa3
cpoocmeo  PHK-noaumepazor k JHK, He
codepacaweil npomomopos. Kpome Toro, cue-
Ma-cybseduHuya aKkmusupyem Y3HAGAHUe Npo-
MOmOpHbIX  nocaedosamenviocmeii  PHK-noau-
Mmepa3zoii. HakoHen, curma-cyobeavHUIIA y4a-
CTBYET B pACKPbIBAHUU  O0BOUHOLU  cnupaiu
JIHK, Tak 4TOOBI OmHA M3 IIEIeil MOIJIa CIIy-
KUTh MaTpulieit. [lpu cBsizpiBaHUM TONODEp-
meHTa PHK-nmonuMepasbl pacmietaercss npu-
MepHo oauH BuTOoK crmpanu JHK. Tak
MPOUCXOIUT TIOATOTOBKAa (hepMeHTa K oOpa-
30BaHUIO NepBoii pochoaraupHoLi CBI3U HO-
Boit uenu PHK.

[Tocne Toro Kak HaYMHAETCSl CUHTE3 HOBOM
unenu PHK, curma-cyobenuHuiia otaensieTcs
or ronodepmenTa. Kop-depmeHT mpomod-
XaeT TpaHckpubupoBaTh matpuiy JHK. Ta-
KM 00pa3oM, @yHKkuyus eonropepmenma —
NOUCK NpOMOMOpa U UHUUUAYUS, 4 QYHKUUS
Kop-gepmenma - s10HeAYUA. OtnenuBuiasicst
curMa-cyobeAMHULA MPUCOEAUHSIETCS K IpY-
roii MoJIeKyJie KOp-ToJuMepa3bl, YTOObI yda-
CTBOBaTh B MHULIMALIMM HOBOTO IIMKJIA TpaH-
CKPUTIINH.

Wuununanusa HoBeix wueneir PHK  perynu-
pyercs MHorumu criocobamu. Hexkoropsie
MPOMOTOPHBIE TOCJEOBATEIbHOCTA — Obecrie-
YMBAIOT BBICOKYIO 3(PHEKTUBHOCTL HHUIIMA-
ouu, apyrue MeHee 3pdexTuBHB. Kpome To-
ro, 3(GEeKTUBHOCTL UHULIMALMU PETYIUPYETCS
OeKaMu, KOTOpbIE CBSI3BIBAIOTCS C CaMUM
IMPOMOTOPHBIM Y4aCTKOM WJIM PSIIOM C HUM.
Penpeccopbl  GI0KUPYIOT — TpaHCKPUIILUIO,
npensTcTBys cBsA3biBaHUIO PHK-mmonumMepassr,
a (akTopbl MOJOXUTEIbHON PEryIsslUu CIO-
COOCTBYIOT MHUIIMALIUU, 00JIeryasi CBSI3bIBaHNE
PHK-nonumepa3sl. DTH BaXHbIE peryJs-
TOPHbIE MEXaHU3Mbl Mbl PAacCMOTPUM TIOJI-
pobHee B T 28.

25.13. llemu PHK wnauunaiorcs ¢ pppG wm
PPPA

BoabIMHCTBO HOBOCUHTE3UPOBAHHBIX LiETEn
PHK conepxar cBoero poma SIpJbIYOK, KO-
TOPBIN TOKAa3bIBAET, C YETO HayajCsg MUX CUH-
te3. HoBeie nienu PHK umeroT ctporo ompe-
NEJICHHYI0 CTPYKTYpPY 5'-KOHUA: Mosexyia
Hauunaemcst aubo c¢ pppA, aubo ¢ pppG. B or-
quuue ot cuHre3a JHK 3arpaBka B 3TOM
ciyyae He HyxHa. Ilenu PHK moeym obpa-
306b18ambca de novo.



OTOT SAPJIBIYOK Ha 5'-KOHLIE OBLI OTKPBIT
IBYMS crocobamu. bBbl1o 0oO0HapyxXkeHOo, 4TO
memr PHK Bxmoualor P, ecnum uHKy6a-
IIMOHHAsI CMeChb CONCPXKUT MeEYEeHHBIN I10
y-atoMmy “P-ATP. OueBUIHO, YTO BKJIOYEH-
Hasg MeTKa JOJDKHa OBITh JIOKaJM30BaHa Ha
KOHIIe, TaK KaK TOJBbKO a-atoM (ocdopa Hy-
Ki1eo3uaTpudocdara  MOXET  y4yacTBOBATh
B o00pa3oBaHMM BHYTpeHHHX ¢ochomma-
¢upHeix MoctukoB PHK. Kpome Toro, mpu
HIEJJOYHOM THIPOJIM3e HOBOCHMHTE3WPOBAHHOM
PHK o6pa3yioTcs TpomyKThl TpeX TUIOB: HY-
KJICO3M[IbI, HYKJIe03ua-2'-MoHodocdarsl (Miu
HyKJIeo3ua-3'-MoHopocdaThl) M HYKIEO3UI-
terpadocarel  (puc. 25.15). Ecim B Ka-
yecTBe CcyOCTpaTa wucroib3oBamu Y- P-ATP,
oOpa3oBbIBaJICS  ajieHO3uH-3'-pocdar-5'-Tpu-
docdar. y-Atom dochopa 3TOro HyKIEO-
suarerpacdocdara comepxkan MeTKy. AHalo-
TUYHBI pe3ynbTaT 6bUT monydeH ¢ y- P-GTP.
OmnHako, ecnmd B34Th Y-MmedeHHBIM CTP unnm

UTP, pamMoakTUBHOCTh HE  BKJIOYAETCH.
CnenoBaTeIbHO,  HOB000pPA308AHHAS  UeNnb
PHK umeem mpugocpamnyro epynny Ha

S'-konye u ceoboonyro OH-epynny Ha 3'-koHye.

25.14. Ilenu PHK cunTe3upymoTcsa

B HampasjeHun 5'—>3'

B xakxom HampaBieHuu cuHTe3upyercs PHK?
B nanpaBiaenun 5'—>3' unm 3'—>5?7 [IBa
MPOTUBOIOJIOXHBIX MEXaHM3Ma pocTa LeMu
MPOWJLIIOCTpUPOBaHbl Ha puc. 25.16. Ilpu po-
cre B HampaBiaeHun 5—>3' TpudocharHblii
KOHell o0Opa3yeTcs B Hayajle pocra LeMH,
a mnpu pocre 3'—>5' TpudocdaTHBIA KOHEL
MOSIBJISIETCSI € TOCJACIHUM  BKJIIOYECHHBIM
ocraTkoM. KuHeTHMKa BKJIIOUEHHUSI paaMoOaK-
TuBHoctu B PHK, cuHTe3upoBaHHYIO U3
v-"P-GTP (wm ATP), ykasbiBaeT, Kakas u3
9TUX BO3MOXHOCTell nmeeT mecto. Eciu B ka-
yecTBe CybCTpaTa MCIONb30BaTh Y- P-GTP,
TO OTHOIIGHHE BKIIOUCHMS P K obmemy
BKJIIOUEHUIO HYKJIEOTUAOB B MPOAYKT NOCTHU-
raeT MakCMMyMa OYeHb OBICTPO TIOCJe CMe-
IIMBAaHUSI KOMIIOHEHTOB, a 3aTeM IOCTENEHHO
CHHUXaeTcs Bo BpeMeHM. Ilpu aToM obmiast pa-
IMOAKTUBHOCTh YyxXe mnoMmedyeHHoii PHK He
CHUXaeTcs TIpy TMochenymemM a00aBlIeHuu
Oonpmioro u30bITKa HepaguoakTtuBHoro GTP

B MHKYOAIlMOHHYIO cMech. TakuMm o0pa3oM,
P pximodaercs B Monekynry PHK B Hawame
CHHTe3a, a He B KoHle. Ciredosamenvno, pocm
uyenu PHK udem 6 wanpasaenuu 5'—>3', kak
npu cunmese JIHK.

Kop PHK-mommmepassl nBMUXETCA BIOJb
uernu MarpuyHoit IHK B HampaBieHum 3'—>
—>5, Tak Kak MaTpuyHas LeMb aHTUIapai-
JenpbHa HoBocUHTe3upoBaHHoi 1enu JIHK.
Omna u 1a Xe Moiekyra PHK-mommmepasst
CUHTE3MPYET BeCb TPAHCKPUIIT - UHBIMU CJIO-
BaMHU, TpaHCKpunuusi npoyeccuena. Ilo mepe
TOTO KaK pacIuieTaeTcs OYepemaHOil ydacTok
HOHK, TpanckpuOupoBaHHBIM y4aCTOK BOCCTa-
HaBJIMBaeT CBOIO ABYXCHUpaJIbHYIO KOHGOP-
Manuio. MakcuMalibHasi CKOPOCTb 3JIOHTallMu
coctaBisier npuMmepHo 50  HYKIE€OTHIOB
B CEKYHY.

HeobxonuMo momyepkHyTh, uyTo PHK-mo-
JuMepa3a He o0yiagaeT HYKJIea3HOW aKTUB-

Puc. 25.15. TIponayKThl 1IE€JIOYHOTO TUAPOJIU-
3a uenu PHK, medyeHHoit ¢ Tmo-

Mmomipio y-"P-ATP.
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Puc. 25.16. Ilpemmomaraemoe  ITOJIOXEHHE
P-MeTKU B cJlydyae pocTa B Ha-
npasiaeHun 5—>3' u 3—>5. Ha-
GirogaeMoe B A€CTBUTEIbHOCTU
MOJIOXXEHUE METKM IOKa3blBaeT,
yro PHK cuHTe3upyercs B Ha-

npasjieHuH 5'—>3',

HOCTBIO. B omauuue om JHK-noaumepasol

PHK-noaumepasa Hne nposepsem  npaguabHo-
cmu  HO8000PA308AHHOU  NOAUHYKACOMUOHOLL
yenu. B ceazu ¢ Imum HAOeNCHOCMb MPAH-

CKpUnUYUU 3HAYUMENbHO HuUdice, 4eM Hadedic-
Hocmby  penaukayuu. Yactora omMOOK MpU
cunreze PHK cocraBnsier mpumepHO omHy
omubky Ha 10*—10° HykneoTumos, uto B 10’
pa3 Beiue, yeM npu cuHTtede HHK. Topasmo
Oomee HU3KYH HamexXHocTh cuHTe3a PHK
KJIeTKa 0OXOMMUT TeM, YTO C OJHOTO reHa CUH-
tesupyercs:s MHoro Komwmit PHK-tpanckpum-
TOB.

25.15. Marpuynaa JIHK copepxKut crom-cur-
HaJIbl JJid TPAHCKPUNIUU

TepMuHMpOoBaHME TPAHCKPUIILINU PETYINPYET-
cd TaK Xe€ TOHKO, KaK M WHUIUMPOBAHME.
B matpuunoii JHK umeloTcss cTOn-cUrHabI,
KOTOpBle ObLIM paciim@poBaHBl IIyTEM CpaB-
HEHMs Pa3IMYHBIX MOCJIEI0BATEIbHOCTEN OC-
HOBaHMI B 3THUX y4yacTKaxXx. Bce oHM umelor
OIHY OOIIyI0 0COOEHHOCTb: 6caed 3a GC-6o-
eamoii  obaacmolo neped  Y4acmMKom MepMUHa-

yuu pacnonaeaemcs AT-60eamas  nocaedosa-
meavocms.  OTIMYUTENIBHAsT  OCOOCHHOCTD
TEPMUHUPYIOIINX MOCJIeI0BATEIBHOCTE N —

cummempus  emopoeo hopsoka 3moii  GC-60ea-
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moii  obaacmu (puc. 25.17). CremoBaTelbHO,
PHK-TpaHckpunt 3Toii 001acTM CaMOKOM-
TUIEeMEHTApEeH, a 3T0 3HAYUT, YTO OH CIOCOOEH
K CMapuBaHWIO OCHOBaHWMM, TNPUBOASILIEMY
K  00pa3oBaHWIO  CTPYKTYpbl  IINMUJIbKHU
(puc. 25.18). Kpome TOro, Hosoobpazosaribie
yenu PHK kounuaromcs HeckoabKuMu ocmam-
kamu U, KOTOpble KOIUPYIOTCS CepHeil OCHO-
BaHuii A B AT-6oraroii obmactu JHK-ma-

Tpuubl. OmHa WAM HECKOJbKO MOJZOOHBIX
CTPYKTYPHBIX 0coOeHHOCTe 3aCTaBJISIIOT
PHK-nmonumepasy 3amepxaTbcsl, cHejaTh

nay3y, KOTjJa OHa CTaJIKMBaeTCs C TAKUM CHI-
HajJloM. B HEKOTOpBIX yyacTKax TepMHUHAIUU
HoBooOpaszoBanHele wLenu PHK BricBoOO-
XKIaloTcs 6e3 ydyacTus AOTOJHUTEIbHBIX Oel-
KoB. B npyrux Mecrax mjisl TepMUHALIMU LICTTH
HeoOxomuMo ydacTue Oenka p (po).

25.16. Bejok p yyacTByeT B TE€PMHUHMPOBAHUHU
TPAHCKPHUIILIMU

Tor dakT, yTo TepMUHUPOBAHUE TPAHCKPUII-
MM B HEKOTOPBIX Y4YacTKax TMPOUCXOIUT
¢ ydyactueMm Oenka P, MOATBEPXIAETCSA Cle-
OyIOIMUMU OJaHHBIMM: Moiekynsl PHK, cuH-
Te3MpPOBaHHBIC in Vitro B MPUCYTCTBUM OejIKa
P, KOpo4ye MOJIEKYJ, MOJYYeHHBIX B €r0 OTCYT-
crteue. Hanpumep, PHK, cunTesnpoBanHas Ha
JOHK dara fd B npucyrcTBuu 0Oeika p, UMeeT
KoappuuueHT cegumeHTanuu 10S, Torma kak
PHK, cuHTe3upoBaHHass B OTCYTCTBHE Oej-
Ka p,- 23S. JlonmoTHUTEIbHBIE CBEACHUS O Neii-
CTBUM Oesika P ObLIM TOJyYyeHbl MpU nob6aBie-
HUM 3TOro (akropa TepMHUHAlUM B WHKYyOa-
IIMOHHYIO CMECh Yepe3 pa3ju4yHbIC IPOMEXYT-
KM BpeMeHM Tocie Havyajga cuHTeza PHK.
Ecniu Oenok p moGaBnsinu depe3 HECKOJbKO
ceKyHn, yepe3 2 1 10 MUH IOC/Ie MHULMALINH,
nonydyanu PHK ¢ xoadbduumenramu cenumen-
tauuu 13, 17 u 23S COOTBETCTBEHHO. DTOT pe-



Puc. 25.17. [IlociienoBaTeIbHOCTh
COOTBETCTBYIOIIAS 3'-KoHIy
trp-MmPHK  E.coli. Ilocnemosa-
TEJTBHOCTH OCHOBAHMI, TIOKa-
3aHHBIE XEJTHIM I[BETOM, 00Ja-
IaloT CUMMETpueil BTOPOro Io-
psiiKa OTHOCUTENBHO OCH, 000-
3HA4YEHHOM 3€JIEHBIM ILIBETOM.

AHK,

3yJIbTaT CBUIAETEIBCTBYET O TOM, 4TO MaTpHU-
lIa COAEPXKUT HO KpaWHel Mepe Tpu ydacTka
TepMUHAIUU, YYBCTBUTEJIbHBIX K 0€NKy p (OHU
nator 10S-, 13S- u 17S-PHK), u omun ydyactok

TepMUHALIUM, He TpeOylomuii Oenka p (maer
23S-PHK). CnenoBatenbHo, crenuduyeckas
TEPMUHALUS MOXET MPOMCXOAUTb U B OTCYT-
ctBue Oenka p. OmHako O€JOK O BBISABISAET
JNOTIOJTHUTEIbHBIE CUTHAJIbl TepMMHAIMU, KO-
Topele cama 1o cebe PHK-momumepasa y3Ha-
BaTb HE MOXET.

Kakum obOpa3oMm 0el0K p BBI3BIBAET TEPMU-
Hauuto cuHte3a PHK mo moctuxenuum ompe-
NEeJeHHBIX CUTHaloB TepMuHauuu? OnHa u3
BO3MOXHOCTE COCTOMT B TOM, YTO 3TOT Oe-
nok-tetpamep ¢ Maccoir 200 x]la - camuTcs
Ha PHK u gBuxercss mo HampaBAE€HUIO K MO-
nekyne PHK-monumepassl, ocTaHaBiuBasi ee
Ha yyacTke TepMmuHauuu. CorjacHo 3TOd Mo-
nenu, Oemok p BeITecHsIeT PHK-mommmepasy
¢ 3'-konua PHK, uto mpMBOAMUT K BBICBOGOXK-
nenuto PHK-tpanckpunrta. MHTepecHO oTMme-
TUTb, YTO TIPU TEPMUHUPOBAHUUM TPAHCKPUII-
uuu Oenok p ruaponusyetr ATP.

Kak MoOXHO OBLIO TpeaBUaeTh, TEPMHUHU-
poBaHUE TPAHCKPUINIMM HEKOTOPBHIX TE€HOB
KOHTposupyeTcs. B Xome nanbHeiiliero wusmno-
XKEeHHUS MBI YBUOUM, 4TO OakTepuodar A CuH-
Te3UpYyeT Oenku-aHmumepMuHamopsl, obecre-
YUBAWOIIME  BO3MOXHOCTb  TPAHCKPHUIIUU
U 3KCTIPECCUU HEKOTOPBIX reHoB (pasm. 28.11),
Y E. coli neiictByeT cucremMa peryasiiud C HUC-
MOJb30BaHUEM CMEeUHUATU3UPOBAHHBIX TEPMU-
HMUPYIOIIMX CHUTHANOB, HAa3bIBaeMbIX amme-
HIoamopamu, 1S 00ecTeyeHus] TMUIIEBbIX T0-
TpebHOCTeil KieTku (pasm. 28.9).

Puc. 25.18. T[locnenoBaTenbHOCTH ~ OCHOBa-
Huit 3'-konua MPHK, Tpanckpu-
OMpOBaHHOW € TPUNTO(AHOBOTO
ortepoHa FE.coli. BoaMoxHo 00pa-
30BaHKMe CTAOWJIbHOM CTPYKTYpHI

INITAIBbKHA.
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Puc. 25.19. Baugnue daxkropa p Ha pasMep

TpaHckpubupyembix PHK.

25.17. Mmuorue mouaekyani PHK

nocje TPAHCKPUINIMH PACIIENISIOTCS

U XHMHYECKH MOIupuumMpyoTcs

OO6pa3zoBaHue QYHKIIMOHATBHO aKTUBHBIX MO-
nexkyn PHK (mpomeccunr) mpomosxkaeTrcs Imoc-
Jie 3aBeplIeHUS] TPAHCKPUNUUU. Y npoxapuom
MONEKYAbl  MPAHCHNOPMHbIX U PUOOCOMHBIX
PHK ob6pasyromess nymem pacujenieHus u Xu-
Muyeckoil modugukauuu onpeoeseHHblX HO80-
cunme3upogannvix  uyeneii PHK.  Hampuwmep,
y FE.coli Tpu Buma MoOJeKyl pHOOCOMHBIX
PHK u omna monexkyna TpaHcmoptHoit PHK
BeIpe3aioTcsas u3 mnepBuyHoro PHK-Tpan-
CKpUIITA, KOTOPBI, KPOME TOTo, COAEPXKUT
creiicepHble (pa3TpaHUYMBAIOIINE) YYIaCTKH
(puc. 25.20). Jlpyrue TpaHCKPHUITH COmepxkKaT
MO0 HECKOJbKO pa3nuyHbix BUAoB TPHK wnmm
HeCKOoJbko Komuit omHoil u Toit ke TPHK.
Hyxneasbl, KOTOpble PacIIEIISIOT U YKOPaUuM -
BaloT 3ty npeamectseHHUkn pPHK u TPHK,
JNEeHCTBYIOT C BBICOKOW TOYHOCTbIO. Hampu-
Mep, puboHykieaza P oGpa3yeT mpaBuiibHBIE
5'-koHnbl Bcex Mojekyal TPHK B kimetke F.
coli. Pubonykneaza III BeIpezaeT mpemie-
CcTBeHHUKU 5S-, 16S- u 23S-pPHK u3 mepBuu-
HOrO TpPaHCKpPWIITA, paclleruisiss  ornpeme-
JIEHHBbIE CBSI3M B JBYXCMUPAJbHBIX IIMU-
neyHbIX obnactax. Moaexysse mPHK y npo-
Kapuom, Haobopom, npaKmu4vecku He Hnpemep-
nesaiom modugpukayuu. bonee Toro, MHoOTHE
W3 HUX TPAHCIUPYIOTCH elle M0 TOro, Kak 3a-
KaHuMBaeTcs UX TpaHckpumnuus. B To xe Bpe-
Ms HekoTophie BUpycHbie MPHK (Hampumep,
MPHK ¢ara T7) pacwennsitorcs puboHyKIea-
3oit I11 paHblile, yeM HauYMHAETCsT TPAHCISLIUS.
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Bropoit Tun mpoleccuHra - npucoedunerue
HyKaeomudoé K Kounyam Hekomopuix PHK.
Hanpumep, mnocnemoBatenbHocth CCA mpu-
coenuHsercd K 3'-koHuam wmosekynr TPHK.
KOTOpble ellle He 00JagaloT dSTOH KOHIIe-
BOIl TOCJENOBaTeNbHOCTBIO. Y 3YKapuoT K
3'-koHly GoxbmMHcTBAa Mojekyn MPHK
MpUCOeINHsCTCS AJUHHAS  TOC]eA0BaTeNb-
HOCTh poly(A), a MeTHJIMPOBAHHBI HYKIIEO-
tan G (Tak Ha3bIBaGMBI «KOJIAYyOK», WU
«Kem») -K 5'-KoHuy (pasm. 29.22).

Moouguxkayuu  ocrosanuit U  pubO3HbLIX
ocmamkog TIPEACTaBISIOT CO0OM TpeTuil Tum
npoiieccCuHra. Y 3yKapuoT ofHa 2'-TMIPOK-
CUJIbHAS TPYTIa MPUMEPHO Ha CTO PUOO3HBIX
ocratkoB B pPHK ¢depmenTatuBHO MeTuIu-
pyercss 3a CcueT  S-aJeHO3WIMETUOHMHA.
YV oakrepuit B pPHK Mermnupyiorcs He
ocTaTKu pubo3bl, a ocHoBaHUsI. OcOOEHHO MH-
TEepeCHbl HEOObIYHbIE OCHOBAaHUS, KOTOpBIE
BCTpevaloTcss BO Bcex MoJekyiaax TPHK
(pasm. 27.3). OHm oOpa3ywTcsa myTeM ¢ep-

MEHTaTUBHON MOAM(UKALIUKU OOBIYHBIX pHUOO-
HYKJIEOTUIOB, BXOMASIIMX B COCTaB TIpeMIle-
crBenHuka TPHK. Hampumep, mncesmoypumu-
JaT U pudbOTUMMIMIAT OOpPa3yITCS MyTeM
MoAMGMUKAIUY YPUIUITOBBIX OCTATKOB TIOCIE
TPaHCKPUIIILIUH.



Y oykapuoT Bce TPAHCKPUNTHI  TOABEP-
rarTcs WHTEHCUBHOMY MPOLIECCUHTY.
Pacuiennenue u MmoauduKalus mpeaiecTBeH-
HukoB pPHK u TPHK HanoMuHaloT cooTBet-
CTBYIOIIIME TIPOLIECCHI Y TIPOKApPUOT. YIAUBU-
TeJIbHOE OTJAUYME COCTOMT B TOM, uTo MPHK
aykapuom  obpaszyemcs  nymem  pacujennenusi
004161020 MpaHCKpunma u nociedyroujeeo cpa-
wueanus (cnaalicuHea) NOAYHAIOWUXCA  NpU
omom ¢hpaemenmos. DTO SIBIEHUE MBI PaccMO-
TpUM B  OAHOW W3 clegylouux TrJaB
(pa3m. 29.21). Y »3ykKapuoT TPaHCKPUITIIUS
W TPAHC/ALMS TPOUCXOAST B Pa3IUYHBIX KOM-
napTMeHTax KieTku. [lo eceil eeposmHocmu,
npoueccune PHK uepaem kawouesyo posav
6 peeyrauyuu mpaucnopma MPHK, pPHK
u mPHK u3 sadpa 6 uumo3ons.

25.18. AHTHOMOTHMKHM - HHTHONTOPBI TPAHCKPUI -
u: pmbammmﬂ U AKTHHOMMWIHUH

AHTUOUOTUKHU - OYEHb WHTEPECHBIE MOJIEKYJIbI,
TaK KaK MHOTME M3 HUX TMPEACTABISIOT CO0Oi
BecbMa creluduyeckue MHTHOUTOPHI OUOJIO-
rMYecKMX MpoleccoB. AKTUHOMUIIMH U puda-
MWIVH - [BA aHTUOWOTHUKA, WHTUOUPYIOIINX

Puc. 25.20. Ilpu pacumierieHUM 3TOro Iiep-
BUYHOTO TpaHCKpUIITa oOOpa-
3yl0TCs MOJIeKyIbl 5S, 16S u 23S
pPHK u omna monexymna TPHK.
CrieiicepHble  yyacTKM  3aKpa-

IICHBbI 2KCJITHIM ILBCTOM.

TPAHCKPUIILIMIO COBEPILIEHHO Pa3JIUYHBIM Iy-
TeM. PudamunuH, obpasyeMmblil OakTepusmu
Streptomyces, M €ro TOJYCUHTETUYECKOE TPO-
MU3BOAHOE PUGDAMIUUNH creyuduuecku uHeu-
oupyrom uHuyuayuio cunmesa PHK. Dtn aH-
TUOMOTUKYU HE TMPEeAO0TBPAIIAIOT CBS3bIBAHUS
PHK-nmomumepassr ¢ JHK-marpumneit. Pu-
dbaMnuuuH npensATcTBYeT 00pa3oBaHUIO Tep-
Boii (ochomuapupHoit cBs3m B 1enum PHK.
I[lpy 3TOM aHTUOMOTUK TIPaKTUYECKU He
BAUsAET Ha dJoHrauuio uenu. CToib BblCOKas
U30MpPaTebHOCTh WHTUOUPYIOUIET0 JeWCTBUS
nenaeT puaMnuIMH UEHHBIM MHCTPYMEHTOM
B MOJIEKYJISPHO-OMOTOTUYECKUX HCCIen0Ba-
Husix. Hampumep, ero MOXHO MCIOJb30BaTh
IUIST TIOaBJIeHWs] MHUIIMALIMM HOBBIX ILeTei
PHK, He 3aTparuBas TpaHCKPUIILMU TeX Iie-
ned, CUHTE3 KOTOPBIX yXe Havaics. Mu-
IIEHbIO 11 pudaMnuurHa, BUAUMO, CIYXKHUT
B-cyosedunuya PHK-noaumepasvi. bpiau  BbI-
neneHbl MyTaHTbl E. coli, ycToiiuuBble K pu-
damnuuuHy (TaK  Ha3bpIBaeMble  Fif-r-my-
maHumoel). B HEKOTOPBIX U3 HUX 3JEKTpodope-
THYecKash MOJBUXHOCTb [-CyObeAMHULIBI W3-
MEHEeHa.

MexaHu3M neiicTBus akTuHOMuUIIMHA D (co-

JepXaliero MoJUNenTUAb aHTUOMOTHKA, TPO-
OyLIMPYeMOTO MUMKPOOPTaHU3MOM Streptomy-
ces) COBEPILIEHHO OTJIWYEH OT MexaHu3Ma Jeii-
cTBUus pudamnuivua. Axmunomuyurn D npou-
HO ceasvisaemea ¢ deyxcnupasvhoi JIHK u
3a cyem 3mMoe20 nodaeéisem ee AKMUBHOCMDb
6 Kavecmee mampuyvbl 0oaa cunmesa PHK.
OH CcOCTOMT W3 [JBYX WAEHTUYHBIX LIMKJIU-
YeCKMX TMEMNTUA0B, COeNMHEHHBbIX (heHOKCca30-
HOBO# cucTtemoii kosein (puc. 25.22). CocraB
3TUX UMKIWYECKUX MEeNTUI0B HEOObIYeH: OHU
cozepXar capKo3uH, METUIBAJIUH U D-BanuH.
Kpome TOoro, B MX MoOJeKyjne uMeeTcsl 3hup-
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Puc. 25.21. TlpocTpaHcTBeHHast MOJIETh
CTPYKTYphl aKTMHOMHULIMHA D.
MeHOKCa30HOBOE KOJBIO 000-

3HAYCHO KpaCHBbIM IBETOM, IIM-

KJIMYECKUE  TIETTHUIBI - KEJITHIM.
(Ilo pucynky, nwobGe3HO Tmpen-
ocTaBleHHOMY Jn-poM  Henry
Sobell.)

Hasl CBSI3b MEXAY TUIPOKCUIIBHOU Trpynmnoi
TPEOHMWHA U KAapOOKCUJIbHOW TPYMMON METUI-
BaJIMHA.

AxkTuHOMULMH D mnpoyHO cCBsA3BIBAETCS
¢ neyxcnupanbHoir JJHK, Ho He ¢ omHomIemo-
yeunpiMu JIHK unu PHK, nByxcrnupanbHOI
PHK wnn PHK-IAHK-ru6pupamu. Kpome
TOTO, CBsI3bIBaHUE akTUHOMUIIMHA ¢ JJHK 3a-
METHO YCUJIMBACTCS C YBeau4eHuem cooepiica-
Hus ocmamkos 2yanuna. CIeKTpOCKOMUYECKUe
U TUAPOIMHAMUYECKHE HCCIeNOBAHUS KOM-
miekcoB aktTuHoMunuHa D ¢ JJHK cBunme-
TETbCTBYIOT O TOM, 4YTO (DeHOKCA30HOBOE
KOJbIIO akKTMHOMMIHMHA TpoHukaer B JJHK
MEXIy ABYMSI COCEIHUMM TapaMu OCHOBa-
Huil. Takoll crmoco® cBSI3bIBAHUS Ha3bIBaeTCs
unmepkanrayueti  (puc. 25.23). Ilpm HuU3KHUX
KOHILIEHTPAUSIX akmunomuyun D uHeubupyem
MPAHCKPUNYUIO, He O0Ka3bleds  CKOAbKO-HUOYOb
CYWIeCMBEHH020  GAUAHUA  HA  PEeNAUKAUUI
JHK. Ha cunmes 6eaka HenocpedcmeenHo aK-
muHoMuyuH maxkxuce He eausem. bnarogaps
9TOMY AKTUHOMHULUMH D MIMPOKO MCMOIb30-
BaJICS B KauecTBe crelnduyeckoro MHrubuTo-

Yactp 1V,
62 Wndopmanus

pa obpasoBaHus HoBbiXx PHK kak B mpoka-
PUOTUYECKUX, TAK M B 3YKAPMOTUYECKUX KIIET-
Kax.

HenmaBHO  CcTpyKTypa  KpHUCTAJIMYECKOTO
KOMILUIeKCa OMHON MOJIEKYJIbl aKTUHOMUIIMHA
C IBYMSI MOJIEKYyJaMH Ne30KCUTYyaHO3MHa OblI-
Jla U3yueHa Ha YpOBHE aTOMHOTO pa3pelleHUs
(puc. 25.23). B atoM Komruiekce (eHOKcas3o-
HOBOE KOJIbIIO aKTMHOMUIIMHA 3aXaTo MEXIy
IBYMS TYaHWHOBBIMU KosibllamMu. OnuH U3
IMKJIAYECKUX TENTHIO0B PaclojioXeH Ham e-
HOKCa30HOBBIM KOJIBLIOM, IPYTOM - IO HHM.
Kaxaplit M3 3TUX MENTUAOB  0oOpasyer
CUJIbHBIC BOJOPOJHBIE CBA3M C 2-aMUHOTPYI-
MOl TYyaHWHOBOTO oOCTaTka. MexXxay aHTHOuo-
TUKOM ¥ HYKJIEO3UAaMHM OCYIIeCTBISETCS
MHOTO 3HEPreTHYeCKH BBITOJHBIX BaHIEp-
BaaJbCOBBIX B3aMMOAEWCTBUIA. BaxHas oco-
OEHHOCTb 3TOTO KOMIIJIEKCAa COCTOUT B TOM,
YTO OH MOYTU cuMMeTpudeH. Ocb CUMMETpUU
BTOPOTO TMOpSiiKa TPOXOAUT BAOJIb JIMHUH,
coemuHsomei cpeqaue atoMbl O u N ¢eHoK-
cazoHoBoro kousbla. KoHdbopmanus Bcero
KOMILJIEKCa TIOKa3bIBAeT, UYTO AKMUHOMUUUH
y3naem ¢ JIHK nocaedosamenvHocmov 0cHO8a-
Huii  GpC. O6paTtuTe BHHUMaHHUE, 4YTO €CIIU
B onHoi meru JIHK mmeercss mociemoBaTenb-
Hocth 5'GpC3', To B KOMIUIEMEHTapHOM Ienn
nociaempoBaTenbHocTh Oymer 3'CpGS'. Ilo-Bu-
IMMOMY, AaKTUHOMMIIMH  WHTEpKaIupyeT
B JHK wmexny nByms GC-nmapamMu OcCHOBa-
HUI ¥ B3amMojeiicTByeT ¢ octatkamu G B oc-
HOBHOM TaKUM Xe¢ 00pa3oM, KaK U B KOM-
miaekce ¢ auHykiaeotumoM. CoriacHo 3Toi
MOIeNU, UMKJIMYeCKHE TEeNTUIHBIE OCTaTKU
JIOKAJIM30BaHbl B Majoii 6GOpo3iKe Crupaiu
AHK. Inasnas ocobennocms s3moii  modeau
cocmoum 6 mMOM, YMO CUMMEmpusi MOAEKYAbl
AKMUHOMUYUHA COOMBEMCmeyem cumMmempuu
onpedenennoii nocaedoeamenvhocmu 6 JHK'.

25.19. Pa3paGoranbl CcoBepIIEHHbIE METOMbI
onpenejeHus MO0CJIeI0BATEIbHOCTH
Hykneotunos B PHK

Bricokass paspelraromas crnocoOHOCTb MeETo-
na renb-31eKTpodopes3a maeT BO3MOXHOCTb
OBICTPO OMpenessiTh MOCAeN0BATEIbHOCTH HY-
K1eoTua0B kak B Mmoiekyrax PHK, tak u

" UsnoxXeHHas TOYKA 3PEHUS Ha CTPYKTYPY KOM-

miekca aktuHomunHa D ¢ JHK He sBasercst 06-
menpu3HaHHoii. CyluecTByeT W Opyrasi TUmnotesa,
COTJIACHO KOTOPOM aKTHHOMHWIIMH He WHTEPKaJH-
pyer B JIHK, a cBs3piBaeTcs B Manmoit Ooposike,
NpUYEM CTPYKTypa KOMIJIeKca akKTHHOMHUIMHA D
¢ nunykjaeotunoM GpC He oTpaxaeT CTPYKTYpPbI
ero KOMILJIEKCOB C MpPOTSXEHHBIMH MOJNEKYyJIaMu
IOHK.- [lpum. nepes.



Puc. 25.22.

B mosiekynax JIHK. Insa storo 3'- unu 5'-ko-
Hell nenu PHK MeTsaT paanoakTuBHON TpyIi-
moii. 3aTeM MeueHyo IeMb YaCTUYHO paciie-
IJISIOT MO OAHOMY M3 4YeThIpeX OCHOBaHWIA,
4TOOBI MOJTYYUTh Habop ¢dparmMeHToB. Crielu-
(uyeckoe (nau U30MpaTebHOE) pacllereHue
MOXHO TIPOBECTH C TIOMOIIbIO (EPMEHTOB,
cneyuuuHbiX K OnpedeseHHOMY OCHOBAHUIO
sHOoHykaea3 (tabn. 25.4). Hanpumep, pub6o-
Hykieasa T, rugponusyer PHK ¢ 3'-ctopoHst
ocratkoB G. Kpome Toro, PHK MoxHo cme-
1MbUYECK PACHIENUTh C TTIOMOIIBIO XUMu4e-
cKoll  Moduukayuu 00H020 U3 4emwipex OCHO-
6anuil. 3aTeM OCTOB pacIlerUIsIloT B MecCTe,
r7e pPacrmoyioXeHO MOAUGUIIMPOBAHHOE OCHO-
Banue. [locie 3TOro uyethipe Habopa dpar-
MEHTOB  paslelisaloT  Tejib-2JIeKTpodope3omM
U TociienoBareibHOCTh ocHoBaHUit PHK yu-
TalOT HEMOCPEACTBEHHO ¢ paauoaBTorpada
(puc. 25.24), xak u B ciaydyae JHK
(pazn. 24.28). DT moAXOoAbl MO3BOJSIOT Jier-
Ko ompenensat B mosekynax PHK mocneno-

CrpykTypa axkTuHOMMIMHa D.

BaTesbHOCTL 100-200 HYKIJIEOTHIOB.
Ilpyras cTpaTerMsi CBOOUTCS K TOMY,
4TOOBI  onpedeasmsv  NOCACO0BAMEABHOCHb — HY-

Kaeomudos He B camoit PHK, a ¢ xomnaemen-

mapnoti /IHK. Ho kak ToOJy4uTh KOMIUIEMEH-
tapHbeie ¢parmentel IHK? Oaun u3 wMmero-
IoB coctouT B cieaywoiieM. C MoMollbio
PECTPUKIIMOHHBIX DHIOHYKJIea3 (parMeHTH-
pytoT Oonbiive Monaekyiasl JJTHK. 3arem me-
TOAOM eubpudusayuu WASHTUGULUPYIOT pe-
CTPUKIMOHHBIE ParMeHThl, cofepxKallue mo-
CJIeI0BaTeIbBHOCTh, KOMILIEMEHTApHYIO WC-
caenyemoit PHK. B apyrom ciyyae komiuie-
MmeHTapHywo JHK cuHtesupyor depmeHTa-
tuBHOo no PHK-marpuiie ¢ momoiiwio obpam-
HOUl MPAHCKPUNMA3bl U3 OMYXOJEPOIHBIX BU-
pycoB (pa3n. 30.19). MmeHHo Tak ObuLia pac-
mudpoBaHa MOJHAs MOCIeA0BaTeIbHOCTL 576
HykiaeotunoB MPHK, xonupyromeit B-uenb
reMorjo0MHa YeloBeKa.

3akinouenue

IloTox reHetnuyeckoil uMHOpMaUUU B HOP-
MaJbHBIX KJIEeTKaX TPOMCXOAMT B Halpasie-
Hun: JHK—>PHK—>6enok. Cunres PHK
no JHK-maTtpuiue Ha3biBaeTcsl TpaHCKPUII-
umeit, a cuHTe3 Oenka mo PHK-matpume -
tpaHcasinueit. CyliecTByeT Tpu TUIA MOJie-
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Ta6auua 25.4. @epMenTbl, MCHOJNb3yeMble NPH ONpPeleNeHHH NOCJIEI0BATENLHOCTH HyKieoTHaoB B PHK"

depmeHT TunakTuBHOCTH Cy6cTtpar MponykTsl

Pubonyxneasa T, DHI0- ¥ 9K30HYyKJeas3a

[Mankpeatnyeckass pubOHyKIE- DHJI0- U 9K30HYKJIea3a
aza

Pubonyxneasa U, DH0- M 9K30HYKJIeasa

Pubonykineasa I
(3 P. polycephalum)

DHI0- U 3K30HYKJIeas3a
N=A G, U, Ho ne C

lenounas docdarasa (us E. coli) ®Docaraza

®Doconnacrepaza u3 ceneseH-  DK3OHYKIeas3a
KM KPYIHOTO POraToro ckora

®Dochoamactepaza  3MEUMHOIO DK30HYKIeasa
ana

MMonunykneoTuaKMHA3A Kunaza

"B oTy Tabnuuy HeoOXomMMO BHecTM emle oauH QepmeHT - PHK-nurasy. C ero MOMOIIbIO OCYLIECTBISETCS
BKJII0YeHHe MeTKU B 3'-koHusl PHK: —XpY + pCp—>XpYpCp (pCp conepxut “P-meTky).- [Tpum. nepes.

Puc. 25.23. IIpenmonaraemas CTPYKTypa
KOMITIEKCA aKTMHOMUIWHA D

¢ ¢ Mayoii OOpPO3IKOM CIIUpaNn
JHK. Mexny akTHHOMUIIUHOM

¢ JHK. ®eHokca3oHOBOE KOJIb-
110 aKTUHOMMIMHA (MTOKa3aHOo
KpPacHbIM 1IBETOM) WHTEpKaIu-
pyer mexny aByms GC-napamu
JHK (moxa3aHbI CUHUM LIBETOM).
Huknuueckue nenTuabl aKTUHO-
MunmHa D (kenTsie) CBSI3BIBAIOT-

Yacte IV.
Nudopmanus

D u cocenHMMM TyaHUHAMM BO3-
HUKAET HECKOJIbKO BOJOPOIHBIX
cBa3eil. Ocb CUMMETpUHM CYyObe-
IVHUI aKTHHOMUIIMHA D coBma-
JIaeT C OChI0 CUMMETPUU Caxapo-
dochaTHOTrO OCTOBA M MOCIIEIO0-
BatesbHOCTH ocHoBaHuit JIHK.
(ITo pucyHky, nmo6e3HO TIpea-
ocTaBleHHOMy nO-poM  Henry
Sobell.)



Puc. 25.24. Panunoastorpad dparmenTa
5S-PHK agpoxckeii. 3'-koHell mo-
MEUYEH PAaAMOAKTUBHON METKOW.
YeTbipe  OOPOXKM  COOTBET-
CTBYIOT pacUICIUICHUIO TI0 OCTaT-
kaM G, A, C u U. Ha reie MoxHO
MPOYUTATh TOCIENOBATETbHOCTD
5'-CGAAACUCAGGUGCUG-
CAAUC-3'. [Peattie D. A., Proc.
Nat. Acad. Sci., 76, 1762 (1979).]

kyn PHK: wmnpopmanmonnas PHK (MPHK),
tpancnoptHass PHK (TPHK) u pubocomnas
PHK (pPHK). Bce 3ty PHK onHouemno-
yeyHble. TpancnoptHas PHK m puGocomuas
PHK comepxar mNpoTsSKeHHBbIE JBYXCHU-
pajbHbIE YYaCTKHU, KOTOpble 00pa3yioTcsl mpu
CKJIaAbIBAHUM LIeTU B WIMWIbKUA. CaMbIMU Ma-
JeHbkuMu  mosekymramu  PHK  sBastorcs
TPHK; oHu comepxaT okono 75 HYKJICOTH-
noB. Camble gnuHHbIe MoJeKkyabl PHK BcTpe-

yalotcsa cpenu MPHK; oHu moryT comepxkathb
o6onee 5000 mykmeorumoB. IlocmemoBaTenb-
HOCTb HYKJIEOTMAOB B MIMHHBIX wensx PHK
MOXHO OIpeIe/INTh, PACIICTUIsASI UX W pasie-
JIsist (pparMeHThI Telb-371eKTPodhope3oM.

Bce xmerounsie PHK cunresmpyer PHK-
nmojauMepa3a B COOTBETCTBMU C TOC/IENOBa-
teapHOCThIO  JIHK-MaTpuiib. AKTUBUPO-
BaHHBIMU  TIPOMEXYTOUHBIMU  TIPONYKTaMU
clyxat puboHykieosuarpudocoarel. CuHTE3
PHK, kak u cunte3 JJHK, npoucxogur B Ha-
npairenun 5—>3. PHK-monumepasa otiau-
yaerca oT AHK-mommmepa3er TeM, 4TOo He
HYX/IaeTcss B 3aTpaBKe W He 00JamaeT HYyK-
JleasHbIMM aKTMBHOCTsSMU. Elie omHO omin-
yue cocrouT B ToM, uto HHK-martpuiia mpu
cuntese PHK monHocThIO coxpaHsieTcs, Tor-
ma kak npu cuHTede JJHK oHa coxpaHsercs
HanonoBuHy. PHK-nmonumepasza E. coli umeer
CYOBEIMHUYHYIO CTPYKTYypy o,ff'c m Maccy,
mocturatomyio 500 xa. Kop-depmeHT mmeer
coctaB a,Bf'. Curma-cy0ObeIMHMILIA YBEIUIU-
BaeT CKOPOCTb U CMELUUDUYHOCTb TPAHCKPUII-
1IMM, TaK KakK OHa oOecreyuBaeT y3HaBaHUE
PHK-nonumepasoil curHagoB Hayajga TpaH-
ckpunuuu B MatpuyHoii JTHK. CsssbiBaHue
PHK-monmumepassl ¢ TaKUMU ITPOMOTOPHBIMU
yyacTKaMU BBI3bIBAET JIOKAJIbHOE pacriera-
HUE MAaTpPUIIbl, 4YTO CO3MAeT YCJIOBUS IS
oOpa3oBaHMs TiepBoii pochomusupHoil CBsI-
3u. Uemn PHK wHauumnHawtca ¢ pppG wmm
pppA. Tlocne HULIMAIIUU CUHTE3a HOBOW IIe-
MU CUTMa-CyObeIVHULIA OTHENACTCS OT TOJIo-
depmenTta. TepmMuHaAUMST TPAHCKPUIILIMU TaK
K€ TOHKO peryaupyercs, Kak W WHUIHAAIHS.
Matpuynasgs JHK coaepXUT CTOM-CUTHAJIbI
TpaHcKpuniu. HekoTopble M3 3TUX CUTHAJIOB
y3HaeT Oenok p. Hekoropnie crneuuduyeckue
WHTUOUTOPBI MOTYT OJOKMPOBATh TPAHCKPUII-
0. Hampumep, aHTMOMOTUK pudaMIUIUH
MHruoupyeT unuimanuio curesa PHK, a ak-
TuHOMUIIMH D Omokmpyet sionraumio PHK.
Mmuorue monekynsl PHK moasepratorcst mo-
cjie TPAHCKPUIIIUMK PACLICIUICHUI0O U XUMUYe-
ckoit wmomubukauuu (Hampumep, MeETWIU-
pyotcs). Y mpokapuor Moiekyasl TPHK
n pPHK moaBsepratorcsi MHTEHCUBHOMY TIpO-
neccunry, a moyiekynsl MPHK mouTtu He mpe-
TepneBalT Moaudukauuii. Y 3yKapuoT Bce
TPAHCKPUIITHl CWJIBHO MOJIU(DULIMPYIOTCS.
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0o0pa3oM  KOpIWLEMUH

(3'-me30KcHafieHO3UH)  GJIOKUPYET

no 5.

cunte3 PHK?
Kakue mpomyKThl IOJXKHBI IOJY-
YUTHCS MPU YACTUUHOM THIPOJIU-

a) MaHKpeaTU4ecKoil pHOOHYKIea3oi,

a) CyObemMHUYHASI CTPYKTypa. 3¢ OJUTOPMOOHYKICOTHIA

0) AKTMBUpPOBAHHBIC MNPEIIICCTBEHHUKU. 5'-pGCAGUACUGUC-3'

B) HampapneHue 3IOHTaLMM IIETIH. clenyomuuMu  hepMeHTaMuU:

r) HyxkieasHble aKTMBHOCTH.

n) CoxpaHeHHEe MaTpPHIIHL. 0) pubonykieasoit TI,

e) IlorpebHOCTH B 3aTpaBKe. B) pubonykieaszoin U,

K) DHepreTMka peakUUM 3JIOHTALNU. r) pubonykiueaszoin 1 u3z Physarum!
2. Hanummre mocienoBaTeIbHOCTD 6.

MOJIEKYJIbI

MPHK,

CUHTE3UPO-

WcuepnbiBaoiinii THAPOIU3 OJHU-
rOpUOOHYKJIEOTHIA IaHKpeaThye-

BaHHOIt Ha MatpuyHoii uenu HHK co cue-
IYIOIIEH ITOCIeA0BATEIbHOCTBIO:

5'-ATCGTACCGTTA-3".

3. PHK 1nerko rumponusupyercs
mesounto, a JJHK ner. [Touemy?

CKOil pHOOHYKJIea30il HOaeT Cieaylole Ipo-
nyktel: Cp 2Up, AGCp u GAAUp. T'mmposus
TOrO X€ OJUTOHYKJIeOoTHaa pPUOOHYKIea3oi
T, naetr AAUp, UAGp u CCUGp. Kakosa
ero II0CJIeNOBaTeIbHOCTD?

HomomHuTtensHBIe Bonpockl cM.. Wood W. B,
Wilson J.H., Benbow R.M., Hood L.E.
Biochemistry: A Problem Approach, ens. 16,
17 Benjamin, 1974, chs. 16,17.



FrNMABA 26
FeHeTMYyeCcKnn Koa M
3aBMCUMOCTb MeXnAy
reHamm u Oenkamu

B rmaBe 25 Obu1a omucaHa poJib MHGpOpMa-
uuoHHoit PHK B kauecTBe mocpegHuKa Me-
XAy TEHOM M ero MOJUIEeNTUIHBIM TPOIYyK-
ToM. B Hacrosuieil riaBe Mbl paccMOTPUM
JaJibHEWINUI TMOTOK WHGOpPMAUMM OT TreHa
K Oenky. B neHTpe BHUMaHMs HaxoouUTCS Te-
HETUYECKUI KO, CBSI3bIBAIOILIMI TMOCIeq0Ba-
TeJabHOCTh ocHoBaHuii JHK (uam cootBer-
CTBYIOLIIETO TPAaHCKPUIITA) C MOCJIeI0BaTelb-
HOCTbIO aMUHOKHUCJIOT B Oenke. Kox yHuBep-
caieH s Bcex opraHu3MoB. OH BOCXMIAeT
cBoeil mpocToToii. Tpu OCHOBaHUS, COCTa-
BJISIOIIME KOMOH, NETEPMUHUPYIOT OAHY aMuU-
HOKHMCAOTy. KOMOHBI CUMTBIBAIOTCS MOCHIENO0-
BaTeJIbHO MoJieKyJaMu TpaHcnopTHeix PHK
(TPHK), urpamomux npu cuUHTe3e OejiKa poJib
agantepoB. [lonHas pacuindpoBKa TeHETH-
geckoro koma B 60-Xx romax - OMHO W3 BbI-
JNAIOIIMXCS MOCTUXEHUN COBPEMEHHOU Ouo-
JIOTUH.

26.1. Tpancnopruas PHK - anantopnas
MOJIEKYJIa B CHHTe3e Oesika
Mpmp yxe Bumenu, uyto MPHK cnyxur martpu-
et n1g cuHTe3a Oenka. Kakum oOpa3om oHa
OCYIIECTBIIIET COEAMHEHWE  aMMHOKUCIOT
B mpaBwibHOM mopsiake? B 1958 r. dpancuc
Kpuk (Francis Crick) mucan:
«OmHO M3 TEpBBIX MPEANOJIOXEHUH, I0-
BOJBbHO HAWBHBIX, COCTOSIZIO B TOM, YTO
PHK Oymer npuHuMaTh KOHGUIypalHIo,
CIOCOOHYI0 00pa3oBaTh IBaallaTh  pas-
JIMYHBIX <«IOJIOCTEH», MO OXHOK 11 OOKO-
BOM 1IN KaxXIOW M3 ABAaAIlaTH aMHHOKUC-
noT. Ecim OBI 3TO OBUTO TaK, MOXHO OBLIO
Obl TOIMpOOOBaTL IPOMIPATh 3Ty 3amady
B OOpaTHOM HampaBjeHUU, T.€. HAUTU He-
oboxomumyo koHbwurypamuio PHK, mbI-
Tasicb BOcco3naTh (OpPMYy ITUX ITOJOCTEM.

Bce momoOHBIE TMOMBITKYA 3aKOHYMIKWCH HE-
yaadeii. GU3NKO-XUMUYECKKE COOOpaXeHMS
TakXe He JaloT HUKAKMX OCHOBAaHUN CYM-
TaTh  3TO  TPEIIOJOXEHHE  IPaBIOIO-
MOOHBIM.»

Kpuk ormerwn, utro PHK He wumeer BbI-
MMYKJIBIX TUAPOMOOHBIX ITOBEPXHOCTEH, IO3BO-
JSIOMKUX OTIMYWTHh BaJUH OT JICHMIIMHA M M30-
JedlMHa, W HE COAEPXHUT COOTBETCTBYIOIIMM
obpazom PaCITOIOXKEHHBIX 3apsKeHHBIX
IpyIm, dYToOBl pa3iauyarh IIOJOXHUTEIHHO
M OTPHUIIATEIbHO 3apsiKeHHBIe OOKOBBIE LIEMU
amuHokucioT. 3ateM Kpuk mpenjaraer ImpuH-
LIUIMAIBbHO WHOW MeXaHWU3M [JIs y3HaBaHMUS
MPHK:

«PHK - 210 mpexne Bcero mociemoBaTellb-
HOCTh YYaCTKOB, CITOCOOHBIX 00pa30BHIBATH
BomoponHele CBs3u. [lo3TOMy HE3aBUCHMO
OT TOrO, YTO MMEHHO CBSI3BIBA€TCS C MaT-
pulieli  cneyughuuHoiM  00pPa3oM, CBSI3BIBA-
HME, OYEBUAHO, MPOMCXOAUT IMyTeM 00pazo-
BaHMSI BOIOPOMHBLIX CBs3eil. CremoBaresb-
HO, €CTECTBEHHO IIPEAIOJIOXUTh, YTO aMu-
HOKMCJIOTBI TEPEHOCITCSI K MaTpulle ajaar-
TOPHBIMM MOJIEKyJaMd M YTO HMMEHHO
agantop coorBercTtByer PHK. B mpocreii-
meM ciaydae morpebdyercs 20 amanTepos,
10 OOHOMY Ha KaXAyl aMHHOKHCIOTY».
Dra HOBaTOpcKas THUIIOTe3a BCKOpe cTaja
MOKa3aHHBIM ¢akToM. Poas adanmepa e Oen-
xoeom cunmesze uepaem mPHK. CrtpykTypa
9THUX 3aMeydaTeNbHBIX adalTOPHBIX MOJIEKYI
M peakiluy, B KOTOPBIX OHU YYacTBYIOT, pac-
CMaTpUBaIOTCS TOAPOOHO B CIEAyIOIIeH TIJa-
Be. 3Imech e JOCTaTOYHO OTMETUTh, YTO
B TPHK umerorcst mecmo npukpenaenus amu-
HOKUCAOM W YHACMOK Y3HAGAHUS Mampuubl
(puc. 26.1 u 26.2). Monekyira TPHK mnepeHo-
CUT OIIpele/ICeHHYI0O aMUHOKUCIOTY B aKTHUBU-
poBaHHOII (opMe K MecCTy CHHTe3a OejKa.
Kap6okcuipHast rpymnia aMHHOKMCIOTBI CBSI-
3aHa 3(UPHOI CBI3bI0 C 3'-TMAPOKCHUIBHOIM
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Wi 2'-TUAPOKCHILHOM) TPYMIIO puOO3HOTO
OCTaTKa, pPacrojioXXEeHHOro Ha 3'-KOHILe Lenu
TPHK. Bo Bpems cuHTe3a Oenka cBsI3aHHas
aMUHOKHUCJIOTa MOXET MepeMelaTbes ¢ 2'- Ha
3'-TUOPOKCUIBHYIOTpYyIIy U obpaTtHo. Ilpu-
coenuHeHrne ammHokucnotrel K TPHK ¢ oGpa-
3oBaHreM amuHoammiI-TPHK  kaTammsupyercst
0COOBbIM (hepMEHTOM, Ha3bIBa€MbIM aMMWHOA-
unn-TPHK—cuHTerazoit (uim axTuBUpPYIO-
muM ¢GepMeHTOM). DTa peakius 3Tepuduka-
uMu uaet 3a cuet sHeprum ATP. ns xaxmoi
u3 20 aMMHOKHKCIIOT UMEEeTCs 10 KpaiiHeil Me-
pe onHa cneuuduUUecKas CMUHTeTa3a. Y4acToK
y3HaBanusg matpuubl B TPHK mnpencrasnsier
co0Oli TOC/IeN0BaTeIbHOCTh U3 TPEX OCHOBA-
HUil, Ha3bIBAEMYI amuxodoHom (puc. 26.2).
Antukonon TPHK y3HaeT xodon, T.e. KOM-
MJEMEHTApHYIO TOCIeI0BaTeIbHOCTh U3 TpeX
ocHoBanuit B MPHK.

26.2. AMMHOKHUCJOTbI KOAUPYIOTCS TpynmnaMu
U3 TpExX OCHOBaHMﬁ, HaYUHaAdA CO CTpOro
onpeaeieHHO TOYKH

Tenemuyeckuii ko0 CBSI3bIBAET TIOCIENOBA-
TeJbHOCTh ocHoBaHuit B JHK (unmm B co-
OTBETCTBYIOLIMX TPAHCKPUIITAX) U MOCJIEI0Ba-
TeJbHOCTh aMUHOKMCIOT B Genkax. K 1961 T.
6saromaps akcnepuMmeHtaM Ppancuca Kpuka,
CunnHes bpennepa (Francis Crick, Sydney
Brenner) u napyrux wuccienosatesieil ObUIM
YCTAHOBJIEHBI CJIEAYIOLIME CBOWCTBA TeHETUYE-
CKOTO Koja.

1. Yemy pasno kodupyrwuee omHouteHue?
[Mockonpky B IHK mmeercsa deTsipe Bua oc-
HOBaHWUii, TO P KOAMPOBAHUMU OJHON amu-
HOKMCJIOTHI OAHWM OCHOBaHUEM MOTJIO OBl
KOAMPOBATbCS BCETO JIMIIb YEThIPE aMWHO-
kucnoTel. [Ipn KonupoBaHUU OZHOW aMUHO-
KUCJIOTHI IByMsI OCHOBaHUSIMU KOAMPOBAIOCH
Obl 16 amuHoKuCIOT (4+4=16), a pu Koau-
pPOBAHUU TPEMSI OCHOBAHUSMU - 64 aMUHOKUC-
J0Thl (444 = 64). benku cocTOSIT U3 OBaj-
LIaTU aMMWHOKMCJOT OCHOBHOTO HabOopa. W3
3TOT0 HECJIOXHOTO ToAcYeTa OBIJIO OYEBUIHO,
YTO JJ151 KOAUPOBAHUS OJHOW aMUHOKUCIIOTHI,
BUAMMO, HEOOXOAMMBI TPU MU 0Oojiee OCHO-
BaHWUil. [eHeTMUeCKME SKCTIEPUMEHTHI ITOKa3a-
JIU, UYTO Ha camom oOene 00HY AMUHOKUCAOMY
Kodupyem epynna u3 mpex OCHO8QHUL. Ita
rpyrnna OCHOBaHWI HA3bIBACTCS KOOOHOM.

2. Heasemcs au ko0  nepekpoisaiougumcs’?
B cnywyae HempepbiBalolEerocsi TPUILJIETHOTO
KoJla Kaxjaas Tpyrnra M3 Tpex OCHOBaHWii KO-
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Puc. 26.1.

Puc. 26.2.

[MpucoearHeHe aMUHOKHUCIOTHI
(TmoKkazaHa KpacHBIM  IIBETOM)
Kk mojekyine TPHK. AmMunokuc-
Jlota cBsi3aHa d(UPHOI CBS3BIO
¢ 3'-ruApOKCWIbHOI  TpyIMoii
KoHLeBoro aneHosuHa PHK.
Monekyna TPHK, Hecymas xo-
BaJICHTHO MPUBS3aHHYIO aMUHO-
KUCJIOTY, Ha3bIBaeTCsd aMHUHOAa-
umn-TPHK  wnm  «HarpyxeHHas»
TPHK, a TPHK 6e3 amuHoxuc-
JIOTBI - «HEHArpyXeHHas».

CxeMmaTuyeckoe  M300paxxeHUe
amuHoaumia-TPHK. Tloka3zaHbl
y4acTOK MPUKPENJeHUSI aMUHO-
KHCJIOTHI U aHTUKOIOH (Y4acTOK
y3HaBaHUS MaTPULIBI).



IUpYeT TOJbKO OAHY aMUHOKMCJIOTY, TOrma
KaK B cllyyae MOJHOCTBIO TepeKpbIBAIOIErocs
TpunjetHoro koga ABB kxomupyer mnepByio
amuHokuciaoty, bBI'-Bropyto, BI'JI-TpeTbio
u T.A.

DTy aAWIeMMYy YHaJoch pPEUIUTb MyTeM
omnpeeNeHus TMOC/e0BaTeIbHOCTH  aMUHO-
KUCIOT B MyTaHTax. [Ipeamonoxum, 4yTo oc-
HoBaHue B myrtupoBano B B. Ecium kxom He
TepeKpbiBaeTCs, W3MEHUTCS TOJbKO OfiHA
aMuHokuciaora. [Ipu TOMHOCTBIO TEPEKpPHI-
BalolieMcsa Kome MyTtauumsi B B B' mpusenmer
K U3MEHEHUI0 aMUHOKucaoT 1, 2 u 3. Usyue-
HUE TOCJeN0BaTeIbHOCTM aMWUHOKHUCIOT Oe-
Ka 000JJ0YKM MYTAaHTOB BUpyca TabauyHOUW MoO-
3aMKM T[0Ka3ajio, 4YTO Yy OTUX MYTAHTOB
M3MEHEHHON OOBIYHO OKa3blBajlach TOJbKO
oHAa aMUHOKMCcIOTa. HamoMHUM Takxe, 4TO
KaK yXe TOBOPUJIOCH NMPU OOCYXIEHHUU aHO-
MaJbHbIX TeMOTJIOOMHOB B TJI. 5, U B 3TOM
cilyyae y OOJBIIMHCTBA MYTAaHTOB IPOMCXO-
IWJIO U3MEHEHUE TOJIbKO OJHOW aMWHOKUC-
Jotel. OTcrofa ObUI clieJlaH BBIBOI, YTO 2eHe-
muyeckuil K00 He nepekpvleaemcs:

3. Kakx npoucxooum npasuavrHoe cuumolea-
Hue epynnol u3 mpex ocHosanuii? A priori on-
Ha U3 BO3MOXHOCTEWl COCTOMT B TOM, 4YTO
OIHO U3 YeThIpeX OCHOBaHUi1 (OHO 0OO3Haue-
HO Q) CIYXUT «3amlsToi» MeXAy TpylrnaMu
MO TPU OCHOBAHWSI:

... QABBQIIIEQX3UQKJIMQ. . .

OKaSaJ'[OCb, yTO0 3T0 He Tak. [locaedosamens-
HOCMb OCHOB8AHULI uUmMaemcss Nnocae008amenb-
HO, HA4UHAasdA CoO cmpoco OI’lpeae/leHHOﬁ mouKu:

3angaTreix B Kome HeT. Ilpenmmonoxmm, dTO
B pe3yJabTaTe MYyTallUM IIPOM3OILIA IelIeIus
ocHoBaHug X:

[lepBble 1Be aMWHOKHMCIOTHI B 3TOM MOJUTIIEM-
TUOHOM 1emnu OyayT HOPMaJbHBIMU, HO
OCTajJibHasl TTOCJICIOBATEIbHOCTh OCHOBAHMWIA
OyIeT MpoYMTaHa HeNpPaBUIbHO, TaK KakK B pe-
3ynabTate gejeunu XK npouszowes cosue pamxu
cuumviganus.  Temepb  TPEANONOXUM,  YTO
Mexay E u XK mo6aBunoch ocHoBanue III:

Dra BCTaBOYHAs MYyTallMsl TakKXe Hapylaet
paMKy CUMTHIBAaHUS, HauMHasl ¢ KOJOHA aMu-
HOKUCJOTH 3. B meiicTBUTENbHOCTH T'eHETHUYe-
CKME WCCeNOBaHUS BCTaBOYHBIX U  Jeje-
HMOHHBIX MYTaHTOB TIO3BOJIMJIM BBIICHUTD
MHOTHE CBOWCTBa T€HETMYECKOTO KOIa,

4. Kak yxe OBLIO CKa3aHO BHIIIE, CYIIe-
cTByeT 64 BO3MOXHBIX TPUILIETA OCHOBaHUIA
n 20 amuHokucaor. CoOOTBETCTBYeT JM Ka-
Xm0l u3 20 aMUHOKUCIOT TOJBKO OAWH TPH-
IJIeT, WJIX HEKOTOpble aMUHOKHUCIOTHI KOIM-
pyloTcsi Gonee 4em omHMM Tpurietom? [eHe-
TUYECKUE MCCIeNOBaHUs MOoKa3aiu, YTo 00Jb-
IIMHCTBO U3 64 TPUILIIETOB KOIUPYIOT aMUHO-
KUCJIOTH. B mocneayoommx OMOXMMUYECKUX
ucclieJOBAaHUAX OBLJIO YCTAaHOBJIEHO, 4TO 61
TpUIIeT U3 64 KoaupyeT onpeacJeHHbIE aMU-
HOKUCIOTE. TakuM oOpa3oM, 011 O6oabuiut-
cmea amuHoKucaom umeemcsi 0onee 00HO20
K0006020 cn06a. JIpyrMMU clOBaMM, TeHETUYE-
CKMI KOH 6bipodcoeH.

26.3. PacumdpoBKa reHeTHYECKOro Koja:
cunteTnyeckue PHK moryr cayxurts
undgopmanuonnsivu  PHK

KakoBo cooTHomeHue MexXny 64 BUmZaMHU KO-
IOBEIX ¢jioB 1 20 amMmumHOKUCcIOoTaMu? B mpuH-
IMIIe Ha 3TOT BOMPOC MOXHO MOJYYMUTb Ipsi-
MOIf OTBEeT, €CJIM CpPaBHUTh IIOCJIedOBaTEJb-
HOCTb aMHMHOKMCJIOT B KakoMm-JIubo Oejke
C COOTBETCTBYIOIEH  MOCIEN0BATENbHOCTHIO
ocHoBaHuit ero reHa wiu MPHK. Opnako
B 1961 r. aTOT Momxom OBUT COBEPUIEHHO He-
JNOCTYIIEH, TaK KaK O TOCJIeI0BaTEIbHOCTIX
OoCHOBaHUII B reHax u Mojekyiaax MPHK Hu-
4yero He ObUIO M3BECTHO. Torma Ka3anoch, 4TO
npobJjieMa TEeHEeTUYEeCKOro KoJa He MOXeT
OBITh pellleHa B OJIM3KOM OydylleM, HO BHe-
3allHO CUTyalusl u3MeHunacb. Mapmann Hu-
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penOepr (Marshall Nirenberg) o6HapyXum,
yto dobasaenue noauypuousrama [poly(U)]
6 OeckaemouHyl cucmemy cunmesa Oeaka npu-
6odum K cunme3y noaugpenunansanuna. QOde-
BUIHO, poly(U) BeimosHWI (PyHKIHMIO MHMOp-
marmonHoir PHK. IlepBoe xomoBoe cioBO
6buto pacumdposanHo: UUU koaupyeT deHu-
JlaJJaHUH OTOT 3aMeyvaTesbHbIil 9KCIIepUMEHT
yKaszaja MyTh K TMOJHOUW pacuimdpoBKe reHeTu-
YEeCKOro Koja.

O6cynuMm Oosnee MOAPOOHO 3BTOT  3MO-
XaJIbHBI BKcrepuMeHT. B kauyecTBe aByX oc-
HOBHBIX KOMIIOHEHTOB ObLIM UCIOJb30BaHBI
OeckJIeToyHasi cUCTeMa, aKTUBHO CHHTE3UpPO-
BaBIllasi OeoK, M CHUHTETUYECKU IOJUpudo-
HYKJIEOTH], CHITPaBIIUN POJIb MHGOOPMAIIMOH-
Hoit PHK. beckierounas cucremMa cuHTe3a
Oenka ObUta mosdydyeHa u3 E. coli cienyomum
obpa3oMm. bakrepuaabHble KIETKM OCTOPOXHO
paspyuianau, TnepeMajibiBasi ¢ TOHKO HM3MeJb-
YEHHBIM MTOPOILIKOM OKHUCH aJIFOMUHUS, YTOOBI
MOJYYUTh KJIETOYHBIM COK. 3areM OOpBIBKU
KJIETOYHOW CTEHKM M KJIETOYHOW MeMOpaHbI
ynansiu ueHTpudyrupoBaHueMm. B pesynbra-
Te€ TOoJiydaldd BKCTpakT, conmepxamuit JIHK,
MPHK, TPHK, puGocombl, (pepMeHTH M Ipy-
rve KJeTOYHble KOMMOHEeHTHhl. [Ipu mobaBie-
Huu ATP, GTP u amuHoKucior B 3Toil Gec-
KJIETOYHOW CHUCTEME CHUHTE3UpOBaICS OeNoK.
Ilo «kpaiiHeit Mepe ogHa U3 O00ABJICHHBIX
AMUHOKMCJIOT ObUla PaJIuMOAaKTUBHOM, 4TO Jda-
BaJI0O BO3MOXHOCTb OOHApyXHUTh €€ BKIIOYE-
Hue B Oelok. DTy cMech MHKYOUpOBaIu TpU
37°C npumepHo B TeueHue 1 4. 3arem moba-
BJISUIM  TPUXJIOPYKCYCHYIO KMCIJIOTY, YTOOBI
OCTaHOBUTH peakiuio U ocaauTh Oenku. [lpu
9TOM CBOOOJHBIE AMWHOKMCIOTBI OCTaBaJUCh
B HajocanoyHoii dpakiuu. Ocanok MpoMbiBa-
JIM M TIPOCUUTHIBAIM €ro pPaTrOaKTUBHOCTb,
ornpenensis TaKUM 00pa3oM CKOJIbKO MeueHOM
aMUHOKMCJIOTHl BKJIIOYWIOCH B HOBOCHUHTE3U-
poBaHHBIN Oenok. BaxHasi ocoOEHHOCTh 3TOM
CHUCTEMbl COCTOMT B TOM, UYTO CHUHTE3 Oejika
MOXHO OCTaHOBUTH HOOABJIIEHUEM 1E€30KCUPU-
OOHyKJIea3bl, paspyllalouleil MaTpuilbl s
cuHte3da HoBeix MPHK. [Ilockoiabky Ta
MPHK, koTopasd yxe wuMmenacb B CMeCH KO
BpeMeHU N100aBJICHUS JIe30KCUPUOOHYKIIEashbl,
JlabubHa, CHHTE3 Oejlka MOXHO TIpeKpaTUTh
B TeUeHHE HECKOJIbKUX MHUHYT. 3atreM HupeH-
Oepr oOHapyXuJj, YTO CUHTE3 Oelka BO300HO-
BISIETCSI TpU  NOOABJIEHUM HEOUMIIEHHOM
¢pakumn MPHK. Takum o6pasom, B pykax
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HupenGepra Obuta 6Oecknemounas cucmema
cunmesa Oeaka, 3aeucawas om 000aéieHUsA
MPHK.

JdpyruM BaXHEWUIIUM KOMITIOHEHTOM B 3TOM
BKCIEPUMEHTE OB CUHTETMUYECKUN TOJUPU-
oonykieorun poly(U). Poly(U) cuHtesupona-
JU C TIOMOIIBIO  HoAuHyKaeomud-gocgopu-
aasvl - PepMeHTa, OTKpbITOro B 1955 1. Ma-
puanHoit I'proHOepr-Manaro u CeBepo Odoa
(Marianne Grunberg-Manago, Severo Ochoa).
DTOT (PepMeHT KaTaau3upyeT CUHTE3 IMOJUPU-
OOHYKJICOTUIOB U3 pUOOHYKIeo3uaaudocda-
TOB:

(PHK), + Pubonykineosunaudocdar
(PHK) + P.

n+l

[Momunyxkneotun-dochopunaza u PHK-momm-
Mepaza KaTaJu3UPYIOT COBEpIIEHHO pa3-
JINYHbIE peakuuu. B mpuBeneHHON peakuuu
aKTMBMPOBaHHBIMU MPEIIIECTBEHHUKAMU CITy-
XaT puboHykieosugaudocdarel, a He TpU-
docharer.  IIpomykr peakumu - optrodocdar,
a He mupodocdar. CiaemoBareabHO, paBHOBE-
cMe B peakilMMd HE MOXET ObITh CABUHYTO
BIpPaBO B pe3ysibTare ruaposnusa nupodocda-
Tta. B camom nene, in vivo paBHOBecue CIIBU-
HyTO B cTtopoHy pacnaga PHK, a He ee cuH-
Te3a. [IpUHLMINMATBHOE OTJIUYUE COCTOUT
B TOM, 4YTO HOAUHYKAeomud-gocgopuraza He
ucnoavzyem mampuysl. CoctaB PHK, cunTe-
3UPOBAHHON 3TUM (PepMEHTOM, OIpeaeiseTcs
COOTHOIIIEHUEM PUOOHYKJIEOTUIOB B MHKYOa-
IIMOHHOM CMeCH, a MoCJeN0BaTeIbHOCTh OI13-
Ka K ciydyaiiHoii. biaromapss sToMy mHOJMHY-
kineotun-docdhopuiaza okazanach lEHHEH-
IIMM WHCTPYMEHTOM B 3KCIIEpUMEHTaX IO
pacuiudpoBke reHernyeckoro komaa. Hampu-
Mep, poly(U) cuHTe3upoBanu, UHKYOUPYS
B TPUCYTCTBUU (hepMEHTa DPACTBOP BBICOKOW

Puc. 26.3. CuHTte3 0Oenka B OCCKICTOYHOM
CHCTEMEe OCTAaHABJIMBAETCS Yepes3
HECKOJBbKO MMHYT IIocje moba-
BJIEHUs J1€30KCUPUOOHYKJIEa3bl
1 BO30OHOBIISICTCS TIpU 100aBje-

Huu MPHK.



koHueHTpanuuu UDP. ComomuMepsl ABYX pu-
oonykineotnaoB, Hampumep U m A, co ciy-
YaiiHO  TOC/IeNO0BaTEIbHOCTBIO  TOTOBUJIM,
takke wumHkyoupys UDP u ATP c¢ stum
¢depMEHTOM.

PaznuuHble cUHTeTMYECKHME PUOOHYKIIEO-
TUIbI BBOAWUIN B OECKJIETOUYHYIO CUCTEMY CUH-
Te3a Oesika M M3MEepsUIM BKIIIOYEHHWE MEYEHHO-
ro “C L-cdbernnananuna. Pe3yapTaTsl oKa3sa-
JINCh MTOPa3UTEIbHBIMU:

JloGaBeHHbIT “C, uMm./MuH
TOUHYKJIEOTH

Kontpoib 44
Poly(A) 50
Poly(C) 38
Poly(U) 39800

ToT e OKCHepUMEHT ObUI MpoaeiaH
C pazsIMYHBIMU ‘C-aMUHOKHCIOTAMU B Ka-
XIOM MHKYOaIMoHHOM cMecr. OKa3anoch, 4TO
poly(A)  ewi3viéaem  cuHme3  NOAUAUBUHA,
a poly(C) - cunmes noaunpoauna. Tak ObLUIO
pacimdpoBaHO TPM KOTOBBIX CJIOBa:

Tabmuua 26.1. OxugaemMas  BCTPEYAEMOCTh
B caydaitnoM comoymmepe U (0,76) u G (0,24)

TPHILIETOB

Tpumner BepostHoCTh OtHocu-
TeNbHAs
BCTpeyae-
MOCTb, %
uuu 0,76+0,76+0,76=0,439 100
UuG 0,75+0,24+0,24= 10,139 31,6
UGU 0,76+0,24+0,76=0,139 31,6
GUU 0,24+0,76+0,76=0,139 31,6
UGG 0,760,24+0,24 = 0,0438 10,0
GUG 0,24+0,76+0,24 =0,0438 10,0
GGU 0,24+0,24+0,76 = 0,0438 10,0
GGG 0,24+0,24+024=10,0138 31

Komnosoe ci1oBo AMEHOKHCTOTA
Uuu Dennnananny
AAA JIm3nn

CCC [pomun

Konosoe cioBo GGG HEBO3MOXHO OBLIO
pacidpoBaTh TaKUM Xe 00pa3oM, MOTOMY
gyro poly(G) He paboTtaeT B KayecTBE Ma-
Tpullbl. BO3MOXHO, 3TO OOBSCHSETCS TeM,
YTO OH 00pasyeT TPEeXUeMOYeUHYI0 CIUPab-
HYIO  CTPYKTYypy. IloaupuGOHYKICOTHIHI,
obpasylolire NPOTSXKEeHHbIE YIaCTKHU C YIOpsi-
JIOYEHHOM CTPYKTYpPOii, He 3 (HEKTUBHBI B Ka-
YecTBe MaTpuIl JIJis CUHTe3a Oelka.

26.4. CocTaB KOJOHOB MHOTMX AMHHOKMNCJIOT
ObL1 ompenejieH C NOMOILIBIO CONMOJMMEPOB

B KayecTBe MAaTpHIL

Jist manbHERIero uU3ydeHus TeHETHUYECKOro
KoJa ObLUIM MCIIOJIb30BaHbI B KayeCTBE Ma-
TPULL TOJUPUOOHYKIICOTUIBI, COCTOSILNME U3
OCHOBaHWIi NBYX TUIOB. Hampumep, ciy-
vaiiHelil conoauMmep U u G COOEPKUT BOCEMb

pasmuunbix TpumiaeroB: UUU, UUG, UGU,
GUU, UGG, GUG, GGU u GGG. OtHocu-
TEJIbHYIO YacTOTy 3THUX TPUIUIETOB MOXHO
JIETKO BBIYMCIINTDb, UCXOIsl U3 MOJISIPHOTO CO-
otHomienuss U u G B comomumepe. OHO co-
crapisuio  0,76:0,24  (tabn. 26.1). OrtHocu-
TEeJIbHOE BKJIIOUEHWE Pa3IMIHBIX aMHHOKHC-
JIOT B IIPUCYTCTBUM 3TOM MATPHUIIBI IIPUBEIS-
HO B TaOm. 26.2. B HauGosblleil creneHu
BKJTIOUAJICSI, KAK M MOXHO OBLIO IIpemroia-
ratb, (eHwIaJlaHuH, Tak Kak Tpuruier UUU
BCTpeYasiCsl 4allle Bcero. 3aTeM IId BajvH,
JICUIIMH M LIMCTeWH. YPOBEHb WX BKIIIOUCHMUS
COCTaBJIsUI 4yTh OOJIbIIIE TPETH OT BKJIIOUCHMS
¢deHUIamaHMHA, YTO COOTBETCTBYET BBIUMC-
JICHHO 4YacTOTe BCTPEYaeMOCTH TPUIUIETOB,
comepxammx aBa U m omHo G. Bxkiouenwne
NPYTMX aMUHOKUCJIOT OBUIO OYeHb HU3KUM.
Orcioga ObUI chelaH BBIBOM, YTO BdAUH, Aeli-
YUH U yucmeun Kooupyromes KoOoHamu, cooep-

TaOnmuua 26.2. BKiioyeHne aMHHOKHCIOT B NMPHCYTCTBHH
cayyaiinoro comommepa U (0,76) u G (0,24)

AMUIHOKMCIIOTA OTHOCHTENb- CocTaB €OOT-
HOE BKJTI0Ye- BETCTBYIOILETO
Hue, % KOIOHA

Dennnanannn 100 Uuu

Bamin 37 2U, 1G

Jleityn 36 U, 1G

Hucrenn 35 2U, 1G

Tpunrodan 14 1U, 2G

Tmayn 12 1U, 2G

26. TI'eneTn4ecKuii Koa.
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acawumu 2U u 1G, a mpunmogan u eauuun
Kodupyromesi  KOOOHamMu, Komopble cooepicam
1U u 2G.

DKCIIEPUMEHTHI TOrO K€ TUIA IPOBOIUIU
U C APYTMMHU CIIydalHBIMU COIOJIMMEpPAMU,
a umenHo ¢ UA, UC, AC u AG, a Takxe
¢ UGC, AGC, UAC u UAG. TakuMm obpa3om
B Jrabopatopusix Hupenbepra m QOuyoa ObLI
ompefeseH cocmaé KOIOHOB, COOTBETCTBYIO-
myx Kaxmo m3 20 aMUHOKUCIIOT.

26.5. TpyHYK/I€OTHIBI CIIOCOOCTBYIOT
CBSI3bIBAHMIO onpeneieHHbx MoJekyil TPHK
¢ pudocomMamMm

[Mpu Kcnonb30BaHWU CMEIIAHHBIX COIOJIMME-
pPOB B KayecTBe MAaTpHUl] yJaJIOCh YCTAHOBUTH
cocmaé K00OH08, COOTBETCTBYIOIIMX OIpee-
JICHHBIM aMUHOKUCIIOTaM, HO He ux nocaedo-
seameavocms (kpome UUU, AAA u CCC).
Kak yxe roBopuioch, BalWH KOIUPYETCS
tpumieroM u3 2U u 1G. Kakoii ke 310 Tpu-
miaer: UUG, UGU mwimm GUU? OtBer Ha
3TOT BOMPOC ObUT TMOJIyYeH C TMOMOIIBIO JBYX
COBEPILEHHO Pa3IMYHbIX 9KCTIEPUMEHTAIbHBIX
MOAXOMOB: BO-TIEPBBIX, C HCMOJb30BaHUEM
CUHTETUYECKUX MOJTUPUOOHYKICOTUIOB C yIIO-
PSIOYEHHOM TOC/IeJ0oBaTeIbHOCThIO U, BO-
BTOPBIX, C TOMOUIBIO 3aBUCUMOTO OT KOJOHA
cnenuguyeckoro cBsi3biBaHus Mojekys TPHK
¢ pubocoMaMmu.

B 1964 r. HupenGepr ycTaHOBUJ, 4TO mpu-
HYKAe0mUodbl cnocobcmeyrom CBSA3bIBAHUI)
onpedenennvix moaexyn mPHK ¢ pubocomamu
6 omcymcmeue cunmesa Oeaka. Hampumep, no-
o6aBieHue pUpUpU BeI3bIBaCT CBSI3bIBAaHUE
¢enunananuHoBoit TPHK, a pApApA 3Hauu-
TEJbHO YBEJIWYMBAET CBSI3bIBAHUE JTM3UHOBOM
TPHK, kak u pCpCpC - cBsI3bIBaHUE IIPOJIU-
HoBoii TPHK. JIuHyKn€eoTUIbl HE CTUMYJIU-
pyiot cBs3biBanug TPHK ¢ pubocomamu. Dtn
paboTHl TIOKa3aliM, 4YTO MpuHyKseomuo (Kak
u mpuniem 6 MPHK) cneuyugpuuecku ces3bi-
eaemcs ¢ onpedesennoil monekyroiu mPHK,
015 KOmMOpOl OH 5645emcs KO0O0BbIM CAOBOM.
bein paspaboTtaH TNpPOCTOMl M OBICTPBIA TECT
Ha CBSI3bIBAHME: CBSI3aHHBIE C PUOOCOMaMU
monekyinsl TPHK 3amepxuBaiorcs Ha HUTpO-
LIeJUTIONIO3HOM (WIbTPE, a HECBSI3aHHBIE MO-
nexkynsl TPHK mpoxomsar yepe3 ¢punbtp. His
TOrO 4YTOOBI ONpENeUuTh, KAKMUE MUMEHHO MO-
nexkyabl TPHK cansitcs Ha ¢uiabtp, ucnosib-
3oBasi MoJiekyael TPHK, Hecymme ompene-
JIEHHYI0O aMUHOKUCIOTY, MeueHHylo "“C.
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C IIOMOIIBIO METONOB OPraHMYECKON XU-
MUUA U OMOXMMWMHU OBLIM CUHTE3UPOBAHEI BCE
64 tpunyneoruza. s KaxXmaoro TPUHYKIIEO-
THOA OBLJIO TIPOBEPEHO CBSI3BIBAHME MOJIEKYTT
TPHK, cootBercrByronmmx BcemM 20 amMuHO-
kucioram. Hampumep, ObIIO IMoKa3zaHO, 4TO
pUpUpG cTuMynupyeT CBS3bIBAHUE TOJIbKO
neitumHoBoit TPHK, pUpGpU -Tonbko 1u-
creuHoBoii TPHK, a pGpUpU - cBsi3bIBaHME
ToJibko BannHoBoit TPHK. Ortcioma Obu1 che-
maH BeIBoA, 4to Komonnl UUG, UGU
u GUU cooTBeTCTBYIOT JEUIUHY, IIUCTEUHY
U BaJWHY CcOOTBeTCTBeHHO. C HECKOJBKUMU
KOZOHAMHM He ObLIO MOJYyYeHO MU30MpaTeIbHO-
ro cBs3bIBaHUS Kakoit-nmnoo TPHK, Torma xak
C HECKOJIBKUMHU APYTMMH CBSI3BIBAJIOCH Ooliee
ogHoit TPHK. JIng OonblIMHCTBA KOJIOHOB
ObLIM IOJyYEeHBI BIOJIHE YETKHE PE3yJbTaThl.
B o0mem 3TOT mpocToif M 2JIeTaHTHBINA TOMI-
X0 TIO3BOJIUJ pacmudpoBaTh okojio 50 Ko-
JIOHOB.

26.6. Eme oayiH MHCTPYMEHT pacmm@poBKH
KO/IA - COMOJIMMEPbI C OmNpeaeIeHHOI
MOCJIEA0BATEILHOCTHIO

[TpumepHo B 1O ke Bpemsi I'obunny Kopane
(Gobind Khorana) ymamoch CHUHTE3MpPOBaTh
MOJUPUOOHYKICOTUABl C OMNpPEeneeHHOM Mo-
BTOpSIIOLIElCS TocaenoBarepHocThio.  Coue-
Tasi METONIbI OPraHUYecKOi XUMUU U (epMeH-
TaTUBHBIE METOIbl, OH CHHTE3UPOBaI DS
COTOJIMMEPOB C TMOBTOPSIIOIIEHCS TOCIen0Ba-
TEJbHOCTBbIO U3 JBYX, TPEX M YETBIPEX OCHO-
BaHuii. PaccMoTpum, K TIpuMmepy, CTpaTervio
cunre3a poly(GUA). Bror ymnopsmodeHHBIN
COIOJIMMEp HMeeT IOCJIe0BaTeIbHOCTD

GUAGUAGUAGUAGUAGUAGUAGUA...

IMpexne Bcero KopaHa cuHTe3MpoBall ¢ TO-
MOIIIbIO METOMOB OpPraHUYeCcKOil XUMUM [ABa
KOMILJIEMEHTAPHBIX [€30KCUPUOOHYKIIEOTH A
no AeBATh HykieoTunos anuHoit: d(TAC), u
d(GTA),. 3ateM 3TM ABa OJIMIOHYKJIEOTHIA
OBLIM WKCTIOJNIb30BaHBl B KauecTBE MAaTPUIIbI
s cuHTe3a muMHHBIX nerneil JHK n3 geTwr-
pex ne3oKcuHykiaeo3uarpudocdaTon noa nei-
crBuem JIHK-nonumepassl 1. Hu onuH onu-
TOHYKJIEOTUJ B OTACIBHOCTU He ObLT 3(pdek-
TUBHOI MaTpuueii. Eciam ke mpucyTcTBOBaiu
oba onuronykieorunga, To d(TAC), cayxun

Matpuueii st cuHTe3a poly(dGTA), a
d(GTA),-nns  cunreza poly(dTAC). BOtu
IvHHbIe KoMmIuiemeHTapHble JIHK  obpa-

30BbIBaJIM OIBYXCIIUPAJTIbHBIC MOJICKYJIbI. Cre-
AYIOIIWUM 1IaroMm ObL10 MOJMYYCHHUEC OJIMHHBIX



Puc. 26.4. Lens aT0i ABYyXCITUpaIbHON Ma-
tpuuHoit JIHK, KoTopas noixHa
TPaHCKPUOUPOBATHCS,  OTpese-
Jgercsi HabopoM pUOOHYKIIEO-
3uaTpudocdaToB B UHKYOAIMOH -

HOI cMecH.

NOJVPUOOHYKIEOTUAHBIX LIETeil C MocaenoBa-
TeJILHOCThIO, cooTBeTcTByIoMIeir poly (dATAC)
u  poly(dGTA). [Ixs  astoro  IyIJjekc
poly(dTAC): poly(dGTA) wucnonb3oBaiu
B KauecTBe Martpullsl niass PHK-monumepassr.
Hens JHK nmisi TpaHCKpUNLIIMU MOXHO BbI-
OpaTbh, m00aBASAS TPU MOAXOASIIUX PUOOHY-
kaeo3uaTpudocdara. Ecim B MHKyOaUMOH-
Hylo cMmech go6aButh GTP, UTP u ATP, ro
Ha matpuuHoit uenu poly(dTAC) cuntesu-
pyeTrcsi TOJUPUOOHYKJIEOTUAHBIN TPOAYKT
poly(GUA). pyrasg nemp He TpaHCKpUOU-
pyeTcs, Tak KaK He XBaTaeT OAHOTO M3 Heoo-
xonuMmbix cyberpatoB - CTP. Eciu xe mnobGa-
sutb CTP, UTP u ATP, TO0 Ha napyroi
MaTpudHoOil menu cuHTe3upyercs poly(UAC).
WUrax, opeanuueckuii cunmes u 6cned 3a HUM
MmampuuHslii cunme3 ¢ nomouwvio JHK-noau-
Mmepaszvl u PHK-noaumepassl nozeoauau cur-
mesuposams 06a OAUHHBIX NOAUPUOOHYKACOMU-
da co cmpoco onpedeneHHOU NOBMOpAIOWENCA
nocaedosamenvHocmvio ocHosanuil (puc. 26.4).

DTU peryasipHble COIMOJUMEPH ObLIU UC-
MOJb30BaHbl B KAUECTBE MaTPUIl B OECKIIETOY-
HOIi cucTteMe cuHTe3a Oenka. PaccmoTpuMm He-
KOTOpBIE pe3yJbTaThl TAKOTO JKCIEePUMEHTA.
CononMep, COCTOSIINA M3 YepeayIoIIeics
MOCJIeI0BaTeIbHOCTU  JBYX OCHOBaHUii - A
u b:

ABA | BAB | ABA | BAB | ABA |. . .

COIEepPXKUT KOAOHBI ABYX BUIOB - ABA u BAB.
[TosToMy mNOMMNENTUAHBIA TPOAYKT IOJKEH
MpeNCTaBIsATh COOOM uepenylollytocs Tocie-
JIOBATEJILHOCTh U3 JBYX aMUHOKHUCIOT (COKpa-
LIEHHO OOO3HAUYEHHBIX aK, U aKk,):

Crout i1 Ha N-KOHIIe MOJUTENTUIHOTO TPO-
IyKTa aK, WJIMH akK,, 3aBUCHUT OT TOTO, Ha-
YUHAETCS U paMKa CYMTHIBaHUs ¢ A wiu ¢ b.
ECHI/I B Kay€CTBC MaTpULbl MCIOJb30BaIN
poly(UG), TOo cuHTe3upoBajcs MOJUMEITUI
u3 vepenyromuxcsa BaiuHa (Val) m umcrenHa

(Cys):
UGU|GUG|UGU|GUG|UGU|GUG

DTOT pe3yabTaT OOHO3HAYHO IOKa3bIBal TPHU-
MJIETHOCTh KOJAa M TOKa3bliBaj, 4YTO OAWH U3
tpurieroB - UGU unu GUG - kogupyer 1u-
CTeMH, a Jpyroii-BaauH. B coueraHuu
¢ JaHHbIMM TI0 cBs3biBaHMIO TPHK OblIO
oueBuaHo, uyto UGU xomupyer UUCTEeUH,
a GUG - BamH. B mpuCyTcTBMM HEKOTOPHIX
YepenyoIIuXxcs COMOJMMEPOB M3 IBYX OCHO-
BaHUU MPOUCXOAUII CUHTE3 CIACAYIOIIMX TOJIU-
METITUIOB:

Marpuua [Tponykr CMBICT KOIOHOB
Poly(UC) Poly(Ser-Leu)
Poly(AG)  Poly(Arg-Gln)
Poly(AC) Poly(Thr-His)

PaccmoTpum Temeph MaTpuily, COCTOSIIYIO
U3  TOBTOpSIOIIEICS  MOCIenoBaTeIbHOCTH
Tpex ocHoBaHuii, monu(ABB). Ecmu pamka
CUMTBHIBAHUS HAUMHaeTCs ¢ A, obpasyrouiuiics
MOJIMMETNITUI, NOJKEH COAepXaTh aMUHOKHUC-
JIOTYy TOJBKO OJHOTO BMIA, KOAUPYEMYIO TpU-
mietom ADBB:

26. T'enermyeckuii Koz.
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Ecmu paMKa CUYUTbIBAHUA HAYUHACTCA C B,
CI/IHTCBI/IpYIOHIHﬁCH NOJIUIICIITUA OOJIKEH CO-

IepXaTh OPYTYI0O aMHUHOKHUCIOTY, KOIUpPYe-
Myio TpumuietoM BBA:

Ecnu xe pamka cuMTbIBaHUSI HauMHaeTcs ¢ B,
JOJKeH 00pa3oBHIBATHCSI MOJUIENTUI TPETh-
€ro THIIa, CONEPXAIINN aMUHOKHUCIOTY, KOIH-
pyemyio tpuruietom BADB:

TakuMm o0pa3oM, TpeAroiaraeMble  TIpo-
JOYKTBI - TPU  Pa3JIMYHBIX TOMOTIOJUIENTHUAA.
JleiicTBUTETbHO, WMEHHO TaKo¥ pe3ynbTaT
nojyyajicss B ciayyae OOJBIIMHCTBA MAaTpPUIIL,
COCTOSIIUI W3 TOBTOPSIONIECS TMOCIen0Ba-
TebHOCTU Tpex HyKjaeoTunoB. Hampumep, Ha
poly(UUC) cuHTe3upoBaiuch nonudeHumana-
HWH, TIOJJUCEPUH ¥ TIOJUICHIINH. DTOT pe3yiib-
TaT B COYETAHUM C pe3yJbTaTaMM IPYTUX IKC-
nepuMeHToB mokaseBan, 4To UUC xomupyer
denmnananua, UCU-cepun u CUU-neiinuH.
[MonumnenTuabl, KOTOPblE CUHTE3UPOBAIUCH Ha
IpYrMX MaTpulax 3TOro TWUMA, MPUBEAECHbBI
B Tabn. 26.3. O6pature BHUMAaHUE, YTO
B mpucyrctBun poly(GUA) u poly(GAU)
TIPOUCXOAMII CUHTE3 IBYX, a He TpeX TOMOIIO-

Tab6auua 26.3. ToMONOJIHNENTHAbI, CHHTE3UPYIOUIMECS HA
MaTPHIAX, KOTOPbIE COCTOSAT H3 MOBTOPSIIOMMXCS MOCJIEN0BA-
TeJIbHOCTell TPUHYKIEOTHI0B

Marpuna CHHTE3UpPYIOLIMECS TOTMIeNTHIbI
Poly(UUC) Phe; Ser; Leu
Poly(AAG) Lys; Glu; Arg
Poly(UUG) Cys; Leu; Val
Poly(CCA) Gln; Thr; Asn
Poly(GUA) Val; Ser
Poly(UAC) Tyr; Thr; Leu
Poly(AUC) Ile; Ser; His
Poly(GAU) Met; Asp
Yactp IV.

74 Nudopmanus

JUTIeNTUAOB. [IpUYnHa 3TOTO SIBIEHUS CTaHET
sCHa 4yTh HUXE.

KopaHa cuHTe3MpoBal TakxXe psI COTIONHU-
MEpOB, COCTOSIIIMX W3 TOBTOPSIOMIETOCS Te-
TpaHykieotuaa, Hanpumep poly(UAUC). Ha
ATOM MaTpulle ImeJ CUHTE3 MOJUIENTHIA
C TOBTOpSIOUIENCS  MOCIeI0BATEIbHOCTHIO
Tyr-Leu-Ser-Ile  He3aBMCHMMO  OT  paMKH
CUMTHIBAHUS:

UAU|CUA|UCU|AUC|UAU|CUA|UCU|AUC

Tyr—Leu—Ser—Ille—Tyr—Leu—Ser—Ille

Orcioja MOXHO  OBIJIO  cAenaTh
O CMBICJIE YEeThIpeX KOJOHOB.

CoBepIlleHHO WHOW pe3ynbTaT ObUI IOJY-
YeH MPHU MCIOJb30BAHUM B KAUeCTBE MAaTPHUILIbI
poly(GUAA). EnuHCTBEHHBIMU MNPOAYKTaAMU
Obutn nu- u Tpunentunbl. Iloyemy He ObLIO
Oomee maMHHBIX 1eneit? OOBICHSETCS 3TO
TEM, YTO OAMH M3 TPUIUIETOB, BCTPEYalOLIUX-
ca B oTOoM comojuMmepe, a uMmeHHo UAA, ko-
OUpYeT HE aMUHOKMCIOTY, a TEepMUHAIIUIO
cUHTe3a Oeika:

GUA|AGU | AAG | UAA| GUAJA. ..

BbIBOJ

Val—Ser—Lys—Crton

Ha marpuue poly(AUAG) Takxe Mmojy4yaiuch
TOJBKO IU- W TPUIMENTUABI, Tak Kak UAG-
BTOPO CHUTHAJ] TEPMUHALMK LEIH:

AUA|GAU|AGA|UAG|AUA|G. ..
lle—Asp—Arg—CTon

I[MocMoTpumM Temeph cHOBa Ha Tabna. 26.3. Ha
marpuuie poly(GUA) cuHTe3upoBaIuch [Ba,
a He TPU TOMOTIOJUIENTHAA MO TOW MPUYKHE,
YTO TpeThsl pPaMKa CUUTHIBAHUS COOTBET-
CTBYeT TIOCJIEA0BATEIbHOCTU

G|UAG | UAG | UAG- - -

Cron — Cron— Cron

T. €. TIPENCTaBIsIeT CO0O0M TOBTOPSIOIIYIOCS
MTOCJIEIOBATEIbHOCTh CHUTHAJa TepMHWHAIIM.
Kak xe ob6croutr neno c¢ poly(GAU)? Ha
9TOM MaTpulle CUHTE3UPOBAIUCH TOJbKO JBa
TOMOTIOJIUTIECTITHIA, TTOTOMY 4YTO TPEThbS paM-
Ka CYMTHIBAHUS COOTBETCTBYET ellle OTHOMY
curHany tepmuHauuu - UGA:

GA|UGA|UGA|UGA|U...

Cron— Cron— Cron



Ta6bnuua 26.4. TeneTnmueckmii kKox’

epBoe TpeTse
M0JIOXEHNe Bropoe nonoxexne MoJI0XeHne
(5'-koHew) (3'-koHew)
] C A G
Phe Ser Tyr Cys U
Phe Ser Tyr Cys C
U Leu Ser Cron Cron A
Leu Ser Cron Trp G
Leu Pro His Arg ]
Leu Pro His Arg C
C les | Po | GIn | Arg A
Leu Pro GIn Arg G
lle Thr Asn Ser U
Me Thr Asn Ser C
A Me Thr Lys Arg A
Met Thr Lys Arg G
Val Ala Asp Gly U
Val Ala Asp Gly C
G va | Ala | Glu Gly A
Val Ala Glu Gly G

" 3Had ToNOXeHME OCHOBAHMH B KOJIOHE, MOXHO HAHTM COOTBETCTBYIOIIYIO
amuHokucioTy. Hampumep, xomon 5'-AUG-3" B MPHK nmerepmunupyer
MeTnoHuH, Toraa Kak CAU nerepmunupyet ructuaut. Konoust UAA, UAG
n UGA -curHansl TepMuHauuu (crorn-kogoHsl). AUG sBasieTcs 4acTblo CUT-
Hajla MHULMALKKY [TOMUMO TOTO, YTO OH KOAUPYET BHYTPEHHHE OCTaTKU Me-

TAOHHMHA.

B neiicTBUTENbHOCTU OKa3ajloCh, YTO MOAbKO
mpu KoOOHA He KOOUpyHm HUKAKOU GAMUHOKUC-
anomei: UAG, UAA u UGA.

CuHTE3 MOJMHYKJICOTUIIOB C OINpeneIeHHON
rnocjiaenoBaTeIbHOCThI0 B Jlabopatopun  Ko-
paHbl OBLT BBLHAIONIMMCST HocTuxkeHueM. MWc-
MOJb30BaHUE ATUX MOJUMEPOB B KaueCcTBEe Ma-
TpULl JUISI CHUHTe3a Oelka B COYETAaHUU
¢ paboramu Hupenbepra 1o CBSI3bIBAHUIO
TPHK ¢ pubocomamMu B MpUCYTCTBUU TPUHY-
KJICOTUIOB MPUBEJIM K MOJHOM paciiudpoBKe
reHeTnyeckoro koga kK 1966 r. Eime 3a miecthb
JIET O 3TOTO TaKoe COOBITHE Ka3ajoch HeCObI-
TouHOil Meuroiu. biaromapss paspaborke co-
BEPIIEHHBIX METONOB CUHTE3a B JabopaTtopuu
KopaHbl cTajio BO3MOXHBIM U €lIe OJHO J0-
CTUXEeHUe: MOJHBIN cuHTe3 mMonekynsl JHK,
COOTBETCTBYIOLIEH IOC/IEAOBATEIbHOCTH  MO-
Jekyabl TpaHcroptHoit PHK.

26.7. OcHOBHbIE CBOICTBA reHETUYECKOro KOAA
Bboiin  pacummdpoBaHbl  Bce 64 KomoHa
(Tabn. 26.4). 61 TpPUIIET COOTBETCTBYET OIpe-
NIeJICHHBIM aMUHOKMCJIOTaM, & TPU KOAMPYIOT
TepMuHaLuio. [Tockonbky cymiectByeT 20 aMu-
HOKUCJIOT U 61 TpUILIET ISt UX KOAUPOBAHMS,
OUYEBUIHO, YTO KOJ B BBICOKOIl CTETEHU 8blpO-
acoen. VIHBIMU CJIOBaMM, MHOeUe AMUHOKUC-
aomoel  demepmuHupyromes bonee uem  OOHUM
mpunaemom. Toavko TpunToaH U METUOHUH
KOOWPYIOTCS ~ BCEr0  OJHUM  TPUILJIETOM.
OcTtasibHble 18 aMUHOKHUCIOT KOIMPYIOTCS
IBYMS U 0ojiee TpuiieTaMu. Tak, B 4aCTHOCTH,
JIEWLIMH, apruHUH U CEepUH KOIUPYIOTCS
IIECThI0 KOJOHAMM KaXIblii. B HOpMaJIbHBIX
(usnonornuecKrx yciaoBUSX KO 0O0HO3HAUEH:
KaXJblii KOIOH 00O3HaYaeT TOJbKO OAHY
aMUHOKUCJIOTY.
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KomoHbI, COOTBETCTBYIOLIME OAHOW aAMMHO-
KHUCJIOTe, Ha3bIBalOT cuHoHumamu. Harmpumep.
CAU u CAC-CcuUHOHUMBI i1 TUCTUIMHA.
OOpaTtiTe BHMMaHUE, YTO CUHOHUMBI HE pa3-
OpocaHBl cAydyailHBIM 00pa3oM Mo Tabjule re-
HETUYECKOro Kojaa (Tabi. 26.4). AMUHOKKCIIO-
Ta, Kogupyemasi IByMsl Wiau Gojiee CUHOHMMa-
MH, 3aHMMaeT OOHY KJeTKy B Tabnuie (3a
UCKJIIOYEHUEM TeX cJIyyaeB, KOTJAa JJisl JaHHOM
aMUHOKMCJIOTHl CYLIECTBYeT Oojiee 4YeThIpex
CMHOHMMOB).  AMMHOKMCIJOTBI,  DPacroJjo-
KEHHBIC B OMHOM KJIETKEe, KOAMPYIOTCS KOJOHA-
MU, ¥ KOTODPBIX JIBa MEPBbIX OCHOBAHUS OJMHA-
KOBBIE, a TpeTbe pas3iuyaeTcsi, HarmpuMmep
GUU, GUC,GUAu GUG. boavuwuncmeo cu-
HOHUMOG pa3auvaemcsi moabKo NOCAEOHUM OC-
HoeaHuem mpunsema. PaccMoTpeHue Kona Io-
kaspiBaeT, 4To XYC u XY U Bcerma KoagupyoT
OIIHY U Ty Xe amuHokuciory, a XYG u XYA
yaie (HO He Bcerna) KOAMPYIOT OIHY U Ty Xe
aMUHOKUCIOTY. CTPYKTypHBIE OCHOBBI TaKoit
9KBUBAJEHTHOCTH KOJOHOB CTaHYT MOHSTHBI
nocjie OOCYXAEHHS TPUPOABl AHTUKOIOHOB
B Mmousekynax TPHK (pasm. 27.6).

KakoB Ouonoruyeckuii cMbICI CUJIBHON BbI-
POXIEHHOCTH TeHeTHYeckKoro koga? OmuH u3
BO3MOXKHBIX OTBETOB COCTOUT B TOM, UTO 6b/pO-
HCOeHHOCMb C8OOUM K MUHUMYMY nazybHoe
deiicmeue mymayuii. Ecim 661 Kom He OBUT BEI-
poxnaeH, 20 KOmIOHOB KOAMPOBaIU Obl aMUHO-
KUCIOTHI, a 44 BBI3BIBAJIM Obl TEPMUHALUIO
Henu.

Takum o00pa3oM, BEpOSITHOCTb TpeBpallle-
HUSl KOJOHAa B CUTHAJ TepMUHALMU Oblja ObI
ropasjio BhIlE B Cly4ae HEBBIPOXIEHHOTO KO-
Jla, 4YeM B CYIIECTBYIIeM Kojae. BaxHO ydecTs,
4TO MYTallMM, TMPUBOAAIIME K OOpa30BaHUIO
CUTHaJIa TEPMUHALIUM 1LIeTIH, OOBIYHO TPUBOAST
K CUHTe3y HEaKTUBHBIX OEJIKOB, TOrma KakK 3a-
MEIlleHUE OTHON aMUHOKUCIJIOTHI IPYTOi 00ObIY-
HO OTHOCHUTEJIbHO 0e3BpenHo. Kpome Toro, 6w~
POJICOEHHOCMb K00a MOdcem umems onpedenet-
Hoe 3HaueHue NOCHMOAbKY, HNOCKOAbKY OHA
noseonsem Hykaeomuonomy cocmaey JHK me-
HAMbCS 6 WUPOKUX Npedenax, He 6AUss HA amu-
HOKUCAOMHYIO NOCAe008AMeNbHOCMb 6eaK08, KO-
dupyembix amoii JHK, IaG] +
+ [C])-conepxanue 6akTepuanpHbix JHK ko-
ne6mercsa ot 30% nmo Gomee 70%. MoseKynbl
JAHK ¢ cunpHo pasanyaloliigMcsl colaepxkKa-
HueM [G] + [C] moryT KoaupoBaTh OIHU U Te
ke Oenku Osaromapsi CHCTEMaTHYECKOMY MC-
MOJIb30BAaHUIO Pa3JUYHBIX CUHOHMMOB.
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26.8. CurHajpl MHMIHATMM ¥ TEPMHUHAIMH
cuHTe3a 0eJika

Kax mb yxe ynomwmHanu, UAA, UAG u UGA
(cmon-K00oHbL) 0003HAUAIOM MEPMUHAUUI Ue-
nu. DTH KOIOHBI CUUTBHIBAIOTCSI HE MOJIEKYIaMu
TPHK, a ocobGbiMu 0GenakaMu - haKTOpaMu
TepMuHaluu. CurHaja Havajga (MHULIUALUN)
cuHTe3a Oenka Oomee cioxeH. [lonumnen-
THJHBIC LIENHU Y OaKTepuii HAYMHAIOTCS C MOJIU-
(GuUIIMpOBaHHOW aMMHOKUCIOTH (opMuiMe-
tuonuHa (fMet).

CymectByer ocobas TPHK, xoropas mepe-
HocuT fMet. Dra fMet-TPHK y3HaeT komoH
AUG (unu pexxe GUG). Onnako AUG sBisieT-
¢S TaKXe KOTOHOM JII METHOHMHA, PacIolio-
>XeHHoro BHyTpu mnonunentuna, a GUG-ko-
IOH BHYTPEHHEro BaJiMHA. DTO 3HAYUT, YTO
CUTHAJ ISl TIepBOM aMUHOKMCIOTHI MOJHUIIEN-
TUIHOM LIETU JOJXKEeH OBITh CIIOXHEE, YeM ISt
Bcex mocieayoimux aMuHokuciaor. AUG (umm
GUG) mnpencraBiasger coboil uacmb cuenaira
unuyuayuy. CylecTByeT APYToil CUTHal, IMpea-
mectBylouuit AUG (mnmm GUG), KoTopblit
oTpenensieT, OyaeT T KOJOH CUMTAaH KaK CHUT-
HaJl MHUIMALMK 1IeNU WIN KakK KOAOH AJSl BHY-
TPEeHHEro OCTaTKa METHOHWHA (WJIM BajMHa).
MexaHM3Mbl MHUIIMAIIM M M TEPMUHAIIUM CUHTE-
3a Oejlka Mbl pPacCMOTPUM B CJEAYIOLICH IIaBe
(pazm. 27.13).

26.9. T'eHeTnyecKMii KOJ YHHBepCaJieH

Kak MBI yxe cka3anu, TeHeTUYeCKUU KOI ObLT
pacmiudpoBaH B pe3yJbTaTe UCCIEIOBAHUN TMO-
BEJEHUS] TPUHYKJICOTUIOB U CUHTETUUYECKUX
MaTpuuHbiXx PHK B GeckiieTOUHBIX cHUCTeMax,
TOJIyYeHHBIX U3 OakTtepuil. Bo3HMKAaIOT 1Ba BO-
npoca. OMMHAKOB JIM TeHETUYECKU I KOJI in vivo
u in vitro? OOUHAKOB JM TEHETUYSCKMI KOI
y BCeX OopraHu3MoB? YOeauTenbHbI OTBET Ha
9TH BOIMPOCH! OBLT MOJyYeH MPU aHaJlu3e MyTa-
LM y BUPYCOB, OaKTEpUil M BBHICIIUX OPraHU3-
MOB. M3BeCTHO MHOXECTBO aMUHOKHUCIOTHBIX
3aM€H, BO3HUKAOUIUX B pe3yJbTaTe MyTallMi
B reHax reMorjobuMHa 4ejoBeKa, Oenaka 000-



JIOUKM BHpyca TabayHoil wmo3zauku (BTM)
U a-uenu TtpuntodaH-cuHTasel E.coli. Tloumu
6ce IMu AMUHOKUCAOMHbLE 3aMeHbl 00BCHAIOM -
csA 3aMeHaMU 8ceeco AUUb 00H020 OCHOBAHUS
(tabn. 26.5). Imo - nadexchas nposepka npa-
BUALHOCMU 8CE20 2eHemu4eckoeo Koda U eeo
YVHUBEPCANLHOCU.

IMoueMy Kom He M3MEHWJICS 3a MUJUIMOHBI
set 3Boymonuu’? OOCyIuM IeicTBUEe MYTalluu,
m3Menstiomeit cunteiBanne MPHK. Takas my-
Talsg U3MEHUT TI0CTIeI0BAaTeIbBHOCTh aMUHO-
KUCJIOT B OOJIbIIMHCTBE, €CJM He BO Bcex Oel-
KaX, CUHTE3UPYEMBIX B KJIETKaX MYTaHTHOIO
opraHu3Ma. MHorue ux 3TUX MU3MeHEHUIi, Oe-
3YCJIOBHO, OKaXyTCS TYOUTEIBHBIMU, U, CIIEIO-
BaTeJbHO, OJKHO CYIECTBOBATh CUJIbHOE Ja-
BJIEHUE OTOOpa MPOTUB TAaKUX MYTalMii.

26.10. ITocnenoBaTeJbHOCTh OCHOBAHWi TreHa
U [O0CJe0BATEIbHOCTD AMHHOKHCJIOT
COOTBETCTBYIOIIETO MOJMNENTHAA KOJJIMHEAPHDI
Oo6patumcs Terepb K B3aMMOOTHOIIEHUSIM Me-
XK1y reHaMu U1 Oenkamu. Kak mokasana padora
Ceiimypa bensepa (Seymour Benzer) mo rene-
TUYECKOMY KapTUPOBAHUIO BBICOKOTO paspe-
LIEHUS, TeHBI - HEPA3BETBJICHHBIE CTPYKTYPHI.
OTOT BaXHBI pe3yabTaT COTJIACOBBIBAJICS
¢ yctaHoBieHHEIM (pakToMm, uto JJHK mpencra-
BJIsieT co00M JIMHENHYIO MOCIeA0BaTeIbHOCTD
nap ocHoBaHuii. [ToaunenTuaHbIE ENU TaKXe
MMEIOT HEpa3BeTBIEHHYIO CTPYKTypy. [loato-
My B Havase 60-X romoB BO3HUK CIIEHYIOIINI
BOTIPOC: cywjecmeyem AU AUHelHOe COOMEem-
cmeue Mexcdy eeHOM U e20 NOAUNenmuOHbIM
npodykmom?

Monxon  Yapnza  Anodcku  (Charles
Yanofsky) K 3T0it mpobieMe COCTOSUT B UCTTIONIb-
30BaHMM MYTaHTOB FE.coli, y KOTOpBIX 0Opa-
3yeTcst U3MeHEeHHas MoJsiekyna (pepmeHTa. boi-
JIO BBIIEJIEHO MHOTO MYTAHTOB IO O-1IETH
TpunrodaH-CUHTA3bl U OMpeaeaeHa JoKaau3a-
M MyTalluii Ha TEHeTUYECKON KapTe O-1eTu
C TOMOILIBIO PEKOMOMHALMOHHBIX 3KCITEPUMEH-
TOB ¢ TpaHcayuupywouum darom. Hekotopsie
U3 3TUX MYTalMii ObUIM JIOKATM30BaHbI 0JIM3KO
IpYyr K APYry Ha T€HETUYEeCKOM KapTe, TOraa
Kak JApyrue ObUTM CWJIBHO yAaJeHbl B Mpejeaax
omHoro reHa. Crenmylomeil BaXHOM 3amadyeii
OBITIO OMpENeUTh MOJTOXEHNE aMUHOKUCIOT-
HOU 3aMEHBI 1T KaXI0TO U3 3TUX AECITU MY-
TtaHTOB. [lpexnae Bcero Oblna ompenesieHa IMoO-
CJIeMOBaTEeIbHOCTh 168 aMUHOKHUCIIOT O-IIeTTH
JIMKOTO TUMA. 3aTeM C MOMOIIbI0 METOAa «OT-
MeYaTKOB MaJbleB» ObLIM YCTAHOBJIEHBI MECTO
¥ TIpUpoJa aMUHOKHUCIOTHOW 3aMeHbl B Ka-
xaoMm ciydae. [lopsdok pachonojcenus myma-

Yuil Ha eeHemu4eckoli Kapme O0bil MaKum oice,
Kak nopsodoKk coOmeemcmeynuux 3ameH 6 Mno-
credosamensHocmy  AMUHOKUCAOM  NOAUNENMUO-
Ho2o npodykma (puc. 26.5). I pyTHMU CJIOBaMU,
2eH, KoOupyrowuii o-yenb, U €20 HOAUNEN-
MUOHbLL  NPOOYKM  KOAAUHEAPHDbL.

26.11. HekoTopble mnocC/ieI0BATEILHOCTH

supycHbix /IHK KoaupyioT 6oJiee 01HOrO 0eKa
OtkpeiTue Toro (pakra, uro JHK dara X174
KoaupyeT OoJiblile OEIKOB, 4YeM T03BOJISIET
UMerolieecss B Heil KOJIMYEeCTBO HYKJIEOTUIOB,
OBLJIO COBEPIIEHHO 3arafoyHbiM. Kak atoT BUM-
pyc MoxeT koaupoBath 6onee 2000 aMUHOKUC-
JIOTHBIX OCTAaTKOB, €CIM OH COAEPXHUT BCETO
auirb 5375 nykineotunoB? OTBeT ObLT MOJTY4YeH
U3 TIOJTHOW TOCeN0BaTeIbHOCTY OCHOBAHUIA
(pa3n. 24.29), xorna OOHApyXHUJIOCh, UTO
B IHK dara ¢X174 HekoTOpBIE 2eHbl nepexpobl-
saromes. OTnipeieIeHHble YYaCTKU COOTBETCTBY-
IOLIMX TPAHCKPUNTOB TPAHCIUPYIOTCS B pas-
JUYHBIX PAMKaX CYMTBIBAHUS, YTO IPUBOJUT K
00pa3oBaHUIO OEJKOB C Pa3IMYHBIMU TOCIEN0-
BaTeJbHOCTSIMM  aMMHOKUCIOT  (puc. 26.6).
Hanpumep, ogau u e ke 300 HyKJI€OTUIOB
KOOUpYyIoT Oelok reHa E m Oonblnylo 4acTh
O6enka reHa D. Eme Oosnee mopa3uTenbHbIN
Ta6muua 26.5. MyTanuu B reMOrJio0uHe Yel0BeKa, TPHITO-

tan-cunraze E.coli u Geske 000J04KH BUpPYca TaOayHOil MoO-
3auku (BTM)

benok 3ameHa [pennonarae-
AMUHOKUCIIOTBL MOE€ M3MEHEHUe

KOJOHa
TemMorno6uH Glu—>Val"

GAA—>GUA
TeMora06UH Glu—>Lys"

GAA —>AAA
T'emorno6ux Glu—>Gly GAA—>GGA
Tpuntodan-cuHraza Gly—>Arg GGA—>AGA
TpunrodaH-cuHTa3a Gly—>Glu GGA —>GAA
TpunrodaH-cuHTa3a Glu—>Ala GAA—>GCA
Benok 060104ku Leu—>Phe CUU—>UUU
BTM
benok o6onouku Glu—>Gly GAA—>GGA
BTM
benok obonouku Pro—>Ser ccc—>ucce
BTM

" 3amena Glu—>Val u Glu—>Lys NpoucXoauT B MOJOXe-
HuM 6 B B-uienu remorno6uHoB S u C yeaoBeKa COOTBET-
CTBEHHO.
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Puc. 26.5. KosnuHeapHOCTh TeHa M aMUHO-
KUCTOTHOM MoCJIe10BaTeIbHO-
CTH O-LEMH TPUNTO(HaH-CHHTA3HI.
IMonoxenne myraumit B JJHK
(xenTast TMHMS) OBUIO OIpenese-
HO MeTOJaMM TeHETHUYECKOro
KapTUPOBaHUS. AMMHOKHC-
JIOTHBIE 3aMeHBbl B TIOCJIEI0Ba-
TEJIbHOCTH aMUHOKMCIIOT (CHHSIST
JIUHUS) PACTOJIOXKEHBI B TOM K€
Mopsiike, YTO U COOTBETCTBYIO-
mue wmyrauuu. (Yanofsky C.,
Gene Structure and Protein
Structure, Sci. Amer., 1967.)

npuUMep TpeacTaBasieT pPOJICTBEHHBI OakTe-
puodar G4, B IHK koroporo HekoTopbie KO-
POTKME YYacTKU KOIUPYIOT TPU PpasIUIHBIX

Oenka. Bmu eupycel UCNOAB3VIOM NEPEKpbIearo-
wuecs eeHol, umobbl 8eecmu Oonvuie UuHpopma-
yuu ¢ manenvkue moaekynol JIHK. OpHako 3a
3Ty TEHETUYECKYD OSKOHOMUIO TPUXOIUTCS
IUTATUTh: Ha TOCIEAOBATEIbHOCTH aMUHOKMC-
JIOT, KOJUpyeMble TTePeKPBhIBAIOIIMMUCS TeHa-
MU, HaKJIaAbIBAIOTCS CTPOTME OTPAHUYCHMUSI.
IMosToMy mnepekphiBaiolldecs TeHbI, MO-BUAU-
MOMY, LIMPOKO MCIOJb3YIOTCS JIMILD B T€X CIIy-
yasx, koraa koaunuectBo IHK cTporo numutu-
pOBaHO, KaK B Cllydae BHUPYCOB C OEIKOBOIA
000JI0YKO#l CTPOTO ONpenceHHBIX pa3MepoB.
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26.12. TeHbl 3yKapuoT NPeACTABISIOT €000
MO3aMKy H3 TPAHC/IHUPYEMBIX MU HETPAHCIHU-
pyemsix mnocJjenosareabHocteii JTHK

VY Oakrepuil MOJUNENTUIHBIE LEMU KOAUPYIOT-
Cs HETPepbIBHOW TMOCIEI0BaTEIbHOCTHIO TPU-
MJIETHBIX KOJAOHOB. B TeueHMe MHOTUX JIET CUU-
TaJOCh, YTO TEHBI BBICHIMX OPTaHU3MOB TaKXe
HernpepbiBHBI. DTa TOYKa 3peHUs Oblia HEOXU-
IlaHHO oripoBeprHyta B 1977 r., Korna B He-
CKOJIbKMX J1abopaTopusiX ObUIO OTKPHITO, YTO
HEKOTODPbIE TEHbl UMEIOT HpepuigUcHoe cmpoe-
Hue. Hanpumep, reH 3-1ienu remorjio0uHa mpe-
pbIBaeTCsl B 00J1aCTH, KOAUPYIOIEH aMUHOKHC-
JIOTHYIO TIOCJEA0BATENbHOCTb, NIUHHOMN Heko-
dupyroweil 86cmago4Hol Nocae008amesbHOCHbIO
u3 550 map ocHOBaHUI U KOPOTKO¥ IMocienoBa-
TenbHOCThIO M3 120 map ocHoBaHuit. Takum
obpasoM, een [-eaobuma pazdesen Ha mpu Ko-
dupyrowue nocaedo8amenbHOCMu:

Dra yaMBUTEJbHAas CTPYKTypa Oblla OTKphITa
C TIOMOIIBIO 3JIEKTPOHHO-MUKPOCKOTTMYECKUX
HCcCleq0BaHUl THUOPUIOB MeXAy [-TJI0O0MHO-
Boit MPHK u ¢aprmentom JHK wmbimu, co-
JepXaliuM red B-rmobuHa (puc. 26.7). JIByxiie-
noveyHass JJTHK uactuuHo neHatypupyercs,
yto mo3Boiasger MPHK  rubGpuauszoBarbcs
¢ kommieMeHTapHoit wmenbio JHK. 3arem
onHouenouyeuHblii yyactok IHK o6pasyer
MeTJII0 K Ha BJIEKTPOHHBIX MUKPOGoTOorpadusax
BBITJISIAMT KaK TOHKas JUHUS B OTJIWYUE OT
nsyxuenoueyHoit JHK wnu JHK-PHK-ru-
OPUIHBIX YIaCTKOB, KOTOPbIE BHITJISIAST 3HAUN -
TeJbHO Tojdme. Ecau Obl reH [-rioduHa ObLI



Puc. 26.6. IlepekpbiBatomuecs TeHbI
B JHK dara ¢X174. Psmom c
MOCJIeIOBAaTeIbHOCThIO  OCHOBAa-
HUW IOKAa3aHbl JIBE IOCJIEI0Ba-
TEJLHOCTU aMUHOKHCIIOT, IeTep-
MUHUpYEeMble Pa3TUYHBIMUA paM-

KaMu1 CYUTBIBAaHMA.

HeTpepbIBeH, Obuta Obl BUAHA ogHa TeTiast. On-
HaKO Ha 2JIEKTPOHHBIX MUKpodoToTrpadusix Ta-
KHUX TUOpumoB (puc. 26.8) OTYETIMBO BUAHBI
TPU TETAU. DTO MOKAa3bIBAET, YTO TeH IPEpPhI-
BaeTcsl IO KpaiiHeil Mepe OIHUM Yy4acTKOM
OHK, koToporo HeT B COOTBETCTBYIOLIEH
MPHK. JlonmomHuTenbHble IaHHBIE O BCTa-
BOYHBIX TIOCJIEIOBATEILHOCTIX OBUIM TIOJY-
YeHbl MPU KapTUPOBAHUM PECTPUKIMOHHBIX
(bparmeHTOB TeHa [-robWHA W MPOAYKTA
obpatHoii TpaHckpunuuu MPHK. bBbonabiiue
pa3uuus MeXay 3TUMM KapTamMy IOKas3aiu,
yto reHomHas [AHK comepxuT HeTpaHCIu-
pyemble TOCJIeNOBaTeIbHOCT MEXAY KOIu-
PYIOIIMMU TIOCJIEI0BaTEIbHOCTSIMU. PecTpuk-
LIMOHHBIE KaPThl TO3BOJIMIN YTOYHUTH JJOKAJIK-

3allMI0 TaKWX BCTABOYHBIX TOCJEI0BATEIbHO-
CTEIA.

Ha kakom aTarme 3Kcrpeccuu reHa yaaisior-
cs BCTaBOUYHBIE MochenoBareabHocTU? HoBo-
cuHrte3upoBaHHbie PHK, BeineneHHbIe U3 sapa,
3HAUYUTEeIbHO mMHHee Mojiekyal MPHK, ko-
TOpble U3 HUX TojydyaloTcs. B yactHocTu, mep-
BUYHBI TPaHCKPUNT TreHa [-TJIo0uHa coaep-
KWAT JBE HeTpaHCaupyemble obnactu. Imu
6CMasouHble  NOCAe00BAMENbHOCMU 8  Nepeuy-
HoM 15S-mpanckpunme e@vipe3aiomcs, a Koou-
pyiowue nocaedo8amenvHocmu  00HO8PEMEHHO
coeduHsaromes — nod  delicmeuem  hepmenma
cnaaticunea. Dmom gepmenm o6aadaem 8bvico-
Kol mounocmoeio. Tak, obpaszyemcs 3peaas
9S-mPHK (puc. 26.9). Kogupytoliue mocieno-
BaTEJIbHOCTU  TPEPBIBUCTBIX  («pa30pPBaHHBIX»)
T€HOB Ha3bIBAIOTCS 9K30HAMU, a BCTABOYHBIC
MOCJIeIOBATEIbHOCTU - UHMpPOHamMu (OT  aHIJ.
clioB expressed regions - 3KCIPeCCUPYIOLIHUECS
yJ9acTKM M intervening sequence - IIpephIBaio-
mas I0CIeI0BaTeIbHOCTD).

Eie onvH NpepbIBUCTHINA 3YKapHMOTUYECKUI
TeH -TeH OBaJIbOYyMMHA KYpPUHOIO Ssiilia, KO-
TOPBI COCTOMT W3 BOCBMM 3K30HOB, pasfe-
JIECHHBIX  CEMbI0 JIJMUHHBIMM  MHTPOHaAMU
(puc. 26.10). Eme Gomee ymMBHUTENEH TeH KO-
HaapOYMUHA: OH COAEPXUT He MeHee 17 2K30-
HoB. OOIlee CBOMCTBO JKCIPECCUU OTHUX TIe-
HOB-TO, 4YTO WX 9K30HBI PpacIoJiaraloTcs
B MPHK u B JIHK B oxHoit u To¥ Xe mocieno-
BaTeJIbHOCTU. TakKuM 00pa3oM, npepwigucmole
2eHbl, HNOOOOHO HENpepvlGHbLIM 2eHAM, KOAAU-
HeapHbl  CBOUM  HOAUNENMUOHbIM  NPOOYKMAM.

Bce kapmuposannble 00 Hacmosauweeo epeme-
HU eeHbl NMUY, U MACKORUMAIOWUX, KPOMe 2eHO8
eucmonos (pasn. 29.13), codepycam uHmMpOHDL.
[Touemy mpakTHUYECKU BCE TeHBI BBICIIMX dyKa-
PUOT coiepXaT BCTaBOYHBbIE IOCJENOBaTEb-
Hoctu? OIUH M3 BO3MOXHBIX OTBETOB COCTOUT
B TOM, YTO TNPEPBIBUCTHIC TEHBI OTPAXaIOT TPO-
LIecC 3BOJIOLIMU. DK30HBI MOTYT COOTBETCTBO-
BaTh KPYMHBIM CTPYKTYPHBIM WIM (DYHKIIMO-
HaJIbHBIM 3JIeMeHTaM (OOMeHaM), KOTOphIe
COENMHUINCh U 00pa3oBai OCJIKA C HOBBIMU
cBoiictBamMu. JIpyras BO3MOXHOCTb COCTOUT
B TOM, UTO BbIpe3aHME BCTABOUHBIX MMOCIEIOBA-
TeJbHOCTe! perynupyeT notok MPHK u3 sapa
B IIUTO30JIb. B COOTBETCTBMM C 3TOil TUITOTE30ii
CIUTalicMHT (cpallliBaHue) IMEePBUYHOIO TpaH-
CKpMIITA WIpaeT KIIOYEBYIO pOJIb. OH OIpese-
JIgeT, Kakue OelKu CuUHTe3upyeT Kierka. Or-
KPBITUE MPEPHIBUCTHIX T€HOB Y BBICHIMX Opra-
HU3MOB BBEJIO Hac B YBJIeKaTeJIbHYI0 00J1acTh
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Puc. 26.7. BbisgBieHUE BCTAaBOYHBIX ITOCIIE-
IOBaTEJIbHOCTEM C  TMOMOIIbIO
3JIEKTPOHHON  MUKPOCKOTIUM.
Monexyna MPHK (kpacnHasa nu-
HUS) THOPUAM3YETCS C TeHOMHOM
OHK, conmepxaieii cooTBeT-
CTBYIOIIUU T€H. A - €ClIi ITeH He-
MpepbiBeH, BUIHA OAHA TMETIs
onHouenouyeyHoit JIHK (mokasa-
HO CUHUM 1IBeTOM); b - eciu TeH
COJEPKUT BCTABOUYHYIO MOCEN0-
BaTeJIbHOCTb, BUIHBI JIBE METIN
onHonemnoueynoit JIHK (moka3a-
HO CMHUMM LIBETOM) M OJHA TETs
npyxuenoyeuynoir JHK (cunumit
W KEJNThIN LBET).

Mo3HaHUS, KOTOpasi, MO-BUIMUMOMY, HMeEET
OoJibllloe 3HAuY€HUE [JIs MOHUMAaHMS pocTa
U n1uddepeHIUPOBKU KIETOK.

26.13. Myranuu BO3HMKAalOT B pe3yjbTaTe
W3MEeHEeHMI nmocjeaoBaTeJbHOCTH OCHOBaHMUIA
IHK

CylecTByIOT MYTallMM HECKOJbKHUX THITOB:
1) 3amena ogHOI Tapbl OCHOBaHMWM (WU He-
CKOJBKUX IIap) ApYyroi Tmapoii; 2) deseyus
OJIHOI1 UM GoJjiee Tap OCHOBaHWIi; 3) écmaska
(6Kat04eHUe, uHcepyusi) ONHOW WU Oojee map
ocHoBanuit (puc. 26.11). Haubosee pacnpo-
CMPAHEeHHbI mun Mymauuii - 3ameHa 00HOU
napvl ocHosaruii dpyeoii napoii. Yacrora croH-
TaHHBIX MyTauuii y OGaktepuodara T4 Oblna
oneHeHa B 1,7+ 10" Ha omHy mapy ocHoBaHMit

Yactp 1V.
80 Hudopmanus

3a OomIMH LMK pemmmkauuu. Hng E.coli
u Drosophila melanogaster 3TM BeJIWYUHBI CO-
craBisior 4+10"° mw 7+10" cooTBeTcTBEH-
HO.

CyluecTByeT aBa THUIA OJUHOYHBIX 3aMeH
napel OCHOBaHWU. TpaH3uyus - 3aMellleHUe
OITHOTO MypUHA APYTUM MYPUHOM WJIX OJHOTO
MUPUMUINHA IPYTUM MUPUMUAUHOM. Tparc-
éepcueli, HaoOOPOT, Ha3bIBAETCS 3aMelleHUe

Puc. 26.8. DnexTpoHHags MukKpodororpa-
¢bua rubpuga  P-r0O6MHOBOM
MPHK wu ¢dparmenta reHomHoOit
HOHK, comepxaiiero reH [3-Ijo-
o6uHa. ToJCThie MEeTIM OBYXCIIH-
panbsHoit JIHK - BcTaBOYHBIE MO-
cienosBarenbHoct B JJHK, ko-
topeix Her B MPHK (kak Ha
puc. 26.7, ). BepxHsas cTpeika
yKa3biBaeT Ha OOJbIIYI0 BCTa-
BOYHYIO  TOCJ]eN0BaTEIbHOCTD,
HUXHSIS CTpejika- Ha MalleHb-
ky1o. (Ileyataercs c n00Oe3HOro
paspemeHust a-pa Philip Leder.)



Puc. 26.9. Tpanckpumnuusi reHa [B-rioduHa
U yAajJeHUe BCTABOUYHBIX TOCIe-
JOBAaTEJIbHOCTEN M3 TMEPBUYHOTO
PHK-tpanckpunrta. OOpa3oBa-
HME «KOJIauyka» W MPUCOEANHE-
HUE poly(A) 00CcyXnamTcs
B paszm. 29.22.

NypyuHa MUPUMUIMHOM WU MUPUMUAMHA MMy~
pPUHOM:

MexaHu3M  CIIOHTAaHHOTO  BO3HUKHOBEHUS
TpaH3ULU ObLT NpeasioxkeH YoTcoHoM U Kpu-
KOM B MX KJacCHYecKoil paboTe O IBOMHON
cnupanu JAHK. OHM oTMeTwiIm, 4TO HEKO-
TOPBIE aTOMBI BOLOPOJA KaXIOr0 M3 YETBIPEX
OCHOBAHMN MOTYT MEHSTH CBOE IIOJIOXEHUE.
Takue maymomepHvie @opmbl, KOMopvle B03HU-
Kaiom ¢ HU3KOU 6eposmHOCMbI0, Mo2ym obpa-

Puc. 26.10. Crpykrypa reHa oBaJbOyMuHa
KypuHOTo siia. UHTpoHBI (HEKO-
IUPYIOIIAE YYACTKU) IOKa3aHBI
JKEJITBIM 1IBETOM, & 3K3OHBI - CU-

HUM.

3a6b16amMb HeoOblUHble NAapbl OCHOBAHULL, OM-
auunvie om A-T u G-C. Hampumep, tayTto-
MepHass UMHUHOGOpPMa aJieHMHA MOXEeT crapu-
BaThCsl ¢ LUTO3MHOM (puc. 26.12). B craenyro-
meM IUKJIe periMKaluu 3TOT aaeHWH, BO3-
MOXHO, CHOBa TMepeiieT B CBOE OOBIYHOE
TayTOMEPHOE COCTOSIHME U OyAeT crapuBaThCs
¢ TUMMHOM, TOTJa KaK UMUTO3MH OyAeT cnapu-
BaThCsl C TyaHMHOM. B pesynbTate ogHa U3 10-
yepHux mosekya JHK Oymer comepxarb mapy
G-C Bmecro mapui A-T (puc. 26.13).

Kpome Toro, myrainmu MOryT BbI3bIBaTh Oe-
dexmnovie JIHK-noaumepasor. CyliecTByeT My-
TtaHT F.coli, y KOTOpOro 4acrora MyTalui
B 1000 pa3 BhIIIe, YeM B HOpME, BO3MOXHO, M3-
3a U3BMEHEHHOU nosrmepasbl. OTAnYUTEbHAS
OCOOEHHOCTb MYTallMii 3THUX KIETOK COCTOMT
B TOM, UTO TOYTHU BCE OHU SIBJISIIOTCS TPaHCBEP-
cusimu  A-T—>G-C.

26.14. Hekoropble XHUMHYECKHE MYTareHbl
BecbMa crieluGuIHbI

B JHK MOXHO BKJIIOUUTb AHAA02U OCHOBA-
Hull, HamipuMep S5-OpoMypauyi U 2-aMUHOITY-
puH. OHM BBI3BIBAIOT TPAH3UIMU, Hapylias
NnpaBujia cliapuBaHUsS OCHOBAHWUII B Tpoliecce
UX COOCTBEHHOTO BKIo4eHHUs B coctaB JHK
WIM B CIEAYOIIEM IUKIe peruKaluu
(puc. 26.14). AHanmor TUMHWHA S5-Opomypayui
B HOpMeE crapuBaeTcs ¢ ajeHuHoM. OpmHako
N0JIsi €HOJIbHOTO TayToMepa B S-Opomypaiiuiie
BbIllIE, YeM B TUMUHE, BO3MOXHO, U3-3a BbICO-
KOI 3JIEKTPOOTPULIATESILHOCTU aTtomMa OpoMa
110 CPAaBHEHMIO C METWIbHOM rpynmoii mpu C-35.
EnonpHas dopma 5-6poMypaiiuiia cliapuBaer-
CA C TYaHUHOM, U 3TO BBI3bIBAET TPaH3ULIUU
A-T—>G-C. 2-amunonypun B HOpPME CIIapu-
BaeTcs ¢ TUMMHOM. B ornuume or ameHuHa
OOBIYHBIM TayTOMep 2-aMMHOIypMHA MOXKET
00pa3oBaTh OJHY BOJOPOAHYIO CBSI3b C IIUTO-
3uHOM. [103TOMY 2-aMUHOMYpPUH CIIOCOOEH BbI-
3piBaTh TpaH3uuu A-T—>G-C.

B ocHoge deiicmeus dpyeux mymaeeHog ie-
acam Xumuueckue Mooupukayuu OCHOBAHUI
JITHK. Hampumep, a3oTucTasi KMCIOTa pearu-
pYeT c OCHOBaHUSIMU, UMEIOIUMU AMUHOTPYTI -
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Ha mpumepe TMmorpanckux omuoox
JameHa

Ha mpumepe tumoxrpadcekux ommuodox
Bcraska

Ha mpumepe tmorpadckux ommubox
Jlenewus

Ha mpumepe Ttumorpad-caBIKMbbI3M
Honcenc

Puc. 26.11. Ha npumepe Tumorpagckux

OIIMOOK MOXHO TMPOWLTIOCTPHU-
poBaTh pa3IMyYHble TUIBI MyTa-
1Hit.

Puc. 26.12. Penkas TtayroMepHas ¢dopma

Puc.

alleHHA CTapuBaeTCs C IMTO3M-
HOM BMECTO TUMHMHA. DTOT Tay-
TOMep 00OpasyeTcsi Mpu CABUTE
MPOTOHA 6-aMUHOTPYIIIBI K aTo-
My N-1.

26.13. CnapuBaHHMe pEIKOH TayTOMep-
HoOl ¢opMbI aneHnHa (A*) ¢ LUTO-
3uHoM (C) TpMBOLIMT K TOSIBIIE-
Huto napsl G—C B cienymonieM
TTOKOJICHWH.

Yacts 1IV.
Nndopmanus

my. [Ipu 3TOM MPOUCXOMUT OKUCIUTENIBHOE Jie-
3aMUHUpOBaHUE aJeHWHA 10 TUIOKCAHTUHA,
[UTO3WHA JI0 ypalujia, TyaHuHa 10 KCaHTHHA.
OO6pasylouuiicss Ipu 3TOM TUITOKCAHTHUH Ca-
puBaeTcsl ¢ IIUTO3MHOM, a He C TUMWHOM, ypa-
LW CTlapuBaeTCsl ¢ afeHWHOM, a He C TyaHU-
HoM. KcaHTWMH, Kak W TyaHWH, CITapuBaeTcs
¢ 1uuTto3uHoM. I[lo3TOMYy a3oTHCTasgs KHUCIOTa
BbI3bIBaeT TpaH3uuuu A-T—>G-C. [udpo-
kcunamun  (NH,OH) - BbicokocnmenuduyHsbIi
MytareH. OH pearupyer MoOYTH MCKIIOUYUTEIb-
HO ¢ IMTO3WHOM U JJaeT MPOU3BOAHOE, KOTOPOe
crapuBaeTcsl C afeHWHOM, a He C TYaHWHOM.
I'mapokcunaMuH BBI3BIBAET TPAH3UIIMIO TOJb-
kKo B omHoM HamnpaBiaeHuu: G-C—>A-T.

Jpyroil TMM MyTallMil BBI3BIBAIOT TJIOCKUE
apoMaTUYeCKUe MOJIEKYJIbl, HAlpUMep aKpu-
IUHBI. OTU  COCAMHEHUS  UHMEPKAAUpyrom
B JIHK, T.e. mpockanb3biBalOT MEXIy COCEH-
HUMU MMapaMu OCHOBAHMWIA B IBOWHON crivpaiu
OHK (pazn. 25.18). MHTepKansTOphbl, BUIUMO,
CTAOWJIM3MPYIOT CMapuBaHME OCHOBAHUU CO
CABUTOM B TOBTOPSIIONIMXCS TOCTEA0BATEb-
HocTaxX, Takux, HanpuMep, kKak CGCGCGCG.
B pesynbTate oHu 6wvi3bi6aIOM BKAIOYEHUS UAU
deaeyuu 00HOI uau 6oaee nap ocHosanuii. Jleii-
CTBUE TAKMX MYTAllMii 3aKJOYAETCS B U3MEHE-
HUM paMKM CUMTBIBAHUS, €CJIM TOJbKO 0Ollee
YUCJIO AEeNETUPOBAHHBIX MJIM BKJIIOUMBIINXCS
OCHOBaHMWi He KpaTHO TpeM. MIMeHHO aHamu3
TaKUX MYTaHTOB TO3BOJIMJ TOKa3aTh TPUILIET-
HOCTh TE€HETMYECKOTO KO/a.

26.15. MHorue MyTareHHble KaHIIEPOTEHBI
MOKHO BBISIBUTb MO X MYTAT€HHOMY [€iCTBUIO
Ha OakTepuu

MHorue oryxoju y yejloBeKa BO3HUKAIOT B pe-
3yJbTaTe BO3ACHCTBUS TOKCUYHBIX XUMHUYE-
ckux BemiecTB. [TOCKONBKY 3T XUMHUYECKHUE
KaHIEpOTeHbl OOBIYHO MYTareHHbI, MOXHO Iy-
MaTh, YTO nogpexcdenue JJTHK aexcum 6 ocHoge
U KaHyepozeHesa, u Mmymaeene3a. ITU COeTUHE-
HUS BaXHO MAEHTU(GUIIMPOBATh U OLUEHUTh UX
MOTEHIUANbHYI0O OMOJIOTMYECKYI0 aKTUBHOCTD,
4yTOOBl CBECTM K MMHUMYMY TO BO3JEHCTBUE,
KOTOpPO€ OHM O0Ka3bIBalOT Ha yejoBeka. bpioc
Ditmc  (Bruce Ames) paspaboTanm mpocToit
Y YYBCTBUTEJbHBIN TECT 17151 BHISIBICHUS XUMM -
yeckux MyrtareHoB. Ha wamky I[letpu mome-
AT TOHKMM cCioi arapa, coaepXaului
okoso 10° KJIETOK CreunanbHoO CKOHCTPYHPO-
BaHHOTO TecT-luTaMMa Salmonella. Dt OGakTe-
pUU HE CIOCOOHBI pacT B OTCYTCTBUE TMCTH-
JIMHA, TOCKOJILKY OHU HECYT MyTallui0 B OJHOM
U3 TEHOB OMOCHHTE3a 3TOH aMUHOKHUCIOTHI.
[obaBneHue MyTareHa B LUEHTP YallKU WHIY-
LUPYET TMOSIBJIEHUE MHOXECTBAa HOBBIX MYyTa-



Puc. 26.14. Amnanor TMMuHA S5-OpoMyparin
WHOT/A CITapUBAeTCs C TYaHUHOM
BMecTo ajeHuWHa. [lpucyrcrBue
aroma 6poma 1ipu C-5 yBenuuu-

BaeT JOJIIO0 PEIKOro TayToMepa,

obpasylolerocsi  MpuU  CABUTE
npotoHa or N-3 K aTOMy KHCJIO-
poma mipu C-4.

umii. HeGonbimast yacTh 9TUX MyTalluid MIPUBO-
IUT K PEBEPCUU MCXOAHOW MyTauuu (BO3Bpar
K IMKOMY TUIY), TaK YTO KJIETKU MPUOOPETaIoT
CMOCOOHOCTh CUHTE3UPOBATh TMCTUAWH. DU
peeéepmanmbl PA3MHOXAIOTCS B OTCYTCTBUE K-
30M€HHOTO TUCTUAMHA W TOSBISIOTCS B BUIE
OTIEJbHBIX KOJIOHUI Ha YalIKe Tocjie NHKyOa-
MY YallK¥ B TedeHUe AByX mHeir mpu 37°C
(puc. 26.15). Hampumep, 0,5 MKT 2-aMHUHOaH-
tparieHa npaor 11.000 KojoHMIT peBepTaHTOB
M0 CpaBHEHMUIO Bcero JAulb ¢ 30 CTOHTAHHBIMU
peBepTaHTaMU B OTCYTCTBME 3TOTO MyTareHa.
MoOXHO JIerkKo MOCTaBUTh OMBIT C Pa3TMYHBIMU
KOHIIEHTPAIUSIMU MCCISIYeMOTO COCTUHEHMUS,
YTOOBI MOJYYUTh KPUBYIO 103a-0TBeT. OOBIU-
HO 3Ta 3aBUCUMOCTb MMEET JIMHEWHBINA Xapak-
Tep; OTCIOJA CJEAYeT, YTO MOPOTOBOI KOHIIEH-
TpalMu B Tpolieccax MyTareHesa HeT.
Hekoropele TecT-TMHUM YYBCTBUTEJIbHBI
K 3aMeHam nap OCHO8aHUll, TOTIAa Kak JApyrue
MOXHO MCIOJIb30BaTh JJIS1 BBISIBJIEHUS deaeyuil
UaU 86CMasoK nap ocHoeauil (c0eueoe pamxu).
YyBCTBUTENHHOCTh 3TUX IITAMMOB, CKOH-
CTPYUPOBAHHBIX CHELMATbHO A OLEHKU My-
TareHoB, yBeJMYEHa TeHETUYECK M : OHU JTUIIEHbBI
CUCTEMbl 3KCLM3UOHHON penapauuu. Kpowme
TOTO, Y HUX HET JIMIOMOoJucaxapuaHoi 000-
JIOUKM, KOTOpasi OOBIYHO OKpYXaeT KJIETKH
Salmonella. OtcyTcTBUE 3TOrO Gapbhepa o0Jer-
yaeT TMPOHUKHOBEHME B KJIETKY TOTEH-
LManbHBIX MyTareHoB. Elie ogHa BaxHasi oco-
OEHHOCTb 3TOW CHCTEMbl BBISIBJICHUS MyTare-

HOB - 100aBJICHUE eoMO2eHama ne4eHu MAeKo-
numarowux. HanmoMHUM, 4YTO HEKOTOpBIE TIO-
TeHUMaTbHbIe KaHIIEPOTeHBbl TIPeBpallalOTCs
B aKTUBHYIO (popMy mon aeiicTBueM dhepMeHTa-
TUBHBIX CUCTEM TI€U€HW WM IPYTUX TKaHei
miaekonurtalomux (pasm. 20.21). B Gakrepusx
3TH (DEPMEHTBI OTCYTCTBYIOT, B CBSI3M C YeM Ha
YalKy HaHOCSIT HECKOJIBKO MUJUIMTPAMMOB TO-
MoreHaTa Te4YeHU, 4TOObl aKTUBUPOBAThH IO-
IOOHBIE MyTareHbl. Hanmpumep, coennHeHUe

Puc. 26.15. Tecr Ha MyTareHsl ¢ UCIIOJIH30BA-
HMeM caibMoHe/ubl. 4. Ha vami-
Ky Ierpu nocesiHo npumepHo 10°
0akTepuil, HECIIOCOOHBIX CHUHTE-
3upoBaTh ructuauH. b. Ha vami-
Ky TIOMEIIeH KPYXOK (puibTpo-
BaJIbHON Oymaru, IpONMUTaHHBIN
MyTareHoM. B pesynbrare BO3-
HUKAaeT MHOXECTBO peBepTaH-
TOB, CIOCOOHBIX CUHTE3UPOBaTh
TUCTUAMH. OTU  pEeBEPTAHTHI
BUIHBI B BUIE Opeojia KOJOHUI
BOKpyr Oemoro kpyxkouka. He-
Oonbllloe  YMCIO KOJIOHWUK  Ha
yanike A - CIOHTaHHBIE peBep-
TaHTHl. [Ames B.N., McCann J.,
Yamasaki E., Mutation Res., 31,
347 (1975).]
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C PpeaKkIMOHHOCNOCOOHO  OOKOBOW  IIETbIO
(maroriee eMy BO3MOXHOCTb 00Opa3oBaTh KOBa-
nenTtHylo c¢Ba3b ¢ JIHK) m ¢ apomatmyeckoit
IpYMMnoi (KOTopoe MO3BOJISIET €My MHTepKasu-
poBaTh) o0lamaeT 3HAYMTEIbHO OOJbIIEeH MYy-
TareHHOCTbIO, YeM TaKoe Xe COeAUHEHUE, CO-
CTOsIllleE U3 OJHOM apoMaTUYECKOWl TpYIIIbI.

B Hacrosiiiiee BpeMsi TeCT ¢ MCIOJb30BaHUEM
Salmonella MIPOKO MCIONB3YyETCS AJIST OLICHKU
OMAacHOCTM MYTAareHHOTO Y KaHIIEPOTEHHOTO
NEACTBUSI MHOXECTBa Pa3HOOOpPa3HbIX XUMMU-
YECKUX COEAMHEHMIA. DTa ObICTpasi U Hemoporas
OakTepuojoruyeckasi mpobda Ha MyTareHHOCTh
JIOTIOJIHSIET ~ 3MUAEMUOJIOTUYecKre obciiefoBa-
HUS U MPoObl HAa KMBOTHBIX, KOTOpbIE BCeraa
OKa3bIBalOTCsl 0ojiee TPYAOEMKUMM, Mel-
JICHHBIMU M IOporuMM. TecT Ha MyTareHHOCTb
C ucnoib3oBaHUeM Salmonella - OTBeTBIEHUE
WCCIeOBAHUIA B3aMMOCBSI3M TeHa W Oenka
y GakTepuii. DTO - yIUBUTEJbHbBII MPUMEP TO-
ro, kak ¢yHAaMeHTaJbHble WCCIeI0BaAHUS
B 00JIaCTU MOJIEKYJISIPHOM OMOJIOTUU MOTYT He-
MOCPENCTBEHHO BHECTH BaXKHBIN BKJaj B 3/pa-
BOOXpPaHEHHUE.

3akinouenue

IMocnenoBarelbHOCTh OCHOBaHUI T€Ha KOJUIM-
HeapHa aMUHOKMCIOTHOM TMoc/en0BaTebHO-
CTM TMOJUIENTUAHOrO TpoayKra. [eHeruye-
CKUIA KOJ - 3TO B3aMMOCBSI3b MEXAY Mocien0-
BaTeJbHOCThI0O ocHoBaHuii B JHK (mmm co-
otBercTByOIIero PHK-TpaHckpunrta) u mo-
CJIeIOBaTEIbHOCThIO aMUHOKUCIIOT B OeJikax.
AMMWHOKHUCIOTBl KOAUPYIOTCS TpyNmamMu Io
TPU OCHOBaHUS (OHM HA3bIBAIOTCSI KOJOHAMMU),
HauyMHast ¢ GUKCUPOBAHHOM TOUKU. 61 KOIOH U3
64 xomupyeT oOMNpeneJeHHYI0 aMUHOKHUCIIOTY,
a octanbHbie Tpu KomoHa (UAA, UAG u UGA)
CIyXaT CUTHaJIaMU TepMuHaluu. Takum oOpa-
30M, JIJIsI OOJIBITMHCTBA AaMUHOKKCJIOT UMEETCS
0oJsiee OTHOTO KOMOBOTO cjioBa. JIpyrumu cio-
BaMU, Kol BbIpoxJeH. KomoHbl, ompenensio-
1IME OJHY U Ty X€ aMUHOKMCJIOTY, Ha3bIBaIOT-
cd CUHOHMMaMu. B OonbIIMHCTBE Ciy4yaeB
CHHOHUMBI DPa3jiMyaloTCsl TOJBKO MOCAEAHUM
OocHOBaHMeM TpuruieTa. Hekotopwle mocieno-
BaTeabHOCTU BUpycHbIX JITHK komupyroT 60-
Jlee OJHOro OejKa, Tak KaK WX TPaHCKPUITHI
TPAHCJIUPYIOTCS B Pa3MYHBIX paMKaX CUMThI-
BaHUS.

Yacts IV.
84 Nudopmanus

I'eHeTnyeckuit Koa €AMH y BCEX XUBBIX Opra-
Hu3MoB. OH ObLT paciiugpoBaH B pe3yjbTaTe
9KCIMEPUMEHTOB TpeX TUIIOB. Bo-mepBbiX, CUH-
TETUYECKUE  TOJMPUOOHYKIIEOTUIbl  (TIOJy-
YEHHBbIE C TIOMOIIbIO TMOJUHYKIeoTUa-Docho-
punassl) ObUIM MCIIOJb30BaHbl B  KAauyecTBE
MPHK B 06ecKIeTOYHBIX CHCTEeMax CHUHTEe3a
Oenka, Mocje TOro Kak ObUIO OTKPBITO, YTO
poly(U) xogupyer ¢eHUIaIaHuH. Bo-BTOpEIX,
TpUHYKJIeOoTU (ITomoOHBIM KomoHy B MPHK)
crieunUYecKu CBSI3bIBAETCS C OINpeAeIeHHON
TPHK, mist xotopoli OH sIBIsIETCS KOIOBBIM
ciaoBoM. Bblmu cuHTe3uMpoBaHbI Bee 64 TpUHY-
KJIEOTHIa U TIpOBEpeHa WX CIIOCOOHOCTb CTU-
MYJIUDOBaThb  CBSI3bIBAHME  OMpPEAEJIEHHBIX
TPHK ¢ puGocomamu. B-TpeTbux, B KauyecTBe
MPHK Obl1M Mcrnonb3oBaHbl CUHTETUYECKHUE
MOJUPUOOHYKIIEOTUABl C U3BECTHOW MOCIIEA0-
BaresbHOCThIO.  Hampumep, Ha  maTpuue
poly(UAUC) CUHTE3UPOBAJICS poly(Tyr-
Leu-Ser-Ile).

MHorue reHbl BBICIIMX 3YKApPUOT WMEIOT
«pa3opBaHHOe» cTpoeHue. Koaupyrouue mno-
CJIeIOBATEIbHOCTU (9K30HBI) B TaKUX TeHaX
pasfesieHbl BCTaBOYHBIMU TOCJIENOBATEIbHO-
cTaMu  (MHTPOHAMM), KOTOpPBIE yIalSIOTCS
B XOjie TIPEeBpaIleHUs] TIEPBUYHOTO TPAHCKPUII-
ta B MPHK. Hanpuwmep, ren B-rnmod6uHa Miaeko-
MUTAIOLMX COAEPXUT NIBa UHTpoHa. [lpepsi-
BUCTblE TE€HbI, KaK W HENpepbIBHbIC TEHBI,
KOJIJTMHEApHbl CBOMM TIOJIMMENTUIHBIM TPO-
TyKTaM.

MyTtaiuu o0ycioBIeHb U3BMEHEHUSIMU B T10-
cinegoBarenbHocT  ocHoBaHmii JIHK. Oc-
HOBHbIE TUIIBI MYTalUH - 3aMEHBI, JeJIelun
u BKJItoueHus1. Camblil pacripoCTpaHEHHbIH TUTI
MYTallMi - 3aMeHa OJTHOW TMapbl OCHOBaHWI Ha
IpyTy10. 3aMeHa OJHOTO MypuHA APYTUM WJIN
OIHOTO MUPUMMIMHA OPYTUM MUPUMUIAHOM
HasblBaeTcs TpaH3uuueil. TpaHcBepcus - 3ame-
IeHWe TypuHa MUPUMUIUHOM M HAOOOPOT.
MyTtauuu MOryT BO3HUKATh BCJEICTBUE CITOH-
TaHHOI TayTOMepu3allui OCHOBAHUI WJIU TIOJ
NIeiCTBMEM aHaJoTOB OCHOBaHWIiA (Harpumep,
5-Opomypanuia) uian Apyrux XuMUIEeCKUX My-
TareHoB (HarpuMep, a30TUCTON KUcioThl). [To-
TeHIMAJIbHYIO KaHIIEPOTEHHYI aKTUBHOCTD
MHOTHX BEIIECTB MOXHO BBISIBUTH 110 UX MyTa-
FeHHOMY JICMCTBMI0O Ha OaKTepuu.
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Bonpocbl 1 3agayn

1. Kakyto 1OCJIeI0BaTeIbHOCTh
AMUHOKUCJIOT KOJIUPYET ClIenyIo-
mias  MocjenoBaTeIbHOCTh OCHOBAHUN — Mojie-
kyiasl MPHK? Cuuraiite, 4To paMKa CUMTHIBA-
HUsT HaumHaeTcs ¢ S'-koHma: 5-UUGCCU-
AGUGAUUGGAUG-3.".
2. KakoBa mnocnenoBatenbHOCTh MO-
JIMTIETITA/IA, KOTOPBINA 0Opasyercst
npu pob6asiaeHun poly(UUAC) B Oeckierou-
HyI0 CHUCTeMy CHHTe3a Oeika?
3. Opnonernoueunyio PHK Bupyca
TabauyHOM MO3auKM 0OpaboTanu
XUMMYECKUM MYTareHoM. BbUIM TMOJyuyeHbl My-
TaHTBI, Y KOTOPBIX B OMpPENEJICHHOM IOJIOXe-
HMM BMECTO TIPOJIMHA pacriojlaraeTcsl CepuH
uin JeiitnH. ITloBTopHast oOpaboTKa MyTaHT-

Hoii PHK TeM Xe MyTareHoM IipuBeja K MO-
SIBJICHUI0O B TOM 3Xe TIOJIOXKeHUM heHuIaa-
HUHa:

Ser
\
Pro” Phe
™~ Leu —
a) KakoBbI npearnojgaracMbIC KOOOHBI  OJId

9TUX 4YeThIpeX AMUHOKHUCIOT?

6) Yto npuMeHSZIOCh B KayecTBE MyTareHa:

5-OpoMypaliuil, a30TUCTasl KUCIOTa WIM aKpH-

JIUHOBBIA  KpacuTesb?

4. CrienaincT Mo XUMUK OejKa cKa-
3a]1  MOJICKYJIIDHOMY  T€HETUKY,

YTO OH HAallleJ] HOBBbIA MYTAaHTHBIA TeMOIIO-

OMH, B KOTOPOM aclapTaT 3aMellaeT JIM3KH.

26. T'eHernyecKuii KOm.
3aBMCHMOCTh Te€HbI-0€JKH!
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MoekynsIpHbIf T€HETUK YOUBUJICS W OTMpa-

BWJI CBOEr0 TMpUSTENS elle MOBO3UThCS

B JlabopaTopuH.

a) IloyeMy MOJIEKYJSIDHBIN TE€HETUK BbIpA3UJI

COMHEHMSI B BO3MOXHOCTU TaKOil aMUHOKMC-

JIOTHOM 3aMeHBbI?

0) Kakasi aMMHOKMCJIOTHas 3aMeHa [oKa3a-

Jack Obl  MOJIEKYJISIDHOMY TeHEeTHKy Oonee

pueMJIeMoii?

5. Huxxe npuBeneHbl mocienoBa-
TEJbHOCTH aMUHOKMCJIOT B (par-

MeHTe Ju3ouuMa o6akrepuodara T4 nukoro TH-

na ¥ MyTaHTa:

a) Morna au 312 MyTaUMsi BOSHUKHYTb MyTEM
3aMeHBl onHO# mapsl ocHoBaHuii B JJHK ¢ara
T4? Ecnu HeT, TO KaK MOT BO3HUKHYTb TaKoOi
MyTaHT?
0) KakoBa mocienoBaTeJbHOCTb OCHOBAHUM
MPHK, xomupylomeii ngaTh aMHUHOKHUCIOT
B Oejike IMKOTO THUIMA, OTIMYAIOUIMXCS OT TOM
K€ TOC/ef0BaTeIbHOCTH Yy MyTaHTa?
6. PHK-TpaHCKpUNT OAHOrO y4act-
ka JJHK ¢dara G4 comepxur mo-
cnenoBatenbHOCcTh 5'-AAAUGAGGA-3'. 3Otor
(parMeHT KoaupyeT TpW paszaUYHBIX OeJka.
KakoBbsl ux mocienoBarenbHOCTH?

HomonuutenbHble Bompockl cMm.. Wood W.B.,
Wilson J. H,, Benbow R. M., Hood L. E,
Biochemistry: A Problems  Approach,
Benjamin, 1974, ch. 19.



FMABA 27
CuHTe3 benka

W3 npenpiayieit raaBbl HAM U3BECTHO, YTO TO-
CJeq0BaTeIbHOCTh aMUHOKHUCIOT B Gelkax
omnpenessieTcsl  MOC/IeAOBATeIbHOCTbIO  KOJO-
HoB B MPHK, cuutbhiBaembix Momexkynamu
TPHK. O0paTumcs tenepb K MEXaHU3MY CHUH-
Te3a Oenka. DTOT MpPOLECC HA3bIBAETCS MPAHC-
aayueir (OT aHIJ. translation - mepeBom), Tak
Kak MH(dOopMalIus, 3anucaHHas HAYeThIpeX0yK-
BEHHOM $I3bIK€ HYKJIEMHOBBIX KUCJIOT, MEePEeBO-
IUTCS Ha SI3BIK OETKOB, cocTosuii n3 20 OyKB.
Kak u crienoBano oxuaarh, TPAHCISLIUS - TIPO-
Lecc OoJsiee CIOXHBIN, YeM periMKaius Wiu
tpaHckpunuusa JHK, kotopsle mnpoucxoast
C UCIOJIb30BAaHMEM OJHOTO M TOTO XK€ SI3bIKa
criapuBaHUsI OCHOBaHWi. TpaHcHsIuMsI oOcCy-
LIECTBIISIETCS. B pe3yjbTaTe COIIACOBAHHOTO
B3aMMOJICCTBUS OoJiee YeM COTHM BUIOB Ma-
Kpomouiekyi. [Tomumo pubocoM, HEOOXOAUMBI
mosiekyasl TPHK, axkTuBupymomux depmeH-
TOB, pacTBOpMMBIX ¢akTopoB U MPHK.
[Mpexne yem repeiTy K MoapoOHOMY omnuca-
HUIO CHHTe3a Oejika, pacCMOTPUM IpoIliecc
B O0IIMX yepTax. benok cuHTe3upyercs: B Ha-
MpaBJIeHUU OT aMUHOKOHIIA K KapOOKCUIIbHO-
My KOHILy IyTeM IOCJIeI0BaTEeIbHOTO MPUCOe-
NUHEHUS] aMUHOKHUCIOT K KapOOKCUIbHOMY
KOHILY pacTyllleil TenTUIHOW Lenu. AMHUHO-
auua-TPHK, B KoTopbix KapOoOKcuabHas rpymn-
ra aMUHOKHUCJIOTHI TPUCOEINHEeHA K 3'-KOHILY
TPHK, urpatot B 3ToOM Mpoliecce pojb aKTUBU-
POBaHHBIX MpeAlIeCTBEHHUKOB. [IpucoeanHe-
HME AaMUHOKHUCIOTHI K COOTBETCTBYIOLIEH
TPHK KaTaJau3upyeT aMUHOAIIII-
TPHK—cuHTeTaza. Dra peakuusi aKTUBALIUU,
Oynyuu aHAJIOTUYHA aKTUBALIMU XKMPHBIX KUC-
JIOT, TaKKe€ 3aMyCKaeTcsl 9HEpTruel TuapoIn3a
ATP. Insa kaxnoii aMUHOKUCJIOTHI UMEETCs T10
KpaliHeid mepe oauH Bua TPHK u cneuudguue-
CKuii akTuBUpYOUInii pepmeHT. CuHTE3 Oenka
OCYILIECTBJISIETCSI B TPU CTaiuu, Ha3biBacMble
WHULMALIMEA, OSJIOHTaUued U TepMUHALIUEH.

Hnuyuayus NpUBOAUT K CBA3BIBAHUIO MHUIMA-
topHoit TPHK ¢ curHasiom Hayana TpaHCKpUII-
uuu B MHPK. Manuunaropuas TPHK 3anumaer
P-yuactok pubocombl (0T aHri. peptidyl - nern-
TUIWJIBHBIN) - OMMH U3 JABYX YYaCTKOB CBSI3bI-
Banust TPHK. Ononeayus HayuHaetrcst co
cBa3biBaHUS amuHoauwia-TPHK ¢ npyrum
yyacTkoMm cBsi3biBaHusi TPHK Ha pubocome,
Ha3bIBaEMbIM A-y4acTKOM (ot aHIJI.
aminoacyl - aMMHOAIIMJIBHEIN). 3aTeM o00Opa-
3yeTcsl MEMNTUIHAs CBSI3b MEXIY aMWUHOTPYII-
noit Bropoit amuHoauma-TPHK u kapbokcunb-
Ho# rpymnmoit fMet, CBSI3aHHOTO ¢ WHUIIMATODP-
Hoii TPHK. Teneps oOpa3oBaBiasicsi B pe3yJib-
tare aunentuauia-TPHK nepememaercs wu3
A-yyactka B P-y4acTok, B TO BpeMsi KaK OCBO-
oomuBiasicst monekyna TPHK mokumaer pubo-
comy. CsaspiBanme ammHoammi-TPHK, mepe-
Memenne mnentuauia-TPHK  u3  A-ygactka
B P-yuacTtok W omHOBpeMEHHOE IepeMelieHe
pubocomsbl K cienymoiieMmy konoHy MPHK Tpe-
oyt rugposmn3za GTP. 3atem HoBas aMuHO-
auwn-TPHK cBs3biBaeTcst co cBOOOIHBIM A-
YY4aCTKOM M HaYMHAETCS] HOBBbIM LIUKJ peakiuu
9JIOHTAlIMU, TIOAOOHBIM yXe ONMUCAHHOMY.
Tepmunayus TPOUCXOIUT TOTAA, KOTIA CTOI-
KOJOH (CUTHal1 TepMMHAUMM) B MOJIEKyJe
TPHK cunthiBaeTcs ¢pakTopoM OCBOOOXICHMS
Oenka. DTO MPUBOAUT K OTIEICHUIO 3aBepIICH-
HOI MOJUTIENTUIHOM 1IeNu OT pubocombl. B Ha-
CTOsIIIIeH TJIaBe Mbl OyleM TOBOPUTH TJIaBHBIM
o0pa3oM o cuHTe3e Oenka B KiaeTkax FE.coli, roe
3TOT Ipolecc Jyylle Bcero udydeH. Hekoropsie
pa3nuuus MeXIy CUHTe30M Oejlka y TMpoKa-
pUOT W  DYKapuoT OyayT paccMOTPEHbI
B pasm. 29.25.

27.1. AMMHOKHCJIOTBI AKTUBUPYIOTCS

M mnpucoeuusiorcss K TpancnoptieiMm  PHK
noj JaeiictBueM crnenuuIecKUX CHHTETA3
OO0Opa3oBaHMe NENTHUIHONW CBSI3M MEXIYy aMH-
Horpymnmoii omHoii amuHoKuciaoTel 1 COOH-
TpyIION IPYrol aMUHOKMUCIOTbI TEPMOIMHA-

27. Cunre3 0ejka 87



MUYECKU HEBBITOAHO. DTOT TepMOIUHAMUYE-
CKHMii Oapbep MpeomoseBaeTcss MyTeM aKTUBa-
mur  COOH-rpymnmel  aMUHOKHCIOT-TIPE/IIIe-
CTBEHHUKOB.  AKMUBUPOBAHHbIMU — NPOMeENCY-
MOUHbIMU NPOOYKMAMU CuHmesa Oeaka cay-
acam 3Qhupsl AMUHOKUCAOM, B KOTOPBIX KapOOK-
CUJIbHASI TPYyTIIia aMUHOKHUCJIOTHI CBsI3aHa C 2'-
win  3'-TUAPOKCUILHOM TpyNImoil puOO3HOTO
octatka Ha 3'-xonne TPHK. AMuHoamunbHas
rpynmna MOXeT ObICTpO TMepeMeniaTtbCsi U3
2'-mojiokeHusT B 3'-TOJIOXKEHHE M  OOpaTHO.
DTOT aKTUBUPOBAHHBIN TTPOMEXYTOUHBIN MPO-
IYKT Ha3bIBAETCS amunoayur-mPHK
(puc. 27.1).

IIpucoenunenue amuHoOKucAOTHI K TPHK
MMeeT 3HaueHHE He TOJIbKO IMOTOMY, YTO TpH
9TOM aKTUBUPYETCS €e KapOOKCUIbHas Tpymnma
U OHa MOXET 00pa3oBaTh IMENTUIHYIO CBS3b,
HO U MOTOMY, YTO aMWHOKUCJIOTBl CaMU TO ce-
0c He crnocoOHbl y3HaBaTh KomoHbl B MPHK.
AMMWHOKMCIOTBI TepeHocsATcsS K pubdocomam
cnenudpuayeckumu TPHK, kotopele m y3HaAOT
koaoHbsl B MPHK. Takum o6pazom, atu TPHK
BBITIOJTHSIOT DPOJIb AJalTOPHBIX MOJEKYJI.

B 1957 r. [Ton 3ameynuk u Maynon XoriaHn
(Paul Zamecnik, Mahlon Hoagland) yctanoBu-
JIM, YTO aKTUBAllMsl aMUHOKHUCIIOT U MX IOCye-
nyomee npucoenuHenne K TPHK xaranmsm-

pyloTcs crieuuIecKuMmu AMUHOAUUN-
mPHK—cunmemaszamu, KOTOpble TaKXe Ha-
3BIBAIOT AKMUBUPYIOUUMU pepmenmamu.

B peakuusx, KaTaJium3upyeMbIX HEKOTOPBIMU
CHHTeTa3aMu, IepBasi CTamausl COCTOUT B oOpa-
30BaHUU aMUHOAUUAAOeHUAama N3 aMUHOKMC-
notel 1 ATP. D10 akTMBUpPOBaHHOE COEAMHE-
HHUE IIpeICTaBsieT COOOM CMEIIaHHBIA aHTH-
IpUI, B KOTOPOM KapOOKCUJbHAs TIpyIIa
aMUHOKMCJIOTH TIpUCOeIMHeHa K ocdaTHOR
rpynmne AMP. [lpyrue cuHTeTa3bl KaTaau3M-
pytoT peakuuto ATP, amuHokuciaotel 1 TPHK
6e3 IPOMEXYTOYHOI0 06pa30BaHUs AOCTYITHO-
ro miIss obHapyXeHMsI aMUHOAllMJIaJecHUJIaTa.

Crenyouuii  3Tar - epeHoC aMUHOALUJIb-
HOW rpynmbel amMmuHoanuia-AMP Ha Monexkymy
TPHK c¢ o6pa3zoBanueM amunoayur-mPHK-
AKTUBUPOBAHHOTO MPOMEXYTOYHOIO TMPOAYK-
Ta B cuHTe3e Oejka. [lepeHoCUTCS M aMUHOA-

Yacts 1V.
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Puc. 27.1. B amumnoamun-tTPHK ammHokmcC-
JoTa CBs3aHa 3(GUPHON CBI3BIO
¢ 2'- unu 3'-ruapOKCHIIBHON TPYyII-

MO KOHLEBOTO aACHO3MHA.

LUJIbHAS IpyImna Ha 2'- uin 3'-TuApOKCUIbHYIO
rpynny pubo3Horo ocrarka Ha 3'-konue TPHK,
3aBHCUT OT TOTO, O KaKOWi aMMHOKHMCJIOTE U Ka-
kot  ammHoarun-TPHK—cuHTeTasze HIeT
peub. AKTUBMUPOBAaHHASI aMUHOKHMCIOTA MOXET
O4YeHBb OBICTPO mepemeniaTbes u3 2'- B 3'-T10N0-
XKEHUe U 0o0paTHO.

AmuHoauun-AMP +1PHK
AmunHoauun-TPHK + AMP.

CyMMapHaH p€aknuusg 3TaloB aKTHUBallUU
" nepeHoca ONUChIBACTCA CIACAYIOIIUM YpaBHC-
HUEM!

AmuHokuciaora + ATP + TPHK
AmuHoauun-TPHK + AMP + PP..

AG' m1st 9TOI peakiumM OJM3KO K HYITIO, Tak
KaK CBOOOMHAs 2HEPrus TUApoju3a 3DupHOI
cBsa3u amuHoauuia-TPHK cooTBercTByeT cBO-
0OOHOI BHEPTUM TUAPOIM3a KOHLEeBOU (ocdo-

punbHoit rpynnbsl ATP. YTo xxe B TakoM ciyyae
3amyckaeT cuHTe3 amuHoanmmia-TPHK? Kak
U MOXHO OBUIO 0XMIaTh, PeaKklMs 3aMyCKaeTcs
ruaponuzoM nmpodocdara. CymmapHas peak-
LMS 3TUX MPEeBpallleHU il BBICOKO3K3epIroOHUYHA:

AmuHoxkucnora + ATP + TPHK + H,0
AmuHoauun-tPHK + AMP + 2P,.



Takum o0pa3oM, Ha cuHme3 aMUHOAUUA-
mPHK 3ampauueaiomcs Ose 6oecamoie 3Hepeueil
gocpammuvie césa3u. OnHa U3 HUX pacXOayeTcs
Ha oOpa3oBaHUE d(PUPHON CBA3M aMUHOALIMJI-
TPHK, npyras caBuraet paBHoBecue peakiivuu
B CTOPOHY 00pa3oBaHUsl MPOIYKTA.

Craguu akTUBallMU W TIepeHOCca OnpenesieH-
HOM aMWHOKMCJIOTHI KaTaJUu3UPYIOTCS OIHOM
n Toii xe amuHoauun-TPHK—cunTerazoii.
B neiictButenbHOCTH amunoayus-AMP we Ouc-
coyuupyem u3z Kommniekca c¢ cunmemasoi. OH
MPOYHO CBSI3BIBACTCS C AKTUBHBIM LIEHTPOM
(bepMeHTa HEKOBaJIEHTHBIMU B3aUMOJIECTBUSI -
Mu. B Hopme amuHoauui-AMP, o6pasyromumii-
csI BKa4eCTBE MPOMEXYTOYHOTO MPOAYKTA CUH-
te3a amuHoanui-TPHK, cyiiectByer B TeueHue
HEIPOJOKUTEbHOTO BPEMEHHU, HO OH BITOJIHE
cTaObWJieH YU MOXeT OBITh JIETKO BBIENEH, €Clu
B peakinoHHo# cmecu HeT TPHK.

Mpbl yxe BcTpedaiuch ¢ alWiafeHUJIaTHbIM
NPOMEXYTOUHBIM MPOIYKTOM TPU aKTUBALIUU
XKMPHBIX Kuciotr (pazn. 17.6). MHTepecHo oT-
MeTtuth, uto Iloa bepr (Paul Berg) mepBeiM oT-
KPBIJT 3TOT MPOMEXYTOUHBIN MPOJAYKT B peak-
UMM aKTUBALMM XMPHBIX KHUCJIOT, U OH Xe
MO3Xe BBISICHWJI, YTO 3TOT MPOJIYKT 0Opasyercs
TakXe Mpu aKTMBAUMU aMUHOKHUCIOT. OCHOB-
HOE pa3inuue MEXAy 3TUMU peakKUUSIMU CO-
CTOUT B TOM, YTO B MEPBOM CJIydyae pojib aKiern-
Topa auuiabHbeix Tpynm wurpaer CoA, a Bo
BropoM - TPHK. DHepreruka 3Ttmx OmMoCuHTe-
TUYECKUX peaKIuii OUeHb CXOHA: 00€ OHU CTa-
HOBSITCS HEOOpPaTUMBIMU OJiaronapsi TUAPOJIU-
3y HeopraHumueckoro nupodocdara.

g Kaxmoi aMUHOKUCIOTHI MMEETCS IO
KpaitHeil mepe ogHa aMmuHoauua-TPHK—cun-
TeTaza. DT (PepMEeHThl pa3anuyaloTcsl Mo pas-
Mepy, CyObeqIUHUYHOM CTPYKTYpE U aMUHOKUC-
JIOTHOMY cocTaBy (tabm. 27.1).

Ta6numa 27.1. CsoiicTBa HEKOTOPBIX AMHHOALHJI-

TPHK-cHHTETa3

Hcrounuk Cneunduy- Macca, Cy0benu-
HOCTb K aMu- kJla HUYHAs
HOKHCIIOTE CTPYKTypa

E.coli Tnetnann 85 a,

E.coli W3oneituun 114 OnHa uenb

E.coli Jusun 104 a,

E.coli nnunH 227 01:[32

Ipoxcku JIvzun 138 a;

Jpoxxu Oennnanakud 270 a,B,

TMomxenynou- Tpunrodan 108 a

2
Hasl xeJje3a Obl-

Ka

Puc. 27.2. [IpocTpaHcTBEeHHbBIE MOJeNU
BaJMHa W wu3oneiiuuHa. CuHre-
Ta3bl, AKTMBHbIE B OTHOIIEHWUU
STUX aMMHOKUCIIOT, BHICOKO CIie-

UUGPUYHBL.

27.2. HanexHocTh CHHTe3a OejKa
onpeesieTcs BBICOKOH crenupuIHOCTbIO
amuHoanua-tPHK-cuaTeTa3

[MpaBuibHasg TpaHCISALMS T€HETUYECKUX Ma-
Tpull obecreynmBaeTcsl BBICOKOM crenuduy-
HocThlo amuHoaumwi-TPHK—cunTeTas. 3tn
hepmenmol 6ecoma u3dUpamenvHvl 6 OMHOULE-
HUU aKmMugupyemviX aMUHOKUCAOM U COOmeem-
cmeyruei. mPHK-akyenmopa. Kak Oyner yka-
3aHO HECKOJbKO Huxke, Mojekyisl TPHK,
aKIEeNTUPYIONIUe Pa3INIHble aMUHOKHCIIOTHI,
HMEIOT pa3JIM4YHbIC II0CIEIOBATEIbHOCTH OC-
HOBaHWIii, Ojaromapsi 4eMy CHUHTETa3bl JIETKO
y3HaioT ux. [opasmo Oojee ciaoxHas 3amada
UIE  3TUX (EPMEHTOB - pa3jinyaTb CXOIHBIE
aMUHOKMCJIOTB. Hampumep, eIMHCTBEHHOE
pasinyue MeXay M30JIeHLIMHOM U BaJIUHOM CO-
CTOUT B TOM, YTO M3OJCHIIMH COMEPXUT JIUII-
HIOI0O MeTuJeHoBylo rpynny (puc. 27.2). Ho-
MOJTHUTEbHAsI DHEPTUsl CBA3BIBAHUSI, KOTOPYIO
BHOCUT 3Ta JuwHssl rpynna —CH,—, Gnaro-
NPUATCTBYET TOMY, YTO aKTUBALUS W30JIEi-
LMHa npoucxoauT npumepHo B 200 pa3 uaiie,
yeM aKTHBalus BaauHa. KoHLeHTpauus Ba-
JIMHA in vivo IPpUMEPHO B 5 pa3 BHIIIE KOHIICH-
TpallMKd M30JIEMIIMHA, TaK YTO BAJIMH IOJKEH
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ObU1 ObI HENpaBUJIbHO BKJIIOUYATbCSI BMECTO
n3oneiilinHa B ogHoMm ciydyae u3 40. OmHako
HabJrrogaeMasi 94acToTa OIIMOOK in Vivo cocTa-
BJsieT Bcero oaHy Ha 3000. DTo yka3biBaeT, YTO
IOJXKHa CYIIECTBOBATh €Ille KaKas-TO CTamaus
KOPPEKIIMH OIIMOOK TSI yBEIUUEHUS HaleXKHO-
cti. JleiiCTBUTEIbHO, CHHTETa3a MCIPAaBIsET
coOCTBeHHBIE OmMUOKKM. BammH, axkTUBUpO-
BaHHBIH 10 ommoOKe, He mepeHocutcst Ha TPHK,
cneuudUdHy0 K uzoneiuuHy. Bmecto storo
mPHK  cnocoocmeyem  eudpoausy  earun-AMP
u makum obpazom npedynpexcoaem eco Henpa-
sunvHoe exaovenue 8 deaku. Kpome Toro, sra
TUAPOIUTHYECKAs peaKklMsl OCBOOOXIAeT CUH-
TeTasy I aKTUBAaMU M TepeHoca M30JeH-

UMHA TPaBWIbHOW aMUHOKUCIOTH. Kakum
oOpa3oM cuHTeTa3a wu30eraeT rUApoOIU3a
uzoneuuH-AMP - mpaBUIBHOTO  TPOMEXY-

ToyHoro mpoaykra? Ckopee Bcero, THUAPOJU-
TUYECKUI YYacTOK JOCTATOYHO BEJIMK, YTOOBI
TaM MnomecTtujicad BaiuH-AMP, Ho chauikom
Maj Juig CBA3BIBaHUS u3ojeidunH-AMP.

Mmuorue npyrue amuHoamuia-TPHK—cun-
TeTa3bl TaKXe COiepXaT, MOMUMO YYacTKOB
CHHTEe3a, TUAPOJIUTUYECKUE YUacTKU. Bo3mox-
HO, O9TU Y4YaCTKW [EHCTBYIOT KaK d8oiiHble
gunvmpel, obecrieyrBalOlMe BBICOKYIO HameX-
HOCTb. YUYacCTOK CHMHTE3a OTOpachiBaeT aMUHO-
KHUCJIOTHI, TPEBHIIIAIONINE TIO pa3Mepy HYXHYIO
AMMHOKHUCIOTY, a TUAPOJIUTUYECKUN YUaCTOK
pa3pymaetT Te aKTUBUPOBAaHHbIE TIPOMEXY-
TOYHBIE TMPOMYKTbI, KOTOPbIE MeHblie TIO pas-
Mepy, ueM Tpebyetcsi. OUeBUIHO, @blicoKAs HA-
dexcocmo  cunmesa Oeaka 6 nepeyio ouepedsb
3a8ucum om MexaHu3mMa KoppeKyuu ¢ NOMOUbo
2UOpPOAUMUYECKOll AKMUBHOCMU, KOMOpoi o00aa-
darom  muHoeue amunoayur-mPHK—cuume-
masol.

27.3. Moaekyabl TpancnoptHeix PHK wumeror
o0IMiA MJIAH CTPOEHMS

B 1965 r, Po6epr Xosnu (Robert Holley) moce
CeMHU JIeT YIOPHBIX MOKMCKOB BIIEPBbIC OMpese-
JIUJT TIOCNIEI0OBATEIbHOCTh OCHOBAaHWM OIHOM
u3 tpaHcrnoptHbeix PHK. Ilpu wuccinegoBanuu
npoxkeBoit ananuHoBoii TPHK Opl1a momyue-
Ha TiepBas MOJHAasl IOCJIeN0BaTEIbHOCTh HY-
KJIEMHOBOM KMUCJIOTHI. DTa paboTa cTaja UCTOU-
HMKOM HOBBIX MJEH, Kacalouuxcs Guosoruye-
ckoit aktuBHocTH MojeKyabl TPHK. B mporec-
ce paciinpoBKU TOCIENOBATENBHOCTH XOJIU
pa3paboTan oblIMe METObI JJ1s1 OTpeie/IeHUs
MOCJIEIOBATENIbBHOCTY HYKJIEOTUIOB B HYKJIEHU-
HOBBIX KucioTrax. [locienoBarenbHOCTh IPOX-

Yacrs 1IV.
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Puc. 27.3.

Puc.

274.

Ucnpasienue omubok ¢ mo-
MOII[bIO TUAPOIN3a OLITUOOUHOTO
MPOMYKTA.

[TocnemoBarenbHOCTH ~ OCHOBA-
HUIA JAPOXXKEBOW aJJAHWHOBOM
TPHK. MomuduinpoBaHHbIE HY-
KJ1€03UIbl (OTMEUYEHBI 3eJIeHbIM)
COKpalleHHO 0003HayaroTcs clie-

OyIOIKUM 00pa3oM: WHO3MH - I,
METWJIMHO3WH - ml, murumpo-
ypuaul - UH,, puborumMuiuH -

T, nceBmoypuauH - \, METUITY-
aHo3uH - mG W JAUMETUJITYaHO-
3uH - m,G.



xeBoit anaHuHoBoii TPHK mokazana Ha
puc. 27.4. Momekyna IpeacTaBiIsieT co00i Of-
Hy Lefmb U3 76 pUOOHYKIEOTUIOB. 5'-KOHEI]
dochopumuponan (pG), a 3'-KoHeI MMeeT CBO-
6oaHYyI0 3'-TUAPOKCWIbHYIO Tpymnmy. Xapak-
TepHass OCOOEHHOCTb 3TOW MOJIEKYJIBI - BBICO-
KOoe cojiepXKaHhe OCHOBAHMIA, OTTUYHBIX OT A,
U, G u C. B Heil comepXuTCcS IeBATh HEOOBI-
YHBIX HYKJIEOTUIOB: WHO3WH, ICEBIOYPHUINH,
TUTHAPOYPUAWH, PUOOTUMUAMH M METHIINPO-
BaHHbIC TTPOU3BOJHbIE I'YaHO3MHA U WHO3WHA.
Yuacmok npukpennenus amuHoOKucAombl TIpEN-
CTaBJIsIeT c000i 3'-TMAPOKCUIIBLHYIO TPYIIIY
ocTaTKa aJeHO3WHa Ha 3'-KOHIIE MOJIEKYJIBI.
[MocnenoBatenbHocTh IGC B cepeauiHe Molie-
KYJIbI - GHMUKOOOH. OH  KOMIUIeMEHTapeH
GCC - ogHOMY M3 KOJIOHOB ajlaHWHA.

Bckope ObulM ompemnesneHbl MOCaeaoBaTeb-
HOCTH HECKOJBbKMX Apyrux Mojekyn TPHK.
K HacrosiiieMy BpeMeHU yxXe M3BECTHBI TOCIe-
noBareiabHocT Oosee 70 TPHK. Camoe ynu-
BUTEJbHOE, YTO BCE 3TU MOCIEIOBATEIbHOCTU
MOXHO M300pa3uTh B (GopMe KIEBEPHOTO JIH-
CTa, B KOTOPOM OKOJIO TIOJIOBUHBI HYKJIEOTH-
OB 00pa3syeT mapbl ocHoBaHUi. CiemoBarelb-
HO, Moaekyaot mPHK obaadaiom — mHocumu
oowumMu  CMpPYKmMypHoiMU — 0COOEHHOCMAMU.
B 3TOM (hakTe HET HUYEro HEOXHUAaHHOTO, TaK

Kak Bce MoJieKyabl TPHK momxHbl B3anmopeii-
CTBOBaTb MPUMEPHO OJMHAKOBBIM 00pa3oM
¢ pubocomamu 1 MPHK. T'oBops koHKpeTHO,
Bce MoJiekyiabl TPHK nmomxHbI yknageiBaThecs
B A- 1 P-yuyacTku pubOCOMBI U IOJKHBI B3au-
MOZIEHCTBOBAaTh C (DepMEHTOM, KaTalu3Upylo-
MM 00pa3oBaHKWE TMENTUAHON CBSI3U.

Bce monexkynnsl TpancmoptHbeix PHK o6Gna-
JAIOT  CJAEAYIOIIMMU  OOIIMMM  CBOWCTBAMU.

1. Bce oHM TpencTaBisIlOT COOON ONHY 1IeTh
UIMHOM oT 73 do 93 pubonykaeomudos (Macca
okoisio 25 k/la).

2. OHM comepxKaT MHO20 HeoObIYHbIX OCHO-
6aHuill, KaK MpaBujio, oT 7 10 15 HA MOJEKYyTy.
MHorue u3 3TUX HeOObIYHBIX OCHOBAHWIA MTpe/i-
CTaBJISAIOT OO0l METWJIMPOBAHHBIE WU TUME-

TiuMpoBaHHbIe TpousBoaHbie A, U, C u G, Ko-
TOpble 00pa3yloTcs myTeM (GepMeHTaTUBHOMN
MoIubUKALIUKA TPHK-npenecrseHHuKa
(pa3m. 25.17). Poib 3TMX HEOOBIYHBIX OCHOBA-
HUIl Heu3BecTHA. BroiHe BO3MOXHO, YTO METH-
JIUpOBaHUWE TIPEMIATCTBYET CMIAPUBAHUIO HEKO-
TOPBIX OCHOBAHUI U JIeJlaeT UX TaKUM 00pa3om
NOCTYIIHBIMUA [JI1  APYTUX B3aUMOIECHCTBUIA.
Kpome Ttoro, MerunupoBaHUE W3MEHSIET TH-
npooOHOCTh HEKOTOphiX yyacTkoB TPHK,
YTO MOXET MMETb BaXXHO€ 3HauyeHWe IJIs X
B3aMMOJIEICTBUSI C CHUHTETa3aMM U pubo-
COMHBIMU OeKaMu.

3. 5'-konenr TPHK dochopunmuposadn. Ha
5'-KOHIle OOBIYHO pacmoyiokeH ocTaToK pG.

4. Ha 3'-xkoniue Bcex TPHK Haxomutcs mo-
cinenoBarenbHOCTh  CCA.  AKTUBUpOBaHHas
aMUHOTpYINa TMpUKperuisieTcs K 3'-TUApOK-
CWJIBHOW TpYIINe KOHIIEBOTO aleHO3MHa.

5. IlpuMepHO  MOJOBMHA  HYKJIEOTUIOB
TPHK cnapeHa n oOpa3syeT y4yacTKM IBOMHOM
cnupanu (puc. 27.5). He cnapeHbl nsaTh rpymi
ocHoBaHui: 3-konyesas obaacmv CCA (axuen-
mopHas eemas); TPC-nemas, KoTopask MoJIydu-
Jla CBO€ Ha3BaHME MO MOCJIeA0BATEIbHOCTU PU-
OOTMMMIVMH - TICEBAOYpalUI - LUTO3MH;
dobasoyHas nemas, YMUCIO OCTATKOB KOTOPOW
pasznuuHo B pasubix TPHK; dueudpoypuouno-
6as nemas, KOTOpasi COIEPXUT HECKOJIbKO
OCTaTKOB JUTUIPOYPUIWHA, aHMUKOOOHO8AS
nems.

6. Amumuxodonosas nemas COCTOUT U3 CEMU
OCHOBaHWI, pAacCMOJOXEHHBIX B CJenylolei
MOCJe10BaTeIbHOCTHU:

27.4. TpaucnoptHas PHK umeer L-o0pa3nyro
hopmy

K Hacrosiiiemy BpeMeHM TpexmepHasi CTPYKTY-
pa monekynsl TPHK ycraHoBinena Ha aTtoMm-
HOM YpOBHe OJjlarojapsi peHTI€HOBCKUM KpU-
crajuiorpadMueckuM  MCCIENOBAaHUSIM,  OCY-
LIECTBJIEHHBIM B JlabopaTopusix AJsieKcaHIpa
Puya u Apona Kiyra (Alexander Rich, Aaron
Klug). B pesynbrate mpoBeneHHOrO0 MMHU He3a-
BUCHUMOTO pEHTTeHOrpaueckoro u3y4YeHUs
penwnanannHoBoit TPHK monyyeHo mHoxe-
CTBO HOBBIX aHHBIX O CTPYKTYpPE MOJIEKYJbI
TPHK.
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Puc. 27.5. O0masa cxemMa CTpOEHHS MoJie-

kyn TPHK.

1. Monekyna wumeer L-o6pasuyio ¢opmy
(puc. 27.6 u 27.7).

2. B Mozekyne umeercs dea yuacmka 080ii-
Hotl cnupanu. Kaxnaast U3 3TUX ciupajeil couep-
KUT TIPUMEPHO AECATh Map OCHOBAHMI, YTO CO-
OTBETCTBYET OJXHOMY BUTKY crnupanu. Cru-
pabHble YIaCTKH PACIONIOXEHBI TePIeHINKY-
JIIPHO JAPYT APYTY, YTO W TIpUIAET MOJIeKyJe
L-o6pa3nyio opmy. CxemMa criapuBaHUsI OCHO-
BaHWi1, TOCTYJUPOBaHHAs B MOJIEIA KJI€BEPHO-
ro JIUCTa, MOCTPOEHHON MO pe3yibTaTaM OIlpe-
IeJIeHHsI TIoCeoBaTeIbHOCTH, OKa3aiach mpa-
BWJIbHOM.

3. BONBIIMHCTBO OCHOBaHWii BHE CIH-
paJibHBIX Y4aCTKOB 00pa3yeT HEeOOBIYHBIE BO-
NOPOIHBIE CBSI3U. OTU mpemuyHble 63auUMooeii-
cmeus BO3HUKAIOT MEXIy OCHOBaHUSMM, KO-
TOpbIe OOBIYHO HE KOMIUIEMEHTApHBI IPYT
npyry (Hanpumep, G—G, A—A u A—C). bo-
Jee Toro, pmb6o3odocaTHBEII OCTOB B3alMO-

Yacts IV.
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NEeHCTBYET ¢ HEKOTOPHIMU OCHOBAaHUSIMU U Ja-
Xe ¢ APYTMM Y4YacTKOM camMoro ocrosa. Bo
MHOTUX TOAO00HBIX B3ammoneiictBusix 2'-OH-
rpynma OCTaTKOB pPUOO03bl BBICTYNAaeT B Kaue-
CTBE IOHOpA WJIM aKIlenTopa Mpu 00pa30BaHUU
BOJOPOAHBIX cBs3eii. Kpome Toro, 3HaUMTENb-
Has 4YacThb OCHOBAaHWII ymakoBaHa B CTOIKH
(MeXTIJIOCKOCTHBIE B3aUMOACHCTBUS). DTU THU-
npooOHbIE B3aUMOIEHUCTBUS MEXIY COCEIHMU-
MU apoMaTHMYeCKMMM KOJIbIIAMU MTPaloT OC-
HOBHYIO POJIb B MOJIEKYJISIPHOW apXUTEKType.

4. CCA-xoHel - yuacmok npukpenaenus
AMUHOKUCAOMb! - PACTIONIOKEH Ha OTHOM U3
koH1oB L. [Ipyroii koHen L mpencraBaseT co-
00i1 anmuxodonosyio nemarw. Takum o6pa3om,
AMUHOKUCAOMA, C6A3AHHAS 8  AMUHOAUUN-
mPHK, yoarena om ammuxodona (Ha paccTosi-
Hue npuMepHo 80 A). JAuruapoypumuiaoBast
netinsa u TYC-memis o6pa3yoT yroa OykBel L.

5. CCA-xoHell ¥ TipuJjeratmomas K HeMy CIu-
panbHas 007acTb HEe OYEHb CUJBHO B3aUMO-
NEUCTBYIOT C OCTaJbHOW MoOJeKyJgoi. Ora
YacTh MOJICKYJIbI MOXET U3MEHSTh KOH(opMa-
LIMIO TIPU aKTUBALMUM aMUHOKMCIOTHI W TIPH
cUHTe3¢ Oenka Ha pubocoMme.

OmnpeneneHne  TpeXMepHOU CTPYKTYPHI
TPHK - BaxXHBIif mar B M3y4eHWU Tpollecca



TPaHCISILIMKA Ha MOJIEKYJIsIpHOM ypoBHe. Eie
COBCEM HEJIABHO pellleHHe 3TOro BOIpoca Ka3za-
JIOCh IeJIOM Jajnekoro Oyayuiero. Temepb uuen
U yCWJINS HcclieloBaTeliell B JaHHON objacTu
oOpaualTcs K ele 0oJjiee CIOXHBIM 3agadyaM,
TaKMM, KaK U3ydeHHe TPEXMEPHOU CTPYKTYpPI
KoMIuieKcoB amuHoanmi-TPHK—cuHTeTa3sl
¢ TPHK u nmaxe TPHK, cBg3annoit ¢ MPHK
U puOOCOMHBIMM GelKaMHu.

27.5. B y3HaBaHMM KOJOHA Y4YacTBYeT
AHTUKOAOH, a4 HE€ AKTHUBHPOBAHHadA
AMUHOKHCJIOTA

Mbl  yXe yNmoOMUHAaIW, YTO aHTUKOAOH
TPHK - yyactok, y3Hawouuii komoH MPHK,
Y 4TO Y3HaBaHUE MPOUCXOAUT MyTeM cllapuBa-
HUSI ocHOBaHui. Mrpaer nu Kakyw-HUOYIb
pOJIb B 3TOM Tpoliecce aMUHOKHUCIOTa, NpUcoe-
nuHeHHass kK TPHK? OtBer Ha 3toT BoOmpoc
OBLJT OJIyYeH clienylomuM nyteM. BHavane uu-
CTeMH TPUCOEAVHWIM K COOTBETCTBYIOIIEH
TPHK (oHa o6Go3nauaercs TPHK®'). 3arem

Puc. 27.6. ®otorpadusi ckeJleTHON Moaen
IPOXKEeBON (heHUIaJTaHNHOBOM
TPHK, ocHoBanHas Ha KXapre
9JIEKTPOHHOW IIJIOTHOCTU C pas-
pemwenvemM 3 A.  (Ilewaraercs
¢ Mo0e3HOro paspeuieHus I-pa

Sung-Hou Kim.)

MPUCOEIMHEHHBI OCTATOK LMCTEMHA TpeBpa-
TWIM B ajaHuH, o6padoras Cys-TPHK®* Hu-
kenem Penes. B pesynbrare aTom cepbl oTie-
JIACS OT aKTUBUPOBAHHOTO OCTAaTKa IMCTe-
nHa; cBsa3b uucrenHa ¢ TPHK mnpu stom He
3aTparuBagach.

Tak Obuta TOdydYeHA eubpudHas amuHOAUUA-
mPHK, B XOTOpOli aJaHUH KOBAJEHTHO MpU-
coenquHeH K TPHK, cnenuduyHoit K iucTeuny.

Puc. 27.7. CxeMaTnieckoe  M300paxkeHHe
TPEXMEPHOI CTPYKTYPBl JAPOXK-
XKEBOW (beHunanaHMHOBOM
TPHK. (ITo pucynky, nwo0e3HO
MpenoCcTaBIeHHOMY J-poM Sung-

Hou Kim.)
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Kakoii xomoH y3Haér 93Ta TrubpuaHas
TPHK - ananuna wunu uucremHa? OTBeT ObLT
MOJTyYeH IIPY MCIIOJB30BAaHUU 3TON THOPMIHOM
TPHK B 6eckiieTouHOil cucTeMe CUHTe3a Oell-
Ka. MaTpuiieii CIyKUJI CIy4ailHbIi COMmoJnuMep,
moctpoeHHsbIil 13 U u G B cooTHOIeHnn 5:1;
B HOpPME OH BBHI3BIBACT BKIIIOUCHME IIMCTCHMHA
(UGU), Ho He amanuHa (GCX). Ho xorna B uH-
KyGaLMoHHYIO0 cMech no6asuau Ala-TPHK®”,
MPOMU30LIJI0 BKJIIOYEHUE aJlaHMHA B ITOJUIICTI-
i, Jpyrumu clioBaMM, ajJaHMH BKJIIOUYAJICS
Tak, Kak ecim 061 K TPHK, cieriupuanoii x mm-
CTeMHy, OB IIPUCOeNNHEeH IIUCTeUH. buln crme-
JIaH BBIBOI, YTO Y3HAGAHUE KOOOHA He 3a8UCUm
om AMUHOKUCAOMb, NpUKpenneHHol K
mPHK.

Takoii Xe pe3yabTaT ObLI IOJYYeH B TeX
clyyasix, KOTJa poJib MaTpHULbl BBITIOJHSIIA
remornoouHoBass MPHK. B kauectBe ru6-
punHoit amuHoauua-TPHK  ucnoab3oBanmu
“C-amanun-TPHK™". FAMHCTBEHHBIE  pa-
MMOAKTUBHBINA TPUIITUYECKUI TENTH (T. €. TIeT-
T, colepxamuit ‘C-aJaHMH) COOTBETCTBO-
BaJl TENTHUOY, KOTOPbIiI B HOPME COIEPXUT
mucTenH, a He ajanuH. C Ipyroil CTOPOHBI, HU
B OTHOM TIENTHUIE, KOTOPHIi B HOPME COMECPXKUT
ajJlaHMH, a He LMCTeWH, He ObLIO OOHApyXeHO
METKH. DTOT SKCIEPMMEHT, PaBHO KaK U IIpe-
IBIAYIINM, YOeIUTENIbHO JOKa3ajl, YTO aMHUHO-
kuciora B amuHoauun-TPHK He urpaer Huka-
KOi posu B BBHIOOpE KOIOHA.

27.6. Moaekyiaa tpancnoptaoii PHK

MOXKEeT y3HABaTh 0ojiee OJHOTO KOIOHA
onarogaps «KauaHUAM»

Tlo xakuM mpaBwiIaM MPOUCXOAUT Yy3HABaHUE
konoHa aHtukogoHoMm B TPHK? Ilpoie Bcero
MPEIONI0XUTh, YTO KaXI0€e U3 OCHOBAHUI KO-
JIOHa 00pa3yeT YOTCOH-KPUKOBCKYIO Mapy oc-
HOBaHUN C KOMIUIEMEHTAPHBIM OCHOBAHUEM
aHTUKOAOHA. Torga KOMOH W aHTUKOIOH JOJI-
XXKHBI TOJTHOCTBIO COOTBETCTBOBATH APYT APYTY
C YYeTOM aHTUMNApa/UIEIbHOCTU (Ha CcxeMe
wTpux 00O03HAYaeT KOMIUIEMEHTAPHOE OCHO-
BaHUeE):

Yacts IV.
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Tak, X u X' gomxHbl ObITh 1160 A 1 U (1
Uwu A), tu6o G u C (wtu C u G). U3 aT0ii Mo-
JeNn CIIeYeT, YTO KaXIblii aHTUKOJOH MOXET
y3HaBaTh TOJIBKO OIWH KOMOH. OnHako (hakThl,
KOTOPBIMU MBI pacriojiaraem, IpPOTUBOpeYaT
aToMy. Hexomopble ebidenenHbie 8 4UCOM 6ude
monekyavt  mPHK  moecym  y3nasame  Oonee
00Hoeo kKodona. Hammpumep, nposxkeBast ajJaHU-
HoBast TPHK, n3yuennas Xoian, CBSI3bIBaeTCS
¢ mpemsa xomonamu: GCU, GCC u GCA.
Tosnbko mepBbie 1Ba OCHOBaHUSI 3TUX KOIOHOB
OJIMHAKOBBI, TpeTbe pasiauyaeTcs. Moxer
OBITh, Y3HABAHKWE TPETHETO OCHOBAHMS KOJIOHA
MHOIAa MeHee M30MpaTebHO, YeM Yy3HaBaHHUE
nByx apyrux? OOuiasi KapTMHa BBIPOXIEHHO-
CTU TEHETUYECKOro KoJa MoKa3bIBaeT, YTO JIEJI0
MoXeT o0cTosaTh uMeHHOo Tak. XYU u XYC
6cee0a KOIVPYIOT OJHY U Ty XK€ aMHHOKHUCIIO-
1y, a XYA 1 XYG 00b/4H0 UMEIOT OTMHAKOBBI
cMmbicit. Mcxons u3 atux naHHbix, Kpuk mnpen-
MOJIOXKWI, YTO Ha CHapuBaHHWE TPETHETO OCHO-
BaHUS JOJKHBI HaKJIaIbIBaThCsl MEHee CTpOrue
CTEepUYeCKUe OTPaHUYEHUSI, YeM Ha ClTapyuBaHue
NBYX APYrux. BbUIM MOCTpoeHBI MOJeNM pa3-
JUYHBIX BapUaHTOB CIApMBAaHUS OCHOBaHMIA,
YTOOBI OMNpENeNuTh, KaKiue U3 HUX CXOAHBI CO
crangapTHeIMU A— U- 1 G—C-mapamu B 0OT-
HOILIEHWM PACCTOSHUS U YIja MeXIy TJIMKO-
3UIHBIMU CBA3IMU. B 310 uccienoBaHue ObLT
BKJIIOYEH MHO3MH, TaK KaK OH BCTPEYaeTcs B He-
KOTOPBIX aHTUKOJOHAX. Eciu mpenrnonoXuTsb,
YTO B CIIAPMBaHUU TPEThEr0 OCHOBAaHMS KOJO-
Ha JOIYyCTMMa HEKOTOpasl cTepuyeckas CBOOO-
na («kayaHue», WIM HEOTHO3HAYHOE COOTBET-
CTBME), TO KOMOWMHAIMM, TIpUBEACHHbIE
B TaOna. 27.2, KaXyTcsd BIIOJHE BO3MOXHBIMU.

B Hacrosiiiee Bpemsi MpaBOMOYHOCTb TUITO-
Te3bl «KauyaHWUil» JoKa3aHa. AHTHUKOIOHBI
TPHK ¢ wu3BecTHoli TmocCenoBaTeJbHOCThIO
CBSI3BIBAIOTCSI C TEMU KOJOHAMHU, KOTOpBIE
npeackasbiBaeT 3Ta Teopusi. Hampumep, aHTU-
KOJAOHOM JOpox:keBoil anmanumHoBoii TPHK

Tab6auua 27.2. JlonycTUMbIe THIIBI CHAPMBAHUS TPETHETO OC-
HOBAHUS KOJOHA B COOTBETCTBUM C TMIOTE30i <«KauyaHWii»

l'IepBoe OCHOBaHHE TpeTl)C OCHOBaHUE

AHTHKOJIOHA KOZIOHa

C G

A U

u A nwin G

G U wm C

I U, C wmm A




apasiercss IGC. Ota TPHK y3Haer komoHBbI
GCU, GCC u GCA:

Urak, I cmapusaetcs ¢ U, C u A, kak u npen-
CKa3bIBaeT TCOPMSI.

denunnananunosas TPHK, nmeromas anru-
koaoH GAA, y3naet kogoHsl UUU u UUC, Ho
He UUA u UUG:

Taxum obpaszoMm, G cmapuBaercs ¢ U miu ¢ C
B TPEThEM IMOJOXEHUM KOAOHA, KaK W Tpea-
CKa3bIBaeT TUMOTE3a KaYaHU.

MoxHo cnenath aBa 00OOIIEHUSI, Kacawo-
HIMXCS KOJAOH-aHTMKOJAOHOBOTO B3aUMOJEHi-
CTBHUS.

1. TlepBble nBa OCHOBaHUSI KOJOHA CHapu-
BalOTCs OOBIYHBIM OOpa3oM. Y3HaBaHUE MpoO-
ucxoauT TouHo. CrenoBarenbHO, KOOOHBL, KO-
mopble pasaudarmcs NO O0OHOMY U3 HNepabix
08YX OCHOBAHUIU, O0AJNCHbI Y3HABAMbCA pA3-
auunoimu mPHK. Hanpuwmep, u UUA, u CUA
KOAUPYIOT JIEHUMH, HO CUYMUTBIBAIOTCS pa3-
nmuyaeiMu TPHK.

2. TlepBoe ocHOBaHME aHTUKOIOHA OMpeae-
JISIET, CUMTHIBAET JIM AaHHas MoJekyaa TPHK
OIIH, IBa MJM TpU TUMa KomoHoB: C u A y3-
HawoT 1o oxHoMmy KogoHy, U u G - mo aBa Ko-
noHa, | -Ttpu komoHa. Wtak, odna u3 npuuum
BbIPOICOCHHOCMU 2eHemU4eckoeo Kood 3aKaio-
uyagemcsi 6 HeMOYHOCMU, UAU HEOOHO3HAYHOCMU,
CHAapueaHus (<«Ka4anuu») mpemveeo OCHO8AHUS
Kodona. IMEHHO B 3TOM Mbl yCMaTpUBaeM OC-
HOBHYI0O TPUYUHY PpaclpoCTpaHEHHOCTH He-
OOBIYHOTO HYKJICO3MAa WHO3WMHA B aHTUKOIO-
Hax. VHO3MH yBeJIMYMBAaET YMCIO KOIOHOB,
KOTOpbIe CIOCOOHA CUYUTBHIBaTh JaHHas MoO-
nekyna TPHK (puc. 27.8).

27.7. MyTaHTHble MOJIEKYJbl TPAHCHOPTHBIX
PHK MoryT nmoaasjsTh Apyrue MyTanuu

HoBprlit aTan B u3yueHuu npoiecca y3HaBaHUs
KOJIOHA HayaJiCd B CBA3U C UCCIENOBAHUAMU
MyTaHTHbIX TPHK, B KOTOpBIX M3MEHEHO OAHO

OCHOBaHME B aHTUKOAOHE. DTU CIIOHTAHHbBIE
COOBITUSI IPOTUBOTIOJOXHBI [0 CBOEH CYTH XU -
MUYECKOM MOAMMPUKAIIUKM (1 Vitro aMUHOKHUC-
JoThl, mpukpenjaeHHoit kK TPHK. JlrobonbiTHa
UCTOPUST OTKPBITUS Takux MyTaHTHbIX TPHK.
B TeueHMe MHOTrMX JIeT T€HETUKM 3HATHU, UYTO
MOBpEXAIOLIEe AeUCTBAE HEKOTOPBIX MyTa-
LM MOXET ObITh MOJABJAEHO OApyroit MyTa-

Puc. 27.8. brnaromaps «kawaHuUsIM» WHO3WH
MOXET NaBaTh Mapbl OCHOBaHWIA
C LIMTO3MHOM, aJeHWHOM W ypa-

ITHUJIOM.
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Puc. 27.9. Cympeccuss MyTallMM, TpUBO-
JAIIEH K TepMUHALIMM LU, BTO-
poil  MyTamueii B MOJeKyJe

TPHK.

uueit. [Ipeanonoxum, Kakoii-to ¢pepMeHT cran
HEaKTUBHBIM M3-3a TMpEeBpalleHUs KOAOHA
GCU (ananun) B kogoH GAU (acmaprar). My-
TallMM Kakoro poga MOTJIM Obl BOCCTaHOBMTH
aKTMBHOCTh 3TOro (depmMmeHTa?

1. OGpaTtHasi MyTauMsi TOTO XX€ OCHOBaHUS
A—>C pgacT UCXOOHOE KOAOBOE CJIOBO.

2. dpyras wmyranus A—>U pacT BaluH
(GUU), xoTOpHIif, BO3MOXHO, IMOJHOCTBIO WJIN
YaCTMYHO BOCCTAaHOBUT aKTMBHOCTb (hepMEHTA.

3. Myrtauus B IpyromM MeCTe TOTO Xe€ TeHa
MOXET 00paTWTb NEWCTBUE MEPBOW MYTallUU.
Takoii U3MEeHEeHHBbI 0e0K OyaeT OTJIMYaThCs
ot Oesika TMKOTO TUIA ABYMSI aMUHOKMUCJIOTa-
MU.

4. Myrauus e dpyeom eese MOXET IIPEOHO-
JIETh TIOBpeXjaalollee JAeicTBUE TepBOil MyTa-
UMU. DTO SIBJIEHUE HA3BIBACTCS MeNCeeHHOU
cynpeccueil.

B TeueHue 10ATOrO0 BpeMEHM MEXaHU3M Jieii-
CTBUSI MEXTEHHBIX CYIPECCOPOB OCTaBajCs 3a-
ragkoii. Ternepb Mbl 3HaeM U3 T€HETHUYECKUX
U OMOXMMUYECKUX WMCCIEAOBAHUIl, 4TO 604b-
WUHCMBO MAKUX cynpeccopos Oelicmeyem, U3-
Mmenan cuumvieanue MmMPHK. PaccMmorpum
K MpUMeEpy MyTalluio, KOTOpas MPUBOAUT K T0-
SIBIEHUI0 TepMuHUpYylouiero kKomoHa UAG
(T. €. CTOI-KOJIOHA, UJIM CUTHAJa TEPMUHALIVH).
Pesynbratom Mytanuu Oyner oOpa3oBaHUE
HETMOJHBIX MOJUNEeNTUIHBIX lleneil. Takue my-
TallM¥ Ha3bIBAIOTCSI HOHCEHC-MYyTalUsIMU (OT
aHIJI. nonsense - 6ECCMbICIIEHHBI), TaK KaK He-
MOJIHbIE TIOJUMENTUAB OOBIYHO HEAKTHUBHBI.
HeiictBue HoHceHc-MyTanmu UAG MoxeT
OBITh MOAABICHO MYTAlUSIMU B HECKOJbKMX

Yacts IV.
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pa3JInMYHBbIX TICHaXx. OnuH U3 3TUX CynpeccopoB
cuuthiBaeT UAG Kak KOIOH THUPO3UHA,

YTO MOXET TMPUBECTU K CUHTE3Y aKTUBHOTO
OesKa BMECTO HETIOJIHOM MOJUMENITUAHON 1Ienn
(puc. 27.9). Mouemy xe sta MyraHTHasi PHK
BCTaBJIsIeT TUPO3WMH B oTBeT Ha KomoH UAG?
B HopMe TuposuHoBass TPHK y3HaeT KomoHbI
UAC u UAU. 9ra myrantHass TPHK npenTnu-
Ha HopMmaibHOU THUpo3mHoBoil TPHK, 3a uc-
KJIIOYEHUEM OfIHOW 3aMEHbl OCHOBAHMUS B aHTH -
konoHe: GUA—>CUA. Myranusa G—>C mep-
BOTO OCHOBAaHMSI aHTUKOJOHA MEHSIET CIeLU-
¢uunocty y3HaBanus. Kax mpeackassiBaer
Teopusl «KadyaHWii», U3MEHEHHBI aHTHMKOIOH
MoxeT y3HaBaThb Tonbko UAG.
Cynpeccopnag TPHK aroro tuma Oymer 3a-
KperieHa 0TO0pOM CKOpee BCero B TOM cllyyae,
eciu mytupoBaBuiass TPHK He Oblia Heobxo-
nuMoii. MIHBIMU clloBaMU, IOJIXHA CYIIECTBO-
BaTh Apyras pasHoBuaHocTh TPHK, koropas
y3HaeT Te Xe KOJOHBI, YTO M MYTUPOBaBLIas
TPHK. [eiictBuTensHo, y E.coli umeloTcs aBe
pasnuuneie TPHK, koTopsie B HOpMe y3HAIOT
kogoHbl UAC n UAU. Usmensierca ta TPHK,
KOTOpasi MPUCYTCTBYET B HEOOJbIIOM KOJMYE-
ctBe. DYHKINS 3TON MUHOPHOW Pa3HOBUIHO-
ctu TuposuHoBoii TPHK B HopMme HescHa.
B cBs13u ¢ cylecTBOBaHUEM TaKOM CyIpeccop-
HOM MyTallMW BO3HUMKAET elle ofuH Borpoc. Ec-
I MyTaHTHBIM KogoH B UAG cumThIBaeTcs
KaK TUPO3WH, a He KaK CUTHaJl TepMUHALUMU,
YTO TIPOUCXOAUT MPU HOPMAJIbHOW TEepMHUHA-
uuu neneit? Kak HM cTpaHHO, OOJIBIIMHCTBO
MOJUMENTUIHBIX LIeTeil B KIeTKaX Cylnpeccop-
HOrO MYTaHTa TEPMUHUPYETCS HOPMAaJbHO,
BO3MOXHO, 0 TOW MPUYMHE, YTO CUTHAJ Tep-



Puc. 27.10. DBDiaexTpoHHBIE MHKpPOGOTOTpa-
dum 70S-pudocom (A), 50S-cyo6-
yactull (b) n 30S-cybuactun (B).
(ITegaraeTcst ¢ M0OOE3HOrO paspe-

meHus n-pa James Lake.)

MUWHAIUW TPEICTaBIsIeT CO00Ol HeuyTo OOJIb-
mee, yeM npocto kogoH UAG. [eiicTBUTENb-
HO, M3BECTHO, YTO HEKOTOPbIe KOXUPYIOIINe
MOCJIeI0BaTEIbHOCT 3aKaHYMBAIOTCS JBYMSI
pa3IMYHBIMU cTOM-KogoHamu. Kpome Toro,

cympeccuss He 00JiagaeT CTOIPOLIEHTHOM 3d-
(beKTUBHOCTBIO.

boutn oOHapyXeHbl W OpPYrMe BUABI MY-
tauTHbiXx TPHK. Muccenc-cynpeccopor wn3zme-
HsioT cuuThiBanue MPHK, Tak 4To B OTBEeT Ha
HEKOTOpPbIe KOJOHBI BCTaBJISIETCSI U3MEHEHHAsI
aMMHOKUCJIOTA (Harpumep, TJUIIMH BMECTO ap-
ruHuHa). OCOOEHHO WMHTEPECHBI Cynpeccopbl
cosuea pamku. OnHa u3 Takux TPHK comepxur
JIUIIIHEE OCHOBaHWE B AHTUKOIOHOBOW MeTie.
bnarogapsi aToMy OHa CUMTBHIBAaeT B KauecTBe
KOJIOHa 4embipe OCHOBaHUS BMecTO Tpex. Ha-
npumep, UUUC cuuthiBaeTcsa Kak KOIOH (e-
HunananuHa BMectro UUU. Takas usMeHeHHast
TPHK Moxer cynpeccupoBaTh BCTaBKY JIMIII-
HEro OCHOBaHMUSI.

27.8. PubOCOMBI - OpraHeJuIbl,

B KOTOPBIX NPOUCXOAUT CHHTE3 OejKa,-
COCTOSIT M3 OOJIBIIOH M MAJIOH Cy0YACTHIY
[epeiinem Terepb K MeXaHU3MY CUHTe3a Oesl-
Ka. DTOT CJIOXHBIN MPOLIECC MPOUCXOIUT B pH-
06ocomax, KOTOpbie MOXXHO paccMaTpUBaTh KakK
OopraHeJlIbl CMHTe3a Oenka, MogoOHO TOMY Kak
MUTOXOHJPUM CUMTAIOT OpTaHelIaMu OKUCIIH-
TenpHOro (ochopmwmpoBanus. Pubocoma -
BecbMa CIelMaju3upoBaHHAsl W  CJIOXHas
crpykrypa. Ee mmamerp - mpumepHo 200 A.
Jlyume Bcero m3ydeHsl pubocomsl E.coli. Mac-
ca 2artoii pubocombl cocrtaBiser 2500 ka,
a koo dunueHT cenumeHTaunu 70S. Ee MoxHO
IHUCCOIMMPOBATh Ha Ooavwyio (50S) u manyio
(308) cybuacmuyb. Ianee 3TU CyOYACTHUILIBI
MOXHO TMCCOILIMUPOBATh HA COCTABJISIIOLINE UX
oenku m PHK. 30S-cybuactuma comepxkur 21
6enok 1 omHy MoJiekyny 16S-PHK. 50S-cy6ua-
CTHUIIA COOEPKUT MpUMepHO 34 Oeika 1 2 MoJie-
kyasl PHK (23S u 5S). Pubocoma E.coli npu-
MepHO Ha nBe Tpetu coctouT u3 PHK u Ha
ONHY TpeThb - U3 Oeka.

PuGocoMbl 1LIUTOIIA3MbI  3YKAPUOTUYECKUX
KJIETOK HECKOJIbKO KpyIHee OaKTepuaabHbIX
pubocoMm. MHTaKTHAasI syKapruoTUdeckasl pudo-
coMa uMmeeT KoadduimeHt cexumenTauu 80S.
Ilomo6GHO GaxkTepuaabHOII pubOCOMe, OHA JIVC-
couuupyer Ha Gosblyo (60S) u manyio (40S)
cybuactuibl. Maiasi cybuyacTuiia COAEPXKUT
omny Mojekyny 18S-PHK, a Gompinas cy6ua-
crtuua - Tpu Monekyiasl PHK (28S, 7S” u 5S).
PrbGocomMbl MUTOXOHIPUIA M XJOPOIJIACTOB OT-
JINYAIOTCSA OT LMTOIUIa3MaTUYeCKUX pUbOCOM

" Oty pPHK mo croxuBmieiicss TpamuLU¥ daiie

ob6osnavatot 5,8S-PHK.- llpum. nepes.
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Puc. 27.11. PubGocoMbl MOXHO AMCCOLIMUPO-
BaTh INpUMEPHO Ha 55 OelIKoB

u Tpu MoJiekyasl PHK.

aykapuoT. OHM OoJjbine moxoxu Ha 70S-ua-
cTtuibl, a He Ha 80S. Mexny cuHTe30M Oenka
B MUTOXOHIPUSIX, XJIOPOIJIacTax U O6akTepusx
MMeeTCsl MHOTO OOIIero.

27.9. PubocoMbl MOXKHO PEKOHCTPYMPOBATh M3
COCTABIAIOMMUX WX Mojekya OeakoB u PHK
Pu6ocomuyro 30S-cyOuacTUily MOXHO PEKOH-
crpyupoBaTh u3 cMecu 16S-PHK u 21 Genka,
BXoIsIIero B ee cocraB. COOpPKY 3TUX KOMIIO-
HEHTOB ¢ o0Opa3oBaHUWeM (QYHKIMOHAJIbHO aK-
TuBHO# 30S-cy6YacTHUIIHI BITIEPBLIE OCYIIECTBILI
Macasgcy Homypa (Masayasu Nomura)
B 1968 r. Yepe3 HECKOJBbKO JIET OblTa PEKOH-
cTpympoBaHa 50S-cyOyactuiia. DT 3KCHepu-
MEHTBl UMEJIM BaXXHOE 3HAYEHUE B JABYX OTHO-
uieHus1X. Bo-nmepBbiX, OHM MPOAEMOHCTPUPOBA-
M, 4TO Bcs MHOpMmalus, Heobxoaumast aJist
cOOpKM 3TON OpraHeibl, CONEPXKUTCS B CTPYK-
Type ee KOMIOHEeHTOB. [lJis1 cCOOpKM He HYXHBI
HUKaKUe BHEpUOOCOMHBIe (akTopbl. Takum
o0pa3oM, obpazosanue pubocom in Vvitro npeod-
cmaeasiem coboil npouecc camocoopku. Bo-
BTOPBIX, PEKOHCTPYKLMIO MOXHO HCIOJIb30-
BaThb JJISl TOTO, YTOOBI BBISICHUTH, HEOOXOIUM
JIM TOT WM UHOM KOMIIOHEHT AJisi COOpPKU pu-
060COMBI UM COOCTBEHHO IJisi ¢ (YHKIMOHU-
poBaHus. HampuMmep, TakuM o0pa3oM ObLI BbI-
SIBJIeH KOMITOHEHT pOOCOMBI, OTBEYAIOIIUI 32
€€ YyBCTBUTEIbHOCTb K aHTUOMOTUKY CTPENTO-
munuHy (pasn. 27.20). M3 paGoT 1mo peKoH-
crpykuuu 30S-cyOuacTuIibl ObLIM CoeTaHbl Clle-
NYIOIINE BBIBOJBI.

Yactp IV.
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1. 16S-PHK HeoOxomuma misi ee cOOpKHU
1 GYHKIIMOHUPOBaHUS. DTa MOTPEOHOCTh BECh-
Ma creruduyHa, tak kak 16S-PHK wu3 mpox-
xeit He MoxeT 3ameHuTh 16S-PHK u3 E.coli.
Ponp monekyn pubocomHoit PHK ocraercsa
00J1aCThl0 TMPUCTATBHOTO MHTEpeca CcO CTo-
POHBI HCCIenoBaTeNe.

2. B ombITax Mo pPeKOHCTPYKLUM KaXIbIi
pa3 M3 CUCTEMbl MCKJIIOYAIu OOUH M3 OEIKOB,
YyTOObl  BBIICHUTb, MOXET JIM WHTAKTHas
30S-cybyactuiia o6pa3oBaThCsl U3 OCTAJIBHBIX
20 6enkoB u 16S-PHK. Oxaszamnoch, 4TO 110
KpaliHeil Mepe IIecTb O€JKOB HEOOXOAMMO IJIs
coopku 30S-vacTulibl.

3. st cOoopku (DYHKIIMOHAJIBHO aKTHMBHOI
30S-yactuupl HeoOXOAUMO OOJNBIIMHCTBO BXO-
namux B Hee OenkoB. Urtak, 30S-cybuacmuya
npedcmasgasem cobol  KOONepamugHyr uyeaocm-
HYIO 6 QOYHKUUOHANbHOM OMHOUWIEHUU CMpPYKmY-

py.

27.10 BeJKu CHHTE3MPYIOTCA B HANPaBJIEHUU
OT AMHMHOKOHIIA K KapOOKCHJIbHOMY KOHILY

OnHUM M3 MEpBbIX BOMPOCOB, KAacCalOLIUXCS Me-
XaHM3Ma CHHTe3a Oejika, ObUI BOIPOC O TOM,
CUHTE3UPYIOTCS JU OeJIKM B HANpaBJIeHUU OT
AaMUHOKOHIIA K KapOOKCHUJIbHOMY KOHILY WJIN
HaoOopoT. YeTkuil OTBET Ha 3TOT BOMPOC Halu
ombiTel ToBapma Hununmca (Howard Dintzis)
C UMITYJIbCHOM METKOM. PeTUKYJIOLIMTHI, aKTUB-

Puc. 27.12. Paspmenenue 06enkoB pubOCOM-
Hoii  50S-cyOwyacTmiel ¢ IIO-
MOILIBIO  IBYMEPHOTO  3JIeKTpPO-
(opeza B mosmakpuaaMUIHOM
rene. (IlewataeTca ¢ m00e3HOTO
pa3peleHus I-pa Charles

Cantor.)



Puc. 27.13. DnexrpodopeTnyeckoe pasaeie-
HUE B TOJMAKPUIAMUIHOM Teie
0OCIKOB HATUBHON pPHOOCOMHOM
30S-cybuacTuiibl (c1e6a) U PEKOH-
CTPYUPOBAHHOM 30S-cy6ua-
ctunsl (cmpasa). B pexoHcTpym-
POBaHHOI cyOyacTuile MPUCYT-
CTBYIOT BCe Te Xe OCJIKM, UYTO U
B HatuBHOH. (Ilewyaraercs ¢ Jo-
0e3HOro  paspeuieHuss  Ja-pa
Masayasu Nomura.)

HO CHUHTE3WpPYIOINE TeMOTIOOWH, WHKYOUPO-
Baly B MpPUCYTCTBUM "H-JeiiuMHa B TeueHWe
KOPOTKMX TPOMEXYTKOB BPEMEHM, HeldocTa-
TOUHBIX JJISI CHHTE3a MOJHBIX Lienedl. CUHTe3U-
POBaHHBIN B 3TUX YCIOBUSAX TeMOTJIIOOMH pa3-
IesI Ha O- W [-uenmu u  0o0pabdaTeIBaIn
TPUIICUHOM. 3aTeM ONpenessuid yAeabHYIo pa-
JTUOAKTUBHOCTh TOJYYEHHBIX TENTHIOB, T.C.
OTHOILIEHWE MX PaaMOAKTUBHOCTU K 0OlIeMY
colepxaHuio JeiiinHa. B mentuaax, pacrnono-
KEHHBIX B HaTUBHOM Oejike BOJIM3U KapOOK-
CUJILHOTO KOHIIa, OBLIO OONbIIEe paguoaKTUB-
HOCTH, YeM B TeTITHIAaX BOJM3M aMWHOKOHIIA.
Habawoanoce nocmenennoe eo3pacmanue pa-
OUOaKmMuUeHOCMU OM AMUHOKOHUA K KAPOOKCUAL-
Homy Konyy (puc. 27.14). CunbHee Bcero ObLT
nmoMeuyeH KapOOKCHMIIbHBIN KOHEIll, TaK KaK OH
CUHTe3upoBajica mociefiHuM. CrenoBaTesbHO,
Hanpaeaenue pocma yeneii — om AMUHOKOHUA
K KapOOKCUAbHOMY KOHUY.

27.11. Nudopmammonnas PHK Tpanciaupyercs
B HampasieHun 5'—>3'

Hanpasnenue cuuteiBanusi MPHK omnpenens-
JM C TIOMOIUBI0O CHUHTETUYECKOTO TOJUHYKIIEO0-
TAIA

UCIIOJb30BAaHHOTO B KayeCcTBe MATpMIbI B Oec-
KJIETOYHON cucTeMe cuHTe3a Oenka. AAA Ko-
aupyet nu3uH, a AAC-acnaparus. [lonumen-
TUOHBIA TPOAYKT UMEN CTPYKTYpPY

IMockonbKy acmaparMH OBUT pacrojioXeH Ha
KapOoKCIWIbHOM KOHIIe, KomoH AAC 0BT cuu-
TaH mnocaenHuM. ClenoBaTeNbHO, MPAHCAAYUS
udem 6 Hanpaesenuu 5—>3'. HamoMHuM, 4TO
MPHK TakxXe cuHTe3upyeTcs B HalpaBJIeHUU
5'—>3'(pa3m. 25.14). Oto o3Havaet, uro MPHK
MOXET TPaAHCIMPOBATbCS yXe B TO BpeMsi, KOr-
Ja OHa elle CUHTe3upyercd. JleicTBUTENbHO,

Puc. 27.14. Pacnpenenenue *H-nefimaa
B O-IIEM TeMOTJIO0MHA, CUHTE3U-
POBAHHOTO TOCJIE UHKYOALUU pe-
TUKYJIOIIUTOB B TeYEHHUE KOPOT-
KOTO BpEMEHHM B TPUCYTCTBUU
MeTKH. bonee BrIcOKas pamnoak-
TUBHOCTh C-KOHIIa TIO CpaBHe-
HUI0 ¢ N-KOHIIOM yKa3bIBaeT, YTO
C-KOHell CMHTE3UpYeTcsl TocieN-
HUM.
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y E.coli 5'-xonennt MPHK B3aumopeiicTByeT
¢ pubocomMaMu BCKOpe IMOc/e TOro, KaK OH CUH-
tesupyercss (puc. 27.15). Takum o6pa3om,
MPAHCAAYUS MECHO CONPSNCEHA C MPAHCKPUn-
yuetl.

27.12. Oany mogaekyay MPHK oaHoBpemenHo
TPAHCJIUPYET HECKOJBLKO PUOOCOM

Omny monexkyny MPHK Moryr omHOBpeMeHHO
TpaHCAUPOBATh HECKOJbKO pUOOCOM. DTO Cy-
LIECTBEHHO YBeIWUYMBaeT 3((dEKTUBHOCTh UC-
moabs3oBanusgs MPHK. I'pynma puGocom, cBs-
3aHHBIX ¢ omHOU Mosekyinoir MPHK, Ha3zbI-
BaeTCs noaupubocomol WA noaucomoi. Pubo-
COMBI, BXOHSIIME B COCTaB 3TOM CTPYKTYPHI,
paboTalOT HE3aBUCUMO, M KaXasi U3 HUX CUH-
TE3UPYeT MOJHYIO MOJUTEeNTUIHYO Liemb. [1pu
MaKCUMaJIbHOW TUIOTHOCTM  pubOCOM  Ha
MPHK onHa pu6ocoma npuxoautcs Ha 80 Hy-
KJIeoTU0B. I1oaupr6oCcoMbl, CUHTE3UPYIOLINe
reMorioonH (ILieNb TeMOIIOOMHA COHAEPXKUT
145 amumnoxkucnor, a MPHK - coorBeTcTBEeHHO
500 HyKJIEOTHIOB), OOBIYHO COCTOSIT U3 IMSATH
pubocoMm. Pubocombl, pacmojioKeHHbIe OJKe
Bcero K S'-xonuy MPHK, HecyT cambie KopoT-
Kve TIOJUTENTUIHbIE Lenu, a Te, 4To Onuxe
K 3'-KOHI1y,- TOouTH TIosiHbIe 1ernu. [Tocie ocBo-
OOXIEHMS] TIOJUTIENTUAHOTO TMPOAYKTa pUbo-
combl auccoruupytor Ha 30S- u 50S-cybua-
CTUIIBI.

27.13. Cunre3 Oesika B OaKkTepusix
uHunuupyercs ¢opmuamernonunosoii TPHK
Kak HaumHaerca cuHte3 6enka? A priori TIpo-
cTeiiias BO3MOXHOCTb COCTOUT B TOM, 4TO
TpaHcaupyetcs Bcst MPHK, u Hukakue ocoonie
CHUTHaJIbl Hayajla CMHTe3a He HyXHbI. OmgHaKo
9KCMEPUMEHTHI MTOKA3aJIu, YTO TPAHCISLIUS He
HAaYMHAETCs HEMOCPEACTBEHHO Ha 5'-KOHIIe
MPHK. Ha camom pgene mnepBbId TpaHCIW-
pyeMbIi KOIOH MOYTU BCEraa pacIiojioXeH Ha
pacCTOSIHUM He MeHee yeM 25 HYKJIEOTHUIIOB OT
5'-xonma. K ToMy Xe MHOrme MOJIEKYJIBI
MPHK y mpokapuot nosuyucmponusi, T.€. KO-
NMPYIOT AIBE WX OoJsiee MOJUTIENITUAHBIE LEeMH.
Hampuwmep, omna moisexkyna MPHK miaunoit
okojio 7000 HyKJI€OTHIOB KOAUPYET TSITh Gep-
MEHTOB ITyTH OMOCUHTe3a Tpuntodana y E.coli.
Kaxnpiit w3 stux natu  ¢GepMeHTOB HMMeeT
COOCTBEeHHBIE CUTHAJIBI Hayaja M KOHIIa TpaHC-
nsauuu B MPHK. Ha nene ece usyuennvie mone-
Kyavl 6akmepuanvibix MPHK codepucam cue-
Hanbl HA4ana U KOHUA Kaxcooi Kooupyemoll
UMU NOAUNENMUOHOU Yenu.
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Puc. 27.15. Tpanckpunuusa yyactka JHK
E.coli n TpaHcnsiust HOBOOOpa-
gytonneiics MPHK. TpaHckpuou-
pyeTcsl UMb YacTh XPOMOCOMBI.
[Miller O. L, Hamkalo B. A,
Thomas C. A., Jr., Visualization
of Bacterial Genes in Action,

Science, 169, 392 (1970).]

KitouoM K m3yuyeHUI0 MexaHU3Ma UHUIIUA-
LIMU LIEMU CTaJlo OTKPBITUE TOro akTa, YTO
MpUMEPHO T0JI0BMHA N-KOHIEBBIX AMUHOKHC-
JoT 6enkoB F.coli - METUOHUH, XOTSI B IPYTUX
MOJIOKEHUSIX TOJUTTeTITUIHOMI LIETTH 3Ta aMUHO-
KucioTa BcTpevaeTcs peako. Kpome toro, N-
KOHEIl HOBOOOPa30BaHHBIX OEIKOB OOBIYHO
MOAUMUIIMPOBAH, U3 YEeTO CJIEAYET, YTO B UHU-
LIMALMU, OYEBUIHO, YIACTBYET KaKoe-TO IMpo-
MU3BOJIHOE METUOHMHA. [IeliCTBUTENbHO, cunmes
beaka y Oakmepuii HauuHaemcs ¢ @opmuime-
muonuna (fMet). CymectByeTr ocobas TPHK,
KOTOpasi TIepeHOCUT (DOPMUIMETUOHMH K pU-
Gocome il MUHULIMAlUU CUHTe3a Oenka. OTa
unuyuamopunas TPHK (cokpamenHo o00603Ha-
vaerca mPHK) otimyaerca or toii TPHK, xo-
TOpast BBOINT METHOHHMH BO BHYTPEHHHUE MOJO-
xeHus (cokpameHHo TPHK ). Byksa fyka3si-
BaeT, 4YTO METUOHWH, TPUCOEIMHEHHBIN
K uHuuuatopHoit TPHK, moxer 6bI1Th hopMu-
JIMpOBaH, Torga Kak METUOHWH, TPUCOeIn-
HeHHblit K TPHK ,- Her.

MeTHOHUH NMPUCOENUHSET K 3TUM JABYM pa3-



Puc. 27.16. CxemaTuueckoe
OpraHu3aluu  MOJUPUOOCOMBI
(rmoaucombl).  PubGocombl  aBM-
xyTtcs Bnonb MPHK B Hampasie-
Huu 5—>3. PuGocombl pabo-

TalOT HE3aBUCUMO IPYT OT ApYyTa.

U300paxeHue

HoBugHocTsaM TPHK omnHa u Ta Xe amuHoa-
uun-TPHK—cuHTeTaza. 3atem crnenunaibHbI
dbepMeHT (GopMHUIMPYET aMWHOTPYMIY Me-
TUOHMHA, npucoenuHeHHoro K TPHK, . JloHop
aKTUBMPOBAaHHOI (DOPMUIBHON I'PYIIIIHI B 3TOI

peakinu N"-dbopmunreTparugpodoisr.
Puc. 27.17. OGpasoBanue  GOPMUIMETUO-
Hui-TPHK..

27.14. CurHajioM WHUOMANMU CJIYXKUT KOJOH
AUG (mwm GUG), Koropomy mnpeaumecTByeT
HECKOJIbKO OCHOBAHMIA, CIIOCOOHBIX CIIAPUBATHCS
¢ 16S-PHK

Kaxkwne ctpyktypHbie ocobeHHoctTu MPHK mo-
3BOJIIIOT CHUCTEME CHUHTe3a Oefka pasauyaTh
konoHbl AUG? I1epBbIM I1aroM Ha IIyTH K pe-
HIEHWIO 3TOTO BOTpOca OBIJIO BbIAEICHUE UHU-
uuaTopHbix yyactkoB psna MPHK. [lnsg atoro
komiiekcsl MPHK ¢ pubocomamu, obGpaso-
BaBLIMECS BYCIOBUSX, IOMYCKAIOUIUX UHUALIUA-
11110, HO HE 3JIOHTAIMI0, PACIIEeTUISsIA aHKpea-
TUYECKOl pubOHYyKIea3oil. Bo Bcex ciyyasx ot
pacuierieHdss Obula 3aluiieHa TocjieoBa-
TETbHOCTb IJWHONW oKoJio 30 HYKJIEOTHIOB.
Kak u nmpenmnonaranoce, Kaxablii U3 9TUX UHU-
LIMUPYIOLIUX YUYaCTKOB coaepxkan kogoH AUG
wmm GUG (puc. 27.18).

Kpome Toro, Kaxablii y4acToK WHHUIIMALIUU
colepXuT OoraTylo TypUHAMU TIOCIENOBa-
TEJbHOCTh, EHTP KOTOPOW HAXOAMTCS Ha pac-
CcTOSTHUU TpuMepHo 10 HYKJIeOoTUAOB B 5'-CTO-
POHY OT MHULUMPYIOLIEeTo KonoHa. Posib aToro
6oraToro MmypuHaMM yyacTKa cTaja siCHa, KOrT-
na Obuta paciirdpoBaHa MOCIEA0BATEIbHOCTD
16S-PHK. 3'-xkonen stoii pubocomHoit PHK
COMIEPKUT TOCEeN0BATEIbHOCTh M3 HECKOJb-
KHUX OCHOBaHUI, KOMIUIEMEHTapHYI0 60TaToMy
MYPUHOM Yy4YacTKy B 00JIaCTSIX WHULIMALUU
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Puc. 27.18. IlocrmemoBaTenbHOCTH Y4YacCTKOB
WHMIIMAIIMY CUHTe3a Oelika HeKO-
TOPBIX OaKTepHaJbHBIX W BH-

pycubix PHK.

MPHK. W3 nponykToB ¢epMeHTaTUBHOIO pac-
HIeTTICHUST MHUIMUPYIONIETO KOMILIeKca yma-
JIOCh BBIIEIUTH KOMIUIEKC 3'-KOHIIEBOTO (ppar-
meHTa 16S-MPHK w o6mactv WHULMALUK
MPHK (puc. 27.19). IlocnenoBarenbHocTH 60-
nee yeM 70 M3y4yeHHBIX yYaCTKOB WHUIMALIUM
MOKa3bIBAIOT, YTO YMCJIO Tap OCHOBAaHWM, KO-
topbie MPHK o6pasyer ¢ 16S-PHK, xone6net-
cs ot 3 10 9. MHTepecHO, 4TO U3MEHEHME CUJIBI
3TOTO B3aMMOJCICTBUS NaeT BO3MOXHOCTb pe-
ryaupoBath  3Gb@EKTUBHOCTh  MHUIUAIUM.
Hmak, mecmo nauasa cunmesa Oeika onpede-
AAeMCs 83aUMOOCUCBUAMU 08X MUN0G: Cha-
pusaruem ocHosanuti MPHK ¢ 3-konyom
16S-pPHKu ¢ chopmusmemuoruHo80il UHULUA-
moproii  mPHK.

27.15. B pe3syabraTe 0o0pa3oBaHHs
HHUIUMpywiero 70S-komiuiekca dopmui-
metnonnHoBas TPHK casasbiBaercs

¢ P-ywyacTkom

CuHTe3 Oenka HauyMHAeTCs C accolUaluu
MPHK, pubocomnoit 30S-cyduactuiel u ¢op-
mmiMmeTnonnHoBoid TPHK. Onm o00pa3syior
30S-komnaexc unuyuayuu (puc. 27.20). s
00pa3oBaHMSl 3TOTO KOMIUIEKCAa HEOOXOAMMBI
GTP u Tpu GenKoBBIX (haKTOpa, Ha3bIBAIOIIUX-
ca 1F-1, IF-2 u IF-3. Ooun u3 3tux ghakmopos
unuyuayuu - IF-3 - yaacTByer B CBSA3BIBAaHMU
MPHK ¢ 30S-cy6uactuueit. Kpome toro, IF-3
npensTcTByeT accouuanuu 50S- u 30S-cybua-
cTUIl ¢ 00pa3oBaHMEM HemnpoaykTuBHoro 70S-

Yacrs 1V.
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kommekca 6e3 MPHK, a IF-1 u IF-2 cmoco6-
CTBYIOT CBsI3bIBaHUI0 WHHUIUAaTOpHOU TPHK
¢ xomrmiuekcom MPHK wu  30S-cybuactuiisi.

3arem  50S-cyObuacTMiia  MPHCOEAMHSIETCS
K mHHnuatopHomy 30S-koMImiekcy, oOpasys
unuyuamopnwlii 70S-xomnaexc. Ha stom 3Tame
MpOUCXonuT Tuapoau3 cesazanHoro GTP. 70S-
WHULMATOPHBIA Komruieke (puc. 27.20) rotoB
K CTaAiMM 3JIOHTaUMM OeIKOBOro cuHTe3a. Mo-
nexynafMet-TPHK,3anumaer P-yuacrox (nmen-
TUIMJIBHBIN y4acTOK) pubocombl. Bropoit yua-
CTOK Ha pubOCOMe JIJIsI CBA3bIBAHUSI MOJIEKYJIbI
TPHK-A-y4yactok (aMMHOALIMIIBHBIN) - e11e
mycT. CylecTBOBaHME pa3iesbHBIX YYacTKOB
P 1 A 6bUTO MOKAa3aHO MPU U3YYEHUU MTyPOMHU-
LIMHA - aHTUOUOTUKA, O KOTOPOM TOBOPUTCS
Huxe (pasn. 27.21). Ceituac BaXHO OTMETHTb,
yro fMet-TPHK, pacnonaraerca takum obpa-
30M, YTO AaHTUKOJOH CIMapuBaeTcsd C MHULUU-
pytomuM KogoHoM AUG (unu GUG) s MPHK.
Takum o0Opa3oMm, paMKa CUMTBIBAHUS YCTaHa-
BJIMBaeTCsl crieunupuueckuM B3auMMOJEHCTBUEM
pubocomsl u fMet-TPHK, ¢ MPHK. Hamom-
HUM, YTO B 3TOM B3aUMOJAEHCTBUU Yy4yacTBYET
GoraTblif MypMHOM Y4acTOK, PaCMOJOXEHHbIN
CO CTOPOHBI 5'-KOHIIA OT MHUIIMUPYIOIIETO KO-
noHa. O cmapuBaetcs ¢ 3'-koHuom 16S-PHK,
Bxozseir B coctaB 30S-cyouactuiisl. BeisicHe-
HUE 3TOT0 CJIOXHOTO crocoba, KOTOPbIM H0-
CTUTaeTCs MpaBUJIbHAS OpUEHTAUUS MUHUIMA-
topHoit TPHK, nmopoausio nt060NbITHYIO Mpo-
onemy. Kakum e obOpa3oM B OmNbITaX MO
pacmudpoBke TeHETUYECKOTO Kona
(pa3nm. 26.3) morim TpaHcaupoBatbes poly(U)
W JIpyrue CUHTEeTUYeCcKHe TOJUIENTUIb 0e3
CHUTHAJIOB Hayaja TpaHcasiuuu? OTBET 3aKiio-
YaeTcs B TOM, YTO, K CYACThIO, B 3TUX 3KCIEpHU-
MEHTaX  MpoucXoausia  Hecmeuuduyeckas
TpaHCsUs Oiaroaaps TOMYy, YTO KOHIEHTpa-
unsg Mg'’ B peakLMOHHON cMecu OblIa BBILE,
YyeM 3TO HWMEET MECTO in Vivo.



Puc. 27.19. CnapuBaHue 60ratToro mypmuHoM
yyacTka (TOKa3aHO CHUHUM 1IBe-
TOM) B 00jJacTM HWHUUMAILUU
MPHK wu 3'-xoHueBoro yuacrka
16S-pPHK (xpacHbiit uget). Ko-
noH AUG (3eneHblil 11BeT) orpe-
JEJIAeT HayaJlo MOJUIEITUIHON
uenu. IlokazaHHasi Ha PUCYHKe
MPHK xomupyer A-Gemok dara
R17.

27.16. ®akrtop 3onramud Tu pocrasaser
amunoanun-TPHK B A-yuacTok pubocombl
Hukn snoHraumm GeJIKOBOrO CHUHTE3a BKIIIO-
yaeT Tpu dTamna: 1) ces3viéaHue amuHoauu-
mPHK (y3nasanue kodona); 2) obpazosanue
nenmudnoil  cea3zu; 3) mpancrokayus. Lnxi
HauuMHaeTcs ¢ BBeaeHUsT amuHoaumi-TPHK
B mycToii A-yyacToK pubocombl. Bribop ormpe-
neneHHoit pasHoBugHoctu TPHK 3aBucutr ot
Toro, kakoii komoH MPHK Haxomutcsg
B A-yuactke. KoMniemMeHTapHass aMUHOAI M-
TPHK pocraBasgercs B A-y4acTOK O€lIKOM,
KOTODPBIA Ha3bIBACTCH PaKmopom d40HeauuUl
EF-Tu. Korna amuHoanun-tPHK 3anumaer
NpaBUJbHOE MOJIOKEHWE Ha pubOCOMe, MPOUC-
xoaut ruapoaus GTP, csazannoro ¢ EF-Tu.
GDP ocraerca mpouno cBsg3anHeiM ¢ EF-Tu
[0 TeX Top, MOKa OH HE BBITECHSIETCS OPYTUM
(akTopoM 3joHranmuMu, a wuMeHHo EF-Ts.
O6pazoBaBiuiics komrieke Tu ¢ Ts pacna-
naetcs npu cBsa3siBaHuu GTP ¢ Tu; HOBBIN
koMmmjaekc Tu-GTP roroB mns cieaymoliero
payHIa 3J0HTallMU. DTa acCOLMALUST U TUCCO-
nuaumst  6enkoB  (puc. 27.21) yckopsieTcs
U TIpUOOpETaeT XapakKTep IOBTOPSIOIIErocs
HMKJIa 3a cyeT a3Hepruum ruapoausza GTP.

Baxno ormerutb, uto EF-Tu He 63aumo-
deiicmeyem ¢ fMet-mPHK,. Ilostomy uHu-
uuaropHass TPHK He monamaeT B A-y4yacTok.
B 10 xe Bpema Met-TPHK  cBasbiBaercsa
¢ EF-Tu, nomo6HO BCceM ApyruM aMuHOAIMJI-
TPHK. BTuM m 00BsACHsSICTCS TOT (pakT, 4TO
eHympenHue Kodonol AUG He cuumbvigaromces
unuyuamoproi.  mPHK.

27.17. Ilocne oOpa3oBaHMs NENTHAHOH CBS3H
NPOUCXOAUT TPAHCIOKANMS

Tenepb y Hac uMeeTcs KOMILIEKC, B KOTOPOM
amuHoanun-TPHK  3anmmaer  A-ydyacTok,

Puc. 27.20. Cramusa vHULIMALWY CUHTE3a 0e-
Ka: oopazoBanue 30S-koMIuiekca
MHULMauuu U 3ateM 70S-KoMm-
[JIeKCa MHULMALNH.

27. Cunre3 Oenka 103



Puc. 27.21. llukn peakuuii ¢ yyactueMm dak-
TOopa 3joHrauuu Tu.

a fMet-TPHK 3anmmaer P-ygactok. Bce roro-
BO K 00pa3oBaHUIO TENTUAHOW  CBSI3U
(puc. 27.22). DTy peakuuio KaTaau3upyeT nen-
muduampancgepaza - PEepMEHT, IIPEACTABIISIO-
i coboit cocraBHyl0 yacTb S50S-cyOua-
CTULIbI. AKTUBUPOBAHHBIA (HOPMUIMETHOHU-
HoBbIH ocTaToK fMet-TPHK, (pacnonoxennoit
B P-yyacTke) mepeHOCHUTCS Ha aMUHOTPYIIY
amuHoauun-TPHK (B A-yuyactok), oO6pa3ys
nuneruauna-TPHK.

ITocne obpa3zoBaHUsS MENTUAHONW CBA3M HeE-
HarpyxeHHasd TPHK 3anumaer P-yuactok,
a munentuamwi-TPHK 3anummaer A-ydyacTok.
Crenyouuii 3Tan LUKIA 3JIOHTALUU - MPAHC-
Aokayus. TIpoucxomsT Tpu mepeMelieHUs: He-
HarpyxxeHHass TPHK mokupgaer P-yyactok,
nentuaua-TPHK  mepexogur 3  A-ydacTka
B P-yyactrox 1 MPHK mnponBuraercsi Ha Tpu
HykJeoTuaa. B pesynbrate creaymooiuii Ko-
JOH 3aHMMaeT HYXHO€ TOJOXeHUe st
cunteiBaHusl odyepenHoir MPHK. [dns Ttpanc-
JIoOKalluu HeoOXoouM TpeTuil (pakTop 3JI0HTa-
uuu - EF-G (Ha3piBaeMblil TakXe mpancioka-
30i). Bo BpeMs TpaHCIOKAUUU TPOUCXOAUT
runpom3 GTP, ceazannoro ¢ EF-G. I'mmpo-
mm3 GTP o0ycnosnuBaer otaeneHue EF-G
ot pubocomnl. CremosarenbHo, GTP moxer

Yactp IV.
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NEeiCTBOBAaTh  KaTaJlUTUYECKU.  Tpancroka-
yus - ewje 00UH NpuUMep HANPABAEHHO20 O08U-
JiceHusi, dHepeulo 0aA KOMOpoeo obecneyugaem
2udpoaus HyKaeos3uompugocgama. IMocne
TpaHCJOKalMu  A-y4acTOK  OCBOOOXIaeTcs
Y TIOATOTABIMBAETCSI K CBSI3BIBAHMIO aMUHOA-
uua-TPHK, yToObl HauaTh HOBBIM LMK 3JI0H-
raun (puc. 27.23).

27.18. Cunte3 OelKa TepMHMHHpYETCH
¢dakTopaMH 0CBOOOKIEHMA

Ecmn  A-ygacTok puOOCOMBI 3aHAT KOOOHAMU
UAA, UGA unun UAG, TO cBI3BIBAaHUSI aMU-
"Hoauuia-TPHK o6srano He mpoucxomut. Hop-
MasibHble KJeTku He coxepxaT TPHK c¢ antu-
KOJOHAMM, KOMIIJIEMEHTapHbIMU CHUTHaJIaM
TepMuManuu. Mx y3HaioT 6eakoBble (HaKTOPHI
ocBoOoXaeHUsI. OauH U3 3TUX (HAKTOPOB OC-
BoboxneHus - RF-1 -y3naer xomoust UAA
wm UAG. Bropoit ¢pakTop 0CcBOOOXIECHUSI —
RF-2 -y3naer UAA unu UGA. Takum obGpa-
30M, OEJKM CIOCOOHBI y3HaBaTh TPUHYKJIEO-
TUJHbBIE MOCJIEI0BAaTEIbHOCTU C BBICOKOI cIie-
U GUYHOCTHIO.

CBs3bpIBaHUE OTHOTO M3 (haKTOPOB OCBOOO-
XKIOEHUSI €  TEPMUHUPYIOIIUM  KOAOHOM
B A-yyacTke KaKMM-TO 00pa3oM aKTUBUPYET
nenTuawiITpaHcdepasy, M1 OHa TUAPOIUIYET
cBs3b Mexnay noaunentuaom u TPHK B P-
yuactke. ®DakTop OCBOOOXICHUS U3MEHSET
crielMdUYHOCTD TenTUAWITpaHchepaspl  Ta-
KUM 00pa3oM, 4YTO akKIeNTOpOM aKTHUBUPO-
BaHHOTO MENTUAUIBHOTO OCTaTKa CTAHOBUTCS



Puc. 27.22. OG6pa3oBaHuE TENTUAHON CBSI3U.

H,O, a He amuHorpynna. 3arteM MOJUMENTU]I-
Has Lelb mokupaer pudbocomy. 70S-pubocoma
nuccouuupyet Ha 30S- u  50S-cyOyacTuiibt
U MPUTOTaBIMBAETCS K CUHTE3y HOBOW Oeko-
BOW MOJIEKYJIBI.

27.19. MHorue 0eakun Moau(pUIMPYIOTCS
nocjie TPaHCAAUUM
MHorue monumnenTuabl, obpasyluecs: Tpu
tpaHcasaiuu MPHK,- erie He okoHuaTteabHbIE
npoaykThl. OHM MOTYT OBITH BIOCJEACTBUU
MOIMMUIIMPOBAHBl Pa3TUYHBIMU CIIOCOOAMM.
1. ®@opmuibHas rpymnmna Ha N-KoHIe Gakre-
pUalbHBIX OEIKOB TUAPOJU3YETCS deghopmu-

aa3oti. Tlom nedcTBUEM amuHonenmudazbl Mo-
KEeT TIPOU3OWTH OTHICMJICHUE OIHOTO WM
HeCKOJNBbKUX N-KOHIIEBHIX OCTaTKoB. M y Tipo-
KapMoT, U Y 3YKapuoOT KOHIEBOW METHMOHWH
MHOT/Ia OTHIEIIISIETCS B TO BpeMsl, KOrma CUH-

T€3 OCTAJbHOW TOJUNENTUAHONA LENMU €Ll
NpoaoJIKACTCA.
2. HpI/I OKHMCJICHUN JOBYX HUCTECUMHOBLIX

OCTaTKOB MOTYT 00pa3oBaThCsl OucyabguoHbie
c6s3u.

3. BokoBbie LIeNMM HEKOTOPHIX aMUHOKUCJIOT
MOTYT OBITh CHeIU(PUISCKN MOIU(PUIINPO-
BaHbl. Hampumep, HEKOTOpble OCTATKU IPO-
JIUHA M JIM3MHAa B KOJUIar€HE eudpoKcuau-
pytomcs. TIUKONpOTeuHBI 00pas3yloTcsl MyTeM
MPUCOEUHEHUS CaxapoB K OOKOBBIM LEMSIM
acrnaparmHa, ceprHa U TpeoHuHa. HexoTopwie
oenku gocgopurupyromes. K depmeHTam Ko-
BaJICHTHO TMPUCOEIUHSIOTCS Hpocmemuyeckue
2pynnel, HATIPUMED JIMIIOEBash KUCJIOTA.

4. TlonmumnenTuaHble LEMM MOTYT IIOABEP-
ratbcsl crneuuduueckoMy pacujenienuro, Ha-
MpuMep TIpU TpeBpallleHuu TPOKoJulareHa
B KOJUIalTeH W TIPOMHCYJMHA B WHCYJIWH.
Tpancnsguuas MPHK Bupyca mnoavomsl maer
OYEeHb IJMHHYIO MOJUIENTUIHYIO LeMb, KOTO-
pas TUApPOJU3yeTcsd C o0pa3oBaHUEM He-
CKOJIbKUX OeJKOB.

27.20. CTpenTOMUIMH WHTHOUPYET WHUIMAIUAIO
U BBI3BIBAET HENPABUJIbHOC CYHUTHIBAHUE
undopmanuonnoii  PHK

MpbI yxe BUIEIM, YTO AaHTUOMOTHUKM - YPE3BBI-
YaiiHO BaXKHBI MHCTPYMEHT B OMOXUMMYE-
CKUX MCCIIEIOBAHMSIX, TaK Kak JEWCTBUE MHO-
IMX aHTMOMOTHUKOB BechbMa crnenuduyHo. Ha-
npuMep, pudamMIuiMH - MOUIHBI WHTUOUTOP
naumuanuu cuHte3a PHK (pasm. 25.18). Us-
BECTHO MHOI'O aHTMOMOTHUKOB, HHIMOUPYIO-
mux cuHTe3 Oenka (Ta6n. 27.3). B ciayuae
HEKOTOPBIX M3 HMX YCTAHOBJIEH WU Mexa-
HU3M peiictBusi. CmpenmomuyuH - CUJIbHO OC-
HOBHOI TpUcaxapuj - NpensTCTBYeT CBS3bIBa-
Huio popmmnMmernoHm-TPHK ¢ pubocomamu
W Hapyliaer TakuM 00pa3oM TMpaBUJIbHYIO
WHULMALWI0 OenkoBoro cuHre3a. Kpome Toro,
CTPENITOMULIMH  BBI3bIBAET  HETPaBUJIbHOE
cuuteiBanue MPHK. Eciu B kayectBe maTpu-
bl ucnonbdyercs poly(U), To Hapsimy ¢ BKIIO-
yeHueMm ¢enmnanranuda (UUU) npoucxomut
BkitoueHue usoneiiimHa (AUU). Mecro neii-
CTBUSI CTpEeNTOMHIIMHA B pubocoMe ObLIO
ompe/esieHO B pe3yJbTaTe OIBITOB IO PEKOH-
CTPYKIIMM KOMIIOHEHTOB puUOOCOM U3 YYyB-
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Puc. 27.23. Cragnd 370HTallAM CUHTE3a Oe-
Ka: CBSI3bIBaHWE aAMMHOAIIMJI-
TPHK, ob6pa3oBaHue menTuaHOI
CBSI3W M TPaHCJIOKAIUs.

CTBUTEJbHBIX M YCTOWUYMBBIX K CTPENTOMUIIM-
Hy Oaktepuii. Takue mTaMMbl OaKTepuit
paznuyailoTcsd  MyTauMed B eAMHCTBEHHOM
reHe. Yem 3xe paznuualorcsd 3TH puOOCOMBI?
[Tockonbky puOOCOMBI MOXHO IHUCCOLUUPO-
BaTh M PEKOHCTPYMPOBATh in Vitro, mpenacra-
BJISIIaCh BO3MOXHOCTb BBISICHUTB, TI€ pacro-
JIOXeH JNEeTePMUHAHT YYBCTBUTEJIbHOCTU
K cTpentoMuuuHy - B 50S- unu 30S-cybuactu-
me. 'mbpunmneie pubocombl u3 S50S-cybuacTuir
ycToituuBbix Oaktepuit u 30S-cybyacTuil 4yB-
CTBUTEJIbHBIX OakTepuil OKazaauch YYBCTBU-
TEJbHBIMU K CTPENITOMUIIMHY, @ pUOOCOMBI, TIO-
JIy4eHHBIE U3 CyOYacTUIl B 0OpaTHON KOMOUHA-
LMK, YCTOMYMBHI K HEMY. DTOT 3KCIEPUMEHT
rmokKasaj, 4TO NETePMUHAHT YYBCTBUTEJIbHO-
CTU K CTPEIITOMUILIMHY JoKaau3oBaH B 30S-cy0-
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Tabnuua 27.3. AHTHOMOTHKH - HHTHOMTOPBI CHHTe3a OelKa

AHTUOUOTUK [eiicTBue

CrpenToMUIIMH WHrubupyer MHULMALUIO U BBI3bI-
BaeT HENMpaBUJIbHOE CUYUTHIBAHUE
MPHK (y mpokapuor)
CasspiBaetcst ¢ 30S-cybuactuiieit
M MHTHOMPYET CBA3bIBAHME aMUHOA-
uwi-TPHK (y mpokapuor)
Wurubupyer nentuauiaTpaHcde-
pasHyl0 akTUBHOCTH 50S-cy6ua-
cTuubl pubocoM (y TPOKapuor)
WNurubupyer  nentuamnrpaHcde-
pa3Hyl0 akTMBHOCTb 60S-cybua-
CTUHBI pubOCOM (Y 3yKapuor)
CasizpiBaetess ¢ 50S-cybuactuueit
U UHTUOMPYET TpaHcaoKauuio (y
MPOKapuoT)
BrizbiBaer

TerpaunkinH

XnopamdeHnkon

LukaoreKcuMug

DpUTPOMUTIH

IMypomuux MpexaeBpeMeHHYIO

TEPMUHALIKMIO LIETTH, IEHCTBYS B Ka-
JyecTBe aHajiora amuHoauua-TPHK
(y TpOKapuoT U dyKapuoT)

yacturie. CIemyloImuii 3KCIMEePpUMEHT TMpoje-
MOHCTPUPOBAI, qTO YYBCTBUTEIbHOCTD
K CTPENTOMUIUHY OTpEeAeaseTcs] KaKUM-TO
oenkom 30S-cybuacTHMIBI, a He MOJEKYJIOM
16S-PHK. Hakoneu, mocie psiga CIOXHBIX
9KCIIEPUMEHTOB 0Ka3ajJ0Ch, YTO UYBCTBUTEIb-
HOCTh K CTPENTOMHUIMHY JIeTePMUHUPYETCS
TOJBKO OTHUM OEJIKOM, BXOISIIMM B COCTaB
30S-cyouactuner S12.

27.21. IIypoMHIHMH BbBI3bIBAET NpPeEKIEBPEMEH-
HYI0O TEepMMHALHUI0 Lend, TAK KaK HMHTHPYET
aMUHoANMIMPOBaHHYI0 TpaHcnmopTHyw PHK

AHTHUOUOTUK MYPOMULIMH UHTUOUPYET CUHTE3
0enKa, TOCKOJBKY OH OCBOOOXIAaeT HOBO-
00pa3oBaHHbIC MOJUMNENTUAHBIE LIEMU €lle 10
TOro, Kak 3aBepluiaeTcsd ux cuHTe3. [lypomMu-
LIMH-aHaJOT KOHIIEBOTO YyJYacTKa aMMHOAIIWJI-
TPHK amuHoammntageHo3una (puc. 27.24). On
CBSI3bIBaeTCA C A-y4yacTKOM PUOOCOMBI M Tpe-
MSATCTBYEeT CBA3bIBaHUIO amMuHoaumi-TPHK.
Kpome Toro, nypoMULMH COAEPXKUT Q-aMUHO-
rpynmy. Ota aMUHOTPYIIA, MOZ0OHO aMHHO-
rpynne amuHoanuna-TPHK, oGpasyer menTunm-
HYIO CBSI3b ¢ KApOOKCHUJIBHOM TPYMIION pacTy-
LIei MEeNTUAHON LIENMU B pe3yJbTaTe pPeakluM,
KaTaJu3upyeMon MeNTUIUATpaHChepa3o.
OOpa3yoIuiica NPOAYyKT IPEACTaBIseT Co-
00il menTua ¢ KOBAJEHTHO MPUCOEAMHEHHBIM
OCTaTKOM TIypOMHUIIMHA Ha KapOOKCHJIBHOM
KOHIle. 3aTeM NeNTUIMIMNYPOMMUIUH CXOIUT

Puc. 27.24. CrpykTypa NypoOMHIIMHA Haro-
MUHAeT aMUHOAIMIMPOBAHHBII

KoHel amuHoaumn-TPHK.

¢ pubocomel. IlypoMunmH OB MCIOJIB30BaH
171 u3yuyeHust GYHKIMOHATbHOTO COCTOSTHUS
pubocom. KoHuenuus cyniectBoBaHusT A-
n P-yyacTKOB BO3HUKIJA B pe3yJibTaTe OTBITOB
C MCTOJb30BaHUEM MYPOMMIIMHA [ BBISICHE-
Hus Jokamuzanuu nentuauia-tTPHK. Korma
nentuami-TPHK Haxomutcs B A-yyacTtke (o
TpaHCJIOKallM1), OHa HE MOXET BCTYIaTh B pe-
aKIUI0 C MYPOMUIIMHOM.

27.22. HekoTopblie KOPOTKHE MENTHIBI
CHHTE3UPYWTCsA 0e3 yyacTHsi pudooOCoM
Tenepb MbI TiepeiiieM K IpYyromMy MeXaHU3MY
00pa3oBaHUs MENTUIHON CBSI3U B OMOJIOTMYE-
CKMX cucTeMax. PaccMoTpuM B KayecTBe MpHU-
Mepa OMOCHHTE3 TrpaMMIMIWHA S - IUKJINYeE-
CKOTO TENTUIHOTO aHTHUOMOTHUKA, COCTOSIILETO
U3 IBYX MIEHTUYHBIX MEHTANEeNTUAOB, COEIM-
HEHHBIX «T0JIoBa K XBOCTY» (puc. 27.25). Bror
AHTUOUOTUK MPOAYLUPYIOT HEeKOTOphIe
IITaMMBI crnopoobOpa3syroniei OakTepun
Bacillus brevis.

buocuHTe3 rpamuuuauHa S MPOUCXOIUT
B otcytcTBUe pubocom mau MPHK. Jlns Hero
HeoOXoauM ropa3no Oosee MPOCTON CUHTETU-
YecKMil ammapar, COCTOSINMI BCEro JWIIb U3
nByx ¢epmentoB- E, u E,. @epment E,
(macca 100 x/la) akTuBUpyeT GeHUIaTaHUH,
OCTaJibHbIE YEeThIpE aMUHOKMCIOTHI TEHTAMeI-
TURHOTrO (parmeHTa akTuBUpyloTcs E, (Macca
180 xa). Kpome Toro, oba ¢depmeHTa yua-
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27.25. TlocnemoBaTelbHOCTh aMUHO-
KHMCJIOT B TPAMUIIMAMHE S, IUKIH-
YeCKOM IENTHIE, COCTOSILIEM U3
JIBYX OOWHAKOBBIX IIEHTAIlel-

TUIHBIX TPYIIIL.

Puc.

CTBYIOT B 00pa3oBaHWUU TENTUAHON CBSI3U.

B oroit cuctemMe aMUHOKHUCIOTHI aKTUBU-
pyIOTCSl IIyTeM 00pa3oBaHUST muo3ghupos, CBsi-
3aHHBIX C (epMeHTaMU. Bmecto 3'-KoHILieBOi
rugpokcuiabHoii rpynnsel  TPHK  aktuBupo-
BaHHble AMUHOKHUCIOTBl  MPUCOEAUHSIOTCS
K cyapdruapunbHoii rpynne E u E;:

Ecin wuHkyOupoBath L-mponuH, L-BanuH,
L-opuutuH u L-neiiuvn ¢ E, B npucyrctBumn
ATP, oHm o00pa3yioT TUO3(QUPHBIE CBI3U
C ONpeleNeHHbBIMU CYIbOTUAPUIBHBIMU TPYI-
namu E,. Touno Ttak xe D-cdeHunanaHun
B npucyrctBuun ATP oOpasyer TuoapupHyio
ceasp ¢ E.

CuHTe3 mentuna B 3TOW cuUCTeMe WHULIMU-
pyercs B3aumoneicteueM E u E . Ocrarok
D-denunananuna, mnpucoeauHeHHelii k E,

Yactp IV.
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MEPEHOCUTCS] Ha MMMHOTpynmny L-mponanHoBo-
ro ocTarka, npucoennHeHHoro Kk E, ¢ obpa-
30BaHMEM JAWIMeNTHAa. B mociemyoommx pe-
aKIMsX Y4yacTBYeT ToJdbKo E,. AKTMBMpOBaH-
Hasg KapOOHWJIbHAsl Tpymma ocTaTKa MpoJnHa
B COCTaBe IUNENTHIA pearupyer ¢ aMHWHO-
TPYIION BaJWHOBOTO OCTaTKa, TPUKpETUICH-
HOTO K TOMY Xe (epMeHTy, W JaeT TpUIer-
TUA. DTOT MPOLIECC TOBTOPSIETCSI C y4aCTHUEM
ODHWTHMHA W 3aTeM JieWlMHa, obpa3ys B pe-
3yJbTaTe TEeHTAINEeNTUa, CBI3aHHbIA ¢ (hepMeH-
ToM. C BO3HMKHOBEHMEM KaXIO¥l HOBOIi Mer-
TUIHOM CBS3W PACTYIIWI TENTUA MEPEHOCHUTCS
Ha HOBYIO cyabGOruapuibHylo rpymnmy. Hako-

Hell, aKTWUBUPOBaHHbIC TEHTAIMENTUABI, TPHU-
COeIMHEHHBIE K IBYM Da3JIMUYHBIM MOJEKYJIaM
E, pearupyoor apyr c apyrom c oOpa3oBa-
HHUEM IUKJINYeCKOTO IpaMUIUANHA S.



Cnenyer OTMETUTb JBE OCOOEHHOCTH 3TOTO
OMOCHHTETUYECKOTO  TTYTH.

1. AMUHOKHUCIIOTHAsl TOCJIe0BATEIbHOCTD
rpaMulMAMHA S OmpeaensieTcss TMPOCTpaH-
CTBEHHOW OpraHmsauueil U crneuuGuIHOCTbIO
¢depmenroB E, u E,. Ha xaxnyio nentunHyio
CBSI3b MPUXOAWTCS TI0 MEHbBIIEH Mepe onHa
cyObennHuua Oenka. Beixonur, uto amom cho-
cob cummesa ycmynaem N0 3KOHOMUYHOCHU
pubocomnomy mexaunusmy. Ilosmomy nen-
mudst, codepicaujue 6Gonee uvem npumepro 15
0CMamKos8, He CUHME3UPYIOMCs € NOMOULbIO
51020 MexaHusma.

2. Cunmes epamuuyuduna S HanomuHaem
CUHMe3 JICUPHBIX KUCAOM B TOM OTHOILIEHWH,
YTO aKTUBMPOBAHHBIMU TPOMEXYTOYHBIMU
NMpoAyKTaMu B 00OMX TMpoleccax ciayxar
tuosupsl. Kpome toro, E, comepxur kopa-
JIEHTHO CBSI3aHHBI OCTaTOK Qocdomnanrere-
vHa. BO3MOXHO, 3TOT THOJ TIEPEHOCUT pacTy-
Lyl NEeNTUAHYIO LelMb C OAHOro yyacTka E,
Ha cuenyommit. ®pun  Junman (Fritz
Lipmann) npeanoioXus, 4YTO cuHmes noaunen-
MUOHBIX AHMUOUOMUKOB8, B03MOICHO, Npeocma-
easem coboil Kak Obl amasusm, HANOMUHAI-
WUl 0 NPUMUMUBHOM MeXaHusme cuHmesa
benka, KOMOpbLI UCNOAB30BAACS HA 3aApe 960-
aoyuu. CHuHTe3 pPUOOCOMHBIX O€JIKOB MOT
BO3HUKHYTb B pe3yJbTaTe 3BOJIOLMU CUHTE3a
KUPHBIX KUCJIOT.

3akiaouenue

Cunre3 Oenka (TpaHCISALMsI) 3aBUCUT OT
KOOPAMHUPOBAHHOTO B3aMMOIEHCTBUSI OoJee
yem 100 MakKpoMOJIEKyJ, K KOTOPBIM, TTOMUMO
pubocom, otHocatcas MPHK, TPHK, aktusu-
pyomue ¢GepMeHTh M OeJKOBble (aKTOPHI.
Cunte3 Oelka HauyuMHaeTCsd C aKTUBALIMM aMH-
HOKHUCJIOT amunHoaumi-TPHK-cuaTeTazamu
(axTUBUpYIOIIMMHU (epMeHTaMHu) 3a CcYeT
sHeprun ATP. CuHTerasbl COEIMHSIOT Kap-
OOKCMJIBHYIO TPYIIIy aMUHOKHUCIIOTHI C 2'- WU
3'-THAPOKCUIBHON TPYNIION OCTaTKa aaeHO3M-
Ha Ha 3'-xkoHue TPHK. [ins Kaxmoit aMHUHO-
KHCIIOTH MMEETCS II0 MEHbIIeld Mepe OIWH
akTUBMpYyOIWKNA ¢depmeHT. Kpome Toro, mis
KaXIoii aMUHOKUCIOTH MMeeTCs XOTs OBl ofi-

Ha cneuunduyeckasa TPHK. Bce TpaHcmopTHbIe
PHK, oOGOmaparomme pa3nmnaHoi crienudud-
HOCTbIO, XapaKTEpPU3YIOTCS OOIIMM TJIaHOM
cTpoeHus. D710 - omnHo4YHble uenu PHK mim-
HOIi nmpuMepHO 80 HYKJIEOTUAOB, COopepXKAlIUC
HeKOoTopbele MOAMGUIIMPOBaHHbIE (HAMpUMep.
METUJIMPOBAHHbBIE) TPOU3BOJHBIE  OOBIYHBIX
ocHoBaHuil. [locienoBarenbHOCTH OCHOBaHUA
Bcex u3BecTHelXx TPHK Moryr ObITh Hamu-
caHbl B BUIE KJIEBEPHOTO JIMCTa, B KOTOPOM
MPUMEPHO TOJIOBMHA HYKJIEOTUAOB CIapeHa.
Kpucrannorpaduueckue ucciienoBaHusl ¢ Io-
MOIIIbI0 PEHTIeHOBCKUX JIy4ell MoKa3aliu, 4TO
moiekyia TPHK wumeer L-o6pasHyio ¢dopmy.
Ha omHoMm koHue L-o0pa3Hoii CTpYKTypbl Ha-
xonutcs 3'-koHueBass CCA-mociienoBaTesib-
HOCTb, SIBJSIOLIAsiCSI MECTOM TPUCOETUHEHUS
aMMHOKMCJIOTHI, Ha APYroM KOHLE, Ha pac-
crosgHuu okojio 80A,- aHTukogoH. MHpopma-
mmonHas PHK ysnaer antmkomon TPHK,
a He npucoeauHeHHy K TPHK amuHokucio-
Ty. Kogon MPHK o6pa3yer mapsl ocHoBaHUiA
¢ antukogoHoM TPHK. Hexkoropeie TPHK
y3HAIOT Oojiee OAHOTO KoJoHa Onaromapsi To-
MY, YTO CllapUBaHUE TPETbEro OCHOBAHUS KO-
JIOHa MeHee M30upaTeIbHO, YeM ClapuBaHUE
IBYX IpyTrux (TUIOTe3a «KadyaHWil», HEOTHO3-
HaAYHOI'o COOTBETCTBUsI; Wwobble-hypothesis).
CuHTe3 Oejlka MPOUCXOAUT Ha pubocomax,
00pa30BaHHBIX M3 OOJBIIMX U MajlbIX CcyObe-
OUHUL. B KaxaoMm U3 HUX MPUMEPHO NBE Tpe-
T Maccel mpuxoautcs Ha goiio PHK u onHa
TpeTh-Ha Oenok. 70S-pubocoma E.coli (mac-
ca 2500 x/la) coctoutr m3 30S- m 50S-cy6ua-
CTHIL.

CuHTe3 Oeika MNPOUCXOOUT B TP 3Tara,
Ha3bIBA€MbIX COOTBETCTBEHHO WHUIIMALIUEH,
aJoHTanueil u TepMuHanueil. MudopmaumoH-
Hasg PHK, ¢dopmunmernonun-tTPHK, u 30S-
cybuacTuua pubOCOMBI COEIUHSIOTCS, 00pa3ys
30S-xommuiekc nHunuanu. CurHaaom Havasia
TpaHcasgnuu cihyxut komoH AUG (wm
GUG), xoropoMmy IpenliecTByeT Oorartas IIy-
PUHOM TMOCJeI0BaTEIbHOCTb, CIIOCOOHAS Ca-
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puBatbca ¢ 16S-pPHK. 3atem 50S-cybuacTtu-
11a puOOCOMBI TIPUCOENUHSETCS K 3TOMY KOM-
IJIEKCY, 4YTO NPUBOIUT K oOpa3oBaHuio 70S-
KOMIIJIeKCa WHUIMALIMKA, TOTOBOTO K Clelylo-
neMy artamy. Llukn  onoHTanmmMu - BKITIOYaeT
cBs3piBaHne  amuHoaumn-TPHK  (y3HaBanue
KOmOHa), o00pa3oBaHME TENTUIHOW  CBSI3M
M TpaHciaokauuio. Pocr 1enu mpoucxomut
B HampaBieHMH oOT N-koHia Kk C-KoHILy.
TepmMuHaio cuHTEe3a Oefka OCYLIECTBISIOT

u UAG, 4YTO NpuMBOIUT K THIPOJU3Y CBSI3U
mexny nomunentuaoM um TPHK. Ilpu obGpa-
3oBaHuM  70S-KoMmriekca WMHULMALKUA, TPU
cBa3piBaHuM amuHoam-TPHK ¢ pubocomoit
M Ha CTaMUu TPAHCIOKALUM MPOUCXOAUT TH-
npomn3 GTP. PasauuHble CcTaguM CHHTE3a
Oenka u30MpaTebHO WHTUOMPYIOTCS TOKCH-
HaMM M aHTUOMoTMKaMu. [lenTuaHbBIE aHTU-
OMOTUKM W JApPYrMe KOPOTKWE TOJTMITETITHIbI
CUHTE3UpYIOTCA 06e3 pubocoM, TpUYeM Mexa-

(I)aKTopr 0CB060)KI[CHI/IH, KOTOpPBLIE  Yy3HAIOT HU3M HX 06p330BaHI/IH HaliOMMHA€T CHUHTE3

TEPMUHUPYIOLIAE  KOAOHBI UAA, UGA  XUPHBIX KHUCIOT.
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Bonpocbl 1 3agayun

1. Oo6pazosanue lle-TPHK npowucxo-
IUT 4Yepe3 CBSA3aHHBIA ¢ (epMeH-
TOM IpOMeXyTOUHBIM mponykT Ile-AMP. by-
JeT JIW, TIO0 BallleMy MHEHUIO, 06pa30BbIBATHCS
*P-meuennbiit ATP uz™PP,, ecnu nuKy6upo-
BaTh KaXIblil U3 CIENYIOINUX HAOOPOB KOMIIO-
HEHTOB B IPUCYTCTBUU CIIELIM(UUECKOTO aKTH-
BUpYIOlLIero ¢epmeHTa?
a) ATPu™PP.
6) TPHK, ATP u “PP..
B) Usoneituun, ATP u *’PP,.
2. M3 Oakrepuii, BbIpallleHHBIX Ha
«TsKesoi» (comepxarueit “C u
“N) u Ha wierkoit» ('*C u “N) cpene, mony4u-
mu pubocoMbl. Ot 70S-prbOCOMEBI TO0OABUIKN
B CHCTEMY C aKTHBHBIM CUHTe30M OejlKa in
vitro. Yepe3 HECKOJbKO YacOB U3 CMECH OTO-
Opanu mpoby ¥ MpoaHATU3UPOBAIU €€ IICHTPH-
¢dyrupoBaHueM B TpaiMeHTe TUIOTHOCTH.
Ckonbko monoc 70S-pubocoM BB OXuUmaeTe
YBUIETh B T'PaUeHTE TJIOTHOCTU?
3. CkKoJibKO OoraThix 3Hepruein ¢oc-
(aTHBIX CBs3el 3aTpayMBaeTCs Ha
cuHTe3 Oenka u3 200 ocTaTKOB, €ClIM UCXOIUTh
M3 TOTOBBIX aMWHOKUCIOT?
4. Cy1iecTByeT IBa OCHOBHBIX MeXa-
HM3Ma 3JIOHTALI Y OMOJTOTUYECKUX
MoJiekya (puc. 27.26). 1-ii MexaHU3M OCHOBaH

Puc. 27.26.

Ha OTLIETUIEHUW aKTUBUPYIOLIEH Ipynmbl (To-
MEYeHHON Ha PUCYHKE KPECTUKOM) OT PacTy-
meit nenu. Ilpu cuHTE3e Mo 2-My MeXaHU3MY

ﬂBa MEXaHHU3Ma JJIOHTalluu.

aKTUBUpYOIIAs TPYINa OTHICTUISIETCS OT MpU-

COEMHSIONIETOCS K pacTylledl 1enu MOHOMe-

pa. YKaxuTe, Mo KakoMy U3 MeXaHu3MOB, 1-My

UM 2-My, TIPOTEKAIT CIEAYIIIUe peakiuu

OuocuHTE3A.

a) CuHTe3 IJIMKOTeHa.

6) CuHTe3 XMPHBIX KHUCIOT.

B) Cs —> Cm —> C|5

XoJecTepoJa.

r) Cunre3 JHK.

n) Cunrez PHK.

e) CuHre3 Oeika.

5. Myrtanuu, B pe3yabTaTe KOTOPBIX
BO3HUKAIOT TEPMUHUPYIOLIME KO-

JIOHBI, Ha3bIBAIOTCSI HOHCEHC-MYTallUsMU. OTU

MYTallMd MOTYT OBITh CYNPECCUPOBAHBI M3Me-

HeHHbiMU TPHK. Hanpumep, myrantHas PHK

cunteiBaeT KomoH UGA kak TpuUITO(paHOBHII

komoH. Kakoe Haubosiee BeposITHOE 3amelle-

HME OCHOBAHMS MPOU30IILIO B 3TO MYTaHTHOM

TPHK?

6. Ilpuaymaiite peakTuB IJ1s1 KOBa-
JIEHTHOTO MEYEHHUSI 1O CPOJICTBY

yuacTKoB cBsi3biBaHus TPHK B pubocome. Kak

Obl Bbl CUMHTE3MPOBaJM TaKOW peakTUB?

7. MPHK-TpaHCcKpunT ogHOro reHa
dara T7 comepXuT CIEIYIOIIYIO

MOCJIEI0BATeIbHOCTh  OCHOBaHUIA:

npu CHMHTE3e

[penckaxute, K KAKOMY pe3yJbTaTy PUBEAET

MyTallusg OTMeYeHHoro crtpeakoid G mpu ero

3aMeHe Ha A.

8. Yrto obmiero Mexay KOppeKLUMen
omMOOK TMpU CcUHTe3e Oenka

u JHK?

HomonHuTeabHbIE Bompochl cM.. Wood W. B.,
Wilson J.H., Benbow R.M., Hood L. E.,
Biochemistry: A Problems  Approach,
Benjamin, 1974, ch. 18.



FMABA 28
Perynauma BblpaxeHus
reHa B peHoTune

Mp&l yXe Buaeau, 4ToO aKTUBHOCTh MHOTUX OeJi-
KOB PETYJUPYETCS C TIOMOIIbIO Pa3TUYHbIX Me-
XaHU3MOB, HaMpuUMep MPOTEOTUTUYECKON aK-
TUBAlLMU, aJUIOCTEPUYECKUX B3aUMOACHCTBUIA
U KOBaJIECHTHOUW Momudukauuu. B 3Toil rnase
paccMaTpUBAETCS pecyaAyus CKOpOCmu CuHme-
3a Oeska, KoTopas TakXe WrpaeT NpPUHIM-
MUaJbHO BaXHYIO pPojib B 00lIeil KapTUHE Me-
TabonM3Ma KJIEeTKU. Y OakTepuil aKTHUBHOCTH
reHa peryjaupyeTcssi B OCHOBHOM Ha YpOBHeE
mpauckpunyuy, a He TpaHcasiuuu. Mpl cocpesio-
TOYMM BHUMaHWE Ha JIAKTO3HOM U TpumnToda-

HOBOM omepoHax E. coli ¥ Ha peryasiTOpHBIX
acleKTaXx IMKJIa pa3BUTHSI OakTtepuodara A,
TaK KaK MOJIEKYJSIDHBIE MeXaHU3MBbl PEryJsi-
MM B 3TUX CUCTEMax XOpollo M3ydyeHbl. boree
TOr0O, MMEHHO WHTEHCHBHOE HCCIIeOBaHNUE
3TUX CUCTEM IO3BOJIUIO CHOPMYJIMPOBATh He-
KOTOpbIE 00IIMe MPUHIIMATIBI PEryiIsluu BbIpa-
XeHHWs reHa B (eHOTure (SKCIPEeCCHM TIeHa)
y IPOKAapUOT U BUPYCOB. DKCIpeccHsi TeHa y 3y-
KapuoT pEeryjiupyercs MHauye, KakK 3TO CTaHeT
OYEBUIHO W3 CIIeAYIOIEH TJIaBbl.

28.1. B-Tamakro3unasa -
HHAYIMOe bHbIH (epmMeHT
E. coli moxeT ucnonb3oBaTh JaKTO3y B Kaue-

CTBE €IMHCTBEHHOTO MCTOYHMKA YIJIepoja.
Yactp IV.
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[naBHBI depMeHT B MeTaboNM3Me 3TOro ca-
xapa - [P-easakmosudaza, TMIPOJIU3YIOIIAS
JIaKTO3y Ha rajakTo3y U TIioko3y (puc. 28.1).
[Ipu BeIpammBaHWU Ha JakTo3e Kiuetka E. coli
COJICPKUT HECKOJIBbKO ThICSIY MOJIEKYJ [-Tanak-
to3unasbl. Eciau xe BwipamuBath E. coli Ha
IPYTUX MCTOYHMKAX Yyriaepojpa, Hampumep Ha
[JI0KO3€ WU TJIULEepoJie, TO YHUCIO MOJEKYJ
B-ramakro3umasbpl Ha KJIeTKY He HOCTHUTAaeT Je-
csaTu. JlakT03a MHIYLUPYET 3HAUUTEIbHOE YBe-
JIMYeHUEe KoauyecTBa (-ranakTo3uasbl B KJIeT-
ke E. coli, mpruueM oHa BBI3BIBAET CUHTE3 HOBBIX
MOJIeKYJT (hepMeHTa, a He aKTUBUPYET npodep-
MeHT (puc. 28.2). CrnemoBaTeiabHO, [3-TagakTo-
3uga3a - UHAYnuOe bHbIi dhepMeHT. OmHOBpe-
MEHHO U COTJIACOBAHHO C [(-TaJlaKTO3MIa30i
CUHTE3UPYIOTCS elle ABa OesKa - earakmosuo-

nepmeaza Vi muoearaKmosud-mpancayemunasa.
[lepmeaza HeoOxomuma IJisi TepeHoca Jiak-
TO3Bl Yepe3 6aKTepUaTbHYI0 KJIETOUYHYIO MEM-
OpaHy, TpaHcalleTuia3a Xe He HMeeT Cylle-
CTBEHHOTO 3HAueHUs sl MeTaboju3ma Jak-
To3bl. Pu3noTOTMYECKAsA pPOJb TpaHCAIEeTH-
Jla3bl TOKa He yCTaHOBJIEHA, in Vitro OHa Kara-
JIU3UPYET TIEPEHOC aleTWIbHOM TpPYMIbl ale-
Tun-CoA Ha TUAPOKCHUIBHYIO Tpynny npu C-6
THUOTANTaKTO3MIA.

DOU3MO0TOTUYECKUM UHAYKTOPOM [3-TasakTo-
3UJa3bl SIBJISIETCS AA104AKMO03d, KOTOpasi oopa-
3yeTcsl M3 JIaKTO3bl B pe3yjibTaTe peakluu
TpaHcTIMKO3uaupoBaHusi. CHHTE3 ajtojak-
TO3Bl KaTaIM3UPYETCSI TEMU HECKOJbKUMU MO-
JeKkyJaMu [(-rajJakTo3uaasbl, KOTOpble UMEIOT-
¢ B KJIeTKe emle A0 WMHAyKuuu. M3yueHue
MPUPOIBl WHIYKTOPOB TOKa3ajo, YTO HEKO-
TOpbie [(-TanakToO3UIbl CIyXaT WHAYKTOpaMu,



Puc. 28.1. p-Tamakro3umasza

JIaKTO3Yy.

TUIPOTU3YET

He SIBJISASICh IIPU 3TOM CyOCTpaTaMu  [3-rajakro-
3UIa3bl, TOrga Kak JApyrue COeAUHEHMS! BEIyT
ce0s1 KaK cyOoCTpaThl, HEe OyIy4Md IPU TOM HMH-
nyktopamu. Hampumep, uzonponusmuoeanak-
mo3ud (UTITT) HemeTabOIM3UPYEeMbIil MHIYK-
TOp (€To0 TakKe Ha3bIBAIOT XOJOCTHIM WMHIYK-
TOPOM).

28.2. OTKpbITHE PEryJsiTOPHOrO reHa

KifouoMm K M3ydyeHUIO MeXaHM3Ma MHIYKIUHN
[-ramakTo3ugasel CTajgo OTKPBITHE TOro (hak-
Ta, YTO TION JEHCTBMEM BCEX MCCIIEAOBaAHHBIX
WHAYKTOPOB KOJMYECTBO TepMea3bl M TpaHca-
LEeTWIa3bl BO3pacTajo IPSIMO IIPOIOPIIHO-
HaJbHO KOJMYECTBY [3-rajakTo3umasbl. [lajb-
HeWIIUiA mporpecc ObIJT JOCTUTHYT MpPU U3yde-
HuM MyTaHToB. OHO MOKa3ao, YT0 [3-TajakTo-
3umasa, IlepMeasa M TpaHcaleTwia3a KOmu-
PYIOTCSI TpeMSI TeHAMU - Z, Y U d COOTBETCTBEH-
HO - KOTOPBIE PACIIOJIOKEHBI APYT 3a APYTOM.
BbutM moJiydeHbl MYTaHTBI, YTPATUBIIKUE CIIO-
COOHOCTh K CHHTE3Y OIHOTO M3 3THUX OCJIKOB.
Hamnpumep, reHotun z 'y 'a’ 0603HAYaeT, yTo
Yy JAaHHOTO MYyTaHTa HeT [3-TajakTo3umasbl, HO
WMEIOTCSI B HOPMAJbHOM KOJIMYECTBE TepMea-
3a U TpaHcaleTwiasa. Haubonbmumii uHTepec
MpeICcTaBIsieT KJacC MYTaHTOB, Y KOTOPOTO
MyTallieil 3aTpOHYTHl BCe Tpu Oenka. Takue
KOHCMUmMymueHble Mymanms! CUHTE3UPYIOT 6e3
BCAKOTO HHAYKTOpa OOJBIINE KOJHUYECTBA
(-ranakTo3umasbl, TiepMeasbl M TpaHCALETH-
na3bl. ®pancya XKakob u XKak Mono (Francois
Jacob, Jacques Monod) npuiiiv K BbIBOAY, YTO
CKOpoCmb cunme3a 3mux mpex 0eaKoe 3asucum

om Kakoeo-mo o0ujeeo0 31eMeHma, OMAUYHO20
OM 2eH08, KOOUPYIOWUX UX NOCAe008AMENbHO-
cmu. TeH aTOro OOLIETO PEryJsiTOpHOTO 3Je-
MeHTa ObUT 0003HaueH i. MIHmyrumbenbHbIe OaK-

TepUM  JUKOTO  TUMA  WMEIOT  TEHOTHUII
i'z'y'a’, a KOHCTMTYTMBHBIE MYTAaHTHI IIO

JIAKTO3HBIM T€HaM - TeHOTUIl i Z'y a .
Kakum obpa3zoM ocyluecTBiIseTCsl BJIUSIHUE
TeHa [ Ha CKOpPOCTb CHHTe3a OeJIKOB, KOmM-
pyeMbIx TeHamu Z, y u a? [lpoie Bcero ObLIO
MPEATIONIOXUTh, YTO TeH [ KOAUPYET CUHTE3 He-
KOEero KOMITIOHEHTa IIUTOTUIa3Mbl, Ha3BaHHOTO
penpeccopom, KOTOporo jaubO COBCEM HET B
i"-KJIeTKax, J1U0O OH TaM HeaKTHMBEH. DTa uaes
Obla MpOBEpeHa B psiie M3SIIIHBIX T€HETUYe-
CKMX 3KCMIEPUMEHTOB C YACTUYHO TUTLIOMIHBI-
MU OaKTepUsIMU, UMEBIIMMM Ba Habopa reHOB
JIaKTO3HOU ob6nactu. OauH Habop comepxancs
B OakTepuaabHOW XpOMOCOME, a BTOPOU - B TO-
JnoBoM (aktope F', BBeieHHOM B KJIETKY MpU
KOoHbBIOTalMu. Hampumep, ObUT TONy4YeH AU-
wioun i'z /Fi"z". Y 2T0oro IUIaouga TeHbl
i"z HaxomATcs B XpOMOCOME, a TeHBl i ' - B
anucoMe. SABasSeTCS U 3TOT IUIUIOUI MHIYIIY -
OeJIbHBIM WJIM KOHCTUTYTUBHBIM B OTHOIIEHUU
-ramakro3umaspl? [ pyruMu cilioBaMM, MOXET
JIM TeH i GaKTepuaabHOIl XPOMOCOMBI TOIaB-
JSTh 3KCIIPECCHIO T€Ha 7, PAacIOJOXEHHOTO
B anucome? ODKCMEPUMEHT Jal COBEpIIEHHO

Puc. 28.2. VBenuueHue KoauyectBa [-ra-
JIAKTO3MIA3bl MAET TMapaiebHO
YBEJIMYEHMIO YKCIIa KJIETOK B pac-
Tymeit kyabType F.coli. Haknon
aT0ro rpaduka yKasblBaeT, 4YTO
B-ramakro3umgasa COCTaBIISIET
6,6% BCero CUHTE3UPYyEMOro 0Oej-

Ka.

28. Perynsiuusi BbIpaKeHUs
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Puc. 28.3.

Kapra 71akTO3HOTO  OIlepoHa
U €ro peryjJsiTOpHOTO TeHa.
B kaprte maciurad He COOJIIOJIEH:
YYaCTKU p U 0 B JAEUCTBUTENBHO-
CTHU TOPa3/10 MEHbIIE, YeM KO-

pyIOIllMe Y4acCTKU TeHOB.

Puc. 28.4. CxemMa JIaKTO3HOTO  OIIEpOHA
BpenpeccupoBaHHOM (A) U UHAY-

upoBaHHOM (b) cocTOSTHUSX.

YeTKUM pe3yabTaT: dunioud uxoyyubensex, a He
KoHcmumymueen. Takol Xe pe3yabTat ObLI Mo-
JAy4eH W B OTHOIIEHWM amruionpa i z /Fi'z .
Canedosamenvro, een [ Kodupyem CHOCOOHDILL
K oughgyzuu penpeccop.

Yacts IV.
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28.3. OmnepoH - equHNIIA KOOPAUHUPOBAHHOM
reHeTHYECKOl IKCIpPeccHu

Ha ocHoBe TOBKO 4TO OMMCAaHHBIX KCIEPH-
MeHTOB 2Kako6 1 MoHO IToCTyTMpOBan MO-
denb onepora, OOBSICHSIONIYIO PETYIJISIIIUIO Oe-
KOBOTO cuHTe3a. [‘eHeTnIecKue 3J1eMeHThI 9TOM
MOJIETIN - pecyAsimOpHblil  2eH,  ONepamopHblil
2en U HaboOp cmpykmyphbix eernos (puc. 28.3).
PerynsTopHblii TeH NPOIYLUPYET penpeccop,
KOTOPEIM MOXET B3aMMOIeICTBOBATh C OIlepa-
TOPHBIM TeHOM. B manpHeiineM BBISICHUIOCH,
YTO pelpeccop IpeacTaBisieT coboil GesoK.
OmnepaTopHBIi TeH PacIoI0XeH PSIIOM II0 CO-
CEIICTBY CO CTPYKTYPHBIMM T€HaMM, KOTOPBIE



OH KOHTpojupyeT. CBsI3bIBaHUE perpeccopa
C OIepaTOpHbBIM TEHOM TIPEMNSITCTBYET TpaH-
CKPUMIUU CTPYKTYPHBIX TeHOB. OrepaTopHbIit
réH B COBOKYMHOCTU CO CTPYKTYPHBIMU TeHa-
MM, PSIIOM C KOTOPBIMU OH PACIIOJIOXEH, Ha3bl-
BaeTcs onepoHom. B ciiydae 1akTO3HOTO Onepo-
HA T€H [ - peryJsiTOpPHbIA T€H, TeH O - TeH-OIe-
paTop, a TeHbl Z, Y U a-CTPYKTYpHBIEC TEHBI.
Kpome Toro, cyiiecTtByeT eie #pomMomopHbiii
yuacmox (0003HAYaeMbIi CUMBOJIOM p) IUIS
cBa3eiBaHus PHK-momMepassl. DToT yayacTok
VHULMUPOBAHUS TPAHCKPUIIIIUU PACTIONOXKEH
repes omepaToOpHBIM TeHOM. HMudykmop, Ha-
npumep wuzonponumiatuoranakrosun (MIITT),
CBSI3BIBAETCS C PEMPECCOPOM U TeM CaMbIM Ha-
pylIaeT ero B3aMMOJEHCTBUE C OMepaTOPHBIM
reHoM. Temepb reHbl g, ¥ U @ MOTYT TPAHCKPU-
oupoBaTbcsi. Ilpu »sToM o0OpasyeTcsi omHa
nnuHHasa mojekyiaa PHK, komgupyromiasi Bce
Tpu Oenka (puc. 28.4). Monekyny MPHK, ko-
IUpylollylo Oojiee OMHOrO OenKa, Ha3bIBAIOT
NOAUYUCIMPOHHBIM — (UAU  NOAUSEHHbIM)  MPAH-
CKPUNMOM.

28.4. lac-Penpeccop - TeTpamepHblii 0eloK
IIpu BBIIEIEHWU perpeccopa JaKTO3HOTO Olle-
poHa (lac-peripeccop) O6blIa MCIIOJIb30BaHa €ro

Puc. 28.5. DNeKTpOoHHasT  MUKpodoTorpa-
dus lac-peripeccopa, CBI3aHHOTO
¢ JHK, conmepxareii lac-omnepa-
top. (Ilewaraercss c mo6Ge3HOrO

pa3pemeHus a-pa Jack Griffith.)

cniocobHocTh cBa3biBathest ¢ MIITI. Yontep
I'mnbepr u benno Miomnep-Xumn (Walter
Gilbert, Benno Muller-Hill) ycraHoBuau, 4to
lac-penpeccop - 6eNI0K, KOTOPBIA CBSI3bIBACTCS
¢ IHK, comepxalueii lac-oriepoH, HO HE CBSI3bI-
Baetrcs Hu ¢ ogHoit npyroii JHK. Kak u npen-
nonaragoch, MWIITI mnomaBngeT CBsS3BIBaHUE
lac-penipeccopa ¢ lac-omepatopnoir JIHK.
Kinerka E. coli nuKoro TuIia COmepKUT BCETO
OKOJIO JIeCcITH MoJieKyn lac-penipeccopa. [lpu
OYMCTKE pernpeccopa BO3HUKIU TPYIHOCTH,
CBSI3aHHBIE C TEM, UYTO OH COCTaBJISIeT BCEro
0,001% obmero comepxkanust Oenka. OgHaKO
CYLIECTBYIOT i*-MyTaHTBI, UMEIOLINE, TI0-BUINA-
MoMy, 0ojiee 2 (hEKTUBHBIN MPOMOTOp TeHa i.
VY a3THX MyTaHTOB oOpasyeTcsl ropasno 00Jib-
e lac-penpeccopa. KonuuectBo lac-penpecco-
pa yBeJIMUYUBaAETCS €lle CUJIbHEee, eC/TM UCTIONb-
30BaTh TpaHcOyLupywolue daru, Hecyume
ob6sacthb lac. 3apaxkeHHbIe TaKuM ¢arom KJeT-
ku E. coli conepxat okono 20 000 Mosekyn pe-
npeccopa (nmpumepHo 2% Bcero 0Oenka). DTO
MpeKpacHbI UICXOIHBIN MaTepuaJ A Bblesie-
HUS lac-penpeccopa.

Peripeccop - TeTpamep M3 MACHTUYHBIX
cyobenuuuil ¢ Maccoir 37 x/la, kaxmast U3 Ko-
TOPBIX UMEET OJUH YYaCTOK CBSI3bIBAHUS C UH-
nyktopoMm. KoHcranta muccouuauuu WIITT
cocraBisier mpuMepHo 10° M. Penpeccop
OYeHb MTPOYHO U OBICTPO CBSA3BIBACTCS C OMepa-
topoM. KoHcTaHTa auccouuanuu Komruiekca
perpeccop-oneparop COCTaBsSeT IMPUMEPHO
10" M. Takoe BBICOKOE CPOICTBO OOYCIOB-
JIEHO TeM, 4To B kJieTke E. coli tukoro tumna co-
NEPKUTCSI  BCETO HECKOJBKO MOJIEKYJl perl-
peccopa. KoHcTaHTa CKOpPOCTM accolMaluu
nopasutenbHo Bblcoka-7°10° M'ec’'. U3
3TOTO CJIEAYET, YTO PENPeccop HaXOIUT orepa-
TOPHBIN y4acToK, nUGGYHAUPYS BIOIL MOJe-
kynasl JIHK (omHOMEpHBII MOWCK), a HE UILET
€ro, HaxolsiCb B BOIHOUN cpene (TpexMepHbIii
MOMCK)'.

28.5. IlocaenoBaTe/IbHOCT OCHOBAHWIA B
lac-onepaTope cuMMeTpHUYHA

Hanuuune wuyucroro lac-penpeccopa caenano
BO3MOXHBIM BBIJICTICHUE lac-onepaTtopa

' HenaBHO MpoBeeHHBIE UCCIENOBAHUS TOKA3AMHY,
YTO CUTYaIMsi HAMHOTO CIIOXHEE: TIOUCK OrepaTopa
PETPeccopoM BKITI0YAET 00a YKa3aHHbBIX MeXaHM3-
Ma ¥ B OYEHb OOJNBIION CTEMEHHM 3aBMCHUT OT MOH-
HOTO cocTaBa Cpelbl.- [Ipum. nepes.

28. Perynsiuus BbIpaXKeHUs
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Puc. 28.6. lac-Pempeccop  3ammimaer lac-
orneparop OT pacLIeTUIEHUs MaH-
KpeaTu4ecKol 1e30KCupuboHy-

KJIea301i.

U OTpeNeieHue ero Iocjep0BaTeIbHOCTU OC-
HoBaHU#. [UAOEPT U ero COTPYNHUKHU, BO3/IEH-
cTtBoBaB yiabTpa3dBykoMm Ha JIHK dcara, comep-
Xamero lac-o61acTb, MOJYYUIU (parMeHTh
nnuHoi mpuMepHo 1000 map OCHOBaHWIA.
K cmecu ¢pparmeHnToB mobdaBwim lac-pcrpeccop
M 3aTeM Npo(uUIbTPOBAIU PACTBOpP Yepe3 HU-
TPOLIEJTIONO3HYI0O MeMOpaHy. ®parMeHTh
HNHK, He cBsizaHHBIE C lac-pemnpeccopoM, Mpo-
nu yepe3 ¢puabtp, a Komruiekcol JIHK-pe-
Mpeccop MPOYHO CBI3aIUCh ¢ HUM. CBSI3aHHYIO
OHK caaau ¢ ¢unbtpa ¢ nmomomisio MIITT.
Otu smoupoBaHHble pparmeHTel JHK o6pa-
0oTalM TaHKpEaTUYeCKOW JAe30KCUPUOOHY-
KJea3oii B TPUCYTCTBUM pernpeccopa. Mues
3TOTO 3Tama 3KCMEepUMEHTa COCTOsIIa B TOM,
YTO ONEPATOPHBINA YyUYACTOK, CBSI3aHHBINA B KOM-
MJIEKCE C PEnpeccopoM, AOJXKEeH ObITh 3alliu-
LIeH OT paculenyeHus Ae30KCUPUOOHYKIIea3oin
(puc. 28.6). 3ateM YyCTaHOBMJIM IIOCJIEIOBa-
TEJTbHOCTh OCHOBAaHUI 3TUX OMNEPATOPHBIX
(parmeHTOB, OIpeneauB MOCAEA0BATEIbHOCTD
TPAaHCKPUOMPOBAHHOM C 3TUX (parMeHTOB
PHK. TlocnenoBaTeabHOCTh OCHOBAHUN 3TOrO
yJacTKa oKa3ajach 04eHb MHTEPECHOM: 28 map
OCHOBAHUI PACIIONIOXEHbl CUMMETPUYHO OTHO-
CHTEJIbHO OCH BTOporo mopsaka (puc. 28.7).
Cummempusi  penpeccopa,  NO-8UOUMOMY,  CO-
omeemcmeyem cummempuu onepamopda. OTOT
MPUHIIMI Y3HABAHUS MPUITOXKUM TaKXKe K CUT-

Yacts IV.
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HajlaM  TEpPMUHUPOBAHUS  TPAHCKPUIIIUU
(pa3m. 28.8) M K CBSI3BIBAHUIO TCIITHIHOIO
aHtuoémornka axktTuHomunmHa D ¢ JHK
(pa3m. 25.18)".

28.6. Iluknmyeckuiic AMP cTumyaupyer
TPAHCKPUIIIIUIO MHOIuxX PlHI[y].lI/lﬁe.T[belX
KaTa00JHYeCKMX ONEPOHOB
JlaBHO yXe M3BECTHO, YTO B KieTKax FE. coli,
pacTyliux Ha IJII0K03€, aKTUBHOCTb KaTabou-
yecKuX GepMEeHTOB, TaKUX, KaK [-rajakTro3uaa-
3a, TajJaKTOKMHa3a, apabuHO30-u30Mepasa
u TpunTtodaHaza, HaXOAUTCS Ha OYEeHb HU3KOM
ypoBHe. OQueBUIHO, ObUIO Obl COBEPUIEHHO W3-
JUUIHUM CUHTE3UPOBATh 3TU (PEPMEHTHI B yC-
JIOBUSIX U300MINUS TITI0KO3b . MOJeKyISIpHBIil
MeXaHU3M TaKoTo MHTMOMPYIOIIEero AeiCTBUS
[JII0KO3bl, TOJYYUBIIUIA HA3BAaHUE Kamaboaum-
Hasa penpeccus, ObL1 pacuiudpoBaH. Kiaouyom
K BBISICHEHUIO 3TOTO BOINPOCA SIBUJIMCH JaHHBIC
0 TOM, YTO TJIIOKO3a MOHUXaeT KOHLUEHTPAIMIO
uukianyeckoro AMP B knetkax E. coli. 3atem
00HAapYXWJIOCh, YTO IK3OTCHHBI IUKJIUYECKU I
AMP cHuMaeT cocTossHUE pernpeccur, o0ycio-
BJIEHHOE TMPUCYTCTBUEM TIJIOKO3bI. [locnemyto-
e 6MOXUMUYECKUE U TeHETUYECKUEe UCCIIeNo-
BaHUg TIOKa3alu, 9YTO yukauveckuii AMP
cmumyaupyem — UHUYUUPOBAHUE — MPAHCKPUNUUU
MHORUX UHOYUUOENbHBIX ONEPOHOS.
Huknuuyeckuit AMP, cuHTEe3npOBaHHKII
B OTCYTCTBHUE TJIOKO3bI, CBs3biBaeTcsi ¢ bAK
(beakosgolii  akmueamop  kKamaboauzma) - Oel-
KOM, TIPEACTABISIOIMUM CO0Oil JauMep U3
cyobenuuun macconr 22 x[a. Komnaexc BAK
¢ uukauweckum AMP  cmumyaupyem  mpan-
CKPUNUUI, C8A3bl8AACy 60AU3U OM MHOUX
npomomopusix yuacmxos;, bBAK 6e3 AMP ma-
Kol cnocobHocmbio He obnadaem. OmnbITaMU 1O
pacilerieH!o 1e30KCMPUOOHYKIea3oil ObLIO
YCTaHOBJIEHO, YTO B ciydyae lac-onmepoHa BAK
CBSI3bIBACTCSI PSIIOM C YYaCTKOM CBSI3bIBAHUS
PHK-nmonumepassl. Tounee, BAK 3amumaer
OT pacllerJIeHUs] HyKJIeoTuanl ot —87 1o
—49, a PHK-monumepasa - HyKJI€OTUABl OT

: HpI/I eTaJJbHOM M3YYEHUU MeXaHU3Ma BO3JEWi-

CTBUSI lac-pemipeccopa € OMEpPaTopoM OKa3auioch,
YTO BA3UMOJCUCTBUIO HE CBOMCTBEHHA TakKas CHUM-
METpHsl, TaK YTO MOKa OCTAETCSI HE COBCEM SICHBIM,
MmoyeMy ImocjenoBaTeJbHOCTH  lac-omepatopa (U
MHOTHUX JpPYTMX OIlepaTOpoB) 00JAfalOT 3JIeMEHTa-
MU CUMMETpUU,- [Ipum. nepes.

* Jlaneko He oueBMAHO, MouyeMy Kinetku E.coli, kak
M MHOTHE JApYTrHMe KJETKHU, MPEANOYUTAOT UMEHHO
[JIIOKO3y BCEM OCTaJbHBIM MCTOYHUKAM Yriiepoja
Y SHEPTUU U MCTOJNB3YIOT €e IO TeX Iop, MokKa ee
colepxaHue He OymeT McYepmaHo JAaxe B TPUCYT-
CTBUM 3HAYUTEJNBHOTO M30BITKA APYTHX CaxapoB.—
ITlpum. nepes.



Puc. 28.7. HykneotuaHast mocienoBaTelib-
HOCTb lac-omepatopa. Cumme-
TPUYHbIE YYaCTKM 3aKpalleHbl

OOIWHAKOBBLIM I1IBCTOM.

—48 mo +5 (puc. 28.8). Ilpm s31Olf cucTteMme
HyMepaluu MepBblidi TpaHCKPUOUPYEMBIX HY-
kneorun obozHavaercss +1. [locnemoBaTesnb-
Hocth ocHoBaHmii JIHK, y3naBaemas BAK,
obJagaeT CMMMETpUE BTOPOTO MopsiiKa, ¢ KO-
TOPO¥ MBI MOCTOSTHHO CTaJIKUBaeMcsl IPU pac-
CMOTpeHUM B3amMoneicTBuii 6enkoB ¢ JHK.
Kakum o6pazom BAK ctumynupyer mHuuuma-
uuto cuHTe3a JakTo3Hoit MPHK B 50 pas? [lo-
credogamenvioe  pacnofodceHue — Henepexkpbi-
sarwuuxca  ywacmkos  ceazvieanus  BAK
u PHK-noaumepasot daem ocrosanue oymamo,
umo cesazvieanue bAK ¢ JHK nopoxcoaem
Hosble yuacmku  e3aumooeticmeus PHK-noau-
mepaszst ¢ JIHK. JlakTO3HBII pempeccop, Ha-
MPOTUB, CBA3BIBAETCS C HYKIEOTUIAMU OT —3
g0 +21, KoTopble B 3HAUUTEJIbHON CTEMEHU
nepekpoeiBalotcss ¢ ydactkom PHK-monmme-
pa3sl (Hykjaeotunasl or —48 mo +5). Takum
o0pa3oM, penpeccop npensmcmeyem —UHUUUA-
yuu, Onokupys cessvieanue PHK-nosumepasol.
ITo Bceii BepOSITHOCTU, KOMILJIEKC LIMKAUYECKU I
AMP-BAK neitictByeT TakuM ke oOpasom
U Ha Apyrue UHAyuuOeabHble onepoHbl. UTak,
uHOyyubensHvie OnepoHbl KOHMPOAUPYIOMCS
C NOMOWbIO KOMHAEMEHMAPHbIX MeXAHU3MO8,
Komopble UCHOAb3YIOM 8 Kavecmee CUSHAAbHbIX
monexyn yukaueckuii AMP u cneyuguueckue
UHOYKMOpbL.

28.7. PazauuHbie (hopMbI OJHOIO M TOTO XKe 0el-
Ka aKTHBMPYIOT M HHTHOMPYIOT
TPAHCKPHIIUKIO APAOHMHO3HOIO ONEepoHA
Baktepun MoOTyT WHCIIOJIB30BaTh apabUHO3Y
B KauyecTBe MCTOYHMKA DHEPTUU, IIpeBpa-
mas ee B KCUIYJ030-5-ocdaT - MpoMexKyTod-
HBIA TPOAYKT IeHTo30(ocdaTHOrO IyTH
(pazn. 15.4). TlpeBpaineHue apaOKUHO3bI B KCU-
JIyJ1030-5-(pocar MPOUCXOAUT B pe3yJbTaTe

MOCIeIOBAaTeIbHOTO ~ JACWCTBUS ~ apabMHO30-
u3oMepasbl, puOyIoKMHA3bl U pudys030-5-
docdar-armmepassl - GepMEHTOB,  KOAUpYe-

MBIX TeHaMu araA, araB m araD cooTBeT-
CTBEHHO. DTU CTPYKTYpPHbIe T€HBbI BMECTE

¢ npomotopoM (aral) u omnepatopoMm (araO)
o0pa3yloT apabuHO3HbIN orepoH (puc. 28.9).
BroT omepoH perynupyercsa reHoMm (araC), pac-
MTOJIOXXEHHBIM DSIIOM C OTIePaTOPHBIM y4acT-

KoM. [lodo6Ho aakmo3Homy onepony, apabu-
HO3HbLIL ONepoH Modcem Oblmb AKMUBUPOBAH
xomnaexcom BAK ¢ yurxauueckum AMP. Apa-

Puc. 28.8. Ha cxeme moka3zanel BAK
nu PHK-nmonumepasa, cuasauiue
Ha JIHK-marpune. Ilonoxenue
9TUX O0€JKOB OBUIO OMpeaeeHO
C TIOMOLIbIO paCHICIIVICHUSA HY-
KJea30i.

28. Peryasimusi BbIpaKeHUs
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Puc. 28.9. Kapra apabuHO3HOrO oOIepoHa

1 €ro peryadaTopHOro reHa.

OUMHO3HBIN OMEpPOH ObLI MEPBBIM, B OTHOLLIEHU U
KOTOPOTO ObLIO YCTAHOBJIEHO HaTUUKE U MOJIO-
KUTEJNbHOW, W OTPULATEJIbHOW pPETryasUuid.
IIponykr reHa araC - 6eJ0K, KOTOPBIN CyIIe-
CTBYET B IBYX (DYHKIIMOHAIBHO Pa3JIMYHBIX CO-
crosHusx P, u P,. B orcyrcTtBue apabuHO3bI
9T0T Oenok aeicTByeT Kak penpeccop (P)).
@®opma P, cBs3biBaeTcsl ¢ OmMEpaTopoM, 4YTO
MPEMSITCTBYET TPAHCKPUIILIMY oniepoHa. Apabu-
HO3a CHUMaeT P, ¢ orepaTtopa u cMelaeT KoH-
(opmanoHHoe paBHOBecue B CTOpoHy P, (ak-
TuBUpyouei ¢opmer). 3arem ¢opma P,

Puc. 28.10. Cxema frp-onepona. IlokazaHbl
KOHTPOJIBHBIE YYaCTKH - TPOMO-
Top (p), onepaTtop (0) U aTTeHI0A-
TOp (@), a TaKXe TeHbI, KOTUPYIO-
e JTUAEPHYIO TOC/IeN0BaTe/b-
HocTh (L), U (epMeHTB IIyTH
orocuHTe3a Tpunrodana (£, D,

C, B u A.

Puc. 28.11. IlocnemoBaTeJbHOCTH  OCHOBa-
HMi1 trp-omepatopa. Och cuMMe-
TPUU BTOPOTO MOpPsAKa 0003Ha-
yeHa 3ejieHbIM. [lapa ocHOBaHUIA,
OoTMeueHHas1 +1,- Hauajao TpaH-

CKpHUOUpyeMOli 4YacTh OIEepoHa.

Yacts IV.
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BMecte ¢ kKomriekcoMm BAK-cAMP cBs3bI-
BaeTCs C MPOMOTOPHBIM yYyacTKOM, YTO JAaeT
Bo3MoxHocTh PHK-nmonuMepase Hauats TpaH-
ckpunmupo. TakuMm obpa3om, odun u mom ce
DeeyASIMmOpHbLl  0eA0K  CAYICUM  NOAOMCU-
MeNbHbIM U OMPUUAMENbHbIM — Pe2yAsimopoM.

28.8. Tpanckpunums TPUNTO(AHOBOTO ONMEPOHA
PeryJupyercs M aTTeHI0aTOPOM, M OIEPATOPOM
Eile oquH peryasiTOpHBIA 37€MEHT ObLT OT-
kpbIT Yapabs3om Anodcku (Charles Yanofsky)
U €ro KoJIJIeraMu Mpyu U3y4YeHUUu TpunrtodaHo-
Boro omepoHa FE. coli. Tpanckpubupyemas
¢ atoro onepoHa MPHK mnuHoit 7kb xoaupyer
naTh (GEpPMEHTOB, TpeBpallalomUX XOpU3MaT
B Tpuntodan (pa3a. 21.9). Btu nath Genkon
CUHTE3UPYIOTCS TpPU TPAHCHSLUU TOTULU-
ctponHoii frp-MPHK mocnenoBatenbHO, KOOp-
OTUHUPOBAHHO U B 3KBUMOJISIPHBIX KOJUYe-
ctBax. TpaHCHSIUs HAUMHAETCSI paHbIIE, YeM
3akaHuyuBaeTcsaTpaHckpumnuus. frp-MmPHK cun-
Te3upyeTcsl MPpUMEpPHO 3a 4 MUH U 3aTeM Obl-
cTpo paszpymaercsa. KopoTkoe Bpemsi XU3HU

trp-MmPHK, cocraBnsioliee Bcero 0kojio 3 MuH,
MO3BOJISIET OaKTepUsIM OBICTPO pearupoBaTh
Ha U3MEHSIONIYIOCS TOTPEOHOCTh B TpUNTOdA-
He. E. coli MOXeT MEHSATh CKOPOCTh 00pa3oBa-
HUS GepMeHTOB OMOCHHTe3a TpuITodaHa 00-
mee yeM B 700 pas.

Kak ocymecTtBisgercs 2ta peryasius?
[TepBbIii ypOBEHB PETYISLIMU JOCTUTACTCS Ty -
TeM B3auMOIeCTBUs cTielIu(pUUecKOoro pernpec-
copa ¢ trp-onepaTopHbiM yaacTtkoMm JHK. #p-
pempeccop - 6etok ¢ Maccoir 58 xJla, komm-
pyeMBblii TeHOM #7pR, ynajJeHHBIM OT #rp-0Iepo-
Ha Ha OBOJIbHO OoJiblioe paccTosiHue. Kom-
naeKc 3moeo penpeccopa U mpunmog@ana npoHo
C6A3bIBACMCSL ¢ ONEPAMOPOM, M020a KAK CaM No
cebe penpeccop ¢ HUM He céazbieaemcs. JIpyru-
MU CJIOBaMM, TPUNITODAH SIBISIETCS KOpenpecco-
pom. MulieHb, HA KOTOPYIO AEHCTBYeT KOM-
Maekc TpunrtodaHa C PernpeccopoM,- y4acTOK
JHK, obGnanamoiiuii CHKMMETpUE BTOPOIO I10-
psanka (puc. 28.11); 1 B 3TOM ciyyae cCUMMe-
TpUSI WUTPaeT BaXHYI pOJb BO B3aUMOJEii-
crBuu Oenka ¢ JHK. 3rtor omepatopHbIit
yY4acTOK TIepeKpPBIBAETCSI C TPOMOTOPHBIM
YYaCTKOM MHULMUPOBAHUS TpaHCKpUmiuu. Ta-



Puc. 28.12. IlocienoBaTeIbHOCTh  OCHOBa-
HUI aTTEHIOATOPHOIO YyYacTKa
trp. CBs3aHHBIE CHUMMETpUEH
BTOPOTO IMOPSIAKA Mapbl OCHOBA-
Huit GC-boraroii 06JlacT! MMOKa-
3aHbl CMHUM LIBETOM, TaKUe Xe
mapsl AT-OoraToit oGiacTu mo-
Ka3aHbl XEJITBHIM LBETOM.

KUM 0o0pa3oM, ceéa3bigaHue  trp-penpeccopa
C 0nepamopoM  Npenamcmeyem - CeA3bl8AHUN)
PHK-noaumepaser ¢ trp-npomomopom, u 2eHsl
trp He MPAHCKpUOUpYMCA.

B TeueHne HEKOTOPOro BpeMEHU CUUTAIOCh,
YTO MHTMOUPOBAHKE KOHEUHbIM TPOAYKTOM Ka-
TaIUTUYECKOU aKTUBHOCTU TEPBOTO (epMeH-
TaTUBHOTO KOMILIeKca B MyTW OMOCHMHTE3a
Tpunrtodana (pasm. 21.11) u cucrema MHTUOU-
pOBaHMS TPAHCKPUILIUU C yYaCTUEM PEIpPecco-
pa M orepatopa - OCHOBHbBIE DPEryJIITOPHbIE CU-
cTeMbl OMOCHMHTe3a TpulTodaHa. Dra TOYKa
3peHus Obl1a HEOXUIAHHO OTIPOBEPTHYTA, KOT-
na ObUIO 0OHAPYXEHO, YTO Y HEKOTOPBIX MY-
TaHTOB C deseyusamu MeXIy ONepaTOpoOM M Te-
HoM mepBoro ¢epmeHra (trpE) B omepoHe
TIPOUCXOAUT nogoluleHHOe oOpa3zoBaHue
trp-MPHK. K Tomy Xe aHanu3 5'-KoHIIEBOi TI0-
ciaegoBatenbHocTu  frp-MPHK  mokaszan, u4ro
TaM WMEeTCSl AudepHas nocaedo8amenbHOCHb
JUIMHOM 162 HyKJIeoTUOa, pacloJioXeHHas
repes; MHULMMPYIOIUM KoioHOoM frpE. 3atem
0Ka3ajoch, 4YTO [JejellMu, IOBBIIIAIOIINE CO-
nepxaHue trp-MPHK, kapTupyorcs B 3Toi 1u-
JepHOil obnact, mpuMepHOo B 30-60 HYKJIEOTH -
nax oT Havama reHa trpE.  Crenymoliee
Mopa3uTe/bHOe HaONI0JEHUE COCTOSIO B TOM,
YTO MPU BBICOKOW KOHLIEHTPALUM TpUnTodaHa
00pa3oBBIBAJICSI TPAHCKPUMNT, COAEpKalIUi
Bcero 130 HYKJI€OTUIOB INACPHOM TOCIEI0BA-
TEJILHOCTH ; IPY HEXBATKE Xe TpUInTodaHa CUH-
tesupoBanack trp-MPHK  mmunoit 7000 wHy-
KJIEOTUIIOB, BKJIOYaloUlasi MOJHYK JIUAEPHYIO
nociaenoBareabHoCcTh. Otciona SAHodcku cre-
JlaJl BBIBON, YTO TPAHCKPUIILUS #rp-OTiepoHa
NIOJXKHA PETYJIMPOBATbCS  Y4ACMKOM KOHMPO-
AUpYeMOll  mepMUHauyuu, Ha3blBaeMbIM  aTTe-
HioatopoM. OH JI0OKaJau30BaH MEXAY OlepaTo-

pOM W TEHOM TepBoro QepMeHTa IyTH
OuocuHTe3a TpulTodaHa. OTOT Yy4acTOK
TepMUHALMU, PETYIMPYEMBIil (usnosoruye-
CKUMU YCIOBUSIMH, TMOMOOEH ydacTKaM Tep-
MMHallMM B  KOHIIE JPYrUX  OIEPOHOB
(pa3n. 25.15); o comepxut GC-6oraTyio mo-
cJieloBaTeIbHOCTh U ciienoM 3a Hell AT-06o-
rathiii yaacTok. KaXnabrit 3 3TUX y4aCTKOB aT-
TeHloaTopa o0yiaflaeT CUMMETpUell BTOPOTo
nopsiaka (puc. 28.12). Kpome Toro, TepMuHu-
POBaHHBIN JUIEPHBIA TPAHCKPUIT 3aKaHYU-
BaeTcsl HeckoibkKuMu U moapsn.

AmmentoamopHulii  yuacmok IOTIONHSIET OIle-
paTop B PEryjsiliuM TPAHCKPUIIIUU trp-TeHOB.
IMpu w3o0MaMK TpunTodaHa WHWIIMALUS TpaH-
CKPUTILINY GJIOKUPYETCS B pe3yIbTaTe CBS3bIBA-
HUS KOMIUIeKca TpUnTodaH-pernpeccop ¢ ore-
partopoM. [To Mepe cHUXEHUS KOHIIEHTpaluu
TpuntodaHa B KJIETKE pernpeccusi CHUXaercs
YU HauuHaeTcs TpaHckpumnuus. OMHAKO HEKO-
Topble Mosaekyabnl PHK-monumepassl moku-
JAIOT MaTpUIly, NOWJIs 10 aTTeHloaropa, TOTrna
Kak Ipyrue MpoaoKaloT CUHTE3UPOBATh MOJ-
HyWo frp-matpunty. Ilo mepe ucuepnanus mpun-
moghana yeeauuusaemcs doas moaexya PHK-
noaAuMepasvl,  NPOXOOAWUX — Yepe3  AMmmeHI0a-
MOPHBITL  Y4ACMOK.

28.9. ATTeHI0AnMS OMOCPENYETCS TPAHCIANHUEH
auaepHoii MmPHK

Kakum o6pa3om aTTeHI0aTOPHBIN Y4aCcTOK frp-
OIepoHa YJIaBJIUBAET KOHIIEHTPAIIUIO TPUIITO-
(ana B kinetke? B pemeHuu 3TOro BoIlpoca
OCOOEHHO BaXHYIO0 pOJIb ChIIpaju JaHHbIE
0 TOM, 4TO 4acTb auaepHoit MPHK TtpaHcau-
pyercs. BecbMma cyiiecTBeHHO, 4TO B 14-4jieH-
HOM JmaepHOM mnomumnentune (puc. 28.13)
MMEIOTCSI OCTaTKU TpUNTO(DaHa B MOJOXKEHUSIX
10 u 11. Korga tpuntodaH HaXoauTCs B U30bI-
TKE, CUHTE3UPYETCSl TIOJHBIN JIMACPHBIN Temn-
tun. Ho ecau mpunmogana ne xeamaem, pubo-
coma  3adepicusaemcs Ha  08YX  pacnono-
Jcennvix mandemom kodonax UGG, nockoavky
8 3MoM cayyae 0KA3bleaemcsi HeOOCMAmMOYHbIM
codepaucanue  mpunmogpanur-mPHK. 3actpss-
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Puc. 28.13. IlocimenoBaTenbHOCTH  aMHMHO-
KHUCJIOT B JIMAECPHOM MENTUOE 1D
1 TI0CJIeOBaTeIbHOCTh OCHOBA-
HUA B COOTBETCTBYIOIUEW JIMAEP-

Hoii MPHK.

masi pubocoMa KaKUM-TO 00pa3oM MeEHsET
crpykrypy MPHK, Tax yto PHK-monmumepasa
TpaHCKPUOUPYET OMEPOH 3a MpelneiaMu aTre-
HI0ATOPHOTO yyacTka. Kio4yeBoil acmekT 3To-
r0 PEryJsaTOPHOr0O MeXaHu3Ma COCTOMUT B TOM,
YTO TPAHCSAIMS U TPAHCKPUIILIUSI TECHO COTIPSI -
KE€HBI MeX1y coboil. PudbocoMbl, TpaHCIUPYIO-
mue auaepHyio trp-mMPHK, cnemylor Hemoc-
peactBeHHo 3a MoJjekyiaoil PHK-nonumepassi,
TpaHckpubupylomeit JHK-matpuny. Hccie-
JIOBaHMSs, MPOBEJICHHbBIC B MOCJIEIHUE TOfIbI, 110~
Ka3ajiu, 4TO 3acTpsBIlas pubocomMa MU3MEHSET
BTOpuuHYyIo cTpykTypy MPHK: KoHbopmManus,
py KOTOPOI OCHOBAHMS CITapUBAIOTCS, GJaro-
NPUATCTBYSL TeM CaMbiM TEPMUHUPOBAHUIO
TPAHCKPUIILIUM, U3MEHSIETCS TaKUM 00pa3oM,
yro PHK-monumepasza mpockakuBaeT aTTe-
HioaTop (puc. 28.14). MBI HauuMHaeM IOHMU-
MaTb, YTO MOJIEKYJIbl HYKJIEUHOBBIX KUCIOT,
KaK U OeJIKOBbIE MOJIEKYJIbI, MOTYT IPUHUMATh
pa3iuyHble KOHPOPMALlMU U YTO U3MEHEHUSs
KOH(pOPMAUUKU PETYJUPYIOTCS U UMEIOT Aaje-
KO uayiiue (GU3MOJOrMYecKue IOCIEACTBYS.

28.10. ATTeHI0OATOpHBIN YYACTOK
TUCTHIMHOBOTO ONEPOHA COIEPKHUT CeMb
TUCTHAWHOBBIX KOJIOHOB MOAPSN

B Hacrosiee BpeMs M3BECTHBI €llle 1Ba OIepo-
Ha OMOCHUHTe3a aMUHOKHUCIOT y E. coli, conep-
KaIMX aTTeHIoaTopHble ydacTku. DeHumana-
HUHOBBII OMEPOH W TUCTUAMHOBBIA OTIEPOH,
nono06HO TpUNTO(PaHOBOMY OINEPOHY, COIEp-
KaT peryjaupyeMble y4acTKHM TepMHUHALUMU
nepe MepBbIM TeHOM, KOIUPYIOIUM (hEePMEHT.
N B 3TMX cayvasx JumepHas o0jacTh Tepen
YY4acCTKOM TepMUHALUM TPaHCIUpyeTcd. YIu-
BUTEJIbHA TTOCJIEIOBATEILHOCTh aMUHOKHUCIIOT
B JIMIEPHOM IenTuae GeHuIaIaHuHOBOTO OIle-
poHa: 7 u3 15 ocTaTKoB - eHuIaJTaHuHbI
(puc. 28.15). Eme nopa3utenbHee JUAEPHBIN
MeNTHI THMCTUAMHOBOTO OTIEPOHA: OH COmep-
XKHUT ceMb 0CMamkog eucmuouna nodpsd. Que-
eudno, umo smu audepuvie MPHK npedunaszna-

Yactp 1V.
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ueHbl, YMoObl y1a6AUBaAMb KOHUeHmpauuu ge-
Hunananuna u  eucmuduna. Ecmm  cooTBet-
cTByouMx amuHoanuaupoBaHHbix TPHK He
XBaTaeT, TPAHCHSILUS JUIepa OCTAaHABIMBACT-
csg. Kak yxe obcyxnanoch Bblllle Ha MpUMepe
trp-OTiepoHa, CYUTAETCsl, YTO 3acCTpsBIIAS pU-
0ocoMa TakuM oOpa3oM U3MeHsET KOoHbopMma-
nuio MPHK, yto y Hee mpoucxonuT crnapuBa-
HUE OCHOBaHUW. OTO [JaeT BO3MOXHOCTb
PHK-monumepase mpockKakuBaTh aTTEHIOA-
TOpHBIt yuacTok'. TIpucyTcTBUe cemu mocie-
JIOBAaTEJIbHO PAaCMOJIOKEHHBIX KOJIOHOB TIH-
cruauHa B JjuaepHoii MPHK ructummnoBoro
OIepoHa CYHIECTBEHHO YBEJIMYMBAET YYBCTBU-
TEJIbHOCTh 3TOro jAerekTopa. JleiicTBUTENBHO,
nageHue KoHueHTpauuu ructuagwi-TPHK Ha
15% BBI3BIBAET TPOEKPATHOE YBEIMYEHHUE YHC-
na Mmosiekys MPHK, TpaHcKpuOGupyeMbIx ¢ 3TO-
ro OIepoHa.

28.11. Pemnpeccopsl H aKTHBATOPBI
JNeTePMUHHPYIOT pa3BUTHE YMepeHHbIX (haros
OO0paTtuMcs Terepb K pojid PerpeccopoB U akK-
TUBATOPOB TPAHCKPUIMIUU B PEryISLUU KU3-
HEHHOTO 1UKJa 6akmepuogaea asmboa (\). 3pe-
Jlasi BUpyCHas 4acTUIla COCTOMT M3 JIMHEHOM
nByxcuupainbHoii MojeKyabl JIHK (48 kb), yma-
KOBaHHOM B 0eJIKOBYIO 00010uKy. CyliecTByeT
IBa TIyTU Pa3BUTHS BUPYCa: OH MOXET paspy-
IIUTh KJIETKY-X03sIMHA UJIM OH MOXET CTaTh ee
KOMIIOHEHTOM (OTClola M Ha3BaHHUE - YMe-
pennviil). Tlpu  aumuueckom nymu pa3BUTHUS
TIPOUCXONT MOJTHOE BhIpakeHUe (IKCIIPECCHsl)
(aroBbIX TeHOB, YTO MPUBOIUT K JIU3UCY OaKTe-
puu U obpazoBaHuio mpuMepHo 100 BUPYCHBIX
4yacTUll MOTOMCTBa. B apyrom ciyyae pasButue
(ara A MOXeT MOWTU IO MYTU AU302eHU3AUUU
xaemxu, xorma ero JHK craHoBuTcsg KoBa-
JIeHTHO cBsA3aHHoi ¢ JJHK kneTku-xo3sauHa
B CTPOTO OIpeNeIeHHOM MecTe (caiT-crieuundu-
yeckasi MHTerpauus). DTOT IMpolecc peKoMOou-
HallU, B KOTOPOM Y4YacCTBYeT KOJblieBasi MoJie-
kyaa [JHK ¢ara A, ™Mb o00cynuMm HuXe
(pazn. 30.16). Korma JHK ¢ara uHTerpupyet
¢ IHK xneTku-xo3siuHa, OOJBIIMHCTBO (a-
roBuiXx (yHKuUMiA Beikmouaercsa. Parosas JHK
B TaKOM COCTOSIHUM Ha3bIBAETCS Hpopazom,
a KJIeTKa-X03s1H, coiepxaias npodar -.au3o-
eenHoll b6akmepueii. Ilpodar penauuupyetcs
ABTOp MpPOTMBOPEYUT COOCTBEHHOMY YTBEPXKIE-
HUIO, YTO 3acTpsiBlias pubocoMa pa3BOpauMBaeT
MPHK (cM. mpeabiaymui pasg.); pubocoma Ieid-

CTBUTENbLHO CHOCOOCTBYeT MMEHHO Da3BOpauMBa-
Huto mMPHK.- Ilpum. nepes.



Puc. 28.14. Cxemartuyeckoe n300paxkeHne
aTTeHIoauuu frp-omnepoHa E.coli.
Korma Tpuntodan wumeercs B
n30bITKe (A), NMUAEepHBIA ydac-
ToK (obGo3HaueH 1udpoit 1)
trp-MPHK  monHocThIO TpaHcau-
pyercsa. YdacTtok 2 B3aMMOIEH-
CTBYeT ¢ pubOCOMOIi, YTO MO3BO-
JISeT OCHOBAHUSIM YYacTKOB J U
4 cnapuBaThCcs. OTa crHapeHHas
00J1aCTh KAKMM-TO 00pa3oM CUT-
Hammsupyer  PHK-mommmepase
0 TOM, YTO CJleflyeT 3aKOHYUTh
TpaHckpunuuio. Eciau ke Tpum-
todana He xBaraeT (b), ydyacTKu
3 u 4 He B3aMMOJICHCTBYIOT, TaK
Kak pubocoMa 3acTpeBaeT Ha
trp-KomoHax ydactka 1. YdJacTox
2 B3aMMOJEMCTBYET C y4acCTKOM
3 BMECTO TOro, YTOOBI BXOIMTb
B pubocomy, U B pe3yjbraTe
yyacTku 3 U 4 He MOTYT cCHapu-
BaThCcsl. BcneactBue 3TOro TpaH-
CKPUILIUS MPOJIOJIKACTCS.
[Oxender D. L., Zurawski G.,
Yanofsky C., Proc. Nat. Acad.
Sci., 76, 5524 (1979).]

B JIM30T€HHOM 0aKTepUM KakK 4acTh KJIETOYHOM
XpPOMOCOMBI OOBIYHO Ha IPOTSKEHUH MHOTHUX
MMOKOJICHUI. B TM30Te HHOM COCTOSSHMY INTHYIC-

ckue GYHKIMM Moj4yaT, HO He TepsIoTcs
(puc. 28.17). MHorme areHThl, HapyllaloIlue
HopMmaibHylo permukannio JJHK B ki1eTke-xo-
35IMHEe, WHAYLMPYIOT rpodar, U OH TepeXOauT
Ha MyTh JUTHUYECKOTO Pa3BUTHS.

BHauane paccMoTpuM BbIpakeHUe TeHOB Ga-
ra A npu autudeckoM nyTtu. Leap pasBu-
THS - 00pa30BaHUE MHOTOYMCIEHHOTO MOTOM-
CTBA - IOCTUTAETCS TYTEM  HOCAe008amMenbHO
mpaHcKpunyuu eupycHolx eenog. BHauane obpa-
3yI0TCS O€JIKU, HEOOXOAMMbIE JJ1s1 PEIIMKaLUU
n pekomOuHauuu JHK, 3atem OGenku rojoBku
U OTPOCTKA BUPYCHOM YaCTUIIbI U OENKK, HE0O-
XOAMMBIE ISl JU3McCa  KJIETKHU-XO3sIMHa.
UpesBbIuaiiHO BaXXHOE 3HAYEHUE MMEET CTPO-
ras O4YepeAHOCTb 3TUX COOBITHI; TpeXaeBpe-
MEHHOE pa3pylleHHe KJISTKHU-X035IMHa ISl BU-
pyca, KOHEUHO, HEBBITOJHO. BripaxxeHue reHoB
NPy JIUTUYECKOM Pa3BUTUM MPOUCXOAMUT B TPU
CTaIMu: TpeApaHHIOI, PAHHIOW W TMO3IHIOK
(puc. 28.18). Ha npedpanneii cmaduu HaunHaeT-
cs cunte3 PHK ¢ nByx npomotopos - P, u P,.
OmvH u3 o00pa3ylouiuxcs Ipu BTOM TpaH-
CKPUIITOB CJIYXXUT MaTpuuei Ijisi cuHTe3a 0e-
ka N, KOTOpoMy TMNpUHAIJIEKUT BaXHeHIas
perynstopHas pojb. B oTcyrcTtBue Oenka
N npenpaHHUe TPaHCKPUIITHI 3aKAaHYMBAIOTCS
Ha OJHOM M3 JBYX YY4acTKOB TepMuHauuu. be-
JoK N MpensiTCTByeT TEPMUHUPOBAHUIO TpaH-
CKPUIILIMU B 3TUX yyacTKax 1 obecrieunBaeT Ta-

28. Peryasiuusi BoIpaxKeHHs
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Puc. 28.15. TlocnemoBaTenbHOCTH  aMHWHO-
KUCJIOT B JIMAEPHOM IENTUOC
M TI0CJIENOBATEIHLHOCTh OCHOBA-
HUI COOTBETCTBYIOIIETO y4acTKa
MPHK ¢enmnanannnoBoro (A)

U TUCTUAMHOBOTO (b) orepoHOB.

KMM 00pa3oM JajibHeiiliee BblpakeHue TeHOB
dara A. benok N BKIIOYAET panHiow cmaoduio.
B 310 Bpems1 cuHTE3UpYyIOTCSI OEIKM, HEOOX0-
aumble g perumkauuu  JJHK  ¢ara
u pekoMbuHanuu. Kpome Toro, Ha paHHel cTa-
nuu TpaHckpuoupyetcs: reH Q. bemok Q - emie
OIMH BaXXHBIN PEryJISTOPHBIA 3JIEMEHT BbIpa-
XKeHUs TeHoB ¢ara A. OH HeoOX0oaUM IS Tepe-
Xofa B no3duwrw cmaduro. Ha mo3mgHeit craguu
TPaHCKPUOUPYIOTCS T'€Hbl, HEOOXOAUMBbIE IS
00pa30BaHUs TOJIOBKM M OTPOCTKa ara u JJisi
JM3uca KieTKu-xo3suHa. benok Q, momo6GHO
6enky N, monasisieT TEpMUHALIMIO TPAHCKPUII-
uuu. Kopoue eosops, nociedosamenvras peey-
AAYUSA AUMUHECK020 PA3BUMUS OCYUecmeniem-
cia 08yMsA OeaKamu - NOAOJICUMENbHbIMU peeynsi-
mopamu, kooupyemvimu eenamu N u Q. Hx
deiicmeue 3aKA4aemcs 6 mom, 4mo OHU HO360-

asiom  PHK-noaumepase  npodoaxcamvs  mpan-
CKpUnyuio, NPOCKOYUE  HECKOAbKO  Y4ACMKO8
MEPMUHAUUU.

B nu3oreHHOM LIMKJIE pa3iuyalOT TPU CTa-
IV YCMAHO8AeHUe AU302EHH020 COCMOSHUSL,
e20 noddepiicanue U 8bIxX00 U3 AU302EHHO20 CO-
cmosnus. JIna yCTaHOBIIEHUSI COCTOSIHUS TIPO-
¢ara Heobxonumo, yToObl BupycHas JAHK un-
terpupoBanack ¢ JHK kimeTtku-xo3simHa
U JTUTHYeCKHE QYHKIMU BUpyca ObUIM MHAKTHU-
BUPOBaHbl. DTHU TMPOLIECCH MPOTEKAIOT OYEHb
CJIOXKHO, ¥ 10 KOHIIa OHM He u3y4yeHnl. [lomgnep-
>)XaHMUE COCTOsIHUS mpodara, HA0OOPOT, CpaB-
HUTEJIbHO HeCJOXHbBIN mpouece. A. Jein Keii-
3ep (A. Dale Kaiser) mokasaj, 4To H3 Bcex
TeHOB Tmpodara aKcupeccupyemcss MoabKo eeH
cl. DTOT reH KOaUpyeT A-pernpeccop, KOTOPbIM
CBSI3BIBAETCS C IBYMS ONIEPATOPHBIMU Y4aCTKa-
mu O, u O, (puc. 28.19). CeasbiBaHue A-pe-
npeccopa ¢ O, HEMOCPENCTBEHHO MpeMnsT-

Yacts 1V.
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CTBYET TPAHCKPUIILIMKM PAaHHUX I€HOB B JICBYIO
cTopoHy. B yacTtHOocTH, He cHHTe3upyeTcs Oe-
JoK N, U MO3TOMY JIUTUYECKUI MYTh OKa3bl-
BaeTcs 3aKkpbIThIM. CBsasbiBadch ¢ O, A-pe-
Mpeccop MPEnsTCTBYeT BbIPAXEHUIO T€HOB Cr0
u Q B mpaBylo ctropoHy. Takum ob6pa3oM, KOr-
na A-peripeccop cBsizan ¢ O, u O,, BeCb TeHOM
(para MmomumT, KpoMe reHa cl, KOOUPYIOIIETO
A-penpeccop. Kak OymeT ykKazaHo 4yThb HMXKE,
A-peripeccop caM KOHTPOJHMpPYeT paboTy reHa
cl,perynupys TakuM NyTeM COOCTBEHHYIO KOH-
meHTpauuio. MHaxTuBamms — A-perpeccopa
obecrieunBaeT BO3MOXHOCTb TPaHCKPUIILIUU
T€HOB, YYaCTBYIOIIMX B JIMTUYECKOM IIPOLIECCE.
[Tpodar uckawoyaeTcss U3 XpOMOCOMBbI KJIETKHU -
X03MHa, U JUTUYECKUEe (YHKLIMM SKCIPECCH-
pylorcs.

28.12. /IBa omepatopa c¢ara aamMOma comepkat
PsAJ YYACTKOB CBSA3BIBAHHS penpeccopa

A-Penpeccop ObLI BEIIEICH UM IOAPOOHO H3Y-
yeH Mapkowm [ltamue (Mark Ptashne). Mono-

Puc. 28.16. OnexTpoHHast MuKpodoTorpa-
¢us daros A. (IleyaTaercs c Jo-
6e3HOro  paspellieHUss  JO-pa

A. Dale Kaiser.)



Puc. 28.17. Tenermueckas Kapra ¢ara A. [To-
Ka3aHbl JIMIb HEKOTOPbIE TeHHI.
Ilocne npoHUKHOBEHUS B OaKTe-
puaJbHYI0 KJIETKYy JIMHelHas
nByxuenoueyHas JHK mnepexo-

IUT B KOJIBIEBYIO (hopMy.

Mepe Maccoii 26 k/la HaXOAMTCS B paBHOBECUM
¢ omuromepamu. C JIHK cBsa3biBaloTcsl MMeH-
HO OJINTOMEPHI. [Ba OMnepaToOpHBIX
yuyactka- O, u O, - y3HaIOTCS ONHUM U TEM XKe
peripeccopoM. ['eH ¢/, KOQUPYOIIUI 3TOT pe-
npeccop, pacnojoxeH Mexay O, u O,
(puc. 28.19). Kaxnblii UX 3TUX ONEPATOPOB CO-
JNEPXUT TPU yyacTKa CBSI3bIBAHUS A-pernpecco-
pa. PacmeruieHre ¢ momolbio HyKjea3 Moka-
3aJ10, YTO yYaCTKU CBSI3bIBAHUS MPEICTABISIOT
co0oli mocienoBaTeJbHOCTh U3 17 map ocHOBa-
HUI ¥ OTHAENeHbI ApYT oT aApyra AT-0oraTeiMu
yyacTKaMu JUIMHOM oT 3 10 7 map OCHOBaHMUM.
[MocnenoBaTebHOCTM OCHOBAaHMN BCEX ITUX
Y4acTKOB CBSI3bIBAHUSI A-peripeccopa CXOIHBI,
HO He WJACHTHUYHBI. Y3HaBaemas IocjenoBa-
tenbHOCTh - 5'-TATCACCGC-3' uiuM YTO-HM-
Oynb B 3ToM pone. Kak u lac-omeparop, 3Tu

Puc. 28.18. Tpu craguu TpaHCKPUTILIUU TIPU
JINTUYECKOM IIVKJIe pa3BUTH S (ha-
ra A. berok N o6pasyercs Ha
npeapaHHedl CTaguu M aKTUBU-
pyeT paHHIOIO cTaguio. Torma
B CBOIO OYepelb CUHTE3UPYETCS
6e1oKk Q, KOTOPBI aKTUBUPYET
no3nHio craauio. [Echols H.,
The Bacteria, 8, 502 (1979).]

omnepaTopHbIe YYacTKM 00JIafaloT YacTUYHOMN
CUMMETpPUEN BTOPOTO TMOPSAKA.

CaMble CUJIbHBIE MeCTa CBS3bIBAHUSI penpec-
copa B omeparopax O, u O, pPacloJOXEHb
OJIMKe BCero K Hayvally MepBOrO CTPYKTYPHOTO
reHa omepoHa. ITpOMOTOpHBI yYacTOK TeHa
N pacrionoxxeH B mpenenax O, a NPOMOTOP
reHa cro- BHYTpu O,. Kak u B JJaKTO3HOM, U
B apabWHO3HOM OTIEpPOHAX, CBSA3bIBAHWE pe-
npeccopa ¢ TUMHM ONepaTopaMu MpPEMNsITCTBYET
cea3biBaHuio PHK-monumepassl ¢ coorBer-
CTBYIOUIMM TIPOMOTOPOM, U, CIedOBaTeJbHO,
TPaHCKPUIIUS He HauMHaeTcsl. CBs3bIBaHUE
A-penpeccopa ¢ nByMms yyactkamu B O, u O,
6oisiee 3(D(HEeKTUBHO OJIOKHMPYET IPOMOTOP, YeM
CBSI3BIBAaHUE TOJBKO C OMHUM YYACTKOM.

28.13. A-Penpeccop peryaupyer

COOCTBEHHBII CHHTE3

Yucno Mosekyn A-pernpeccopa B JU30T€HHBIX
knetkax E. coli ctporo perynupyercs. CHuxe-
HMEe KOJIMUecTBa perpeccopa (axe KpaTKoBpe-
MEHHO€) TIepPeBONUT KJIETKY Ha JUTUYECKUN
nyTb. C Apyroit CTOpoHbI, U3OBITOK penpecco-
pa 3aTpyIHUT BbIXOJ (hara, eciu YCJIOBHUS €ro
CYIIeCTBOBaHUs B OaKTepuu CTaHYT HebJaro-

NpUSATHBIMU. KakperyaupyeTcss KOHIIeHTpaIust
A-penpeccopa? IlpoBeneHHBIE CpaBHUTEIbHO
HeJIaBHO MCCeN0BaHUS MOKa3auau, 4YTO 3TO pe-
MPeccop pPeryIupyeT COOCTBEHHBI CHHTE3.
Hns atoro A-penpeccop ceasvieaemca c¢ 0,3

onepamopHvim  y4acmKom, A0KAAU308AHHHIM
28. Peryasiuusi BbIpazKeHUsl
resa B (eHoTHne 123



Puc. 28.19. Cxematnueckoe u300paxeHuUe
onepatopHbix yyacTkosB O, u O,
u mpuierawonmx reHos. Camoe
BBICOKOE CPOJICTBO K A-perpecco-
py umetor O, 1 u Ol. cl - ren-pe-
ripeccop. JIeBblif TPAaHCKPUIIT Ha-
YUHAeTcs ¢ reHa N, TIpaBblii - ¢
reHa cro.

Oauxnce éceco Kk eeny cl, u evikaouaem mpam-
ckpunyuro amoeo eena (puc. 28.20). Cessvisanue
penpeccopa ¢ O , 1, nanpomus, ycuaueaem mpan-
ckpunuyuio 2ena cl. HarmoMHUM, 9TO CpOICTBO
A-penpeccopa K O,1 Bbile, yeM K O,3. Takum
obpa3oM, mpanckpunyus eewa cl ycuausaemcs

Puc. 28.20. Camoperynsnusi KOHIEHTpalUUu
A-peripeccopa. A - Koraa perpec-
copa Majlo, OH CBSI3bIBAeTCS C
0,1 v cTUMYNUpYyeT TPaHCKPUI-
uvio reHa c¢l. b - mo mepe yBesu-
YEHUST KOHIIEHTpAIluKu A-pernpec-
copa OoH cBa3piBaeTca ¢ 0.3
W WUHTUOWpYeT JaJbHEUIIyIo
TPaHCKPUTILIMIO TeHa cl.

Yacts IV.
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npU HU3KOU KOHUeHmpayuu h-penpeccopa u no-
dasasiemcss NpU BbICOKOU KOHUSHMPAUUU MO0
Jce beaka. IpyruMu cIoBaMU, BbIpaXeHHE Te-
Ha cl - caMoperyaupylomascsi cucrema.
OnucaHHas peTyJasus M0 MPUHILIUITY 00paT-
HOW CBSI3U CTPEMMTCS MOAAEPXKUBATH KOHIICH-
TpaLMIO perpeccopa Ha TaKOM YpPOBHE, YTOOBI
OCTaIbHO# TeHOM ¢hara He 3KCIIPECCUPOBAJIC.
Kak ke Torga ¢ar MoXeT BBIMTH M3 COCTOSTHUS
nauzoreHuun? JIMTUYECKMI IUKJI 3amycKaercs
MPU CHUXKEHU U YUCIIa MOJIEKYJT A-pernpeccopa;
colepxaHue A-perpeccopa OOJXHO YMEHb-
1IaThCSI IO TAaKOrO YPOBHSI, KOTOPOTO AOCTa-
TOYHO TOJBKO AJIsS TPAaHCKPMUIILIMU TE€Ha Cro.
HoBooOpa3oBaHHBII 0€J10K cro CBSI3BIBAETCS C
0,3 u mnojaBiseT TpaHCKpUMUHUIO reHa cl.

Camoe rnaBHoe, yto O3 uMeeT Goiee BBICO-
KOe CPOACTBO K Oenky cro, yeM O, l. Takum
o0Opa3oM, Heboavuioe Koauuecmao Oeaka cro
nodasasem cuxHmes \h-penpeccopa, He GblKAUAS
cunmesa camoeo Oeaka cro. BcnenctBue 3TOro
A-pempeccop yxXe He MOXET PYKOBOIUTH XO-
noM cobbiTuit. C 3TOr0 MOMEHTa HeoOpaTUMO
3aIycKaeTcs LieTb peakinuii, BeQylIuX K TU3UCY.
TakuM oOpa3oM, TOHKOE B3aUMOJEHCTBUE BCe-
IO HECKOJIbKUX OEJKOB U OMepaTOpPHbIX y4acT-
KOB ormpenensieT MyTb pa3BUTUS ¢dara. Beiio
Obl MHTEPECHO BBISICHUTb, MMEIOT JIU HEKO-



TOpBbIE PETYJSITOPHBIE CUCTEMBI, TaKWe, Kak
MHOJICECBEHHble ONepamopHble YHACMKU ¢ pas-
AUMHBIM  cpoOocmeom K Oeakam, Oonee oOIIee
3HAaYE€HUE B PEryaslUu Pa3BUTUSI IPOKAPUOTHU-
YECKUX KIIETOK.

3akinoyeHue

Krnetku perynupyioT KOJIMYECTBO CHUHTE3U-
pyeMbIX OEJIKOB pa3JIMyHbIMU criocobamu. Y E.
coli BBIpaxkeHUE TEHOB PEryJupyeTcsl B MEePBYIO
ouepellb Ha YpPOBHE TPAHCKPUIILIMM, & HE TpaHC-
JNguud. MHOTME TeHbl OpraHU30BaHbI B OIle-
POHBI - KOOPAVMHUPOBAHHBIE €IMHUILIbI TE€HETH-
yeckoil akcrpeccud. OrepoH COCTOUT U3
PeryJisiTOPHBIX YYacCTKOB (orepatopa U MpPOMO-
TOpa) U HECKOJBKUX CTPYKTYPHBIX TeHOB. BHe
OornepoHa WMMEETCSl PeryIsiTOPHBIA TeH, KOIU-
pyloluii  6eI0K, KOTOpPBIiA B3auUMOAEHCTBYET
c omneparopHbiM yuacTkoM. [locnemnoBaresb-
HOCTh OCHOBaHUI JTJAKTO3HOTO OMepaTopa CUM-
MeTpuuHa. BooOllle cuMMeTpusi UTpaeT OCHOB-
HYIO pOJIb B Y3HaBaHUM OIpeAeeHHbIX YyJ4acT-
koB B JJHK 6enkamu. lac-OmepoH MHIyIIM-
pyercs (-TajakTo3uaamMu, HalpuMep ajjioiak-
TO30i U U30MPONMUITUOTANAKTO3UA0M. CBSI3bI-
BaHME WHIYKTOpa C [lac-pernpeccopoM IPUBO-
IUT K ero BBITECHEHMIO C oreparopa. Temnepb
PHK-nonmmmepaza mMoxeT MmpoilTu 4epe3 ore-
paTop W TpaHCKpuOupoBaTh lac-onepoH. Tpur-
To(aHOBBIN OMEPOH PENpeccUupyeTcss TPUTMTO-
(aHoM, KoTOpHIll CBsA3bIBaeTCS co crieuuduye-
CKMM perpeccopoM U JaeT eMy TaKuM
00pa3oM BO3MOXHOCTb CBSI3aTbCSl C OIEpaTo-
poM. B pesynbrare TpaHCKpUILIMSI T€HOB, KO-
IUPYIOIIUX (bePMEHTH OMOCHHTE3a TpumnToda-
Ha, BBIKJIIOYaeTcs.

Kpome Toro, HekoTOphle OMEpPOHbI OMOCHH-
Te3a aMUHOKMCIOT, B TOM YMCJE #rp-OlEepoH,
HaXONmATCSA TMOJ KOHTPOJEM aTTeHI0aTOPOB.
Eciu KOHEeuYHbIH MPOAYKT OMOCHHTE3a - aMUHO-
KHUCJIOTa - UMEETCSl B U300WJINU, TPAHCKPUTIIUS
B AaTTEHIATOPHOM YyyacTKe TIpeKpallaercs.
[nsg aTreHoauMu HeoOXoouMa TpaHCISIUS
munepHoit MPHK. Perynsuus mupoxkoro criek-
Tpa TEHOB OCYUICCTBISIETCS UUKINYECKUM
AMP, xoTopsiil cBs3BIBaeTCSI C OCOOBIM Oe-
koM (BAK). DToT KOMIUIEKC B3aMMOMAEIICTBYET
C TPOMOTOPHBIMU YYaCTKaMU HECKOJIbKUX WH-
MyLHUOETbHBIX OTIEPOHOB U CTUMYJIUPYET UHU-
LUMUpOBaHWE TpaHcKpumniuu. KoHieHTpaius
uukianyeckoro AMP moBblliaeTcs TOJbKO MpU
HEIOCTaTKe TJII0OKO3bl. TakuM o0pa3oM, TIJIIO-
K032 KOCBEHHO TOJABJISIET CUHTE3 pPa3INUYHBIX
¢GepMeHTOB KaTaboau3Ma.

bakreprodar A MOXET  pPa3MHOXAaTbCS
YW pa3pyuiaTh KIJIETKM-X03seBa (JIUTUYECKUN
yTh); B Apyrom ciydae ero JIHK moxer mHTe-
rpUpPOBaTh C XPOMOCOMOUM KJIETKM-XO3SIMHA
(u3oreHHbI TyTh). [Ipu nUTHYECKOM pa3Bu-
TUU TMPOUCXOOUT TOCJeAOBaTeIbHAsl TpaH-
cKpunuus Tpex rpynn reHoB. Ha mpenpanHeit
cragun obpasyercs 0emok N, aKTUBUPYIOIIUIA
TPAHCKPUIILIMIO paHHUX TeHoB. [lpu 3TOM
B CBOIO ouepenb CHMHTe3upyeTcs Oenok Q - ak-
TUBATOP TO3IHEW CTaaguu TpaHCKpunuuu. JIu-
30r€HHOE COCTOSIHUE TIOMIePKMBAeTCs  A-pe-
TPeccopoM, KOTOPBI KOAUpYeTcsl TeHoM cl.
Pernpeccop cBs3biBaeTcs ¢ onepatopamu O, u
O, M TpenAaATCTBYeT TPAHCKPUNLUU TpeIpaH-
HUX TreHoB. [IpucyTcTBUE MHOTOYMCIEHHbBIX
YYaCTKOB CBS3bIBaHUS B 3TUX OlepaTopax IMo-
3BOJISIET A-perpeccopaM  peryaMpoBaTh CoO-
CTBEHHBII CUHTE3.

PEKOMEHIAYEMAA
JINTEPATYPA

C vero HayaTh

Jacob F., Monod J., 1961. Genetic
regulatory mechanisms in the synthesis
of proteins, J. Moi. Biol., 3, 318-356. (B
9TOM OiMcTaTeNbHOIl cTaThbe OblIa
npeioxeHa Mojiesib ornepoHa u chop-
MYJIMPOBAHO TMpeacTaBieHUe 00 WH-
dopmauuonHoit PHK.)

Prtashne M., Gilbert W., 1970. Genetic
repressers, Sci. Amer, 222(6), 36-44.
Maniatis T., Ptashne M., 1976. A DNA
operator-repressor system, Sci. Amer.,
234(1), 64-76.

JIaKTO3HBIN OmMepoH

Miller J.H., Reznikoff W.S., 1978. The
Operon, Cold Spring Harbor
Laboratory. (IIpeBocxomHbiii COOPHUK
cTaTeil, KacalolIMXCS PETYNSITOPHBIX
MexaHu3MoB E. coli n cara A. [letanbHo
PaccMOTPEHBI JIAKTO3HBIH, TpunToda-
HOBBIi, apaOMHO3HbIN, TUCTUANHOBBII
M TaJlaKTO3HBbII OMEPOHDI.)

Gilbert W., Muller-Hill B., 1966.
Isolation ofthe /ac represser, Proc. Nat.
Acad. Sci., 56, 1891-1898.

Dickson R., Abelson J.,  Barnes W.,

Reznikoff W., 1975. Genetic regulation:
the lac control region, Science, 187,
27-35.

ApaOuHO3HDINH OnepoH

Wilcox G., Meuris P., Bass P., Englesbe-
rg E., 1974. Regulation of the arabinose
operon in vitro, J. Biol. Chem., 249,
2946-2952.

Hirsh J., Schleif R., 1976. Electron
microscopy of gene regulation: the
L-arabinose operon, Proc. Nat. Acad.
Sci., 73, 1518-1522.

28. Peryasiuusi BbIpaxKeHUsi

reia B (peHoOTHUIIE

125



TpunrodanoBbIit "
TUCTHAMHOBBII OnepoHbI
Platt T., 1978. Regulation of gene
expression in the tryptophan operon of
Esherichia coli. In: Miller J. H. and
Reznikoff W. S.(eds.), The Operon,
pp. 213-302, Cold Spring Harbor
Laboratory. (YeTko W3JI0X€HBI Mpea-
CTaBJIEHUSI O Hrp-OINEpOHE.)

Oxender D.L., Zurawski G.,
Yanofsky C., 1979. Attenuation in the
Escherichia coli tryptophan operon: the
role of RNA secondary structure
involving the Trp codon region, Proc.
Nat. Acad. Sci., 76, 5524-5528.
Bertrand K., Korn L., Lee F,, Platt T,
Squires C.L., Squires C., Yanofsky C.,
1975. New features of the regulation of
the tryptophan operon, Science, 189,
22-26. (Pacckas 06 UCTOPUY OTKPBITHS
ATTEHI0AL[MY TPAHCKPUIILIMY. )

Barnes W.M., 1978. DNA sequence
from the histidine operon control
region: seven histidine codons in a row,

Proc. Nat. Acad. Sci., 75, 4281-4285.
Stephens J. C., Artz S. W., Ames B. N.,
1975. Guanosine 5'-diphosphate 3'-di-
phosphate (ppGpp): positive effector for
histidine operon transcription and
general signal for amino acid deficiency,
Proc. Nat. Acad. Sci.,, 72, 4389-4393.

Hukauyeckuit AMP u kaTtaGoautHas

penpeccust
Pastan L, Adhya S., 1976. Cyclic
adenosine 3',5'-monophosphate in
Escherichia coli, Bacteriol. Rev., 40,
527-551.
Zubay G., Schwartz D., Beckwaith J.,

1970. Mechanism of activation of
catabolite-sensitive genes: a positive
control system, Proc. Nat. Acad. Sci., 66,
104-110.

Perynsuus tpanckpumnuu (ara A

Prashne M.,  Backman K., Humayun
M.Z., Jeffrey A., Maurer R., Meyer B.,
Sauer R. T., 1976. Autoregulation and

function of a represser in bacteriophage
lambda, Science, 194, 156-161.

Johnson A., Meyer B.J., Ptashne M.,
1978. Mechanism of action of the cro
protein of bacteriophage A, Proc. Nat

Acad. Sci., 75, 1783-1787.
Prashne M., Jeffrey A., Johnson A.D.,
Maurer R.,  Meyer B.J., Pabo C.O.,

Roberts T.M., Sauer R.T, 1980. How
the A represser and cro work, Cell, 19,
1-11.

Hershey A.D. (ed.), 1971. The
Bacteriophage Lambda, Cold Spring
Harbor Laboratory. [Mwmeercs mepe-
Box: Par namoOaa.- M.: Mup, 1975.]
(ComepXUT MHOXECTBO CBeIeHUI O (a-
re A.)

Reichardt L., Kaiser A.D., 1971.
Control of A represser synthesis, Proc.
Nat. Acad. Sci., 68, 2185-2189.

Bonpocbl 1 3agaun

1. K kakoMmy pe3ynabTaTy MpUBEIYT
clenymooiie MyTauuu?

a) Jenmeuust perylIsiTOpHOTO TeHa lac-omepoHa.

6) leneuusi peTyIsITOPHOTO TeHa frp-OIlepoHa.

B) Heneuuss peryJsiTOpHOro TIeHa ara-omnepo-

Ha.

r) Jeneuus reHa cl ¢ara A

n) Jemeumss reHa N cara A

2. CyneppenpeccrupoBaHHEIE My-
TaHTBl N0 lac-onepony (i) BedyT

cebsl KaK HEeMHAYLMUOeNbHbIE MyTaHTH. [eH i°

JOMMHMPYET HaJ T€HOM i B YaCTUYHBIX M-

miongax. KakumM MoXeT OBITb MOJEKY-

JISIPHBIA MeXaHU3M 3TOM MyTaluu?

3. HUmeercas myrtanTt E. coli, cuHTe-
3UPYIOIIVI GONBIINEe KOJIMYECTBA

B-rajmakro3umasbl HE3aBUCHMMO OT TOTO, MPU-

CYTCTBYET JIM B cpele MHIYKTOp. YacTuuHble

JIUTIIOWABI, 00pa3oBaHHbIE M3 3TOTO MYyTaHTa

u Fi'o"7 , Takxe CHHTE3UpPYIOT MHOTO [3-Ta-

JIAKTO3UIa3bl HE3aBUCHMMO OT TIPUCYTCTBHSI

nHOykTopa. Kakast MyTranus moria Obl TpH-

BECTM K TaKOMy pe3yibTary?

4. N3 KyabTypbl IMKOTO THUIIA BbIIE-
JICH MYTaHT, HECITOCOOHBIM pacTH

Ha TajJakTo3e, JIaKTo3e, apaOMHOo3e W pse

IPYTUX MCTOYHUKOB yriaepoaa. KoHueHTpa-
uusl uukiandeckoro AMP B kierkax MyTaHTa
HopMmasibHa. Kakas myranust Moria Obl Tpu-
BECTU K TaKOMy pe3yJabTaty?
5. Knerka E. coli, Hecymas mnpodar
A, UMMYHHa K JIUTUYECKOMY WH-
dunupoBanmnio stuMm (arom. I[louemy?
6. Tpanckpunuuss c/ MoxXeT OHITH
VHULIMMpPOBAHA C  MPOMOTOpa
Dys> TPEAHA3HAYEHHOTO JISI  YCTaHOBJIEHUS
JIN30T€HUU, UIU P, NPEIHA3HAYEHHOIO IS
ee MnopnepxaHus. TpaHCKpUNTHL € p,, Ha-
yuHaloTcsa ¢ 5'-koHueBoro komoHa AUG A-pe-
Ipeccopa, a B TPAHCKPUNTE p,, 3TOMY KOAO-
HY WHUUMALUW TIPEAIIECTBYET TOCen0Ba-
TEJIbHOCTb, KOMIUIEMEHTapHasi 3'-KOHLEBOW
nocinenoparenbHoct  16S-pPHK.  Jlnsg uHu-
LMaLMKA Ha y4yacTKe p,, HEOOXOAMMBI OEsKH,
KonupyeMbie (aroM, KOTOpble HE 3KCIpeccu-
pYIOTCS B JIM30T€HHOM COCTOSIHWU.
a) Kakoii TpaHCKpuUNT OyaeT TpaHCIMPOBaTb-
ca ¢ Oouspleld 3¢hGEKTUBHOCTHIO?
0) KakoBo Bo3MoxHOe (Du3MoNIOrnyecKoe 3Ha-
YeHHUEe 3TOTr0 paziauyusi?

HomonuutenbHble Bompockl cMm.. Hood L.E.,
Wilson J. H, Wood W. B., Molecular Biology
of Eucaryotic Cells, Benjamin, 1975, ch. 1.



NNTABA 29
dykapuoTuyeckme
XPOMOCOMbI N BbIpaXeHne
FEHOB Yy 3yKapuoT

DykapuoThyecKasi KJIeTKa CONEpPXKUT ropasmio
OoJibllle TeHETMYECKOil WHbOpMaLWU, YeM
npokapuotuyeckas. Hanpumep, B KjieTke ye-
noBeka B 1000 pa3 OGompme HK, uem
B Ki1etke FE. coli, u nmpumepHo B 100000 pa3
OoJipllle, YeM B OINHOM BUpPHUOHE (hara A. DTO
n3oomwie JIHK Hamensier aykapuoT OOJbIIN-
MU TOTEHUMAJIbHBIMU BO3MOXHOCTSIMU, KO-
TOPBIX HET y MpoKapuoT. [Ipyroe oranyue co-
crout B ToM, yto JIHK BbICIINX OpraHU3MOB
acCOLMMPOBAHA C OCHOBHBIMU OCJIKAMM - 2l-
CMOHAaMU, a XpOMOCOMBI HU3IINX OPTaHW3MOB
Takux OenkoB He comepxkarT. IlpenHasHaueHUe
9TMX OCHOBHBIX OeJIKOB - yrmakoBweiBaTh JTHK,
C TeM 4YTOObI TPU KOHTYPHOU [UIMHE, paBHOW
MHOTMM CaHTUMETpaM, OHa Morja Obl ToMe-
CTUTBCS B 0OBEME ITMAMETPOM HECKOJIbKO MU-
KpoMeTpoB. XapakTepHasi MOpdOJoTUsl dyKa-
PUOTUYECKUX XPOMOCOM, KOTOPYIO JIETKO Ha-
0y0JaTh B CBETOBOM MMKPOCKOIE, TOKa3bl-
BaeT, YTO OHU OPTraHU30BaHbI 3HAYUTEJHHO
CJIOKHEe, YeM TeHOMbI TPOKAPUOTUYECKUX
kieTok. K ToMy Xe dhopMma 3yKapuoTUUECKUX
XPOMOCOM pE€3KO MEHSIETCS B XOHIe KJIEeTOYHO-
ro nukiaa. Eme omgHa BaXHash 0COOEHHOCTb,
KOTOpass COOCTBEHHO M OTJIWYaeT 3JYKapuoT
OT TMPOKApPUOT, COCTOUT B TOM, YTO 3yKapHuo-
TUYECKUE XPOMOCOMBI OKPYXEHbBI  s0epHOli
MembpaHoil. DToil MeMOpaHbl y TIPOKApUOT
HEeT, paBHO KaK HET M APYTMX BHYTPEHHMX

MemOpaH. bmarogaps Hanuuuio MeMOpaHBI
MPAHCKPUNYUS U  MPAHCAAUUS Y 3YKApUom
pazoeneHvl 60 6pPeMeHU U 6 HNpocmpaHcmee,

TOrAa Kak y TPOKApUOT OHU TECHO COMpsi-
XeHbl. B sgnmpax BbICIIMX OPTaHU3MOB Tep-
BUYHBIE TPAHCKPUIITHI MOABEPTalOTCS 3HAYU-
TeJIbHON MOAUGUKAIINK, PACIIETIISIOTCS U UX
¢bparmeHTsl coeauHsorcs. Jiub HeOosblas
yacTh CMHTe3upoBaHHbIX B sape PHK Bbixo-
naT B uurosonb B Buge MPHK. OueBuano,

YTO y 2YKapuoT BBIpaxXeHHe (IKCIpeccusi) re-
HOB OCYILIECTBJISIETCS 3HAYMTEJIbHO Oosee
CJIOXHBIM TyTeM, 4eM y Tmpokapuot. Hccre-
JNIOBaHUSI B 3TOI o0nacTh OBICTPO Pa3BUBAIOT-
cs, TIOCKOJBKY MBI HAyYUJIWMCh BBIIEIATH
U KJIOHUPOBATh TE€HbI DYKAPUOT, OMpPenessiTh
B HHUX TIOCJIeA0OBAaTEIbHOCTh HYKJICOTUIOB
U OCYUIECTBJSATb WX BbIpAXEHHWE B XOPOIIO
n3y4yeHHbIX cuctemax. [1o BceMy uyBCTBYyeTCs,
YTO MBI HAXOAMMCSI Ha TMOpOTe pacKpbITUS
OMHOW M3 BaXHEWIIMX MpobjeM OMOJIOruU —
MeXaHu3Ma KJIeTOYHOU nucdepeHIIMPOBKU.

Puc. 29.1. ®a30B0-KOHTpAacTHAsE MUKPOGO-
Torpacdusi  XPOMOCOMBI  THIIA
JIAMIIOBOM I1IETKM U3 OOLMTA.
(ITegaraercs ¢ M00e3HOTO pa3pe-

weHust a-pa Joseph Gall.)
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Puc. 29.2. PagnoaBTorpad MOJIEKYJIBI
AHK  Drosophila melanogaster.
Kontypnas gnauna stoir JJTHK
paBHa 1,2 cm.  [Kavenoff R.,
Klotz L. C.,, Zimm B. H., Cold
Spring Harbor Symp. Quant.
Biol., 38, 4 (1974).]

29.1. DykapuoTH4YecKass XpOMOCOMA COJEPKUT
oIHy MoJieKyay ayxcnupaibHoii JITHK
MoxHO 1M yTBEepXAaTh, YTO XpOMOCOMa CO-
NepXUT ONHYy JIMHHYIO Mojekyny JHK?
B TeyeHrne MHOTMX JIeT Ha 3TOT BOMPOC ObUIO
TPYJHO OTBETUTb, TaK KaK OYEHb JJIUHHBIE
MoJiekyabl JITHK HeBeposTHO 4yBCTBUTEIbHBI
K pa3pbIBY MO JEWCTBUEM CUJ caBura. bpy-
HO 3uMM (Bruno Zimm) pemmn 3Ty mpobie-
My C TOMOIIBIO METOAA BS3KOCHHOU 2AACMO-
Mempuu, TIO3BOJISIONIET0 U3MEpSITh IJIMHY
cambix KpynHoix monexyr AHK e cmecu. Mo-
nekyabl JTHK pacTtsiruBaioT B IOTOKE XKUIKO-
CTU, M 3aTeM WM JalOT CBEPHYTbCS B HOP-
MaJlbHO€ cocTosiHue. Bpems, 3a KoTopoe
CBEpTHIBACTCS TIOJIOBUHA MOJEKYJ, 3aBUCUT
OT UX MoJIeKyJsipHoil Macchl. Kietku mio-
JOBBIX MYIIEK JIM3UPOBATIU B Kamepe IJIsl W3-
MepeHuii, 4yToObl u36exaTb pa3pbiBoB JHK
npu nepeHoce obpasuoB. Hykneasbl nHakTu-
BUPOBaJIM, MHKYOUpPYysl OOpa3lpl B TPUCYT-
ctBuu gerepreHTa npu 65°C. Kpome Toro,
s ruaposausa cBsg3aHHbIX ¢ JHK Oenkos
MOOABJISUIM TIPOHA3Y.

Macca cambix KpymHBIX Mojaekyn JHK
B TIOJTYYEHHOI cMecH cocTaBmsina 41« 10° x/la.
OTa BeaWYMHA XOPOILO COTJlacyeTcsl C W3-

BecTHbIM coaepxaHnuem JHK B camoii
Gosbiioii  xpoMocoMe  Drosophila  melano-
Yacts IV.
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gaster - 43+10° xk/la. TIpeBocxomHOe CcOBMaje-
HUE PE3yJIbTaTOB HAOII0JANIOCh TaKXe B CIy-
yae MyTaHTa C TpaHCJIOKallueil, 3aTparuBalo-
meil caMylo OOJIbIyI0 XpoMmocomy. B atoit
XPOMOCOME COJIEPKUTCS JOTIOTHUTEIbHBINA KY-
cok JIHK, Onaromapss KoTOpomy coaepxka-
Hue JHK B Heit nocturaer 59« 10° xJla. U3-
MepeHHoe KosuvectBo JHK B aroii Mone-
Kyse coctaBwio 58°10° k/la. PaguoasTorpa-
bt AHK D. melanogaster (puc. 29.2) mnoa-
TBEPXKIAIOT CYLIECTBOBAHWE OYE€Hb IJIMHHBIX
mosiekyn HNHK. Dtu uccnemosBanHusi mokasa-
M, 9TO Xpomocoma 0po3oguabl cooepicum
oony Henpepwisnyio monexyny JHK. Kpome
moeo, sma monekysa JHK auneiinas u He-
pazeemeneHHas.

29.2. Dykapuorudyeckass JTHK npouno csizana
C OCHOBHBIMH 0€JKAMH - TACTOHAMH

JHK sykapuoTHU4YeCKHUX XpOMOCOM HaXOIMT-
csl HEe B CBOOOJHOM BHUE, a TIPOYHO CBSi3aHa
C TpyNIoi HeGONBIINX OCHOBHBIX OEJIKOB, Ha-
3bIBaEMbIX eucmonamu. Ha [g0i10 THUCTOHOB
MPUXOJUTCS OKOJIO TIOJIOBMHBI MacChl 2yKa-
PUOTUYECKUX XPOMOCOM; BTOPYIO IOJIOBUHY
cocrapisier JHK. DTOoT HyK/I€0MpOTEeMHOBBINM
MaTepuag XpoOMOCOMBbI Ha3blBaeTCs Xpomamu-
Hom. Ecin o0paboTaTh XpOMAaTUH COJBIO WU
pasbaBieHHONM KuciaoToi, ructoHbel n JHK
MOXHO auccouuupoBaTh. OOpa30BaBIIYIOCS
CMECh MOXHO 3aTeM pa3le/INTh C TMOMOIIbIO
MOHOOOMeHHOII XxpomaTtorpaduu. [MCTOHBI
MOJpa3e/sIloTCSl Ha MsATh TUIIOB, OOO3Ha-
yaeMmbix cootBeTcTBeHHO H1, H2A, H2B, H3
u H4. Onu umerot Maccy ot 11 mo 21 xla
(Tabn. 29.1). YnuBurtenbHass 0COOEHHOCTb TH-
CTOHOB - BBICOKOE Co0epiicaniie NoA0NCUMENbHO
3apsAdNCeHHbIX  00KOBbIX  ueneil:  TPUMEPHO
KaXJ bl YETBEPTHIA OCTATOK - JU3UH WJIU ap-
TMHMH.

BﬂaFOﬂ,apH nocmmpaHnCAAUUOHHbIM MoOou-



gukayuam  ompeneNeHHbIX  OOKOBBIX  liemei
KaXIblii TUCTOH CYLIECTBYeT B HECKOJbKUX
dopmax. Hampumep, nusun-16 rucrona H4
MOXeT ObITh aueTwinpoBaH. Kpome Toro, ru-
CTOHBI MOTYT ObITh MeTuJIUpoBaHbl, ADP-pu-
0o3wnupoBaHbl U ¢ochopunupoBansl. M3me-
HEeHUsI 3apsiia, CIOCOOHOCTM K 00pa3oBaHUIO
BOMOPOAHBIX CBsA3ed U (OpMBI MOJEKYT TH-
CTOHOB B pe3yJbTaTe TakKUX KOBaJEHTHBIX
MoaudUKAUMI MOTYT UrpaTh BaXHYIO pOJb
B perynsauuu gocrynHoctu NHK gnsa periu-
KaluuU U TPAHCKPUIIIIUH.

29.3. IlociienoBaTEIbLHOCTH AMMHOKMCJIOT

B ructoHax H3 wum H4 mnoytH oJMHAKOBBI
Y BCe€X JKMBOTHBIX H paCTe}mﬁ

Omunp Cmur u Pobep [e-Jlanx (Emil
Smith, Robert Delange) mokaszanu, 4To IIO-
CJIeIOBATEIbHOCTY aMHWHOKKCIOT B THCTOHE
H4 w3 mpopocTkoB ropoxa M M3 TUMyca Te-
JIeHKa pa3juyaloTcs TOJbKO IO OBYM II0JIO-
xeHusaM u3 102. 3ameHbl 3T OYeHb HE3HAYU-
TEeAbHBI: BaJliH - BMECTO M3O0JIEHIIMHA W JIH-
31H - BMECTO apTMHHMHA. TakuMm oOpaszoM, no-
credosamenvHocmsb amuHoxucaom eucmona H4
coxpanunace noumu 0e3 uzmeHeHuil Ha NpPoms-
acenuu 1,2+ 10° nem, npowedwux co epemeHu
PazodeneHust 6cezo HCUB020 HA uapcmea pacme-
Huti u ocueomuvix. I'mcton H3 Takxke Mano
U3MEHUJICSA Ha MPOTSKEHUU 3TOr0 KOJOCCalb-
HOro Imepuona 3Bojolnuu. IlociemoBareabHO-
CTM aMHUHOKUCIOT B TuctoHe H3 m3 mpopoct-
KOB ropoxa M U3 TUMYyca TeJeHKa pa3inJaioT-
cd TI0 4YeThIpeM IoJIoXeHusaM. WHTepecHO
CPaBHUTh CKOpPOCTb WM3MEHEHHUS IIOCIeAoBa-
TEJILHOCTU 3THUX THUCTOHOB B XOAE 3BOJIOLIMU
CO CKOpPOCTBbIO HM3MEHEHHs JIpyrux OeJKOB.
OOBIYHO [JISI 3TOTO MCIIOJB3YeTCSl BeaUHUHA
e0uHuuHo20 3604I0UUOHHO20 nepuoda. QOHa
paBHa BpEMEHM, 3a KOTOpOE IOCjIel0BaTe/lb-
HOCTb aMUHOKMCIOT M3MeHsieTcs Ha 1% mo-

Ta6muia 29.1. TucToHb

Tun OtHo1re- Yucno Mac- Jlokanusa-
HHE aMHUHOKMC- ca, k[a mus
[Lys]/ JIOTHBIX
[Arg] 0OCTaTKOB
H1 20,0 215 21,0 JIunkep
H2A 1,25 129 14.5 Cepnuesu-
Ha
H2B 25 125 13,8
H3 0,72 135 15,3
H4 0,79 102 11,3

Puc. 29.3. IMocnenoBaTeIbLHOCT ~ aAMUHO-
KUCJIOT B rucToHax H4 u3 tumyca
TeneHka. Heckonabko ocTaTkoB
MoOAUM(PUUUPOBAHBL.  O-AMMHO-
rpynma aleTHJIMpoBaHa, paBHO
Kak u e-aMuHorpynmna Lys-16. e-
Amunorpynma Lys-20 Metuu-
poBaHAa WU OUMETWJIMPOBAHA.
I'ucton H4 u3 mpopocTkoB Topo-
Xa MMeeT TaKylo Xe TOoClenoBa-
TeJLHOCTh AMUHOKMCIIOT, 32 WC-
KJIIOUYeHUEM  ToJoXeHuin 60
(m3oneiitMH) u 77 (apruHuH).

cle TOro, Kak JUBEPrUpyIOT JiBE 3BOJIO-
LMOHHBIE TUHUU. DTa BeJUUMHA JJIsI TUCTOHOB
H3 u H4 coctaBasier 3+ 10° u 6« 10° 1er co-
OTBETCTBEHHO M 3HAUMTEJIbHO BbIIIE, YEM IS
OPYTUX MCCIENOBAHHBIX [0  HACTOSIIEro
BpeMeHM OenkoB, Hampumep, mis nmutoxpoma
¢ €IMHUYHBIA 3BOJIOUMOHHBIA MEPUOA COCTa-
Basier 2+10° ner, mas remorio6uHa - 6+ 10°
ner, misi dubpuHomenTHoB - 1 10° jmer. 3a-
MeuaTeJbHash KOHCEPBATUBHOCTb CTPYKTYPBI
ructoHoB H3 u H4 cBumetenbcTBYEeT O TOM,
YTO OHM BBIMOJHSIOT KAaKylO-TO YpE3BhIYAHO
BaXXHYI0 (DYHKIIMIO, BOBHUKIIYIO Ha 3ape 3BO-
JIIOLMU 3YKAPUOT U COXPAaHUBILIYIOCS C Tex
[op IOYTU 0e3 M3MEHEHUIA.

29.4. HykneocoMmsbl - NOBTOpSIOIIMECS
CyObeMHUIBI XPOMATHHA

Kak mpoucxoaut B3auMojeiiCTBUE TUCTOHOB
¢ IHK u o0pa3oBaHue HMTU XpoMaTuHa?
OCHOBBIBasSICb Ha JAHHBIX, MOJYYEHHBbIX pa3-
JudyHbIMU  MeTomamu, Pomkep KopHOGepr
(Roger Kornberg) Brickazan B 1974 r. mpen-
MOJIOXEHUE, UTO XPOMAMUH COCMOUM U3 Hno-
emopsouuxcs cyoseduHuy, Kaxcdas u3 Ko-
mopoix  exaouaem 200 nap ocnosanuit JHK

29. XpoMOCOMBbI M BbIPAXKEHHE
T€HOB y 3YKApHOT 129



Puc. 294. DJeKTpOHHAasT MUKpodoTorpa-
dusg xpomatuHa. YacTuiiel, moxo-
K1e Ha OyCUHBI, UMEIOT TMaMeETP
okoso 100 A. (ITewataercs c no-
O0e3HOro paspemieHus a-pa Ada

Olins u g-pa Donald Olins.)

u no 2 monekyavl eucmonoe H2A4, H2B, H3
u H4. Tenepb 3TU MOBTOPSIIOIIMECS €IUHMIIBI
Ha3bIBalOT HyKJIeocoMaMu. boJjbliasg yacth
JHK nHaMoTraHa Ha THCTOHOBYIO CEpAIIEBUHY
(ructoHoBbIil KOp). OctanmpHasg JHK, Tak Ha-
3bIBAEMbIil JIMHKEDP, WIM MEXHYKJIEOCOMHas
JAHK, coeauHsieT cocegHUE HYKJIEOCOMBI
1 obecrneynBaeT 'MOKOCTb XpOMAMUHOGOU HU-
mu. TakuMm 00pa3oM, XpomMamuHo8as HUMb
npedcmaesnsiem coboli 2UOKYI0 UEeNnoKy HyK1eo-
coM, HANIOMUHAIOLIYI0 OYCMHBI Ha HUTKE.

Yactp IV.
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Llenbrit psini 3KCNEPUMEHTANBHBIX JAaHHBIX
CBUJICTEJILCTBYET B TMOJb3Yy OTOH MOIEIU
CTPYKTYPBhl XpOMaTHHA.

1. Daexmponnas muxpockonus. Ha smek-
TPOHHBIX  MUKpodoTorpadusix XpomaTHhHa
BUIHBI TPYMIbl PACMOJOXEHHBIX APYT 3a ApY-
rom OycuH mmamerpoM 100 A, coeaTMHEHHBIX
TOHKON HUTbIO (puc. 29.4). CreneHb pacTsike-
HUS XPOMaTHUHOBOW HWUTHU 3aBMCHUT OT CIlocoba
MOATOTOBKM 00pa3lioB [Jsi MUKPOCKOTHUU.
Hexoropbie MeTOmbl AaOT 3JIEKTPOHHBIE MM-
KpodoTtorpaduu ¢ 0Oonee KOMITAKTHBIM pac-
mosioxkeHreMm 100-anrctpemubix OycmH. Crie-
JOBATEJIbHO, 2JIEKTPOHHASI MUKPOCKOTIUS Tpsi-
MO TIOATBEPXIAeT, 4YTO XPOMATHH - LIETOYKa
MOYTH C(PepuvecKuX 4acTull, MEXIy KOTOPbI-
MU PaCIoJOXeHbl TUOKHUE y4aCTKU.

2. Mugpparkyus DEHMEeHOBCKUX ayuei
u Heiimporos. Tlpyn peHTreHOBCKO# audpakunu
Ha HUTSIX XpoMaTWHA TakKXe BUAEH IOBTOD
miuHoit 100 A. HeiltpoHHas audpakius Io-
kasbiBaeT, uto JIHK pacnosoxeHa cHapyxu
HYKJIEOCOMBI.

3. Hykaneasnvlii 2uoponus. CB006OIHYIO
JHK B pacTBOpe MOXHO pacllenuTh MO JII0-
ooii U3 ee dochoauabupHBIX CBSI3el ¢ MO-
MONIbIO TAHKPEaTU4YeCKON J1e30KCUPUOOHY-
kieasbl 1 (JIHKazpl 1) mam MHKpOKOKKOBOM
Hykineasbl. JJHK B xpomaTuHe, 3a uckiioue-
HUEM HECKOJIbKUX YYaCTKOB, HA000POT, 3alllu-
1IeHAa OT TUAPOJIUTUYECKOTO MAEHCTBUS HY-
Kjieasbl. XapaKTep pacllelIeHUsI XpoMaTuHa
MopaxaeT CBOEH IPOCTOTOM: Ha dJeKTpodo-
perpamMme BHIHA JIECEHKA YETKO BbIpaXKeHHBIX
mojioc (puc. 29.5). B atux dparmenrax comep-
xatca ¢parmeHTsl JIHK, KkpaTHble OCHOBHO-
My MOBTOpPY AJWHON npumepHo 200 map oc-
HOBaHUM. DJEKTpOHHBIE MUKpodoTorpadum
MOKa3bIBAIOT, YTO YUCI0 cHEepUUYeCKUX YaCTHUIL
BO (parMeHTe XpoMaTMHA paBHO YUCIY
200-mapHbIX TTOBTOPOB (prc. 29.6). Hampumep,
dbparmenrt, comepxammii JHK naunoit 600
nmap OcHoBaHMM, cocTtouT u3 Tpex 100-aHT-
crpeMHbIX uactull. CrnenoBaTenbHO, OycHHa,
BUIMMAasi Ha 3JIGKTPOHHOW MUKpodoTOorpa-
(uun, cooTBeTCTBYeT HyKJIeocoMe, MoJyvyae-
MOW MPU HYKJI€a3HOM TUAPOJIU3E.

4. Pexoncmpykyus. Eciu  gobGaBUTH  TH-
croHubl K JIHK apeHoBupyca uinu 00€3bsIHBETO
Bupyca SV-40, MOXHO TOJYYUTh in Vitro Xpo-
MaTtuHomnoaooHylo HutTh. Komuuectso [JHK,
CBSI3aHHOM C HYKJIEOCOMOW B TaKUX CHUCTEMax
PEKOHCTPYKIINHU, cocTaBisieT okoiao 200 map oc-
HoBaHMi. Kpome Toro, njisi o6pa3oBaHuUsl Hy-
KJIEOCOMBI HEOOXOAMMO 3KBUMOJISIDHOE KOJIM-
yectBo ructoHoB H2A, H2B, H3 u H4. Ecimu



KaKoro-11Mbo THCTOHa B CMeCH [IJIsI DPEKOH-
CTPYKIIMY OKa3bIBaeTCs HEMOCTATOUYHO, OOpa-
30BaHUSI XapaKTEPHBIX OYyCUH HE IPOUCXO-
muT. OgHako TrucToH H1 mis peKoHCTpyKumnu
He HYXeH; 9TOT (haKT MePeKINKAETCS C TEM, YTO
ructoH H1 npucyTcTByeT He BO BCeX HYKJIEOCO-
Max 3yKapMOTHYeCKUX KJeTok. MccienoBaHus
IudpakIMy PeHTIeHOBCKUX JIydeil Takxke TIo-
Ka3bIBaIOT, YTO IJIST TTOJYYeHUsT KapTWHBI, Xa-
paKTepHON IJig XpoMaThHa, HEOOXOAUMO I0-
6aButb rucroHsl H2A, H2B, H3 u H4.

29.5. MuHuMaJbHAS HyKJeocoma

(«ampo» Hykjaeocombr) cocroutr u3 JTHK
mmHoii 140 map ocHoBaHMiA, HAMOTAHHOI

HA OKTamMep TMCTOHOB

Conepxanue JHK B HykJIeocoMax pa3anyHbIX
OpPraHMW3MOB U TUIIOB KJIETOK KOJeOJeTCs OT
160 mo 240 map ocHoBaHuii (Tabn. 29.2). Yro
JIEXKUT B OCHOBE 3TUX pasznuuuii? U B aToM city-
Yae UCIOIb30BaHNe HYKJIea3 0Ka3aaoch BechMa

Puc. 29.5. lenb-snextpodopes  dparmen-
toB JHK xpomartmHa, momy-
YEHHBIX C TIOMOIIbIO OTPAHUYEH -
HOTO THUPOJU3a MUKPOKOKKO-
Boil HykJeazoii. Ha mopoxky
A Oblna HaHeceHa HedpaKIMOHU -
poBaHHas cMech. [1pu ueHTpudy-
TUPOBAHUU B IPaIMEHTE KOHLIEH-
TpalUM caxapo3bl ObLIA TOJIY-
YeHHl (pakiiuu MOHOMepoB (Bh),
numepos (B), pumepos (1) u te-
tpamepoB (/). [Finch J. T.,
Noll M., Kornberg R. D., Proc.
Nat. Acad. Sci., 72, 3321 (1975).]

Puc. 29.6. DJIeKTpOHHBIE MMKpodoTorpa-
¢uu MOHOMEPOB (A), ITMMEpPOB
(b), TpumepoB (B) U TeTpamMepoB
(1) HyKIJI€OCOM, TTOJIyYeHHBIX, KaK
OMHKCaHO B MOAMUCHU K puc. 29.5.
[Finch J. T., Noll M, Kornberg
R.D., Proc. Nat. Acad. Sci., 72,
3321 (1975).]
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MHGOPMATUBHBIM. Hyxiieocomer MOXHO
B CBOIO Ouepellb 'MIPOJIM30BaTh MUKPOKOKKO-
BOIl HYKJIea30i; TpU 3TOM TMOJydYyaloTcs H4a-
Cmuybl  MUHUMAAbHOU  HyKaeocombl  (HYKJIEO-
COMHOTO «dmpa»), conmepxamme 140 map
OCHOBaHUI, HE3aBUCUMO OT MCXOIHOTO CONEp-
xaHusa JJHK B pacuere Ha OogHY HYKJIEOCOMY.
Dra MUHUMAaJbHasg HyKJIeocoma, MO Bcel Be-
POSITHOCTH, MPAKTUYECKU OJUHAKOBA Y BCEX Y-
Kapuor. Owna cocmoum u3 ¢paemenma JHK
daunoii 140 nap ochosanuil, cé13aHHO20 ¢ OKMA-
mepom eucmonos (no dea eucmona H2A, H2B,
H3 u HA4).

MuHUManbHbIE HYKJIEOCOMBI ObLTM TIOJY-
YeHbl B KPUCTAJIMYECKOM BMIE M B HacTosiIee
BpEMsI UCCIIEAYIOTCS C MOMOIIbBIO 3JEKTPOHHOM
Mukpockonuu (puc. 29.7) u audpakiuym peHT-
reHOBCKUX Jyueil. Kpucrannuzauums 3Tux ya-
CTUI TIOKa3bIBaeT, 4YTO HYKJIEOCOMBI XpoMma-
THHa BecbMa ToMoreHHBI. ApoH Kuyr u JIxxoH
®uny (Aaron Klug, John Finch) ycranoBuiu,
YTO MMHUMaJIbHas HykKjeocoMa (HYKJIeOCOM-
HOE «iApOo») TIpeNCTaBisieT co0Oil yroumeH-
Hylo dYactumy pasmepom 110 x 100 x 55 A
U cocrouT u3 AByXx cioeB. ®parment JHK

Puc. 29.8. Cxemarmueckoe wu300paxeHue
HyKJieocoMbl. JIBoiiHas crnupanb
JHK (kpacHasg moioca) HaMOTa-
Ha Ha OKTamep TMCTOHOB (MO 1B
monekyasl H2A, H2B, H3 u H4;
uzobpaxeHbl roiayobiM). ['mctoH
H1 (xenTwlii 1BET) CBsSI3bIBAETCS
C HapY>XHOW CTOPOHOW 3TOW MM-
HUMaJbHOW  HYKJIEOCOMBl MU
¢ nunkepHoit JHK. (Kornberg
A., DNA Replication. Freeman

and. Co., 1980.)
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Puc. 29.7. DJIeKTpoOHHass MUKpodoTorpa-
¢bust KpucTaaia MHUHHUMaTbHBIX
HykieocoM. IleHTpBl coOcemHMX
HYKJIEOCOM B 3TOM TeKCaroHab-
HOM CJIO€ HaXOASITCSI Ha paccTosi-
uuu 100 A nmpyr or gpyra.
[Finch J. T. et al, Nature, 269, 31

(1977).]

Ta6nuua 29.2. Coaepxkanue JTHK B Hykaeocomax

Tun kietox Yuco map ocHOBa-

HuUit

Hpoxxu 165
Knerku Hela 183
KocTHBIIT MO3I KpBICHI 198
[TeyeHb KpbICHI

TToYKM KpBICH 196
SitueBon Kypuibl

DPUTPOLUTHI KyPHULIBL 207
Tactpyna mopckoro exa 218
CriepMa MOpPCKOTO eXa 241




nnuHoi 140 map ocHOBaHMIT HAMOTaH CHAapYXU
Ha cepIleBMHY M 06pasyeT 1°/, obopoTa neBo-
3aKpPYYCHHON CYIepCIMpa ¢ IIaroM Ipumep-
HO 28 A (puc. 29.8).

Kaxk yxe ynomunanocs, ructod H1 He Bcer-
Ia TMPUCYTCTBYET B HyKieocoMme. [locimemoBa-
TeJbHOCTh aMUHOKHUCIOT B ructoHe H1 Hanbo-
nee BapuabelbHa M3 BCEX IISITU THMCTOHOB.
K Tomy xe rucron H1 ornuuaercst ot apyrux
TUCTOHOB IO CTEXMOMETPUH: Ha HYKIECOCOMY
MIPUXOIUTCS omHa MoJjiekyna ructoHa H1. Kpo-
Me Toro, ructoH H1 jnerko otnensiercst oT HY-
KJIEOCOM, YTO yKa3bIBaeT Ha ero mepudepude-
CKYyI0 JIOKanu3aluio, T.e. OH He SBISeTCS
YyacThl0 THUCTOHOBOW cepaleBUHb. Hykieo-
combl TepsoT ructoH H1, kornma IHK B ux co-
ctaBe yKopauuBaercs co 160 no 140 map ocHo-
Banuii. Takum o6pazom, tuctoH HI1 moutm
HaBepHsIKa pPacIoI0XeH BHE HYKJIEOCOMBI, OJI -
xe K muHkepHo#t IHK. I'mcton H1 moxer ciy-
KUTh MOCTUKOM MEXAY Pa3iUuYHBIMU HYKJIEO-
cOMaMM M CIIOCOOCTBOBAaTH TaKHUM 00pa3oM
MOBBIIICHUI0O KOMMAKTHOCTU XpOMAaTHHA.

29.6. Hykseocoma - mepBblii YPOBEHb
konneHcanuu JITHK

HakpyunBanue JIHK Ha HyKI€ocoMHYIO cepa-
LeBUHY obecnieunBaeT koHaeHcauuto JJHK, tak
KaK yMEHbIIAeT ee JMHEeHbIe pa3Mephl. Yya-
crok IHK nnunoii 200 map ocHOBaHUI MMeeT
B pactBope mauHy 680 A. B Hykieocome 37O
konuvectBo JHK ykiaawsiBaeTcsi B 4YacTully
nuamerpom 100 A. Takum obpa3om, niom-
Hocmb ynakosku (CTeNeHb KOHAEHCALUM) HY-
KJIEOCOMBI cocTaBiisieT npumepHo 7. CpaBHUMA
JIM 3Ta BEJMYMHA CO CTEMEeHbI0 KOHACHCALUU
HOHK B xpomocome? MeTadasHble XpoMo-
COMBI YeJI0BeKa, KOTOPbIe HaXOATCS B CHJIBHO
KOHJCHCUPOBAHHOM COCTOSIHMU, COJAepXar
5,3+10 map ocHOBaHMil, 4YTO COOTBETCTBYET
koHTypHOUl mnuHe JHK 180 cm. Ora JHK
yrmakoBaHa B 46 HNWJIMHAPUYECKUX CTPYKTYD,
o0mass mumuHa KOTOphIX cocTaBisieT 200 MKM.
Takum obOpazoMm, maoTHOcTh ynmakoBku JHK
B MeTada3HbIX XPOMOCOMAaX paBHa MPUOIU3U-
tenbHo 10°. B uHTephasHbIX SApax, rie XpoMa-
TUH HaXOAUTCS B 0Oojiee AUCIIEPCHOM COCTOSI-
HMU, TUIOTHOCTh ymakoBku gias JTHK cocra-
pasieT puMepHo 10°-10°. OueBuaHo, HyKJI€O-
coMa TIpeiacTaBisieT Cco0OW JIMIb TEepBbIA
ypoBeHb koHaeHcamuu JTHK.

KakoB crienyomuii ypoBeHb OpraHM3aluu
JHK? Opna w©3 BO3MOXHOCTEH COCTOUT
B TOM, UTO CaMM HYKJIEOCOMBI YKJIaJIbIBAIOTCS
B cniupaib. Hanpumep, mpemjioxeHa COJeHOUI-
Hasl Monelb XpoMaTMHa auameTpoM 360 A

Puc. 29.9. IIpennonaraemast coJieHOMIHAS
Mozenb xpoMatuHa. Ha opuH
000pOT cnuUpaad MNPUXOAUTCS
IeCTh HYKJI€0COM (ITOKa3aHbI CH-
HUM 1BeTOM). [[BoliHasi cnupaib
JNHK (xpacHast) HaMOTaHa Ha Ka-
xaywo HykiaeocoMmy. [Finch J.T.,
Klug A., Proc. Nat. Acad. Sci., 73,
1900 (1976).]

C TUIOTHOCTBIO yrakoBKU oKojo 40 (puc. 29.9).
CxJanpiBaHUE TAKWUX COJIEHOMIOB B IMETJIU MO-
KET 1aTh JAOTOJHUTENbHYI0 KOoHAeHcanuio. [lo
BCEil BEPOSTHOCTU, B CTAOMIM3ALUU CTPYK-
Typbl XPOMOCOMBI BBICHIMX TIOPSIAKOB Yda-
CTBYIOT pa3fiuyHble HerucToHOBbIe Oenku. Ha-
npuMep, B JIMIICHHBIX TMCTOHOB MeTada3HbIX
XpOMOCOMAX BBISIBJIIETCS ILIEHTpPaJbHbBINA Oei-
KOBBII OCTOB, OKPYXEHHBI MHOXECTBOM
oueHb JuHHBIX nieTesab JHK (puc. 29.10). Tlo-
BuaumMomy, 3Tu netium JHK 3akpenjeHbl Ha
octoBe. Takasi opraHuszauusi MOXET UMETh
BaXXHOE 3HayeHUE JJis1 MEePeABUXEHUS] XPOMO-
COM B MMTO3¢ M Meiiose.

29.7. Pemsmkauus sykapuorudeckoii JTHK
HaAaYMHaAeTCd BO MHOIMX MecCTax M HUIerT

B ABYX HamnpaBJEHUAX

IMomooHo apyrum monekyiaam JHK, sykapuo-
tuueckast AHK penauyupyemca noaykoncepsa-
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Puc. 29.10. ODOnexkrpoHHas MHMKpodoTOorpa-
¢usa IHK, ¢ xkoropoii ynaaeHbl
ructonsl. JIHK mpuxkpemnsiercs
K LEHTpaJlbHOMY O0€JIKOBOMY
OCTOBY. [MCTOHBI ymamuiau U3
MeTada3HbIX XPOMOCOM KJIETOK
Hela, obpaboTaB nx mojmaHuo-
Hamu. (Iledaraercs c a06e3HOTO
pa3pelIeHns I-pa Ulrich
Laemmli.)

mueHo. Kpome Toro, perummuupoBaHHasa JJHK
MMOJIYKOHCEPBAaTUBHO pACIIPEACIISICTCS MEXKIY
CeCTPMHCKHMMHU XpoMaTUgaMu MeTada3HbIX
xpomocoMm (puc. 29.11). MeTomoM 3JeKTpOH-
HOI MUKPOCKOTIMHY OBLIO ITOKA3aHO, YTO PETUIM -
kauus saykapuotndeckoir IHK nauunaemces o
MHO2UX MOYKAX U udem 6 08)X HANPAGACHUSX.
Hcnonb30BaHME MHOTUX TOYEK MHUTIAAIIUY He-
00X0IMMO JJ1sI OBICTPOI PETIUKAIIMK, TaK KaK
aykapuoruueckue AHK wumeoT orpomMHyio
nnuHy. Hampumep, camas IIMHHAsT XpOMOCO-

Yacts IV.
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Ma gposoduabl cogepxutr HAHK naunHoii
2,1 cm, wanm 62000 kb. PeninkaiimoHHas BUIKa
JAHK npo3ouibl IBUXETCS CO CKOPOCThIO 2,6
kb/MuH (CpaBHUTE CO CKOPOCTHIO NBUXEHUS
Bunku y E. coli 16 kb/mun). Ecnu Obl B camoit
OOJIBIION XPOMOCOME APO30(DUIIBI CYIIIECTBO-
BaJla TOJIBKO OJJHA TOYKa Havaja peruiuKaiuu,
TO ee YABOEHHe 3aHsio Obl Gonee 16 cyr. Ha
caMOM Jielie BpeMsl PeIUTUKaIluyd COCTaBJIsIeT
MeHee 3 MHUH. DTO IOCTHTaeTCsl Koonepa-
muenvim Oeiicmeuem 6oaee wem 6000 penaukxa-
YUOHHBIX 6UAOK Ha 00HYy moaexysy JHHK. Mo-
nekyna JJHK u3 sanpa npozoduisl, HaxoasIe-
rocsi Ha CcTaguud ApOOJICHUS, TPEACTABISICT
co00if Habop clemylInuX OIWH 3a JPYruM
y4acTKOB perIMKannm, 17810 «T71a3»
(puc. 29.12). AKTUBUpPOBaHUE KaXIOWl TOUYKHU
WHULIMAIIMY TIOPOKIAET ABE PACXOMISIIUECs pe-
MIMKalUMOHHBIE BUJKU. Pacmiupsiiommecs
B 00OMX HAaIpaBJICHUSX <«IJIa3a» CIWBAIOTCS
u oOpasyioT nBe mouepHue Mosekyiasl JTHK
(puc. 29.13). «I'ma3» BHYTpU IOpYyTroOTO <«IjIa3a»
HUKOTAa He Habmiomaics. M3 atoro ciemyer
YTO HAYyaJjo PerIuKalu He MOKET CHOBA peak-
TUBUPOBATHLCS, ITOKA HE 3aKOHYUTCS peruinKa-



Puc. 29.11. ®nyopecueHTHass MHUKPODOTO-
rpacdusi MeTadasHbIX XPOMOCOM
myxuuHbl. HHK B kierkax
JBasKIIbI perIMIKupoBaIach
B cpelie, coAepxalleil aHauor TU-
MUAVHA S5-0pOMIE30KCUypHUINH
(BrdU). Xpomocombl cHayaia
OKpacHJIM XUHaKpUHOM  (A),
OTMBUIM M CHOBA OKPAacWJIM Ouc-
0EH3MMUAA30JbHbBIM  KpacuTe-
gem Xexct 33258 (b). BrdU ty-
WUT (AyopecleHIMI0 BTOPOTO
KpacuTessi, TO03TOMY CECTPUH-
CKUE XpOMATHUIbI, colepxkallue
JOHK, B kxoTopoii TOJBKO oOmHa
MOJTUHYKJICOTUAHAS LIETMb 3aMe-
meHa BrdU, ¢dayopecuupyer sip-
ye, yeM JIHK ¢ BrdU B oGeux 1ie-
nsx. ([Teyaraetcst ¢ J106e3HOrO

paspeiieHuss ja-pa  Sammuel
Latt.)

mus Beeit monekyasl JHK.

B aykapuoTWYeCKMX KIJIeTKaX WMEITCs

JAHK-nonumepassl Tpex TtumnoB (Tabdna. 29.3).
a-ITomumepasza wurpaer OCHOBHYIO POJib B pe-
IUIMKALIMA XpOMOCOMBI, a [3-(bepMeHT yuya-
crByeT B permapanuu JIHK. Korga mokostmuecs
KJIETKM HAaYMHAIOT OBICTPO NETUTHCS, KOoauye-
CTBO «Q-MOJIMMEpPa3bl BO3pacTaeT 0Oojee uyeM
B 10 pa3. y-Tlonumepasza oTBeyaer 3a penuka-
uuto mutoxoHapuanbHoit JJHK. Kak u mpoxka-

puotndeckue AHK-momumepassl, 2t dep-
MEHThl HCMOJIb3YIOT B KauyecTBe aKTUBHUPO-
BaHHBIX MpealeCTBEHHUKOB JIE30KCH-

puboHyKIIe03uaATprdocHaThl U OCYIIECTBISIOT
3JIOHTALIMIO 3aTPAaBKU MO MaTpUIle B HaIlpaBJie-
Huu 5—>3". Ho B omiume OT MpoKapuoT dyKa-
puotnueckue JJHK-monnmepasbsl He obiagator

Puc. 29.12. DOnexrpoHHas MHKpoGOTOrpa-
(us pernMuMpyloILeics XpoMo-
comHoit IHK wu3 npoOGsierocs
sanapa 3MOpuoHa  APO30(UIIbL.
«['maza» - TONbKO YTO perIULK-
poBaHHbIe yyacTku. ([leuaraercs
¢ M06e3HOTO paspelieHus J-pa

David Hogness.)
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Puc. 29.13. Cxematuyeckoe u300paxeHue
penauKalMu 3YKapuoTUYECKOM
XPOMOCOMBI. Poautenbckas
JHK moka3aHa CHUHUM 1Be-
TOM, HOBooOpa3zoBaHHas1 JIHK-
KpacCHBIM.

HYKJIea3HOW akKTMUBHOCTblOo. CKopee Bcero

(I)YHKL[I/IIO HUCIIPpaBICHUA OIIMOOK BBIIOJTHIIOT
HYyKJI€a3bl, aCCOUMHUPOBAHHLIE C 3TUMU ITIOJIH-
ME€pas3aMu B MyJ'II)TI/I(l)epMeHTHI)IX KOMILJIEKCax.

Puc. 29.14. ®a3pl KJIETOYHOTO LMKJIA 3yKa-
PUOTHYECKOW KJIETKU: MMTO3
(M); daza nokos 1, nepen cuHTe-
som JHK (G)); nepuon cuHTtesa
JHK (S); da3a mokos 2, mocie
cunteza JHK (G,). I[Ipomonxu-
TeJbHOCTh (ha3 3aBUCHUT OT THUIA
KJIETOK ¥ YCJIOBUU KYJIbTUBHUPO-
BaHUS. MWUTO3 - OOBIYHO caMas

KopoTkas aza.

Yactp IV.
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29.8. Hosbie rucToHbl 00pa3yioT

HOBBI€ HYKJI€COCOMBbI Ha OTCTaIOHleﬁ

novepueit memn JTHK

B permmukanmonnsix Buikax cuHte3 JIHK nmer
B HarpaBJIeHUU 5'—>3' 110 OIHOI JOoYepHE 1ie-
n¥ U B HampasBiaeHuu 3'—>5' mo mpyroi. Kak
U IpU pelumKauuu mnpokapuoruueckoit JHK
(pazn. 24.19), 3T0 MPOUCXOOMUT CJENYIOLIUM
00pa3oM: oflHA 1eMb, BeAyllasi, CHHTE3UPYEeTCs
HEeIpepbiBHO, a Jpyras, OTCTalollas,- Mpephbli-
Bucto. Kak pacnpenensitorcsi crapble U HOBbIE
rUcTOHBI? YTOOBI PelIMTh 3TOT BONPOC, CUHTE3
OHK mpoBoauin B MPUCYTCTBUM MHTAOUTOpA
0eJIKOBOTO CHMHTEe3a LMKJIorekcumuaa. B atmx
ycnoBusax cunre3 JJHK mpekpamaercs B Teue-
Hue mnpumepHo 15 wmwuH. Ilpu pgeiicTBum
OAHKa3er I monoBuHa HOBOOOpPa30BaHHOIM
JAHK nonHocThio pacmagaeTcsi, a Apyras Iio-
JIOBUHA pacliernisieTcss Ha parMeHThl AJIMHOM
200 map ocHOBaHUU. DTOT SKCIMEPUMEHT, a TakK-
e TaHHbIe, MOJYYEHHBIE ¢ MOMOIIbIO METKH
TSKEJBIMUA M30TOMAaMM, IOKa3aju, 4YTO POAU-
TeJbCKUE THMCTOHBI ACCOLUMUPOBAHBI  TOJBKO
¢ ofiHOW M3 nByXcnupaibHbiX qouyepHux JHK,
TOTJIa KaK Apyrasi OCTaeTcs rojioi M3-3a OTCYT-

Ta6auua 29.3. Dykapuoruyeckue JTHK-noamnmepasst

Tun Jlokanuzanus OcHoBHast Macca,
byHKIUSA k/a

a SAnpo Pernukanust 140
saaepuoit IHK

B N Penapanus 40
sauepHoit JJHK

Muroxonapuu  Perukauus 150

Y MUTOXOHAPHUAIb-

Hoit THK




Puc. 29.15. AcumMmeTpuyHas penivkauyioH-
Hasi BUIKa, BOSHMKLLAS B Pe3Yy/ib-
Tate cuHtesa OHK B npucyr-
CTBUM umKiiorekcmmmaa, 6noku-
pylowiero obpasoBaHMe HOBbIX
rmcToHoB. OgHa 13 Oo4epHUxX
monekyn OHK nokpbita 6ycuHa-
MW, Apyrasi OcTaeTcs rosion. 9To
MoKa3bIBAET, 4YTO POAUTESNLCKUE
MCTOHBI CBA3aHbl TONBKO
C OOHON U3 OOYEPHUX MOJIEKYII.
[Riley D., Weintraub H., Proc.
Nat. Acad. Sci.,, 76, 331 (1979).]

CTBUSI HOBbIX MMCTOHOB. JTa WHTeprpeTaums
HaxoaouT MNpaMoe MOATBEPXAEHVE HA 9nek-
TPOHHbLIX MUKpPOdOoTOorpadusx, rae BUOHO, HTO
B 006s1aCTN peryMkauyoHHOM BWIIKWM oaHa U3
LOOYEPHUX HUTENM MOKpbITa GycuHamn, a apy-
rasi - HeT (puc. 29.15). VHbiMn cnoBammn, poawi-
TENbCKMe MNCTOHbI pacnpenendioTcda BO BpeM4A
pernmkaLy KoHcepBaTuBHO'. Takoe noeene-
HUE MCTOHOB MOKAa3bIBAET, YTO MCTOHbI HE OT-
penaiotca ot AHK BO Bpems pennvikaumn.
CTapblie rmCTOHbl OCTalOTCS Ha ABYXLENo4yey-
Hovi [IHK, conepxalueri Beayulylo Uerb, Toraa
Kak HoBble rMCTOHbI caasTcs Ha [AHK, coaep-
XXalgyro orcrarLwyro uens. NpuydyHa 3TOro
pasnuumMa MeXxay [O04YEPHUMU  MOoJieKyniamm
JAHK 3akniouaeTca, o4eBuaHO, B TOM, YTO M-
CTOHbI FOpPasao NpoYHeEE CBA3bIBAIOTCS C ABYX-
uenodvedyHor [JHK, 4em C OOHOLIENOYEYHOW.

Crapble MICTOHbI, NO-BUOVMOMY, HE YOAEpPXU-
' HepaBHO STOT BbIBOA, MOABEPra/iCA CEPLE3HON
KPUTUKE B CBA3M C TeM, YTO MO HEKOTOpbIM
JAaHHbIM  UMKIIOrekCuMmna, Hapyllaet HOpMaslbHOe
pacnpeneneHe rmcToHoOB BO BpeMsa penvkaumm.—
lpum. nepes.

BaAlOTCA HA OTCTalOLENn uenuv rno Ton mnpuymHe,
4TO OO coeamHeHunst pparmeHToB Oka3akm oHa
COOEPXUT OOHOLIENOYEYHbIE YHaCTKN.

29.9. MuTOXOHAPUM U XJIOPOMJIAcTbl coaepXxart
co6cTeeHHylo  JHK
He Bca HacneactBeHHas mHPoOpmMauusi ayka-
PUOTUYECKMX KIIETOK COOEPXKUTCH B SOEPHON
xpomocomHowr OHK. B pesynbtate reHetunde-
CKWX UCCNEeAO0BaHUIN ApOXOKer Obll OTKPbLIT MU-
TOXOHAPUAJIbHBINA FEHOM, OT/IMMHBIA OT aaep-
Horo reHoma. B 1949 r. Bopuc 3dppyccu (Boris
Ephrussi) o6GHapyxwun, 4TO HEeKoTopble My-
TaHTbl MEKAPCKUX [OPOXCOKEN He CrNoCOOHbI
K oKkucnmtTenbHoMy dochopunmpoBaHmilo. 3T
OedEKTHbIE MO AbIXaHMIO MYTaHTbl MEOJIEHHO
pacTyT 3a cyeT OpoxeHusi. OHM Ha3biBalOTCS
petites (4TO MNO-PpaHLY3CKM O3HA4YaeT «Ma-
JIeHbKMe»), Tak Kak 0Opa3yloT O4YeHb MasieHb-
KNE KOMOHUW. [eHeTndeckuin aHanua npueen
K HEOXVMOAHHOMY OTKPbITUIO, 4TO MyTauum
petites cerpervpytoT He3aBMCUMO OT S4pa; 3TO
HaBeno Ha MbIC/lb O TOM, YTO MUTOXOHOPUN
ob6nagaloT CoBCTBEHHbIM reHoMoM. W pein-
CTBUTESIbHO, YEPE3 HECKOJIbKO JIET B MUTOXOH-
opusax 6bina obHapyxeHa OHK. Bonee Toro,
muToxoHapuaneHas OHK uv3 wramma petite
oT/iM4anacb Nno riaBy4ei MiIOTHOCTU OT MUTO-
xoHagpvanbHor JHK gpoxoken gmkoro tvna;
13 9TOr0 CNegoBasio, YTO y MyTaHTa M3MEHEHa
3Ha4YnTENIbHaaA 4aCTb MUTOXOHAOPWMAJIbHOINO re-
Homa. Bcren, 3a a11M 6b10 NOKa3aHo, YTO XJ10-
ponnacTsl GOTOCUHTEIMNPYIOLLMX 3YKapUOT TO-
xe copepxat JHK n 4yTto oHa pennvumpyetcs,
TPaHCKPUOUPYETCS U TPaHCIMPYETCSI.
MwutoxoHgpranbHas OHK XuBOTHbIX Kne-
TOK - KOMbLEBasi [AByXUernodyeyHas Mosiekyna
C KOHTYPHOWN OJIMHOMN OKONO 5 MKM, 4TO CO-
otBeTtcTtByeT 15 kb. [poxokeBas MUTOXOH-
apvanbHas JHK o6blMHO npumvepHo B 5 pas
O/MHHee, a xyiopornacTtHas - B 10 pa3 gfimHHee.
Monekynbl JHK B MWUTOXOHOPUSIX U XJTOPO-
nnacrax He CBsi3aHbl C rMMcTtoHamy. OHU OTHO-
CUTENBHO HEBENVIKW, CPaBHVMbI MO BEIMHUMHE
C BUPYCHbIMU reHoMamu. Jlydwie BCero uayyeH
MUTOXOHOPUANIbHBIA  FTEHOM OPOXCKEN, KOOU-
pytoLmii NprMepHO AecaTb 6enkos, ABe Mone-
Kynbl pubocomMHori PHK u okono 26 Buoos
TpaHcnoptHon PHK. Monekynbl, Kogupyembie
MuToXoHapuasnibHoM JHK ©n  cuHTesnpyemble
BHYTPU 3TOW OpraHesvibl, COCTaBfsiOT BCEro
okosio 5% muToxoHapuranbHoro 6enka. Takum
obpa3om, Gosbluad YacTb 6GEefkoB MUTOXOH-
Opuyn koampyeTca saepHbiM reHomMomM. OpgHako
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TFeHETUYECKUN  BKJIaJ  MUTOXOHAPUAIBHOM
JAHK nHeobxomum. Hampumep, Tpu u3 ceMu
CyObEeIMHMI] IIMTOXPOMOKCHUIA3Bl U TPU U3 Jie-
catu cyorenuHuill ATPa3bl BHYTpeHHEN MeM-

Puc. 29.16. DNeKTPOHHO-MHKPOCKOMUYE-
CKOE M300pakeHUEe MOJIEKYJIbI
mutoxoHapuanbHoit JHK, co-
Jepxaieir 1sa TeHOoMa, COeau-
HEHHBIX <«T0JIoBa K  XBOCTY»
¢ obpazoBaHueM koJibua. Peruiu-
kanusa atoir monekyianl JHK
TOJBKO 4TO Havanach. Crpenka-
MM TTOKa3aHbl JIBE METJIU, PacIo-
JIOXEHHblE  Ha  TMPOTHUBOIO-
JIOKHBIX CTOPOHAX KOJbla. DTU
MEeTIM C BBITECHEHHOW LETbIO
(D-mietm, ot amrm.  displa-
cement - BHITECHEHUE) COIEPXKAT
HoBOocuHTe3upoBanHyio JHK.
Bosiee ToHKasi TUHUS B KaXmoi
TeTJIe - BHITECHEHHBII OTHOLIETTO-
YEYHBI yYaCTOK POAMTEJbCKOMN
JHK. (ITeyaTtaeTcs ¢ 1100e3HOTO
paspelieHus n-pa David
Clayton.)

Yacts IV.
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OpaHbl MMTOXOHIpPUIl KOAMPYIOTCS MUTOXOH-
IpUadbHBIM TeHoMoM. CylllecTBOBaHME OT-
JeIbHbIX TEeHOMOB BJieyeT 3a coOoi  psif
BoIipocoB. KakuM oGpa3oM periukaius MUTO-
XOHIPHUAJIBHOU JHK KOOPAMHUPYETCS
C YIBOCHUEM XpPOMOCOM W JeJeHHeM KIeTKH?
Kak 6enku, CMHTe3MpOBaHHBIE B IIUTO30JIE,
MPOHUKAIOT B MUTOXOHIPUU U B3aMMOJIEH-
CTBYIOT C TMPOAYKTaMH MMTOXOHIPHUAIbHBIX
reHoB? Ho camoe 3arajodyHoe COCTOMT B Clie-
OyIOlIeM: 3a4eM MMTOXOHAPUSM HYXHBI CO-
OCTBEHHBIC TEHOMBI, ecii 95% MX OENKOB KOmM-
pyloTcs simepHbIM TeHoMoM? OTBETOB Ha 3TH
WHTPUTYIOIINE BOMPOCHI MOKa HeT.

29.10. Dykapuoruueckas JIHK  comepxkur
MHOIO MOBTOPSIIOMIMXCS MOCJEI0BATEIbHOCTEN
OCHOBAaHMUI
Poii bputren (Roy Britten) u ero corpynHuku
HCCeIoBaIM KMHETUKY peaccouuauuu JHK,
NeHaTYpMpPOBaHHOI HarpeBaHWeM, U OOHapy-
XWIH, 4To aykapuotuueckas JJHK B otnuuue
or mnpokapuoruueckoir JAHK  comepxur
MHOTO TMOBTOPSIIOIIMXCS  TMOCJIEA0BATEIbHO-
creii ocHoBaHuil. B aTMx 3KcrepuMeHTax
NHK npobunm Ha KopoTkue ¢GparMeHThI
W 3aTeM [JeHaTypupOBaJIM HarpeBaHUEM pac-
TBOpa BbIIIe TemrepaTyphl IuiaBieHus JHK
(T,). 3areM MOJIy4eHHBI PacTBOP OLHOLETO-
yeynoit JHK oxmaxmanu mo TemIeparypsl
npumepHo Ha 25°C Huxe T, onTumanabHOMI
IUIS peaccoldallid KOMILIEMEHTApHbBIX Lernei
¢ obpazoBaHueM aByxcnupaibHoil JTHK. Ku-
HETUKY peaccollMallu MOXHO pEerucTpupo-
BaTb CaMbIMU  DPa3JIMYHBIMU  CIIOCOOAMM.
OnuvH M3 METONOB COCTOMT B M3MEPEHMUM TO-
rioleHust pactBopa npu 260 HM (pasm. 24.9).
[Tpu 3TOM AIMHE BOJHBI KOG GULUMEHT MOIJI0-
meHus asyxuenodyeyHoit JJHK mpumepHo Ha
40% HuXe, YeM COOTBETCTBYIOIIAs BeTMYMHA
s onHouenoueyHout [IHK; 310 siBeHue Ha-
3pIBaeTCsl eunoxpomusmom. B ocHoBe apyroro
9KCMEPUMEHTAIBHOTO TIOAXO/Aa JIEXKUT TOT
daxr, uro deyxuenoueunas IJHK ces3vieaem-
¢ KOAOHKamu ¢ euopokcuanamumom (gocga-
moM Kanvuus), a O0OHOUeno4euHas NpoCcKaKu-
s6aem. B aToM Merone MpUBJIEKaeT TO, YTO OH
1Mo3BoJjisieT (GpakKIMOHUPOBATh OOJbIINE KOJIU-
yectBa JJHK Ha ocHoBe ckopocTu ee peacco-
MALMU TIOC/Ie TEIUIOBOM AeHATypaluu.
Habnogaemass kKuMHeTHKa peaccolMauuu
JOHK E. coli nnu ¢ara T4 cooTBeTCTByeT
0XMIaeMOil KWNHETUKE OMMOJIEKYISIPHOW peak-
UK



Puc. 29.17. Kpussie 3aBucumoct f ot Ct
(«xpuBbleC #») OTOOPaXKaIOTKH -
HETUKY peaccoluanu HECKOJIb-
KWX JIEHaTYypUPOBAaHHBIX Harpe-
BaHuem JIHK. Ilo ocu opaunHat
OTJIOXKEHAa  JOJIsl  OJHOIIETNO-
YEYHBIX MOJIEKYJ, IO  OCH
abcuucc - Ct. boictpag peacco-
nuanug caresuutHoil JJHK mbi-
1M TI0KAa3bIBaeT, YTO OHA COMEp-

XHUT  OTPOMHOE  KOJIMYECTBO
TTOBTOPSIOIITUXCS rocJienoBa-
teabHocTei. [Britten R.J., Koh-
ne D. E, Science, 161, 530
(1968).]

rme S u S' - KOMIUIEMCHTApHbLIC OIHOLECIIO-
YEYHBIC MOJICKYJIbI, D—peaCCOHI/H/IpOBaBHIaﬂ
JNIBOWMHAs cripajib M k - KoHCTaHTa CKOpPOCTU
accoumanuu. B Takoit p€akuuu JOJd OOJHOLC-
ITOYCYHBIX MOJ'leKyJ'IfCHI/I)KaeTCﬂ CO BPEMCHEM
B COOTBETCTBUM C YPAaBHCHUEM

rie C,-ucxonHast koHueHTpauus JHK (BbI-
paxkeHHass B MOJISIX HYKJIeOTUAO0B B 1 1),
at-BpeMs B ceKyHmax. Jist ompeneieHHOM
JHK u 3agaHHBIX 9KCIIEPUMEHTAJIBHBIX YCIIO-
BU (T.€. MIOHHOW CUJIbI, TEMIIEPATYpPhl, pa3me-
pa dparmenToB JHK) f 3aBucuUT TOIBKO OT
C,t - npousBenenust koHueHtpauuu JHK Ha
Bpemsi. KnHeTuky peaccouuanuu ynioOHO rpa-
(rueckn um3zobpaxkaTh, OTKIambiBas 3aBUCHU-
MoCTb f OT aecsaTuyHoro jorapucdma Cpt. Ta-
kasg kpueaa C WMeeT CUTMOMIHYIO (hopmy
(puc. 29.17). XapaKTepUCTUKOW TOro WIU
nHoro mpemapara JHK cayxwut BeaumumHa
Cyt,s, KOTOPYIO JIETKO ONpENENUTh C TO-

Mowplo s10it kpusoit. C 7, . - 3nadenne Cf,
MPU KOTOPOM TMPOUCXOAUT peaccouualus Io-
nosuHbl AHK (= 0,5). na AHK E. coli 3Ha-
yenue Cyf, ; COCTaBseT MpUMepHO 9 M-c,
st ara T4 Cif, . = 0,3 Me-c. Otn yuncna
nokaseiBaoT, uto INHK E. coli peaccomuu-
pyer mpumepHo B 30 pa3 MemIeHHee, UYeM
OHK dara T4. OObBsicHsIeTCS 3TO TeM, 4YTO
OHK E. coli nnuHHee W 4KMCI0 pa3HbIX BUIOB
¢dparMeHTOB, KOTOpbIE COAepXaTcsl B Ipemna-
pare JHK, pa3spymenHoii cuiaamMm COBura,
6onbiie, yem B mpenapare JHK T4. Wrak,
KOHYEHmMpayuss  KOMHAEMEHMAPHbIX — (hpamen-
moe 6 pacmeope Gpaemenmuposannoii JHK
E. coli nuxce, uem 6 pacmeope /IHK paca T4
(comepaleM Takoe Xe KOJIMYEeCTBO HYKJIeOo-
TUNIOB), U, CAe008AMEAbHO, CKOPOCHb pPeacco-
yuayuu Huxce. WccremoBaHue psima TpoKa-
puotnueckux JJHK mokasano, 4ro BenmumHa
C,f, s TpsAMO MPOMOPLUUOHANLHA pa3Mepy re-
HOMa.

Korma ¢ momoripio 3TOro MeToma CTajiu
ucciaenosatb JJHK Mpimm, moaydmnan HeoxXu-
NaHHBI pe3yabraT. [eHOMBI MJIEKOTUTAIO-
IIMX TPUMEPHO HAa TPU TOPSIAKA BEJTUYUHBI
Oospire, yeM TeHoM FE. coli, u mpenmosara-
J0ch, 4TO Oymer mnosydeHa BenuuuHa Cf,
rmopsinKa 10'M - c. PactBop JHK
¢ koHUeHTpauueit 10" M u ¢ Takoil Beauuu-
Hoi Cyf,; IONXEH peaccouuMMpoBaTh Haro-
nosuHy 3a 10° ¢ (mpumepHo 3 roma). K yau-
BJIEHHUIO HCCIIefoBaTe/ieil, OHU OOHApYXKWIH,
gto 10% JHK MbImm peacconmupyeT Haro-
JIOBUHY 3a HECKOJbKO CeKYHI. Ima gpakuus
HMHK moviuu  peaccouuupyem Ovicmpee, uem
dadxce camvie manenvkue eupycuvle JHK, u,
c1edosamenvro, Ccooepiucum MHO20 HOBMOPSAIO-
wuxcs  nocaedosamensvHocmeti. AHaNU3 KpU-

29. XpoMocoMbl U BbIPaKEHHE
reHOB y 3YKapHoT 139



Boii 3aBucuMoctu f ot C mokasal, 4To 3Ta
dpaknus memmmHOR JHK comepxkut nopsaodka
MUAAUOHA KORUIL hnosmopswuleiics nociedosa-
meavHocmu OauHol okoao 300 nap ocHoeaHui.
IMpumeprno 20% weimmuout JTHK penarypu-
pyeT ¢ TMPOMEXYTOYHOM CKOPOCThIO. DTOT
(akT, comracHO WHTepHpeTaluu  aBTOPOB,
yKa3bplBaj, 4YTO JaHHas (pakuus COMEPXKUT
10°—10* xommit ompemeIeHHBIX ITOCIEIOBA-
TenpHOCTel. OctambHble 70%  MBIIIUHOMN
JAHK penatypupoBanu odyeHb MemieHHO. Be-
mnyuHa Ci7, o Ui 9TOH (pakuuM MMOKa3blBa-
Jla, 4YTO OHA COCTOUT U3 YHUKAJIbHBIX UIU TIO-
YTH YHUKAJIbHBIX TOCJEIOBATEIBHOCTEN OCHO-
BaHUA.

Bce u3yuenubie 0o Hacmosweeo 6pemeHu
IYKapuomuyecKue 2eHombl, Kpome, B603MOJICHO,
dpodicacell,  codepycam — nosmopsaoujecs no-
caedosamenviocmu  JIHK, moeda kak npoka-
puomsl ee He codepycam. Hampumep, yenose-
yeckasa JJHK Ha 30% coctouT M3 mociemoBa-
TEJIbHOCTEH, MOBTOPSIOIIUXCS 1O MEHbIIECH
mepe 20 pa3. OTHOCUTETbHOE CoOaepXKaHUe
BBICOKOTIOBTOPSIOLIEHCS, YMEPEHHO TOBTO-
pstomieiicas u yHukanbHoit JIHK pasnuano
Yy pa3HbIX BUIOB.

29.11. Beicokonosropsiiomasica JTHK
(careumtHas JTHK) snokanusoBaHa

B IIEHTPOMEpax

Mmuorue BeicokomoBTopsiomuecs JHK mox-
HO BBIIEJIUTb METOJAOM ILEHTPU(YTrUpOBaHUS
B rpali€HTE MJIOTHOCTHU, TaK KaK UX IJiaBydas
TJIOTHOCTb OTJINYAETCS] OT TUIOTHOCTU OCHOB-
Hoit IHK. Hanpumep, JHK Drosophila virilis
JAeT TJIaBHBIM MUK U TPU CATEJUTUTHBIX THKA
C MEHBIIEeH MIOTHOCTRIO (puc. 29.18). Dt ca-
TEJUIMTHBIC THUKU COAepKaT HCKIIOUYUTEIbHO
nosropstiomyocs  JIHK. Kaxmas u3 Hux
MpeACTaBIsieT Cco0Ol MOBTOPSIONIYIOCS TO-
CJIe0BaTEeIbHOCTh TeNTaHYKJIEOTHUIOB:

Pons  BeIcOkomoBTOpsromieiica JHK — He-
u3BectHa. Ho xpomMocomHas joxkanmu3aius
9TOi (ppakiuu ObUIa OmpenesicHa C MOMOIIbIO
MeToja eubpudusayuu in situ, pa3pabOTaHHO-
ro JIxozehom Tl'omnom u Moapu Jly Ilapasio
(Joseph Gall, Mary Lou Pardue). Knetku um-

MOOWJIM30BaJu MOJ TOHKUM CJIOeM arapa
Yactp IV.
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Puc. 29.18. Ha 3T0i1 KpuBO#l ceauMEHTALIMU
BUJIHBI TPY OTYETJIMBBIX TTMKA ca-
teanmutHoin  JJHK (p = 1,692,
1,688 u 1,671). I[oka3aH pe3yib-
TaT PaBHOBECHOTO LEHTPUGDYTU-
poBanus JAHK D.virilis B Heii-
tpambHOM  TpamueHTte  CsClL
[Gall J. G., Cohen E. H., Ather-
ton D. D., Cold Spring Harbor
Symp. Quant. Biol.,, 38, 417
(1974).]

1 o0pabaThIBaIM IIEJIOYBIO IJIsS JeHATypalluu
JAHK. 3arem 3TOoT mpemapaT WHKYOUpOBaIU
¢ meuyenHoi tputuem PHK, Tpanckpubupo-
BaHHOW in Vitro OYUIIEHHOW CaTeJUIUTHOM
JHK B kaudectBe wmarpuubl. [uOpuasl pa-
nuoaktuBHOK PHK ¢ ygactkamu XxpoMocoMBl,
cogepxamumu  catesutHyro  JIHK,  BbI-
SBISIA € TIOMOIIBIO  pamuoaBTorpaduu
(puc. 29.19). bbln mosydeH oueHb YETKUIN pe-
3yabTaT: camesrumuas JHK moiwu ecmpe-
yaemcesi moavko 6 obaacmu yeHmpomep. Jloka-
JIU3aIMs 3TUX TOCNIE0BaTEIbHOCTEN U OTCYT-
CTBHE B KJIETKE KOMILIeMeHTapHbIXx uM PHK
OOBSICHSIOTCSI, TIO-BUIAMMOMY, TEM, YTO ca-

TEJUIUTHBIE TOCJIEA0BATEIbHOCTU Y4YacCTBYIOT
B MEPEMEICHUSIX XPOMOCOM BO BpeMSI MUTO-
3a U Meio3a.

29.12. Tennl, Kogupyromue pudocomnunie PHK,
PACIOJIOKEHbI OJUH 3a JIPYITMM TaHIEMHO

M TOBTOPSIIOTCS HECKOJIbKO COT pa3

['eHbl, KOmUpPYIOIIE MOJIEKYJIbl PUOOCOMHBIX
PHK, otnuuatlorcs nByMsI OCOOEHHOCTSIMU.
Bo-TiepBBIX, OHUW  nOGMOPAIOMCA  MAHOEMHO



Puc. 29.19. PanmnoaBTorpad MBIIIMHBIX KJie-
TOK, Ha KOTOPOM BHIHA JIOKaJM-
auus caresnutHoi JTHK. (Ile-
yaTaeTcs ¢ JII0OOE3HOTro paspeliie-

Hus a-pa Joseph Gall.)

Puc. 29.20. Muxkpodortorpadus sapa, Bbiae-
JIEHHOTO M3 OOIIMTa KCEeHOoIyca.
Anpo oxpaiieHO, 4TOOBI ObLIU
BUIHBI COTHU SIAPBIIIEK, 0oOpa-
3YIONIUXCS TTPU aMIIINPUKAITUN
TEHOB pUOOCOMHOM PHK.
[Brown D. D., Dawid I. B., Sci-

ence, 160, 272 (1968).]

odun 3a dpyeum. TloutTm y Bcex 3yKapuoT
umeetcs 6onee 100 konuit 3TUX reHOB. Bo-BTO-
pbix, 6onpmnHcTBO TeHoB pPHK pacmonoxe-
HO B OCOOBIX y4yacTKax XpOMOCOM, acCOLUUPO-
BaHHBIX C sdpbuukamu. B KieTKax MYyTaHTOB,
JIUIIEHHBIX SIIPBIIIEK, CUHTE3UPYETCS OYEHb
mano pPHK; mostomy oHM HexusHecno-
coOHbl. OO0 »3TUX TreHaXx MHOroe M3BECTHO,
IJI1aBHBIM oOpa3oMm Omaromapsi paboram Mak-

ca bBepucrmma, [Jlonanma bpayna, Ockapa
Munnepa (Max Birnstiel, Donald Brown,
Oscar Miller) u ux corpynHukoB. ['eHbl, Komgu-
pylomue uetbipe pubocomusie PHK - 18S-,
5,85-, 28S- wm 5S-pPHK,- Obutn  BblmeaeHBI
B unctoM Buzae u3 JJHK adbpukanckux mimop-
LIEBBIX JISATYIIeK Xenopus laevis wu  Xenopus
mulleri. BbiOOp Tmam Ha IIIOPIEBBIX JATYIIEK
10 TOW TpPUYMHE, YTO WX OOLUTHI COIEPXKAT
0COOEHHO MHOTO 3TUX TEHOB.

Fensr 18S-, 5,85- u 28S-pPHK coGpanb
BMecTe (00pa3yloT KiaacTephl) M TaHIEMHO
noBTopsitoTcsa. ['Mbpuausanus in situ moxKasa-
Jla, 4YTO 3TU TE€HBI PACTOJOXEHBI B SIAPBIIIKAX.
[ToBTOpsitOLIasiCsl eNMHULA COCTOUT U3 2eHda,
Kxodupyroueco  40S-npedwecmeennuk  PHK
u cneticep (puc. 29.21). 40S-npeniecTBEHHUK
(8kb) MomupumupyeTcs M paciueruisieTcs, aa-
Bag 3pembie 18S-, 58S- um 28S-pPHK

Puc. 29.21. Opranuzauusi reHoB 40S-mpen-
IIeCTBEHHUKA 18S- 5,85~
u 28S-pPHK y kcenomyca. Tan-
JNEMHO TIOBTOPSIOIINECS TeHBI
paszesieHbl HETpPaHCKpUOHU-
pyeMbIMU yyacTKaMmu (creiicepa-
mu). JITMHA TOBTOPSIIOMIETOCS
anemeHTa 13 kb.
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Puc. 29.22. Ha 3701 2JIeKTPOHHOIT MUKPODO-
Torpadun sapeimkoBoit JHK
SICHO BMIIHA TaHJIEeMHas yKJajaKa
reHoB 18S-, 5,8S- u 28S-pPHK.
Toncras oceBass Huth - JIHK.
ToHKME HUTHU, OTXOASIIKNE B CTO-
POHBI,- HOBOOOpPA30BaHHBIE MO-
nexyasl PHK co cBg93aHHBIMU
o6enkamu. OCTpoIii KOHEI KaX a0l
«€JIOUKHW», 00pa30BaHHON CUHTE-
3UPYIOIIUMHUCST MOJIEKyJIaMU
PHK, cooTBeTCTBYET TOUKE UHU-
Hvauuu TpaHckpuniuu. [onbie
YYaCTKU MEXIy OCTPbIMU KOHLIa-
MU  «€JI0YeK» - HETPaHCKpUOU-
pyemble cneiicepel. [Miller O. L.,
Jr., Beatty B. R., J. Cell Physiol.,
74 (suppl. 1), 225 (1969).]

(pazn. 29.21). Creiicep (HeTpaHCAUpPYeMbIit
y4acToK) He TpaHckpubupyercs (puc. 29.22).
ComMaTnueckue KJIETKM JIATYIIeK COJdepXKaT
npuMepHo 500 KONMIA 3TOM MOBTOPSIONICICS
€IVHUIIBI, U BCE OHU PACMOJIOXEHBI APYr 3a
npyroM. B mporiecce ooreHesa MpoOUCXOIUT
YIMBUTEIbHASE M30MpaTesibHass aMIuiuduka-
uus (yBeJIMYEeHUE KOJIMYECTBA) OTUX TIEHOB.
OHM perUIMIUPYIOTCS HECKOJbKO ThICSY pPa3
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1 naoT npuMepHo 2+ 10° xormmit. KonuuecTso
reHoB, komupytomux pPHK, mocturaer 75%
Bceit JIHK oonura. AmmiubulimpoBaHHas
JHK npencraBiasier coboii BHEXPOMOCOMHBIE
KOJIblla, TPUKPETIJIEHHbIE K MHOXECTBY HOBBIX
aapelmiek. Takas usbupamenvhas amnauguka-
yusA eeHa TO3BOJISAET ooLUTaM Hakomutb 107
prubocoM, HEOOXOIMMBIX JJISI OYEHb OBICTPOTO
CUHTe3a Oenka BO BpeMs JpobieHus. Eciu
06l aMIUIMGUKALIMKY TeHa He ObUIo, 0Opa3oBa-
Hue 107 pubocoM 3aHSIO 6B HECKOIBKO
BEKOB!

I'eH, kKonupylomunii caMyr MajeHbKYI0 MO-
nekyny pubocoMm - 5SS-pPHK, Takke TaHmem-
HO moBTOpsieTcsi. M comaTuyeckue KIIETKH,
M OOLUTHI comepxaT okojgo 24000 xomuit
9TOr0 TeHa, Komupymoiiero mojekyiary PHK
mmuHoM 120 HyKJIeOTHHOB. ODTH TEHBI CO-
OpaHbl B Tpynmbl (B KJacTepbl) W pacroja-
raloTcs Ha KOHIIAX OOJIBIIMHCTBA XPOMOCOM
asaryimku. M B 3TOM cilyyae MeXIy reHaMu
nmanHoii pPHK mmeercst ob61acth HeTpaHCKpH-
oupyemoro creiicepa (puc. 29.23). Ha camom
Jiejie  crmeiicep B HECKOJbKO pa3 JJIMHHEe
caMoro reHa. JIIOOOTIBITHO, YTO OH COIEPXUT
HETPaHCKPUOMPYEeMBbIii MICEBIOTeH, MOCIeI0Ba-
TEeJIbHOCTh OCHOBAaHMI KOTOPOTO CXOJHAa C ca-
MUM reHoMm. Poib crieficepa B 3TOM U B Ipy-
TUX 3YKapUOTUYECKUX TeHaxX OCTaeTcs 3araji-
KOH.



29.13. I'eHbl 'MCTOHOB COOpaHBI BMECTE

U NOBTOPAIOTCA TAHAEMHO MHOro pas

Kak opraHu3oBaHBbI TeHbI, KOAUPYIOIIUE Oel-
ku? OOHUMU U3 TIepBBIX ObUIM BbIAEJIEHBI
M O0XapaKTepuU30BaHbI T'eéHbl TMCTOHOB OJlaro-
naps uszobunuio ructoHoBoir MPHK B OBI-
CTPO JeNSIUIMXCS 3MOpPUOHAX MOPCKOTO eXa.
BT Mopckue 0ecrO3BOHOUYHbBIE Pa3BUBAIOTCS
OT CTaauu 3WUTOTHI IO CTaaAuu OJACTYNbI, CO-
nepxameit 1000 xietok, 3a 10 4. Ilo3aTomy
711 COOPKM HOBOTO XpOMaTWHA HEO0OXOIUMO
CUHTE3UpPOBaTh OOJbIIOE KOJIUYECTBO TUCTO-
HOB. JlelicTBUTENIBHO, B TEPUOJ PAHHErO 3M-
OpuoreHe3a TUCTOHBI COCTaBJSIIOT Oojiee 4YeT-
BEpTH BCEro CHUHTE3MpoBaHHOro Oenka. [u-
croHoBags MPHK comepxutcs B eime 0607b-
noieM KOJIMYECTBE - HA €€ JOJI0 TMPUXOIUTCS
okono 70% Bcex uHbopMmammoHHbXx PHK,
CHUHTE3UpPYyEeMbIX Ha 3TOW CTaauu, MO3TOMY e€e
CPaBHUTEJLHO JIETKO BBIACAUTL. [locie Bhie-
nenus rucroHoBoii MPHK 6buta nccinenoBana
kuHeTuKa ee ruopunusanuu ¢ JIHK mopckoro
exa I ompeieieHus] yuciaa KOTMHUMl TUCTO-
HOBBIX TeHOB. Ckopocmb eubpudusayuu Oviaa
6 HecKoNbKo com pa3 evluie, 4em OHA O00ANCHA
0bimb 8 cayuae YHUKAAbHBIX HOCAEA08AMENbHO-
cmeii: 9mo NoKa3vleano, 4mo 045 eUCMOHOBHIX
2eH08 XapaKmepHa O4eHb BbiCOKAs Noemopsie-

Puc. 29.23. Opranusanust reHoB 5S-pPHK
Xenopus laevis. DT TaHZEMHO
MOBTOPSIONIMECS TEeHBbl TakKXe
pasesieHbl HETpaHCKPUOU-
pyeMbiMu crieficepamu. [loBTO-
PSIOIIUIACS 3JIEMEHT MMEEeT -
Hy npuMepHo 750 map ocHoBa-
HUIA.

Puc. 29.24. CgertoBas  Mukpodotorpadus
9MO6pPUOHA MOPCKOTO €Xa Ha CTa-
Iy yeTbipex kiaetok. (Ileuaraer-
csl C JI00e3HOTO pa3pelieHust

I-pa Annamma Spudich.)

mocms. Yucino Komuil THUCTOHOBBIX TE€HOB
y pa3iIMyYHBIX BUIOB MOPCKOTO €Xa KoJiehseT-
ca ot 300 mo 1000. ¥ gpyrux opraHm3MOB IIO-
BTOpsieMocTh Huxe (Tadn. 29.4). Yucno ko-
MU TUCTOHOBBIX TEHOB Yy TOTO WM WMHOTO
opraHusMa, TMO-BUAMMOMY, KOppeIupyer
C TOTPEeOHOCThIO B OBICTPOM CHHTE3€ TUCTO-
HoBeix MPHK.

Kax opraHuzoBaHbl B TeHOME MHOTOKPAaTHO
MOBTOPSIONIMECS TeHbl TMCTOHOB? s mony-
yeHus ¢ppakuuu JJHK, obGorameHHO reHamMu
TMCTOHOB, MCIMOJb30BaJIU TOT (aKT, YTO 3TU
redsl comepxaT Oonbiie map G—C (55%),
yem Oosbmast vyacth JHK Mopckoro exa
(42%), u, cremoBaTebHO, UMEIOT Gojiee BHICO-
Kyl0 TUJIaByuYylo TUIOTHOCTh. [lpu paciueruie-

Ta6nuna 29.4. TloBTOpsAEMOCTh TMCTOHOBBIX TeHOB'

Bun Yucno konuii

Mopckoil ex 300-1000
IMnonosas MyLIKa (Drosophila
melanogaster) 110
Inopuesas aarywka (Xenopus laevis) — 20-50
Mbib 10-20
Kypuua 10
Yenosek 30-40

"'V npoxxkeit Saccharomyces cerevisiae UMeeTCs TONBKO ABa
TMCTOHOBBIX T'€HA Ha TaTluIOWAHBIA TreHoM.- [Tpum. nepes.
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Puc. 29.25. Kapra crpynnupoBaHHBIX B KJa-
CTepbl TUCTOHOBBIX T'€HOB MOp-
ckoro exa (Strongylocentrotus
purpuratus) W TUIONOBOM MYIIKU
(Drosophila melanogaster). Konu-
pyloley4acTK3aKpaeHbl CU-
HUM LIBETOM, CIleiicepbl (HETpaH-

CKpUOMpYyeMBIe yyacT-
K1) - XeAThIM. CTpeIK IT0Ka3hl -
BalOT HaIpaBJIeHUe TpaH-
CKPHUITIINH.

Huu Takoil oborameHHoi IHK omHoil u3 pe-
CTPUKTUPYIOIUX SHAOHYKJea3 MOoJydyaluch
¢parmeHTsl IIMHON 7Kkb, KOTOpbIe TUOpUIM-
30Bajuch ¢ rucroHopoir MPHK. 3arem stu
dparMeHTHl KJIOHUpPOBaNU B KieTkax E. coli
U KCCIEeNOBaIM C TIOMOIIbIO (DepMEHTOB pe-
CTPUKIMU M IJIEKTPOHHON MuUKpockonuu. Pe-
3yJIbTaThl UCCJEIOBAHUI T1OKA3au, UYTO 2eHbl,
Kooupyowjue  NAmMb  OCHOBHbIX  2UCHIOHO08,
CePYNNUPOBAHLI 8Mecme 8 COCmage OCHOBHO20
nosmopswowe2ocs — anemenma  OauHou 7 kb
(puc. 29.25). B stom mnoBTOpsIOlIEMCSl 3Je-
MEHTEe TIATh KOAMPYIOIIMX YYacTKOB 4epe-
NyIOTCS ¢ MAThIO crieiicepamu. Koaupytoniue
MOCJIeIOBATEIbHOCTU HE TIPEphIBAIOTCSI BCTa-
BOYHBIMU MOCJAEA0BATEIbHOCTSAMU B OTJANYUE
OT JAPYTUX 3BYKapUOTUYECKUX TEHOB, ONHU-
CcaHHBIX BbllIe (pa3nm. 26.12). Ipynna uz namu
2UCIMOHOBbIX, 2€HO8 HOBMOPAeMcs MAHOeMHO
MHoeo pa3. TIoBTOpBI OYEHb CXOOHBI JPYT
C IPYroM, HO He UAEHTUYHBI. DTO coOTracyer-
cs ¢ TeM, uro ructonsl H1, H2A u H2B npen-
CTaBIISIIOT COOOM  TPYIIMBI  OYEHb CXOIAHBIX
0eJIKOB, a HE COBEPLIEHHO OJJHOPOAHbIE MOJIU-
nenTuabl. B pasnuyHbIX TKAHSX U HAa PasHbIX
CTaausIX Ppa3BUTUS OIKCIPECCUPYIOTCS pas-
JIMYHBIE TUCTOHOBBIE T'€HBI.

KakoBa ¢yHKIMOHaNbHAs poOJib TaKoOil Op-
raHusanuu reHoB? Mx moBTopsieMocThb, He-
COMHEHHO, MMEET BaXXHOE€ 3HAUYeHUE JJIsT Obl-
CTPOro CHHTe3a OOJILIIOTO KOJMYECTBA T'H-
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ctoHoBoil MPHK. Ho npuuuHa, mo Kkotopoi
MOBTOpPbl COOpaHbl TaHAEMHO BMeECTe, He
o4eHb sicHa. CocencTBo TeHOB, KOAUPYIOIIUX
MSITh TUCTOHOB, MOXET ObITh, UTPAET BaXHYIO
poJib B KOOPAMHALIMM MX CUHTE3a, YTOObI T'M-
crousl H2A, H2B, H3 u H4 oGpa3oBriBanuch
B O3KBUMOJSIPHOM KOJMYECTBE, a TUCTOH
H1-B monoBUHHOM.

29.14. MHorue 0eJKH, CHHTE3MPYIOUIHECS
B 60JILI.HI/IX KOJIMYeCTBAX, KOAUPYIOTCA
YHUKAJbHBIMHA TC€HAMH
Mpbl yxXe BUAENU, UYTO TeHbl PUOOCOMHBIX
PHK u rucToHOB IMOBTOPSIIOTCS MHOTO pas.
IIpencraBieHbl U T€HbI, KONUPYIOIIUE 00b-
11oe KOJUYECTBO MPOAyKTa, OOJBIIUM YHUC-
JioM Konuit? [1nst orBeTa Ha 3TOT Bormpoc Jlo-
Hanng bpayH (Donald Brown) Bbimenwn ren
¢ubporHa IIeIKa  IEJIKOBUYHOIO  4YepBs
Bombyxmori.BbiOoOp nan Ha 3Ty CUCTEMY IO-
toMy, uto MPHK, xonupylomas ¢ubpoun
menka, WMMeeT XapaKTepHble CTPYKTypHbIE
ocobeHHocTH. OHa CIYXKUT MaTpULIEH IJIsT MO~
BTOPSIIOIIMXCSI  TIOCJIEAOBATEIbHOCTE  aMUHO-
KMCIOT, 6oraThix riMuuHoM. KpoMe Toro, ru-
TFaHTCKME KJIETKU TOJbKO OJHOTO TUIA CUHTE-
3UPYIOT OTPOMHBIE KoOJu4YecTBa (udpouHa
1IejiKa Ha OMNpeNeSIeHHOW CTaAuu pa3BUTUS.
Hns ounctkn PHK wucnonw3oBanu ee 00Jib-
moii pasmep (9,1 kb) u BeicoKoe conepkaHue
G no cpaBHeHuto ¢ pPHK u monexynamu
npyrux PHK. Tl'en ¢ubpouwHa menka Takxe
ObLT YaCTUYHO OYMINEeH Ojaromapsi ero He-
OOBIYHO BBICOKOI IIIaByyeil IUIOTHOCTHU. I[u0-
puau3saius ouuiueHHoi GubpouHoBoit MPHK
¢ JHK mokazana, 4To 6 eanaoudnom eemome
umeemcsi mMoavko 00UH eeH @ubpouHa ueska.
DTOT pe3ynbTaT MMeJ Ype3BblUaiiHO BaX-
HOEe 3HaueHue ISl U3YYeHUS] OKCIPECCUU Te-
HOB ¥ auddepeHIUPoBKH Y 3yKapuoT. OH Mmo-
Kaszaj, 4YTo OOJbllIMe KOJMYECTBAa OJHOTO
OIIpeNeIeHHOro Oejllka MOTYT OBbITb CHMHTE3M-
pPOBaHbI, axe €ClIu B TEHOME MMEETCS! TOJb-
KO OJHa KOIWSI KOIMUPYIOIIErO €ro reHa.
FEduncmeennuiii een guobpouna wenxa cayicum



Puc. 29.26. IllenkoBuuHblii yepBb (Potorpa-
¢bus m00e3HO MpeacTaBlieHa
m-pom Karen Spraque.)

mampuyeii 0as cunmesa npumepro 10° mone-
kyn MPHK, coxpaustowuxca 6 meueHue He-
ckoavkux Oueil. Kaxwcdas monexyrna mPHK
caycum mampuyeii 04a cummesa nopaoka 10°
Mmonekyn beaka. Taxum obpazom, 00H020 eeHa
Xxeamaem Oas cunmesza nopsdka 10° monexya
beaka 6 meuenue uemovipex Oueli. Co3maercs
BIEYATJIEHUE, YTO MOBTOPSIOIIMECS] TeHbl PU-
6ocomHbix PHK 1 rMcToHOB cKopee npencra-
BJISIIOT COOOl MCKJIIOUEHUE, YeM MPaBUIo.
FEouncmeennotii een gubpouna weaka eopazoo
munuutee 041 2eH08, Kooupyowux Oeiku, oa-
ace Oeaxu, cunmesupyrujuecs 6 00AbUWUX KO-
auvecmeax. Hanpumep, peTUKYJIOLUTHI colep-
XaT OAHY WIM HECKOJbKO KOIUW TIEHOB,
KOAUPYIOIIUX CYyOBEIMHUIIBI TeMOIJIoOMHA
(pazn. 29.26). TMomo6HO 3TOMY, OOJbBIINE KO-
JINYECTBA OBaJIbOYyMUHA - OCHOBHOTO KOMIIO-
HEHTa SIMYHOTO OeJiKa - CUHTE3UPYIOTCS B SIii-
1IeBOJIe TAaCYUIMXCSl Kyp, KJIETKH KOTOPOTO
cofepxar TOJbKO OJHY KOIMHUIO OBaJbOyMMU-
HOBOTO T'€Ha Ha rarulouaHblii reHoM. OaHako
He cJieqyeT yNnycKaTh U3 BUAY U BO3MOXHOCTb
u3bupaTeabHON aMIUIM(pUKALMKM TeHa Kak
Croco0 yBeJIUYEHUS CUHTE3a TOTO WU UHOTO
Oenka B KJIeTKax omnpenejaeHHoro tuna. Heko-
TOpbIE OIYXOJIeBbIE KJIETKU B KYJIbTYpe MpU-
00peTaloT yCTOMYMBOCTh K aHayjoraM domue-
BOM KMCIOTBI myTeM cuHTe3a 200-KpaTHOTO
KOJIMYECTBa  OUTUAPOGDONAT-PEAYKTa3bl IO
CPaBHEHUIO C HOPMAJbHBIMU YYBCTBUTEIbHbBI-
MU KieTKaMu. Takoe KoJu4ecTBO (depmeHTa
BO3HUKAET BCIEICTBUE U3OUPAMENbHOU aAMNAU-
Quxkayuu  TeHa  IUTUAPOMOAT-peayKTa3bl.
OueBUIHO, DYKAapUOTUYECKUI TeHOM TIpeacTa-
BJIIeT COOOM BecbMa JAMHAMUYHYIO CHUCTEMY.

29.15. BoJbLIIMHCTBO YHMKAJbHBIX Te€HOB
nepemMeKaercsi MOBTOPSIIOIUMUCS
MOCJIEA0BATEILHOCTAMU

IMpumepro 70% JHK cambix pazHOOOpa3HbIX
9YKapUOT TIPEACTaBIseT CO0OIl YHUKaJIbHbIC
rnocjenoBareibHOCTH. Kak pacrnoyioXeHbl 3TH
YHUKaJIbHbIE T€Hbl OTHOCUTEIbHO TMOBTOPSIO-
LIUXCS TIocienoBarebHoCTe? AHanu3 ayKa-
PUOTUYECKUX XPOMOCOM Pa3JIUYHBIMUA METO-
JaMu TIOKa3al, 4TO YHUKAAbHble HOCAedo8a-
meabHOCMU 00bIMHO 4epeoyIomcs ¢ YMepeHHO
NOBMOPAOUUMUCS noC1e008ameabHOCMAMU,
0AUHA KOMOPLIX 8 MUNUYHOM CcayHde COCmag-
asem 300 nap ocnoseanuii. CylIecTBYeT He-
CKOJIBKO ThICSY Pa3IMYHBIX YMEPEHHO MOBTO-
pstolmMxcsl nocjenoBarenbHocTeil. OHU TOB-
TOPSIIOTCSI B T€HOME HECKOJBKO COT pa3 |
B coBokymHocTtu coctaBisior 20% JHK.
DyHKIIMS paccesTHHbIX, YMEPEHHO MOBTOPSIO-
muxcs nociaegosarenbHocTel JJTHK HeusBecT-
Ha. Bo3MOXHO, OHM cilyXaT ydacTKamu
CBSI3bIBAHUS CHeUU(BUUECKUX PEeryIsiTOPHbBIX
MaKpOMOJIEKYJI, KOTOPble MOTYT KOHTPOJIUPO-
BaThb TPAHCKPUIIUIO COCENHUX YHUKATbHBIX
CTPYKTYPHBIX TEHOB.

29.16 IToyt Bce TeHbI BBICHIMX 3YKApHOT,
KOoAupyomue 0ejIKd, UMEIOT Pa30PBAHHOE
cTpoeHue

Cy1iecTBOBaHUE y 3YKApUOT MOBTOPSIOIINXCS
TreHOB W MX YepeloBaHWE C YHUKAJIbHBIMU Te-
HAaMU HE MMEIOT HUKAKMUX aHAJIOTUH y MpoKa-
puot. Ewe oono yousumenvroe omauuue 6 op-
2AHU3AUUU  2eHOMA - NPUCYMCMBUe Y  BbICUUX
9YKaApuom B6CMABOYHBLIX NOCAe008aAMeENbHOCHEll
npakmuuecKku 60 6cex eeHax, KoOupyroujux
beaku. Kak yxe oOcyxmamoch (pasm. 26.12),
S5TM BCTABOYHbBIE [OCJIEI0BATEIbHOCTU (UH-
MpoHbL) TPAHCKPUOUPYIOTCSI BMECTe C KOIu-
PYIOIIMMU  TTOCEA0BATSIbHOCTSIMU  (3K30HA -
Mu), a 3aTeM yIajsioTcsl B Ipouecce o0pas3o-
BaHus 3peigoir MPHK. Ywucio umHTpoHOB
B MU3YYEHHBIX 10 CUX TOP Pa30pBaHHBIX TeHAX
konebnaercs or 2 go 17 (tabm. 29.5
u puc. 29.27)'. HekoTopble MHTPOHBI HUMEIOT
oospinyo mMHy. Hampumep, reH  B-ro0mHa
MBI CONEPXKUT MHTPOH mauHoi 550 map oc-
HOBaHWUii, T.€. OH JUIMHHEE, YeM €ro 3K30HBbI.
JIBa bparMeHTa UMMYHOTJIO0YJIMHOBOIO reHa
pasznmeneHbl emnie Oosee  OIUHHBIM  MHTPO-
HoM - umHo# 1250 map ocHoBaHwmii. B Heko-

' TeH MIO3MHA COIEPXUT CBHIIIe 50 MHTPOHOB! —
Ilpum. nepes.
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Puc. 29.27. Kapra reHa KoHaJibOyMHUHA.
BcTaBouHble  mocienoBaTebHO-
CcTU (MHTPOHBI), KOTOpbIE TpaH-
CKpUOUPYIOTCSI, HO HE BXOMAST
B coctaB 3pemoir MPHK, moxa-

3aHbl 2KCJITBIM LBCTOM.

TOPBIX TeHax oO0Inasl JJIMHA WHTPOHOB ITPEBHI-
IaeT JUIMHY 3K30HOB. Tak, TeH oBaJibOyMHUHa
comepxuT okoso 7700 map OoCHOBaHWi, a €ro
MPHK wumeer mnuny Bcero 1859 HykieoTu-
noB. Kaxk npasuno, ecmasounvie nocredosa-
meabHOCMU PA30PBAHHBIX 2eHO8 ONUHHee, YeM
KCHpeccupyrouuecst nocaedogamenvHOCMU.
HNHTepecHO OTMETUTh, YTO BBOJIOIMOHHbIE
W3MEHEHUWS B IIOCAEIOBATEIbHOCTSIX WHTPO-
HOB TMPOUCXOASAT OBbICTpee, 4YeM B 9K30HaXx.
IMocnenoBarebHOCTU OCHOBAaHUI  MEHbBILETO
MHTPOHAreHOB B-TI0OMHA MBILIY U KPOJMKaA
COBEepUIEHHO pa3nuyHbl. OgHako 1O [AJuHE
OHU ONM3KM, a WX IOJIOXEHHE B TeHe MICH-
TnuHo. Elle Gosee cyilecTBEHHO, 4TO TOCie-
JNOBaTEJIbHOCTM Ha CThIKE WHTPOHOB M 3K30-
HOB, TI0 KOTOPBIM MPOUCXOAUT CIUIAUCUHT
(cpaluvBaHue), KOHCEPBATUBHBI.

Boiin oOHapyxXkeHbl WM pa3opBaHHBIC TEHBI,
konupylomue PHK. Hanpumep, onuH u3 re-
HoB TpaHcmopTHBIX PHK mposxckeir comepxut
WHTPOH JJIWHOW 14 map oOcHOBaHU psIOM
C aHTHKOAOHOBO# meTieit 3penoir TPHK. Mu-
TOXOHIpUAJbHBIN T€H, KOAUPYIOIIUI pubdo-
comuyto PHK, Takxe wumeer pasopBaHHOE
ctpoeHue. B 1o ke Bpemss mHorue pPHK
u TPHK HenpepbiBHBI. ['eHbl TMCTOHOB MOp-
CKOTO €Xa ¥ IJIOMOBOM MYIIKH, ITO-BUIMMO-
My, TakXe He comepXaT BCTaBOYHBIX TIIOCIHE-
noBarenbHocTedl. Jlo  Hacrosiero BpeMeHU
Takue «pa30pBaHHbIE» CTPYKTYPHBIE TeHbBI
ObLTM OO0HApYXXEHBI TOJIBKO Yy INTHUIL M MJIEKO-
nutarouux. MHTEpecHO BBISICHUTb, MHOTO JIU
pa30pBaHHBIX TEHOB Y HM3LIMX DYKApHUOT .

OTKpBITHE PAa30pPBAHHBIX T€HOB OBLIO IIOJ-
HOW HEOXMIAHHOCTBIO M TOBJEKIO 3a CcOo00it
BO3HUKHOBEHHUE psila YBJIEKaTeJIbHbIX MpPOO-
neM. Moxer ObITb, WMHTPOHBI OTpaxaloT
00pa3oBaHME B 3BOJIIOLIMM HOBBIX OEIKOB U3

B Hacrosiiee BpeMsi BBIDMCOBBIBAETCS CJIEIYIO-
1asg TEHACHLHMS: YeM BbIIIE 3BOJIOIMOHHOE TI0JI0-
XeHUe OpraHu3Ma, TeM, Kak MpaBuio, 60Jblie WH-
TPOHOB COJEPXAT €ro TeHbl U TEM OHU JUIMHHEE.—
[Ipum. nepes.
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(parmeHTOB cTapbix? VY4YacTBYIOT JM MH-
TPOHBI B DEryjasiiMu BbipaxkeHUs reHoB? fc-
HO, 4YTO TIOSIBUJIAaCh HOBasl BaxKHas o00JacTb
HCCIIeI0OBaHUA. Brictpo HaKarJnBawTCs
JNaHHbIe, Kacalolluecsl CYIIECTBEHHOIO BOIMPO-
ca - BBIpE3aHUSl BCTABOYHBIX TIOCJIEA0BATENb-
HOCTeil M3 MepBUYHOTO TpaHcKpunTa. Bckope
MBI PAaCCMOTPUM 3THU JaHHBIE.

29.17. PHK B 3yKkapuOTHMYeCKHX KJIETKax
CHHTE3UpYeTCs TpeMs Pa3JnIHbIMH
PHK-nonumepazamu

Iepeitnem Tenepb K TpaHCKpUMUMU. B syka-
PUOTHYECKUX KJIETKax CYIIeCTBYeT TPU BUIA
PHK-nonumepas, cuHtesupylomux PHK.
OHM pa3nIMyYaloTCs MO CIeUMPUIHOCTH K MaT-
pulle, JOKaau3allMM W YYBCTBUTEJIBHOCTH
K uHruouropam. Ilonumepasa tumna I sokanu-
30BaHa B SIPBIIIKAxX, TIe OHAa TPaHCKPUOM-
pyeT TaHIEMHBIE IOBTOPHI, KOIMPYIOIIWE DPU-
o6ocomubie 18S-, 5,8S- m 28S-PHK. [Ipyrue
MOJIEKYJIbI PHK - 5S-pPHK u BCE
TPHK - cunrtesupytorcss npyroit PHK-momm-
Mepaszoir tuma III, xortopass HaxomuTcs He
B SOPHINIKE, a B HyKJIeoruta3Mme. bojbimme mo-
nexynsl PHK-mpenmecTBeHHUKY, U3 KOTOPBIX
oopasytorcs MPHK, cunresupylorcas PHK-
nonumepasoii II, Takxe comepxaiieiicss B Hy-
KJeoria3Me. Y NMPOKapuoOT Xe BCe BUIBI Kile-
TouyHoit PHK cuHTe3upyloTcs oaHOW U TOM
xe PHK-momuMepasoit. OOmiee cBOiICTBO 3y-
kapuotnueckux PHK-monumepas 3akirouaer-
Cs B TOM, UYTO B MX COCTAaB BXOHIST OBE 0OJIb-
e W HECKOJBbKO MaJlleHbKUX CyOBheIMHUIL.

29.18. TI'pubHO#i A1 O-aMaHMTHH -

momrnbiii uHrHOUTOp PHK-moanmepassr 11
Kaxnwiii ron Bo BceM mupe Oosee 100 yenmo-
BEK TMOTM0aeT OT OTpaBJeHUs SAOBUTHIMU
rpubamMu, B 4YacTHOCTU Amanitia phalloides,
(6nenHoi moraHkoii). OOUH M3 TOKCMHOB 3THUX

Ta6nuua 29.5. HekoTopbie 3yKapuoTHYECKHE FEHbI, HMEI0-
mye pa3opBaHHOE CTPOEHHE

len Yucio Ten Yucno
MHTpPO- MHTPO-
HOB HOB
OBanbOyMuH 7 B-Tnobun 2
OBoMyKOMI 6 d-Tnobun 2
Konanboymun 17 L-uens  ummy-
HOTJIOOYJIMHA 2
a-I'modun 2 H-uenp ummy-
HOIJI00yIMHA 4




IpubOB - A-aMaHUmMuH - TAKJINYECKUN TenTul,
CONEepXKaIlUii HECKOTbKO HEOOBIYHBIX aMWHO-
KUCJIOT. O.-AMaHUTUH OYEeHb TPOYHO CBSI3bI-
paetcst ¢ PHK-nmonumepasoit 11 (K= 10° M)
u OJOKHUpYEeT TaKUMM O0O0pa3oM CHHTE3 TMpel-
mectBeHHUKOB MPHK. ITonumepasa 111 unru-
oupyercs mpu 6ojiee BBICOKUX KOHIIEHTPALIMSIX
a-amanntiHa (10° M), a mommmepasa | He
YYBCTBUTEJbHA K 3TOMY TOKCUHY. Q-AMaHU-
TUH OJIOKMPYET CTaAMIO JJIOHTallMi B CHHTE3€
PHK.

29.19. CneunuduyecKue reHbl MOTYT

AKTHUBHPOBATHCA IJA TPAHCKPUIIIHUA

BripaxkeHue TeHOB Y 3yKapuoT, KaK U y TIpo-
KapuoT, PeryaupyeTcsl B 3HAUMTEIbHON CTere-
HU Ha ypoBHe TpaHckpumnuuu. OgHO U3 Hau-
0ojiee HaJeXHBIX NOKa3aTeJbCTB ObLIO TOIY-
YeHO TIpM MHCCIIEIOBAaHUU XPOMOCOM pa3BH-
BaIOLIMXCS HAceKOMbIX. [WraHrckue noau-
MeHHble  XPOMOCOMbL W3 CIIOHHBIX — XeJe3
Drosophila conepxat 0Goyiee TBHICSYU MOJIEKYJT
JAHK, He pasomenmuxcs Ipd peIIuKaIiuu
M Jexalmx 60K o 60K Apyr ¢ ApyroM. B ka-

Ta6nauua 29.6. OykapuormyeckHe PHK-nonmmepasni

Tun Jlokanu3zauus Knerounsie BupycHbie
TPAHCKPUIITHI TPAHCKPUMTHI

I SAnpeiko 18S-, 58S- u He obHapyxe-
28S-pPHK HBI

II Hykneonnasma  IlpenirectBeH- [MpenwectseH-
Huku MPHK u  Huku MPHK
rsPHK

1 Hyxneonmnazma TPHK wu 5SS Mansie PHK
pPHK

KIOM TOJUTECHHOW XpOMOCOME HMeeTCs P
XapaKTepHBIX TOJOC (OUCKU, WU XPOMO-
Mepbl), BUIWMBIX IOJ CBETOBBIM MUKPOCKO-
oM. [Ipu pa3BUTUM JTUUYUHKUA B KYKOJIKY He-
KOTOpbIE JWMCKW BPEMEHHO YBEJIUYMBAIOTCS
(oopasytor myder), tak kak JHK B 3T0i
00J1aCcTU TIEPeXOAUT U3 KOHACHCUPOBAHHOTO
COCTOSIHMS B  paspbixjieHHoe (puc. 29.29).
Ilyghot COOTBETCTBYIOT TPaHCKPUIIMOHHO aK-
TUBHBIM y4yacTKaM. bBbI1 oOHapyxeH mopasu-
TeJbHBIH (akT: mydsl MOTYT OBITH MHAYIIMPO-

Puc. 29.28. SnoButhiii rpub Amanita phallo-
ides, comepxalluii O-aMaHUTHUH.
(Lincoff G., Mitchell D. H., Toxic
and Hallucinogenic Mushroom
Poisoning, Van Nostrand Reinh-

old, 1977, p. 30.
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Puc. 29.29. OO6pa3oBaHue mnyda B MOJTUTCH-
HOI XpoMOcoMe Ha OmpeaeseH-
HO¥ ctamuu pa3Butus. CTpenkoi
Mmoka3aH Hanbosee KpYIHbIi Ty d
B xpomocoMe npo3opuinl. (Ile-
yaTaeTcsl ¢ JII0OE3HOro paspelle-

Husa g-pa Joseph Gall.)

BaHbl B BBIIEJICHHBIX CIIOHHBIX Xeje3ax in
Vitro 3K0U30HOM - CTEPOUIHBIM TOPMOHOM Ha-
CeKOMBIX. [IpOMCXOmMUT yBeJIMYEHHE U 3aTeM
KOHJeHcalMs criennuUIeCcKUX AUCKOB B OMpe-
JeJICHHOM  BpPEMEHHOM  TMOCIeI0BaTeIbHOCTH,
U ONHOBPEMEHHO TPOUCXOMNAT W3MEHEHMUS
B momyiasaunu cuHTe3upyembix MPHK.

29.20. Tpu Buna pudocomusix PHK
00pasylTca B pe3yJbTare NPOIEeCCHHra
OJTHOIO NMEPBUYHOI0O TPAHCKpHUIITA

Monekynet PHK, cuHTe3supyemble TpeMs
PHK-nonumepazaMu, Ha3bIBalOTCSI HepEUYHbL-
MU mpanckpunmamy. DTU HOBOOOpa3oBaHHBbIE
PHK B oyeHb 0OdbLION CTENEHU MOAMMPUIIN-
pYyIOTCSl B siipe, MpexXIe YeM OHM TMepeXOmsiT
B LIMTO30JIb B BUOE 3penbix Mojekynl pPHK,
TPHK n MPHK. O6pa3zoBanme pnOOCOMHBIX
PHK u3 nmepBuyHOro TpaHCKpHITa OBLIO U3Y-
YEeHO JeTaJibHO, JIydllle, YeM IPOLIECCUHT Ka-
Kux-1160 apyrux BugoB PHK. Beie yxe 06-
cyXmanoch, yro reHsl 18S-, 5,8S- u 28S-pPHK

Yacts IV.
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CIPYNIMPOBaHbl B €IWHBINA KjIacTep M 3TOT
KJIacTep TE€HOB IMOBTOPSETCS TAHAEMHO MHOTO
pa3. B sauphllikax sTa rpymnmna M3 TpeX TeHOB
TpaHckpubupyercss  PHK-nmonmumepazoit 1
n naet 45S-PHK (puc. 29.30). IlpeniecTBeH-
HUK mmuHoi 13 kb momBepraercss depMeHTa-
TUBHOM  MOAUGUKALIUM UM  PaCUIETUICHUIO
u paer 3pensle 18S-, 58S- um  28S-pPHK
(puc. 29.31). IMpumepHo 100 HyKJICOTUIOB Me-
TUJIVPYETCSI, U TOYTH BCE - MO 2'-TUIPOKCHIIb-
HOW Tpyrine pubO3HBIX OCTaTKOB. Bbicokocrie-
nu(pUIECKHe YYaCTKA METUJIMPOBAHUS COXpa-
Hsiorcst B pPHK Takux sBomonnoHHo maje-
KMX 3YKapuoT, KakK ApPOXXU U TUI0AOBast
mymka. Kpome Ttoro, Oomee 100 ocrtaTkoB
ypUAMHA U30MEPU3YIOTCS B OCTaTKM IICEBIOY-
punuHa. Bo BpeMs co3peBaHUS MPOUCXOIUT
accolualusi MHOXecTBa PUOOCOMHBIX OEJIKOB
¢ atumu PHK u wux mpenniecTBeHHMKaMM.
Bo3moxHo, mMmeHHo B3ammopeiicteue PHK
¢ pubOOCOMHBIMU OelKaMM JejaeT OIpee-
JICHHBbIE YYaCTKM YYBCTBUTEIBHBIMU K JEii-
CTBUIO HYKJIEas.

29.21. Undopmauuonnsie PHK wu3zdupartensno

00pa3yloTcsa U3 OOJIBIIMX SAEePHBIX
npeqmecTBenHnkoB PHK

(rereporennoii simepuoit PHK, raPHK)
Oo6pazoBanne pubocomuerx PHK y sykapuor
CXOOHO C ee o00pa3oBaHUEM Yy TIPOKapUOT
(pazm. 25.17). B TOo e BpeMs MeXIy ByKa-
puOTHYECKMMHU U TTpoKapuotudeckumu MPHK
UMEIOTCS CYLIECTBEHHBIE pa3Inuyus.

1. [lepsuunvie mpanckpunmosl y 3yKapuom He
UCHOAB3YIOMCSL  HenocpedcmeeHHo 6  Kauecmee
MPHK. Tlpexne 4yeM OHM IIepeXOmsAT M3 sapa
B LIMTO30JIb, OHU TIOJBEPraroTCs MPOLIECCUHTY.
Tpancaayua u mpaumckpunyua 'y  3yKapuom
pasodujeHvl 60 GpeMeHU U 8 NpoCmpamcmee,
moeda Kaxk y HNPOKApUom OHU MECHO COnps-
JHCEeHbL.

2. IlepBuyYHBIE TPAHCKPUNTHI y 3yKapuOT
uMeloT B UIMHY oT 2 1o 20 kb, B cBsI3u ¢ 4yeM
WX Ha3bIBAIOT eemepocerHoll adepnoit PHK
(eaPHK). OOBIMHO 3TH TIEpBUYHBIE TpaH-
CKPUMNTBH B HECKOJbKO pa3 JUIMHHEe, 4YeM
MPHK, xotoprsie n3 Hux momy4atorcs. O6pa-
30BaHMe 3yKapuotudeckux MPHK compskeHo
CO CIIaiCUHTOM M paciieruieHueM. Jlo cux
IOp HeW3BeCcTHO, BhIMOJHsAeT U TIPHK eme
KaKyl0-HUOYJb pOJib, KPOME TOro, 4TO OHa
CIYXUT TipeamectBeHHUKoM MPHK.

3. Oykapuotnueckue MPHK comepxar Ha
5'-XoHIe <«Kkoanauku» (K3MbI), KOTOpbIE IIpeN-
CTaBJSAIOT co00it MOIUGMUIIMPOBAHHBIE HYKJIEO-
tuael. Kpome toro, 6onpmumHcTBOo MPHK He-



Puc. 29.30.

Puc. 29.31.

Ecnu pactipaButh Mosexyiy 45S-

MpenlecTBEeHHUKA pHUOOCOMHOIM
PHK u3 knerok Hela u uccneno-
BaTh €€ C MOMOIIbI0 JMEKTPOHHO-
ro MHKpOCKOIA, BUIHA BechbMa
XapakTepHasi KapTUHA IIMUIEK
n merenb. bnarogaps  aTomy
MOXHO KapTUPOBaTh pacroo-
xeHue Mojekyn 28S- u 18S-PHK,
00pa3yIolmxcsl U3 ITOr0 Mpea-
IIECTBEHHMKA. A - 3JIEKTpOHHAs
MHUKpodoTorpadus 45S-nipen-
LIECTBEHHUKA. b - cxemaTuue-
CKoe H300paxKeHue MOJIEKYIIbI,
1300 paxXeHHO Ha puc. A.
[Wellauer P. K., Dawid 1. B,
Proc. Nat. Acad. Sci., 70, 2828
(1973).]

Oo6pa3oBanue pubOCOMHOI
PHK miexkonuTaromux U3 mep-
BUYHOTO TpaHckpunta. Creii-
CepHbIE  YYaCTKM  TIOKa3aHbI
KEJITHIM.

ceT Ha 3 -KOHMEe IJUHHYIO poly(A)-nocaedosa-
meabHOCMb.

4. DykapuoThudecKue MPHK  monoyu-
CMpOHHbI, T.€. OHU SIBJISIOTCS MaTpuLlaMM AJis
CHHTE3a TOJIbKO ONHON MOJMIIETITUIHOMN LEemnu.
Mmuorue mnpokapuotudeckue MPHK, Hao6o-
pot, noauyucmponns (Hampumep, MPHK max-
TO3HOTO OMNEpOHa - MaTpula [JIsl CUHTe3a Tpex
MOJUMENTUIHBIX 1IETei).

5. Honyasguus monexya MPHK sykapuoru-
YeCKOii KJIETKU 3aBUCUT HE TOJBKO OT CKOPOCTU
TPAHCKPUIIIIMK OTPEJeSIeHHbIX TEHOB; B 3yKa-
PUOTHUYECKUX KJIETKaX MMEeTcs W elle OIUH
YPOBEHb NIPUHSATHUS PEIICHUI; doadcern au mom
UAU UHOU NepeUuuHbIl MPAHCKpunm noogepe-
Hymbcs  Oeepadayuu uau npoyeccuHey ¢ obpa-
306anuem 3penoii MPHK u nocaedyrowum
MPAHCNOPMOM ee 8 UUmo30b'.

29.22. Ha 5'-komne MPHK naxomarcs
«KOJMaYKW», a Ha 3'-KOHNE, KaK MNpaBUIIo,
poly(A)-nocie10BaTeJbHOCTH

5'-KOHell BceX W3BECTHBIX BYKapHOTUYECKUX
MPHK (#Ho He TPHK wmmm pPHK) Momuduiu-
poBaH ocobeiM obpazoM. K MPHK mnpucoenu-
HEeH 7-MeTUAryaHWIaT HeoOBYHON mupodoc-
¢dartHoit  cBa3bl0  5'—5'  (puc. 29.32). Ora
XapakTepHas CTPYKTypa Ha3bIBaeTCsl «KOJIad-
KoM». OHa MpUCOeNUHSETCS] K TMEPBUUYHOMY
TPaHCKPUITY. 5'-TpudochaTHHII KOHel HOBO-
00pa30BaHHOI LIEMM THAPOJU3YETCS n0 nudoc-
(aTa, 1 Ha HEro MEPeHOCUTCS OCTATOK T'yaHM-
nata GTP. 3arem N-7 3TOoro KOHILIEBOTO
TyaHMHa METUJIMPYETCS S-aleHO3UIMETHOHU-

! Crnemyer ykasaTh elle OIHO BaXHOE OTJIHMYME
npokapuoTnuyeckux MPHK ot sykapuotuuyeckux —
BpeMs XM3HU. Y MPOKApuOT OHO COCTaBIsSIeT He
0osee HECKOJbKUX MHUHYT, @ Y 3YKapHoT - AeCATKU
MMHYT WJIM Yachl, a B MCKJIIOYUTEJbHBIX CIyyasix
Helenu M Mecslbl.- [Ipum. nepes.
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Puc. 29.32. CrpykKTypa «KOJMavyKOB», Pacro-
JIOXXEHHBIX Ha 5'-KOHIIE 3yKapuo-
tuueckux MPHK. Bce «konmau-
KH» colepxXar 7-MeTUJITyaHWJIaT
(M300paxkeH CUHUM  1IBETOM),
MPUCOeNNHEHHBIN MmHUpodocdar-
HOU CBA3BIO K 5'-KoHIy. B «koi-
mauke» 0 HU ogHa pubo3a He Me-
TUJIMPOBaHAa, B  «KOJIAYKe»
1 MertunupoBaHa ogHa pubo3sa,
B «KOJIayke» 2 - JIBe.

HOM U 0o0pa3yeTcsl TaK Ha3blBaeMblii «KoOJTMa-
yok» 0. CocemHue ocTaTKu pPUOO3BI MOIYT
ObITh METUJIMPOBAHbI, TIPU B3TOM oOpasyercs
«.xonnauok» 1 uau «xoanauox» 2 (puc. 29.32).
DT  «KOJIMayKh» CIIOCOOCTBYIOT CTaOWIM3a-
uun MPHK, 3ammimas wx 5'-koHusl ot docda-
Ta3 U HykJjea3. Kpome Toro, «kojmayku» Mo-
BbIIAT 3ddekTuBHOCTh TpaHcassuuu MPHK

Yacrs 1V.

150 Wndopmamnus

B 9YKapHOTHUYECKMX CUCTEMaX CHHTe3a Oeska.

Kpome Toro, OOJBIIMHCTBO 3yKapuoTHYe-
ckux MPHK umeer Ha 3'-xonue poly(A)-nocae-
dosamenvrocmu. Poly(A)-monumepasa Ipucoe-
nuHsgeT 150-200 HYKJI€OTHOOB K IEPBUIHOMY
TPAHCKPUITY, Ha 3'-KOHIIE KOTOPOTO pacroJio-
xeH quHykiaeotun GC, a Ha paccTOSTHUM TpU-
MepHO 20 HYKJIEOTUAOB OT HEro - MocjeqoBa-
teapHOCTE AAUAA. HWccnemoBaHust  pas-
auuHbix MPHK, BBemeHHBIX B siilia Xenopus,
rokasajau, 4Tto poly(A)-¢ppaemenm yseauuu-
eaem cmabunviocmv MPHK, Ho npu smom e
umeem HUKAKO20 3HA4eHUs 04 MPAHCAAUUU.
Kpome toro, orcyrctBue poly(A) Ha KOHIIE TH-
croHoBbIXx MPHK mokasbiBaeT, 4To OH He 00s-
3aTeJbHO MOJKeH TmpucyrctBoBath B MPHK
JUIsl ee TpaHCMopTa U3 sIpa B LHUTO30Jb.

29.23. @epMeHTBbl CILIACHHTA C BBICOKOIi
TOYHOCTBIO YNAJAIT MHIPOHHI W3 TEPBHYHBIX
TPAHCKPUNTOB PA30PBAHHBIX TeHOB

IMpu crnaiicuHre (paciuieryieHUe C MOCHEaYIo-
mmM cpamuBanueM) MPHK mpoucxomut pas-
pHIB OBYX (dochoaudpupHBIX CBsI3el M o0pa-
30BaHUE OOHOW HOBOH. DHAOHYKJIea3Has
W UTa3Has aKTMBHOCTH, BEPOSITHO, COZEPXKaT-
cs B OTHOM (hepMEHTHOM KOMIUIEKCe, U Toce-
NOBaTeNbHBIE PEeaKIMK CIUTalicHTa COTJIaco-
BaHbl MeXny coboil. B HacTtosimiee Bpewms
MHOTHE J1abopaTOpWUU TIBITAIOTCS  BBIAEIUTD
depMeHTH crnaiicuHra. OYeBMAHO, WX HeH-
CTBME TOJIKHO 00JamaTh BBICOKOW TOYHOCTBHIO.
OmubKa B TOYKE CTUIafiCMHTa HA OfMH HYKJIeO-
TUI TIPUBEOET K CIABUTY PaMKU CUYMUTHIBAHUS
B CTOPOHY 3'-KOHIIAa OT 3TOTO MecTa, 4TO HacT
COBEPUIEHHO MHYIO MOCAeN0BaTeNbHOCTh aMU-
HokucyoT. Kak ¢hepMeHTHI crlaiicuHra y3HaloT
cBon MumeHu? B Hacrosinmee Bpems M3BECTEH
pSAI  HYKJIEOTHUIHBIX  TOCHeNOBaTEeIbHOCTEM
B MECTE CThIKa 9K30HOB U MHTPOHOB, KOAUPYIO-
mux PHK-tpanckpunte (tabn. 29.7). B atux
MOCJIEIOBATEILHOCTSX €CTh OOLIMI MOTHUB: UH-
mpon Hauunaemcesi ¢ GU u konuaemces AG. Crne-
IyeT OTMETHUTb, YTO ONWH W TOT X€ CHUTHa
CIIJIaliCUHTA BCTPEYaeTCs y Kyp, KPOJIMKOB, MbI-
meit 1 B JIHK Bupyca SV-40, koropsiii 3apa-
XaeT KJIETKM 06e3bsiH ¥ uYeloBeKa .

B mocnenHee BpeMs MOJIyYeH DS IAHHBIX, CBUC-
TENbCTBYIOIIUX 00 Y4YacTUM T.H. HU3KOMOJEKY-
nsapHeix sagepHeix PHK B cmmaiicmnre, a Ttakxe
B co3peBaHuu 3'-koHuoB PHK. 3rta dpakuns PHK
uccnenyercst yxe naBHo. OHa BecbMa KOHCEpPBATUB-
Ha M COJEPXMUT MOCJIEN0BATEIbHOCTH, KOMIIEMEH-
TapHbIE y4acTKaM 3K30HOB, MPUIEKAIIMM K UHTPO-
HaMm. Huskomonexynsapusie snepasie PHK, mo-Bu-
AUMOMY, 00ecmeyuBalOT y3HABaHUE  Y4aCTKOB
CTJIafiCMHTa COOTBETCTBYIOIIMMU (hepMEeHTaMU. -
Ipum. nepes.



Ta6muua 29.7. IlocnenoBaTebHOCTH OCHOBAHMIA TPAHCKPUNTOB, COAEPXKAIMX HHTPOHbI, BOJM3M YYACTKOB CIUIACHHIa

Yuactox reHa 9K30H

Nntpon 9K30H

OBab0yMuH, MHTPOH 2
OBanbOymMuH, MHTPOH 3
B-Tmo6un, wuutpoH |

p-InobuH, uHTpOH 2
WmmyHOr106y1MH A, MHTpPOH |
Pannuit T-anturen Bupyca SV-40

B monexynax tpancmoptHoii PHK Touku
CIUTaliCUHTa OKPYXEHBI COBEPIIEHHO APYTUMU
ImocJieqoBaTeIbHOCTSIMU. M3 3TOro, o4eBUIHO,
CJIeIyeT, YTO CYLISCTBYET IO KpaiiHeil Mepe IBa
(depMeHTa cralicMHra: OOMH IJs oOpa3oBa-
nust MPHK, npyroii - TPHK. Ipomecc crmaii-
cunra TPHK, mo-BummMomy, O4eHb CXOIEH
y 9BOJIIOIIMOHHO aajekKux BumoB. KioHupo-
BaHHbIE TeHbl OAHON u3 ApoxxkeBbXx TPHK
BBOOWJIM B OOLMTHI Xenopus ¢ TMOMOIIBIO MU-
KPOMHBEKIIUU IIJISI TOTO, YTOOBI BHIICHUTD, MO-
KT JIM TeH OJHOKJIETOYHOI0 3YKapHuoTa TpaH-
CKpUOMPOBATHCH, A €T0 MPOAYKT - IPOLIECCUPO-
BaTbCd B KieTKe ampuoum. Camoe mopasu-
TeJIbHOE, YTO B KIETKEe Xenopus TPOUCXOIST
TPAaHCKPUIIIMS OPOXXKEBOTO TeHAa M IIpa-
BUJIBHBIM MPOLIECCUHT €T0 IIPOAYyKTa, HECMOTPS
Ha To uto reHnl 310 TPHK y AByX BuUIOB co-
BepIIeHHO pa3nuIHbl. BuacTHOCTH, 14-HYKII€0-
THIHAsI BCTABOYHAs ITOCIEA0BATEILHOCTh IIpa-
BWIbHO yaansetcs (puc. 29.33). Urtak, cneyu-
guunocmv epmenmos cnaaiicuHea COXpauu-
Aacb HA NPOMSAICEHUU 02POMHO020 Nepuoda
260MI0UUU.

29.24. B HacTosmiee BpeMsi M3BECTHBI
NMoCJ1e10BATEIbHOCTH OCHOBAHWI MHOTHX
unpopmanuonnsix PHK

MHorue sykapuotuueckue MPHK Gb11u Bbime-
JIEHBI B OYMIIIEHHOM BUfie. Y HEKOTOPBIX U3 HUX
Obuta ompeneseHa TMOCAeN0BaTeIbHOCTh OCHO-
BaHuil. BeigeneHue kakoit-nu6o MPHK Ha-
YUHAETCS C BbIOOpA KJIETOK, B KOTOPBIX OHA CO-
IepXuTcs B OombiioM Konuuectse. Hampumep,
PeTUKYJIOIUTH OoraTbl TiaoomHoBoii MPHK,
aiiueBoabl Kyp - MPHK oBanbOymuHa, mnnas-
MaTtudeckue kinetku - MPHK nmMyHormo0ymm-
HOB, 3MOpHOHBI Mopckoro exa - MPHK rucro-

HoB. Brimenenue MPHK Haumnaercs ¢ momyde-
HUSI KJETOYHOTO 3KCTpakTa, K3 KOTOPOTO
ynansaior O6enku u JHK. 3arem OGonpmryro
yactb MPHK otnmensiior ot apyrux BumosB
PHK, ucrmons3yssHanuuue B Hux poly(A)-dpar-
MeHToB. O™i MPHK mnpouHo cBsI3BIBamoTCA
C KOJIOHKaMU, CoiepKalluMKi KOBaJIEHTHO TIpU-
BsI3aHHBIE TMOJIMHYKJI€OTHIBI poly(U)
u poly(T). Ilocne amonuu ¢ Takoit adppuHHOM
koimoHkn MPHK ee MoxHO ppakumoHnpoBarh
Mo pa3Mepy MOJIEKYJ METOJIOM Tejib-3JeKTPO-
dopesa nnm cemmMmeHTauuu. Jpyroit crmocod
BBIIeNeHUI MHANBUAYyanbHOMMPHK - umMmyHo-
npeuunuranus. Hanpumep, ecam mno06aBUTH
B OEJOKCUHTE3UPYIOLINHA 3KCTPAKT aHTUTENA,
crneuUYHbBIe K OBaJbOYMUHY, 3TO MEpeBeneT
B 0CaJlOK TOJUCOMBI, COJepXallue OBaibOy-
MuHoBy MPHK. [l Toro 4To0bl NpoBepUTh
npernapat MPHK, ero mobGaBisitoTr B Oeckie-
TOUYHYIO CUCTEMYy CHHTe3a Oejika, KoTopasl pa-
0OoTaeT TOJBKO B NPUCYTCTBUU 3IK3OTEHHOM
PHK. JInsg aTOoro 4acTto MCHOJB3YIOTCS 3K-
CTPaKThl MPOPOCTKOB MIIEHUIIBI.

Hanvnuume ouMIIEHHBIX WHAWBUAYAJIbHBIX
MPHK oTkpbIBaeT BO3MOXHOCTHU JIJIS psAna WH-
TePECHBIX IKCMEPUMEHTOB. Bo-mepBbIX, C Mo-
MOILbIO MeTona TruOpuAM3aluUd  COOTBET-
crBytomeit MPHK (mnm xommineMeHTapHO# eif
NHK-xomum) ¢ xpomocomuoir JIHK wmoxHo
OTIpENEeUTh YMCI0 OMpPEIEIEHHbIX TEHOB B Te-
HoMe. Bo-BTOphIX, MOXHO MAEHTUGHULIMPOBATD
dparmentsl JAHK, comepxamiue maHHBIN TeH,
rubpunusysa mx ¢ MPHK. 3arem stm ¢par-
MEHTHl MOXHO KJIOHMpOBaTh (pasm. 31.11),
YTOOBl TMOJYYUTh CaM Te€H W TMpuJierawlnue
K HEMY Yy4aCTKHU XPOMOCOMBI B OOJIBIIIOM KOJIH -
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Puc. 29.33. TIlpoueccuHr  mpeaniecTBEHHMU-
Ka JpPOXXEBOM TUPO3UHOBOM
TPHK. TIlpoucxonut ynaneHue
14-HyKJICOTUOHOM BCTaBOYHOM
MOCJIEI0BATEILBHOCTU  (ITOKA3aHO
KEJITHIM L[BETOM), MU PsIi OCHOBa-
Huii Mmomudumupyercs. [Ipomykr
IUIMHOM 92 HykieoTHga TMoOJy-
yaeTrcs W3 TMEepPBUYHOIO TpaH-
ckpurnra mauHoit 108 HykiIeoTH-
JOB TMyTEeM OTHICIJIEHUs 5'-KOH-
LIEBOM  JIMAEPHON  MociiegoBa-
TEJIbHOCTU U  TPUCOCAUHEHUS
CCA k 3'-xonmy.

YyecTBe. B-TpeTbuX, ¢ MOMOIIBIO 3JEKTPOHHOI
MUKPOCKOMUM MOXHO BBISIBUTb BCTaBOYHBIE
MOCJIEeI0BaTeIbLHOCTY B 3TOM  TeHe  (pasm.
26.12). B-ueTBepThIX, MOXHO OIpEIEIUTh IIO-
CJIEIOBATEIbHOCTh HYKJIEOTHUIOB MPHK,
YTOOBI UACHTU(DUUUPOBATH PETYISTOPHBIE CUT-
HaJbl.

HepnaBHo Obuta ompenesneHa mocieaoBaTeb-
HocTh oBanboymuHoBoii MPHK. Ota MPHK
comepxXuT 1859 HYKJIEOTHUAOB Ha y4yacTKe OT
«KoJmauka» Ha 5-xouue do poly(A) na 3'-kou-
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ye (puc. 29.34). 1158 Hnykaeomudos, kodupyro-
wux Oenok, obpamaeHvl ¢ 00eux CmMoOpoH He-
mpaucaupyemovimu n0Cc1e008amMeNbHOCMAMU.
C 5'-cTopoHBl OHa KOpOYe, 4eM C 3'-CTOpPOHBHI.
HerpaHcnupyeMblii 5'-KOHIEBOW Y4aCTOK [T -
HOW 64 HyKJeoTHIA COAEPXKUT <«KOJMAyoK»,
nHuLMupylomuii  kogoH AUG, B3aumoneii-
CTBYeT C O€JIOKCUHTE3UPYIOUUM armapaToM
W y4yacTByeT B MHHUIIMALIMM CUHTe3a Oeka.
BecbmMa MHOrosHauurtesneH TOT (akT, YTO ITOT
y4acTOK COAEPXKUT MOCIeq0BaTebHOCTh, KOM-
nmiaeMeHTapHyto 3'-koHuy 18S-pPHK. Hamom-
HUM, YTO y MPOKAPUOT MHUIIMUPYIOILAS TOCe-
JI0BATEJIbHOCTD B MPHK crnapuBaeTcs
¢ 3'-xonuom 16S-pPHK (pazn. 27.14). Ponb
OUYeHb JJIMHHOW HETPaHCIMPYEMOIii MocienIoBa-
TEJbHOCTH, PACIOJIOXEHHO! ¢ 3'-CTOPOHBI, He-
usBecTHa. [Ig 3Toro yyactka gnuHou 637 Hy-

KJICOTUIOB XapaKTepHO OOMIMEe KOPOTKHUX
MTOBTOPSIIOIINXCS MoCJIe0BaTeIbHOCTE.
O®parmedty poly(A) B 0BaabOYMHUHOBOIA

MPHK, kak u B npyrux MmPHK, npenmectpyer
GC, a npumepHo 3a 20 HYKJIEOTUIOB [0
aroro - AAUAAA.

29.25. Dykapuorudeckas pudocoma (80S)
cocrour u3 majoit (40S) u Oouabmoi (60S)
cybouacTmiy

Anmnapar cuHTe3a 0ejika y 3YKapuoT aHaJloru-
YeH COOTBETCTBYIOLIEMY alllapary y MpokKa-



Puc. 29.34. Cxema opraHusaumun oBanbOy-
MrHoBo MPHK kypuLbl.

Puc. 29.35. O3OnekTpoHHast MuKpodoTorpa-
dua aykapmroTmyeckunx 80S pnbo-
coMm. (MevaTtaetca c noOGe3Horo
paspeLueHnsa  a-pa Miloslav
Boublik.)

pvoT, HO cocTasnsiiowye ero 6enku n PHK ot-
JINHAKOTCS OT MNPOKAPUOTUYECKUX W, KPOME
TOro, OHM coaep>aTcs B 60JbLLIEM KONINYECTBE.
LinTonnasmaTtnyeckne pruboCOMbI 3yKapuoTu-
YECKMX KIIETOK HECKOJILKO KpyrHee, Yem pubo-
COMbI BakTepuii. JykapnoTrnieckmne pmdocoMbl
(puc. 29.35) nmetoT KOadPPULIMEHT ceammeHTa-
umm 80S, a He 70S. MopobHO GakTepuasbHbIM
pubocomMam, OHU OUCCOLMUPYIOT Ha OOosbLUyO
(60S) n manyio (40S) cybuyacTuubl. 40S-cybya-
ctmua copgepxmnt monekyny 18S-PHK n npu-
mepHo 30 6GenkoB. OcTanbHble Tpu pUbO-
comHble PHK - 5S, 5,85 n 28S - nokannsoBaHbl
B 60S-cybyacTvue, B KOTOPYIO BXOOAUT TakXe
npumepHo 45 6enkos.

Ctagun TpaHCASUMW - UHALUMAUMS, 3JI0Hra-
Uns 1 TepMmHauust - B OCHOBHOM CXOAHbI Y 3y-
KapuoT 1 npokapuoT. OOHako B HEKOTOPbIX
YACTHOCTAX MEXaHM3Mbl PeakLMn pPasnyaloT-
csl. Tak, aykapuvoTbl MCMONb3YIOT AN UHULMA-
umm  ocobyw TPHK (OoHa Ha3blBaeTcsl
mPHK,.Me’ ), HO OHa y HUX He POPMUINPYETCS.
OyKapmoTbl 1 MPOKaAPUOTLl PA3INyaloTCs Tak-
e Mo YYBCTBUTENIbHOCTU K HEKOTOPbLIM UHIM-
6uTopamM TpaHCNAUWW. Linkiorekcumug VHm-
OUpYeT aNOHraumio TOJbKO Yy 3yKapuoT, Toraa
KaK apUTPOMULIMH BNOKUPYET 3Ty Xe CTaauto
TONbKO Yy MPOKapWOT. JIlo60rMbITHO OTMETUTD,
4T0 PUOOCOMbI MUTOXOHAPWIA U XJIOPOMNIacToB
umerT 60sbLLe 06Lero ¢ bakTepuasbHbIMUN PU-
6ocomamu, 4eMm Cc pmbocomamuy OKPyXalollero
ux uMTo30s15. Kpome Toro, B MUTOXOHOPUSIX
M xnoponnacrtax ucnonb3yetca GopMUInpo-
BaHHasi HuumaTopHaa TPHK, a nx pnbocomsl
YyBCTBUTESIbHbI K OONBLUNHCTBY UHIMOUTOPOB,
n3bupaTenbHo  ONOKUPYIOLWMX  TPAHCISLMIO
Yy MNpoKapuoT.

Puc. 29.36. CtpykTypa uukiorekcummaa -
VMHIMOUTOpa CTaZuKX SJIOHraLmm
CUHTEe3a bernka y aykapuoT, HO He
y npokKapuoT.
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29.26. Tamaccemus - reHETUYECKH OOYCJIOB-
JICHHO€ HapyllIeHHue CHUHTe3a
reMorJioouHa
HN3yyenue reMmoriobrHa BHeECIO OOJbIION
BKJIaJl B HalIW TPEJCTaBIeHUS O CTPYKType
U hyHKuuu 6enka (ri1. 4 u 5). TouHo TaK xe uc-
cJeoBaHUsI, TIOCBSIIEHHBIE TE€HaM TeMOTJIO-
OMHA M WX BBIPAXEHWIO, 0Ka3alucCh BaXXHBIM
HMCTOYHMKOM NaHHBIX O GYHKIIMOHUPOBAHUU
9YKapuoOTHUYECKUX TeHOB. B mpoliecce BHYTpH-
YTPOOHOTO Pa3BUTHUSI MPOMCXOIUT 3aMeHa 3M-
OpMOHANBHBIX T'eMOIJIOOMHOB T'eMOIJIOOMHOM
mnoga (HbF, a,y,), a 3areM remorio6uHoM
B3pocnoro tumna (HbA, a,f,). Kpome Toro, Bo
B3pOCJIOM OpraHu3Mme obpasyercsi HeboJbllIoe
KonnuecTBo remornobuna HbA,, cyobenuuuy-
Hag CTPyKTypa Koroporo a,0,. HamoMmHum,
yto HbF wumeer Oonee BBICOKOE CpPOICTBO
K Kkuciopoay, yem HDbA, Tak Kak OH MeHee
MPOYHO CBsI3bIBaeT Ouchochorauiepar (pas.
4.7). DTO MOBBIIIEHHOE CPOICTBO K KHUCIOPOIY
0J1arONPUSITCTBYET €T0 TIePeHOCY U3 KPOBEHOC-
HOIi CUCTEMBI MaTepU B KPOBEHOCHYIO CUCTEMY
miona. B npeitictBurensHoctn HbF mpencra-
BJISIET COOOI CMeCh IBYX pa3HOBUIHOCTEH, Ofl-
Ha M3 KOTOPBIX COAEPXKHUT B MojoxeHuu 136
Y-LUeNu TIMLWH, a Apyras - alaHuH. DT pa3Ho-
BUIHOCTH oOo3Havalores G, U A, COOTBET-
CTBEHHO.

Bce reHnl remorno6uHa KaptupoBaHbl. Ha

Puc. 29.37. Kapta reHoB y-, 0- u f-rnmobuHa
JeJIoBeKa.
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TarjJoOUJHBIM TEHOM TIPUXOAUTCS [Ba TECHO
CLIETUICHHBIX O-T€Ha IJI00MHA. DTU TeHbl Y BceX
Jofiel, 3a MCKIIOYeHUEM DPEAKUX MYTaHTOB,
Mo-BUAMMOMY, WIAEHTUYHBI. JIpyrue reHbI
rJI00MHA CTPYIIIMPOBAHBI B KJIACTEPhl B APYTO#
XpoMocoMe B CJIeNyI0IEM TopsiiKe:
G,-A-0-f (puc. 29.37). HHTepecHo ObLIO
Obl BBISICHUTb, MoYyeMy 3T (DYHKIIMOHAIbHO
POJICTBEHHBIE T€HbI PACTIONIOXEHBI PSIIOM JIPYT
C JpyroM B OIHOI XpoMmocome. BrosHe BO3-
MOXHO, YTO ISl TEePEKTIOUYEeHUST IKCIPECCUU
C Y-T€HOB Ha O- U [-TeHbI B XO/I€ pa3BUTUS He-
00xoanMo, 4YToObl OHM cocencTBoBanu. He mc-
KJIIOUEHO TaKXe, YTO CLETIEHNe ITUX TEHOB OT-
paxaer wucropuio ux sBoouuu. [lo Beeii
BEPOSITHOCTH, Y-, O- U B-TeHbl UMEIOT 0OIIero
npeaKa, KOTOpbIiA MOABEPTcs TaHAEMHBIM HYy-
MJIMKALIMSIM M 3aTeM JUBEPTUpPOBa.

Tanaccemuu - TpyIina HacleICTBEHHBIX aHe-
MUIi, TP KOTOPBIX CKOPOCMb CUHMe3a 00HOU U3
ueneii eemoenobuna nonuxcena. HaszBanHue 00-
JIE3HU «TaJacceMus» MPOUCXOIUT OT IPEeYeCKO-
ro cjoBa, 0003HAYAKIIETO «MOpe», TaK KakK
00JIe3Hb IMPOKO PACMpOCTpaHeHa Y BBIXOAIIIECB
u3 CpenuzeMmHoMmopbs. bonbinas u manas Ta-
JacceMUM HaOJIOJAIOTCS Y TOMO3UTOTHBIX
U TEeTEPO3UTOTHBIX OOJIBHBIX COOTBETCTBEHHO.
BbykBeHHOE 0003HaUueHMe O UM 3 YKa3HIBaeT,
Kakas Helb CUHTE3UPYeTCs C TOHMKEHHOM CKO-
pocthio. B Hacrosimiee BpeMsi B pe3yJibTaTe
usyvyeHus rinoouHosoit MPHK u k1oHupoBaH-
Holi rmoouHoBoi JIHK HaunHaeT mposiCHAThCS
npuyrHa 3TUX 3a00jieBaHUIA. YCTaHOBJIEHBI
MOJIEKYJISIPHBIE MEXaHU3Mbl HEKOTOPBIX BUIOB
TaJlaCCEMUIA.

1. Jeneyus cena. Ilpum HEKOTOpPHIX BHUOAX
o-TajacceMuil JAeJleTUpOBaHbl OAMH WM 00a
Q-TJIOOMHOBBIX TeHa.

2. Hecmabuashocmy mPHK. B reMoriobuHe
Constant Spring a-1enb cogepXut 172 octaTtka
BMecTo 141 u3-3a MyTaluu, NpUBOISIIEH K 3a-
MeHe ctorn-kKogoHa UAA B KOIOH TJiyTaMUHa
CAA. TpaHcusiims yyacTka, KOTOPBII B HOpMe
He SBJISETCS KOIMPYIOIIUM, KaKUM-TO o0Opa-
30M nenaet mytaHTHyio MPHK wyBcTBUTEND-
HOM K AEHCTBUIO HYKJIEas.

3. Hapywenue unuyuayuu yeneii. Ilpu Hexo-
TOPBIX BUAAX [-TajacceMuUu WHUIMUPOBAHUE
TPAHCISLUU TIPOUCXOAUT CJUIIKOM MEIEHHO,

9TO, BO3MOXHO, OOBSACHAETCS aedeKToM
B 5'-HeTpaHCIMpyeMOil 00JacTH.
4. [lpexcoeepemennas  mepmuHayus  yenu.

OnuH 13 BUAOB (3-TajacCeMUM BO3HUKAET B pe-
3yJbTaTe 3aMEeHbl OTHOTO OCHOBAHMS B KOJOHE
mu3vHa AAG, npuBondileil Kk 00pa3oBaHMIO
cron-kogoHa UAG B 17-M MOJOXEHUU.



Puc. 29.38. Kackan dochopunupoBaHus,
WHaKTUBUPYIOLUI (HaKTOP UHU-

nuanun elF-2.

5. Ilonuxcennoe obpaszosanue mPHK. Ilpu
MHOTHX BUIax B-TajacceMuu, KakK OKa3ajioch,
reH [-riobMHa MMeeTcs, HO [3-IJIOOMHOBOM
MPHK o6pa3syetcst ouenb mano. B HacTosiee
BpeMsl TIpPMYMHA 3TOTO SIBJIEHUSI MHTEHCUBHO
usyvaetrcs. He nckitoueHa BO3MOXHOCTb, UTO
MpY HEKOTOPBIX BUIAX [-TajacceMuu He Tpo-
VCXOIUT MPaBUIHLHOTO BHIPE3aHUST BCTABOYHBIX
nocaen0BaTeabHOCTe .

29.27. TpaHciasauusi peryjuMpyercs KacKaIoMm
NPOTENHKMHA3, MHAKTUBUPYIOWIUM OJMH U3 (haK-
TOPOB MHULMALUH

B okcTpakTax peTUKYIOLUTOB MPOUCXOIUT
C BBICOKOI CKOPOCTBIO CUHTE3 CYObEAUHUIL Te-
MOTrJIOOMHA 0 TeX IMOop, MoKa He UCCSIKAET TeM.
B oTrcyTcTBUEe rema cuHTe3 Oeika OCTaHABJIM-
BaeTcs M3-3a OBICTPOro o0pa3oBaHMs (pepMeH-
TaTUBHOTO WHTMOUTOpa OEJIKOBOTO CHUHTE3a.
DTUM UHTUOUTOPOM SIBJISIETCS MPOTEMHKUHA3A.
MuieHbIo 11 KMHa3k cIyXurt elF-2 - paktop
vHUIManuu, cessbiBaommii GTP u mocra-
pagomuii  Met-TPHK, k 40S-cybuactuue
pubocomsr’. Mnaktusauus elF-2 B pesymbrate
dbochopunrpoBaHus MPUBOAUT K OJIOKUPOBA-

B ciydyae Tak Ha3piBaeMOWl [ -TalacceMHH 3TO
0Ka3ajJ10Ch UMEHHO TakK, TpUYeM EIMHCTBEHHOE OT-
JMYKe MYTAHTHOTO TeHa OT TeHa AMKOTrO THIa-3a-
MeHa OIHOTO-eIMHCTBEHHOTO HYKJIEOTHIAa B MHTPO-
He. - IIpum. nepes.

KackamHplii MeXaHM3M DEryIsSinu, OMMCaHHbIH
aBTOPOM M TIpeAJOXEeHHBIH B nabopatopun Ouoa,
okazancd omuboyHbIM. XoTd CcAMP-3aBucumasg
MpOTeMHKUHA3a (I)occi)opnnﬂpyeT MHOTHE OeNKH.
oHa He 3atparmBaeT ¢lF-2 M HuKak He BimseT Ha
AKTUBHOCTb TIPOTEMHKMHA3hl B (DU3MONOTUYECKUX
yenousax. [Hunt T., Phil. Trans. R. Soc. Lond.,
B 302. 127-134 (1983).] - IIpum. nepes.

HUI0 MHULMALMKU cuHTe3a Oenka. Kakum xe
00pa3oM reM peryjiupyeT aKTUBHOCTb 3TOM
KuHa3bl? JlelicTBME 3TO OIOCpeayeTcs el
omHoit kmHa3zoil (puc. 29.38). Kwunasza elF-2,
MoaubuIupyomas GakTop MHUIMALIMK, cama
CYIIECTBYET B NBYX (Popmax - HEAKTUBHOM Jie-
dochopunpoBaHHON U aKTUBHOU dochopu-
nupoBaHHoi. {DochopunupoBaHue KUHA3bI
elF-2kaTanu3upyeTcs 3aBUCUMOM OT IUKJIMYE -
ckxoro AMP kunHa3oii, cocTosieii U3 IBYX TH-
OB CyOBeNMHMUII - IBYX peryasatopHbix (R)
u aByx katanutndeckux (C). HeakTuBHBII KOM-
mnekc R,C nuccoummpyer nox neiicteueM Liu-
kandyeckoro AMP Ha naBe KaTaluTUYECKU aK-
tuBHble C-cyObenuHULBI U 1Be R-cyobeam-
Huubl. lem Oaokupyem npoyecc Oduccoyuayuu.
U Kak caedcmeue 3mo20 aKmugayuu 08yx KuHa3z
DpecyAsimopHOll cucmembl He npoucxooum. B pe-
syavmame gaxmop elF-2 He docgopurupyemes
U COXpausiem C60l0 AKMUBHOCMb 8 UHUYUAYUU
0enKo6oeo cunmeza. Dmom Kackad npomeuHKu-
HA3 HANOMUHAem peyAAuul Memaboiusma
eauxozena (pasma. 16.15). DTy mpouecchl UMEIOT
enie U To obluiee, 4YTO B 000MX CIydyasiX perynisi-
TOpHOE JefiCTBUE 3TUX KMHA3 o0OpalaeTcs crie-
uududeckuMu docdarazamu.

29.28. JIudrepmiiHplii TOKCHMH OJOKHPYET
CHHTe3 0ellka y JYKapuoT, MHIHOUpPYS
TPAHCJIOKAIHUIO

Ho nosBiaeHus 3¢b¢GeKTUBHON MMMYHU3aLUKU
nudTepus OblIa OCHOBHOM IMPUUYMHON IETCKOM
cMepTHoCTH. JletanbHoe AeiicTBUE 3TOi Ooses-
HU O0YCJIOBJIEHO TJIaBHBIM 00pPa3oM TOKCHHOM
Corynebacterium diphteriae - 6aKTepun, pa3BU-
BaloIleiicsl B BEPXHUX AbIXaTEJIbHBIX MYTSX.
CTpyKTYpHBI# F'eH TOKCMHA IOKAJTU30BaH B JIU -
30TeHU3upylouieM ¢are, KOTOPBIM coaepxar
Hekoropsie mTaMMbl C. diphteriae. Heckonbko
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MUKpPOTPaMMOB 3TOr0 TOKCHMHA C Maccoii 61
k/la 0OBIYHO MIPEACTABISAIOT COOOIT JTETATBHYIO
03y 11l HEMMMYHU3UPOBAHHOTO YeJIOBEKa,
TaK KaK 3TOH J03bl TOCTATOYHO AJIs UHTUOUPO-
BaHUS cuHTe3a Oenka. dudTepuitHbii TOKCUH
OJIOKMPYET CTaAuIO JIOHTAllUM CUHTe3a Oelika
y 9YKapuoT, UHaKTUBUPYS (HaKTOP 3JIOHTALUH,
HEOOXOMUMBIN IS TpaHCIOKAIUU. DTOT (pak-
TOp, Ha3biBaeMblii (haKTOPOM  DJIOHTAIMU
2 (EF-2) wmm mpanucaoka3oii, BHIIONHSIET Y 3Y-
KapuoT posib, aHamornuHyo EF-G y Gakrepuii.
Tpancnokaza Heobxomuma mnst GTP-3aBucu-
Moro nmepeMelieHuss nentuauia-TPHK  u3
A-ydyactka B P-yyactok ¥ 0OAHOBpEeMEHHOTO
nepemenieHus: uH@opmanronHoit PHK cpazy
nocie obOpaszoBaHMsl INenTuaHOU cBsI3u. Oco-
OCHHO WHTEepeceH MeXaHU3M WHaKTUBALUU
TpaHCI0Ka3bl TUPTEPUIAHBIM TOKCUHOM. Tok-
CUH Kamaauzupyem KOoGAAeHMHYIO MOoOuguka-
yuro mpancaokassl. Ipu stom NAD® cayxur
JIOHOPOM OCTaTKa aneHo3uHan(ochaTprudo3bl

(ADPR); B pesynbraTe peakluud BEICBOOO-
XIAeTCsl HUKOTUHAMU.

Mognekyna nudTepruitHOr0 TOKCMHA COCTOUT
U3 IBYX 4yacTeil. Ee MOXHO paciuenuTh Ha JBa
¢parmeHTa - ¢ maccoir 21 xJla (dparmeHt A)
u 40 xJla (bparment B). Jomen B cesnzvisaemcs
C  NOBEPXHOCMbI) — 4YBCMBUMENbHBIX — KAEMOK,
a domern A kamaausupyem ADP-pubosusuposa-
Hue mpancaokassl. TouHee, nomeH B cBsA3bI-
BaeTcs ¢ raHrauosuaoM G, MiaazMaTUYecKon
MeMOpaHbl, YTO TO3BOJISIET KaTATUTUYECKOMY
JIOMEHY MPOHUKHYTh B KJ1eTKy. [Ipu atom cBs-
3aHHBIN TOKCUH pacllerisieTcs, TaK 4To ¢par-
MeHT B ocraercsi Ha TOBEpPXHOCTU KJIETKH,
a ruapoduUabHBIA (GparMeHT A TepeHOCUTCS
B UMTO30J1b. MHTEpECHO OTMETUTh, YTO MHO-
rvie JApyrue TOKCUHBI, HampuMep XOJIEPHBIi
ToKcHH (pa3n. 35.7), TakKe COCTOSIT M3 JOMEHa,
MpeIHa3HAYEHHOTO /IS CBSI3bIBAHUS C MOBEPX-
HOCTBIO KJIETKW, M KaTaIUTUYECKOTO JOMeHa,
KOTOPBI MHAKTUBUPYET KaKOU-T1O0 BaKHBIN
KOMITOHEHT KJIETKU.
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29.29. PuGocombl, CBSI3aHHBIE C YHAOIIA3-
MATHYC€CKUM PETUKYJTIYMOM, CHHTE3UPYIOT
CEeKpeTOpHbie U MeMOpaHHbIe

0eKu

B sykapuoTnueckux KjieTkax HEKOTopble pubo-
COMBbI CBOOONHO TIJIaBalOT B IMTO30J€, TOTIA
KakK JIpyrue CBsS3aHbl C OOLIMPHON CUCTeMOW
MEMOpaH - 3HJONAa3MaAmu4ecKum pemuKyny-
mom (BP). Yuactku OP, cBs3aHHEIE ¢ prbOCO-
MaMM, Ha3blBalOTCSl wepoxosamuim P, Tak
KaK Ha 3JIEKTPOHHBIX MUKpodoTorpadusix OH
MOKPHIT 6yropkamu (puc. 29.39), B oTimume or
rnaakoro OP, He coaepxaliero pudocoM.
Knetku, cexperupyioliye O0JbIIOEe KOJUYe-
CcTBO 0esika, HamnpuMep alMHapHbIE KIETKU
MOJXKENYyTOYHOI XeJe3bl, UMEIOT CUJIBHO pa3-
BUTHI ImepoxoBaTeiii DP. B obOmem Bce wu3-
BECTHBIE CEKPETOPHbIE OEJIKM CUHTE3UPYIOTCS
cBsi3aHHBIMU ¢ DP pubocomamu. Kpome Ttoro,
prOOCOMBI, CBSI3aHHBIE C 9TON MEMOPaHHO cH-
CTEeMOM, CUHTE3UPYIOT MHOTHE OEIKU KIIETOY-
HOIl MeMOpaHbl U TaKUX OpraHess, KaK JIM30-
COMBI.

CBs13aHHBIE ¢ MeMOpaHaMu PUOOCOMBI B 00-
LIUTaxX SIIepull, BMABIIMX B 3UMHIOI CIISUKY,
00pa3yioT Kpucrajnyeckue ciaou (puc. 29.40).
DTU ynopsiiouyeHHbIe CJIOM U3Y4aloTCs B Ha-
cToslllice  BpeMsl METOJAMM  PEKOHCTPYKIIUU
TpexMepHoro u3obpaxkenus. Ha xapre Hu3KO-
ro paspelleHust BUAHO, 4TO U OoJbias (60S),
u Manas (40S) cyGyacTulbl JexaT BOJM3U II0-
BepxHOCTH MeMOpanbl. Ha Oombmioir cy6da-

Puc. 29.39. OnexktpoHHas MuUKpodOTOrpa-
¢us 1epoxoBaToro 3HAOIIIA3-
MmaTtudeckoro perukyiayma. (Ile-
gyaTaeTcs ¢ JI0OE3HOTO paspelile-

Hus n-pa George Palade.)



Puc. 29.40.

Puc. 29.41.

DJIeKTpOHHAsE MHUKpodOTOTpa-
busa xpucrannmyeckux CIoes,
CBSI3aHHBIX C MeMOpaHaMu prbo-
COM B OOLIMTax SIIEPHI], BIaB-
KX B 3uMHIO0 cnguky. (Ileua-
TaeTcs ¢ JI00E3HOTO pa3perieHusl
nm-pa Nigel Unwin.)

Casi3aHHasg ¢ MeMOpaHOii puoo-
coma. D10 M300paxKeHUe HU3KO-
IO paspelleHus] MOJYy4eHO METO-
JIOM PEKOHCTPYKIIMM Ha OCHOBE

aHalM3a  psama  BJIEKTPOHHBIX
MuKpodoTorpabuit yIopsiio-
YeHHBIX PUOOCOM, CHeTaHHBIX

mon pasiauuHeiMu yriamu. (Io
cxeMe, JIIOOE3HO TIPEeIOCTABIICH-
Hoit m-pom Nigel Unwin.)

CTUIIE MMEETCS BBICTYI, BAAIOIIMICA B MEM-
Oopany (puc. 29.41). Ulepoxosateiii OP (B
oTauMuMe oOT Tiankoro OP) comepXxuT nBa
TpaHCMeMOpaHHBIX Oejika, Ha3bIBaeMbIX pubdo-
gopunamu, Kotopble creuuduuecku B3aUMO-
IEMCTBYIOT C OOJIbIIIONH pUOOCOMHOM cyO4YacTh-
Len.

B cBs3M ¢ cuATE30M M manbHele cyabp0oit
0enKkoB, 00pa3oBaHHBIX Ha pubdbocomax IP,
BO3HUKAIOT TPU OCHOBHBIX BOIpOCA.

1. Cywecmsyem au 0Osa kaacca pubocom -
c60000Hble pUOOCOMbBL UUMO3045 U CBA3AHHbIE
¢ memOpaHamu puboCcombl - UAU 6ce pubocombl
no cymu odunaxoewst? Eciu cyliecTByeT TOJIBKO
ONIMH KJacc puOOCOM, YeM OIpeaessercs,
OCTaeTcsl 1 JaHHas prubocoMa CBOOOIHOMN wiu
CBSI3BIBAETCS C IIepoXoBaTeiM DP?

2. Kakum o0pa3om H08000pa308aHHAA NOAU-
nenmuoHas uenv, 6uIX00AWAs U3 CEA3AHHOU
¢ Membpanoil pubocomvl, npeodoseeaem Oapbvep
nponuyaemocmu  wiepoxogamoeo IP? Hampu-
Mep, TaKue CeKpeTopHbie OelKM, Kak Tpodep-
MEHTBl TOMXeNyno4yHoro coka (pasm. 8.1),
BCKOpE I0CJIe CUHTe3a 00HapyXXMBAIOTCS B MO-
Joctu DP.

3. Yem onpedeasemcs cydvba bGeaxa, cunme-
3UPOBAHHOCO HA CBA3AHHOU C MeMOpaHou pubo-
come? Hexkoropble U3 3TUX OEJKOB 3KCIIOPTH-
pYIOTCS U3 KJIETKH, TOTJa KaK Apyrue nmpeaHas-
HauyeHBbI IS OpraHesul BHYTpU KieTku. Kpome
TOTo, OENKM CUHTE3UPOBAHHBIE ILIEPOXOBATHIM
OP, obHapyXuBawTCSI B KayeCTBE COCTaBHOM
YacTH IJIa3MaTUYECKOW W BHYTPUKICTOUHBIX
MeMOpaH.

29.30. CurHajbHble NOCJIEI0BATEIbHOCTH
MO3BOJISIIOT CEKPETOPHBIM 0€JIKaM MNPOXOJAUTh
yepe3 MeMOpaHy 3HAOIAZMATHYECKOrO
peTHuKyJIyma

UccrnenoBanusi 0eJTOKCUHTE3UPYIONIEH aKTUB-
HOCTU pMOOCOM B OECKJIETOUHBIX CUCTEMax Ja-
JI1 OTBET Ha MepBbIii Bompoc. Beigensnu cBo-
0omHbIe pUOOCOMBI M3 LIMUTO30JS1 U A00ABISIN
WX K Tmperapaty MeMOpaH IiepoxoBaToro OP,
C KOTOpPBIX OBbLIM yhalieHbl puOOCOMBL. DTa pe-
KOHCTPYMPOBaHHASl CUCTEMa B TIPUCYTCTBUU
coorBercTBylominx MPHK wm mpyrux pacrso-
pPUMBIX (DaKTOPOB aKTUBHO CUHTE3MpOBaja ce-
KkpeTopHble Oenku. ToyHO Tak ke pUOOCOMBI,
TMOJyYeHHbIe U3 TIpernapara mepoxoBaToro JP,
MPOSIBJISIIN HOPMAJIbHYIO aKTUBHOCTb MPU CUH-
Te3e OeNKOB, KOTOpbIE OCTAalOTCS B IIUTO30JIE.
Kpome Toro, HUKakux CTpyKTYPHBIX pa3nuuuit
MEXJy CBOOOAHBIMU puOOCOMaMM W pUOOCO-
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Puc. 29.42. Tunorte3a cUTHaAbHOM TOCIENO-
BaTeJbHOCTU,  oOpasyouieics
NMpu OUOCUHTE3e CEKPETOPHBIX
u MeMOpaHHBIX 6e1KoB. Cornac-
HO 3TOi rumnote3e, N-KOHIEBas
MOCJIeI0BaTeIBHOCT HOBOOOpa-
30BaHHOM MOJMIENTUAHON LEMKU
(mokazaHa KpacCHBIM) TPHUBSI3HI-
BaeT pubocomy K MemOpaHe DP.
3areM curHajbHas TMocienoBa-
TEJTbHOCTb YHaJseTCs TeNTHIA-
30, pPacIioJIOXEHHOW Ha BHY-
TpeHHelt ctopoHe DP. (Blobel G.
In: International Cell Biology,
Brinkley B. R., Porter K. R., eds.,
Rockefeller Univ. Press, N. Y.,
1977, p. 318.)

MaMM, TOJy4YeHHBIMU U3 IiepoxoBatoro OP, He
obHapyxuBanoch. CiredogamenvHo, Cc8A3aHHbIE
¢ Membpanamu pubocomvi U c60000HbIE PUOO-
combl, no cymu, odunaxoswl. Ocmaemcs au O0aH-
Has pubocoma c80000HOI UAUu HNpuKpenisiemcs
K wepoxoeamomy IP, onpedeasemcs monvko
npupodoli Geaka, KOmMOpbl OHA CUHMe3UpYem.

Kaxkas e 0c06eHHOCTb CUHTE3UPYIOIIErocs
Oeska ompenesnseT, TIaBaeT I aCCOIMMPOBaH-
Hasg ¢ HUM pubocoMa CBOOOTHO B ILIMTO30J¢
WU cBs3bIBaeTcs ¢ Mmemopanoit OP? B 1970 r.
Hasun Cabatunu u T'ontep BiobGen (David
Sabatini, Gunter Blobel) nmocrynuposanu, 4to
CUCHANOM ~ NPUKDENAeHUsi  CAYICUM  Nocaedosa-
MeAbHOCMb  AMUHOKUCAOMHBIX OCMAMKO08, Npu-
necarowas Kk N-KoHUY Hogoobpasyroueiics no-
Aunenmudnoil yenu. Bckope ata eunomesa cue-
HanvHoil nocaedosamenvhocmu (puc. 29.42) Ha-
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1ula moaATBepxaeHue B paborax Cezapa Mui-
craiitna u JIxopmxa bpaynnu (Cesar Milstein,
George Brownlee), moka3aBIInxX, YTO UMMYHO-
r100yJaMHOBAY 1LieMb, CAHTE3MPOBAaHHAS in Vitro
CBOOOIHBIMU pubocoMamMu, COAEePXUT N-KOH-
LIEBYIO MOCJIeA0BaTeIbHOCTh M3 20 OCTAaTKOB,
KOTOPOIi HET B 3pesioM Oeike, CUHTe3MPOBaH-
HOM in vivo. 3areM bioGen oOHapyxwi, 4TO
BCE OCHOBHBIE CEKPETOPHBIC OCJIKU TOIKEY-
JIOYHOM XeJae3bl, CHHTe3UPOBAHHBIE in Vifro Ha
CBOOOMHBIX pubOcoMax, comepxkat Ha N-KOHIIe
NOTIOJTHUTEIbHBIE (DPArMEHTHI AJTMHONW OKOJIO
IBaallaTh aMUHOKUCIOT. B HacTosIee Bpemst
CUTHaJbHbIC MOCIEI0BATEIbHOCTU MHOTUX Ce-
KpPETOpPHBIX 0enkoB pacimindpoBaHbl. OHM
uMeloT anuHy oT 15 mo 30 octaTKoB M comep-
KaT MHOTO HEMOJNSPHBIX aMMHOKHUCIOT
(puc. 29.43).

I'mnpodoOHbIE cUTHANIBHBIE TOCIEIOBATEb-
HOCTHM, BUIMMO, IPUHMMAIOT KOHGOPMALIUH,
KOTOpBIE Y3HAIOTCS OejakamMu MeMOpaHbl OP,
obpasywomumMu KaHaubl. [lo eceii 6eposmHo-

Puc. 29.43. CurnanbHBIE TOCJIEIOBATEILHO-
CTU JBYX CEKPETOPHBIX OEJIKOB.
l'uapodoOHBIE OCTAaTKM OTMe-
YeHbl XeaATbIM. MecTo pacuie-
IJIEHUS] yKa3aHO KpacHOM uep-

TOM.



CokpallleHUs], MPUHATHIE A8 0003HAYEHUSI caxapoB:

Fuc - ¢pyko3za

Gal - rajmakrosa

Glc - rimoko3a

GlcNAc - N-aneTuiaritoko3aMuH
Man - MaHHO3a

NAN - N-anetunHelipaMuHuaaT (cuanoBasi KKCJIOTA)

cmu, HO8000pazyroujuecs HnoAUnenmuoHsle yenu
aKmueHo npomseusaromces uepez kauman 6 IP no
Mepe cunmesa. 3ateM ocobas TernTuaaza OTIe-
TJISIET CUTHAJbHBIE TOCJIEA0BATEIbHOCTU Ha
BHYTpeHHel ctopoHe OP (cM. puc. 29.42). Ho-
BOOOpasymoIIurecs: 1LeMu, KOTOpble JOJKHBI
CTaTh COCTaBHOW YacCTbl0 MEMOpPaHBI, MO-BUAM-
MOMY, cojJepxXaT cIeluajgbHble [ocienoBa-
TeJIbHOCTH, OJIOKMPYIOUIUE MEePEHOC MOJUIET -
Thga yepe3 MemoOpaHy OP mo Tex mop, moka
cuHTe3 He poxoaut no C-koHua. B ciyuae xe
CEKPEeTOPHbIX 0ENKOB, HAa00OPOT, 4epe3 MeM-
Opany OP TtpaHcmopTupyeTcss BCSl TMOJIMIEMN-
TUIHAS LETb.

naBHass ocoOeHHOCTP MeXaHU3Ma CHUT-
HaJIbHbBIX MocJie10BaTeIbHOCTE I COCTOUT
B TOM, YTO TEPEHOC MOJHUIMENTUIA Yepe3 MeM-
O6pany DP compsxeH ¢ TpaHcasuueir. Odwako
HeKxomopble Oeaku Mmoeym nepecekamov memopa-
HY yJice nocae moeo, Kak ux cuHme3 3aGepuieH.
Hanpumep, 6e1ku MUTOXOHIPUU U XJTOpOTLIA-
CTOB B OOJBIIMHCTBE CBOEM KOAUPYIOTCS
AACPHBIMU T€HaMUW U CUHTE3UPYIOTCA I1a CBO-
0O0IHBIX prbOCcOMax. DT OEJKU BBIXOAST B LIM-
TO30Jb W 3aTeM IIPOXOASIT uYepe3 MeMOpaHy
opraHesibl. O4eBMOHO, TPAHCIOPT 3TUX Oe-
KOB TPOUCXOIUT HOCHMMPAHCAAYUOHHO, & HE BO
BpeMs TpaHcasiuuu. MHTEepecHO OTMETUTDH, YTO
9TU MUTOXOHJAPUAJBHBIC W XJOPOIIJIACTHBLIC
0esIKu, MOJOOHO CEKPEeTOPHBIM OejlKaM, comep-
kaT N-KOHIIEBbIE MOC/IEA0BAaTEILHOCTH, KO-
TOpBIE YIAJSIOTCS BCKOPE MOC/IE UX MPOHUKHO-
BEHUS yepe3 MeMOpaHy.

29.31. IlpucoeauHeHne caxapHBIX OCTATKOB
«dapa» K TIHKOINPOTEHHAM INPOUCXOIUT

B JHAOIJIA3MATUYECKOM PETHUKYJIIyME

npu y4JacTud JOHOpaAa A0JHUX0.Ja

IToutn ko BceM OenkaMm, CUHTE3UPOBAHHBIM
pubocoMamu, cBsizaHHbIMU ¢ OP, mpucoenu-
HSIIOTCSI KOBaJIeHTHO CBSI3aHHBIE YTJIEBOAHbBIE
octaTku. PacTBopuMble 0enKu, CUHTE3U-
pyeMmbie CBOOOIHBIMU puUOOCOMAMU B IUTO30-
Jie, HAoOOpOT, MOUYTH HMKOTAA HE CBSA3aHBI
¢ yrneBonamu. Kak yxe ymoMuHanoch (pasm.
10.12), ocratkm caxapa, OYeBHUIHO, OPMEHTHU-
pYIOT IJIMKOMpPOTeUuHB B MeMOpaHax. Kpome
TOTO, YTJEBOJHbBIE TPYMIbI MOTYT B KaKOW-TO

CTENEeHU TPeaoNpeaAcasiTh CyAb0y TJIMKOMPOTE-
nHa. OOBIYHO TJIMKOTPOTEUH COINEPXUT OIHY
WJIM HECKOJIbKO OJIUTOCAaXapUIHBIX TPYIII, TIPH-
COEIMHEHHBIX K aclaparnHOBBIM OOKOBBIM IIe-
msaM N-TIMKO3MIHBIMU CBA3IMU. Pexe caxapa
NPUKPEIISIOTCS K CEPUHOBBIM WM TPEOHU-
HOBBIM OOKOBBIM LemnsIM O-TIMKO3UIHBIMU
cBsI3saMu. HemocpencTBeHHO ¢ ocTaTKaMM ac-
nmaparuHa Bcerga cBsi3aH N-alleTUJITIIOKO3a-
MHH, TOTIa KaK K CEpUHY U TPEOHUHY IPHUCOE-
nuHseTcss N-aleTuIrajJakTo3aMuH.

B raumkompoTemHax BCTpeyaloTCsl caMble
pa3HooOpa3Hble oJyiurocaxapuibl (puc. 29.44).
OgHaKo B OCHOBE 3TOTO Pa3HOOOpa3us JIEXUT
0o0IIMIA TIAH CTPOCHMUS: Yene00Hble OCMAMKU,
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npucoeOuHentvle Kk ocmamkam dacnapaeuna (ue-
pe3 amom asoma), umeiom oOujee GHympeHHee
oaueocaxapudHoe <«a0po». ODTOT TOBTOPSIO-
IIUIICS MOTHUB OTpaXkaeT CIocod OuocuHTe3a
OJINTOCaXapUIHOW YaCTH TJIMKOMPOTEUHOB: 00~
wuil onuzocaxapudnsiii 6nox (puc. 29.45) nepe-
HOCUMCA ¢ AKMUBUPYIOUE20 AUNUOHO20 NepeHO-
CHUKA HA pacmyuyio NOAUNEnmuoHylo Uenb Ha

Puc. 29.44. CrpykTypa oJuMrocaxapuaHoro
0CTaTKa, CBSI3aHHOTO C acrmaparu-
HOM B YeJIOBEYECKOM MMMYHO-
rnobynuHe (A) U B TUPEOIIOOy-

nuHe cBUHbBU (B).

Puc. 29.45. Crpykrypa aKTUBUPOBAHHOTO
OJINTOCAXapUAHOTO «sapa» (Imo-
Ka3aHO CUHUM 11BeToM). [lepeHo-
cuMK (MoKa3zaH eJThIM IIBe-

TOM) - foauxoiadocdar (Ax).
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eHympeHHeil cmopone membpanst IP. TlepeHoc-
YUKOM CIYXUT doauxoaghocgpam - AU
C OYEHb JUIMHHOM 1IeTblo, COmepXKalluii 0KOI0
asanuatu  uszonpeHoBblXx  (C;)  OCTaTKoB.
Konueast docdarHass Tpymnma 3TOro BechbMma
ruapodOoOHOro  TepeHOCYUKa - MeCTO  TpU-
KpeTuleH!s] aKTUBUPOBAHHOTO OJIUTOCaXapuia.

K mommxondocdary nmpucoeauHsieTcsl OJM-
rocaxapumaHbIi OJIOK, COCTOSIIMIA W3 JBYX
ocTaTkoB  N-alleTWITII0OKO3aMUHa, JeBATU
MaHHO3 U Tpex IoKo3. Ero oopasoBaHue uuer
MyTeM TIOCJAENOBAaTEIBHOTO MPUCOCTVMHEHUS
MoOHoOcaxapuaoB (puc. 29.46).

AKTHBUPOBAHHBIE TOHOPHI CaXapoB B 3TUX pe-
ak1usax - npousBogHsie UDP, GDP u nonuxo-
na. Pagcnennduueckux tpaHcdepas KaTaau3mn-
pPYeT CUHTE3 aKTMBUPOBAHHOTO OJIUTOCAXapUI-
HOTO «sIapa». 3aTeM OHO IMEPEHOCUTCS Leau-
KOM Ha OIpeAeleHHBI OCTaTOK aclaparmHa
pacTymieil MOJUTIENTUAHON L. AKTHBUPO-
BaHHBI osurocaxapua u creuubuyeckas



TpaHcdepasa pacrnosioXXeHbl Ha BHYTPEHHEN
ctopoHe OP. O6 aTtomMm cBUAOETENbCTBYET TOT
dakT, 4To 6Eenku B UUTO30s1€ HE FIMKO3UINPO-
BaHbl. Onurocaxapua MoxeT OblTb Npucoeau-
HEH TOJIbKO K TaKOMYy acraparuHy, KOTOpbI
BXOOWT B nocnepgoBaTesibHOCTb Asn-X-Ser nnm
Asn-X-Thr. B 6onblUMHCTBE cnyyaeB aBa M3
TPEX OCTaTKOB [JIIOKO3bl MPUCOEONHEHHOIO
onurocaxapuga ObICTPO yaansTcs, Koraa
rNUKOMNpOTeVH elwe ceasaH ¢ OP.

Mpu nepeHoce onurocaxapwuaa Ha 6enok Bbl-
cBoboxgaeTcss  gonuxonnupodocdar,  Ko-
TOpbIV Nog, aencremem docdarasbl CHOBa Mnpe-
BpallaeTcs B gonuxondocdar. 1o npespatle-
HWe 6/1oKMpyeTcs aHTUONOTUKOM 6aumnTpaLm-
HoM (pasp. 32.6). Ewe oavH UVHTEPECHbIN
aHTUONOTUK-UHINMOUTOP - TYHUKAMULINH, m-
OpodobHbIM  aHanor  UDP-N-auetunrioko-
3aMmHa. TyHUKamuumH ONOKUPYET MnepBbli
artan obpazoBaHusi ONIMrocaxapuaHoro
«aapa» - NpUcoeauHeHve N-aueTtunriniokosa-
MUHa K gonuxondocdary.

29.32. Moaudukaums M COpTUPOBKA

rNUKONPOTEMHOB  MpoOMCXOAUT B annaparte
FonbpXxu
Benkn, Haxopsauwmecss BO BHYTPEHHEM [MpPO-

cTpaHcTBe IP 1 B ero MemMbpaHe, NepeHocaTcs
B annapatr [o/b4xu - CTOMKY  YNJIOLWEHHbIX
MeMOpaHHbIX MeLLKoB (puc. 29.47). B aToin op-
raHenne onurocaxapugHoe «sapo» FMKONpo-
TEVNHOB yOansaeTcss U K HAM NPUCOEOVHSAIOTCS
HOBble caxapa. Kpome Toro, annapat onboxu
COPTUPYET U YMNAaKOBbIBAET [MUKOMNPOTENHbI
NS TPAHCMOPTMPOBKM B APYrve y4acTku KneT-
kn. nukonpotemHbl gocTtasnsiTcs 3 OP
K BbIMNyKSIO NOBEPXHOCTU annapata [onboxu
B MNy3blpbkax anameTpoM 500 A, oKpy>KEeHHbIX
0060/104KOM, MNOKPLITOM YeM-TO BPOAE LLUETMHOK
(pyc. 29.48). OTa obonoyka NpencrTasBnsieT co-
OO MHOrOrpaHHylo peLUeTHaTyio CTPYKTYPY,
COCTOSILLYIO N3 CYObeaVHULLK/Ia TP HAa MacCcomn
180 ka (puc. 29.49). OTn Tak Ha3biBaeMble
OKariMIEHHbIE My3biPbKKY OTNOYKOBLIBAIOTCHA OT
OP n 3atem cnuBaioTca ¢ annapatom lonba-
1. Kpome Toro, oHM nepeHocatT mMemMmOpaHHble
6enkn OT BOrHyTOM MOBEPXHOCTW annapara
fonbakn B NM30COMbI, K Ma3mMaTu4eckom
MembpaHe U B Apyrue ydacTtkm knetkn. K tomy
€ OKaMMIEHHbIE MY3bIPbKM MEPEHOCAT 6enkm
M nvnuabl  OT  Mia3mMaTu4eckor  MemMOpaHbl
K BHYTPEHHUM MeMOpaHam. Takum ob6pa3om,
KnaTpuH WrpaeT KI4YeByl0 PoJib B MepeHoce
pparmMeHToB MemMbpaHbl B rpeaenax KiaeTku.
BaxxHO OTMETUTb, 4TO BO BpPEMSI 3TUX MPOLLEC-
COB MepeHoca acMMETpUsi MeMbpaH coxpa-
HAEeTCA. BHYTpEeHHsin MOBEPXHOCTb MeMOpaHbI

Puc. 29.46. AKTMBMpPOBaHHOE  oOJfiMrocaxa-
puOHoe SAPO CUHTE3MpyeTcs ny-
TeM nocnepoBaTesibHoro  npu-
coeauVHeHUs OTAOESIbHbIX OcTaT-
KOB caxapoB. 3aTtemM Becb Onok
nepeHocuTcs Ha OOKOBYKO LEeMb
onpeneneHHoro ocTaTtka acna-

parvHa HOBOOOPA30BaHHOIO
6enka BO BHYTPEHHEM MPOCTpaH-
ctee OP.

OoKarMMEeHHOro ny3blpbka M annapata [onba-
XXM COOTBETCTBYET BHYTPEHHEN CTOPOHE MEM-
OpaHbl IOP. Korpa okaiiMneHHble My3bipbku
C/MBAIOTCH C NAa3MaTnyeckon MemMopaHo, nx
BHYTPEHHSIS MOBEPXHOCTb CTAHOBUTCS HapyX-
HOW MOBEPXHOCTbIO MJa3MaTn4eckom Mem-
O6paHbl. CnegoBaTtefnibHO, BHYTPEHHME MOBEepX-
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reHoB y 3yKapuoT 161



Puc. 2947. BnexkTpoHHasT MUKpodoTOoTrpa-
dus (6sepxy) U cxeMaTUIECKOE
n3zobpaxeHue (gru3y) ammapara
Tonpmxu. B a10li oOpraHemie
TTPOMCXOANT MonuduKaims,
COPTUPOBKA W YMaKOBKa TJIUKO-
MpOTenHOB. (DJIeKTpOHHAsI MU-
KpodoTtorpadus rmevyaTaeTcs
¢ M06e3HOTr0 paspelieHus O-pa

Lynne Mercer.)

HocTU MeMmOpaHbl OP u apyrux opraHesn
COOTBETCTBYIOT Hapy>XKHOW IMOBEPXHOCTH TIIa3-
Matuyeckoit MemopaHbl (puc. 29.50). IMo atoit
MPUYMHE YIJIEBOAHBIE TPYIMbl TJUKOMPOTEU-
HOB TIa3MaTUYecKoil MeMOpaHBl Bcerga pac-
MOJIOXEHBl Ha €€ HapyXHOW IOBEPXHOCTHU
(pazno. 10.12).

B ammapare Tonbmku MNPOUCXODUT Tiepe-
CTpOIiKa OJIMTOCAXapUAHBIX TPYIIT TJIUKOIPO-
TewHOB. EMMHCTBeHHasT ocTaBIasicsl TJII0OKO3a
Y HECKOJIbKO OCTaBLIMXCS MAHHO3 OJIMTocaxa-
puUIHOrO «sinpa» ynajsiorcsa. Ha atom dopmu-
pOBaHUE YIJIEBOAHBIX OCTaTKOB HEKOTOPHIX
TJIMKOTIPOTEMHOB  3aKaHYMBaeTCs. Bornee
CJIOXKHBIE OJIMTOCAXapUIbl APYTUX TJIUKOIPO-
TEMHOB 00pa3yloTcs MyTeM MOCIeA0BaTeIbHO-

ro MPUCOECOMHEHUS CcaxapoB K OCTaTKaM
Yacrp 1IV.
162 Undopmauus

Puc. 29.48.

Puc. 29.49.

DJeKTpoHHasA  MuKpodoTorpa-
¢us okalMIEHHBIX My3bIPbKOB
(66epxy). Cxema OKaliMJIEHHOTO
ny3sipbKa. ([lewaTaercs ¢ mobe3-
HOTO pa3zpeuieHus a-pa Barbara
Pearse.)

H3obpaxkeHue  peKOHCTPYUPO-
BaHHOTO OKAMJIEHHOTO My3bIPb-
ka. OHO MOJy4YeHO HaJOXEHUEM
MHOTHUX 3JIEKTPOHHBIX MUKPODO-
Torpaduii. [Woodwart M, P.,
Roth T. F., J. Supramol. Struc-
ture, 11, 240 (1979).]



Puc. 29.50. AcumMmeTpusi KJIETOUHBIX MeEM-
OpaH. BHyTpeHHHME TTOBEPXHOCTHU
OP u apyrux opraHejl COOTBET-
CTBYIOT HapYXHOM MOBEPXHOCTHU

TJIa3MaTUIeCKO MeMOpaHBbI.

«siapa». Hampumep, B KauecTBe aKTHUBUPO-
BaHHBIX JTOHOPOB MPU CUHTE3€ KOHLIEBOTO TPU-
caxapuJIHOTO OCTaTka, OOHApyXeHHOro B He-
KOTOPBIX TAMKOMpoTenHax, BeicTynaior UDP-
N-aueTuarIroKo3aMuH, UDP-ranakro3sa
u CMP-neitpamunuaat (puc. 29.51). Orot mno-
CIeHMIT 3Tam OWOCHMHTE3a, MPOTEKAIIIU
B anmapate [onbmaku, TOJYYMUJ Ha3BaHUE
OKOHYAMEeAbHO20 2AUKO3UAUPOBAHUS - B OTIIU-
4yue OT eAUKO3UAUPOBAHUS 0AUL0CAXAPUOHO2O
«2dpa», KoTopoe Tmpoucxoaut B IP.

Kaxk mpoucxoauT copTUpoBKa IITUKOMPOTEU -
HOB B amnmaparte [onbaxu? Kakum myteM oHM
NOCTaBsIIOTCA B MecTa HazHaueHusi? OTBeTta
Ha 3TM WHTPUTYIOIME BOMPOCH MOKA HET, HO
KJII0UOM K MOHUMAHUIO MPOOJeMbl MOXET MO-
CIyXUThb Oone3nb I-kaemok (ee TakXke Ha3bI-
BaloT Mykonunugo3zoM II). Dro HapymeHue
(GyHKIIMM NHM30COM HacjemyeTcsl Kak ayTo-
COMHBII PELECCUBHBIN MPU3HAK U XapaKTepu-
3yeTcsl CUJIbHOM 3aJepXKOil MCUXOMOTOPHOTO
pa3BuTUd U gedopmalueit ckeneta. JIM30COMEI
B COEIMHUTENbHBIX TKaHIX OOJbHBIX COAepXKaT
KpYIMHbIe BKIOYeHUs (Ha3BaHUe 00Je3HU TPO-
HMCXOIMT OT aHTIJI. inclusion - BKIloUYeHME) Hele-
peBapeHHBIX TJMKO3aMUHOTIUKAHOB U TJIUKO-
munuaoB. Haauuue smux exarovenuii  o6ycao-
61€HO OMCYMCMEUEeM 8 AUZ0COMAX OO0AbHbIX NO
MeHbuiell Mepe 60cbMU epmMeHmos, Heobxo-
Jumbix Oasa ux pacwensenus. B To e BpeMs
OTPOMHBIE KOJIMYECTBA 3TUX (epMEHTOB OOHa-
pyXuBaloTCs B MOYe U KpoBU O00JbHBIX. Cleno-
BaTeJIbHO, CUHTE3 aKTUBHBIX (DEPMEHTOB MpU
0osie3HM [-KJI€TOK MPOMCXOAUT, HO BMECTO TO-

ro, 4TOOBI 3amacaThCsl B JM30COMax, OHM 3KC-
MOPTUPYIOTCS M3 KJIETKU. [IpyrumMu ClloBaMM.
npu 6oaesnu I-xaemox uenviii psaod ghepmenmos
NOKAAU3YeMCsi 8 HeNnpasuabHoM Mmecme. ITU
(epMeHTEI He comepxkaT MaHHO030-6-¢ocdara,
KOTOpHIi 00blYHO ¢ HUMM cBsizaH. Crenosa-
TeNbHO, MAHH030-6-ocgpam, no 6ceil 6eposm-
Hocmu, npedcmasasem cobol mapkep, Hanpa-
BAAINOWULL 8 HOpMe MHoeue 2udpoaumu4ecKue
depmenmul uz annapama Ioavoxcu 6 auzocomoi.
WNHTepecHO BBISICHUTH, YYacTBYIOT JIM YrIje-
BOJHBIE OCTAaTKM [PYIMX TJIUKOIPOTEUHOB
B PEryJsiiuM BHYTPHUKJICTOYHBIX TepeaBHKe-
HMIA.

3akyilouenue

ByKapuoThyeckass XpoMocoMa CONEPXUT OJIHY
MoJjekyny nByxcrnmpanbHoit JIHK, xoropas mo
KpaifHeit mepe B 100 pa3 mauHHee, 4eM MoJe-
kyiael JIHK B xnerkax mpokapuot. JJHK mpou-
HO CBsI3aHa C OCHOBHBIMM OejKaMu, KOTOpbIe
Ha3bIBAlOTCS TUCTOHaMU. XpOMATUHOBAas HUTb
TpeacTaBisieT coboi TMOKY0 LEeMb HYKIEOCOM.
«flapo» 3TOro TMOBTOpPSIIOLIETOCS 3JIEMEHTa
(MUHUMaNbHAS HYKJIEOocoMa, KOp) COAEPXHUT
dparment JHK mnunoit 140 map ocHoBaHUIA,
HaKpyYeHHBbI HAa OKTamep TUCTOHOB, B COCTaB
KOTOPOTO BXOMSIT MO IBE MOJIEKYJIbI TMCTOHOB
H2A, H2B, H3 u H4. MuHumanbHble HYKJIEO-
COMBl COEIMHEHbl MeXay co0Ooi JMHKEPHOH
JOHK, nnuHa KoTopoil 06bluHO cocTaBiusger 60
nap OCHOBaHMIi, CBI3aHHOM C OJHOM MOJIEKY-
noit rucrona HI. bnaromaps HykieocoMam
NOHK MoxeT ykopauuBaTbCsi B CEMb pas.
D10 - IepBBIiE  ypoBeHb KoHmeHcauuu JIHK.
Dykapuornyeckas JHK pernuiupyercs mony-
KOHCEPBAaTUBHBIM TYTeM W HAIMOJOBUHY He-
MpepbiBHO (T.€. MOJy4YaeT MO OAHOU U3 pOIU-
TEJIbCKUX L€Meii), NpuYeM peruiuKalus Ha-

29. XpoMoCcOoMBbI U BbIPAKEHHE
TeHOB Y 3YKapuoT 163



Puc. 29.51. 3aBepmalomas cTagus CHHTE3a
CoAepKallIero HEWpaMUHUIAT
YIJIEBOJHOIO OCTaTKa TJIMKOIMPO-
TerHa (TpaHcheppuHa yeaoBeKa).
Dra peakuus NPOUCXOOUT B afl-

napate loabmxu.

YUHAETCS B HECKOJNBKHMX ThICSYax MecT. bonb-
1I0¢ YMCJIO TOYEK MHULMALKUKU OOYCIOBICHO
orpoMHOI mInmHO# syKapuotndeckoit JITHK mo
CPaBHEHMIO C IPOKAPUOTUYECKOM.

KuHeTtnka peaccouuanuu IeHaTypUpPOBaH-
Hoit HarpeBanueM JIHK moxkassiBaeT, 4To ayKa-
puotnueckas JHK B ornmuyne ot mpokapuoTu-

YEeCKOM COAEpPXKUT MHOIO ITOBTOPSIONIMXCS

MOCJIeJOBATEIbHOCTEH OCHOBAHMUIM. JIHK
Yacts 1V.

164 Nnadopmamus

¢ Ooabwum uucioM nosmopos (caTeIMTHas
O HK) o6b1yHO pacmoyioxkeHa BOJIM3U OT LIEH-
tpoMep. Hekotoprie catemnuraeie JHK mpen-
CTaBJISIIOT COOOW TENTAHYKJICOTUIHYIO TIOCIe-
I0BaTeIbHOCTb, MOBTOPeHHY0 Oomee 10° pas.
Hpyras ¢pakuusa AHK ¢ ymepennoim uucaom
nosmopog. B reHOME MHOTUX 3YKapvOT T€HbI
pubocomHbix PHK ¥ ructoHoB mpucyTCTBYIOT
B KOJIMYECTBE JACCSATKOB WM COTEH KOIMIi.
bonbmasa vacte JHK ¢ yMepeHHBIM 4HCIOM
IMOBTOPOB WTIPAET, IMO-BUIAMMOMY, KaKylO-TO
pPeryjisiTopHylo posib. TpeTbs ¢pakuus - yHu-
kanvas JIHK. OHa cocTouT Hu3 TIOCIemOBa-
TeJbHOCTEM, KOTOpbIe BCTpeYaloTCcsl B Ta-
MJOUAHOM TeHOME TOJIbKO OIMH WJIM HECKOJIb-
Ko pa3. MuHorue wu3 Takux OENKOB, Kak
¢GuOpOMH 1lIeJIKa, TeMOIJIOOMH U OBaJbOyMMH,
KOAMPYIOTCS YHUKATbHBIMU T€HAMHU. DTH TEeHbI
JaloT  OoJbIIME  KOJMYECTBA  CTAOMJIbHOI
MPHK. VHukanbHble mOC/I€10BaTENbHOCTH
00BIYHO TEepeMexXarTcss C YMEPEHHO IMOBTO-
psAIIUMUCS TocienoBaTeabHocTaMU. Kpome
TOTO, JJISI BBICIIMX 3yKapMOT XapakKTepHO Ha-
JMYMe BCTABOYHBIX IOCJIENOBATEIbHOCTEN BO
MHOTMX TeHaX, KOIMPYIOIIMX OerKu.

PHK B aykaproTuyecKux KIeTKaX CUHTE3M-
pyercsa tpemsi Tunamu PHK-monumepas. Ilep-
BUYHbIC TPAHCKPUNTHI IpPETEPHEBaOT CYIle-
CTBEHHbBIE U3MEHEHUSI, TIPEXIe YeM OHU Tepeii-
OyT M3 sapa B I1MTO30Jb B BHUIEC 3pEJbIX
mojekyn pPHK, TPHK u MmPHK. WMudopma-
unonHeie PHK monyvalorcst u3 ropasmo Gonee
IJVHHBIX TepBUYHBIX TpaHCKpUnToB (rsasPHK)
NyTeM pacllelJieHUs] 1 BOCCOeNMHEeHUs Gpar-
MEHTOB. DyKapuoTuuyeckass uHQopManMoHHas
PHK umeer Ha 5'-KOHIle «KOJIIA4OK» M Ha
3'-KoHIIe OOBIYHO IJIMHHYIO poly(A)-mocieno-
BaTeJIbHOCTh. ENVMHCTBEHHBIN TpaHCIUPYEMbIii
yyactok MPHK o6pamyieH HeKoaupyoIiuMu
MOCJIeq0BaTEIbHOCTSIMMU, WHoOTrAa 0YEHb
nnuHabeiMu. Ha6op MPHK B aykapuotnueckoit
KJIETKE 3aBUCUT OT M30MpaTeJbHOTO MpolLec-
CUHIa TIEPBUYHBIX TPAHCKPUINTOB, a TaKXe OT
CKOPOCTM TPAaHCKPUIIIMKM Pa3IUYHBIX TI'€HOB.
Perynsuust Ha ypoBHe TpaHCHSALMU, MO-BUAU-
MOMY, UIpaeT MeHee BaXHYIO pOJib MPU JAeTep-
MUHMPOBaHUM Habopa ©O€lIKOB, CUHTE3U-
pPyeMBIX KaXmoll maHHoOU kieTkoi. 80S-pubo-
coMa 3ykapuotr cocrout u3 60S- u 40S-cyGua-
ctull. Kak 1 y npokapuoT, y 3yKapuoT UMeeTCs
ocobas nuunuatopHasi TPHK, Ho oHa He dop-
MuinupoBaHa. UHULIManus y ayKapuor peryJsiu-
pyeTcsl KackKajioM MPOTeMHKMHAa3, UHAKTUBU-
pyloummux oAuH M3 (HAKTOPOB HWHULMALUU
(eIF-2). MUTOXOHIPUM M XJIOPOILIACTHL COAEP-
xat cooctBeHHnylo JJHK, xoropast He cBs3aHa
¢ rucroHamu. CuHTe3 Oejka B 3THUX OpraHes-



Jlax HallOMMHAaeT CUHTe3 Oejika y OaKTepuil.

CekpeTopHble U MeMOpaHHbIe OENKU CUHTe-
3UPYIOTCS PUOOCOMAaMU, CBSI3AHHBIMU C 3HIO-
Mjaa3MaTUYeCcKUM PpeTUKyaIymMoM. MHorue u3
9TUX OEJNKOB COAepXaT CHJIBHO TUAPODOOHYIO
N-KOHILIEBYIO  TOCJIEI0BATEIbHOCTh,  KOTOpPast
CJIyXUT CUTHAJOM [JJis1 MpUKperieHus pudo-
coMbl K MeMOpaHe OP. 3areM CUHTE3UpPYlO-
wascs NOJMINENTHAHAs LeNb aKTUBHO MNPOTS-
ruBaetrcsi yepe3 memoOpany OP, a curHanapHas
MOC/IeN0BaTENIbHOCTh OTILIEIJISIETCS Ha BHY-
TpeHHeil cropoHe. I[louyTu kKo BceM Oenkawm,
CUHTE3MPOBAHHBIM Ha CBSA3aHHBIX C MCM6paHa-
MU IOJIMCOMaAX, KOBAJICHTHO NPUCOCAUHACTCA
OIMH WJIM HECKOJIbKO YIJIEBOAHBIX OCTATKOB.
B OP npoucxoaut mnepeHoC YHUBEPCAIbHOTO
0JIMTOCaXapMIHOTO 0JIOKA ¢ aKTUBUPOBAHHOTO
JIOHOpA J0JIMX0Jia Ha crieluduyeckylo acrapa-
TMHOBYI0O OOKOBYIO 1IeTlb. [JIMKONPOTEUHbI
nepeHocatcss u3 OP B ammapatr [onbaxu
B OKaWMJIEHHBIX MYy3bIpbKaX. OTU MYy3bIPbKHU,
MOKPBITHIE KJIATPUHOM, YYACTBYIOT BO MHOTHX
mpoleccax oOMeHa MexXny MeMOpaHHBIMU
cTpykrypamu. B anmmapate 'onbaxu mpoucxo-
AT YKOpauMBaHUE U OKOHYATETbHOE TJIMKO3U -
JIMPOBaHME OJIMTOcaxapuaHbIX ocTaTkoB. Kpo-
M€ TOTO, 3leCh TJIMKOMPOTEUHBI COPTUPYIOTCS
U OTHpaBJAIOTCS 1O Ha3HaueHuio. Yrie-
BOJOHbBIE OCTaTKU, MO-BUAUMOMY, UTPAIOT BaXK-
HYI0O pOJib B 3TOM TIpoliecceé COPTUPOBKU.

Puc. 29.52. DBDaexrpoHHas  MuKpodoTorpa-
ust okaliMJIIEHHBIX TY3BIPHKOB,
JIeXallX Ha IJ1a3MaTU4ecKou
memOpaHe kietku. ([ledaraercs
¢ JoOe3HOro paspeleHus I-pa

John Heuser.)
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I'’TABA 30
Bupych

Bupycw npencraBisior co60ii MHGEKIIMOHHBIE
HYKJICMHOBBIE KHCIIOTBHI, YITaKOBaHHBIE B 3a-
IIUTHYIO 000JIOUKY. 3To - Haubolee 3bhdek-
TUBHBIE U3 BHYTPUKJIETOUYHBIX I1apa3uTOB.
B oTimuure oT KJI€TOK BUPYCHI HE CIIOCOOHBI BbI-
pabaTbIBaTh SHEPrUI0 C ITOMOIIBIO MeTaboIu-
YeCKMX peakiuid WM CUHTE3UMPOBaTh OEIKU.
OHU OTAMYAIOTCS OT KJIETOK M TeM, 4TO COHep-
xat Toabko JIHK unu roneko PHK, Ho HuKOT-
Jla He CoAepXaT M TO U APYroe OJHOBPEMEHHO.
OnmHM BUPYCHI COIEPXKAT OMHOLIETIOYEYHYIO HY-
KJICUHOBYIO KHUCJIOTY, OPYTHE - IBYXIEIMOYeyd-
Hy10. 10 CJIOXXHOCTH CTPOEHMST BUPYCHI IITUPO-
Ko BappupyloT - o (dara QB - PHK-comepxa-
mero (ara, wumelomero Bcero 4 TeHa,- 0
BUpYCa OCIbI, TEHOM KOTOPOTO HAaCYMUTBHIBAET
npuMepHo 250 reHOB. ['0TOBBIIT BHEKJIETOYHBIM
MPONYKT pa3MHOXEHUs BUpYCa Ha3bIBACTCS 6l-
puoHom (MM eupycroti yacmuyeii). Hyxmeumno-
Basg KHCJIOTa, BXOASIIAasi B COCTaB BapHMoOHa,
olneTa OEIKOBBIM Kancudom, 3alIUIIAIONINM ee
OT (bepPMEHTATUBHOIO PACIHIEIUICHUS M MEXaHU-
YeCcKUX noBpexnaeHnii. UMmeHHo kamcum obecre-
YUBaeT BHEApPEHWE HYKJIEMHOBON KHCIOTHI
B KJETKM YYyBCTBUTEJIbHOU KJIETKM-XO3sMHA.
Y HekoTOphIX 00jiee CIOXHO YCTPOCHHBIX BHU-
PYCOB XXUBOTHBIX KaIlCUA OKPYXEH 000104KOli,
colepxXalleil JTUMWI ¥ TIMKOIPOTSHH.

MpI yXe Bumenn, 9To n3y9eHne BUPYCOB OKa-
3aJ10 TyOOKOe BO3MEHCTBME HAa pa3BUTUE MO-
JIeKyJIsipHO#l Guojornu. B KadecTBe mpumepa
MOXHO IIPUBECTH OTKPBHITHE NHPOPMAIIMOHHOM
PHK. HeocnabeBaromuii mHTEpeC HCCIEI0Ba-
TeJlell K BUpycaM OOBSCHSIETCS HECKOJIbKUMU
npuIrnHaMu. Bo-TiepBhIX, pa3MHOXEHHUE BUPY-
ca - MOIIENb pa3gumusi Kiemku, TaK KaK OHO CO-
MPOBOXIAETCS IOCIEAOBATeIbHBIM BbIpaxe-
HMEM TEHOB M COOpPKOl MaKpOMOJIEKYJ
B BeCbMa yIOpsIOYEHHbIE CTPYKTYphl. OTHO-
CUTEJIbHO HEOOJIBIIOe YMCIO BUPYCHBIX T'€HOB,
BBICOKAsI CKOPOCTh PEILUIMKALIY U JIETKOCTD Te-
HETUYECKOTO aHajM3a TaKXe JeJ1aloT BUPYCHI

BECbMa TIPUBJIEKATEIbHON MOZICJIbIO. Bo-
BTOPbIX, BUPYCHI - UICTOYHUK Hpe,ﬂCTaBHCHHﬁ
00 I60NIOUUOHHBIX npoyeccax U MOJIEKYJTAPHBIX
acIiekTax 83auMOoOmHOUleHUll X034AUH-napa-
3um. B TPETbUX, HEKOmopble eupycol 6bl3blearom
Y 3KCnepumeHmanibHbvlX HCUBOMHbIX pAK. Nu-
TEHCUBHO M3Yy4Yac€TCAd U BO3MOXHAasA pPOJIb BUPY-
COB B PAaKOBBIX 3a00JIeBAaHMSIX YeJIOBEKa.

30.1 OGosI0uKa MeEJIKMX BHPYCOB COCTOMT U3
MHOXKECTBA MIEHTHYHBIX 0EJKOBBIX CYO'beINHHUIL
OO11ee YMCI0 aMUHOKHCIOT B 000JI0YKE BUPY-
ca Bcerga IPEeBOCXOAUT 4YHKCIO HYKJICOTHAOB
B ero reHoMme. Hampumep, GenkoBas 00oouka

Ta6auua 30.1. Tunst BupycoB (Davis B.D., Eisen H.N.,
Ginsberg H.S., Wood W.B., Jr., Microbiology, Harper and
Row., 1973)

HyxneunoBas IMpencraButenn Mpu-
KucioTa MepHoe
4uCIo
reHOB
OznHouenovyevHas Qar X174 5
OHK
I ByxuenoyeyHas Bupyc nonuomsl 6
OHK
AneHosupyc 2 30
®@ar T4 150
Bupyc kopoBbeii oc- 240
bl
OnHomenoyeyHast ®ar QB 3
PHK Bupyccapkombr Pay- 4
ca
Bupyc rabauHoii Mmo- 6
3aUKH
Bupyc mnoauomuenu- 8
Ta
Bupyc rpunma 12
JIByxuenoyeyHas PeoBupyc 22
PHK

30. Bupycsi 167



Puc. 30.1. DOixexrponHagd MuKpodoTorpa-
(us BuproHoB T4 B 3apakeHHBIX
kierkax. ([levaraercs ¢ mobes-

HOTO paspelleHus A-pa Jonathan

King, n-pa Yoshiko Kikuchi
u g-pa Elaine Lenk.)
OIHOW 4YacCTULIBI BUpyca Tab0auyHOW MO3auKu

(BTM; puc. 30.2) comepxur oxoio 340000
aMMHOKUCJIOTHBIX ocTaTkoB, a ero PHK - Bce-
ro 6400 HykneotunoB. B 1957 r. ®pencuc Kpuk
u J[Ixeiimc Yorcon (Francis Crick, James
Watson) obpatuim BHUMaHUE Ha TO, 4YTO Oes-
KOBasi 000J104Ka BUpYyCa HE MOXKET COCTOSITh U3
OJIHOM OOJIBIION MOJIEKYJIbl WM Habopa MHO-
JKECTBA Pa3MUUYHBIX MEJKHUX OelKOB, TaK Kak
KOJINYECTBO BUPYCHON HYKJIEMHOBOU KUCJIOTHI
CJIMIIKOM Majio, 4YTOOBl KOAMPOBAaTh TaKoe
OTPOMHOE YMCJIO AMUHOKMCJIOTHBIX OCTAaTKOB.
C npyroii CTOPOHBI, 0EIKOBYIO 000J0YKY HEIb-
351 YMEHBIIUTD B pa3Mepe, Tak KaK OHa JOJIKHA
3aKpbIBaTh BCIO HYKJIEWHOBYIO KucCioTy. Bu-
pYCBl pelialoT 3Ty 3amayy TeHeTUYecKou Oen-
HOCTH, 00pa3ysi 00OJIOUKY U3 6046020 HuUcAd
benxosblx cybseduHuly 00HO20 UAU HECKOAbKUX

Yacts IV.
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6udos. Hammpumep, obomouka BTM cocrout u3
2130 MEeHTUYHBIX CyObeAWMHMI (KaXmasl IUIM-
Holi 158 ocraTKoB).

Yucno cmnocoboB TMOCTPOEHUS BUPYCHOU
000JI0YKM U3 UIEHTUYHBIX CyObeIUHUI] BEChMa
orpaHn4yeHHo. CTaOUIbHOCTh OOCTMTAeTCs My-
TeM 00pa30BaHUsS MaKCHUMaJIbHOTO YMCJIA CBSI-
3eli U UCTTOJIb30BAHUS OAUHAKOBBIX KOHTAKTOB
MEXIY CcyOBbeIUHUIIAMU. Oo6pasyromasicst
CTPYKTYpa AOJKHA ObITh cUMMMeTpuuHOi. Ha-
nbojiee BEpPOSITHBI IBa crocoba ykiaaaku Oen-
KOBOII OOOJIOUKU: uusuHopuueckas 000404Ka,
obaadarowas cRUpatvbHoll cummempueii, u cge-
puueckas 000404Ka, 004a0arwas UKoca’opu-
yeckoii cummempueti (puc. 30.3). Ilo cymecTBy,
6ce Meakue @upycol npeocmaesiom coboil na-
A0UKU Uu chepureckue yacmuypl (VI coyeTa-
HUe 3TuX AByX (opm). [lpaBuna, ompenensio-
HIMe CTPYKTYpPY chepuueckux BUPYCOB, chop-
mynupoBanu Jonanen Kacmap m Apon Kpyr
(Donald Caspar, Aaron Klug). Tomukom mis
BIOXHOBEHUSI UM TOCIYXUIU apXUTEKTYypHbIE
npoekthl bakmuHctepa ®@ymaepa (Buckminster
Fuller).

30.2. CamocOopka BuUpyca Ta0aYHOi MO3aMKH
(BTM)

CaMblif MPOCTON W Jy4ylle BCETO WM3YYEHHBIN
npouecc cOopku Bupyca - coopka BTM. Brot

Puc. 30.2. DJeKTpoHHAss  MUKpodoTorpa-
¢usg yacTUIBI BUpyca TabauHOM
mo3zauku (BTM). (Ilewataercs
¢ JM00e3HOro paspelieHust J-pa

Robley Williams.)



Puc. 30.3. Moaenabs ukocasapa.

MMaJOYKOBUIHEBIM BUPYc uMeeT mauHy 3000 A,
nuametp 180 A (puc. 30.4) u Maccy npuMepHO
40000 x[a. 2130 MAECHTUYHBIX CYOBEIMHMUIL
O6enka 00O0JIOUKM TUIOTHO YMaKOBaHbl B CIH-
panb BOKpyT ogHouenoyeuHoit PHK, comgepxa-
meit 6390 nykineotunos. PHK riay6oko morpy-
KeHa B 0eJIOK, UTO JIeJlaeT ee HeYysA3BUMOU st
pubonykieas. Kaxnas 6enkoBas cyobeAnHUIIA
B3aMMOJIENCTBYET ¢ TpeMsl HyKieoTuaamu. Ot-
neauBIIKUCh oT 6enkoBoro karncuga, PHK Beck-
Ma JlabuibHa, Torga Kak MHTaKTHBIH BTM co-
XpaHsieT UHOEKIMOHHOCTD AeCITUIETUSMU.
Cyobenuuuntl BTM He cBs3aHBI MeXOy CO-
0olf KOBaJIEeHTHO. MOXHO BBI3BaTh AMCCOLIMA-
uuio BTM na 6enoxk u PHK ¢ momomblo, Ha-
TpuMep, KOHIIEHTPUPOBAHHOM YKCYCHOI KKC-
gotel. B 1955 1. Xaiinu ®penkenb-Konpar
u Pobmu Yunbsame (Heinz Fraenkel-Conrat,
Robley Williams) moka3anau, 4To B coomeem-
CMBYUUX YCA08UAX OUCCOUUUPOBAHHbBlE CYOBe-
OJunuywt o6osouku u PHK BTM cnonmanno pe-
accoyuupyom u o6paszyiom upPYCHvle 4acmUubl,
Heomauuumble om ucxoonoeo BTM no cmpyk-
mype u uH@exkyuonHocmu. IDTO OBLT TEPBBIN
npuMep caMocOOpKM aKTWUBHOW Ouojoruye-
CKOil CTPYKTYpbl. [lpoyecc camocbopku - 3mo
makoil npouecc, nNpu KOMoOpomM 6 HOOX00AUUX
yeaosusax cpedvl NpoUcXxooum CHOHMAHHAA ac-
coyuayus KOMNOHeHmMO8 U o00pasyemcs cneyu-
Quueckas  cmpykmypa.
30.3. Ilpn cOopke BupycHOii wacTuupi BTM
0eJIKOBbIe JHCKHM NPUCOEIUHSIOTCS
K neriie PHK
A priori pocTeiiinii MexaHu3M cbopku BTM
3aKiovancsd Obl B CTYNEHYATOM TMPUCOEANHE-
HUU  OTHEJBHBIX OCJKOBBIX CYOBEOMHMIIL
K PHK. TpymHocTb, OmHAaKO, COCTOMT B 3TOM
cliyyae B TOM, YTO CKOPOCTb HyKJeallMu OyneT
ype3BblYaiiHO Mana. [Ipexne yeM KOMIUIeKC 3a-
MKHETCS caM Ha cebsi, 00pa3oBaB OAMH 000pPOT

CIMpanu, U TaKUM 00pa3oM CTabUIU3UPYETCH,
K rubkoit monexkyie PHK moixHo mpucoenu-
HUTbCI MpUMepHO 17 cyObeauHUL 000TOYKH.
Dra mpobiiemMa MOXeT OBbITh pellleHa TMpucoe-
nuHeHueM K PHK cpasy uenoro xommiekca u3
MHOrux cyobeauHull. [deicTBUTENbHO, OEOK
000JIOUKU JIeTKO 0O0pasyeT 08yxXcaolinbiil Ouck
u3 34 cyobenuHul. Kaxnapiii cioit aucka mnpen-
cTaBisieT co0oif Koublo U3 17 cyObenMHUIL,
MPUMEPHO CTONBKO cyObenunun (16 '/,) npu-
XOAUTCS Ha onluH obopoT cnupaiu BTM. Kayr
U €ro COTPYIHWKHU MCCIEA0BAIM TPEXMEPHYIO
CTpYKTYypy aucka (puc. 30.5) u moxasanu, 4To
OH TIpEACTaBJIsSIET COOOM TJIaBHBIA ITPOMEXY-
TOYHBIA NpoaykT npu c6opke BTM. Baocheii-
uwee c8oicmMe0 OUCKa coOCmoum 6 mom, 4mo e2o
cybseduHUUbl  CKOAB3AM OMHOCUMENbHO Opye
dpyea u obpasyrom cnupais ux 08yx 0060pomos,
mak  Ha3vleaemyio «3aNOPHYIO waiby»
(puc. 30.6).

Jluck ropaszno ObicTpee B3aUMOAEHCTBYET
¢ PHK BTM, ugem ¢ wyxeponnoiit IHK. Cieno-
BaresibHO, PHK BTM, nmo-BuauMomy, conep-
KUT TOCTeN0BaTeIbHOCTh OCHOBaHUIA, KOTO-
pylo crnenuduiecku y3HaeT AUCK U KOTopas

Puc. 304. Monens yactu BTM, Ha koTOpoii
MoKa3aHa CHupajbHas yKJiaaka
0EJKOBBIX CYOBbEAMHHUI] BOKPYT
OJIHOIIETIOYEUHO MOJIEKYJIbI
PHK. [KlugA., CasparD.L.D.,

Advan. Virus Res., 7, 274 (1960).]
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Puc. 30.5. Kapra 31eKTpoHHO! IJIOTHOCTHU
oenkoBoro nucka BTM. [Tokazan
crnoit TonmuHon 6 A. (IMevaraer-
¢ ¢ J06E3HOro paspelieHust

n-pa Aaron Klug.)

WHULUUPYET cOOPKY. DTa 00JaCcTh MHULIUALIUU
Obula  BbENEHA  CJEAYUMM  00pasoMm.
K PHK BTM no6aBiasim HECKOJbKO THCKOB,
4TOOBI MOKPBITh 00JACTh UHUIMALIUU, U 3aTEM
pacmemsiin ocranpbHylo PHK Hykieasoit. 3a-
IIMIIEHHBIA (parMeHT COAEPKUT MPUMEPHO 65
HYKJICOTHUIOB, KOTOPbIE MPOYHO U CreUbUIHO
cBs3bIBAlOTCS ¢ auckamu. [locaedosamens-
HOCMb OCHO8AHUI 8 3Moil obaacmu UHULUAUUU
daem ece ocHoganus dymamo, 4mo smom ¢hpae-
menm PHK o6pazyem cmpykmypy wnuavkKu co
cmebnem, COCMOAWUM U3 CHADEHHbIX OCHOBA-
Huil, u nemaei (puc. 30.7). Camoe MHTEpecHOE.
YTO TETJISI CONEPXKUT B KaXIOM TPEThEM I0JIO-
xeHun G. Takoe pacrnojioxeHNEe OCHOBAaHUA
B TpWUIUIETAX COOTBETCTBYET CTEXUOMETPUU

Yacts IV.
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cyObeqMHUIL 000JIOYKM BUpYyca-OfHA CYyObe-
OUHUIIA Ha Tpu Hykieotuaa. CiemnoBaTesibHO,
Mo Bcell BEPOATHOCTH, TETJISI CBSA3bIBAETCS
C TIEPBBIM IMCKOM, U C 9TOTO HauyMHaeTcs cOop-
Ka BUPYCHOMN YaCTUIIBI.

HeoxunaHnHo okazanoch, YTo MeTas MHULIKA-
MM DPACTIONOXEHA [ajleko OT 000MX KOHIIOB
PHK. Touka Hayana cO60pKu pacmoioxeHa Ha
pacctossHuM 5300 HYKJIEOTHAOB OT 5'-KOHLA
u npuMmepHo 1000 HykiaeoTHIOB OT 3'-KOHIIA
PHK. [Ipyroii HeoXUIaHHOCTHIO OBLIO TO, UTO
o06a koHua PHK BwixomsiT ¢ odwoii u moii e
cTtopoHsl pactymeil yactusl BTM (puc. 30.8).
INnuua 3'-KOHIA Ha TIPOTSKEHUU IIpolecca
cObopku ocraercs 0ojiee MJIM MEHEe IOCTOSIH-

Puc. 30.6. Cxema mpeBpauieHust 0eaKoBOro
nucka BTM B ciupanbHylo dop-
My <«3amopHoil maiboe». [Klug

A., Fed. Proc., 31, 40 (1972).]



HOM, a 5'-KOHell 1o Mepe YAJIMHEHUS] BUPYCHOM
YacTULbl CTAHOBUTCS KOpOYe.

Haubonee BeposiTHast mMonenb 00Opa3oBaHUSs
yacTul] TpoWIIOCTpupoBaHa Ha puc. 30.9.
COopKa HaUMHAETCS C IPOHUKHOBEHU S TIETIIU
WHMIIMALUM B LEHTpPAJbHOE OTBEPCTUE ABYX-
cioiiHoro OeyikoBoro aucka. Ilernst cBs3bI-
BaeTcs C MepBbIM OOOPOTOM AMCKA, U TpUJIe-
ralourii credesb, COCTOAILIMIM M3 CIapeHHBIX
OCHOBaHMIii, pacKpbiBaeTcsi. DTO B3auMOACH-
CTBME TMEpPEeBOAUT OUCK B (GOpMy CHUpaIbHOMN
3anopHON maitobl, U auckK 3axBaThiBacT PHK.
Tak HauMHaeTcsl IOCTPOCHUE CIIMpPalM BUpYyca.
3areM K HOBooOpa3oBaHHoi metiae PHK, Top-
yaileid M3 LEHTPaJbHOTO OTBEPCTHUSI, TPUCOE-
IUHSETCs ellle onuH nucK. bmarogaps mpota-
CKMBaHUIO 5'-KOHIIA Yepe3 LEHTPaJIbHOE OTBep-
CTUE pacTyllleii BUPYCHOM YacTUIIbl MpU noba-
BJIEHUM KaXJIOTO CJeNyloIlero mucka oodpa-
3yeTcsl HOoBas meTyig. Hakonel, mpoucxogut
oneBaHue 3'-KOHILIA KaKUM-TO T[I0Ka Hero-
HSTHBIM CITIOCOOOM.

Ilomumo moeo umo 0eyxcaoiinoiii Ouck obec-
neuusaem ObicmMpyr) — HYKAeauyur, OH  cyuje-
CMBEHHO Yyeeauuugaem cneyupuuHocms 006pazo-
6anus 0060a04ku. JJUCK MOXET CBSI3BIBAThCS CO
MHOTMMM HYKJIEOTHMIaMU, TOrna Kak OJHa
cyObeIMHUIIA - TOJBKO ¢ TpeMsi. CrenoBatelib-
HO, IVCK 001afaeT ropasno 0osiee BhICOKON M3-
OupaTelbHOCThIO 10 oOTHoweHui kK PHK
BTM nio cpaBHeHuto ¢ MPHK kiieTkn-xo3s1uHa,
yeM onHa cyobenuHuila. Eiie oaHo BaxHoe
CBOICTBO IMCKOB COCTOMT B TOM, 4TO B (hU3UO-
JIOTMYECKUX YCIOBUSIX OHU He 00pa3yloT CIu-
paneit 6e3 PHK. B aTOM OTHOIIEHUM BaXXHEM-
UIyl0o pojiib UrpalT [Be KapOOKCUIbHbIE
rpynmnsl B Kaxnoi cyobeaumHuie. [lpu Heit-
TpajibHOM 3HaueHuu pH B cniupanbHOi opme
MOHM3UPOBAaHbI 00€ KapOOKCUJIbHbBIE TPYIIIIbI,
a B JIMCKE - TOJIbKO OfHA. DJIEKTPOCTaTUYECKOE
OTTAJIKUBaHUE MEXaY OJIM3KO PaCIOIOXEHHBI-
MM KapOOKCUIaT-UOHAMU B ciMpaibHOU ¢op-
Me OJarompusiTCTByeT OOpa3oBaHUIO HucCKa.
CesizpiBanre PHK co criupanbHoit hopmoii co-
MPOBOXIAETCS  JOCTATOYHBIM  U3MEHEHUEM
CBOOOJTHOIM 3HEPruu, YTOOBI MPEOAOJETh IJIEK-
TPOCTAaTUYECKOE  OTTAJIKUBAaHME KapOOKCH-
JIATHBIX VOHOB. Hrak, Kapbokcuram-
UOHbL - He2amueHblil pecyasmop, Npensmcmeyio-
wuii  obpazosanuto cnuparu 6e3 PHK.

30.4. 3apaxenue ¢darom T4 NOIHOCTHIO
nepecTpauBaeT CHHTE3 MAaKPOMOJIEKYJ

B Kiuetke FE.coli

Baktepnodar T4 - ropazgo 6ojee CIOXHBIM
Bupyc, yeM BTM. Ero nByxcnupanbpHas JHK
COJIEPXKUT MPUMEPHO 165 TeHOB 1O CpaBHEHUIO

Puc. 30.7.
Puc. 30.8.
30. Bupycsl

Yyactok PHK BTM, oGecrnieun-
BalOLIMii MHULIMUPOBaHUE cOOp-
KU BUpYycHOU yactuubl BTM.

DJIeKTpOHHAas  MUKpodoTorpa-
¢GusI YaCTUYHO PEKOHCTPYHPO-
BaHHbIX 4yactull, BTM. BuaHbl
nBa xsocta PHK, orxopsiuue ot
KaXxIoro pacTyllero BHUpPHOHA.
[Lebeurier G., Nicholaeff A.,
Richards K. E., Proc. Nat. Acad.
Sci. USA, 74, 150 (1977).]
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Puc. 30.9. Cxema cbopku BTM. A4-
obmactp uHuMunmanuu B PHK
obpa3yeT IMEeTII0 W IIPOXOJUT
B IICHTPaJIbHOE OTBEPCTHE OEJKO-
BOTO JAucKa. b -JMCK TMepexoauT
B CHUpaJbHyI0 ¢OpMy «3amop-
HOH MaiiObl». B-X TOMY KOHILY
PHK, rme pacrnosoxeHa meTs,
TIPUCOETUHSIIOTCS HOBBIE TUCKMU.
I'-onHa u3 koHuoB PHK Bce
BpeMsl TIPOTacKMBaeTcsl  uepes
LEHTPaJIbHOE OTBEPCTUE M B3aM-
MOJICICTBYeT C HOBBIMU JMCKa-
Mu. J[ - cxemaTuyeckoe u300pa-
xenne mojexkynsl PHK B wactuu-
HO cobpaHHOM Bupyce. Hampa-
pnenue npuxenuss PHK, o6o3Ha-
yeHo crpenkoil. (Butler P. J.G.,
Klug A., Sci.Amer., 1978.)

¢ 6 renamu BTM. OgHako cTpyKTypa, pa3MHO-
XeHue 1 mpoiiecc coopku dara T4 uzydyeHsl 10-
BOJIBHO XOpOIIO, TaK KaK OH TOJBEeprajics WH-
TEHCUBHOMY T€HETUYECKOMY MU OMOXMMUUYECKO-
My aHanu3y. Bupmon T4 coctout u3 eos06ku.
ompocmka W TIECTU Humei (¢ubpuan) ompocm-
ka (puc. 30.10). Ero monekyra OHK minotHO
ynakoBaHa BHYTPU MKOCAdAPUUYECKOU Oenko-
BOii 000JI0YKM M o0Opa3yeT TOJOBKY BHpYca.
OTpPOCTOK COCTOUT U3 ABYX COOCHBIX TPYyOOK,
COCJIMHEHHBIX C TOJIOBKOM KOPOTKOW LIEHKOIA.
B oTpocTKe COKpaTUTENbHBIN YeX0J OKpYyXaeT
LEeHTpaJTbHbIN cTepXeHb, yepe3 KoTopsbiii JIHK
BBOIUTCS B OakTepuio-xo3simHa. OTPOCTOK He-
ceT Ha KOHIle 6a3aJbHYIO TJIACTUHKY C LIECThIO
KOPOTKMMU 3y6llaMu, OT KOTOPOW OTXOTUT
IIECTh JJIMHHBIX TOHKUX HUTEH.

KoHupl  HUTell OTpocTKa CBSI3BIBAIOTCS
C ompelesieHHbIMU ydyacTkamMu Ha kietke E.coli.
B pesynbrare ATP-3aBucuMOro cokpauieHus

Yacrs 1IV.
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4YeXoJl MOATATUBAET roNoBKY (dara K 6azanbHoi
MJACTUHKE U HUTSIM OTPOCTKA, U B pe3yJbTaTe
LEHTPaJbHBIN CTEpPKeHb MPOHUKAET Yepes Kie-
TOYHYIO CTEHKY, HO He Yyepe3 MeMOpaHy KJeT-
Ku. 3ateM oOHaxeHHas ¢darosas JHK npoHu-
KaeT uepe3 KJIeTouHyio MeMmOpaHy. Ilo ucmeue-
HUU HECKOAbKO MUHYM 6Ce DeaKuuu cunmesa
xaemounvix JI HK, PHK u 6eika ocmawnaénu-
8armcs U HAYUHAeMCs CUHMe3 GUPYCHbIX Mda-
Kpomonekyar. JIpyrMMU CJIOBaMU, 3apasvBIIUA
KJETKy BHUPYC OBJaJeBaeT CUHTETUYECKUMU
MeXaHU3MaMu 0akTepuajibHOU KJIETKU U 3aMe-
1IaeT €€ TeHbl CBOMMU.

B IHK cara T4 umeetcst Tpu TpynIbl TEHOB,
KOTOpBIE TPAaHCKPUOUPYIOTCS Ha pPa3IUYHBIX
CTalUsIX 3apaxXeHWs: npeopanHue, pawHue u no-

Puc. 30.10. DnexrtpoHHasgs MHUKpodoTOorpa-
us dara T4. (Williams R. C., Fi-
sher H. W., An electron
micrographic atlas of viruses,
C. C. Thomas, Springfield,
[llinois, 1974. IlevaTaetcs c Jjro-

0e3HOTO pa3pelIeHus M3IaTes.)



Ta6auua 30.2. Tennt para T4 [Wood W.B., Revel H.R.,
Bacteriol. Rev., 40, 860 (1976)]

Tun Yucno
Mertabonnueckue, HEOOXOIMMBbIE 22
Mertabonudeckue, HeOOXOMUMBIMU HE SIBJISIIOT -

ol 60
COopka YyacTUIIbI, CTPYKTYpHbIE OelIKu 40
COopka yacTullbl, Apyrue 6eaku 13
O61ee YnCI0 UAEHTUDUIMPOBAHHBIX TE€HOB 135

30nue. [lpenpaHHue U paHHUE TeHbl TPAHCKPU-
OUPYIOTCS ¥ TPAHCIMPYIOTCS 10 TOTO, KaK CUH-
tesupyetcsd IHK cdara T4. HekoToprle Oenku,
KOIMpyeMble 3TUMU TeHaMUu, O0ecleynuBaIoT
BBIKJIIOUCHME CUHTE3a KJIETOUHBIX MAKpOMOJIe-
KyJad. Bckope nocae 3zapaxcenus JHK kaemku-
Xo03suHa pacnadaemcs noo delicmeuem 0e30KCuU-
puboHyKaeasvl, KOOUpyemol OOHUM U3 DAHHUX
eenos ¢paca T4. JIHK camoeo ¢paca T4 He
eudpoauzyemces noo odeticmeuem 3moeo gepmen-
ma, NocKkoavky 6 Heli Hem Kadcmepos (cepyn-
nuposannvix ocmamkos) yumosuna. B I HK
(ara T4 BMecTO 1UTO3MHA HAXOIUTCS eudpo-
xcumemunyumosurn (I'MILL). K Tomy ke ocrar-
ku 'MI B IHK T4 eawkozusuposano.

DTU NpOU3BOAHBIC IIMTO3MHA BKIIOYAIOTCS
B JIHK o6akrepuodara T4 Omaromapst mei-
CTBUIO HECKOJIBLKUX (parocnenuduieckux dep-
MEHTOB, CUHTE3UPYIOUIMXCS HA paHHEN cTaguu
3apaxeHusi. OguH u3 Hux rugpoausyetr dCTP
¢ obpazoBaHuemM dCMP, 4toGbl BoCIpemnsT-
ctBoBath BkIodyeHuo dCTP B JHK dara T4.
3ateM BTOpoii epmeHT BBOOUT B dCMP rHm-
NPOKCUMETWIbHYIO Tpynmy, W o0pasyeTcs

S-runpokcuMeTunuTuaunar. Tpetuit  dep-
MEHT TMpeBpamaeT S-TUAPOKCUMETUILIUTUIN -
Jat B Tpudochar, KOTOPHII CIyXHUT CyoCcTpa-
oM ansa JHK-nmonumepas. Hakoneu, ue-
TBEPTHIN (PEepPMEHT IIMKO3UIUPYET HEKOTOPHIE
u3 comepxamuxcda B JJHK octaTtku rugpoxcu-
METUIIUTO3MHA.

CuHTe3 no30Hux 6enko8 COIIPSIKEH C PeIiu-
kauueit JTHK ¢ara T4. Ha stom stame obGpa-
3yloTcs Oenku Karcuaa u jguszonum. Korma
cOopka BUPUOHOB TOTOMCTBA 3aBepllieHa, JIU-
301[MM TMAPOJTU3YET KJIETOYHYIO CTEHKY OaKTe-
puu u paspyiuaert ee. [IpumepHo vyepe3 20 MuH
nocje 3apaxXeHWs] BO3HUKAET OKOJO IBYXCOT
HOBBIX BHUPYCHBIX YacTHII.

30.5. B ynopsinoueHHoii coopke dara T4
YYacCTBYIOT BCIIOMOraTeJibHbIC 0eJIKH U
nporeasnl

Coopka ara T4 -ropazmo 0Oojiee CIOXHBIN
npouecc, yeM coopka BTM, tak kak Karcun
dara T4 3HaAYUTEIbHO CJOXHEEe IO CBOEi
CTPYKTYPHO# OpraHM3allui U COACPXKHUT TpU-
MepHO 40 pasznuuHbiX OenkoB. Eie TpuHam-
1aTh TOTOJTHUTEIbHBIX 0€JKOB (110 CpaBHEHUIO
¢ BTM) yuactByioT B cbopke ¢ara T4, Ho He
BXOJST B COCTaB Karcuaa. MexaHuU3M cOOpKU
3TOTO BUpYca ObLI MCCIEA0BAH C MOMOIIBIO CO-
YeTaHUs TeHETUYECKHUX, OMOXUMUYECKUX
U 3JIEKTPOHHO-MUKPOCKOIMMYECKUX METOMOB.
Pabdotel Bunbsima Byma u PoGepra Oprapa
(William Wood, Robert Edgar), mocBsiieHHbIE
MyTaHTaM ¢ara T4, neeKTHBIM IO CIIOCOOHO-
CTU K cOOpKe, MO3BOJIMJIM YCTAHOBUTD CJIEIYIO-
1iee.

1. Cywecmeyem mpu OCHO8HbIX nymu npe-
epaujenuii, Komopvle npugodsm K 00pa308aHuI0
supyca. B pesysbraTe 3TUX IpeBpallleHUil He3a-
BUCUMO (OPMUPYIOTCS TOJIOBKA, OTPOCTOK
u HuTU otpoctka (puc. 30.11). Eciu Groxupo-
BaTh 00pa3oBaHUE OJHOTO U3 TEPEYMCIEHHBIX
KOMIIOHEHTOB, 3TO HE TIOBJIMSIET Ha CHUHTE3
NBYX NPYTHX.

2. Kaxpas w3 3TUX TOcienoBaTelbHOCTEN
MpeBpallleHuil UIeT 6 Cmpoeo OonpedeseHHOM
nopsioke. Bce Oenku xarcupa CUHTE3UPYIOTCS
OJIHOBPEMEHHO BO BTOPOW MOJIOBUHE 1IMKJIA 3a-
paxeHus. Takum oOpa3oM, CTPOTOii MOCeno-
BaTEJbHOCTU COOPKU T'OJIOBKU, OTPOCTKA U HU-
Tell OTPOCTKAa CIOCOOCTBYIOT CTPYKTYpHBIE
0COOEHHOCTH CaMUX ITPOMEXYTOUHBIX MPOAYK-
TOB. Hu 00un u3 smux npoyeccos accoyuayuu He
MOodicem uomu ¢ 3aMemHoi CKOPOCMbl), NOKA He
3akonuumess  npedvidyuwuii. Bo3MOXHO, 4YacTh
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Puc. 30.11. Mopdorenes ¢ara T4. Yucna
BO3Je  CTpPEeJIOK  0003HAyYaloT
T€HBI, TPOIYKTHI KOTOPBIX HEOO-
XOIMMBI JJISI COOTBETCTBYIOIIUX
sranoB cbopku. (Wood W.B.,
Genetic mechanisms of
development, Ruddle F. H., ed.,

Academic Press, 1973, p. 29.)

SHEPIUU CBSI3BIBAHUSI HA KaXIOM OJTale Mc-
TTOJIB3YETCS TSI CHUKEHUS SHEPTUY aKTUBAIIUH
CJIEMYIONIEr0 Mpolecca acCOLMalud W TaKUM
00pa3oM YBEIMYMBAET €r0 CKOPOCTb.

3. TomoBka M OTPOCTOK JOJIXHBI OBITh
MOJIHOCTBIO COOPaHbI, MpEeXae YeM OHU COeaU-
HSIIOTCS APYT C APYroM. 3aTeM TOTOBbIE HUTH
OTPOCTKA MPUCOEANHSIOTCS K 0a3aJbHOM Ta-
ctuHKe. M B aTOM ciiyyae cTporasi mocjaenoBa-
TEJbHOCTb COOBITMI  O0ecreyuBaeT BBIXO[
TOJILKO TOTOBBIX BUPYCHBIX YaCTHII.

O6pasoBanue BUpUOHOB (ara T4 wumer He
TOJIBKO TIyTeM caMOcOOpKM. BaxHylo poJib Ha
HEKOTOPBIX 3Tamax 3TOro Mpolecca UrparoT
ecnomoeamenvhvle ( mMopghonosmuueckue ) Oeaku
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u npomeasvl. Hampumep, st oOpa3oBaHUS
LIEHTPaJIbHOM «BTYJIKW» 6a3ajbHOM MJIACTUHKU
OTPOCTKA HYXHBI TpU OGellka, KOTOpbIe HE BXO-
ISIT B COCTaB COOPAaHHOTO OTPOCTKA. DTU BCIIO-
MoraTeJIbHble OeJIKM CIIy>XKaT BpeMEHHBIMU I1a-
O0JloHaMM JUISI  accoldallMM  KOMITOHEHTOB
«BTyNKW». [IpoTeasbl WMIparT BaXHYIO poOJb
B cOopke rojjoBku. OCHOBHOM 0O€J0K TOJOBKU
¢ Maccoit 45 k/la, koTopblii Ha3biBaeTcst gp23*
(gp -or anrn. gene product - MpoayKT TeHa),
obpa3syeTcs U3 TpeAlleCTBEHHNKa gp23 ¢ Mac-
coit 55 x/la. PaciierniieHue mpoucxoauT B TOT
MOMEHT, KOTJa ToJIOBKa YacCTUYHO CcOOpaHa;
9TO CBUIETEIBCTBYET O TOM, YTO OHO 3amy-
ckaeT MexaHu3M BTsruBaHus JJHK B ronoBky.
M3BecTHHI elie Tpu Gesika TOJOBKH, KOTOPHIE
pacuieTuIsiloTcsl B mpouecce cOopku. Takum
obpazom, pae T4 obpazyemca nymem camo-
coopku u cbopku c yuwacmuem  8CNOMO2A-
menbHbiX (Mopgonosmuueckux) beikos u pep-
MEeHMO8.

30.6. B pemsmmkaunum ¢ara T4 ywacrTByer
KOHKATEMEPHBI NMPOMEXKYTOYHBIH MPOIYKT
[Mpu pennukauuu auHedHbIX Monekyn JHK,
B yactHocTu JAHK cdara T4, Bo3zHuKaeT ocobast
mpobiieMa. 5'-KOHIIBI HOBOOOpa30BaHHOI [O-
yepHeit [IHK 3acTpoeHbl He 10 KOHIIA, TaK KaK
PHK-3aTtpaBka Obula ynajiieHa, HO He Obula 3a-
memeHna JHK (puc. 30.12). HamomHmM, d4To
JHK-nonumepasza He cnocoOHa CUHTE3UPO-
Batb Lernu JAHK de novo B HanpaBnenun 3—>5
(pazn. 24.19). Ilpu penavKauuu KOJbLEBBIX
mosexkyn JIHK Takoit mpoOGiemMbl He BO3HH-
KaeT, Tak KakK 3'-KOHell HOBOM LEeMU CIYXUT 3a-
TpaBKOM [JIs1 3aBEpIICHUS CHUHTE3a JOYECpHEM
merm. Kak ke pemraror a3ty mpobiemy dar T4
U Apyrue BUPYChl, TEHOM KOTOpPBIX MpencTa-
BIsieT coboil nuHeitnyo JJHK? BaxHpiM yka-
3aHMEM Ha TO, KaK pelaercss 3Ta mpobiema,
MOCJIY>XXUJIO OTKPBITHE, YTO 3T JIMHEHHbBIE MO-
JIEKYJIbl O0NaJalOT KOHUeBoU U30bimMO4HOCHbIO,
T.€. TIOC/IEOBATEIbHOCTh OCHOBAaHMIl JIEBOTO
koHua JJHK B TouHocTHM moBTOpsieTcs Ha mpa-
BOM KOHILIE:

K ToMy Xe mpu peniaukKanuu 3TUX MOJEKYJ
JHK o0pa3yloTcsl MJIMHHBIE KOHKamemepbl,
OTU OTKPBITUS TTO3BOJWIN MPEIJIOKUTh Mexa-
HU3M 3aII0JTHeHUS 5'-KOHIIOB 1OYEPHUX LIETIEH.
[TocKoabKy OmHOLIETIOUEYHbIe KOHIIBI HOBO-
00pa30BaHHBIX JIBYXLIEMMOYEYHBIX MOJIEKYJ
B3aMMHO KOMILUIEMEHTAapHBI, OHU OBICTPO peac-
comuupytor (puc. 30.13). Dra KoMIUIEMEHTap-



Puc. 30.12. 5’-KOHUbI HOBOCUHTE3NPO-
BaHHbIX  JIMHENHbIX MOJIEKYN
JOHK 3acTtpoeHbl He [0 KoHua.
Pogutenbckmne uenn OHK noka-
3aHbl KPaCHbIM LIBETOM, a J04ep-
HUE - CUHUM.

Puc. 30.13. KoHkaTtemepHbii npomMexy-
TOYHBIA  NPOAYKT  pernnvkaumn
JINHENMHbIX ABYXLEMNOYEYHbIX MO-
nekyn JAHK. [OByxuenoyeyHble
MOJIEKY/JbI AHK c He3a-
CTPOEHHBLIMU KOHLIAMW accoLmn-
pyloT Opyr ¢ Apyrom Gnarogaps
CMapvBaHMIO KOMIJIEMEHTAPHbIX
ofHoLuenoYeYHblX  KOHUOB (AB
c ab). 3arem opHouEeno4YeyHble
npobenbl 3acTpauBalTCs.

HOCTb - CNeACTBME KOHLIEBO WU3ObITOYHOCTU
nocnenoBaTesibHOCTU OCHOBaHWN. B KoHkaTe-
MEPHOW LIerno4Yke, COCTOSLLEN U3 MOBTOPSO-
LIMXCS  3BEHBEB - ABYXCMMPasibHbIX  MOJIEKYN
daroson OHK, 3'-koHel, opgHOM Monekyrbl
CIIY>KUT 3aTpaBKOW ONna 3anosiHeHusa 5'-koHua
LPYromn.

30.7. OHK d¢ara T4 BeBogutCSH

B NpeoGpa30BaHHYIO FOJIOBKY

Kak obpasyetcsa monekyna [OHK, cooTtBeT-
CTBylOLLAA OgHOMY (aroBOMy FeHOMY, U Kak
OHa ynakoBbIBAeTCS B royloBky? JTa npobnema
HEBEPOATHO crioxHa: OHK vMeeTr KOHTypHyto
OSIMHY 56 MKM 1 Mpy 3TOM A0J/IXKHA YMEeCTUTb-
Cs1 B FOJIOBKY, AJ/IMHA KOTOPOIA Mo BosbLUer ocu
0,1 MKMm. K Tomy e obbem  JHK
(1,8:10*  mkM®) HeHaMHOro MeHblle o6bema
ronoekn (2,5:10* mkM°). A priori vmeloTcs
nge BO3MOXHocTu: [OHK MoxeT BxoauTb
B NpenoOpa30BaHHYO rOSIOBKY WM rOJIoBKa
MOXeT cobupaTbCs BOKPYr «sapa» KOHAEHCU-
poBaHHoOM [OHK. BbloeneHme nycTbiX rOf0BOK
dara, cnocobHbix ynakosaTtb AHK, npsmo no-
ka3biBaeT, 4to JHK ¢ara T4 BBoauTCs B npen-
obpasoBaHHble rosoBku (puc. 30.14). B 10 Bpe-
mMs Kak JJHK BXOOuT B rofioBKY M CBEPTHIBAET-
CA B CTPYKTYPY, HarnoOMWHAIOLWYO MOTOK
NpPsXXu, NPONCXOANT PaCLUENIEHNE HECKOSbKNX
6enkoB ronoeky. OOHOBPEMEHHO MPOUCXOaUNT
pas3byxaHue ronosku. HakoHew, korga B rosoB-
Ky Bxoaut ¢pparmeHT [HK, cootBeTcTBylO-
WMA  [AJIMHEe OOHOr0 reHoma, KOHKaTtemepHasi

Puc. 30.14. Cxema ynakoBkm [JHK
cbopke ronoBku dara T4.

npu
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Puc. 30.15. ODnektpoHHast MUKpodoTorpa-
(us BUpyca KyCTUCTOM KapJInKO-
BOCTM  TOMAra. ([MegaTaeTcsa
¢ JM00e3HOro paspelleHus a-pa

Robley Williams.)

JHK pacwenasemcs. Hyxkneasa neicTByeT He
MyTeM y3HaBaHUs KaKoW-JIMOO ompenaesieHHOM
nociaenoBareabHocTH, a pacieruiier JHK
MMEHHO B TOT MOMEHT, KOTJa TOJIOBKAa HAIlOJI-
HeHa. DTUM M OOBIACHSAETCS TOT (PakT, 4YTO
koH1bl Mosiekysn JIHK T4 o6nanaioT KoHIIeBOM
u3osiTouHocThlo, JJHK ymakoBbiBaeTcs Takum
00pa3oM, YTO OHa MOXKET OBITh OYeHb OBICTPO
BBeIEHa B OAKTEpHUIO IPH CJICAYIOIIEM IUKIIE
3apaxeHus1. Yem obOecrieumBaeTCsl TaKasl Iopa-
3UTENIbHAS IIONBYDKHOCTB, OCTAeTCsS 3aragkoid.

30.8. I'mOokocTh Oenka 000s0uku BKKT
MO3BOJISIET €My OOpa30BbIBATH
MKOCA3IPUYECKUIl Kamncuj

Bupyc kyctuctocTtoit KapJiMKOBOCTM TOMAaTOB
(BKKT) -cdhepudeckuii BUpyc, WIITIOCTPUPYIO-
LMl ApYyrodl TPUHIIMIT OpraHM3allud BUpYyca
(puc. 30.15). BKKT comepXut ogHy MOJEKYILY
PHK mmnoit 4800 HyKJI€OTHIOB, OKPYKEHHYIO
o0omoukoir u3 180 MIAECHTUYHBIX OETKOBBIX
cyobenuHuil Maccoir 41 xJla. Kak yioxeHb
9T CyOBbeOMHHUIBI 000JI0ukM? MaKcHMaJIbHO
BO3MOXHAasl CUMMETPHUS M30TEPMUYECKOI 000-
JIOYKM JOCTUTaeTcsl B cjIydyae HMKocasipa
u umeet mopstaok 60 (puc. 30.16, A). dpyrumu
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cinoBaMu, He Oonee 60 UACHTUYHBIX CyObEoM-
HUL MOTYT OBITh YIaKOBaHbl B C(HEepUYECKYIO
000JIOUKY ¢ COOJIIOACHUEM aOCOAOMHOU CUM-
metpun. Ho BKKT u psn npyrux cpepudeckux
BUpPYCOB comepxaT 180 MAEHTUUHBIX CyObeaM-
HUL. buonoeuueckoe npeumyuecmeo nocmpoe-
Hus oboaouku uz 180 emecmo 60 cybsedunuy
makoeo ce pasmepa cocmoum 6 mom, 4mo 6 00-
Aee KPYNHbII BUPUOH MOMCHO YNaKogams 001b-
we HyKAeUHo8ol Kuciomol. Imo docmueaemcs
He HapyuwleHuem CUMMempuu, a HeKOmopbiM ee
ocnabnenuem (puc. 30.16, b). PeHTreHOCTpyK-
TypHbIi aHanu3 cTpykTypsl BKKT Bricokoro
paspelnieHus, poBeaeHHbI CTUBeHOM Xappu-
coHoM (Stephen Harrison), mokasaj, 4To XUMU-
YECKU MJEHTUYHbBIE CYOBETUHUIIBI €TO 000I0Y-
KJ MOXHO oTHecTH K TpeM rpynmam (A, B u C),
Kaxmass U3 KOTOPBIX COCTOUT U3 60 GelKoB,
MOAYUHSIOLIMUXCSI CTPOrOM MKOCAa3APUUYECKOM
cuMMeTpuu. B TO e BpeMsi MOJIEKYJIbl U3 pa3-
HBIX TPYIIT PACIIOI0XEHBI 10 OTHOIIEHUIO IPYT
K JAPYTY HECKOJBKO IMO-pa3HOMY; MO3TOMY HX
Ha3bIBAIOT  KBA3UIKBUBANECHMHBIMU.

Kak o0OBSICHUTh KBa3M3KBUBAJICHTHOCTh
¢ ¢pu3nIecKoi TOUKHY 3peHus1? PeHTreHoCTpyK-
TYPHBIN aHaJIU3 MOKa3all, YTO Kaxaask cyobenu-
HHUIIA COCTOMT U3 S-IOMeHa, oOpasylolero
YacTh MOBEPXHOCTU 0000uKU; P-momeHa, Bbi-
CTyMawllero Hapyxy; N-KOHIIEBOTO ydyacTka,
HamnpaBJieHHOTO BHYTpb. P- u S-momeHbl Bcex
CcyObENMHULL KMEIOT TPUMEPHO OJIMHAKOBOE
crpoenne. B To xe Bpems yronx mexny P- u S-
IOMeHaMM B cyObeauHunax rpynmnsl C cHIbHO
OTJIMYAeTCs OT yrjia B cyobenuHumax A u B. P-
U S-JIOMEHbl COCIUHEHBI WapHupom, obecrieun-
BalolIMM TMoBOpoT Ha yroa mo 20°. Eme omHo
OTJINYME COCTOMT B TOM, 4YTO N-KOHIEBas
4yacTh B cyObenuHuuax rpymnmnsl C ymnopsgoyde-
Ha, a B cyObeauHuLax A u B Haxoaurtcs B Gec-
MopsAioyHol KoH(popMauuu. baaeodaps makoi
eubkocmu cmpyKmypHoil opeanuzauuu cybsedu-
HUUbl, NpUHaorexcaujell K pa3iuvHbiM epynnam,
moeym  e3aumooelicmeosams dpye ¢ Opyeom Ho-
umu UOeHMUUHbLIM 00pa3oM, Mo HeoOX00UMO
oaa camocbopku. C ppyroir cropons, PHK
BHYTPH YaCTUIIbI, MO-BUAMMOMY, HE HAXOIUTCS
B KaKO#-HUOYAb onpeieIeHHO KOH(pOpMaLINU.
'mbxue N-KOHILEBbIE YyYACTKM CYObEIUHUIL
000JIOUKM TPOHUKAIOT BHYTPb W B3aUMOJEH-
ctByroT ¢ PHK.

30.9. BakrepuajibHble PeCTPUKIMOHHbIE
3HAOHYKJIea3bl PACHICIUIAIOT YyXKePOIHbIe
moJjiekyast JTHK

Mm yxe Bumenu, uyto dar T4 obGmamaer dep-
MEHTAaTMBHOI CUCTEMOiIl 1Jis1 M30MpPaTeTHLHOTO
pacmeruiennss JHK knerku-xo3smna. [lomo6-



Puc. 30.16. lkocaspgpuyeckas MOBEPXHOCT-
Has peweTka, AOEMOHCTPUPYIO-
was ynakoBky 60 coBepLUeHHO
OOMHAKOBbIX CcyObeamHuy, (A)
7] 180 KBa3N3KBUBANEHTHbIX
cybbeauHuy, (b). Obpatute BHU-
MaHve, 4YTO BCE KOHTaKTbl Tumna
«XBOCT K XBOCTy» Ha pwuc. A
06pasyloTCcsa KOMbLEBbIMU FpyM-
naMuv no nATb cydbeauHu, a Ha
puc. 6 HeKoTopble Taknue KOH-
TakTbl 0OpasyloTcs rpynnamm no
natTb, a Jgpyrue —rno LecTb
cybbeguHuL,. [Harrison S.C.,
Trends Biochem. Sci., 3,4 (1978).]

HO 3TOoMy, Yy OakTepuii uUMeloTcsl (HEePMEHTDI,
Ha3blBaEMblE PECTPUKTUPRYIOLNMU  SHLOHY-
Ks1ea3amu, KOTopble PacLLENNNIOT Hy>XXepoaHble
monekynbl AHK. 9T ¢pepmeHTbl Oblin OTKPbI-
Tbl B pe3ynbTaTe HabnoaeHus, 4To ¢aru, Bbl-
palleHHble HAa OOHOM LWTamMMe OakTepuii (Ha-
npumep, E.coli B), nnoxo pacTyT Ha Opyrom
wramme (E.coli K) n HaobopoT. Takoe sBne-
HVe, korpa dar naoxo pacTeT Ha LTaMmme, OT-
JINYHOM OT TOro, Ha KOTOPOM OH Obln Bblpa-
weH, ObUio HasBaHO pecTpukumeri. OpHako
Hebonblas YacTb dara (npumepHo 10°°) us-
OeraeT pecTpukUuMM 1 B JasibHEALLEM XOPOLLO
pacteT Ha HOBOM Xxo3auHe. [pu atom darun
TEPSAIOT CMNOCOBOHOCTL PacTM Ha CTapoOM XO-
391He.

Bce 911 gaHHble nokasanu, 4To cneumdunye-
ckas MogudurKaums B keTkax-xo3sieBax 3am-
waeT ¢ar or pectpukummn. 3atem BepHep Ap-
6ep (Werner Arber) npooemMoHcTpupoBan, 4To
cneundunyeckas Mmoandukaumsa KneTkom-xo3nm-
HOM Ha CaMOM Aene BO3AeNCTBYET Ha paroByto
JOHK u 4yTto pecTpukuma obycrnosneHa gerpa-
nauven IOHK d¢ara. OHK knetku-xo3auHa

u apyrme monekyasl  [HK, coaepxatumecs
B KJ/IeTKax-xo3sieBax, MeTWMpPOBaHbl o orpe-
JAEJ/IeHHbIM yHacTkam. Te Xe y4acTku y3HaeT
W PECTPUKTUPYIOLLAsi SHAOHYK/ea3a, KoTopasi
pacLuensisieT To/IbKO HEMETU/INPOBAaHHbIE M0-
cnienoBaTesibHOCTU. Takum o6pa3om, MeTUIN-
pPOBaHNE OMNPEenesIeHHOro OCHOBaHUS B MOCAEA0-
Bares/ibHOCTU-MULLIEHN (y4acTke y3HaBaHus)
npensaTcTByeT ruaposm3dy @GepMeHToMm pe-
ctpukumm (puc. 30.17). MomeHT, B KOTOpbIA
npoucxoamTt moambukauus, MUMeeT NpPUHLN-
nuasibHO BaXHOE 3HayeHue: OakTepuanbHas
JHK He nogBepraeTcs pacLlensieHuo, NoToMy
4YTO OHa METUINPYETCH paHblle. TONbKO YTO
penanumpoBaHHas 6GakTepuanbHasi XPOMOCO-
Ma, METUIMPOBAHHAs TOSIbKO MO OOHOW - PO-
ONTENbCKOM - uenn, yctomdmea K [OENCTBUIO
depmeHTa pecTpukumn. Takad HanonoBUHY
moaudvumposaHHaa OHK ctaHoBuTtcs  mo-
JIHOCTbIO METWIMPOBAHHOW OO0 Hayana cne-
OyloLero umkna penavkauyn.

Y GakTepuii 0OHapyXeHo ABa Tuna CUCTEM
pecTpukumsa-mognodunkaumsa. B cuctemax tuna
| aKTMBHOCTb MeTunasbl U HyKAeasbl accoumn-
poBaHa C KPYMNHbIM KOMIMIEKCOM, COCTOSALLM
M3 HEeCKOJIbkUX cybbeamHul,. Hanpumep, Takue
komnnekcol y E.coli K n B coctoat u3 nonu-
nenTUaHbIX Lenei Tpex Tunoe. o-Llenb obna-
OaeT 3HOOHYKNea3HOoW akTUMBHOCTLIO, PB-uenb -
METWUIAa3HOW aKTUBHOCTBLIO, a Y-Uenb HeceT
yyacTok y3HaBaHua [OHK. ®depmeHTbl TMNa
| HyxpawTCca B S-aoeHO3UIMETUOHWHE U
B ATP ansa nposiBNeHns1 Kak Hyk/ieas3HOW, Tak
M METUNasHoOM aKTUBHOCTU. PepmeHTbl Tuna
| pacwennsrot HemoanpuumpoBaHHyro [JHK
B cJ/lyHariHoOM mecTte Ha paccTtosiHumy 1900 nap
OCHOBaHwii nnm 6osiee B 5'-CTOPOHY OT y4yacTka
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Puc. 30.17. MeTuiupoBaHue y4aCTKOB y3Ha-
BaHWS  (ITOCIIENOBATEIbHOCTEM -
MHUIICHEN) 3aIMMIIaeT UX OT pac-
HIETUIEHUsT  PECTPUKTUPYIOIIE

9HJIOHYKJI€a30M.

y3uaeanua' u 0OHOEPeMEHHO eUdpPOAUIYIOM
ATP. B cucremax tuna II, HaoGopoT, meTu-
Jla3bl U HYKJI€a3bl pas3ielieHbl. S-aleHOo3uIMe-
THOHMH CIYXUT JOHOPOM METaJbHOW TpYTMIbI
B peakiuu MoauduKaluu, HO He ydYyacTBYyeT
B pacmenienuu JIHK. Eme ogHo otimvue co-
CTOUT B TOM, YTO HYyKJea3bl U METUJIA3bl TUMA
Il ve nyxmatorcs B ATP. Camoe ynuBUTEIb-
HOE, UTO Mecma pacujenienus HyKaea3amu mu-
na 11l éecoma cneyuguunor. Kak yxe odcyxna-
JOCb B  OOHOW W3 TpeablAyIIMX  TJaB
(pa3m. 24.27), MHOTUE U3 3TUX (PEPMEHTOB y3-
HAIOT OTpEIeNIEHHYIO TOCIeN0BaTeNbHOCTh U3
4-6 map OCHOBaHUI M TUIPOJU3YIOT B KaXIOMH
LIeNMM EIWHCTBEHHYIO CTPOTO OIpeaesieHHYIO
dbochomnrpupHylo cBA3b B 310t 0baactu. Ot-
JINYUTEIbHAss 0COOEHHOCTh 3TUX Y4aCTKOB pac-
HIETJICHUSI COCTOMT B TOM, UTO OHU CUMMe-
MPU4HbL OMHOCUMENbHO OCU 8PAULEHUS 8MOPO2O
nopsoka (puc. 30.18). depMeHTH peCTPUK-
WU - HE3aMEHUMBbIII MHCTPYMEHT B MCCJIe0Ba-
Huu ctpyKtypsl JJHK (pasn. 24.27) u co3nanuu
HoBeIX Mojekyn JHK (pasm. 31.9).

' Apbep u3yyal CcHUCTEMy pecTpUKLUU—MOIUbU-
Kaluuu Tuma [ Ha comepxalieM OIHOIIETIONEYHYI0
HOHK dare fd, mosToMy oH MOTr yKa3aTh IIOJNOXe-
HME Y4acTKa PACUIETIEHUs] OTHOCUTEJbHO ydyacTKa
Y3HaBaHMsl Tak, KakK 3T0 CHENaHO B TekcTe.- [Ipum.
nepes.

Yacrp V.
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30.10. Crparerusi penmiMKanuu
PHK-conepxamux Bupycos

Pennukauuss PHK-cogepxamux  BuUpycOB
TIPEJCTaBIsIeT co0Oli 0coOylo mpobiemy, TakK
KaK B He3apaK€HHBIX KJIETKaX-X03seBaxX HeT
depmentoB masg cunre3a PHK mo PHK-ma-
tpuite. CnemoBarenbHo, PHK-comepxamniue
BHUPYCHI TOJKHBI HECTU TeHETUYECKYI0 UHDOP-
Mauuio 1is cuHte3a PHK-3asucumoi PHK-
noaumepazol  (KOTOPYIO  Ha3blBalOT  TaKxe
PHK-penaukasoii usu PHK-cunmema3soil) uiu
mnsg  PHK-3aseucumoit JIHK-noaumepasol (Ha-
3bIBAEMOI TaKXe 00pamuoll MpaxHcKpunmasoi).
PHK-copepxaiue BUpychbl ynoOHO Kiaccudpu-
uupoBath B 3aBucumoctu or PHK, comepxa-
mieiics B Bupuone, 1 MPHK. Ilo onmpenenenuio
MPHK mnpencrasuser cob6oii (+)PHK, a xom-

Puc. 30.18. CneunduyHOCTb pECTPUKTUPYIO-
meil sugonykneassl Hind 111 u3
Hemophilus influenza m cooTBeT-
CTBYIOIE MeTuia3bl. 3eJeHBIM
I[BETOM IT0Ka3aHa OCb CUMMe-

TPUU BTOPOTO TOPSIKA.



Iuxopnasupycor -

rpynna Menkux (pica) PHK-conepxaimx (pua - ot aiirii. RNA) BupycoB. OnHa ofgHO-
uernoveuHas Mojekyia (+)PHK okpyxkeHa mkocasapuueckoit OeJKOBOI 000J0YKOI
nuametpoM 270 A. K mukKopHaBUpyCaM OTHOCSATCS BUPYC TMOJMOMMEINTA, PUHOBU-
pyc (BbI3bIBAIOIINIA OOBIYHYIO TIPOCTYIY) U BUPYC SlIypa KPYITHOTO POratoro cKoTta.

Puc. 30.19. CmocobGer  3Kcmpeccuu
PHK-conepxamux
[Baltimore D.,

35, 326 (1971).]

TeHOB
BHUPYCOB.
Bacteriol. Rev.,

mieMeHTapHas e uenb - (—)PHK. W3BecTHBI
YyeTplpe MYTU pPEIIMKALMW U TPAHCKPUIILIUU
PHK-conmepxamux Bupycos (puc. 30.19). Bu-
pycbl 1-ro Knacca (Hampumep, BUPYC MOJUO-
MUENNTA) - BUPYCHI,  codepiicauyue  NOAOMHCU-
meavnyro  yeno PHK. OHU  CUHTE3UPYIOT
(—)PHK, xotopas ucnonb3yeTcsi B KauecTBe
Marpuubl g obpazoBanus (+)MPHK. Bu-
pycHl 2-To Kiacca (Hampumep, BUPYCHI OeleH-
cTBa) comepxXaT ompuyamenvHylo uenos PHK,
y Hux (—)PHK Bupmona cmyXut Marpuieit
st cunare3a (+)MPHK. Bupycsl 3-to kimacca
(HampuMep, PeoBUPYCHI) copepXKaT 0dsyxyeno-
yeunyro PHK; (£)PHK BupuoHa HampaBisieT
acummeTpudeckuit cuntes (+)MmPHK. Hanb6o-
Jilee HEOOBIYHBI BUPYCHI 4-TO KJjlacca - pemposu-
pycel  (Hampumep, BHpyYc capKombl Payca).
Y HUX BbIpaXeHUe reHeTuYecKoii nHdopManuu,
comepxamieiica B (+)PHK Bupmona, omocpe-
noBaHo obpazoBaHueM JJHK, kotopast cayxur
Marpuueit misa cunre3a (+)PHK. Taxuwm
00pa3oM, IMOTOK TeHEeTUYeCKOW WHbOopMaLUKn
perpoBupycoB HampabieH or PHK x JHK
u 3ateM obpatHo K PHK.

30.11. Beaku BuUpyca NOJHOMHEIUTA
00pa3ynTCcs NMyTeM MHOXKECTBEHHOTO
paclmienieHuss TIUraHTCKoOro mnpeamecTBeHHUuKa
Bupyc nonuomuenuta COCTOUT M3 OTHOILIETIO-
yeyHoii (+)PHK mnunoit 7,5 kb, 3akitoueH-
HOM B MKOcasapuyeckuid kamncua. IIpoHUKHYB

B LIMTOIJIA3My KJIETKM-XO35IMHA, 3Ta MOJIEKYyja
PHK BupuoHa KCIOJIB3yeTCS B KauyeCTBe Ma-
TpULBI ISl cuHTe3a Genka. OHa TpaHCIUpYET-
¢ pubocomMamMu KJIETKM-XO35iMHa ¢ o0Opa3oBa-
HUeM OesikoB Karcuna u ocoboit PHK-nonume-
pasbl, paborarouieit mo PHK-matpuue (PHK-
penauxaswt). 3ateM PHK-pemnukasa cuHTe3u-
pyetr (—)uenu Ha Mmatpule (+)PHK Bupuona
(puc. 30.21). (—)PHK B cBolo ouepens ciyXut
MaTpuIlell IJis CUHTe3a MHOXecTBa (+)IeIeit,
KOTOpbIE yYacTBYIOT B CUHTe3¢ OefKa WM yra-
KOBBIBAIOTCSI B KAalcCUAbl W JalOT HOBBIE BU-
PUOHBI.

Puc. 30.20. DBDraexkTpoHHass  MUKpodoTOorpa-
(ust yactuil Bupyca IMOJMOMHUE-
nuta. (Iledataetcst ¢ J0GE3HOTO
paspemienusi a-pa John Finch.)
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Puc. 30.21. Peruukanuss PHK Bupyca mo-

JIMOMUCIINTA.

[TopasuTtenbHass OCOOEHHOCTb BbIpaXKeHUS
T€HOB BUpYyca TMOJMOMUEINTAa COCTOMT B TOM,
yto (+)PHK BupHMOHa CIIy:XMT MaTpuieit Wi
CUHTEe3a HEeINpepbIBHOM IMOJUIENTUIHON LIeTH,
comepxkaiieit 6omee 2000 aMUHOKMCIOTHBIX
ocratkoB. [Iaun bantumop (David Baltimore)
MoKa3aju, 4TO OTOT eUeaHMCKUil noAunenmuo
pacujennsiemcs npomeazamu  KAemkKu-Xo3sauna
Ha cemb Oeakog: YeThipe Oeika 000J0UKU, OIHY
PHK-permmkasy u nBa Oenka, (pyHKIUS KO-
TOpHIX Moka emnie Hem3BecTHa (puc. 30.22). Ho-
BOOOpa3oBaHHas MOJUIENTUAHAS 1eTb paclie-
TisieTcss Ha TPpM  Kycka, KOTOpbIe 3areM
MOJBEPralOTCsl JalbHENIIEMy pacllereHU1o.
B yactHocTH, 1Ba Oenka 000J0YKM 00pa3yioT-
ci W3 TIpelIlecTBEHHMKAa Ha 3aBepliarolneit
CTaiuu COOPKW BHUPHOHA.

IMouemy BUpPYC TTOJIMOMUENUTA CUHTE3UPYET
cBOM OelKM TaKMUM Ha TIEpBBIA  B3IJISL
cioxHbiM niyTem? [lo-BUOAMMOMY, ¥ HEro HET
BbIOOpa. HamomMHUM, 4TO 6 a3ykapuomuueckux
kaemxax moaekyra mPHK no nenonammnoii no-
KQ npuyuMe MONCem NpU MPAHCAAUUU O0amb
moabko 00HY noaunenmuoHyio uens. Tlpoxapuo-

Yactp IV.
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tuueckrue MPHK, HaoGopor, criomb u psaoM
noauucTpoHHsl (Hampumep, MPHK makros-
Horo omepoHa). TakuM o6pa3oM, BUPYC IOJIHO-
MUEJINUTa UCTIONb3YET pacllerieHrue MOoJUMpo-
TeWHa, 4YTOOBl MPeoaoJieTh OTpaHUYEHUs, Ha-
KJiaabiBaeMble  OCOOEHHOCTAMHU  KUBOTHOM
KJIETKU-X035IMHA.

30.12. C renomuoii PHK Bupyca
BE3UKYJISIPDHOI CTOMATHUTA TpchxpuﬁnpyeTcn
nsaTh MoOHomucTpoHnabix MPHK

Bupyc Be3uKyJISIpHOTO CTOMAaTHTa BbI3bIBAIO-
LIMiA Jierkoe 3a0ofieBaHUE KPYMHOTO POraTtoro
CKOTa, U BUPYC OELIEHCTBA - MPUMEPHI BTOPOTO
criocoba BbIpaxkeHUs1 reHoB. VX BUpPUOHBI co-
nepxart omHolemnoyeunyio moiekyny (—)PHK,
KOTOpasi He MOXET CJIYXUTb MaTpUIleid.
Tlosmomy nepewiii 3man ee 3Kcnpeccuu - cunmes
(H)PHK. [lockonvky 6 He3apayceHHuiX Kaem-
xax nem PHK-penaukaswt, 6upycol 00AXCHbL CO-
depoicamv 3mom gepmenm 6 cocmase GUPUOHA
u 6600umb eco npu 3apaxicenuu 6 kiemky. [ei-
CTBUTEJIbHO, [1BA M3 MITU O0EJKOB BUPUOHA
BBC ocymectBisaior pernkanuio PHK. Jlns
MposiBAeHUS MHDEKIIMOHHOCTH BUpyca HE00X0-
oMbl 0emok L maccoir 200 x[la (or aHIIL.
large - 6ombmroii) m 6emok NS wmaccoit 45 xJla
(or aHrir. nonstructural - HECTPYKTYPHBIN),
MPUCYTCTBYIOLIME B HEOOJBIIMX KOJUYECTBAX.
lenomnas PHK Haxoautcs B KoMruiekce
¢ OOJBIIMM YHMCIOM MOJIEKYJ Oenka HYKJIeo-



Pa6oosupycer -

BUPYCHI, MMetorre dopMmy myau. K HUM OTHOCSATCS BUPYCHI BE3UKYJISIPHOTO CTOMa-
TATa U OelieHcTBA. HaszBaHue TTPOMCXOMMUT OT rpedeckoro ciosa rhabdo, uto o3Ha-

HacT «IaJIOYKa».

Puc. 30.22. CunHrte3 6enKOB BHpyca IOJUO-
MUECJINTA MYTEM MHOXKCCTBCHHO-
ro paclieruieHnus] TUTaHTCKOTO
MTOJTUTIENITUIHOTO TIPEIIIECTBEH -

HHKa.

karncuaa N maccoit 50 kJla - ocHOBHOro 0ejka
BupruoHa. BBC 3akiioueH B JIUNMUIHYIO IBY-
CJIOliHYl0 MeMOpaHy, KOTOpPYI OH 3axBaThl-
BaeT U3 IJIa3MaTUYeCKO MeMOpaHbl B IIPOLIEC-
ce OTHOYKOBBIBaHMS OT KieTku (puc. 30.23).
berox G (ot anri. glycoprotein - raMKompo-
TEUH) Maccoit 65 k/la, KogupyeMbIii BUPYCOM,
00pa3yeT IIUIbI, BBICTYIAOIINE U3 ITOH MeM-
Opanbl. benok Marpukca M wmaccoit 29 x/la
pacrionaraercss Mexay O00OJOYKOW M HYKJIeo-
KarncunoM. Imu name beakoe BBC obpazyromces
npu mpancasyuu namu (+)mMPHK, a ue ny-
mem pacujennenus 00Hoeo noaunpomeuna. Ta
xe camas PHK-permkasa cuHTE3Mpyer
u nnuHHyo (+)PHK, comgepxaiiyio Bcio reHe-
TUYECKYI0 MH(MOpMALIMIO BUpyca. DTa MoJiHas
(+)PHK B cBolo ouepenb CIYyXUT MaTpulleit
st cuHTeda (— ) PHK, koTopast ymakoBbiBaeT-
cq U JaeT HOBbIE BUPHUOHBI.

30.13. I'eHom peoBHpPYCA COCTOMT U3 JAECSATH
pPa3JuYHBIX MoJieKya aByxuenodeynoi PHK
PeoBupyc, comepxamuii JIBYXIIETTOYEUYHYIO
PHK, mopaxaeT KIeTKH MJICKOIUTAIONIAX
U TIPEACTABSET TPETUM TUIT BUPYCHBIX T€HETH-
yeckux cucreM. CepalleBMHA BUPUOHA COIEP-
KUT decsimb pa3AudHbIX 08YXUENOUEUHBIX MO-
aexyn () P H K, accollunpoBaHHBIX ¢ Oenka-

Mu. [IpOHUKHYB B KIJIETKY-XO35iIMHA, BUPUOH
TepsieT HapyXXHYI0 MKOCAa3APUYECKYl0 000104~
Ky, COCTOSILLYIO U3 TPeX BUIOB OEIKOB. Yaaie-
Hue 3Toil obosouku aktuBupyer PHK-monu-
Mepasy, COAEpXKallylcs B CEpALIEBUHE BUPUO-
Ha. Ora PHK-3aBucuMmasi nonmmepasa mo-
JIHOCTBIO  TpaHckpuOupyer 10  Mosexyn
(+)PHK, Taxk uto o6pasywiuecs (+)MPHK
MMEIOT TaKylo Xe JIJIMHY, KaK (hparMeHThI Te-

Puc. 30.23. DOnextpoHHass  MUKpOQOTOrpa-
(us BUpyca Be3UKYJISIPHOIO CTO-
maruta. (Williams R. C., Fisher
H.W., Electron Micrographic
Atlas of Viruses, C.C. Thomas,
1974. Tlevaraetcst ¢ JH0OE3HOTO

paspeleHus] M3maTes. )
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Peosupyc -

BUpYC, coaepxaiuii npyxuernoueunyio PHK, BbiieneH M3 abIxaTenbHbIX MyTel U Ke-
JIYIOYHO-KMIIEYHOTO TpaKTa JIIofiel W APYruxX MIIEKOTMTAIOLIMX; HACKOJIbKO H3BECT-
HO, OH He BbI3bIBacT 3abosieBaHus. [IpucTtaBKa peo cocTaBjieHa U3 MEpPBBIX OYKB aH-
IJIMICKUX CJIOB respiratory enteric orphan, 4To o3Ha4yaeT 3HTEPO-PECITUPATOPHBINA
BUpYC-CUpOTa (CHUpOTa, TOCKOJbKY OpOIUT «HE IPUCTPOSHHBIM» HU K KakKoi

00JIe3HN).
Puc. 30.24. DiexTpoHHas MHKpodoTOorpa-
¢usa peosupyca. (Williams R. C,,
Fisher H. W., An electron
micrographic atlac of viruses,
C. C. Thomas, 1974. IlegaraeTcsa
¢ J1100e3HOTO pas3pelieHus u3a-
TeJs.)
Puc. 30.25. Cunte3 MPHK B cepnueBune pe-
oBupyca. Monekyiasr MPHK BEI-
IS AAT HUTSIMA, OTXOASIIIUMU OT
TEeMHBIX TeJel-CepaIeBIH.
[Bartlett N. M., Gillies S. G.,
Bullivant S., Bellamy A. R.,
J. Virol., 14, 324 (1974).]
Yacts IV.
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Homa. (x)PHK wmartpuma tpanckpubupyercs
acuMmMempu4Ho U KOHCcepeamueHo, T.e. o0Opa-
sytorcsi  Tonbko (+)PHK, a wucxomHble
(£)PHK pazpymatorcs. B cepaiieBuHe Bupuo-
Ha K 5'-konuam stux MPHK npucoeauHsiorcst
«KOJTMaykKu» TOA NelicTBUeM (epMeHTOB. 3a-
TEM 3TH KOHIIbI BBIXOISIT Yepe3 KaHaslbl B Cepi-
ueBuHe (puc. 30.25). CrnemoBaTenbHO, Cepilie-
BHMHA - BHICOKOOPTAaHW30BaHHAsI CHUCTeMa CUH-
teza MPHK. Kaxcoas uz smux oecamu mPHK
daem npu mpaucaayuu o0uH Oenok. 3areMm
Becb Habop necatu (+)PHK coemmnsercs
C HEKOTOPbIMM BUPYCHBIMU OelKaMu U 00-
pasyeT MpeAllecCTBEHHUK CepALIeBUHBI («IIpe-
KOp»), B KOTOPOM CHUHTE3UpYeTCsS JeCsiTh
(—)uenei.

[na 4yero TeHOM peoBUpyca pasiefieH Ha
(parmenTei? Kak yXe ObUIO yKa3aHO BHIIIE,
BUPYCHI XXUBOTHBIX HE MOTYT MMETb TMOJIULIU-
crpouHelx MPHK. Bupyc monuomuenura pe-
maeT 3Ty NpobjeMy IMyTeM pacllieruieHUs] Th-
raHTCKOTro OejKa-TIpealieCTBEHHUKA, a BUPYC
BE3UKYJSIDHOTO CTOMAaTuUTa TPaHCKPUOMpPYET
PHK Bupuona B Bumge kopotkux MPHK, xa-
XIast U3 KOTOPBIX COOTBETCTBYET OIHOMY Oell-
Ky. Cmpameeus peosupyca cocmoum 6 mOM,
YmoObl UMemb OMOEAbHYIO <«XPOMOCOMY» 043
Kaxicooeo cunmesupyemoeo 0eixa.

YeTBepThlii TyTh BbIpakKeHUS TEHETUYECKOM
nHpopmanuu PHK-comepxkamux BHUpPYCOB -
ucnonap3zoBanue JIHK-mocpennuka, wHTEeTpu-
pylolieil ¢ reHoM KJIeTKU-X03siMHa. DTo Oonee
CIIOXHasl TeHeTUYeCcKasi CUcTeMa, KOTOPYIO UC-
nojb3yoT perpoBupychl (PHK-comepxainue
OITyXOJIEpOIHbIE BUPYCHI). MBI 00CcynnM ee Hu-
XKe B 3Toi1 TnaBe (pasm. 30.19).

30.14. Meaxkue PHK-conep:xamue darn
COZIepPKAT MNMepeKpbIBAIOIIMNECsS T'eHbI

Takue PHK-conepxammue aru, kak R17 (MS2,
F2) u Q,, oTHOCATCA K MPOCTEHLIMM BUpYCaM.
OHu umerT GopMy MpaBUIBHOTO MHOTOTPaH-
HuKa U auametrp okono 200 A. Kamcun 3Tux
OJIM3KOPOICTBEHHBIX (haroB coaepkut 180 mo-
JIeKyJI O6enka 060109Ku Maccoil 14 kJ/la m omHy
MosieKysny ©Oenka A (co3peBaHUs]) Maccoit
38 x[la. Kpome TOro, omHouenoyeyHas
(+)PHK xomumpyer omHy u3 cyObeAMHMIL pe-
mauKasbl. JIo CUX Mop cUMTanoch, YTo 3TH MeJl-



kue PHK-comepxamue Bupycsl comepxar
ToJIbKO Tpu reHa. OmpHAKo oOHapyXeHUe My-
TaHTa (ara, oOpa3yloLUer0 HOpPMajbHblE BH-
PUOHBI, HO HE CITOCOOHOTO MPU 3TOM JIU3UPO-
BaThb KJIETKY-X035MHA, TOBJEKIO 3a Cco0Oit
MOWCK eIle OJHOT0 KOIMPYEMOIO BHPYCOM
6enka. [eiicteutenbHo, y PHK-comepxkamumx
(aroB uMeeTcs YETBEPTHIN TeH, KOOMPYIOIIUA
0ell0K, HEOOXOMMMBIM MJIsl NHM3KMca OaKTepUu-
xo3guHa. ['eH aToro Oeska ju3uca MepeKpbl-
BaeTcsl ¢ reHaMu Oesika 00O0JIOYKM U CyObeou-
HULBI perukasbl (puc. 30.26). DM meakue
PHK-codepucawue ¢aeu, nodobro maneHvko-
my JHK-codepucawemy paey pX174
(pasm. 26.11), ucnoavzyiom nepekpwvigaroujuecs
2eHbl 0151 M020, UMobbl emecmums 00bule UH-
gopmayuu 6 céou manreHvKue eeHomvl. MoJleKy-
na(+)PHK BupuoHa ciyXuT MaTpulei u ajs
CUHTE3a YeThlpeXx OeJKOB, M I CHUHTe3a
(—)PHK. 3arem (—)PHK ucnonbp3yercs B Ka-
YeCcTBE MATPUIIBI IUIsI 00pa3oBaHMsI MHOXECTBA
xonuii (+)PHK. Takum obOpa3zom, 1o reHeTu-
YecKoii cucteMe 3TH (haru HalmOMUHAIOT BUPYC
MOJTMOMUEIUTA.

Pemnmkasza, cunresupylomas (+)- u (—)ue-
mu darosoii PHK,- oueHb uHTEpecHBI ep-
MeHT. OH TpOSBISAET BBICOKYIO CIEeIHpUI-
HOCTb K ToMoJiornuHO# daroBoil PHK. Iloato-
My MoJekynbl PHK kneTkn-xo3sa1uHa He KOHKY -
pupyiot ¢ ¢daropoii PHK npu pemmmkanum.
QP-penaukasa cocmoum u3 uemvipex cybeedu-
HUY, U3 KOMOPbIX MOAbKO 00HA Kodupyemcs ¢ha-
eosoii PHK. Tpu dpyeue cybsedunuupt penau-
Kasol - 6eAKU  KAeMKU-X03AUHA, Komopwle ¢hae
npucnocobun oas cobcmeenHvlx Hyxco. JIBa u3
HUX - (AaKTOpBl 2JIOHTallMM CHUHTe3a Oeika
EF-Tu n EF-Ts, a TpeTtuii - o1vH U3 KOMIIOHEH-
ToB 30S-cybuactuubl pubocombl. Tak dar Qf
co3gaeT BecbMa CIeMGUYHBIN (DepMEeHT Mak-
CUMaJIbHO 3KOHOMHUYHBIM CIIOCOOOM.

Pecynsamophnvie mexanuzmvl obecneuusaiom
NPABUALHYIO 8DEMEHHYI0 NOCAE008aAMEAbHOCHb
mpancaayuu u penauxayuu. (+)PHK cnyxur
OJTHOBPEMEHHO MaTpulleil Ajs cuHTe3a Oelka
u pia cunre3a (—)PHK. Bruto 6b1 Hexena-
TeJIbHO, YTOOBI 00a Ipoiecca IIPOUCXOIMIN
OHOBpEMEHHO Ha omHoi u Toif Xxe (+)PHK,
MOCKOJIbKY pUOOCOMBI, IBMXYIIMECS B Ha-
MpaBjieHUU 5—>3, CTaJKUBaAIUCh ObI C PEILIM-
Ka30i, OBUXYyLIeics B HampapieHuu 3—>5.
DTOro He MPOMCXOIUT, TaK Kak  QP-peruinkasa
CUJTbHO WHTMOMPYET CBSI3BIBAHME DPHUOOCOM C
(+)PHK gmo tex mop, moka He CMHTE3UPYyeTCS
noctaroyHoe yuciao Mosekyn (—)PHK.

Yemvipe pacosvix bOeaka cuHmesupyomcs
6 paziuuHbiX Koauvecmeax. benok 000510YKH,
KOTOPBIif CHHTE3UpYeTCsl Ha TTPOTSIKEHUU BCEro

Puc. 30.26. IlepekpriBatomuecs redsl B PHK
BupycoB R17 u QB. OmHa pamka
CUMTHIBAHKMS ITOKa3aHa XEJITHIM
[BETOM, ApYyTas - CHHIM.

nepuona  MHOEKIWH,- OCHOBHOM  TPOAYKT

TpaHchasuuu. OfHa M3 TMPUYMH 3TOTO COCTOUT
B TOM. YTO pMOOCOMBI TOPA3/10 MPOYHEE CBSI3bI-
BalOTCI C Yy4YaCTKOM WHUIIMAIUU COOTBET-
CTBYIOILIETO LMCTPOHA, YeM C OPYTMMHU ydacT-
kamu uHunvauuu B (+)PHK. Kpome Toro,
0e10Kk 000JI0YKM TOJABISET TPAHCIALUIO TeHa
pernuKasbl, 6JOKHUpPYs €ro yyacToK MHULIMA-
uuu. Takum obOpazoMm, 0eI0K 000JIOYKM - CIIe-
HUPUUECKU pepeccop TpaHCHIIMHU. bemok
A TpaHCcIupyeTcsi TOJbKO C HE3aKOHYEHHBIX
moutekya (+)PHK, Tak kak B MOJHBIX MOJIEKY-
nax PHK ero yyactok nHMIManuu 6JOKMpOBaH
B pe3yJibTaTe CliapuBaHUsl OCHOBaHUiA. BTropuyu-
Hasl CTpyKTypa mojHoil Mojekyiasi PHK mo-
3BOJISIET TPAHCIMPOBATD JIUIIbL HEOOJNBIIOE KO-
JIn4ecTBO Oenka A.

30.15. JdapsunoBckas 3somonus ¢arosoii PHK
BHE KJIETKH

Ouncrka PHK c¢ara QB m QP-permkasbl oT
npuMeceit Hykiea3 nossonuia Cony Crurein-
MaHy (Sol Spigelman) n3y4yath 3BOJIOLMOHHbIE
coOBITUS BHE XUBO# KieTKu. OMH U3 BOIPO-
coB Obul copMynupoBaH CleayloUUM obpa-
30M: ymo npou3zoiidem c morekyramu PHK, ec-
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AU eJuHCMEeHHOoe npedsssiseMoe K HUM mpebo-
8aHUe - MO KAK MOJCHO Oblcmpee pPA3MHO-
acamovcs? Monekynsl PHK u penukassl ¢ara
QB u pubdonykieo3uarpudocdaTsl UHKYOUPO-
Bamu B TeueHue 20 muH. Takoe BpeMsI MHKyOa-
LMK CITOCOOCTBYET OTOOPY MYTAHTHBIX MoOJie-
kyn PHK, xoTopsie OBICTpO pemIUIIUPYIOTCS.
O06pasell 2Toit UHKYOAIIMOHHOM CMeCH MepeHo-
CWJIM U Pa3BOAMJIM B CBEXEl MOPIIMKU CTaHIAPT-
HOI1 peakIIMOHHOI cMecH, coaepxaieir  Qp-pe-
IUIMKa3y ¥ puboHykieo3uarpudocdatel. I1po-
BOAWIM 75 TIEPEHOCOB M 3aTeM aHAJIM3MPOBaIu
ob6pazopapimmecss PHK. IIpomoskuTenbHOCTH
MHKYOAIlMX TIOCTETIEHHO CHIKAJIM, TaK KakK Mo-
nexynsl PHK Ha mpoTsikeHuM skcriepruMeHTa
perIMLUUpoOBanrch Bee ObicTpee. Cambim yousu-
menbHbiM 0bl10 MO, 4MO nocae 75 NepeHocos
(«nokonenui») oauna mosekyr PHK cocma-
ensna ececo 12% oaunvt ucxoonoi PHK ¢aea
QB. HykneoTunbl, HEHYKHbIe AJIsI pETUIMKALIVH,
OBUIM yTpadeHBI, TaK KaK YKOPOYSHHBIE MOJIC-
KYJIBbl PeIUIMIMPOBaIUCh ObicTpee. OCHOBHOE
orpaHMYeHUE, KOTOPOE HaKJIadbIBaIH YCIOBUS
9TOTO  IKCIIEPUMEHTA,- COXpaHeHUe B My-
TAHTHBIX MOJIEKYJaX WHUIMUPYIOLIEH Moce-
JIOBaTeJIbHOCTU, KOTOPYIO Y3HaeT  Qp-peru-
Kasa.

30.16. JIuzoreHnbie (parm MOryT BKJIIOYATH
ceoio /IHK B cocra JIHK KileTKH-XO03sAHMHA
Y HekoTopbiXx 6akTeprodaroB CyliecTByeT 1Ba
BO3MOXKHBIX MYTH, MO KOTOPHIM MOXKET MOWTH
UX JajbHellee pa3BUTUE TMOCTe 3apakeHusl
KJIETKU-X035IMHA: OHU MOTYT Pa3MHOXAaTbCS
W JM3UPOBaTh 3apakeHHYIO KIETKY (1umuue-
ckuti nymo pazeumus) wim xe ux JHK moxer
BkmounThes: B JJHK 3apaxkeHHo#l KieTku, He
MIPOSIBJISISI CITOCOOHOCTU K Pa3MHOXKEHUIO U JIU -
3UCy (sau30eeHHblil nymb pazeumus). Bupycsl,
KOTOpBbIE He Bcerna youBaloT KJIeTKY-X03sMHa,
Ha3bIBAIOTCS yMepenHbimu. Jlydime Bcero u3
YMEPEHHBIX BUPYCOB U3yyeH ar
A (puc. 30.27); MBI yXe TOBOPUJINA O HEM paHb-
e B CBA3M C peryisiuMeil TpaHCKPUIILIHUU
(pa3n. 28.11). HamomHuM, uto perpeccop ¢ara
A cBA3BIBAaeTCS C JBYMSI TpYIIaMu orepa-
TOPHBIX y4acTKoB O, u O, U 4TO OH peryjau-
pPYET CBOM COOCTBEHHBIN CUHTES.

JHK BupuoHa A -JIMHeiiHas AByXIeNnovyey-
Hasl MoJIeKy/ia JUIMHOM 48 kb. 5'-KoHel Kaxmoi
ee IEeNMU TIPeACTaBIsAeT cO0OM OTHOIIEeOvYeY-
HYIO TIOCJIeIOBaTeIbHOCTb U3 12 HYKJIEOTUIOB.
DT MOCIen0BaTeIbHOCTU Ha3bIBAIOTCS AUNKU-

Yactp IV.
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Puc. 30.27. DOnexrpoHHas  MUKpodoTorpa-
dus dara A. ([Teuataetrcs ¢ mro-
0e3HOro  paspelleHusT  I-pa

A. Dale Kaiser.)

MU KOHYamu, TaKk Kak OHU B3aMMHO KOMILIe-
MEHTapHbl ¥ MOTYT CITApUBAThCSA APYT C APY-
roMm. Ha caMoM Jiesie OHU COeAMHSIIOTCST cpasy
nocie 3apaxeHus. B pesynbrare 5'-docdar ka-
KIOM IeNMU OKa3bIBaeTCA PSAIOM CO CBOUM
COOCTBEHHBIM  3'-TUAPOKCUIBHBIM  KOHIIOM.
JHK-nuraza  kIeTKU-X03sMHA  3a[eJbIBaeT
pa3pbiBbl, U B pe3yibTaTe 00pasyeTcsl Koavle-
eéas monekyra JHK gaea )\ (puc. 30.28).

Penmkanmst 9TOM KOJBLEBON MOJIEKYJIbI
JAHK ¢ara A mpoucxomuT IIyTeM B3aMMOICH-
CTBUsSI 0OEJIKOB, KOTUPYEMEIX (p)aroM A, C pernii-
KallMOHHBIMU MEXaHW3MaMM KJIETKU-XO035MHa.
B npyrom cinyuae konbiieBas JHK ¢ara A mMo-
JKET BKJIIOUMTHCS B OaKTepHUaTbHYIO XPOMOCO-
MY C TIOMOIIIBIO OTHOTO aKTa PELUUTIPOKHON pe-
KOMOMHALIMU MEXIY CreludUUIecKUMU yJacT-
kamu JJHK ¢ara A u E.coli nnunoit o 15 map



Puc. 30.28. IIpespamenue nuHeitHoit JHK
(ara A B KojdbleByI0 GopMmy.
Puc. 30.29. Cxema peuMNpoKHON peKOMOU-

Hauuu JAHK dara A u JHK E.
coli.

ocHoBaHMii. CaiiT (y4acTOK) MpUKpeIIeHus (a-
ra A B IHK E.coli o6o3nauaercst atfA u pacmo-
JlaraeTcs MeXIy reHaMM TaJaKTO3HOTO W Ouo-
THUHOBOTO omnepoHoB galE u bioA. Tlocnenosa-
TEJIbHOCTh OCHOBAaHUI affA, MOXHO CUMBOJIM-
YeCKHU 0003HavYaTh B-B' (ot aHrI.
bacterial - 6akrepuanpHbiit). Crnenuduyeckuit
caiiT mpukpernyieHus: B ¢dare A Ha3bIBaeTcd aft
¥ JIOKaJIU30BaH PSIIOM C TeHaMu int (OT aHTII.
integrate - UHTErpupoBaTh) M Xis (OT aHIJL.
excise - BeIpe3aTh). [locnemoBaTeNbHOCTH  OC-
HOBaHUU att obo3Hauaetcs P-P' (or aHrm.
phage - ¢ar). benok int y3HaeT mocjenoBaTeIb-
HocTth P-P' B dparosoii JIHK u mocnenoBatenb-
Hocth B-B' B IHK FE.coli. 3atem mpoucxoaut
B3aMMHBI nepeHoc: P coenunsercsic B, a B-c¢
P'. Ora cxema (puc. 30.29 u 30.30) Gblna mepBo-
HavyalbHO TpenjoxeHa AnmaHoM Koammben-
oM (Allan Campbell) Ha ocHOBaHUY IreHETHYE-
CKUX TaHHBIX.

Tenepsr JHK ¢para A cocTaBisieT 4acTb MoO-
nexkynsl IHK E.coli. Dta dbopma HazbiBaeTcs
npogpacom, a xnerka E.coli, comepxamias Ipo-
dar, - auzoeennoii 6axmepueii. Ilpodar cradu-
JIeH B OTCYTCTBHUE Oenka Xis. TpaHCKpuUIIus re-
Ha Xxis OJokupyeTcsl pempeccopoM  (hara
A (pazm. 28.11). Korma pempeccusi CHUMaeTcs.
0eJIKM XiS U int COBMECTHO KaTaJlu3UPYIOT pa3-
pBIB mocyienoBarenbHocTeii B—P' u P—B),
W CHOBAa TIPOMCXOAMT B3aMMHBINH TMEpeHOC
(puc. 30.30): P coenunsiercsa ¢ P', a B ¢ B'; mpu
3TOM CHOBA TMOJIYYalOTCs KOJblieBash MOJEKysa
OHK dara A um HenM3oreHHas XpoMocoMa
E.coli. ThaBHasi 0COOEHHOCTb 3TOW CHUCTEMBbI
PEKOMOWHALIMY 3aKJTI0YaeTcsl B TOM. 4YTO OesloK
int cam 1o cebe HE MOXET y3HaBaTh ABE HOBHIE
MOC/IeI0BaTEIbHOCTA Ha KOHILAx mpodara
(B-P' u P-B'), mosatomy oHu yctoituuBbl. Ta-
KUM 00pa3oM, BHeopeHWe ¢ara MPOUCXOIUT
B MPUCYTCTBUM OAHOTO Oenka int, Torma Kak
BbIpe3aHue mpodara - TONbKO B MPUCYTCTBUU
obonx OenKoB - int U Xis.

Puc. 30.30. MHMHTerpamusgs ¥ UCKIIOYCHME
JOHK cara A. 910 HemoaHas cxe-
Ma, TaK KaK HEKOTOpbIe (GaKTOpHI,
yyYacTBYIOIIME B 3TUX Tpolieccax,

ImoKa H¢ I/IZ[CHTI/I(I)I/IHI/IDOBH.HH.
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30.17. PerpoBupycsl u Hekoropnie JTHK-
coJepxKamye BHUPYCbI MOTYT BbI3bIBATh PakK
Y YYBCTBUTECJ/IbHBIX KJIETOK-XO03d€B

B 1911 r. Ileititon Payc (Peyton Rous) mpuro-
TOBWJI OECKJIETOYHBIN (UIBTPAT U3 OMYXOJIHU
COEMMHUTENbHON TKaHU, KOTOpas CIIOHTaHHO
BO3HUKJA Y KYPUIIBI U BBEJ €r0 HOPMaJbHBIM
upimisgtaM. Kak HU CTpaHHO, y PEIUITMEHTOB
Pa3BUJIUCh BBICOKO3JIOKAYECTBEHHBIE OITYXOJIU
TaKOTO K€ THUIA, KOTOPble Ha3bIBAIOTCH CAPKO-
mamu. Kpome Toro, Payc oOHapyXuJ1, 4TO OITy-
XOJIepOHBI (hakTOp (uUNbTpaTa, M3BECTHBIN
B HacTosIllee BpeMs TMOJ Ha3BaHUEM eupyca
capkomvt  Payca (RSV) wnu eupyca capxomo
nmuy (ASV) (puc. 30.31), MOXHO pa3MHOXUTH
MyTeM  TOCJIen0BaTeIbHOIO  MacCUpPOBAHUS
B Kypax. Bupyc capkomMbl TTHI[ OTHOCHUTCS
K tpynne PHK-codepicawux onyxonsepoouvix
supycos (onxkoreHHbix PHK-comepxamnux Bu-
pPYCOB). DTH BUPYCHI COAEPXKAT B COCTaBE BUPU-
HOB (+)PHK u pazmHoxaioTcs ¢ ucnosb3oBa-
HueM npyxcnupanbHoit JIHK-nocpennuka. Io-
9TOMY WX Ha3bIBAIOT pemposupycsi. PeTpoBu-

Puc. 30.31. DnekrtpoHHass MuUKpodoTorpa-
(us Bupyca capkoMbl NTULL (BU-
pyca capkombl Payca), oTHocs-
merocsi K perposupycam. Cuiib-
HOOKpalInBawIeCa BUPUOHBI
pacIioJIoXeHbl BOJIM3U  TOBEPX-
HOCTH 3apakeHHOM KIETKM IIbI-
mieHka. (I[Teuataercs c a06e3HO-
ro paspemieHus mg-pa Samuel
Dales.)

Yacts IV.
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Puc. 30.32. ODnexkTpoHHasg  MuKpodoTorpa-
¢dus JHK-comepxamero ormyxo-
nepomHoro Bupyca SV-40. (ITeua-
TaeTCs ¢ JTI0OE3HOTO pa3pelIeHust

n-pa Jack Griffith.)

pycHl - equHcTBeHHBIe PHK-comepxkamme Bu-
PYCHI, CITOCOOHBIE BBI3BIBATh pak. Kpome Toro,
3JI0KaYeCTBEHHBIE OTIYXOJM MOXET BBHI3bIBaTh
psan JAHK-comepxamux BupycoB. Obe3vsanuil
supyc 40 (SV-40) u eupyc noauoms: TpUHAIIIC-
XaT K rpymnmne namoBaBupycoB (puc. 30.32); u3
Bcex oukoeennulx JHK-codepucawjux BUPYCOB
OHM  M3yyaloTcsd Haubosee  MHTEHCHUBHO.
Oco0srit mHTepec K atuM PHK- u IHK-conep-
XallMM BUpYycaM TPUBJIEKAET TO, UTO OHU CO-
JlepKaT BCEro YeThipe-MsTh FeHOB. B MHAyKIIM K
pakKa yJyacTBYeT BCErO OJWH WJIM IBa BUPYCHBIX
reHa, W TOTOMY HCCIIeOBaTeM IMUTAIOT Ha-
NEXIy BBISCHUTb MEXaHW3M WUX JelCTBUS.

Jlnsg wm3ydeHWs paka Ha MOJEKYJISIpPHOM
ypOBHE OBIIM pa3paboTaHbl CHUCTEMBI TKa-
HEBBIX KYJIbTYp. [IpM NMPOHUKHOBEHWU OHKO-
TeHHOTO BHpYyca B IOIXOASIIME >KUBOTHBIC
KJIETKW OHM CTAHOBSITCSI TIOCTOSTHHO mpaucgop-
MUDOBAHHBIMU, T.e. TIOXOXMMHU Ha paKOBBIE.
TpaHchOpMUPOBaHHBIE KIETKM OTIMYAIOTCS
OT HOPMAaJIbHBIX OCOOCHHOCTSIMM CBOETO0 pOCTa
M XapaKTepoM KJIETOYHBIX TOBEpXHOCTEM
(tabn. 30.3). Camoe pa3uTeiabHOE H3MEHEHUE
COCTOUT B TOM, 4YTO MPAHCPHOPMUPOBAHHbIE
KAemKU pacmym HenpepbiéHo U Xaomu4ecku He-
3aBUCMMO OT cocelHMX KJeTok. Kpome Toro,
TpaHC(OPMUPOBAHHBIC KJIETKU COAEPXAT 6U-
pycocneyugpuueckyro JHK, unmeepuposanmyio
C 2CHOMOM KAEMKU-X03AUHd. DTUM OOBSICHSET-



Ta6muma 30.3. M3MeHeHMS CBOWCTB KJIETOK mpu Tpancdop-
manun JTHK- win PHK-conepkamumu onyxosiepoaHbIMH BH-
pycamu (Tooze J., ed.. The molecular biology of tumour
viruses. Cold Spring Harbor Laboratory, 1973, p. 351)

Xapakrtep pocta

ITpu BBefeHMM YYBCTBUTEJIbHBIM XHBOTHBIM 00pa3yloT
OMyX0J1

PactyT no ropas3mo 0Oosee BBICOKON IJIOTHOCTH

PocT cTaHOBUTCSI HE OPMEHTHPOBAHHBIM B ITPOCTPAHCTBE
U KIETKU OTHENSIOTCS OT TOBEPXHOCTH, Ha KOTOPOii
pacTyT

B cpeny BbIIENSIOTCS aKTMBATOPBI MpOTEa3, 4TO TOBBI-
11aeT MHBA3MBHOCTh KJIETOK

CHuxaeTcs MoTpeOHOCTh B (DaKTOpax pocTa ChIBOPOTKHU

CBoiicTBa NOBEPXHOCTH

[MosBasiOTCS HOBbIE BUpYycOCTEUU(BUYECKUE aHTUTEHBI
OnuH 13 6elKOB HapyXHOI TOBEPXHOCTH KIJIETOK - (hu-
OPOHEKTHH - UCYe3aeT

[Magaer comepxaHue raHIJIMO3UI0B

Ha noBepxHOCTH KJIETKM MOSIBJISIOTCS aHTUTEHBI 11012
CKOpOCTh TPAHCIIOPTA MUTATEIbHBIX BELIECTB YBEJIUUN-
BaeTcs

CriocoGHOCTh K arrjaloTHHALUKU IO AeiiCTBUEM pacTu-
TEeJIbHBIX JIEKTUHOB YBEJINYNBACTCS

IIpu3HaKN NPUCYTCTBUS ONMYXOJEPOJHOTO BHPYCa

Nmerorcss mocaenoBareibHocT BupycHoit JTHK
Nmerotcst Bupycocneuubuuyeckue MmPHK
BrisiBasiiotcst Bupycocneuudbuyeckue aHTUTEHBI

ca TOT (bakT, 4TO TpaHCHOPMALKUSA SBISETCS
HacjenyeMbIM u3MeHeHWeM (eHotumna. Kyib-
TYpPBI, MONY4eHHBIE M3 TPAaHCHOPMHUPOBAHHBIX
KOJIOHMI, HaBCETNa COXPAHSIOT aHOMAaJbHbIE
CBOMCTBa TpaHCPOPMUPOBAHHEIX KIETOK. Kpo-
M€ TOro, HEKOTOPBIE MPaHCcHOpMUposanmvle
KAemKu, noayuennvie U3 Kyabmypbl TKaHU, ApU
66edeHuUU 8 QOCMAMOYHOM KOAU4ecmee 6 nooxo-
OAuwe20 X03auHa o0pasyrm paxKoeyr Onyxonb.

30.18. Bupycsi SV-40 U moJMOMBI MOTYT
BbI3BIBATHh NMPOAYKTHUBHYIO m{c])eKumo

niau TpaHc(popManuio KieTOK-X03sieB

Bupycer SV-40 u monuoMBl comepXaT BHYTPHU
MKOCA3IPUYECKON 000T0YKH MalEHbKYIO KOJIb-

ueBylo asyxcrnupanbHyio JJHK. B HekoTopbix
KjieTkax (OHM Ha3bIBAIOTCS  HEPMUCCUBHBIMU
KAemKamu-xo3seeamu) pPa3BUTHE OTUX BUPYCOB
WIET 10 TIYTH AUMU1eCcK020 YUKAd, YTO TIPUBO-
JUT K 00pa30BaHUI0 MHOXECTBA HOBBIX BUPUO-
HOB (puc. 30.33).

[Mpu mpoaykTuBHON MH(EKUIMU 3TU BUPYCHI
youBaloT KJeTKu. B kieTkax Apyrux TUnos (ue-
NePMUCCUBHBIX — KAeMOK-X035e8)  HEKOTOpbIe
CTaguu 3KCIpPEeCcCUd BUPYCHOTO TeHOMAa MO He-
MOHATHBIM NpUYMHaAM 61okupylotcsi. Hukako-
ro BUPYCHOIO MOTOMCTBAa B HUX He 0Opaszyercs.
HO HeOosblIas 4YacTb KJIETOK - TOpsiika ofl-
Hoit Ha 10°- mpancopmupyemes B pesyib-
tate uHTerpauuu BupycHoit JJHK ¢ renHomom
KJIETKU-XO3SIMHA.

K Hacrosiiuemy BpemeHM pacuimdpoBaHa
MoJjiHasl TOCAeN0BaTeIbHOCTh 5243 map OCHO-
Banuii IHK Bupyca SV-40, a MHOTHE acIIeKThI
€ro peruiuKaluuy U TPAHCKPUTIIUY UHTEHCUBHO
uccnenytorcs. [lonosuna JJHK TpaHckpubu-
pyeTcsi Ha paHHed cTaguu WHQEKIUU, Apyras
nojosuHa HHK - Ha mosgHelr craguu, OIHO-
BpeMeHHO ¢ cuHTe3oM BupycHoit JHK
(puc. 30.34).

Touka Havana periMKaluKu HaAXOOUTCS B TOi
Ke 00J1acTH, YTO U Hayajo TPAHCKPUIIUU paH-
Heil W mo3gHel obnacreit. Pawuss obaacme
TpaHCKpUOUpPYeTCs B HanpaBieHUM MPOTUB ya-
cOBOi1 cTpenku W koaupyet T-antureH (6emox
A), HeoOXOIUMBIIA 111 MHULIMUPOBAHUS PeTLIn-
kauuu JHK. Ipyroit, ”MMyHOJOTUYECKU OT-
JIUYHBIU GeoK - MaJIbI t-aHTUTEH - TAKXe KO-
nupyeTcst paHHel ooOnactbio. [lpu cuHTese
MPHK pang T-aHTureHa mnpouCXOIUT BbIpe-
3aHME BCTaBOYHOW TMOCIENOBATEIbHOCTU U3
NEePBUYHOTO TPAHCKPUIITA.

Takum obpazom, Bupyc SV-40 ucnonb3yeT
anmnapat cruialicuHra KJIeTOYHOTO siipa. 3aciy-
KMBAeT BHUMAHUSI TaKXe TOCIel10BaTeIbHOCTD
OCHOBaHMI1 B TOUKE Havasia perjuKanuu. 31ech
MMEIOTCSl IB€ TMOCAeN0BaTebHOCTH [JUHON MO
13 map ocHOBaHUI, CUMMETPUYHBIX OTHOCH-
TEIbHO OCH BTOPOTO TOPSIKA, a PSNOM Haxo-
nutcst AT-0Ooraras o6nacTh:
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Ilanosasupycor -

rpyra JIHK-conepxkamux BupycoB. HasBaHue cocTaBieHO MO Ha3BaHUSAM Tpex
TMPEICTAaBUTEIICH TPYIIITbI: BUPYCOB HAIMUIOMBbI, IIOJIMOMbI U BAKYOJIU3UPYIOIIETO BU-

pyca (SV-40).

Puc. 30.33. DnekTpoHHas  MUKpogOTOrpa-
¢ust dparMeHTa SIAEPHOU MeM-
OpaHBI KJIETKU, 3apaXkeHHO! BU-
pycom SV-40. BunmHbl simepHBIC
IOpHl M MHOXECTBO BHUPHOHOB.
(ITeyataetcs ¢ J1100e3HOIO paspe-

meHus a-pa Jack Griffith.)

C 3TUM y4YacTKOM CBsI3bIBaeTCs T-aHTUTEH.

TpaHckpumnus no3dueii obnacmu TIPOUCXO-
JIAT TI0 HATpaBJIEHUIO YaCOBOM CTPEJIKM OT Ha-
gajma permmmkauuu (puc. 30.34) m mpuBOIMUT
K CHUHTe3y Tpex OenkoB Kamcuma: VP1, VP2
u VP3. U B aTOM cilyyae NpoMCXOIUT yaaJleHue
BCTaBOYHBIX MOCJIEI0BATEbHOCTEH 13 TIEPBUY-
Horo TpaHckpunTta. Tpu MPHK, no-Bumumo-
My, o0Opa3yloTcs B pe3ysibTaTe pa3MYHBbIX pe-
akuui crutaiicuHra. N-KOHLeBasi MOCJI€A0Ba-
TEJbHOCTh aMuUHOKHUCIOT VP3 mnepekpriBaeT
70% C-KoHIIeBOI mocaenoBateabHOCTH VP2,
Kpome Toro, mepekpbniBalolIUiics y4acTOK U3
22 HYKJEOTUAOB YWTAETCS B OJHOW paMke
cunteiBaHus nipu cuHTe3e VP2 u VP3 u B npy-
roii pamke mpu cuHrede VP1. Tak, oepanuuen-
Hoe KOoau4ecmeo eeHemu4ecKoi UuH@opmayuu
y eupyca SV-40 ucnoav3yemecs ¢ MaKcuManbHoll

Yactp IV.
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agpppexmusrnocmoro. Elie oMMH TIpUMeEp TeHETH-
YeCKOil 9KOHOMHUM - TO, 4YTO SV-40 He CUHTE3U-
pyeT COOCTBEHHBIX OENKOB JJIsl yNaKOBKHU
AHK. HoBocunresupoBanHasa JHK cBs-
3pIBA€TCS C TUMCTOHAMU  KJIETKU-XO3sIMHA
(puc. 30.35). 3areM BTOT CBepXCIMpPAIN30BaH-
HBIIf KOMILJIEKC YITaKOBBIBA€TCS B KarCUJ C TO-
mouibio 6enkoB VP1, VP2 u VP3. B koHI11e KOH-
1I0B BUPMOHBI TOTOMCTBa BbICBOOOXIAIOTCS

Ta6nmuma 30.4. Beakn, Koampyembie Bupycom SV-40

benok Macca, MPHK Posb
xJa

T-anTuren

(6emok A) 94 Pannss HeobOxonum TUTS
VHUIMAILNHA, PeTLIN-
kauuun JAHK u pns
TpaHchopManuu

t-AHTuUTeH 21 Panuss HewusBectHa

VP1 40 Mo3nnss OcHoBHOIl ~ Genmok
Karcuaa

VP2 39 Moznuss MUHOpHBIA 6eoK
Karcuaa

VP3 27 Mo3nHsas MuHOpHBI  GesToK

Karicuga




MpU JIM3UCe KJIETKU-XO035MHa, KOTOopas B pe-
3yJlbTaTe TUOHET.

B HemepMHUCCUBHBIX KJIeTKaX TMPOUCXOIUT
JKcIpeccusi paHHeidl obmactu reHoma SV-40,
MO3IHSIS XKe 00JIACTh HE PEerUIMLIMPYeTCs U He
TpaHckpubupyercsd. Heboavwas uacme smux
KAemoK mpanchopmupyemcs 6 pe3yabmame UH-
meepauuu eevoma SV-40 ¢ kaemounoit JHK.
B ornuume or maTerpanmuu AHK dara A B Mme-
xaHnusMe uHrterpauuu IHK SV-40, mo-Buau-
MOMY, He yYyacTBYIOT creunduyeckue yqyacTku
HU BUpycHoU, HU kietouHou JAHK. J{ns tpanc-
bopmanuu, a Takxe, 1Mo Bceil BEPOSITHOCTH, JJISI
nojaepXaHuss TpaHC(HOPMUPOBAHHOTO COCTOSI-
HUS HeoOXoauMBbl 06a BUPYCHBIX aHTUTeHa (T
u t). BeemeHue Takux TpaHc(hHOPMUPOBAHHBIX
KJIETOK YYBCTBUTEJbHBIM XHWBOTHBIM TPUBO-
IUT K ObICTpOMYy oOpaszoBaHMi0 omyxojeil. Oc-
HOBHAas 1eJIb BEAyIIMXCS B HACTOSIIEE BpeMs
ucciaenoBanuii Bupyca SV-40 coctoutr B TOM,
4yTOObl BBISICHUTb, KaK 3KCIpPECCUs] paHHel
00JIaCTH MHTETpUPOBaHHOW (POpPMBI 3TOro BU-
pyca gaenaeT KJETKY pakKOBOA.

30.19. PerpoBupychl coaepKaT OOpPaTHYIO
TPAaHCKPHUNTAa3y, KOTOPasd CHHTe3UpyeT
nsyxcnupaasnyio JHK, ucnoas3ys

B kKayectBe matpunbl (+)PHK

Eme oaumH xjacc OMyXOJepOAHBIX BUPYCOB -
petpoBupych - conepxut (+)PHK-renom B
ukocaspudyeckoM «odytaspe». D10 chepuye-
CKOE HYKJIEOTPOTEHHOBOE <«SIIp0» OKPYXEHO
000JI0YKOIi, COCTOSIIIEN U3 KOAUPYEMBIX BUPY-
COM MOJIEKYJI TJIIMKOMPOTEUHA B ABYCJIOWHOWM
JUMUIHON 000J0YKE, MPOUCXOASLIEH U3 TUIa3-
MaThyeckoir  MemOpaHbl  KJIETKU-XO3SMHA.
OOBIYHO JMaMETp pPETPOBUPYCOB COCTaBISET
1000 A (cm. puc. 30.31).

B 1964 r. Toapn Temun (Howard Temin)
Habmioman, 4yro 3apaxeHue Takumu PHK-co-
JepXaluluMu OTYyX0JePOAHBIMU BUPYCAMU, KaK
BUPYC CAPKOMBI MTUI, OJIOKUPYETCS] MHTUOUTO-
pamu cuHTe3a JIHK. MHrubutopsl, HanpumMmep
aMeTONTepUH, S5-OTOpAe30KCUYPUAUH U IIUTO-
3uHapabuHO3uA,  3(G(EKTUBHBI B TEUEHUE
MEPBBIX IBAAIATU YaCOB MOCJIE BBEAECHUS BUPY-
coB. B pesynapTaTe STOrO0 OTKpPHITUS OBLIO
BBICKA3aHO TIPEAINOJNIOXEHUE, UYTO 041 pocma
PHK-codepucawux  onyxonepooHsix  8upycoe
Heobxooum cunme3s JJTHK. K TtoMy ke obpazo-
BaHWE YaCTUIl BUPYCHOTO TMOTOMCTBA IMOJIAB-
nsgetcsd akTuHoMuinmHoM D. W3BectHo, uTO
3TOT aHTUOMOTUK uHTUOUpyeT cuHTe3 PHK mo
HNHK-matpune (paza. 25.18). Tak 3apommnoch
MPEATION0XKEHUE O TOM. UTO 045 PA3MHONCEHUS]
PHK-codepycawjux  onyxonepoOHsix  8upycos

Puc. 30.34.

Puc. 30.35.

30. Bupycsol

I'enetuueckas kapra JJHK Bupy-

ca SV-40, comepxamast 5243
Taphl OCHOBaHMIA. Panusas
o6J1acTb (TpaHCcKpuOUpyeTcst

B HaNpaBAeHUU MPOTUB YaCOBOW
CTPEJIKM) MOKa3aHa XeJThIM 1IBe-
TOM, TO3IHSsA 06nacTb (TpaH-
CKpUOHMpYyeTCS MO YacCOBOM CTpes-
Ke) - CAHUM, MeCTO Hayaja pe-
IIMKAuK (Ori) - KpaCHBIM.

BekTpoHHass  MUKpodoTorpa-
bus  bopMUPYIOIIUXCA YaCTHUII
omyxoyieponHoro Bupyca SV-40,
aCCOLIMUMPOBAHHBIX C KJIETOUHOU
xpomocomoii. (I[leuaraercs ¢ mo-
Oe3Horo paspemieHus a-pa Jack
Griffith.)
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Puc. 30.36. Cunres IHK no PHK-maTtpuue
o0paTHOI TpaHCKPUIITa30i. 3a-

TpaBKa HE€ IIOKa3aHa.

Heobxoduma mpanckpunyus JAHK. Dt Heoxu-
JNaHHBbIEe NaHHbIE MpUBeIU TeMUHA K MBICIH,
yto JHK-codepyucawuii  npogupyc  cayicum
NPOMENCYMOUHLIM NPOOYKMOM 8 DPenauKauuu
U 6 OHKOceHHOM Oelicmguu 3Mux Gupycog:

BoinBunyTass TeMrHOM rumnoresa, YTo T€HETH-
yeckass MHGMoOpMalMs MOXeT TMepexoIuTb OT
PHK x IHK, Obi1a BHadase X0JIOOHO BCTpede-
Ha OOJIBIIMHCTBOM uccienoBareneit. OHa Tpe-
0oBana CyLIECTBOBAaHUSI HEM3BECTHOTO TOTIA
eme ¢GepMeHTa, CIOCOOHOTO0 CHHTE3UPOBATh
OHK mo PHK-marpune (PHK-3asucumoii
JHK-noaumepaswr). B 1970 r. Temun u bantu-
Mop (Temin, Baltimore) He3aBUCHMO OTKPBLIK
Takoii (hepMeHT, KOTOPBIl Ha3bIBaeTCsd o6pam-
HOUl MPAHCKPUNmMasoii, B BUpMOHAX HEKOTOPBIX
PHK-3aBUCUMBIX OIyXOJEPOIHBIX BHUPYCOB.
Bce Bupycwl 3TOil Trpymnmbl, ucciaeqOBaHHBIE
B JaJibHelleM, coiepxXajld OOpaTHYIO TpaH-
CKpHUMTA3y, MO3TOMY UX U Ha3bIBAIOT pemposu-
pycamu (OT aHTJ. reverse transcriptase - odpar-
Hasl TpaHCKPUIITa3a).

XKU3HEHHBIT UK OOBIYHOTO pEeTpoBUpYCa
HauyMHAETCs CO CBSI3bIBAHUS BUPUOHOB CO CIle-
urbUYECKUMU pelENnTOpaMU Ha MOBEPXHOCTHU
KJIETKU-XO35iMHA U TPOHUKHOBEHHUS B KIETKY.
B mwmro3one BupycHas (+)PHK ckunniBaer
oboyiouky. 3aTeM oOpaTHasi TpaHCKpMIITa3a,

Yacts IV.
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co/iepXaBlIasics BBUPYCHOM YacTUIIE, CHHTE3U -
pyer (—)uens JHK. Tor xe depmeHT paciue-
misiet uens reHoMHoit PHK B cocraBe rubpuna
PHK—IHK. Tenepp obpaTHasi TpaHCKpMIITa-
3a cuHresupyeTr (+)uenp HAHK, wucmonnsys
B KadyecTBe Marpuubl (—)uenb. Taxum obpa-
30M, O00pamHas  MPAHCKPUNMA3a  OCyuecm-
easem mpu nocaedogamenvhvle peakyuu: PHK-
3asucumoli cunme3z JHK, eudporus PHK
u JIHK-3asucumoiii cunmes JHK (puc. 30.36).

[Monoono  apyrum JHK-nmonumepasam,
obpaTHasi TpaHckpunTaza cuHte3supyer JHK
B HaIIpaBlieHUH 5'—>3' 1 HecImocoOHa K MHUIIMA -
uuu ueneit de novo. OTkyna xe Oepercs 3a-
TpaBka st cuHTe3a BupycHoit JIHK? Ilporecc
MHULMAI MU BecbMa3koHoMmuueH: (+) PHK Bu-
PYCHOTO TeHOMa COEPXKUT HEKOBAJIEHTHO CBSI-
3aHHyl0 TpaHcnopTHylo PHK (B Bupyce cap-
KOMBI TTULl 3T0- TpunrtodaHoBas TPHK),
KoTopasi Oblj1a 3aXBaueHa B KJIETKE-XO3SMHE BO
BpeMsl  MpEAbIAYIIero UMKJIa 3apaxXkeHWUs.
3'-OH-epynna smoii mPHK, ocHoeanus Komo-
poii cnapenwvt ¢ eeHomuoil PHK, Oelicmeyem
6 Kauecmee 3ampasku cunmesza /JHK. Kak mpo-
HUCXOIUT perviukanus mnoaHoil uemu (+)PHK?

HamomHuM, 4To npu penaukamuu Joboit au-
Hetinoti JIHK Bo3HuKaeT ocobas mpobiema 3a-
mojgHeHus 5'-koHuos (pasa. 30.6). Perposu-
pYChl HallUIM OYEHb OCTPOYMHBINH BBIXOH U3
3TOTO MOJOXeHUs1. IX TeHOMBI COCTOSIT HE U3
onHoil, a wu3 odgyx M™ojekyn (+)PHK
(puc. 30.37). DTM MOJEKYyIBl CBSI3aHB OPYT
C JpyroM BOAOPOAHBIMU CBSI3SIMU BOJU3U
5'-konuoB. K tomy xe (+)PHK comepxur on-
Hy M Ty Xe TOCJIeq0oBaTeJlbHOCTh Yy 5'- U
y 3'-KoHma. Dta KOHIIeBasi U30BITOYHOCTD, IO-
BUIMMOMY, HeoOXoauMa JJIsl Tpoliecca peruiv-
KalMK, Kak U B ciaydyae dara T4 (pasa. 30.6).

30.20. PerpoBupycnas JTHK

TPAHCKPUOUPYETCS TOJBKO B TOM CJIy4ae, e€CJu
OHA WHTErPUPOBAHA C TEHOM KJIETKH-XO35MHA
HAByxcnupanbHast BupycHas JHK nepexomut
B KOJIbLEBYIO (GOpPMYy M TIPOHUKAET B SIpO.
Tpanckpunuusi perposupycHoit JTHK mpouc-
XOJUT TOJBKO MOCJe TOro, Kak OHa WHTETpU-
pyer ¢ IHK knetku-xo3sauHa. Takum obpazom,
8 JICUBHEHHOM UYUKAe pemposupycoe UurHmeepa-
yus — sman o6a3amenvhblil. B XU3HEHHOM UU-
ki1e oHkoreHHbXx JHK-comepxamux BUpPYCOB,
HamnpoTUB, WHTETpalusl U MPOAYKTUBHASI WH-



Puc. 30.37.

Puc. 30.38.

CxeMaTndeckoe Hu300paxkeHUe
reHOMa BHMpYCa CApKOMBI MTHIL.
JIBe MOEHTUYHBIE MOJEKYJIbl ()
PHK cBsi3aHBI MexXay coOoit He-
KoBajieHTHO. Ha 5'-koHIIax Haxo-
ISITCST «KOJIMTAYKW», a Ha 3'-KOH-
1ax - poly(A)-mnocienoBarebHO-
ctu. Mogaexkyna TPHK, koTtopas
CJIYKUT 3aTPaBKOM, NMPUCOETUHE-
Ha MOCPEACTBOM CIIapUBaHUS OC-
HOBAaHUU K KaXI0U MOJEeKyJe
PHK.

leHeTnyeckas Kapra BUpyca cap-
KOMBI IITUL. ['eHOM MMeeT MIMHY
10 kb. bykBoit T 0003HaYEeHEI
KOHIIEBbIE ITOBTOPSIOIIMECS TIO-
CJIeI0BaTeIbHOCTH.

dexuus - anbrepHaTuBHBIE TyTH. EIrie ogHO OT-
JU4Yue 3aKkiioyaeTcss B TOM, YTO 4YacTOTa MH-
terpauuu perpoBupycHoii IHK oueHs BbicoKa,
KaK U CJIeI0BaJIO OXXKUAATh UCXO/s U3 ee KITIo-
YeBOIl pOJM B MPOAYKTMBHON MHGEKIIUU.

l'enom Bupyca capkombl nTuil puHoi 10 kb
comepxut uethipe TeHa (puc. 30.38). Tpu wu3
HUX - gag, pol N env - HEOOXOAUMBI JJIsI TIPOAYK-
TUBHOI MHbekuuu. ['eH gag xomupyeT monu-
MpoTeMH Maccoil 76 k/la, KOTOpBIii paciie-
IUIIeTCSl Ha yeThlpe Oelika, 0Opa3ylolux
cepaueBUHy Bupyca. I'eH pol kogupyeT oOpart-
HYI0 TPaHCKpPMITAa3y, COCTOSIIYyI0O U3 O- U -
cyorenunul. o-CyobenuHuna maccoi 65 kJla
npencraBiaseT coboil  ¢parMeHT (Maccoit
90 x/la) npoteonusa B-uenu. ['en env koaupyer
[JIMKOMPOTEMH O00O0JOYKM BUpyca, HEoOXo-
OUMBIT JUISE TIPUKPETIJIEHUS] BUpYyca K TOBEpX-
HOCTH KJIETKM-X03siMHA. YeTBEpThIil TeH - src
(OoT aHIJ. sarcoma -capkoMma)- He HyXeH s
pa3MHOXEHMsI BUpyca, HO HEOOXOouM ISt
TpaHchopMaluy, Kak OymZeT II0Ka3aHO YyTh
HUXE.

Paznuuynbie BupycHsie MPHK, Bugmmo,
o0pa3syioTcsl B pe3ysbTaTe CIIaliCMHTa U3 Tep-
BUYHOIro TpaHckpunta miauHoir 10 kb. 3atem
OHM TPAHCTIOPTUPYIOTCS B LIMTO30Jb M 37eCh
TpaHcaupyworesd. I'enomHas PHK u BupycHbie
OenkM  TepeMelialnTcs K - IMJa3MaTUYecKoit
MeMOpaHe U BKJIIOYAIOTCS B Hee. 3aTeM 4acTh
M3MEHEHHON MeMOpaHbl OTIOYKOBBIBAETCS
1 oOpa3yeT HOBbIE BUPYCHBIE YaCTULbI. TakuM
00pa3oM, npoOyKmueHas pempoeupycHas UH-
dekyusn 6 omauuue om uHGeKYUU OHK02eHHBIMU
JHK-codepoucawumu supycamu He seas1emcs
aumuyeckoi. Pempogupycel 00biuHO He yOu-
earom Kkaemok-xo3ses. PerpoBupycHas JHK
OCTaeTCs B TeHOME 3apaXeHHOM KJIETKU U Tpo-
JIOJIKAeT 3KcIpeccupoBaThesi. Kpome Toro, nH-
terpupoBaHHas BupycHasg JHK pennunupyer-
ca BMmecte ¢ kjaetouHoir [JAHK, mnoatomy
douepHue KAemKu HAcAeo0yrom GUPYCHbIil 2eHOM.

30.21. Kuna3a, Konupyemasi TeHOM SrC BHpyca
Capkombl NTHL, y4YacTByeT B TpaHchopmanuu
N3yyeHue HEKOTOPBIX memnepamypouyecmel-
MeAbHbIX MYMAHMOE TIPUHECIO HOBBIE [TaHHBIE
0 MexaHu3Me TpaHc(hOpMalMu TOJ AEWCTBUEM
BUpyca capkombl nTuil. [Ipu BbICOKOI Temme-
patype 3TM MYTAHTbl HOPMajbHO pa3MHO-
KalOTCs, HO HE TPaHCHOPMUPYIOT KJIETOK-XO-
351€B, a IIpYM HU3KOU TeMIepaType oba Ipoiiecca
NpoTeKaoT HopMmajibHO. Kpome Toro, ¢ubdpo-
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Puc. 30.39. DuexTpoHHas MuUKpodoTorpa-
¢usl yacTull BUpyca Mueno0Ja-
cTo3anTuil. BBegeHue atoro ormy-
XOJIEPOJHOTO PHK-conepxa-
IIIET0 BHMpYca HOBOPOXIECHHBIM
LBITUISITAM BBI3BIBA€T B TEUCHUE
3 Henesb 3710KauYeCTBEHHYIO JIeli-
kemuio. (ITeuataercs c mobe3HO-
ro paspemeHusi a-pa Ursula
Heine, HammoHanbHBIA MHCTUTYT
PaKOBBIX MCCIIEIOBAHUIA.)

6acThl, TpaHCHOPMUPOBAHHBIE STUMU MYTaH-
TaMM TIPU HU3KOM TemIiepatype, pu MOBBIIIIe-
HUM TeMIIepaTypbl BO3BPAIIAIOTCA K HOPMalhb-
Homy ¢deHotuny. CaBur oT TpaHchOPMUPOBAH-
HOTO COCTOSTHMSI K HOPMaJbHOMY OKa3bIBaeTCsI
MTOJTHOCTBIO 0OpaTUMBIM. AHATU3 3TUX MYyTaH-
TOB TMOKa3all, YTO B Mpolecce TpaHchopMaluu
Y4acTBYeT TOJIBKO OIMH BUPYCHBIM OEIOK -
MPOAYKT TeHa src. ['eH src TONyYus cBoe Ha-
3BaHUE MOTOMY, YTO CHOCOOEH HANpAGAAMb CUH-
me3 KaKo2o-mo 0Oeaka, 6bi3blearujeco CapKomy.
BaxxHo Mog4YepKHYTh, YTO B TAKMX MYTAHTHBIX
KJIeTKax MpH BBICOKOI TeMIlepaType BUpyCHast
JOHK ocraercd WHTeTpUpOBAaHHON ¢ Kle-
TOYHBIM TeHoM. ClieoBaTeNbHO, UHMeZpayus
cama no cebe He npueodum K mpaHchopmayuu.

Yacts IV.
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s amoeo  doadcen  IKCMpeccuposamves  2eH
rsc.

Yrto ke TpencTaBisgeT coboil MPOAYKT TeHa
src? UccnenoBaHusi, MpoBeleHHbIE B MOCHEIHEE
BpeMsi, TOKa3zadu, 4YTO 93TOT OeJoK Maccoii
60 x/la - kuHa3a, ¢ochopunupyomias OeIKU.
IIpoBonuTCcsa M3ydeHNEe MUIIIEHN 3TOI KUHA3HI,
YTO TIO3BOJIUT BBISICHUTh MEXaHU3M TpaHChOop-
Maruu. [Topa3uTenbHO, YTO ONMH HEOOIBIION
0eJIOK MOXET TOJHOCTBIO U3MEHHUTh XapaKTep
pocta KJIETKM U CcHeiaTh €€ DPaKOBOM.

30.22. JAsyxuenouyeynas PHK nonasisieT
CHHTEe3 0ejlKa B KJeTKaX, 00pa0doTaHHBIX
uHTepdhepoHOM

YCTOMYMBOCTD KUBOTHBIX KJIETOK KO MHOTUM
BUpYCaM 3aMeTHO YBEJMYMBAaeTCs TOA Jei-
CTBUEM UHMeppepoHos - TPYTITIBI  HEeOOIbIINX
0eJIKOB, KOmopble CUHMe3UpyIomcs U CeKpemu-
DYIOMCA  KAemKAMU NO360HOYHBIX, UHGUUUPO-
6aHHbIMU  6UpycoM. JIBYyXIIeTIOUEUHBbIE MOJie-
kyael PHK oka3pIBaloT HEKOTOpPOE CTUMYJIH-
pylolee neiicTBue Ha obpa3oBaHUe WHTepde-
poHa. Humepgheponsr céaA3vieaomesa ¢ naasma-
muueckoil MemOpaHoi Opyeux KAemok OpeaHu3-
Ma U CMUuMyAuUpyHm ux cnocoOHOCMb CONpOmu-
eaamocsa  eupychHoil uHgexkyuu. KiaeTku mnpu-
00peTaloT YCTOMUYUBOCTD K IIUPOKOMY CIIEKTPY
BUpYycOoB. MUMMYHHOCTb, KOTOpYyIO obecriedyu-
BAlOT aHTUTea, HA00OPOT, BechMa crielucuy-
Ha. MHTepdepoHBl 00/1aJal0T 0YeHb BHEICOKOM
aKTMBHOCTBIO: Bcero 107 M  mocrartouHo
NI TIPOSIBJIEHUS] BBIPAXXEHHOTO TPOTHUBOBHU-
PYCHOIO JOeUCTBUS.

Humepgepor  nosviwaem  npomugogupyCcHyro
YCMOU4U80CMy KAEMOK NYMeM YBeaudeHus CUH-
me3a mpex (hepmMeHmos: 0AUCOHYKAEOMUO-CUH-
memassl, IHOOHYKAeA3bl U KuHa3bl. J1o Tex mop
Moka CeHCUOMIM3UPOBaHHAs KJIeTKa He 3apa-
JKaeTcsl BAPYCOM WJIU He ToABepraeTcs BO3/ei -
ctBuio nByxuernodyeyHoir PHK, atu tpu dep-
MeHTa Oe3IeUCTBYIOT. Axkmusayus >mux gep-
MeHmoe  Oaokupyem — cunmes  0eako8  08yMs
pazauynoimu  nymamu  (puc. 30.40). TlporeuH-
KMHa3a ¢dochopuiupyeT onvH U3 (PaKTOpOB
WHULMALMY CUHTEe3a Oe/IKa U TeM CaMbIM MHaK-
TUBMUPYET ero. HamoMHuM, 4to TOT Xe (akTop
WHULMALWU CITYXUTMUIIEHBIO PETYISITOPHOTO
Kackana B petukynouurtax (pasm. 29.27). dpy-
oM BaXHbIW pe3yJibTaT BO3ACUCTBUS IBYXCITU-
panbHoli PHK Ha ceHcnOWIu3upoBaHHbIE WH-
TephepPOHOM KJIETKH - CTUMYJIMPOBaHUE JIerpa-
mammu MPHK. DnHpoHykiea3a akTtuBupyeTcs
onuzoadenusamom, KOTOPBI HasbIBaeTcs 2,5A.
NByxuenouyeunas PHK crumynupyer cuaTeTa-
3y, 00pa3yloulylo 3TOT CTUMYJATOD 3HIOHY-



Puc. 30.40. [Iyxuenoueunas PHK ctumynu-
pyer pacmemienue MPHK (A)
Y MHTUOUPYET MHULIMALIUIO CUH-
Te3a OeaKa B KJeTKax, o0pabo-
TaHHBEIX uHTephepoHoM  (b).
|Farrell P.J., Sen G.C, Dubois
M. F., Ratner L., Slattery E.,
Lengyel P, Proc. Nat. Acad.Sci.
USA, 75, 5896 (1978).]

Kjiea3bl. bBbulo Obl KpaiiHe MHTEPECHO BBISIC-
HUTb, WTPAOT JU OTU PETYIATOPHBIE MYTH
KaKy10-1100 poJib B He3apaXeHHOM KJIeTKe, 1Mo-
MHMO TOTO YTO OHU 3alIMINAIOT €€ OT BUPYCOB.

3akiaouenue

Bupycsl npenctaBisioT coboil MIOTHO yImako-
BAaHHYIOMH(GEKIUMOHHYIOHYKJIEUHOBYIOKHUCIIO-
TY, OKPYXEHHYI0 3alllMTHOI 00010uKoil. OHuU
cogepxar IHK wnu PHK, kortopesie Moryt
OBITh OHO- WJIU ABYX1lenoyeuyHbiMu. [1pocreii-
1IMe BUPYChl UMEIOT Bcero 3 reHa, a Haubosee
cloxHbIe - okoo 250 reHoB. BupycHbie 0060-
JIOYKX B OOJIBIIMHCTBE CIy4aeB COCTOSIT W3

00JIbIIIOTO YKcIa OETKOBBIX CYObEIUHUIL OIHO-
IO WX HECKOJbKUX BUIOB, TaK KaK BUPYCHI CO-
JepxaT KpailHe OrpaHUYeHHOE KOJUUYEeCTBO Te-
HeTU4yeckoir uHpopmauuu. JIBa OCHOBHBIX
crocoba YKJIaAKU - TUJIMHIAPpUYEecKass 000J04-
Ka, obyamarolnasi CHUPaJbHOW CUMMETpUEH,
u cepuueckasi 000J04Ka, obagaroiias MKo-
casapuyeckoil cuMmmeTpueil. Yactuia Bupyca
(BUpUOH) TabayHOU MO3auKu coctout u3 2130
UIEHTUYHBIX CYObENUHUL, YIOXEHHBIX CIU-
pajnbl0 BOKDPYT OJHOLIENMOYEUYHON MOJEKYJIbI
PHK; ona o6pa3syercss B pe3yibTaTe camo-
cOOpKH, KOTOpasl OCYyLIECTBAsETCS MyTeM Mpu-
coelMHeHUs 0enKOBBIX AMCKOB K metie PHK.
Bupyc KycTucToit KapJMKOBOCTH TOMATOB
o0pa3yeT MKOCa’ApUYECKyl0 000JIOUKYy, Tak
KaK JIOMEHbI, U3 KOTOPBIX COCTOUT ero 0enok
000JI0YKH, CBSI3aHBI APYT C APYTOM MOJABUXKHO.
Coopka ¢ara T4 -ropa3mo 0Oojee CIOXHBIN
Mpoiiecc, B KOTOPOM y4dacTByeT npumepHo 50
0enkoB. Tpu OCHOBHBIX NyTU COOPKU BEIYT
K He3aBUCUMOMY 00Opa30BaHUIO TOJIOBKU, OT-
pocTka u HUTei orpoctka. Popmuposanue da-
ra T4 uzner B cTporo omnpenesieHHOM TOpsaKe,
B HEM YYacTBYIOT IIpOIECChl CcaMOCOOpKHU
u cbopku ¢ yuactueMm pepmeHtoB. Kpome Toro,
BaXKHYIO poJib B cOopke ¢hara T4 urpaioT Bcmo-
MoraresibHbie (MopdorosTuueckue) OeIKu.
HeszapaxeHHble KIeTKU HE MOTYT CUHTE3M-
poBath PHK mo PHK-matpuue. CrnenoBatesnn-
Ho, obmee cBoiictBo PHK-comepxamux Bupy-
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coB (kpome PHK-comepxamux omyxoie-
POIHEIX BHPYCOB) - 3T0 KomupoBanue PHK-3a-
Bucumoirt PHK-momumepassl. PHK, comepxa-
masics B BHUPUOHAX HEKOTOPHIX BUPYCOB
(mampumep, dara QP), CIYXKUT MpH 3apaxkKeHUU
uHpopmanuonHoit PHK. VY npyrux Bupycos
(mampumep, y peoBupycoB) reHomHast PHK
MOJIXKHA cpas3y Tocjie 3apaxkeHusi TPaHCKpUOu-
poBaTbcsl.  TpaHCKpUIILIMS — OCYLLECTBJISIETCS
(epMeHTOM, KOTOpBI HKMeeTcs B BUPHUOHE.
PHK-conepxailie BUPYCHl HCIIOJb3YIOT pa3-
JINYHBIE CIOcOObl cuHTe3a Oenka. benku Bupy-
ca MoJMoMUeInTa 00pa3yloTcs MyTeM pacluiern-
JIEHUSI TUTAHTCKOTO Tpe/liecTBeHHUKa. PeoBu-
PYC COIEPXHUT OTACJIbHYIO «XPOMOCOMY» MJISI
KaXxJ0ro CUHTE3UpyeMoro UM Oesika, a BUPYC
BE3UKYJISIDHOTO CTOMAaTUTa TpPaHCKpUOUpyer
HECKOJbKO MOHoUUCTpoHHbIX PHK ¢ ogHoit
reHoMHOoii PHK.

He Bce Bupychl pa3pyiualoT cBOM KJIETKU-XO-
3sieBa. YMEpeHHbIII (ar A MOXeT NMpUHUMATh
dopMy npemironiero Impodara, Korga ero
JOHK wnHTerpupoBaHa ¢ 6GaKTepUaabHOI XpoO-
MOCOMOM TyTeM pEeLMIIPOKHON peKoMOMHa-
uuu. OTOT Tmpodar coxpaHsieT CIOCOOHOCTh
K Pa3MHOXEHUIO M JIM3UCY, KOTOPYIO OH Tpo-
SIBJISIET, KOT/Ia TIPOMCXOMIUT €r0 UCKIIIOUeHUE U3
kinetouHoit JIHK. IlogmobHo atomy, AHK-co-
JIepXalllyue OIyXOJIepOAHBle BUpPYCH  SV-40
U TOJUOMBI JTMOO Pa3MHOXAIOTCS U JU3UPYIOT

CBOM KJIETKM-X03s1eBa, 11ubo ux JHK unterpu-
pyetr ¢ JHK kneTku-xo3suHa. PeTpoBuUpyChl
MOTYT Pa3MHOXAaTbCs TOJbKO IMyTEM MHTErpa-
uuu ¢ kaetounoit IHK. Otu Bupycsl comepxkat
00paTHYI TPaHCKPUIITA3y, KaTaIU3UPYIOILYIO
cuHTte3 aByxcrupanbHoil [JHK ¢ ucnonb3osa-
HUEM B KadecTBe MaTpulbl reHomHoir PHK.
[MponyktuBHass WHGEKUUS PeTPOBUpPYCaMu
B omimuue ot oHKoreHHbIX JIHK-conmepxkanmx
BUPYCOB He sBisgeTcd Jutudeckoit. Kierku,
B reHoMe KoTopbix comepxutcsa JHK Bupyca
SV-40, monmoMbl WIM peTPOBUpPYCA, HMEIOT
aHOMaJIbHbIE MOBEPXHOCTU U XapaKTEepU3YIOT-
cq HapyuleHusiMu pocta. [lpu BBeneHUM 4yB-
CTBUTEJIbHBIM XUBOTHBIM OHM 00pa3yloT Omy-
XOJIM. OTU BUPYCHI - yIoOHAsT MoOAEIb s
U3YYEHUS] MOJIEKYJISIPHBIX OCHOB paka, Tak Kak
OHU MMEIOT BCETO OKOJIO MSATHU TeHOB. YIaloch
1mokaszatb, 4YTO TpaHC(OpMalUi0 BbI3bIBAET
KMHa3a, KOTOPYIO KOAMPYET TeH Src BHUpyca
CapKOMBbI TMTHUILI.

YCTOUMBOCTD KJIETOK XUBOTHBIX KO MHO-
TMM - BUpyCaM 3aMeTHO YBEJWYMBAETCs TMOJ
neiicTBueM  MHTepdepoHa - 6ejika,  KOTOpPbIit
CUHTE3UPYIOT W BBIOEISIOT KIETKHU, 3apa-
JXeHHbIe BUpycoM. MHTepdepoH yBeaudyuBaeT
o0pa3oBaHue TpeX (epMEHTOB, OJIOKUPYIOIIUX
CHHTe3 OenKa IyTeM MHruOMpoBaHUs hakTopa
WHULIMALIMM U CTUMYJIMPOBAHUS Jerpanaluu
MPHK.

Bbuonornyeckue ucciienoBaHUsS MPEACTABISIOT COO0M, B YACTHOCTH, YITPaXKHEHUS IO
3CTETUKE MPUPOIBI. 3aHUMASICh OMOJNOTHEN, MbI MOJy4YaeM YIOBOJbCTBUE TJIaBHBIM
00pa3oM OTTOTO, YTO CHOBA M CHOBA OCO3HAaeM, HACKOJbKO SKOHOMUYHBI, U3SIIHBI
U 11eJ1IeCO00pa3Hbl T€ MEXaHU3Mbl, KOTOPbIE CIYyYaiiHO BO3HUKJIIU B XON€ IBOJIOLNU
M OBUIM 3aKperyieHbl OTOOpOM. Bupycomor MoxkeT 4YyBCTBOBaTh ceOsl OMHUM U3
CaMBIX CYACTIMBBIX OMOJIOTOB, TaK KaK OH MOXET U3YYUTh U30PaHHBIA UM OOBEKT 10
MOAPOOHOCTE! CTPOEHMS €ro OTAEJbHBIX MOJieKyJ. Bupycosor HabaogaeT, Kak BU-
PYC - 3TOT TIOJHEN NI TTapa3uT - UCMOJB3YeT JJIsl CBOETO CYIIECTBOBaHUS Haubosee

oo1ne IIPUHIMIIBI OMOJIOTUM KJIETKH...

David Baltimore, HoGenesckas nexuus, 1976 r.

PEKOMEHAYEMASA a physician's guide, New Engl. J. Med., Knuru
JUTEPATYPA 303, 675-682. Luria S.E., Darnell J.E., Jr.
Campbell A.M., 1976. How viruses Baltimore D., Campbell A., 1978.

C vero HauaTh

Butler P.J.G., King A., 1978. The
assembly of a virus, Sci. Amer., 239(5),
62-69. (Cbopka Bupyca TabauHOIl MO-
3anKH.)

Bishop J M., 1980. The molecular
biology of RNA tumor viruses:
Yacts IV.

194 Undopmanus

insert their DNA into the DNA of the
host cell, Sci. Amer, 235(6), 102-113.
Temin H.M.,1972. RNA-directed DNA
synthesis, Sci. Amer., 226(1), 24-33.
Nathans D., 1979. Restriction endo-
nucleases, simian virus 40, and the new
genetics, Science, 206, 903-909.

General Virology (3rd ed.), Wiley.
[MUmeercst mepesom: Jlypus C, Hap-
e JIx., bantumop /., Kamn6emn D.
O6mas Bupyconorus.- M.: Mup, 1981.]
(JoctymnHoe U yBJIeKaTeIbHOE BBEICHNE
B BUPYCOJIOTHIO. )

Tooze J. (ed.), 1980, The Molecular
Biology of Tumour Viruses (2nd ed.),
Cold Spring Harbor Laboratory.
Williams R.C., Fisher HW., 1974. An



Electron Micrographic Atlas of Airuses,
Thomas. (CoxepXUT TPEeBOCXOMHbBIE
9JIEKTPOHHBIE MukpodoTorpacdun
U OYEHb YBJEKaTeNbHbIE OOBSICHEHUS
K HUAM.)

Crpoenne BHpYCOB
Bloomer A.C., Champness J.N.,
Bricogne G., Staden R., Klug A., 1978.
Protein disk of tobacco mosaic virus at
28 A resolution showing the
interactions within and between
subunits, Nature, 276, 362-368.
Stubbs G., Warren S., Holmes K., 1977.
Structure of RNA and RNA binding site
in tobacco mosaic virus from 4-A map
calculated from X-ray fibre diagrams,
Nature, 267, 216-221.
Harrison S.C., Olson A.J., Schutt C.E.,
Winkler F.K., Bricogne G., 1978.
Tomato bushy stunt virus at 2,9 A
resolution, Nature, 276, 368-373.
Harrison S.C., 1978. Structure of simple
viruses: specificity and flexibility in
protein assemblies, Trends Biochem.
Sci.,  3-6.
Crick F.H.C, Watson J.D., 1957. Virus
structure:  general principles. In:
Wolstenholme G. E. W. (ed.), Ciba Fou-
ndation Symposium on the Nature of
Viruses, pp. 5-13.
Caspar D.L.D., Klug A., 1962. Physical
principles in the construction of regular
viruses, Cold Spring Harbor Symp.
Quant Biol., 27, 1-24. (B stoii knaccu-
YeCKOW CTaThe PaccMaTpUBAETCS Teo-
pust CTpoeHUs chepuuyecKux BUPYCOB.)

Coopka BHpYCOB

Lebeurier G., Nicolaieff A., Ric-
hards K. E., 1977. Inside-out model for
self-assembly of tobacco mosaic virus,
Proc. Nat. Acad. Sci, 74, 149-153.
Butler P.J.G., Finch J. T., Zimmern D.,
1977. Configuration of tobacco mosaic
virus RNA during virus assembly,
Nature, 265, 217-219.

Wood W.B., 1978. Bacteriophage T4
assembly and the morphogenesis of
subcellular structures, Harvey Lectures,
73, 203-223.

Cagsjens S.,  King J., 1975.  Virus
assembly, Ann. Rev. Biochem., 44,
555-611.

Pectpukums u moaubukanms

Smith D.H., 1979. Nucleotide sequence
specificity of restriction endonucleases,
Science, 205, 455-462.

Arber W., 1979. Promotion  and
limitation of genetic exchange, Science,
205, 361-365.

Unrepdepon

Friedman R.M., 1977. Antiviral activity
of interferon, Bacteriol. Rev., 4I.
543-567.

Farrell P.J., Sen G.C., Dubois M.F.,

Ratner L., Slattery E., Lengyel P., 1978.
Interferon action: two distinct pathways
for inhibition of protein synthesis by
double-stranded RNA, Proc. Nat. Acad.
Sci., 75, 5893-5897.

Burke D.C., 1977. The status of
interferon, Sci. Amer., 236(4), 42-50.

Buekiaerounas ssomomus PHK dara Qp

Mills D.R., Peterson R.L.,  Spiegel-
man S., 1967. An  extracellular
Darwinian experiment with
a selfduplicating nucleic acid molecule,
Proc. Nat. Acad. Sci, 58, 217-224.
JIuzoreHns

Lwoff A., 1966. The prophage and I. In:
Cairns J., Stent G. S. and Watson J. D.
(eds.), Phage and the Origins of
Molecular Biology, pp. 88-99, Cold
Spring Harbor Laboratory. (3axBaThi-
BalOIIMI paccka3 00 OTKPHITMM OCHOB
JIN30TCHUH. )

OnyxoJiepojHbie BUPYCHI

Baltimore D., 1976. Viruses,
polymerases, and cancer, Science, 192,
632-636.

Timin H., 1976. The DNA provirus
hypothesis: the establishment and
implications of RNA-directed DNA

synthesis, Science, 192, 1075-1080.
Dulbecco R., 1976. From the molecular
biology of oncogenic DNA viruses to
cancer, Science, 192, 437-440.

Bishop J.M., 1978. Retroviruses, Ann.
Rev. Biochem., 47, 35-88.

Reddy V.B., Thimmappaya B., Dhar R.,
Subramanian K.N., Zain B.S., Plan J.,
Ghosh P.K., Celma M.L., Weiss-
man S. M., 1978. The genome of simian
virus 40, Science, 200, 494-502.



MMABA 31
lMepecTpomnkn
pekomounHauns,
TpaHCcno3numns u
KTOHMPOBAHNE

reHOB:

Tema HacTOsIEH TJaBbl - MEPECTPOKA TEHOB
IyTeM IepeMeleHus KpynHbiX yayacTkoB JTHK.
IMpexne Bcero Mbl 0OCYIUM Hpouyecc eeHemuue-
CKoll pekoMOuHayuu, TIPU KOTOPOM HOBasi MO-
nekyna JIHK Bo3HuKaeT myTem pa3pbiBa U BOC-
coemuHenusa ueneir [JJHK. BepositTHocTh TeHe-
TUYECKOW PEKOMOMHALIMM CYIIECTBEHHO YBEJIM-
YMBAETCS MPU HaJMYUKU OOIIMPHBIX YYaCTKOB
rOMOJIOTUM  MEXAYy B3aUMOJEHCTBYIOIIMMU
mojekyiaamu JHK. Beuiu BbigenaeHbl mpoMe-
KYTOUHBIE TPONYKThl PEKOMOMHALIUM, a CpPaB-
HUTEJbHO HeNaBHO ObLT OXapaKTepu30BaH
u hepMeHT, KaTaTu3upyIOIUil B3aUMHBIN 00-
MeH ueneit JITHK. 3atem ™Mbl obcynum mpanc-
no3uyuio - IepeMelieHue reHa M3 OJHOW Xpo-
MOCOMBI B JApPYTYI0 WJIM C OJHOTO MecTa Ha
JIpyroe B TIpejienax OJHOW XpoMocoMbl. B or-
JIM4Yre OT obuiel peKOMOWHALIMM JJIs TPaHCIO-
3ULIMU HE HYKHBI TPOTSIKEHHbIE yYaCTKU TOMO-
JoTvu. Y TIPOKApHOT TPUCYTCTBUE TaK HAa3bl-
BaeMbIX 10c1e008amenbHOCmeil-6CMmagok,  Wiu
1S-21emenmos (OT aHT. insertion sequences),
COO0IaeT  MOABUXKHOCTb  HEPOJICTBEHHBIM
¢dparmentam JIHK, oGecneunBasi ux coeamHe-
Hue. PekoMOMHALIMS U TPAHCIIO3ULIUS CHITpATU
BaXXHYIO POJIb B 3BOJIIOLIMM, TaK KaK OHU HPUBO-
ounu K 803HUKHOBEHUIO HOBbIX 2eHomMo8. B KOH-
1Ie HAcTOSIIIeil TIJIaBbl MBI PACCMOTPUM KOH-
CMpYUpoBaHue  HOBbIX  KOMOUHAUUIl — 2eHO8
6 npobupke U UX BbIpaXkeHUE B KJIETKaX-X03s51€-
BaX. [eHbl MOXHO KOBAJIEHTHO COEAMHUTH
¢ IHK mma3mMum m BUpPYCOB C IIOMOIIBIO pe-
CTpUKTUpYyIOmMX 3HHoHyknaea3 u JHK-mm-

ra3el. Takue pexombunammuvie monekyavt JHK
Yacts 1IV.
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MOTYT PEeTUTMLIMPOBATHCS M 9KCIIPECCUPOBATHCS
B MOAXOISAIINX KJIeTKax-xo3seBax. Kpome To-
ro, Mbl 00CYIMM BaXXHOCTb KJIOHWPOBAaHUS Te-
HOB U BO3MOXHOCTb €r0 MPaKTUYECKOTro MpH-
MeHeHusi. HccrenoBaHusi  peKoMOMHAIMU
U TPAHCIIO3ULIMU U pa3pabOTKa METOMOB KJIO-
HUPOBAHUS MIYT WCKIIOUUTEIbHO OBICTPHIM
TeMmrnioM. B pe3ynbTaTe 3TUX pabOT BO3ZHUKAIOT
HOBBIE TJIOJOTBOPHBIE METOMbI U3yUYEHUS T€HO-
MOB, KOTOpbI€ MO3BOJISIIOT TJIy0Xe MPOHUK-
HYTb B MEXaHU3Mbl MX 3BOJIIOLIMU U BbIpaxe-
HUS.

31.1 B ocHOBe reHeTHYECKOIl PEKOMOMHAIIMM
Jexar pa3pbiB U Boccoemunenne ueneii JTHK
[Ipu reHeTnyeckoil peKOMOMHALIMY BO3HUKAET
Mojnekyna JIHK, mocimemoBaTeIbHOCTh KOTO-
poii TIPOUCXOAUT YACTUYHO OT OAHOW pOAU-
TEJTbCKOW MOJEKYJbl, & YACTUYHO OT JPYTOW.
UccnenoBanusi knetok E. coli, 3apaxxeHHBIX
cMecblo daros T4, MeueHHolx “P u Gpom-
Ne30KCUYypaluJioM,  TMO3BOJUJIU  TMOJYYUTh
TpeACTaBIeHUE O MOJIEKYJISIPHON Mpupone pe-
KOMOMHAHTHBIX MoJiekya. [lnaBywas muior-
Hocth JAHK, meueHHOIt GpomypaumioM, 3Ha-
YUTEJbHO BbilIE, yeM ruioTHocTh JJHK, MeueH-
Hoil P, Tak 4TO pOAMTENHCKME MOJEKYJbI
MOXHO OTHEJUTh APYT OT Ipyra U OT PeKOM-
OMHAHTHBIX MOJIEKYJl HEHTPUDYrupoBaHUEM B
rpajdeHTe IUIOTHOCTU  XJIOPUCTOTO  Lie3usl
(CsCl). PesynbpraThl ONBITOB 1O LEHTPUGYTH-
POBaHMIO T0OKAa3alu, YTO TMOCIe 3apaxeHwus
cMechio (aroB peKOMOMHAHTHBIE MOJIEKYJIbI
comepxar u P, u 6pomypauun. CTpyKTypa
ruOpUIHBIX MOJIEKYJ 3aBUCENa OT TOTO, MpO-
MCXOIWJI IX BO BpeMsl UX 00pa3oBaHUSI CUHTE3
JOHK. B orcyrctBue cunresa JHK “P-JTHK
B COCTaBe peKOMOWHAHTHBIX MOJIEKYJ He Oblia
KOBaJIECHTHO COeIMHEeHa ¢ MeYeHHON OpoMypa-
uwioM ITHK. Tlpu HarpeBaHUU BbIlIE TeMIie-
paTypsl MIaBJIEHUS IBYXCIIUPATbHBIX MOJEKYTT
TUOpUI AUCCOLIMUPOBAT HA JITKUI U TSIXKEbIit
KOMITOHEHTBI. DparMeHThl PONUTEIBCKUX MO-
JeKyJ1 B 9TOM TUOpUIE yAePXKUBAIOTCS BMECTe
B pe3yJibTaTe CllapMBaHWsI OCHOBAaHWIA; MO3TO-
MY 3TOT MPOMEXYTOYHBII MPOAYKT Ha3bIBACT-
csa cocmasubim (puc. 31.3). Ecimm xe cuHTE3



Puc. 31.1.

Ilepenoc reHeTnyeckoir MH@OP-
Mauuu OT omHoi kinetku E. coli
K apyroii. Ha 2T0ii 3mekTpoHHO
MUKpodoTorpadhun BUIHBI 1B
ketku E. coli, coemmHeHHBIE TIPU
TTOMOIIIM TTUJISI BO BpeMsl KOHbIO-
raimu. JJHK mepeHocurcs uepes

MMWJIb U3 JOHOPHOM KJIETKH B aK-
nentopuyto. (Ileyataercss ¢ Jo-
0Ge3HOro  paspellleHMsl  J-pa
Charles Brinton u ag-pa Judith
Carnahan.)
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Puc. 31.2.

Puc. 31.3.
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DnekTpoHHas  MuUKpodororpa-
dus xonbieBoit moaexyasl JHK,
colepxaied TeHbl YCTOWYMBO-
CTU K HECKOJbKUM aHTUOMOTH-
KaM. Takue muasmMuabl (pakTopsl
R - ot aHr1. resistance - ycroiuu-
BOCTb)  COOOINAIOT  KJIeTKam
YCTOMYMBOCTh K Pa3JIMYHBIM Be-
IIeCTBaM, KOTOpasli MOXET Tepe-
naBaTbcs npyrum kiaetkam. (Ile-
yaraeTcs ¢ JI0OEe3HOro paspelie-
Husa nO-pa Stanley Cohen.)

CocraBHOM MPOMEXYTOUHBI i
npoaykT pekomobuHauuu JHK
(ara T4 B 3apaXeHHBIX OakTe-
pusix. Meuennas P JHK noka-
3aHa kpacHbIM IBeToM, a JHK,
MeueHHass OpoMypaluioM,- CH-
HUM.

Yactp IV.
Wndopmanus

HNHK mpoucxoaui, oqHOIleHOYEYHbIE MPOOETbI
B COCTaBHOM IIPOMEXYTOYHOM TPOIYKTE 3a-
noaHsnauch JHK-noaumepaszoit I 1 KoHUBI co-
enuasiiuch JIHK-murazoit. OOpa3oBaBiryoocs
PEKOMOMHATHYIO MOJIEKYNY YyXe Hejb3sl OblIo
pa3nenuTh Ha JIETKUA W TSKENbId KOMIIO-
HEHTHI, TaK KakK Kycku JIHK Obuin KoBajieHTHO
COCMMHEHBbl. OTU  9KCnepumMeHms.  NOKA3GAU,
umo odnouenoueunvie yuacmiku AHK seasiom-
CA NPOMENCYMOYHbIMU NPOOYKMAMU 2eHemuye-
CKOUl peKoMOUHAUUU U 4mo 6 3MmoM npouecce
yuacmeyrom gepmernmol.

31.2. IIpu reHeTHYeCKOii pPeKOMOMHAIMH
NPOUCXOJUT CNAPUBAHHE TOMOJOTHYHBIX
neneit ITHK ¢ oOpasoBanmeM nByxumemo-
YEeYHOTO MNPOMEXKYTOUYHOIO MPOAYKTA
MN306paxeHre TpOMeXyTOUHBIX TPOAYKTOB re-
HETUYECKOIl pPEeKOMOMHALMU ObLIO TMOJTYYeHO
METOZIOM 3JIEKTPOHHON MUKpOCKOMUU. B 3Tnx
uccienoBaHusx Obita wucmoib3oBaHa JHK
minasmun E. coli. Kak Mbl Bckope yBUAMM (pasm.

Puc. 31.4. DiekrtpoHHas MukpodoTorpa-

dus monexyn JHK B mporiecce
pekoMOMHauuM: A - IPOMeXy-
TOYHBIN TIPOOYKT B (hOpME BOCH-
MEpPKHU, COCTOSIIAN U3 ABYX MO-
nexkyn AHK; b - npu pacuiernie-
HMM 3TOTO TMPOMEXYTOYHOTO
MpoAyKTa pPECTPUKTUDPYIOLIE
SHIOHYKJIea3oil obpasyercs Xx-
dopma. [Potter H., Dressier D.,
Proc. Nat. Acad. Sci. USA, 76,
1089 (1976).]



Puc. 31.5. [Ipenmonaraemast cxema paciie-
ieHus aByx monekyn JHK, co-
€IVMHEHHBIX B HETOMOJOTHUYHBIX
(A) u B romonornuHbix (b) ygact-
kax. HabGmiomaemasi cuMMmeTpus
x-dopMm (xax Ha puc. 31.4, b) mo-
Ka3bBaeT, 4To Mosekynsl JHK
B (hopMe BOCBMEPOK COCTMHEHBI

B TOMOJIO'MYHBIX Yy4dacCTKax.

31.4), oTu HeOONBIINE KOJBIEBHIC IBYXIIEIO-
yeyHele JIHK aBTOHOMHO pemauuupyroTCcs
B OakTepuaibHOU KkjeTke. B mpucyrcTBum
xjJopamdeHuKoNIa YUCIO TUIa3MMUI B OJHOW
OakTepuu yBeauduBaeTcss nmpumepHo c¢ 20 1o
1000. DTOT aHTUOMOTHK - UHTUOUTOP CHHTE3a
Oesika - moAaBsieT penarKauuio 6akTepualb-
HOI XpOMOCOMBI, HO HE UHTUOUPYET perninuKa-
umu 1asmua. Mrak, GakrepuanbHasi KieTka
OKa3bIBaETCsI HATIOJTHEHHOM MOJIEKYJIaM U T1J1a3-
MU, CIIOCOOHBIMU K PEKOMOMHAIUU. DjeK-
TPOHHAsI MUKPOCKOTIUSI IJIa3MUJI, BbIIEJIEHHBIX
U3 3TUX KJIETOK, MOKAa3bIBaeT, YTO MPUMEPHO
YeTBEpTh M3 HUX TMPEACTABISIOT COOON Iu-
Mephl B hopMe BochMepok (puc. 31.4, A). 3a-
TeM 3TU AUMEPBl PaclIeNUId PeCTPUKTUDPYIO-
meii sHpoHykiaeazoir EcoRI. paspesarouieit
MOHOMED TJIa3MUABl B CTPOTO OMNpeaeeHHOM
Mecte. Ecaum Obl muMepbl ObLIM B3anMo3alie-
MJIEHHBIMU APYT C APYTOM MOHOMEpaMHU WU
KOJIbLIaMUA JBYXKPATHOW JJIMHBI, TO TOM JEW-
CTBUEM  PECTPUKTHUDYIOIIEH SHAOHYKJIea3bl
oOpa3oBajich Obl TAJOYKU OJUHAKOBOU

nnuHbl. C npyroil CTOpOHBI, eciud JBa IuIa3-
MMAHBIX KOJblIa KOBAJIEHTHO COEIWHEHBI
B 00JIaCTM yyacTKa TOMOJIOTMH, TOJXKHA OBITh
BUJHA CTPYKTYpa C YeThIPbMSI BETBSIMU B (oOp-
Me rpedyeckoit OyKBHl ¥. B meiicTBuTenbHOCTH
MOYTH BCE BOCBMEPKHM TpeBpallaloTcs B ¥-
dopmy (puc. 31.4, b). D10 CAyXUT HAZCKHBIM
MOATBEPXIECHUEM, UTO 60CbMEPKU Hnpedcmaeis-
om co60il npomescymourvle NpodyKmol peniu-
Kayuu. B monb3y aTOr0 BRIBOJA TOBOPUT U TO,
4TO y HEKOTOpbIX MyTaHTOB E. coli, nedexr-
HBIX N0 PEKOMOMHALIMM, BOCBMEPKU HE 0o0Opa-
3YIOTCS.

KakoBa cTpykTypa o006JacTM mepeKkpecTKa
JIByX TeHOMOB B BochbMepkax? Touka KOHTaKTa
(mepeceyeHust) x-¢opM Bcerma IeIUT BCIO
CTPYKTYpPY Ha JBe TMaphl TUIed PaBHOI IJIMHBI.
ODTO 03HaA4yaeT, 4YTO @eeHOMbl COCOUHSIIOMCS
6 obnacmu eomonoeuu (puc. 31.5). Ecim Obl
MJIa3MUAbI COENUHSIUCH B 00J1aCTH HETOMOJIO-
TUUYHBIX TTOCJEI0BATEIbHOCTEM, TO IJIMHBI BCEX
YeThIpeX TIeY pacrpenessiuch Obl ClydyailHbIM
obpazoM. Kpome Toro, Touka KOHTaKTa pacro-
JlaraeTcsi NMpUMEPHO C PaBHOU BEpPOSITHOCTHIO
BIOJIb BCEil MIa3MUABI, OTCIOAA CIEIyeT, 4TO
cnapuganue Moxjcem Npoucxooums 60 MHOUX
noaoxcenusx. Crocod coelMHEHUS HUTEH
B o0yiacTu TiepeKpecTa OblT MCCIeNOBaH C TO-
MOIIbIO ero u3buparesbHOU AeHaTypauuu. Ha
9JIEKTPOHHBIX MUKpodoTOorpadusix BUIHO, YTO
Yemoipe 08yXyenoveunvlie MOAEKYAbl 8 Mecmax
coeduHeHuss 08YX 2eHOMO08 OmX00iam om KoAbla,
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Puc. 31.6. A - 37IeKTpoHHAsT  MHKpPOQOTO-
rpacdus y-dopMsl; b - cxema Mo-
JIEKYJIbl, U300paxkeHHOoU Ha (o-
Torpadum. YYacTOK TOMOJIOTHH
(6orateiii  AT-TmapamMu  OCHOBa-
HUI1) ObUT U30MpPATEIbHO JeHATY-
pupoBaH (OpMaMMUIOM, 4YTOOBI
ObLJIO BUTHO COCIWHEHUE lIerei
B obOmactu mnepekpecra. |[Pot-
ter H., Dressier D., Cold Spring
Harbor Symp. Quant. Biol., 43,
973 (1979).]

cocmosue2o u3 00uHouHbiX Humeil (puc. 31.6).
3aTeM 3TOT MPOMEXYTOUHBIA MPOAYKT MOXET
OBITH pacIleIUIeH W JUTMPOBaH, Tak 4TO oOpa-
3YIOTCS JBe Taphl pPa3IUYHBIX PEKOMOU-
HAHTHBIX MoOJeKyn (puc. 31.7).

31.3. Besok recA karaausupyer
ATP-3aBucumbiii ooMen neneii THK

NpPH reHEeTHYECKOW PEeKOMOMHAIMHU

[Tporiecc, KOTOPBI MbI OOCYKIanU 10 CUX TIOP,
Ha3bIBACTCSl 00ujell eeHemu4eckoil peKomMOuHa-
yueil, TOCKOJbKY OOMEHBI MOTYT MPOUCXOIUTH
MEXIy JII00bIMUA TMapaMyd TOMOJIOTUYHBIX TO-
cJIeoBaTEIbHOCTE B POAUTEIBCKUX MOJIEKY-
nax AHK. Y E. coli obmast pekoMOuHanus 3a-
BUCUT OT TeHOB rec. B kjerkax rec” Oakte-
puanpHast JHK He MoxXeT peKOMOMHMpPOBATh
¢ ok3oreHHsiMu Mojekymramu JHK. Breum
UIeHTUDUIMPOBAHBI TPU TeHa rec. recA, recB
u recC. benku recB (macca 140 x/la) u recC
(128 xJla) -nBe  CyObEAMHUILIBI  OJAHOM  HYy-
KJea3bl, KOTOpasi pacIjieTaeT IBYXCIUPaJib-
Hyo JJHK u pacumieruisier Ha KyCKM cHaydajia
OIIHYy M3 pacIUIeTeHHBIX IIerei, a 3areM Ipy-

Yacts IV.
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Iyio. DT KycKH, CofepKaliie HeCKOJIbKO CO-
TeH HYKJICOTHIIOB, MOJBEPTalOTCs AaJibHEIIIe-
My pacuieruienuto ¢depmenrom recBC, o6ma-
JAOIMM aKTMBHOCTbIO 3K30HYKjeasbl. Pac-
TJieTamplnasl U HykKjea3dHass aKTUBHOCTHU 3TOTO
(epMEeHTHOro KOMILIEKCa 3aBUCIT OT THUAPO-
m3a ATP. Ckopee ececo poav 6eaka recBC
6 pexombunayuu ceodumcs K 00pa308aHUID
oonouenoueunoli JTHK, cnocobroii énedpumuocs
6 o0syxuyenoueunyro monexyny JHK.

Kaxk omnouemnoueunas JJHK Haxomut romo-
JIOTUYHYIO TIOCJIeIOBAaTeIbHOCTh B JIBYXIIETIO-
YEeYHOIl MOJIeKyJie, CIlapuBaeTcsl C KOMILIe-
MEHTapHOM LIETIbI0 U BBITECHSIET BTOPYIO LIETh?
HedasHo 6bi10 nokazano, 4mo smy peakuyuro Ka-
manuzupyem o6enok recA c maccoi 40 klla, ko-
moputii  eudpoauzyem ATP u ucnonsdyem @uvide-
asrowyrocs sHepeuro. TIpomyKT 3TOil peakuuu
COCTOUT M3 JBYXIEIMOYEYHOTO y4yacTKa U BbI-
TECHEHHOU OMHOLENMOYEeYHON MeTIW U MMEeT
dopmy OykBbl D; oH HaswiBaercsi D-nem.eil
(puc. 31.8). OOpaszoBanuio D-meran croco6-
CTBYET 0en0K, KOMOpblli cheyuguuecku ces3bi-
eéaemca ¢ oonouenoveyroiu JIHK. DToT 0eloK
WUTpaeT TakXe BaXHYI pPOJIb B pPEIUIMKALUU
AHK (pa3n. 24.21); oH cTaOMIM3UPYET OTHOLIE-
noueunyto JIHK, oGpasoBaBliylocsd moja aeii-
cTBUeM HykJjea3sl recBC, u ctumynupyeT BHe-
NIpeHWe 3TOW 1M B TOMOJOTUYHYIO JBYXCITH-
paJIbHYIO MOJIEKYJY, KaTaJTU3UPYEMYIO OeIKOM
recA.

31.4. Bakrepuu colaep:KaT IJIa3MUIbl U Jpyrue
NOABMZKHbIC T€HETUYECKHE JJICMCHTbI

OOmas reHeTUYecKasi peKOMOWHAIIUS TIPUBO-
IAT K BO3HUKHOBEHWIO HOBBIX KOMOWHALIWA
crneuuUdecKuX aieneil, HO He U3BMEHSET pac-
TOJIOXEHUS A0Kycog. JIpyruMu cloBaMu, Tpu
TOMOJIOTUYHOM peKoMOWHaUu ABCDE
¢ A'BC'D'E’ nerko nonyuutcss ABC'D'E’, Ho He
MoxeT mnojayuutbcsi ABXYZCDE wnu ABE.
Takve KpynHbIe TEHETUUYECKHUE MepecTPOKu



Puc. 31.7.

Mogens reHeTUYECKOU peKoM-
OmHauu, npenaoxeHHas Pobu-
HoM XomuneeM (Robin Holliday).
OnHa U3 POAMTENbCKUX IBYXIIE-
TTOYEYHBIX MOJIEKYT M300paxkeHa
CMHUM  LIBETOM, a  JApyras
KpacHbIM. bojiee TeMHas HUTh
B KaxIoM JayImjekce - (+)uemnb.
byksamu X, Y u Z 00603HaYeHH
TPY T€HA; X, Y U Z - UX aJulesu. B
u ['-KOBaJIeHTHOE COeAMHEeHUe
ponutenbckux wmoiaekyn JHK.
E -vHoe mpencraBieHue KOM-
maeKca MOJIEKYJ, M300paXeHHO-
ro Ha puc. /I. Ob6paTtute BHUMA-
HUE, YTO 3Ta CTPYKTypa Ha puc. E
MOXET OBITh pa3pe3aHa Mo ropu-
30HTaJIbHOM WJIM O BEPTUKAJb-
HOoi ocu. BoccoemuHeHue HuTei
Ha puc. 2K m 3 maeT aBa pas-
JINYHBIX Habopa peKOMOMHAHTOB
(A nu K). YyacTku, comepxKaiiue
MO OJAHOM LENu KaxXIoro U3 po-
IUTENbCKUX AYTUJIEKCOB, OTMe-
yeHbl 3Be3goukamu. [Potter H.,
Dressier D., Cold Spring Harbor
Symp. Quant. Biol., 43, 973
(1979).]

MPOUCXOMAST MPU YUACTUU NOOBUICHBIX 2eHemu-
yeckux snemenmos (Tadbn. 31.1). BaxkHbilt Kiacc
MOABMKHBIX TEHETUYECKUX DJIEMEHTOB - NAA3-
Mudbl. DTO KOJIbLIEBbIE NBYXI[EMOYEYHbIE MOJIE-
kyasl JHK (puc. 31.9), pazmep koTOpbIX KoJe-
OJeTcsl OT JIBYX /O HECKOJbKMX COTEH ThICSAY
nmap ocHoBaHuil (kb). IlmasmMuasl comepxat
TeHbl, OTBETCTBEHHbIC 32 WHAKTMBUPOBAHUE aH-
THOMOTHUKOB, METa0OJIM3M MPUPOMTHBIX COCIH-
HEeHMI U 00pa3oBaHUe TOKCUHOB. B cymHocTH,
naasmudel  npedcmaeasiom  cob6oil  00NOAHU-
menbHble xpomocombl. OHU OTJIUYAIOTCS OT
0akTepHaIbHOM XPOMOCOMBI TeM, 4TO 0e3 HUX
B OIpEICICHHBIX YCIOBUSIX KJIETKa MOXET
oboiituck. Kpome Toro, naaszmuder obnradaiom
CHOCOOHOCMbIO  PENAUUUPOBAMBCS  HE3ABUCUMO
om kaemounoli xpomocomul. Kietka E. coli
OOBIYHO COAEPXKUT OKOJOo 20 KOMUI MEeJTKUX
XpoMocoM U 1-2 OGosbline.

31.5. ®akrop F mo3soasier dakTepusam
nepeiaBaTh reHbl PENUIUEHTAM MYyTeM
KOHBIOTAIIMH

Hekotopsie miazmuaesl 00ycaoBIMBAKOT Mepe-
HOC OakTepusiMM TEeHETUUYECKOTO MaTepuana

31. MepecTpoiikn reHos 201



Puc. 31.8. CmapuBaHne OmHOLEIOYEYHOMN
monekyael  JIHK  (mokasana
KPaCHBIM 1IBETOM) C KOMILIEMEH-
TapHOM 1EMbl0 (KEATBIM) Y-
TJiekca, Karaiauzupyemoe Oel-
KoM rec A. B pesynbrate o6pa-
3yeTcs CTPYKTypa, HasbiBaeMas
D-netnei.

B ipyrue OakTepuu MyTeM 00pa3oBaHUs Heroc-
PENCTBEHHBIX  MEXKJIETOYHBIX  KOHTAKTOB.
OTOT mpollecc, Ha3BaHHBIU KoOHslO2ayueil, OT-
Kpputu B 1946 r. Ixomya Jlemepbepr
u Onsapn Tatym (Joshua Lederberg, Edward
Tatum). [lpu KoHblOranuu kietox E. coli onuH
napTHep (MYXCKOTO I0JIa) CIYXHUT JOHOPOM
TeHeTMYeCcKOro MmaTepuajia, Ipyroi (KeHCKOTo
moJja) - pelunueHToM. bakrepum MyXcCKoOTo
1oJjia UMEIOT Ha MMOBEPXHOCTU OCOObIE OTPOCT-
KM, TIOJYYMBIIME Ha3BaHUE HOA0BbIX nuell,
a XEHCKUE KJIETKU HECYT PELENTOPHBIE y4acT-
KN, KOTOPBbIC CBA3BIBAIOT ITWJIN. [Tune cBI3BI-

Yacts IV.
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Ta6auua 31.1. MoOuibHbIe reHeTHYECKHE 3JIeMEHTbI

Tun Pa3-  CgoiicTBa
Mep,
kb
IInasmuas
@akrop F (dbakrop 93 CooOmiaer  KieTKe
depTunabHoCcTH, hak- MYXCKO# ¢deHOTHIH,
TOp MJIOJOBUTOCTH) TMepeHOCUTCs npu
KOHBIOTALlUU
®axkrops F' >100 IlepeHocsAT, MOMUMO
reHoB ¢akropa F, re-
Hel E. coli

4-117 Conepxat reHbl YCTOM-
YUBOCTH K pasiny-
HBIM BElIEeCTBAM:
KpOMe TOro, HeKOTO-
pble M3 HUXCOAEep-
KaT TeHbl, obecreyu-
Balollye
1o

IepeHocsT reHsl, Mpo-
IYyUUPYIOLINE KOJH-
UUH (TOKCHH); HEKO-
TOpBIE coziepxar,
KpoMe TOro, TeHBI,

obecreunBaoine
KOHBIOTAL[UI0

®aktopsl R (dakTo-
PBIYCTOMYMBOCTH)

KOHBIOTa-
DakTophl KOJTUIUHO- 6-141
FeHHOCTH

JIuzorenusupywomue da-

KTOPbI
JIam0aa 48 HeGonbiast yacte a-
TOB TIEPEHOCUT TEHbI
E. coli (gal wnu bio)
Hapsiy ¢ BUPYCHBIMU
reHaMu

Bce daru Mo HecyT
KOPOTKMI  y4acToK

reHoma E. coli

OT10,8 T'eHwl,
no 1,4

Mio 38

ITocnenoBaresbHOCTH-
BCTaBKH
(IS-anemeHTHI)

oOpaMJIeHHbIEe
napoii IS-aneMeHTOB,
MOTYT IIEPEHOCUThCS
C MecTa Ha MecTo
BHYTPH KJIETKH

BaeT MEXIY COOOM MYKCKYIO M KEHCKYIO KJIeT-
ku (puc. 31.1). 3areM OH coKpallaercs, 4TO
MO3BOJISIET KJETKAM BCTYNUTb B HEINOCpPe/-
CTBEHHBIM KOHTakT mig mnepemaun JJHK
(puc. 31.10). bakTepust MyxXcKOro rmoja coaep-
KUT TJIa3MUOy, Ha3blBaeMylo gaxmopom F (ot
anrn. fertility - IIOMOBUTOCTB), KOTOpasi HeceT
TeHbl, JAeTepMUHUpYOIIUEe 0oOpa3oBaHUE TIO-
JIOBBIX TWJIEH M APYrMX KOMIIOHEHTOB, y4ya-
CTBYIOIIMX B KOHBIOranuu. [Ipu KoHBIOTALIMU
OIlHa 1emb Ta3Mubl dakropa F paspeiBaeTcs
B OIHOM MecTe, U TPOMCXOAMT pacluleTaHUe
IBYXLeTTo4YeuHOol MoJieKybl (puc. 31.11). 5'-ko-
Hell pa30pBAaHHOM LIEMM BXOAUT B PELUIIUEHT-



HYIO KJIETKY, M Ha Heil CUHTE3UPYeTCs KOMILIe-
MeHTapHass lenb. [lpy 3TOoM  oOpa3syercs
3aMKHYTasl KOJIblIeBasl ABYXIIEMOYEYHAasT MOJie-
kyna. [lpucymcmeue naazmuodsl akmopa F
6 peuunuenmuoil Kaemke (nepsorayanvho F°)
npeepauaem ee ¢ myxcckyio kaemky (F'). My-
KCKasl KJIeTKa MOXET CTIOHTAaHHO TepsATh CBOW
dakTop 1 peBepTUpPOBaTH TAKUM 00pa30M K Te-
Hotumy F.

Ilrazmuda cakmop F mooxcem unmeepupo-
eéamb ¢ OaxmepuanvHol xpomocomoi. WHTerpa-
LIUST TIPOUCXOAUT MyTeM KPOCCHHTOBEpa C Ofi-
HUM U3 MHOXECTBA MeCT B OaKTepuaabHOMI
XxpoMocoMe. YactoTa MHTErpaluyd COCTaBISIET
npumepHo 107 B pacueTe Ha OfHY reHepaluio.
Bakrepuu, Hecynme dakrop F B cBOMX Xxpomo-
comax, HasbIBaloTcs kaemkamu Hfr (oT aHII.
high frequency of recombination - BeIcOKas 4ya-
crora pekoMmOuHaiuu). Knerku Hfr, kak
u xnetku F', y4acTBYIOT B KOHBIOTALMK B Ka-
yecTBe JOHOPOB (puc. 31.12). Paznmmuue mexmy
HUMM COCTOUT B TOM, 4TO Kaemka Hfr nepe-
daem 6cr0 0AKMEPUANLHYH) XPOMOCOMY (8KAHO-
uas unmeepupoganHsiii paxmop F), Torna Kaxk
ki1eTka F' mepemaeT pelMNUEHTy TOJIBKO (ak-
top F. Ilpu ckpemuBanuu Hfr x F~ Bca xpo-
MocoMa TepeHOCUTCSl TMpuMepHO 3a 90 MuH.
[Mopsimok Bxoma mepenaBaeMbIX T€HOB B pelU-
MUEHTHYIO KJIETKY 3aBUCHUT OT MecTa, B KOTO-
poM Ipou3oliya uHterpauust ¢pakropa F u ot
ero mnojsipHoctu. [loaToMy TOpSIIOK TEeHOB
B XPOMOCOME€ JOHOpa MOXHO JIETKO YCTaHO-
BUTb, TIPEPbIBAsi KOHBIOTAIMIO B pa3IMYHbIE
MOMEHTBI BPEMEHM W OIpeaessisi, Kakue Map-
Kepbl ycnienu nepeidtu. [lepenaBaemasi xpoMo-
coma JOHOpa MOXET PEKOMOUHUPOBATD C XPO-
MocoMmoii peuunueHTa. Yacrora pekomOuHa-
LIMM BbIIIE BCETO JJISI TEHOB, KOTOPbIE BOILIU
B PEUMITUEHTHYIO KJIETKY TMEPBBIMM, TaK KakK
OHU HaXOASTCS TaM JoJibllie Bcero. Takum
o0pa3oM, MOXHO CTPOUTb TE€HETUYECKHUE
KapThl, OTIPEIEsIsl peMsa 6x00a U yacmomy pe-
KOMOUHaUUU Mapkepos, nepedagaemvix OHO-
poMm.

I[Ipn uckmouyenun dakropa F u3 xpomo-
coMbl Hfr-kjeTku oHa mepexoauT B COCTOSIHUE
F'. Dror npouecc, OOpaTHBIA WHTETPALMU
(dakropa F, Takxke NpoMCXOAMT C 4YacTOTOM
npuMepHo 107 3a omHy reHepaumio. B He-
0OJIBIION YAacTM PEeBEPTAHTOB KPOCCUHTOBEP
MPOUCXOAUT B CalTe, OTIIMYHOM OT caiTa MH-
Terpauuu. B pesyabrate obpazyemca naazmu-
da, codepxucawjas, nomumo eenog ¢pakmopa F,
xpomocomuvie eenvi (puc. 31.13). Takas mia3-
MUIa HasbiBaeTcsl gakmopom F'; mTpux 0603-
HayaeT, YTO B HEW MPUCYTCTBYIOT XPOMOCOM-

Hble TeHbl. KoHbloranus kiuetku F' ¢ KieTkoi
F~ mpuBomur K mepeHOCy 3THX XPOMOCOMHBIX
TeHOB M3 JOHOpPAa B PEUMIMEHTHYIO KJIETKY,
KoTopasi B pe3yJbTaTe CTAHOBUTCS AWUILIOWI-
HOW MO 3TUM TeHaM.

Puc. 31.9. DlIeKTpOHHasgs  MuKpodororpa-
(us HeOoIbIION TTa3MUABI (hak-
topa R. (IleuataeTcs c nobGe3HO-
ro paspemeHusi na-pa Jack

Griffith.)

Puc. 31.10. DBDraexrtpoHHass MHKpodOTOTpa-
¢ust 1Byx Ki1eToK E. coli BO BpeMs

KOHbBIOralum. (HeanaeTc;I C JI10-

6a3HOTO paspeleHus n-pa
Lucien Caro.)
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Puc. 31.11.

Puc. 31.12.
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[IpenmonaraeMblii  MeXaHU3M
nepeHoca HUTH dakropa R mpm
KOHBloTauuu. B cymepcnupanu-
30BaHHYI0O MOJEKYITy GhakTopa
R B xietke F'-noHopa BHocHUTCH
OJTHOLIETIOYEYHBI pa3pbIB, U MO-
clie  3TOr0 OH  pacIuieTaeTcs,
Ileperoc omHoit 1enu akropa
R B kierky F -penunueHra co-
MPSXEH C peruiuKanue 3Tou ue-
M1 JOHOpa. 3aTteM B pelUIIUEHT-
HOI KJIETKE CUHTE3UPYeTCsSI KOM-

IUIEMEHTAapHAas  LElb. [War-
ren GJ., Twigg AJ.,  Sher-
ratt D.J., Nature, 274, 260
(1978).]

Cxema obpazoBanus Hfr-kieTok
myTeM WHTerpainuu ¢akropa F
¢ xpoMmocomoii E. coli.

Yactp IV.
Nudopmanus

Takum o6pazom, y 6akTepuili UMeeTcs Mexa-
HU3M JJIs TlepeHoca LEeTbIX XpPOMOCOM WJTU He-
CKOJIbKHUX TeHOB M3 OIHON KJIETKW B IPYTYIO.
Daxmop F moxcHo paccmampugams Kak 0coowlil
nepeHocuux (6eKkmop), 6O3HUKUWUL CHeYUANbHO
onsa obmena eenemuveckum mamepuasom. VH-
TEPECHO OTMETUTb, 4YTO .1U302eHUZUPYIOUjUe
gaeu makasice mocym yuacmeogameo 6 obMeHe ee-
Hoe Kkaemku-xo3suna. Hanmpumep, JHK dara
A MOXET HWHTETpUPOBATH MeXOy TeHaMu gal
u bio xpomocombl E. coli (pa3a. 30.16). Mckiio-
yeHue mpodara U3 XxpOMOCOMBbI OOBIYHO TTPOUC-
XOIMT TOYHO, HO He Bcerga. I[IpuMepHO
B onHoM Bupuone Ha 10° JTHK dara A comep-
XUT orepoH gal wiu teH bio. Tlpu 3apaxeHuu
TakMMHU (¢aramu, HasbpiBaeMbIMU Agal u Abio,
9TU TeHBI BBOISATCS B KIeTKy E. coli BMecte
¢ reHamu (Qara A. Ipyroit pomcTBeHHBIN ¢ar,
KOTOpPBIN Ha3piBaeTcs @80, MHTETpUpPYyeT BOIM-
31 OIEpPOHA frp U MOXET MEepPeHOCUTh TeHBI D

Puc. 31.13. AHoManbHOE HCKIIOUYeHHUE (ak-
Topa F mpuBoaut k obpa3oBa-
Huto asmunsl F, comepxarieit
4acTb XpoMocoMbl FE. coli.



13 OIHOM 3apaXXeHHOU KJIEeTKM B Apyrylo. bak-
Tepuodar U MHTETPUPYET TIOYTU B JTHOOOM Me-
cTe XpoMocoMbl E. coli m Tpu HCKIIOYEHUU
BCeTIa 3axBaThiBaeT KYCOK OakTepuanbHOI
XPOMOCOMBI.  OTU  mpaucoyyupyrouue  gaeu,
nodobro gaxmopy F, npedcmaeagiom coboii
NnoOBUdICHble 2eHemuuecKue dAeMeHmbl, KO-
mopvle  obecnewuearom — 63aumoodMen  baxkme-
puanvibix eenos. He uckaroueno, umo mpanc-
OyKyusi ycKopsiem 38040Uu0 Gakmepuil.

31.6. I1lnazmuasi pakTopsl R npunawot
0aKTepUsIM YCTOHYMBOCTh K AHTHOMOTHKAM
[Topa3uTeabHBIM TPUMEPOM HEOOBIYHO ObI-
CTPOM 3BOJIIOLUUU OaKTEepUl MOXET CIYXHUTh
anuaeMus 6aKTepuasbHON TU3EHTEPUM, TPOTE-
kaBwas B 1955 r. OnuH u3 wrammoB Shigella
dysenteriae ipuoOpes yCTOWYMBOCTH OIHOBpE-
MEHHO K XxJopaM(peHUKONYy, CTPENTOMULIMHY,
cynbbaHWIaMUIaM U TeTpalukiauHy. Takoro
pola MHOXECTBEHHas yCTOMYMBOCTb K JeKap-
CTBEHHBIM TMperapaTaM B HacTosillee Bpems
LIIMPOKO PACIpOCTpaHEeHa Cpeid MHOTUX TaTo-
T€HHBIX MHUKPOOPTaHU3MOB. [eHbl, Mpuma-
1I1e YCTOMYMBOCTh K MHOTUM aHTUOMOTHKAM,
COCIMHEHBl BMECTE 8 HAA3MUOHbIX (haKkmopax
R (om anen. resistance - yCTOMYMBOCTD), Ha3bl-
BaGMbIX TaKXe @akmopamu Ycmou4ugocmu.
Haubonee xpynHble M3 3TUX IIa3MUA Hapsay
C HECKOJIbKMUMU T€HAMU F COIEePXKAT TaKXe (hak-
TOp TMepeHoca YCTOWYMBOCTU  (resistance
transfer factor- RTF) (puc. 31.14). VYuyacrtok
RTF nmno3Bomsier mia3Muae TMEPEHOCUTHCS
B Ipyrue 0aKTepuu ¢ MOMOIIbI0 KOHDBIOTALIUU.
B neiictButenbHocTU reHbl yyactka RTF Bechb-
Ma CXOJHbl C aHAJOTUYHBIMU TeHamMu (GHakTo-
poB F. I'eHbl r xoaupytoT GepMeHTbl, MHAKTU-
BUpYIOILIIME OMNpeaeeHHbIe JIEKAapCTBEHHbIE Be-
mectBa. ®akropsl R, umeromue ygactox RTF,
MOTYT NIEPEHOCUTbCS MEXIy Pa3lIMYHBIMU BU-
naMu OakTepuid Mpu COBMECTHOM KYJIbTUBUPO-
BaHUMU. CrnenoBatesbHO, MHOICECMBeHHAA
YCMOUMUB0CMYb K AHMUOUOMUKAM MOXNcem Obimb
MPAHCMUCCUBHOII.

ManeHbkue maa3Muabl ¢pakTopbl R auimieHsl
obmactu RTF um 0OBMHO NIpUOaOT KIETKe
YCTOMYMBOCTb TOJIBKO K OJHOMY aHTUOMOTUKY.
Hanpumep, mnasmuma R pSC101 mnunoit 8,2
kb HeceT TeH YCTOMYMBOCTU K TETPALMKIUHY,
HO OHa HE MOXeT ObITb MepeHeceHa MNyTeM
KOHbIoTauuu. OIHAKO 3TOT T€H F MOXET Mpu-
COEIMHMUTBCS K JPYrod Tula3Muze, Hecyliei
MHOM TeH YCTOMYMBOCTH K KaKOMYy-J1ubo Bellle-
ctBy (puc. 31.15). Ecnm 3Tu reHBl r MHTErpu-
PYIOT C MJIa3MUIO, coaepxXkalleil o0JacTb
RTF, Bo3HukaeT TpaHcMuUccuBHasg R-miaszmu-

Puc. 31.14. Cxemaruyeckoe  M300paxkKeHUe
dakropa R. T'enst RTF (otBet-
CTBEHHBIE 32 KOHBIOTAIMIO U pe-
MJIMKAIMI0) TOKAa3aHbl 3eJeHBIM
I[BETOM, a T€HBI 7 (OTBETCTBEHHBIE
32 YCTOMYMBOCTH K Pa3NIUYHBIM
JIeKapCTBEHHBIM  BEIIECTBaM) —
KpacHbIM. IS-a7eMeHTBl Mmoka-
3aHbl XEJITBIM IIBETOM.

Puc. 31.15. WHudexkuunonHsiit paktop R obpa-
3yeTcsl, KOTAa TeH F TIPUCOEIu-

Hsaetca K miasmuge RTF.

31. IlepecTpoiiku reHoB 205



Puc. 31.16. IlepeHoc reHa (moxka3aHO Kpac-
HBIM 1[BETOM), TIpaHUYAINEro C
o0enx cTopoH ¢ IS-anmemenTamu
(xentsiii uBeT). [1pu TpaHncmo3u-
UM PEIUMIEHTHBIAYIaCTOK (CU-
HUII 1BeT) yaBamBaeTcs. OIUH
KOHEI[ TpaHCIO30HAa TMpeacTa-
BJAsET cOOOM OOpallleHHBINH I10-

BTOp JAPYroro KOHIA.

nma. CnedosamenvHo, naazmuobvl, AGAAIOUUECS
croxcubimu - gpakmopamu R, o6pazyiomes  uz
6ecoMa NOOBUIICHbIX IAeMEHmOo8, 00ycA06auU-
BaIOWUX, YCINOUMUBOCMb K OMOCAbHbIM XUMUYE-
ckum coedunenusm. Takve reHeTUYEeCKUE 3Je-
MEHTBI, CITIOCOOHBIE K TIEPEHOCY, TEMePh Ha3hI-
BalOT MPAHCNO30HAMU.

31.7. IS-3JeMeHTbI MOTYT NPUCOEIUHATHCSA

K HEpPOACTBCHHBIM Ir€HaAM

YTo JeXUT B OCHOBE BBICOKOW TMOABUXHOCTH
TPaHCMO30HOB? DJIEKTPOHHO-MUKPOCKOTUYE-
CKUe UCCIIeIOBAHUS U OTIpeie/ieHUe TToCIen0Ba-
tenpHOCTH HykJeotunoB B JIHK moxazanm,
4TO HOCAe008AMENbHOCb, PACNOA0NCEHHAS HA
00HOM KOHUe MpPAHCHO30HA, NOBMOpAemcs Ha
dpyeom kouye. Hampumep, koH1sl Tn3-TpaHc-
M030Ha, KOJUPYIOUIEro YCTOWUYUBOCTh K aMITH -
UWJUTUHY,- TIPENCTaBISIOT co00il oOpalleHHbIe
MoBTOPHI miuHO# 38 map ocHoBaHuii. Ilocie-
JoBaTeJibHOCTH HykjaeotuaoB B JHK peue-
MUeHTe, rpaHuYalme ¢ 06eux CTOPOH C TPaHC-
MO30HOM, SIBJASIIOTCS TPSIMBIM MOBTOPOM TMO-
cienoBarebHOCTA 5-9 map OCHOBaHWIA, TMpu-
CYyTCTBOBaBLIEW [0 BCTaBKM TPAHCMO30HA
(puc. 31.16). Mexnay 3TuMK 00paMIISIOLIUMU

Yacts IV.
206 HNudopmanus

nocienoBateabHOCTAMU perunueHTHoil JJHK
1 KOHIIEBBIMHU TIOCTENOBATEIbHOCTSIMM TPaHC-
M030HA HET HUKaKoi roMmosoruu. Kpome Toro,
reHbl rec E. coli He yuyacTBYIOT B Mpoliecce WH-
Terpalyy TPaHCII030HA, YTO B KOPHE OTJINYAeT
€ro OT o0IIell TeHeTUYeCKOW pPeKOMOMHAIINMY.
KoH1IBI TpaHCITO30Ha, BO3MOXHO, ciyxat IS-
neMeHmamu, HAIMpaBlsis OeiicTBUe HyKJeas
Y IPYTUX OEJIKOB, y9aCTBYIOIIMX B UHTETPAIUH.
Camoe rjaBHOE 3aKJIloyaeTcs B TOM, YTO
MPAHCNO30HHE 0053AMEAbHO 20MOAOUYEH pe-
yunuenmnoii JHK, mak kak cneyuguunocms
uHmeepayuy onpedensemcs 6 nepeyio ouepeds
JHK-6eakosvimu  83aumodeiicmeusimu, a He
cnapueanuem OCHOBAHUIL.

CaMmble MajleHbKME TOJIBMXHBIE TeHETHYE-
CKMe  OJIEMEHTHI - 3TO  10CAe008ameAbHOCU-
eécmasku (IS-3meMeHTBI), KOTOPBIE MMEIOT IJIH-
Hy okojio 1 kb. B ornuume oT TpaHCIIO30HOB
[S-aneMeHTHI HE HECYT HUKaKuX reHOB. OlHaKO
OHM OKa3bIBAlOT CYIIECTBEHHOE BIMSHUE Ha
BBIpaXEHME COCEIHUX TeHOB. [S-31eMeHTHI
OOBIYHO OJOKMPYIOT TPAHCKPHUIIUIO -
CTaJbHBIX TEHOB TPAHCKPUTTLIMOHHOM €MIUHUIIBI.
Kpome Toro, OHM MOTYT BBICTYIIaTh B KaueCTBe
HOBBIX IMpoMoTopoB. K Tomy ke IS-amemeHTHI
CITOCOOCTBYIOT TaKUM XPOMOCOMHBIM Tiepe-
CTpoOiKaM, Kak JeJielluu U UHBepcuu. B xpomo-
come E. coli 6110 0OHAPYXEHO HECKOJIBKO KO-
nuil yetbipex pas3nuuyHbix I[S-anementoB (IS1,
1S2, 1S3 u 1S4). K Tomy e KOHIIeBBIE TIOCIIEN0-
BaTeJIbHOCTH HEKOTOPBIX TPAHCIIO30HOB MICH-
TUYHBI OTHOMY U3 3TuX IS-a1meMenToB. Ilo éceii
BEPOSIMHOCMU, MPAHCNO30H 00pazyemcss 8 MOM
cayuae, Koeda KaKoU-aubo eeH  OKA3bl8AeMcs
OKpyJceHHbIM  napoil  1S-3nemenmos.

Mpl yXe BUAENH, YTO TITa3MUIBI M haru Mo-
ryT oOMeHuBaThCAd OJOKaAaMM TE€HOB C Oakre-
pUanbHBIMM  XpoMocomaMu. Kpome Toro,
IUIa3MUIbBl U (ard CIocoOHB PEeKOMOMHUPO-



Puc. 31.17. CunHTe3 ¥ KIOHUpPOBAHHUE pe-

KoMOMHaHTHBIX Mosekyn JHK.

BaTh JIPYyr ¢ ApyroMm. bblIo MmokasaHo, 4YTO re-
HETUYECKUIA 3JIEMEHT, OTBEYaloIIMK 3a YCTOM-
YUBOCTh K TETPALIMKIMHY, IepeMellaeTcs U3
mia3Muabl pakropa R B dar, pasMHoOXKaOIIMIi-
cs B KieTKax Salmonella, a oTTyma B XpOMOCO-
My Salmonella, 3atem B dar A u u3 dara A B trp-
ormepoH E. coli m obpatHo B dar A. Drto
3aMeyarebHOE MyTelIeCTBUE MOKA3bIBaeT, Ha-
CKOJIBKO TOIBMXKHBI T€HBI MPOKapuoT. Brlio
Obl MHTEPECHO BBLIICHUTH, OOJIAAIOT JIM TeHBI
3YKapUOT CTOJb K€ BBICOKO! MOIBUXHOCTHIO.

31.8. B n1adopaTopun MOKHO CKOHCTPYHPOBATH
HOBBI€ T€HOMbI M KJIOHHPOBATh HMX

B KJIETKaX-X03seBax

PazpaboTtaHHasi B mocieaHue roabl TEXHOJIO-
rust pekom6buHaHTHbIX JIHK - BaxHeimee mo-
CTUXEHUE MOJEeKyIsIpHOi Ouonoruu. [losgu-

AACb BO3MOICHOCMb €O30AMb 6 AA00PAMOPHBIX
YCA08USAX HOBble KOMOUHAUUU HEePOOCMBEeHHbIX
2eH06. 3aTeM 3T HOBBIE TEHOMBI MOXHO BBE-
CTU B TIONXOASININE KICTKU W PAMHONCUMb BO
MHOTO DPa3 C TOMOIIbI0 MeXaHW3MOB CHHTE3a
NHK xnerku-xo3smHa. Hekoropele m3 Takmx
BBEIEHHBIX B KJIETKM T€HOB MOTYT TaKXe TpaH-
CKpUOMPOBATbCS W TPAHCIMPOBATHCS B HOBOM
oKpyXeHnH. OCHOBHBIE 3TAIbl KIOHUPOBAHUS
OHK cBomgrcs x ciuenywomemy (puc. 31.17).

1. Cosdanue peKkOMOUHAHMHOU MOACKYNbL.
WHrtepecyromuit  vccnenoBarenss (QparMeHT
HOHK xoBanenTHO mpucoemuHsercs K JAHK
sexmopa. OCHOBHOE CBOMCTBO BEKTOpa CO-
CTOWUT B TOM, YTO OH MOXET aBTOHOMHO PETUIv-
LIUpPOBaThCSA B ToAxonsieM xo3siuHe. Hampu-
Mep, IIa3Muabl U ¢dar A Hauboyiee ymoOHBIE
BEKTOPHI JUISI KITOHUPOBAHUS T€HOB B KJIETKaX
E. coli. Kak Oymer ommcaHO HUXE, MOJEKYJBI
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Xumepnas  JIHK -

pexombuHaHTHast mosekyaa JJHK, cogepxkaiast HepoacTBeHHbIe reHbl. OT cioBa XM-
Mepa - MUGOJIOTUYECKOE CYIIIECTBO C TOJIOBOM JIbBa, TEJIOM KO3JIa M XBOCTOM 3MEH.
«...Koeit mopoma Oblta OT GOroB, HE OT CMEPTHBIX: JIeB TrojloBOIO, 3amOM ApaKOH

U KO3a CEepeauHOM,

CrpaliHO JpIxajla OHa TMOXHUPAIOIIMM TIJJaMeHEeM OYpHBIM».

lomep, «Mnumama», mep. H. I'memmua, . VI, ctux 180.

JHK MOXHO COeIMHUTH MyTeM JIUTUPOBAHUS
(T.e. BO3delicTBMEM JMTa3bl) (PparMeHTOB
C JIUIKWUMU OJHOLETIOYSYHBIMU KOHIIAMU WM
XK€ C TYNbIMM KOHIIAMU.

2. Beedenue 6 knemky-xosauna. bombrmmH-
CTBO GaKTepUATbHBIX U 3YKapUOTUUECKUX KITe-
TOK mnorjowaer roisie Monekyaol JHK wu3
cpenbl. DPHEeKTUBHOCTh TOIJOIIEHWST HMU3Ka
(mpumepro | Ha 10° Momexyn JHK), Ho B crre-
LIMaJIbHO TIOMOOPAHHBIX 3KCTEPUMEHTAIbHBIX
YCJIOBUSIX MOXHO TpaHC(OPMUpPOBATh 3HAYU-
TeJIbHYI0 YacTb KieToK. CyllecTByeT U Apyroi
METOA: KJIETKM 3apaxaioT DPEKOHCTPYMpO-
BaHHBIMM BUPUOHAMU, COAEPXKAIIUMU PEKOM-
ounHanTHble MoJieKynsl JIHK. B takom cuHTe-
TUYECKOM BHUPYCHOM T€HOME WHTEepeCYIOInit
HCCNenoBaTeNsl TeH 3aMelaeT y4yacTOK BUpYC-

Puc. 31.18. OnektpoHHass  MuKpodoTorpa-
¢ust pSC101 - mma3sMUIHOTO BEK-
TOpa, WCMOJb30BAHHOTO IS
knoHupoBanus JIHK. (Ileua-
TaeTcsT ¢ JOOE3HOTO pa3penieHus

n-pa Stanley Cohen.)

Yacts IV.
Nndopmanmst

Hoit JIHK, He nmeromuii cyniecTBeHHOTO 3Ha-
YeHMs OISl peruUIMKaluu.

3. Omobop. Chenyoniyii 3Tar COCTOUT B TOM,
YTOOBI ONpENeNnUTh, KaKue KJIETKU HECyT pe-
KoMOuHaHTHY©O Mojekyay [JAHK, comepxa-
1Iy10 HYXHBbIi TeH. Takue KJIOHbl MOXHO OTO-
Opath 1O MPU3HAKY PUCYTCTBUS BEKTOPA WIJIN
caMoro BCTpOeHHOro reHa. Hampumep, Heko-
TOpbIE TUIA3MUAHBIE BEKTOPBI COOOIIAIOT KJIET-
K€ YyCTOMYMBOCTh K KAKOMY-JIMOO aHTUOMOTU -
Ky. Jpyroii momxoa COCTOMT B TOM, YTOOBI
OIIpeNeInTh, KakKne KJIeTKM cBsA3biBaloT PHK,
KOMILIEMEHTAPHYIO HY>XHOMY TeHY, UM CUHTe-
3UPYIOT KOoaWpyeMbiid UM Oenok. KitoHBI, co-
nepxamue pekoMmObunHantHyro JHK, cra-
OWJIbHEI, 110 KpaliHeil Mepe B Te4YeHUe HECKOJIb-
KHUX COTE€H IMOKOJIEHUN.

KnonunpoBanue pekomounantHoi JIHK yxxe
BHeCJ0 OOJBIION BKJIAA B HAIIW TpecTaBlie-
HUS O CTPYKTYPE XPOMOCOMBI U BBIPAXKEHUU Te-
Ha. MHorue BCTpOEHHbIE T€Hbl YAaJoCh pa3-
MHOXHUTbH IMYTEM KJIOHWPOBAaHUS, YTO MOaJo
6onpime konmuuectsa JAHK mns onpenenenust
MOCJIeI0BaTEIbHOCT OCHOBAHUN U 3JIEKTPOH-
HO-MUKPOCKOIMUYECKUX UccienoBaHuii. Kpome
TOTO, C TTOMOIIIBIO 3TUX KJIOHOB ObUIM CUHTE3U-
poBaHbl B OOJBIIUX KOJMYECTBAX OENKU, KO-
TOpbIE B OOBIYHBIX YCJIOBHUSIX 00pa3yroTCs
B HMYTOXHBIX  KOJUYECTBAX. Mertomp!
pexomObuHaHTHBIX JIHK Mcnonb3ylorcst Takxke
IUJISE U3YYEHUS CIOXKHBIX TEHOMOB W PEryJIsiiuu
MX BBIPAXKECHUS.

31.9. ®epmentsl pectpukinuu u JIHK-1urasza -
HEOOXOIMMbIE HMHCTPYMEHTBI Ui NOJIyYeHUs:
pekomMOnHaHTHBIX MoJiekya JTHK

Monekynas JTHK MOXHO JIeTKo COEOUHSTDH in
Vitro ¢ TIOMOIIBIO PECTPUKTUPYIOIIUX SHIOHY-
kineaz (pazn. 24.27), AHK-nura3 (pasm. 24.15)
U IpYyTUX BbICOKOCTIELM(UIECKUX (HDEePMEHTOB,
neiictByromux Ha JIHK. B skcnepumente 1o
nonydyeHuto pekombuHaHTHOU [IHK BektOop
MOATOTaBIMBAIOT K COEAWHEHUIO C KIIOHU-
pyeMbIM (parMeHTOM IIyTeM pacllerIeHUs
B OJTHOM OIIpEIeIEHHOM MeCTe C TIOMOIIIbIO pe-
CTPUKIIMOHHOU SHA0HYKJea3bl. Hampumep, He-
oompinyto 1asmMuay pSC101 MoxXHO paciie-
MUTh B OHOM MecCTe (PEpMEHTOM PECTPUKIIUU
EcoR1. Ecmm ¢ momomipio 3T0r0 (hepMeHTa IBE



Puc. 31.19. Coemunenue wmonekyn JHK
C MMOMOIIbIO METO/IA TUTTKUX KOH-
moB. OnHa U3 POIUTENBCKUX MO-
nexyn JHK (moxazaHo 3eleHBIM
LIBETOM) HeceT TeHbl Pu Q, pasne-
JIEHHBIE YYaCTKOM DPECTPUKIIUH,
a npyras (KpacHBIM IIBET) HeCEeT
reiol X u V. OmHa U3 peKoM-
OMHAHTHBIX MOJIEKYJI HECET TeHbI

Pu Y, anpyraa-Q u X

Puc. 31.20. Coemunenue monexkyn JIHK c mo-
MOILbIO HapauuBaHus poly (dA)-
u poly(dT)-koHII0OB (KOHHEK-

TOPHBIM ~ METOZIOM).

uermu JJHK pacumienuts Hamckocok, To obpa-
3YIOTCS  KOMHAEMEHMAapHble O00HOUenoYeuHvie
KoHubl (nunkue konywy). Ilpemmomoxum Te-
nepb, uyto (pparmeHt IHK, Kotophiit Heobxo-
IMMO BBECTM B 3Ty IJa3MuIy, oOpa3oBaH Iy-
TeM paciueruieHus Oosbioi mosekyasl JJHK
snnoHyknea3oir EcoR1. Torma onpHotemno-
YeyHble KOHIIBI 3TOro ¢parMeHTa OyAyT KOM-
MJIeMEHTapHbBl KOHI[AM paclIeTUIeHHOW Tiia3-
muasl. Temepp dparment JHK wu mnasmumy
MOXHO TIONBEPTHYTb OTXHUIY M COCAUHUTH
HNHK-nurazoit (puc. 31.19). 3atem 6GaxTepum
WHKYOUPYIOT B IPUCYTCTBUU 3TON CMECU MoJie-
kya1 JJHK. He6onpmryio yacts 6akTepuii, Hecy-
UX TJa3MUIy, OTOMpAlOT, MCXOIsl W3 TOTro
yto pSCI101 coobiaeT KieTKkaM yCTOMUYMBOCTD

K TeTPAalMKIWHY. 3aTeM MCIIOJb3YIOT IPYroi
MeTol 0TOOpa ISl BBISIBIEHUS KJIOHOB, COIEp-
Xamux miaasMuay co BctpoeHHod JHK.
Bropoii Merom coeaMHeHWS OBYX HEPOI-
ctBeHHBIX MoJieKya JIHK ocHoBaH Ha mpucoe-
nuHeHuu poly(dA)-dpparMeHToB K 000MM
3'-koHuaM onHoi MoJekynbl u poly(dT)-dpar-
MEHTOB K 000uM 3'-KOHLAM IpYroil MoJeKyJbl
(puc. 31.20). DT roMOMNOJIMMEpPHBIE TTOC/IE0-
BaTeJbHOCTU CUHTE3UPYIOTCS  MepMUHAAbHOU

0e30KCUHYKACOMUOUL-MPaHChepasol (mepmu-
HaavHOU mpancpepasoil) - PepMEHTOM, IIPU-
COCMHSIOMUM HYKICOTUIH K 3'-TUIPOKCHUIIb-
Hoii rpynme uermm JIHK. Bta TpaHcdepasa
B otanune oT JHK-monumepassl He 3aBUCHUT
OT MaTpUIIbl, TTO3TOMY C €€ TTOMOIIbI0 MOXHO
MPUCOCTUHUTD TOCISIOBATEILHOCTH U3 HY-
KJIEOTUIIOB TOJIBKO OJHOTO THHA (OOBIYHO JJTH-
Hoii 100 ocraTkoB). Po Iy(dA)-koHubt 00HOU MO-
aexyavt JIHK omocuearom ¢ poly(dT)-konya-
Mu dOpyeoii. JITAHBI 3TUX KOHIIEBBIX TOCTIEI0Ba-
TETbHOCTE MOTYT HECKOJbKO KoJiebaTbes,
MO3TOMY, mpexnae yeM coenuHuTh uenu JHK-
JUTa30i, Opely 3amojiHSIIT € TOMOIIbIO
HNHK-nmonmumepassl I. TouHo TaK ke MOXHO MC-
MOJIb30BaTh JJII COCAMHEHUS PasIUYHBIX MO-
nexyn JHK u xonnessie poly(dG)-upoly(dC)-
MOCJIeI0BaTeIbHOCTH.

Tpetuit TOAXON K COEOTUHEHMIO MOJIEKYJ
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31.21. OGpa3oBaHMe JUIKUX KOHIIOB
MyTeM MPUCOEIVMHEHUST U paciie-
MJIEHUS XUMWYECKH CHHTE3UPO-

BAHHOTO JIMHKEpA.

Puc.

IOHK coueraer mpeumyInecTBa MeToga JUIKHMX
KOHIIOB €  YHHBEpCAJIbHBIM  XapaKTepoM
(dA—dT)-metoma (xoHHekTOpHOrO0). K KOHIIAM
¢pparmenta JIHK wuaum BekTOopa KOBaJE€HTHO
MIPUCOSIUHSIOT XUMUYECKU CUHME3UPOBAHHDL
AUHKEp, m.e. c6a3YIouyo yenv (IJTUHOMN OT IIe-
CTMU [0 JEeCSITM Tap OCHOBaHWUM), YYBCTBU-
TeJbHBI K pacllernieHuio kKakuM-aubo dep-
MEHTOM PECTPUKIIMU. 5'-KOHLIBI AeCATUHYKIICO-
tugHoro nuHkepa M Mojekyiasl JHK docho-
PUIMPYIOT MOJMHYKICOTUAKMHA30M U COEIU-
Hs1OT Jnuraszoii ¢ara T4, Koropas MOXeT
00pa30BbIBATh KOBAJCHTHYIO CBS3b MEXIY MO-
nekynamu JHK c¢ tyneiMmu kxoHmamu. Ecmm
00paboTaTh 3TM KOHLEBbIE YYaCTKU COOTBET-
CTBYIOIIMM (EepMEHTOM pEeCTPUKIMU, 00pa-
3ytoTcs qunkue KoHusl (puc. 31.21). Takum
obOpasoM, moutu y umoboit momekynsl JIHK
MOXXHO BBI3BaThb 00pa3oBaHMe JUIKMX KOHIIOB,
COOTBETCTBYIOUIUX CHEHNUOUIHOCTH TAHHOTO
(epMeHTa pEeCTPUKLINH.

31.10. ITnmasmuasl ¥ ¢ar aamoaa -

HauOo/lee MOAXOASNINE BEKTOPDI

ana kKiaonupoanusa JIHK B Oakrepusax

Hns yBenuueHus1 3 HeKTUBHOCTY MTPOHUKHOBE -
Hus pekomOuHaHnTHBIX IHK B kneTky u obrer-
YeHUs OoTOOpa cojepXaluX TaKue MOJEKYJb
OakTepuii co3malTcs HOBble BeKTOphl. Hampu-
Mep, TnasmMuga pBR322  comepXuTr TeHBI

Yacrts IV.

210 Nndopmanus

YCTOWUYMBOCTH K TETPALMKIWHY U aMITULUJLUIN -
HY (CXOIHBIA C MEHUIMIJIMHOM aHTHOMOTHUK).
DTy maasMuay NAThb Pa3iUyHBIX PECTPUKTA3
pacuiernyisioT B KakKOM-TO OJHOM OIpeieseH-
HoM Mecte Kaxpnas (puc. 31.22). Bsenenue
JHK B yuactok pectpukunu EcoR1 He 3arpa-
T'MBaeT reHOB YCTOMYMBOCTU K aHTUOMOTUKAM.
B 10 xe Bpems BBenenue IIHK B yyactkm pe-
crpukuuu HindIIl, Sall unu BamHI npuBogut
K MHAKTUBAlMU TeHa YCTOWYMBOCTHU K TeTpalu-

KJIWHY; 3TO SBJCHHME Ha3bIBACTCS UHAKMUBA-
yueil ecmaekoil  (UHCEPUUOHHOU UHAKMUBA-
yueii). Krnerku, comepxammue pBR322 co

BcraBieHHoU JAHK, ycToilunBel K aMOuIuIIN-
HY, HO YYBCTBUTEJbHBl K TETPALIMKIUHY; IO-
3TOMY X JIeTKO oToOpaTh. KiieTku, KoTopbie
He cmoriau BocnpuHATh JHK Bekropa, uys-
CTBUTEJbHBI K 00OMM aHTMOMOTHMKAM, a KIeT-
ku, comepxamue pBR322 6e3 BcraBku IHK,
K 000MM aHTMOMOTHKAM YCTOWYMBHI.

Jlpyrasi Tpymnma BeKTOpOB CO3[aHa Ha OCHO-
Be miasmunel ColEl, xomupyiomeit KOJMUMIMH
E - GenkoBbIii TOKCWH, yOMBAIOUINi HEKOTOpPbBIE
mramMMbl E. coli. TIperMyl1iecTBO UCMOJIb30Ba-
HUS 9TUX KOAUYUHOLEHHBIX NAG3MUO B KaYeCTBE

Puc. 31.22. T'enHermueckas KapTa IJIa3MUIBI
pBR322, Hecymeit nBa reHa

YCTOP'I‘IHBOCTH K aHTUOMOTUKAM.



Puc. 31.23. DnexTpoHHast MukpodoTorpa-
¢ua mraszmuna ColEl. (ITevataet-
cs1 ¢ J00e3HOTO paspelieHus

n-pa Jack Griffith.)

BEKTOPOB COCTOUT B TOM , UTO UX PEIIUKALIUS
HEe HaxOAUTCS TIOA CTPOTUM KOHTPOJIEM.
B knetke, conepxaineit ColEl, 06bIYHO MMeeT-
cg 25 xommii mmasmuabel. OOpaboTKa KJIETOK
xopaM¢peHHUKOJIIOM OJIOKMPYeT CHHTe3 OenKa
U peIUTMKAILUI0 KJIETOYHOU XpoMocoMmbl. OnHa-
ko perummkanusa ColEl B 3TUX ycIOBMSAX IIpo-
noixkaeTcs. B pesynbTaTe B KjeTKax, o0pabo-
TaHHBIX XJIOPaM(MEHUKOTIOM, MOXET HaKaru-
BaTbcs 1000 kormuit ColEl, Tak 4TO KOJIMYECTBO
5TOU Maa3MUABl JOCTUTaeT MPUMEPHO IO0JIO-
BUHBI Beeil Kierounoit JHK'.

@qe )\ - npyroit ynoOHbIN BekTop. bojbiine
yuactku ero JIHK, umeronieit B niuny 48 kb,
He SBJISIOTCS HEOOXOAUMBIMU [J151 TUTUYECKON
WHOEKUUN WIM UHTETPAllUM U MOTYT OBbITH 3a-
meteHsl ayxeponHoii JIHK. Beutn ckoHcTpyn-
pOBaHbI MyTaHTHbBIE (Dary A, MpeTHa3HAYeHHbIE
s kionupoBaHus JHK. OnuH u3 atux my-
TaHTOB, KOTOPBII Ha3bIBaeTcsl Agt = A, comep-
XWUT ABa yyactka pacuiernienuss EcoR1 Bmecto
MITH, MMewuuMxcs B dare AWMKOro TUMa
(puc. 31.24). Tlocie pacuienjeHuss  LEeH-
TpaJibHBI yuyacToK Mosiekynsl JJTHK storo da-
ra A MOXHO yaaJluTh. JIBa ocTaBIIMXCS KycCKa
JOHK cocraBngior Bmecte 72% IJIMHBL BCETO
reHoma. 9ro koimuectBo JJHK HemocTaTouHo

" TMnasmuna pBR322 cosmana Ha ocHoe ColEl,
MO3TOMY OHa 00JafaeT CMOCOOHOCThIO TOYHO TaK
Xe HaKalJMBaThcs B KJIETKAaX B MPUCYTCTBUU XJIOp-
ambeHuxona.- [lpum. nepes.

ISl YIIAKOBKY B TOJIOBKY ¢hara A. JIimmua JJHK,
KOTOpastk MOXeT OBITh JIETKO yrmakKoBaHa B TO-
JIOBKY, pocturaer 75-105% njavHbl reHoMa Ii-
koro Tuna. OAHAKO docmamouHo OAUHHbLE
¢dpaemenm JHK (cxaxcem, odaumoii 10 kb),
ecmaeaeHublil medxncdy o0eymsa Kouwuyamu JHK
gaea )\, nozeonsem makoi peKoOMOUHAHMHOU
monexyne JAHK (93% eenoma) 6bimb ynako-
6aHHOl 6 eonoeke (unkancuduposamocs). Ilo-
YTH Bce MHGMEKIMOHHBIE YaCTHMIIBI A, 06pa3o-
BaHHBIC TaKHWM CIIOCOOOM, OYAyT cojaepxXaTb
BCTaBJIeHHBINM KycoK uyxkepomHoii JJHK. Eme
OITHO TIPEUMYIIIECTBO MCITOTb30BaHUS 3TUX BU-
DPUOHOB B KauyecTBE BEKTOPOB COCTOUT B TOM,
YTO OHM MPOHUKAIOT B OAKTEPUM C ropasao 0o-
Jiee BBICOKOM 3(M(MEKTUBHOCTBIO, YeM ILIa3-
Muabl. K Hacrosiiiemy BpeMeHM pa3paboTaHbI
Metonnl yrmakoBku wmoiekyn HAHK in vitro
¢ obpa3oBaHMEM UH(MEKIIMOHHBIX BUPUOHOB A.
711 MCTIONIb30BaHUSI B KAYECTBE BEKTOPOB Obl-
JIU CKOHCTPYMPOBaHbI caMble pPa3sHOOOpa3HbIE
MyTaHTHI ¢ara A. HekoTopele M3 HUX MOTYT
CIY>XXHMTh BEKTOPAMHU IIJISI BCTAaBOK (hparMEeHTOB
OHK, nocrurarommx 40 kb.

31.11. U3 cymmapuoii renomuoii JTHK,
pACIIENUIEeHHOH PeCTPUKTHPYIOIMMH
SHIOHYKJI€a3aMH, MOXKHO BbIIEJIUTD

C TNOMOINBI0 KJIOHMPOBAHUS ONpE/IETEHHbIE
3YKApPHOTHYECKHE TeHbI

Kak yxe roBopuiioch B npeablayliei riase, 1uc-
cJe0OBaHUE 3YKapMOTUYECKHUX T€HOMOB Mpej-
CTaBJiIeT OTPOMHBbIE TpyaHocTU. [eH IiuMHOU
1 kb cocrapuser 2,5+10" reHoma E. coli u Bce-
ro qump 34+107 reHOMa MIIEKOTMTAIONINX.
Meronp pekoMOmHaHTHEIX JIHK mo3Bonsior
B HacTosI1Iee BpeMs BBOIUTb 3yKapUOTUUYECKHU It
reH B E. coli, 4TO CUJIbHO ympouiaeT 3amadgy.
DKCTIepUMEHT HAYMHAETCS C YaCTUYHOTO pac-
mwennenus JHK sykapuotuuyeckoro reHoma,
YTOOBI TIOJIYYUTH CJydaliHble (hparMeHTHl CO
cpenHeil nuHoi pumepHo 20 kb (puc. 31.25).
K kxoHuam a3Tux ¢parMeHTOB MPUCOECAUHSIOT
CUHTETUYECKHUE JMHKEPBI, 00pa3yloT TUIKUE
KOHIIBI M 3aTeéM MPUCOEAMHSIOT K KaKOMY-HU-
oynb BekTopy, Hanmpumep K AHK dara A. I1pu
ynakoBke JIHK B BupuoHbI in vitro mpoucxo-
IUT OTOOp peKoMOMHAHTHBIX MoJjekya JHK,
cozepXaiux O0oJiblliMe BCTAaBKU. 3aTeM 3TUMU
PEKOMOMHAHTHBIMU (araMu 3apaxaroT KJIEeTKU
FE. coli. Ilonyyaetcs nu3ar, cogepxaiiuii gpar-
MeHTHI ayKapuoTtudyeckoit IHK, 3akioueHHOI
B daru ¥ pasMHOXEHHOU MPUMEPHO B MUJI-
JIMOH pa3. DTOT JIU3aT MPeacTaBiIsieT co0oi 6u-
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Puc. 31.24. B xayecTBe BekTOpa IJIs KJIOHU-
POBAHUS MOXET OBITh MCIIOJNB30-
BaH MyTaHT (para A. B xome peak-
M1 YIIaKOBKU ¢hara TIPOUCXOAUT
oroop monexkyn JHK, comepxa-
IIUX BCTaBKY.

Oauomexy  KAOHUPOBAHHOU
JTHK.

3aTeM B TaKoil OMOJMOTEKE MOXKHO IPOBE-
CTU OTOOp 1T MACHTU(GUKAIIUKN (HarOBBIX KIIO-
HOB, CONepXaIluX HYXHBI 3YKapHOTHYECKUI
reH. BeruncineHue mokaspiBaeT, 4To JUIIb OAUH
n3 180000 kJioHOB OyAeT comepxXaTb YHH-
KaJbHBIN 3yKapuoTuueckuit reH. [Tostomy He-
obxoguMa o4eHb ObicTpass U 3P dekTuBHAL
npouenypa oroopa. OHa ocHOBaHAa Ha TUOpPU-
nusauuu. [lpucymemeue onpedenennoii  hocae-
dosamenvrocmu /ITHK 6 o0noil Oasawke gaea
A MOJICHO 8bIAGUMb C HOMOWBIO PAOUOAKMUBHOU
Mmonexynvl komnaemenmaprnoiu JAHK uau PHK
6 Kauecmee eubpuduszayuonuoii npoodwvt. Cesa3vl-
8anue dMoil npoobl MONCHO OOHAPYICUMb MEMO-
dom paduoasmoepagpuu. Taxum o0Opa3oM, MOX-
HO TIpOBepUTh | MJIH. KJIOHOB 3a OAMH JAEHb.
NTtak, KJIOH, COOTBETCTBYIOIIMI OMpeaeaeHHO-
MY 3YKapMOTHMYECKOMY TeHY, MOXHO JIerKo
MAEHTUDUIIMPOBATL W BBIACIUTH MPU YCIOBUH,
9TO MMeeTcs TPAaHCKPUOMpPOBaHHAs C HEro
PHK B Oomee wuim MeHee YUCTOM BUIE.

IYKapuomu4ecKoil

Yacte IV.
212 Nudopmanus

31.12. DykapuoTHYeCcKHe TeHbl MOTYT
TPAHCKPUOMPOBATHCA B OAKTEPHAJIbHBIX
KJeTKax

PexombuHaHnTHBIe Mojekyabl JHK, comepxka-
e GakTepuanabHblEe TEHbI, YaCTO 3KCIPECcCH-
pytorcsa B kietkax E. coli. Hanpumep, KJIoHU-
poBaHue TpunrodaHoBoro omepoHa FE. coli
B cocraBe miasmMugHoro Bektopa ColEl mpu-
BOAUT K 00pa3oBaHWIO OOJBIIMX KOJUYECTB
MATH OMOCUHTETUYECKUX (DEPMEHTOB, 3aKOAM-
pPOBaHHBIX B 3TOM orepoHe. KonauuecTBo 3THX
depmeHTOB mpuMepHo B 20 pa3 BbIIe, YeM
B oObluyHOM KieTtke E. coli, Tak KaK peKoMOu-
HaHTHasl TUIa3MMIa TIpeAcTaBieHa MHOTUMU
konusmu. JIHK npox:keit, mpocToro aykapuo-
TUYECKOTO OpraHu3Ma, TakxKe MOXET 3KCIpec-
cupoBaTbcsl B 6akTepusix. B omHOM Mccienopa-
HUU BKaYeCTBE KJIETKM-X03sIMHA UCTTOIb30BaIN
MyTaHT E. coli, HyXnaoluuiicss B TMCTUIUHE,
Tak KaK OH He coiepxXal MMUAa30JTINLEPOII-
dochar-meruaporenassl. [lpy 3apakeHUM 3TO-
ro myraHTta ¢arom A, comepxaimuMm (parMeHT
npoxkepoit JJHK, mosiBui10Ch HECKONBKO 0ak-
TepUaATbHBIX KJIOHOB, KOTOPBIE YK€ He HYXIa-
JIUCh B 3K30T€HHOM TMCTUAMHE. BcraBieHHbIN
Kycok apoxxeBoil JIHK Hec Hemocraromiumii
TeH, KOTOPBI 3KCIPECCUPOBAJICS C MOMOUIbIO
MEXaHU3MOB TPAaHCKPUIILIMU W TPAHCISIUU
OakTepuanbHOU KJIETKHU.

MoryT 11 TeHbl MJICKOMUTAIIIUX 3KCIpec-
cupoBaThcsl B OakTepusax? s oTBeTa Ha 3TOT
BOMpoC B KJAeTKM E. coli BBeIM Te€H WHCYJIWHA
Kpbichl (puc. 31.26). OTmpaBHOI TOYKON 3TOTO



kJITHK -
KoMmrmemeHtapHasgs HHK,
MaTpuiie.

MCCIEe0OBaHUS TOCIYXUJIAa MUHCYJIMHOMA - OITy-
XOJIb TOJXENYIOYHOU KeJie3bl, BbIIEISIONIas
0oJbIlIOoe KOJIMYECTBO MHCYJIMHA. DTa OMyXoJb
oorata MPHK mnpempouncynuna, mpenie-
CTBEHHMKA aKTHUBHOro TopMoHa (pasm. 35.9).
C mnomouibio 00paTHOW TPAaHCKPUMLMU 3TOMN
MPHK Oputa monydyeHa nByxiemodedHass KOM-
miemeHTapHas JTHK (xJIHK), a 3atem ee
BKJIIOUMJIM B TIa3MUIHBIN BekTop. [louemy
umenHo k/IHK, a ne renomnuyio JHK BBenn
B E. coli? Kak MpI yke TOBOpPHJIM, MHOTHE dyKa-
PUOTUYECKHUE TeHBbI COAEpPXKaT BCTABOYHBIE TMO-
CJIeIOBAaTEIbBHOCTH, KOTOPBIE BHIpE3alOTCS U3
MEePBUYHBIX TpaHCKpUNTOB (pasm. 29.16). Ilo-
CKOJIbKY 0aKkTepuu, MO BCEW BEpOSITHOCTH, HE
CMOCOOHBI yIaNsATh 3TU TMOCJEN0BATENIbHOCTH,
MpeacTaBiIsgeTcsl XeaaTeJbHbIM TpaHchopMu-
poBath ux yvactkoM JIHK, xommiaemeH-
tapHbiM 3penoit MPHK. JleiicTBuTenbHO, oka-
3aJI0Ch, YTO HECKOJIbKO OaKTepHuaJbHBIX KIJIO-
HOB, TpaHCGHOPMUPOBAHHBIX WHCYJIMHOBOI
kIHK, cuHTe3upyr0T HEOOBIIOE KOJINIECTBO
MpeallecTBeHHNKa MHCyauHa (okojo 100 xo-
nuit Ha kJeTKy). HemaBHO ObII mosydyeH elie
OMMH BaXHBI pe3yNbTaT: TMOCJEA0BaATENb-
HocTh JIHK, xonupyiowmas oBaabOyMuH Kypu-
HOTO siflla, aKcTpeccupyetcst B knetkax E. coli.
Oxono 1,5% 0Oenka, CUHTE3MPOBAHHOIO B Ta-
KUX TpaHC(HOPMUPOBAHHBIX OAKTEPUSIX, MPe-
CTaBJsIeT COOOH TMOJTHbIE MOJEKYJbl OBaJbOYM-
nHa (Macca 43 x/la). Ouesuono, eenvt s3yKapuo-
muueckux 0eaKo8 Moz2ym 3SKCHnpeccupo8amucs
6 Oaxmepusx.

31.13. XuMHMYeCKH CHMHTE3MPOBAHHBINA TIeH
NenTUJIHOro ropMoHa CcoMaTocraTuHa
3Kcmpeccupyercss B Kietkax E. coli
[MocnenHue nOCTUXEHUST B XUMUIECKOM CUHTE-
3¢ 3aaHHbIX TocaenoBareabHocTeil JIHK pac-
HUPUINA MacliTad U BO3MOXHOCTH METOfa pe-
kom6uHaHTHBIX JTHK. MoxHo cuHTe3npoBaTh
de novo reHbl ¢ MpakTUYeCKU JI000U HyKIeo-
TUAHOW TIOCEeNOBATEIbHOCTbIO U BCTABUTh MX
B BeKTOp M BBeneHus B E. coli. [IpexpacHbIM
MPUMEPOM TaKOTO IMOAXOA CIYXHUT CUHTE3 re-
Ha comamocmamuna - 14-4jeHHOTO  TEeNTUIA
(puc. 31.27), KoTOpHIi 00HApYyXXUBAETCSI B K-
cTpakTax rumnotasamyca. CoMaTOCTaTMH IIO-
NaBIISIET CEKpeLMi0 TOPMOHA pOCTa, WMHCYJIMHA
u rmokaroHa. Mogekyny IHK, kogupyrouiywo
3TOT TMENTUJ, CUHTE3UPOBAIM IYTEM COCIMHE-
HHUS BOCBMU OJIMTOHYKJIEOTHIHBIX OJIOKOB.
DTOT TeH COeAMHWIM C T€HOM [-rajJakTo3u-

CUHTE3UpPOBaHHAasA

oOpaTHO# TpaHckpunTazoii Ha PHK-

na3bl, JTOKAJM30BAaHHOM B TJIa3MUIHOM BEKTO-
pe. [Ipu tpanchopmanuu FE.coli Havancs cuH-
Te3 TUOPUAHOIrO Oejika, B KOTOPOM COMAaTo-
CTaTUH OBbLT TPUCOEAMHEH K [B-rajakTo3umga-
3e. [lenTUOHYIO CBSI3b MEXIy OSTUMHU ABYMS
KOMIIOHEHTaMM PACIICTUISIA ik Vitro ¢ Tio-
Mol OpomuuaHa (pazm. 2.7). s atoro
BCTPOEHHBI TeH colepXal KOIOH METHOHM-

Puc. 31.25. Crparerust KJIOHUPOBAHUS OIIpe-
IEeIEHHOTO  3YKapUOTHYECKOTO
reHa, HaYMHAsg C pacCIIEIUIEHUS

cymMmapHoii reHomHoi JHK.
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Ha TMepel MEPBbIM KOJOHOM COMAaTOCTATHHA.
C-KoHell comaTocTaTMHaA OBUI CBOOOJEH, TakK
KaK I0oclie KOMOHA IOCIEIHEro OCTaTKa IIel-
TUAa ObUIM paCMOJIOXEHbl JBa CTOI-KOJOHA
(puc. 31.27). Ha moato xumepHoOro Oenka Ipu-
XOIWJach 3HAUMTENIbHAS YacTh KJIETOUYHOIO
Oenka (okono 3%). bBoiee Toro, mojaydyeHHbIR
TaKUM CIIOCOOOM COMAToCTaTHH o06Jafan Guo-
JIOTUYECKOM  aKTUBHOCTBIO.  Caedosamenvho,
KAOHUPOBAHUEM XUMUYECKU CUHME3UPOBAHHO20
2eHA MOJICHO RnoaAy4ams QYHKUYUOHAAbHO aK-
MueHbLl noAunenmuo.

31.14. IlepcneKkTuBBI KJIOHUPOBAHHMS T€HOB

Meton  pekom6uHaHTHBIX JHK  oTkpbLn
HOBbIE TOPU3OHTHI B MOJIEKYJISIDHOI OMONOrUU.
VBenrueHue yucia TeHOB MyTeM KJIOHUPOBA-
HUS B OAKTepUsIX JaeT HEeOTpaHUUYEHHbIE KOJIU-
yectBa JAHK p1s saeKTpoHHO-MUKPOCKOIIUYE-
CKOTO AaHajlu3a W OMNpeAeseHus TMOocaeI0Ba-
TEJIBHOCTU HYKJIEOTUAOB. MccienytoTcs crenu-
duueckne yuactku JHK, orBewaromme 3a
MOABMXHOCTh TeHoB, perukamuio JHK
W TpaHCKpunuuioo. Bo3HMKaOT COBEpIIEHHO
HOBBIE HaNpaBJICHUS; MPUMEPOM MOXET CIy-
XWUTh OTKPBITUE BCTABOYHBIX TMOCIENOBATETb-

Puc. 31.26. CuHTe3 mnpenlieCTBEHHUKA HWH-
CYJIMHA - IPOUHCYJINHA B TpaHC-
(GopmupoBaHHBIX KiIeTKax E. coli.

Yacts 1V.

214 Nudopmanus

HOCTelf BO MHOTHUX 3YKAapUOTUYECKUX TEHax.
[losBuiace BO3MOXHOCTb OBICTPO KapTUPO-
BaTh CJOXHBIE XPOMOCOMBI U pa3feliaTh UX Ha
OTHEJIbHbIE 3JIEMEHThI, KOTOpblE TOJAA0TCs
pa3IuyHbIM MaHUNyasuusM. Temnsl uccieno-
BaHUN TMOCTOSIHHO HapacTtaloT. Kpome Toro,
KJIOHMPOBAaHUE TE€HOB CTAHOBUTCS BaXXKHBIM
Croco0oOM TOJYyYeHUsI OTpee/ieHHbIX OeKOB
B OoJpIIuXx KojuyecTBax. Hampumep, c¢ mo-
MOLIbI0O PEKOMOMHAHTHBIX MOJIEKYJT MOXHO
yBennuuTth B 500 pa3 kommuectBo JHK-mu-
rassl, obpasylomeiics B kierkax FE. coli. Ha-
nbojiee  MHOTOOOEHIAIONIUM  TPEACTABISIETCS
CHMHTE3 TEeNTUA0B U OENKOB 3yKapuOT TpaHC-
(bopmupoBaHHbIMU OakTepusiMu. B Hemanekom
Oynyuiem Takue TOPMOHBI, KaK UHCYJIUH, U Ta-
KWe TPOTUBOBUPYCHBIE areHThl, KaKk UHTepde-
poH, GYIyT NpOAYLMpPOBAThCS OaKTepUAMMU'.
B dapmakonoruum HaumHaeTcs HOBasl 3pa, KO-
TOpasi, MO-BUAUMOMY, OKaxeT r1yboKoe BO3-
neiictBue Ha MeauluHy. MccinenmyroTcs Takxe
BO3MOXHOCTH KJOHUPOBAHUS TEHOB ISl yBe-
JUYEHUST CelbCKOXO3SIHUCTBEHHOIO IPOU3BOJI-
cTBa. DYKapuoTUYECKME TeHbl BBOISAT B Ha-
crosiiiee BpeMsl He TOJIbKO B OakTepuu, HO U
B ayKapuoTuyeckue kjaetku. Hanpumep, Bupyc
SV-40 6bl1 Mcrmoib30BaH B KauecTBEe BeKTOpa
IJIs TIepeHoca reHa  TJI00MHa KpoJinkKa B KieT-
KM moyek 00e3bsiHbl. Takue 3apaxxeHHble KIeT-
KU CUHTE3UMPOBAJIM 3HAYUTEIbHbIC KOJIMYECTBA
B-rmobmHa  KpoimKa. ODTOT  3KCIIEpPUMEH-
TaJqbHBI TOAXOA SIBJsIETCS MHOrooGelarn-
MM METOAOM paciiuGpOBKU PETYISITOPHBIX
MEXaHM3MOB dKCIIPECCUU DYKAPUOTHUUYECKUX Te-
HOB.

3akioueHue

[lpu reHeTU4yeckoil peKOMOMHAIIMK HOBas MO-
nekyna JHK ob6pasyercs myreM pa3spbiBa
u BoccoenuHeHus ueneit JJHK. B3anmooOmeH

MOXET MPOU3OUTH MeXay JIo0oil mapoil roMo-
JIOTUYHBIX TMOCJEeN0BaTebHOCTE  POIUTEIb-
ckux mosekyn JHK, u motomy 3TOT mporec
Ha3bIBaeTCs 0oOlIel TeHeTUYeCKol pekoMOuHa-
uuveir. Y E. coli obmasi pekoMOMHAaIuUs OCy-

" B Aurauu u CHIA yxe nponaeTcsl MHCYIUH, CUH-
Te3UPOBAHHbIM KJIeTKaMu OakTepuid.- [lpum. nepes.



Puc. 31.27. CuHTe3 mNenTUIHOrO TOPMOHA
comaroctaTuHa kjetkamu E.co-
li, TpaHC(OPMUPOBAHHBIMU XH-
MUYECKM CHHTE3UPOBAHHBIM Te-

HOM.

HIECTBIISICTCSI MO/, AeiicTBUEM T'eHOB rec. benok
recBC - Hyk/iea3a; oHa o0pa3yeT OJHOLENo-
yeynyo JHK, koropass MoxeT BHEAPSIThCA
B AByxuemnoueuHyto Mmoaekyay JHK. Dra peak-
LMST CBSI3bIBAHUS OJHOLIETIOUEYHOI MOJIEKYJIbI
KaTajiu3upyeTcs: 6eJKOM recA, KOTOPbIi OIHO-
BpeMeHHO runpoausyer ATP.

B reHetuuyeckux mnepecTpoiikax HEromoJo-
TMYHBIX JJOKYCOB YYaCTBYIOT TTOABUXHbBIEC TEHE-
TUYECKHE BJIEMEHThI, Ha3biBa€Mble TPAHCII030-
HaMu (9JIEMEHTBI, CIIOCOOHbBIE K TEpPEeHOoCY -
TpaHcno3uuuu). [Inazmuasl (HeOOIbIINE KOJTb-
uessle nByxuemoueuHnsie I HK) - BaxxHbII Kitacce
MOJBUXHBIX TEHETUYECKUX DJIEMEHTOB. DTH J10-
MOJIHUTEJIbHbIE XPOMOCOMBI HECYT I'€HbI, OTBE-
Yajolye 3a MTHAKTU Bal| M0 aHTUOMOTUKOB, METa-
00/IM3M MPUPOAHBIX COCIMHEHUN U 00pa3oBa-
HUe TOKCUMHOB. [11a3Muabsl MOTYT peruIMIMpO-
BaTbCl aBTOHOMHO WJIM  MHTETPUPOBATh
C XpOMOCOMOIi KJIeTKH-Xo3siuHa. DakTop
F (dpakTop mmomoBuTOCTH) - IIAa3MUOA, COOO-
maronias 0akTepusiM CrOCOOHOCTh TMepenaBaTh
TeHbl IPYTUM O0aKTepUSIM MyTeM KOHbIOTALUMU.
Jns  KoHblOTauUMM HEOOXOOUM  HENOCpes-
CTBEHHBIN (PU3NYECKUIT KOHTAKT MEXIY JOHOD-
Hoit (F") m peununuentHoit (F°) KieTKaMu.
[Tnasmunsl pakTopsl R obecrneyuBaroT ycTOM-

YUBOCTh K aHTHOMOTHKAM. bomee KpymHble U3
9TUX IIIa3MHUA coaepxar (akTop IepeHoca
ycroituuBoctu  (RTF), oOycioBnuBaroniuii
nepexo IIa3MUIbl B IPYTyI0 O0aKTepUIO MpU
KOHboraluu. Hekoropblie reHbl, 00ecrneynBao-
e YCTOMYMBOCTh K aHTUOMOTHKAM, MOTYT
obITh cueruieHBl ¢ obmactelo RTF. Iloatomy
MHOXECTBEHHas YCTOMYMBOCTH K JieKap-
CTBEHHBIM CpEICTBAM MOXET ObITh TPaHCMUC-
cuBHOii. TpaHCIO30HBI 001amal0OT BBICOKOM
MOIBMXHOCTBIO, TaK KaK OHU obOpamjeHbl 1S-
3JeMEeHTaMU. DTH KOHILIEBblE IOCeI0BaTE/Ib-
HOCTM HAampaBJIsIOT JAelCTBUE OEIKOB, Yda-
cTtBytomux B ux uHtTerpauuu ¢ JHK. Tpancno-
30H HE 0053aTeIbHO TOMOJIOTUYEH PEIUIINEHT-
HoitJIHK.

B nmabopaTopuu MOXHO cO31aTh HOBBIE CO-
YyeTaHUsI HEPOJICTBEHHBIX TEHOB M KJIOHHUPOBATh
UX B KJeTKax-xo3seBax. IIpexae Bcero cuHre-
3upyeTcsl pekoMOmHaHTHass Mojekyra JHK
NyTeM COeAMHEHUSI KakKoro-jaumbo c¢parmeHTa
JOHK ¢ IHK Bextopa, KOTOPBIII MOXKET aBTO-
HOMHO PeIUIMIMPOBATLCS B MOAXOISIIEM XO-
3auHe. Hambojee momxonsinue BeKTOPHI - ¢ar
namoaa, supyc SV-40 u mnasmunbl. @epMeHTHI
pectpukuuu u HHK-nurasza- ocHOBHbIE MH-
CTPYMEHTBI IJIg IOJYyYeHMS HOBBIX MOJEKYII
JHK. Jlunkume KOHIIbI, TOMOIIOJUMEPHBIC KOH-
LeBble ()parMEeHThl M XMUMUYECKH CUHTE3UPO-
BaHHbIE JIMHKEDBI - TPU CIOCO0a COeAMHEHUS
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Mojekyn JJHK. PekoMOMHAHTHBIE MOJIEKYJIBI
JHK MOXHO BBECTM B KJIETKU-

Xasik UX PEeKOHCTPYMPOBAaHHBIM

WHKYOUDPYSI UX B MPUCYTCTBUU TOJIBIX MOJIEKYJT
JHK. INocaemHuit aTam 3aKiodaeTcs B 0TOOpe
KJIETOK, HECYIIMX HYXHYIO MOJIEKYJY PEeKOM-
ounantHoit JIHK, ¢ mcrnonp3oBaHMeM Kakoro-
JINOO OTJIMUMTEJIbBHOTO CBOWCTBAa BBEJIECHHOTO

reHa (Hampumep, YCTOMYMBOCTHU

Ky). UMes pecTpUKTa3HbBIN THAPOIU3AT TEHOM-
Hoit [IHK, MoxXHO KIIOHMpOBaTh B KieTKax E.
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MonekynspHas
dunsunonorug

B3anmocBsisb Mexay uvHdopmaumen,
KoHdpopmauperr 1 metabonnMamom B
YacTb U3NONOrNYECKNX YCTIOBUSIX

Mukpodotorpadus najoyex
CeTJYaTKW, IIOJydeHHass ¢ TIo-
MOIIIbIO CKAHUPYIOIIETO MUKPO-
ckorma. 1719 Bo30yXIeHusI majioy-
KM JIOCTaTOYHO OAHOTO (hoTOHA.
(ITeuaraetcs c 11006e3HOTO pa3pe-
meHus n-pa Deric Bownds.)



MMABA 32
O60n04KkM
OakTepuanbHbIX KINETOK

bakrepuanbHbie KJIETKM B OTIWYME OT XU-
BOTHBIX KJIETOK OKPYXE€Hbl KJIETOYHOW CTEeH-
KO, KOTopasi puaaeT UM orpeneseHHYIo (op-
MYy M CJIYXUT MexaHuuyeckoil omopoi. OnHa
KJIeTOYHasi MeMOpaHa He CIocoOHa BBIAEPXKATh
TO BBICOKOE OCMOTMYECKOE IaBJeHUE, KOTOpoe
co3naercss B OaKTepuaabHOW KIJETKE BCIEH-
cTBUE OOJIBIIOI KOHIIEHTPAIlMM METabOJIUTOB
U Kotopoe MoxeT mocturatb 20 atMm. bakre-
pUabHbIE KJIETKU, JIMIIEHHbIE KJIETOYHBIX CTe-
HOK, B OOBIYHOW cpene JIU3UPYIOTCS.

CreHKM OakTepuaibHbIX KJIETOK TMpeacTa-
BJISIIOT 3HAYUTEIbHBIN MHTEPEC IJI MEIULMHBI.
Jleno B TOM, YTO MMEHHO KJIETOYHbIE CTEHKU
U CBsI3aHHbIE C HMMM BEILECTBA OIPEIe/sSIOT
supysrenmuocms  6axkmepuii. Tak, BBeleHUEM
9KCIEPUMEHTAIbHBIM XUBOTHBIM BBIJIEJIEHHBIX
O0akTepuanibHBIX KJIETOUHBIX CTEHOK YAaeTcs
BOCIIPDOM3BECTM  CUMIITOMBI ~ MHOTHUX  MH-
KpoOHBIX 3abosieBaHuii. Ha KJI€TOYHBIX CTEH-
KaX HaxoJsITCs chneyuguueckue anmueeHsl OaK-
Tepuil. BBemeHMeM XKMBOTHOMY 3KCTpakTa
KJIETOYHBIX CTEHOK HEKOTOPBIX OaKTepuii MOX-
HO BbIpaOOTaTh Y HETO UMMYHUTET K 3TUM Oak-
tepusiM. HakoHel, mpu mojgaBIeHUU CUHTE3a
KJIETOYHBIX CTEHOK OakTepuu IMOruodaror.
HMMeHHO Ha 3TOM OCHOBaH MeXaHU3M JEWCTBUS
NeHUYUAAUHa I HEKOTOPBIX APYTUX aHTUOUOTH-
KOB.

Yxe Oosee mosyBeka OakTepuu Kiaaccugpu-
HUPYIOT Ha TpaM-IOJOXUTENbHbIE W TpaM-
OTpUIIATENIbHbIE B 3aBUCMMOCTH OT WX peaKkluu
Ha okpacky no ['pamy. OcHOBa 3TOro 3Mmnupu-
YeCKM HalJeHHOTO pa3jinyus cTajia Tenepb Mmo-
HATHOM. YKa3aHHbIE KJIacChl OakTepuil pasiiu-
YaloTCs MO0 TUIMY KJIETOYHOW  000J0YKHU
(puc. 32.2). Ilna3zmaruuyeckass MemOpaHa epam-
noaoxcUmensHblX OGakmepuili OKpyXeHa MacCHB-
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HOM KJIETOYHOUW CTEHKOW TOJIIIMHOM, KaK mpa-
Buio, 250 A, cocrosiieil M3 menTHUIOTIMKaHa
M TEXOeBOM KUCIOTBL. Y  epam-ompuya-
menvHblx  bakmepuil  KJeTouyHas  000JiouKa
ycTpoeHa Oosee CIOXHO: TMJja3maTuyeckas
MeMOpaHa OKpyXeHa KJIETOYHOI CTEeHKON Toj-
muHoit 30 A, cocTosiiieil U3 MenTUaoTIMKaHa;
Jajgee pacriojlaraeTcsl HapyXHasi MeMOpaHa
tommuHoi 80 A, mpencraBisiomas coboir Mo-
3aMKy OENKOB, JUMUAOB WM JUIOTOJUCAXapy-
JIOB.

Puc. 32.1. DnekrpoHHast MuKpodoTorpa-
(us BbIOCNEHHONW KJIETOYHOM
creHKU  Bacillus  licheniformis.
(ITeyataercst ¢ T10OE3HOTO paspe-

meHust a-pa Nathan Sharon.)



Puc. 32.2. Cxematmueckoe HU300paxkeHUeE
KJIETOUYHBIX 000JI0YEK TIpaM-Io-
JIOXUTEIbHBIX (A) U TpaM-OTpH-

natenbHbIX (b) GakTepuid.

32.1. KieroyHasi cTeHKa - 3T0 OrpoMHast
MCEIIKOBUAHAA MAKPOMOJIEKYJa

PaccMOTpUM CTPYKTYpY U OMOCUHTE3 KJIETOY-
HOW cTeHKu Staphylococcus aureus - TpaM-T0-
JIOKUTEJTBHOM OakTepui, BBI3bIBAOLIEH
THOMHBIE TTPOLIECCHI B TAKMX TKAHX, KaK KOXa,
KOCTU U Jerkue. MakpomoJjekyaa, obpasyto-
ast KJIETOYHYI0 CTeHKY 3TOi OaKTepuu, Ha3bl-
BaeTCs nenmudoeaukaHom, TOCKOJbKY OHa CO-
CTOUT U3 MENTUIHBIX W YTJIEBOAHBIX EIUHUIIL.
B nenTtuaornukaHe AuHeilHble noaucaxapuonsie
Yenu HnonepeuHo CuUmMvl KOPOMKUMU nenmuda-
mu. brarogapst oOUINIO MOMEPEYHBIX CIIMBOK
BO3HMKAET OlHA OTPOMHAasi MEIIKOBUAHAS Ma-
KpoMoJieKysa. B BblieIeHHOM COCTOSIHUU Kile-
TOYHBIE CTEHKU COXPaHSIOT CBOI HCXOAHYIO
dbopmy (T.e. dopmMmy TOIi GakTepuU, KOTOPYIO
OHU OKpYXaJju).

B coctaB menTumorivKaHa BXOISIT TPU TO-
Bropstiomuecss enuHuusl (puc. 32.3): 1) duca-
xapud N-auetunrmokozamuHa (NAG) u N-
aleTuiiMypamMoBoit kuciaotel (NAM), coenu-
HEeHHBIX B-1,4-TITUKO3UAHON CBS3BIO; 2) mem-
panenmud u3 L-ananuna, D-rnyramuna, L-mu-
3uHa, u D-ananuna; 3) nenmaeruyunosolii nen-
muonblil mMocmuk. TeTpamenTun TNpeacTaBiseT
co00lf COBEpIIEHHO HEOOBIYHOE COEIMHEHUE
B IIBYX OTHOIUIEHUSX: B HEM CojepxXaTcs
D-aMuHOKHKCIIOTHI, HUKOTAA HEe BCTpeyalolue-
ca B Oenkax, M, KpPOME TOTo, BXOASIIUIX

B €ro cocrtaB ocTaTok D-riayrammbHa oGpasyeT
MENTUAHYIO CBSI3b C Y-KapOOKCUJIBHOU Tpym-
Ioii cBoel Xe OOKOBOH IIeTH.

B unraktHOM nporeorinkaHe NAGu NAM
YepeayloTcs TOCIeq0oBaTebHO, 00pas3ys Ju-
HEWHYIO MoJIMcaxapuaHylo 1emnb. [leHTarnuum-
HOBBIM MENTUI coenuHseT octaTku NAM,
MpUHAIIeXalue pa3HbIM IOJKCaXapUIHBIM

Puc. 32.3. OCHOBHOE CTPYKTYpPHOE 3BEHO
nenTuaorivukaHa wu3 Staphylo-

coccus aureus.
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nensaMm. Amusorpynmna mnenrupa (Gly), obpa-
3yeT MEeNTUIHYIO0 BsA3b ¢ KapOOKCUIBHON IpyII-
moit D-amanuHa, Torma Kak KapOOKCHJIbHAs
rpynna (Cly), naeT menTUIHYIO CBSI3b C €-aMHU-
HOTpyIIoi 00koBoil menu L-nu3umHa.

32.2. Craauu cuHTe3a MENTHIOIIMKAHA
CuHTe3 MenTUAOTINKAHA MPOUCXOAUT B MSATh
CTaJIuiA.

1. Ha ocmamke NAM, npucoedurenHom
K ypudunougocghamy, evicmpausaemcs nenmuo-
Hoe 36eHo.

2. Oobpazosasweecas NAM-nenmuonoe 36eHo
nepeHocumcs Ha AURUO-nepeHocuux. 3HaYCHUE
5TOW CTauWu [JISl CUHTE3a KIETOYHOU CTEHKU
cocToutT B cienytomieM. KoHeuHbI moauMepu-
30BaHHBIN MPOJYKT PAcIoOXeH BHE KIETKH (C
HapyXHOI CTOPOHBI KJIETOYHOIro Oapbepa IMpo-
HULIAEMOCTH), TOTJAa KaK ero MpeauiecTBeHHUK
cuHTe3upyeTcss BHyTpu KjaeTku. UDP, Oymyum
COEJMHEHUEM  TOJISIPHBIM, HE TPOHUKAET
CKBO3b KJIETOYHYI0O MeMOpaHy. JIMIUOHBIA Xe
MEePEeHOCUYMK KAaK COBEPUIEHHO HEMOJSIPHOE CO-

Puc. 324. Cxematnueckoe  u300paxeHue
nentugorinkaHa. Caxapa Toka-
3aHBl KEJITHIM LIBETOM, TeTpa-
MENTUIBI - KPAaCHBIM, TIEHTATJIH-
LIMHOBbIE MOCTUKM CHHUM. bia-
rogapsi OOMJIMIO TEePEKPEeCTHBIX
CIIMBOK KJIETOYHas CTEHKa Tpen-
CTaBJIsIeT COO0M OTHY OTPOMHYIO
MEIIKOBUIHYI0O MaKpPOMOJIEKYIY.
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eIMHEHUE CIIOCOOCH COBepIlaTh YEeJIHOYHBIE
IBUXEHUsI 4epe3 MeMOpaHy.

3. K NAM-nenmudnoii edunuye, CBSI3aHHOM
C JIUIUIHBIM TIEPEHOCUUKOM, HAPUCOCOUHAIOMCS
NAG u nemmaeauyunowvili MOCMUK.

4. Ob6paszosasweecs  ducaxapud-nenmuoHoe
38€HO NePeHOCUmMcs Om AUNUOHO20 NEPeHOCHUKA
Ha pacmyuiyro nOAUCAXAPUOHYIO UeHb.

5. OmdenvHble noaucaxapuouvie uenu none-
DPEUHO CBA3bIBAIOMCS NEHMAAUUUHOBLIMU MO-
cmuKamu 8 xode peakuyuu mpaHchenmuoayuu.

32.3. Cunre3 UDP-yraeBoa-nenTuaHoro
3BE€Ha

BruocuHTe3 NEeNnTUAOTIMKAHOB HAaYMHAETCS C
00pa3oBaHUsI aKTUBUPOBAHHBIX caxapoB. Ypu-
dundugpocpam- N-ayemuneatok03amun (UDP-
NAG) cunresupyerca u3 N-aleTUITIIOKO3-
amuH-1-pocpara u UTP B peakium, mpote-
Kalolleld 3a cueT TuUApoamsa mupodocdaTHOi
cBa3u  (puc. 32.5). VYpumunmudocoar-N-aie-
muamypamosas  kucaoma (UDP-NAM) obpa-
syetcsi 13 UDP-NAG u docdoeHoanupysara
(puc. 32.6).

Poct nenmuodnoii yenu HaunHaeTcs ¢ oOpaso-
BaHUS TMENTUAHON CBSI3U MEXAY aMUHOTIDPYII-
noii L-amanmHa M KapOOKCUJIBHOM TIPYIIION
ocTartka N-anetunimMypamMoBoit KUCIIOTHI
B UDP-NAM. [lanee mocienoBareibHO TNpHU-
coequnsawoTca D-rayramar, L-JIU3UH u mumemn-
tunD-ananun-D-ananuH (puc. 32.7). D-amuHO-
KUCIOTHl 00pa3yloTcss M3 COOTBETCTBYIOLIUX
L-u3oMepoB mon neicTBUEM pauemas, CoOmep-
KallMX B KavyecTBE TMPOCTETUYECKON TPYIIIBI
nupunokcaibdocdar. OOpazoBaHUe Kaxaoi
M3 3TUX MENTUAHBIX CBA3CH MPOTEKaeT 3a CYeT
sHeprun ATP. [loguepkHeM, 4TO curmes 6 dau-
HOM cay4ae oCyuwecmensiemcs He no 0OblMHOMY
MeXaHusmy cuHmesa 0enKko8 Ha pubocomax,
a cneyuanvHoimu gepmenmamu. CleqoBaTeNb-
HO, WH®OPMAIUSI OTHOCUTEIbHO IOCIENOBa-
TeJBHOCTU AMUHOKMCIIOT OTIPENENsIeTcs] TOJb-
KO crenupUIHOCThIO PEePMEHTOB, a HE HYKJIEO-
TUOHOW  IOCienoBaTeJbHOCTbIO  MH(MOPMa-
unonHoir PHK. Ilemtun takoro poma He Mor
Obl OBITh CHHTE3MPOBAH OOBIYHBIM IYTEM Ha
pubocoMax, MOCKOJbKY OH BKJI4aeT D-amu-
HOKHUCJIOTBl M Y-TIEITUAHYIO CBSI3b.

32.4. IlepeHoc yrjieBoa-NEeNTHUAHOrO 3BEHA

Ha J'll/ll'll/lﬂHl:lﬁ NEPEHOCYUK

Ha cnenytomem atamne NpouUCXOAMT TEPEHOC
AKTUBUPOBAHHOTO YIJIEBOA-TMENTUIHOTO 3BEHA
ot UDP Ha aunuodnwiii nepenocuux (puc. 32.8).
[MocnenHuit mpeacrasiasger cobol TIMHHOHEIIO-
YEYHBI CIUPT, comepxaiiuii 11 u30mpeHOBBIX



Puc. 32.5. Cunre3 UDP-NAG.

Puc. 32.6. Cunre3 UDP-NAM.

€IMHUIl U TTIOTOMY BBICOKOTUAPOGOOHKIN B OT-
muanre ot UDP. Ilo-BupumMoMy, uMeHHO 0OJa-
rogapss runpobodHOMYy  XapakTepy  3TOro
C,,-munuga HOBOOOPa30BaHHOE YIJIEBOJ-TIEM-
TUIHOE 3BEHO TMpeojoyieBaeT Oapbep MPOHU-
LAEMOCTHU, KOTOPBIM CJIYXUT KJETOYHAS MEM-
OpaHa.

BcnoMHMM, 4TO  ApYroil  BBICOKOTHUAPO-
GOoOHBII TepeHOCUUK - fojauxoidocdar - yua-
CTByeT B CHMHTE3e OJMTOCaxapumoB, COCTa-
BISIIOLIUX CEPALEBUHY (OJUTOCAXapUIHOTO
«fipa»)  TIUKONMPOTEMHOB Y  DYKapHOT
(pazm. 29.31).

32.5. CuHre3 nucaxapua-nenTHIHOrO 3BeHA,

NPUKPEIJIEHHOT0 K JIMMUIAHOMY TepPeHOCYUKY
Cnenylomuii  araim - npucoenuHenne NAG
K octaTky NAM B yrieBoi-nenTUIHOM 3BEHE,
MPUKPETIJIEHHOM K JIMITUAHOMY MEePEeHOCUYUKY.
HoHop akTuBUpoBaHHOro yrieBoga UDP-
NAG Bctynaet B peakuuio ¢ C-4 octatka NAM
U MeXIy 3TMMM caxapamu obOpasyercs [-1,4-
IMKO3UAHAasA cBA3b (puc. 32.9). llanee B xome
ATP-3aBucumoit peakumm NH,” amumupyer

CBOOOIHYIO A-KapOOKCUIbHY0 rpynny D-riy-
TaMUHOBOM KUCJTOTHI B mentuae. Beien 3astum
Ha €-aMMHOTPYIIIE OCTaTKa JU3WHA B MENTUIE
BBICTPAUBACTCS  NeHMAAUYUHOBBLI  MOCMUK.

32. O00109KM OAKTEPHATbHbBIX
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Puc. 32.7. Cunre3s MeHTanenTuaIa Ha

UDP-NAM.

Puc. 32.8. CrpykTypa JMINMIHOTO IMEPEHO-
CYHMKA, YYaCTBYIOIIEI0 B OMOCHH-
Te3¢ KJIETOYHBIX CTEHOK.

Puc. 32.9. CuHre3 aucaxapua-mnenTUIHOTO

3BC€HA Ha JIMIMMMAHOM IIEPEHOCUYU-
Ke.

BTOT MEHTaINenTua CUHTE3UpPyeTcs MyTeM Ho-
€1e006amMenbH020 NPUCOCOUHEHUSI 2AUUUHOBBIX
ocmamkos, docmagasemovix eauyus-mPHK. Dro
eIMHCTBEHHBIN cayuyait, korna TPHK cinyxur
JIOHOPOM aMWHOKMCIOT B XOI€ BHEpUOOCOM-
HOTO CMHTe3a mnenTuaa. Ha sToMm 3aBepiiaercs
o0pa3oBaHKEe OCHOBHOI CTPYKTYpPHOW enu-
HUILIBI KJIETOYHOU CTEHKH.

32.6. IlepeHoc Mcaxapua-NENTHIHOTO 3BEHA
HA pPacTyHIyI0 NOJUCAXAPUIHYIO Ienb
Jlvcaxapua-nenTuaIHOE 3BEHO TIEPEHOCUTCS -
MUIHBIM TIEPEHOCYMKOM Ha HepeayLUPYIOIIMii
KOHell pacTylleil moaucaxapuaHoi uenu. Peak-

Yacts V.
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MS TPOTEKAET TAKUM 00pa3oM. ATOM yIJepo-
na C-1 octatka NAM HaxoguTcs B aKTUBUPO-
BaHHOM COCTOSIHMM, TIOCKOJbKY OH CBSI3aH
C JUIMOHBIM TIEPEHOCYUMKOM IHMpodochaTHOi
cBa3plo. [lo3ToMy OH BCTyMaeT B peakIUio
¢ C-4 xonueBoro ocratka NAG pacryuieit mo-
nucaxapuaHoO# 1enu, oopasys B utore [3-1,4-
ITUKO3UIHYI0 ¢BsI3b (puc. 32.10).

JIMnuAHBIA TEPEHOCUYUK BBICBOOOXIAETCS
B ¢opme nupodocdara u majaee TUAPOIU3YET-
cs 1o MoHo(ocdaTa cienuduueckoii pocdara-
30i. BtoT 3Tanm nehochOopUIMPOBAHUS TIpeld-
CTaBIsIeT CO0OIi, MO CYLIECTBY, pereHepupoBa-
HUE MepeHOCYKKa, CTOCOOHOT0 aKLeNTUPOBaTh
yraeBog-nentuaHoe 3seHo ot UDP. U3zBecten
MeNTUAHBIHAaHTUOUOTUK OAIIUTPAIIUH, THTUOU -
pYIOIUi GMOCUHTE3 KJIETOUHBIX CTEHOK IyTeM
TOPMOXEHMSI 3TOTO ITara:



Puc. 32.10. IlepeHoc nmmcaxapum-TeNTUIHO-
TO 3B€Ha Ha DACTyLlyl0 MOJuca-

XapuaHYIO 1elb.

32.7. Tlomepe4yHbie MOCTHKH MEXKAY
NOJIMCAXAPHAHBIMH LeNsAMH 00pa3yloTcs

B peakiMy TpPaHCHEeNTHIUPOBAHUS

B pesynbTaTe peakiuu TpaHCMEeNTUANPOBAHUS
MEXIy TOJMCcaxXapuaHBIMU IEMSIMU 00pa3yioT-
¢ TIOTIepeYHbIe CINMBKHY, YTO TTPUBOIUT K (hop-
MHUPOBAHUIO OJHON OTPOMHOIN MOJIEKYJbI, Ha-
MoOMUHAIOIIE 1O BHAY MelloK. B  xome
mpaHcnenmuoupo8anUs KOHYegas amuHoepynna
00HO20 NEHMA2AUYUHOB020 MOCMUKA aAMAKyem
NenMmuUoHYI0 €836  Medcdy — ocmamkamu
D-Ala-D-Ala  Opyeoii  nenmuowoii  eOuHuyb
(puc. 32.11). Ilpu 3TOM OOpasyercs menTuIHAS
CBSI3b MEXIY TTUIIMHOM W OIHUM M3 OCTaTKOB
D-anaHuHa, a BTopoit octaTok D-anaHuHa BbIc-
BoOoxnaercsa. MepMeHT, KaTaau3upyrouui
3Ty PEaKIINIo, - 2AUKONeNnMmud-mpanHcnenmuoasa.
OOpatuTe BHUMaHME, YTO CUHTE3 ITOW TIOMe-
pevHoii cBsI3u He TpedyeT pacxoma ATP: peax-
IMSI UAET 3a CUET CBOOOMHON IHEPTUH, YXKE CO-
nepxanieiicss B cBs3u D-Ala-D-Ala. ®opmupo-
BaHMWE TENMTUIHON CBSI3U TAaKUM HEOOBIYHBIM
CMOCOOOM OTIpeNeNisieTCss, OYEBUAHO, TEM, UTO
peakiusi MpoTeKaeT BHE KIETKM, T.e. B OCTCYT-
cteue ATP. BcmomHuTE, 4TO mMyTeM TpaHCaMM-
HUpoBaHus 0e3 ucronb3oBanus ATP oOpa-
3YIOTCSl TIEMTUAHBIC CBA3M TIPU TOTEPEYHOM
cuiMBKe HuUTelr ¢ubpuHa (pasm. 8.21).

32.8. YV rpaM-noJioKuTeJbHbIX OakTepuii

NeNTHAOTIMKAH MOKPLIT TeWX0eBOM KHCJIOTOMN
[ToBepXHOCTb T'paM-MOJOXUTEIbHBIX OaKTe-
pUI COCTOMT M3 TEWXOEBOW KMCIOTHI, KOTOpas
npeacTapisieT coboil MmoauMep OCTaTKOB TU-

LepoJa (Wiv Apyroro yrieBojaa, HalpuMep pu-
ourona), CcoeAMHEHHBIX GochoandhupHEIMU
moctukamu (puc. 32.12). CBoOGOIHBIE THUAPOK-
CUJIbHBIE TPYIIBl 3TepUDULUPYIOTCS C alaHU-
HOM WJIM caXxapaMM, B YACTHOCTHU C TJIIOKO30M.
TeiixoeBast KUCIOTA MPUCOEANHSACTCS K CKEJeTy
MeNnTUAOIINKAHA -  TOCJIeI0BaTeNbHOCTH
octatkoB NAG-NAM - dochoanspupHoit
CBSI3bI0. YIJIMHEHHUE ILIENel TeHX0eBOil Kuc-
JIOTHl MPOUCXOAUT MyTeM MepeHoca TIULEPOJI-
docdara or CDP-rnumeposa Ha CBOOOTHYIO
koHueByio OH-rpymny nemu. OcTaTKu IIMO-
KO3bl TPUCOCAUHSIOTCS K TUAPOKCUIbHBIM
IpyrnmaM cKejieTa TeiiX0eBOW KHCJIOTHI B XOIe
peakiuu ¢ UDP-rmoko30ii.

Puc. 32.11. AMuHOTpynmamneHTarJUIMHOBO-
ro MOCTHMKA aTaKyeT MeNTUIHYIO
CBSA3b MEXIY IBYMS OCTaTKaMu
D-Ala; B pesynbrate (popMu-
pyeTcs rmornepeyHasi cBsi3b (CIIUB-
Ka).
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Puc. 32.12. CrpocHue TeiiX0eBOil KHUCIOTHI.
32.9. IleHnMITMH BbI3BIBAET TMOETH
pacTymux OakTepwii, WHrHOMpYS CHMHTe3
KJIETOYHBIX CTEHOK

[MeHuuM/UIMH ObUT OTKPHIT B 1928 1. AnekcaH-
nepom @®nemunrom (Alexcander Fleming) mo-
BOJILHO CJIyJaifHO.

[Ipu paboTe ¢ pa3TUYHBIMY HITAMMaMH cTabu-
JIOKOKKA YacTh Yallek ¢ KyJIbTypaMu OTKJabiBa-
J1 B 7a0OpaTOPHYI0 KOJJIEKIUIO M BpeMs OT
BpeMEHM TpocMaTpuBaiu. [10CKOJbKY, Koraa
YalKu TTPOCMATPUBAJIN, UX MPUXOAUIOCH OTKPHI-
BaTh, B YaLIKKM HEM30€XHO MOMajgaau U3 BO3ayxa
pasnMYHBle MUKPOOpraHu3Mbl. OOpaTnIM BHUMA-
HHE Ha TO, YTO BOKPYT OOMBIION KOJTOHUK MPOPOC-
1€l TIeceHn KOMOHUM cTahUIOKOKKA CTald Mpo-
3payHBIMM ¥ SIBHO MOIBEPTANMChH JIU3HCY.

[necennb mepecesn U fajnee cTaid MPOBOLUTh
TpeIBapuTEIbHOE M3YYEHNE TOTO OAKTEPUOJIOTH -
YecKOTO BEIECTBA, KOTOPOE, OYEBUAHO, CHHTE3M-
POBANIOCH TIeCEHbI0 M TU(MOYHINPOBAIO B OKPY-
kawouylo cpery. Okaszanoch, 4TO OYJbOH,
B KOTOPOM Ha MPOTSXeHUU 1-2 Heledb Mpyu KOM-
HATHOM TeMIepaType KyTbTHBUPOBAIM TLIECEHD,
nprobpeTan BeIpaXeHHbIE HHTUOUpYIOUMe, 0ak-
TepUIMIHBIE M 0aKTepHOJUTHYECKHME CBOWCTBA
B OTHOIIEHWM MHOTHX PacrpOCTPaHEHHBIX TaTo-
TeHHBIX OaKTepuii.

Hanee ObLJIO OOHAPYKEHO, UTO BKCTPAKT U3
maeceHun Pinicillium Tipu BBeNEHWU XUBOTHBIM
HE OKa3blBall 3aMETHOTO0 TOKCUYECKOro meii-
CTBUSL. DTO TOCIYXHUIO CTUMYJIOM JUISl Hajlb-
HelImux wucciaenoBanuii. OpHako, xorma @ie-
MUHT TIOMBITaNCS CKOHIIEHTPUPOBAaTh M OUM-

Yactp V.
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CTUTh aKTUBHBI aHTHOMOTUK, TIO €ro CIOBaM,
0Ka3ajioch, 4YTO <«MEHUIWUIMH JIETKO pa3py-
IIaeTcsl, U, HECMOTPS Ha BCE YCUJIMS, MBI TOTEP-
nenu Heymady. Mbl ObUIM OaKTepuOJOTH, a He
XUMHUKU, U HAIlM OTHOCUTEJBHO TPOCThIE MPH-
eMbl He TMPUHECIU YCIexar.

[Mpommio 10 xer, mpexne 4eM K MEHULMIIIU-
Hy BepHyauch cHoBa. [latomor Xoyapa ®nopu
(Howard Florey) u Oumoxumuk OpHcT Yeitn
(Ernst Chain) mpoBenu psin riy60KUX UcCIeno-
BaHMii, UTOTOM KOTOPHIX SBWJIOCH BBIIEICHUE,
XUMHWYECKas XapaKTepUCTHKa W KIMHUYECKOe
UCTIOJIb30BaHUE 3TOTO0 aHTUOuotuka. [leHu-
LIWJUTMH COCTOUT U3 TUA30JUANHOBOTO KOJIbIIA,
COWIEHEHHOTO C  P-4aKMAMHbIM  KOAbUOM,
B OJHOM M3 TOJIOXEHUI KOTOPOTO HaXOmAUTCS
TOT MaM uHOHN 3amecturenp (R), mpucoenu-
HEHHBIN C TOMOIIbIO MENTUAHOM CBA3U. B ben-
3uanenuyuiiune, Hampumep, R aBnsgercs GeH-
3unbHOM Tpynmo#t (puc. 32.13 u 32.14). Ora
CTPYKTypa MOXET TOABEPTaThCs pPa3IUIHBIM
TpaHcHOpMaLMIM, YTO CIYXHUT MPUYMHON Ja-
OWJILHOCTH TIEHUIIWJUTMHA, C KOTOPOI BITEpBbIC
cronkHyncs @®uaemunr. OcoOGEHHO HEYCTOWYM-
BO [-1akTaMHOe Kojablo. Kak Oymer mokazaHo
HUXe, 3TO CBOMCTBO MMEET MPsSMOE OTHOIIEHUE
K aHTHOMOTWYECKOW aKTUBHOCTM TEHWIIMII-
JIMHA.

B 1957 r. [xomya Jlemepbepr (Joshua
Lederberg) moka3sain, 4ro 6akTepuu, B OOBIYHBIX
YCIOBMSIX YYBCTBUTENbHBIE K TEHULIMIIMHY,
MOTYT PacTi B IPUCYTCTBUU 3TOTO aHTUOMOTU-
Ka, €CJIM MCIOJb3yeTCs TUIEPTOHMYECKas cpe-
na. BeIpaiieHHble TakuM 00pa3oM MUKpoopra-
HU3MBI, TaK Ha3bIBAEMBIC HPOMONAACHbL, JU-

Puc. 32.13. BricokopeakimmoHHOCIIOCOOHBIHI
YYaCTOK TEHULWIJIUHA - eTTU/I -
Hasl CBSI3b -JTaKTAMHOTO KOJIbIIa.
B monoxenuu R Moryt crosTh
pa3nyHbIe 3aMeCTUTeNn (Bapua-
OesibHas rpymnmna); B 6EH3UIMEHU -

uuutnHe R - 6eH3unbpHasg rpymnma.



IIEHbl KJIETOYHBIX CTEHOK M TIOTOMY TIpH
nepeHoce B 0OBIYHYIO Cpelly MOABEPTaloTCsl JU-
3ucy. OTciona ObIT coeaH BBIBOI, YTO TEHM-
LIMJIJTAH MPEMATCTBYET CHHTE3Y KJIETOUHBIX CTe-
HOK Oaktepmit. B 1965 r. Jxeiimc Ilapk
u Jxex Crpomunrep (James Park, Jack
Strominger) He3aBUCUMO APYr OT Apyra MpH-
[T K BBIBOAY, YTO MEHULIMJUTMH OJOKUpPYET
MOCTeIHMIA 3Tam OMOCWHTE3a, a UMEHHO o0pa-
30BaHME TOTEPEYHBIX CITUBOK.

32.10. ITenunuuMH OJOKMpPYET CHHTE3
KJIETOYHBIX CTEHOK MyTeM HMHIHOMpPOBAHHA
peakuud TPAHCHENTHINPOBAHUS

[MeHnumanuH MHTUOUPYET TpaHCIEeNnTUuaa3y,
MOMEPEYHO CIIMBAMOILYIO LIEMU MPOTEOTNINKA-
Ha:

IMpn HOpMabHOM TEUEeHUU peaKIMM TPaHC-
nenTuaasa odpasyeT B KaueCTBE HPOMENCYmoU-
H020 npodyKma ayuabHoe npou3eooHoe ¢ ocTaT-
KoM D-anaHMHa B MpeanocaeTHeM MOJOXEeHUW
nentuga (puc. 32.15). DTOT NMPOMEXYTOUHBIMI
MPOIOYKT B3aMMOJCIHCTBYeT jajee ¢ aMUHO-
IPYMNMO¥ KOHIIEBOTO TJIMIIMHA IPYTrOTO MENTH-
na. Kak nmoxasanu HeqaBHO MPOBEAEHHBIE MC-
CJIeIOBaHUs, TEHULIVJIJIMH MHTUOUPYET TpaHC-
MenTuaasy nyreM oO0pa3oBaHUS KOBaJEHTHOM
CBSI3U C OCTaTKOM CeprHAa B aKTUBHOM IIEHTpE
depmenta (puc. 32.16). Komnaexc nenuyusu-
Houn-gepmenm He nodeepeaemcs Oeauuauposa-
Hur. B pesyabmame uneubupoeanue mparcnen-
mudasvl NEHUYUANUHOM OKA3bleaemcs Heobpa-
MUMBIM.

[MoyeMy TMEHUUIWJIIUH SIBISIETCS CTONb 3(-
(heXTUBHBIM MHTHOUTOPOM TpaHCIETTHAA3bI?
C MoMOIIbI0 MOJIEKYJISPHBIX MoMeNeil ObUIo
BBISIBJICHO, UYTO HEHUUUAAUH CXOOeH C OOHUM U3

cyocmpamos  pepmenma, a umenHo ¢ ayun-D-
Ala-D-Ala (puc. 32.17). Kpome Toro, yeThipex-
YJIeHHOE [-JTaKTaMHOe KOJbLO IEHUIMIIMHA

“MeeT HaIpsKeHHYI0 KOH(opMmaluio, BCIen-
CTBUE YETO MEeNTUAHAS CBSI3b B HEM CTAaHOBUTCS
BBICOKOPEAKLIMOHHOCIOCOOHOM. B cymHocTH,
MEHUIUJIJTUH UMEET, MO-BUAUMOMY, CTPYKTYpPY
MEPEXOAHOTO COCTOSHUS HOPMAaJbHOTO CYO-
cTpara 3Toro (epmeHTta. [Apyrumu cioBamu.
MEHULIWUIMH - QaHAJIOT Hepexo0H020 COCHOAHU.

JI1060MBITHO CPaBHUTh MEHULWIJIUH C JpYy-
T'MMU HeOOpaTMMBIMU MHTUOUTOpaMu hepMeH-
ToB. CTaOWJIbHBINA, HEAKTUBHBIM HeHUyuIlU-
HOUA-(hepMeHmHbIll  KOMHAeKC — COBEPIICHHO
aHamoruueH  gocgopun-ghepmenmuomy  Kom-
naekcy, oOpasyoniemMycsi mpu B3auMOIEHCTBUN
opraHnyeckux ¢propdocdaToB ¢ aUETUIXOJIUH-
9CTepa3oil WJIM CEPUHOBBIMU TMPOTEHMHA3AMM.
OnHako crienuGUIHOCTb MEHUIIUIMHA HAMHO-
ro Bblle, 4eM y (ropdochaTHBIX MHTUOUTO-

poB. MulleHb AeWCTBUS MEHWIIMIJIMHA OYEHb
CTPOTO 3aJiaHa ero CTPYKTYPHBIM CXOJCTBOM
¢ KOHIIeBBIM yyacTKoMm D-Ala-D-AlaHoBooGpa-
3yloleiica 1enu nmentunornukana.  Cren-
CTBMEM 3TOW MCKIIOYUTENBbHOM CrenndUuIHOC-
THU ABASETCS HU3Kas TOKCUIHOCTD TTeHUITMIITH -
Ha, CTOJIb LIEHHAs MPU KJIWMHUYECKOM UCTIOJb30-
BaHUM. B opraHusme yeisoBeka HET HU OTHOTO
depmenTa, pacmosnalomniero D-Ala-D-Ala, a mo-
TOMY NMEHUIMJUTMH He MOXEeT MmoMelnath pabo-
Te Hamux (HEepMEeHTOB.

32.11. Hekotopble 0akTepuu pe3UCTEHTHBI

K NMEeHUUWJINHY, TaK KaK CHHTE3UPYIOT
pa3pymamommuii ero gepmMeHT

Psan OGakTepuit CUHTE3UPYET HEHUYUNAUHA3Y -
(epMeHT, CMOCOOHBIN paclleruIsITh aMUIHYIO
CBSI3b B [(3-TaKTaMHOM KOJblle NMEHULMJIMHA
¢ o0pa3oBaHUEeM TEHUIUITIOUHOBOW KUCIOTHI,
JTUIIeHHOW aHTUOMOTUYECKOM aKTUBHOCTH:

32. O00/I04KM OaKTEPHATBHBIX
KJIETOK

225



Puc. 32.14. Mopenb OeH3UINMEHULININHA.

boin BeieeH Uenblil psia OJU3KUX MO CTPYK-
Type MEHUIWIIMHA3, UMEIOIIUX Maccy OKOJO
30 x/la 1 BbICOKOE 4uCI0 000pPOTOB (MOpsAKA
10° ¢''). AKTHBHOCTh (hepMeHTa B 3HAUUTEIb-
HOIi Mepe 3aBUCHT OT MNpuUpoAbl R-rpymnmsi,
MPUCOEMHEHHOM K (-1aKTaMHOMY KOJIbLY Tie-
HumwuinHa. [1o3ToMy moaycuHTeTHUYECKUE TIe-
HULWUIMHBL ¢ R-rpynnaMu, 3aliuiialonidMu
UX OT [AeWCTBUS TMEHULWUIMHA3bI, TPEICTaB-
JIAI0T OOJIBIIYI0 LEHHOCTb ISl KJIMHUYECKUX
LeJIei.

l'eH, kogupyom it NEeHUIUIMHA3Y, TOKAJH -
30BaH B pa3NMYHBIX TMaasMugax (pasm. 31.6).
DTH  BHEXPOMOCOMHbIE TE€HETUYECKUE  3Jie-
MEHTBl Yy HEKOTOPBIX BHUAOB OaKTepuii cro-
COOHBI OBICTPO MOSIBJISATHCS U Mcye3aThb. B psne
0akTepuaabHBIX  IWITAMMOB TEHULMUIMHA3A
SIBISIETCSl UHAYLUPYeMbIM (pepmeHToM. [lo-Bu-
IVUMOMY, NeHUYUAIUHA3A 803HUKAA 8 X00e 380~
AOUUU KAK MeXanu3m 0emoKcuxkayuu, MOCKOJb-
Ky OHa CBOWCTBEHHa TOJbKO MHUKPOOPTaHU3-

Puc. 32.15. B xome peakiuy TpaHCHEHTHIU-
POBaHMSI B KavyeCTBE IMPOMEXY-
TOYHOTO TIpOAyKTa obpasyercs

anuI—QpepMeHT.

Yacts V.
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MaM, KJIeTOYHasl CTeHKa KOTOPBIX 0Opa3oBaHa
nentugornukaHoMm. Cyns 1o ToMy, 4TO yTpara
reHa NeHUUMUJIIMHA3bl HE BbI3bIBAET MOBPEXIE-
HUSI KJIETKM B OTCYTCTBME aHTUOMOTHUKA, Y (pep-
MEHTa, BUAMMO, HET WHOH (QYHKUMH, KpoMme
MHAaKTUBaUMM neHuumwLIMHAa. K ToMy Xe
UMEETCS XOopollasi KOppeasuusi MexXay CcTe-
MEeHbIO YCTOMYUBOCTU K JIEUCTBUIO MEHMLIMII-
JIMHA W oOIlel TNeHULMWJIMHA3HON aKTUB-
HOCTbIO.

32.12. TI'pam-oTpunaTeibHble OaKTepHH
OKpY:KeHbl HApy:KHOW MeMOpaHOii,

ooraToii IMNONOJUCAXAPUIAMHU

Kax yxe ynomuHanoch, kjeToyHas 000jouka
rpaM-OTpUIIATEJbHBIX OakKTepuil ycTpoeHa 00-
Jiee CIIOXHO, YeM KJIeTOYHash 000J04YKa Tpam-
MOJIOXUTEIbHBIX OakTepuit. Y rpam-oTpuua-
TeJIbHBIX MUKPOOPTaHU3MOB (Hampumep,
Escherichia coli nwnu Salmonella typhimurium)
CIIOW  MEeNTUIOTIMKAHA OKPYXEH  HAPYIUCHOU
Membpanoii, comepxauieil @ochoaunuab, Oen-
KM ¥ JTUIONoNKcaxapuabl. OTta HapyXHas MeM-
OpaHa, TMOJOOHO TIIa3MaTUYECKOM, MMeEeT
CTPYKTYpy Ouciosg. Wrak, rpam-oTpulia-
TelbHblE OaKTEepUM UMEIOT [Be MeMOpaHbI,
a rpaM-I0JOXUTeabHbIE - 0MHY. OCco0EeHHOCTh
rpaM-OTPULIATEIbHBIX OaKTepUil COCTOUT TaK-
K€ B HAJJTMYU U BOAHOW MPOCIOMKM MEXIY Ia3-
MaTUYEeCKOW  MeMOpaHO M  MEeNnTUAOIIHU-
KaHOBBIM clioeM. B aToM nepunsazmamuyec-
KoM mpocmpaHcmee COIEPXUTCS MHOTro Oef-
KOB, YYaCTBYIOIIMX B CBSI3bIBAHUU U TPAHCTIOP-
T€ caxapoB W IPYIUX MUTATEJbHbIX BElIECTB
(pazm. 37.20).

Junonoaucaxapuoder (JIIIC) HapyXHOI MeM-
OpaHbl TIPENCTABISAIOT cO00OM KpaiiHe HeoObIu-
HbIe COEMHEHMUSI, MOJIEKYJIbl KOTOPBIX COCTOST
M3 Tpex dacTeit: aunuda A, OnUrOCaxapuiaon
cepaueBuHbl («idpa») u  O0-6okoeoii  yenu



Puc. 32.16. OOpa3oBaHue MNEeHUUUIIUHOM
(epMeHTHOTO KOMILIEeKca, oba-
NIAloNIero HeoTpaHUYeHHOM CTa-

OMJIBHOCTDIO.

Puc. 32.17. Kondopmanuumsg mNeHUUIUIINHA
B 00JJaCTH BHICOKOPEAKIIMOHHO-
CIOCOOHOM MeNTUAHOM cBSA3U (A)
CXOJIHA C MpearnoJaraeMoil KoH-
dbopmanumeit  crpyktypsl  R-D-
Ala-D-Ala (b) B mepexoIHOM
COCTOSTHUM TIpU  TNPOTEKaHWU
peakiuu TpaHCIENTUANPOBAHMS.
[Lee B., J.Mol.Biol., 61, 464
(1971).]

(puc. 32.18). Jlumupm A -310 THApOdOOHAS
yacth Oonbmioit (10 x/la) amdumatuyeckoi
MoJieKyJbl. OH BKJIIOYAeT LIECTh 1eTeil Hachl-
IIEHHBIX XWPHBIX KHUCIOT, MPUCOEAMHEHHBIX
K JBYyM oOCTaTkaM TJ0OKO3aMuHa. OTu
allMJIbHBIE LEMU COCTaBJISIOT TPUMEPHO T0JI0-
BUHY HapYyXHOTO CJI0S1 HAPYXHO MeMOpaHBbI.
BHyTpeHHMI ciot BMeCTO 1ieneil K MpHBIX KUC-
70T comepXut dochomumuasr (puc. 32.19). da-
Jee B MOJeKyJe JuIomnojucaxapuna MaeT

Puc. 32.18. Mornekynra numorogucaxapuaa
COCTOUT W3 TpeX YacTei: JUMH-
JIa A, OIUTOCAaXapUIHOTO «sapa»
u O-00KoBoO# Iienu. 31ech IMOKa-
3aHa IOCJIeI0BaTeIbHOCTh Caxa-
poB, xapaktepHas st Salmonella
typhimurium. CoxkpalnieHus:
Abe - abekBo3a; EtN - staHon-
amuH;, Gal-ramakro3a; Glc-
rmoko3a; GIcN - rioko3sa-
MUH; GlcNAc - N-aneTtun-
rawoko3amMuH; Hep - rentyne-
3a; KDO - 2-xero-3-ae30KcH-
OKTOHAT, Man - MaHHO3a;
Rha - L-pamHo3a.

00JIaCTh OJIMTOCAXapUIHOTO «smpa». 31Iech Ie-
CSITh YIJI€BOAHBIX €MIMHUII BEIHECEHO KHAPYXKU
OT Nunuaa A; eme 0ojiee HapyXHO pacIoia-
raercad O-00KoBas lLienb, COCTOSAIIAsT M3 OONb-

moro 4uyciia IIOBTOPAIOIIMUXCA TETpacaxa-
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Puc. 32.19. MoeKkylbl TUIONIOIUCAXapUIOB
JIOKAJU30BaHbl B  HapyXHOM
cjoe, Toraa Kak hochoTUIUIb -
BO BHYTPEHHEM CJIoe HapyXHOU

MeMOpaHHI.

Puc. 32.20. ®opMyinsl psima peIKUX caxapos,
BXOIAIINX B COCTAB JIMIIOTIONKCA-
XapuaoB.

PUAHBIX eauHML. B a3Tux aBYyX 006JacTax
COIEPXUTCS HECKOJIbKO KpaliHe peIKUX B IPU-
porie yriIeBOAOB, a MMEHHO 8-YIJIepOIHBINA ca-
xap 2-keto-3-me3okcuoktoHat (KO, KDO),
7-yraepodHblii caxap remnTo3a, a Takxe 6-yrie-
ponHble caxapa L-pamMHO3a m abekBo3a, B MO-
JIeKyJie KOTOpPHIX B mojioxeHuu C-6 CTOUT
—CH, Bmecro —CH,OH (puc. 32.20). B ot-
JUYKe OT allMJIbHON YacTu JUIKUAA A OJIUroca-

Yactp V.
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Xxapuabl cepaueBuHbl W O-6okoBasg  Iemb
BBICOKO TuApoduIbHb. Psn caxapoB B JuMoO-
nonucaxapuae HochopunIupoBaH, W IMOTOMY
MoJIeKyJIa ToJKMcaxapuia B 1IEJIOM MMeEeT OT-
pULATEIbHBIA 3aps.

Jlunonoaucaxapuovl cunmeupyomcs 8 naa3-
Mamu4ecKoll Memopane u 3amem mMpaHcnoOpmu-
pyomcs 6 HapydcHyro memopary. CHadana CUH-
Te3UupyeTcs JUMUI A, a 3aTeM TyTeM ToCieno-
BaTeJIbHOTO MPUCOCNMHEHUS caXxapoB (IOHOpa-
MM aKTMBUPOBAHHBIX CaxapoB CJIYXaT COeIu-
Henus tuna UDP-rmoko3sr mnm UDP-ramak-
TO3BI) 00pasyeTcs TMOJUCAXapUIHOE <«SIAPO».
O-6okoBasi 1ieMb CcOOMpAeTCs WHBIM TIYTEM.
Ee moBTopsiolieecss TeTpacaxapuaHoe 3Be-
HO CHUHTE3MpyeTcs Ha TOM XK€ CaMOM
C,,-M30NPEHONIHOM JIMMUIHOM TEPEHOCUUKE,
KOTOPBIN Y4aCTBYET B CMHTE3€ MENTUIOTINKA-
Ha (pa3m. 32.4). PacTymas 1menb TaKMX €IUHUIL
YVIJIMHSETCS TyTeM TlepeHoca ojurocaxapuia
C OIHOW MOJIeKYJbl TEepeHOCYMKa Ha TeTpaca-
XapuIHOE 3BEHO, CBSI3aHHOE C APYroil MOJIEKY-
noii mepeHocyrka (puc. 32.21). AHaITOTUYHBII
CITOCO0 YITMHEHUS UMeeT MECTO MPU CHUHTE3e
XUpHBIX KucaoT (pasm. 17.18) um 0OenkoB
(pasn. 27.16). Hakonel, O-60oKoBas 1iemnb Mpu-
COCMUHSIETCS K KOHIY OJIUTOCaXapUIHOTO
«inpa». [lo-BUAMMOMY, TMOBTODSIIOIIMICS Te-
Tpacaxapun O-00KOBO Ienmu o0Opa3yeTcs BO
BHYTPEHHEM CJIo€ TUIa3MaTUYeCKOW MeM-
OpaHbl, 3aTeM TIEPEHOCUTCS B HApYXHBIN CIOM
U TaM IPUCOeIUHSETCS K pactyuieit enu. [Mo-
HOCTBIO chOpMUPOBAHHAS MOJEKYJIa JTUIOIO-
Jcaxapuaa TPaHCIIOPTUPYETCSA M3 TJa3MaTH-
YecKoii MeMOpaHbl B HapyXHYIO, TO-BUIMMO-
MY, B T€X y4acTKaX, B KOTOPBIX 3TH CTPYKTYpPhI
coTpuKacarTcs.

32.13. Baaromaps pa3HooOpa3uio

O-00KOBBIX IIleneil rpaM-oTpUIATEIbHbIE
OaKTepuM NPOTUBOCTOAT 3AMUTHBIM CHJIAM
OpraHM3Ma-xo3sMHa

Jlunmonmonucaxapuabl coaepxaT B BbICLIEH
CTeTIeHW HeOoOBIYHBIE caxapa U CBOeoOpa3HbIe
XUMUUYeCKHue cBsA3M. YTo maeT Takas BBIUYp-

Puc. 32.21. Cmnoco6 yminHeHus O-00KOBBIX

LeTei.



Puc. 32.22. MHWsmeHeHme ctpykTyphl O-60-
KOBBIX 1Ilemeil Oaktepuu Sal-
monella npu 3apaxkeHUU yMe-

peHHbIM ¢(arom P22,

HocTh? KUlIou K pelieHuio 3Toro Bompoca ObLT
TMOJIy4eH MPU U3YYEHUN MYTAHTOB, Ne(PEKTHBIX
MO CHUHTE3y JuIoroaucaxapuaoB. Jlunug A
u npuieratonie Kk Hemy KJ1O onurocaxapu-
HOTO «sIIpa», MO-BUAUMOMY, aOCOJIOTHO HEO0-
XOIMMBI JJ151 BbIKMBaHUs. Llenu HachIeHHbIX
SKUPHBIX KUCJTIOT BHOCST OTpENeNIeHHBINA BKJIa
B Oapvepryto GYHKIIWIO HAPYXXKHOU MeMOpaHH®I,
Onaromapsi KOTOpOM  MepuIljia3MaTH4ecKue
OesIku He BBIXOIST Hapyxy, a Hauboisee si10-
BUTHIC BElI[ECTBA HE TPOHUKAIOT B KJIETKY. Tak,
NEHULIWIIMH JOBOJIBHO TUIOXO TPOXOIMT
CKBO3b KJIETOYHYIO MEeMOpaHy TIpaM-OTpulia-
TeabHBIX Oaktepuit. Kpome Toro, mnumumg
A TipumaeT HapyxXXHOW MeMOpaHe JcecmKocmb.
B oTniuuure oT nunuaa A U OJUTrOcaxapuaHOTo
«siapa» O-0OKOBBIC 1IEMU HE SIBJISTIOTCS KM3-
HEHHO BaXXHbIMU. Hampumep, 1100MMBbIA MHO-
rumMu omoxuMukamu mwramm K12 E. coli Boo6-
me JaumeH O-0okoBbeIXx 1emneil. Bee ke
B E€CTECTBEHHBIX YCJIOBUSX TIpaM-OTpUlla-
TeJbHbIE OaKTepUu MouyTH Beerna umeroT O-60-
KoBbIe 1ienu. [TonvcaxapuaHast Hapy>Hast 000-
JIouKa TpUaeT TMOBEPXHOCTU OaKTepUabHBIX
KJIETOK BBICOKYIO CTerleHb TIuapodUIbHOCTH,
YTO TIOBBIIIAET UX YCTOMUYMUBOCTD K (DarouuTosy
KJIeTKaMu Xo3sinHa. O-60KOBbIe LIEMU ToJIKrca-
XapuaoB KpaiitHe pasHOOOpa3Hbl; MOKa3aHHas
Ha puc. 32.18 cTpyKTypa - 3TO TOJIbKO OfHa U3
MHOTUX U3BECTHbIX. [paM-oTpuliaTebHbIE
0akTepuu CIOCOOHBI OBICTPO MYTHUPOBATH, U3-
MEHSISl TAKUM TIyTeM cocTaB cBOUX O-00KOBBIX
terneit. B pesynbrare momynsiiusi KJIeTOK X0351-
WHa, BCTPETUBIIUCH C HOBOM 17151 ce0sl ToBepX-
HOCTHOW CTPYKTYpPOi1, HE UMEeT Ha MepBbIX TO-
pax JAOCTaTOYHOTO KOJWYeCTBa aHTUTEN TpPO-

T™MB O-00KOBBIX Ilereil. CrnemoBaTeabHO, 6U-
douzmensas O-0okoevie uyenu, MUKPOOP2SAHU3Mbl
Ha 00UH wiae ONnepex carm cucmemy UMMYHOAO-
2U4ecKoll  3auumol  OPeaHU3MA-X03AUHA.

MCTOYHUKOM TeHeTH4yecKoil WHbopMaluu,
HeoOxoaumoit mjist usMeHeHus1 O-00KOBBIX 1ie-
Meif, MOXET CIYXXUTh BKIIIOYECHIE YMEPEHHOTO
¢dara B rpamM-oTpulaTelbHble OakTepuu. Ha-
npumep, ¢ar P22 obecreunBaeT OGakTepHaib-
HYIO KJIETKY TeHOM (epMeHTa, JOOABISIONIETO
IJTI0KO3Y K TIOBTOPSIONIEMYCS TeTpacaxapu-
HOMy 3BeHY B O-00KOBBIX ILemnsx (puc. 32.22).
Takoe U3MeHeHUe Ha3bIBAIOT (Paeogoll KoHEep-
cueii. TlpuBeneHHBII TIpUMEpP AEMOHCTPUPYET
YIUBUTEIbHOE B3aMMOACHCTBUE MEXIy OakTe-
pHMaJbHBIMU Y BUPYCHBIMU T€HAaMU W Te TIpe-
MMYIIECTBA B 9BOJIIOLIMY, KOTOPble BO3HUKAIOT
B pe3yJibTaTe TaKOro CHUMOMO3a.

32.14. Ilopun oOpa3yeT B HApyXKHOii MeMOpaHe
KaHaJabl JiA He00JIbIINX NOJIAPHBIX MOJIEKYJI
B HapyxxHoli MeMOpaHe G6aKkTepuaabHOW KJIET-
KU COIepxKUTcs 6osblioe KoaudecTso (~10°)
MOJIEKYJl HOpUHA - TPAaHCMEMOpaHHOTO OefKa
maccoit 37 xJla. Tpumepsl mopuHa ¢GopMu-
DPYIOT KaHajbl, 10 KOTOPbIM HeOOJblINE TMO-
JISIpHBIE MOJIEKYJIbl OBICTPO IUDOYHIUPYIOT,
MpoXonsT CKBO3b MeMOpany (puc. 32.23). Ilo-
CKOJIBKY nuameTp KaHana 10 A, oH mpormy-
CKaeT MOJIeKYJbl Maccoil, He TpeBbIlIatonieit
600 Jda. I'mapodobGHBIe MOJIEKYJIBI HE3aBUCUMO
OT CBOETro pasMmepa IJI0X0 MPOXOIsT MO KaHa-
JIy; U3 3moeo caedyem, 4mo HOPUHOBBLI KAHAA
HAanoAHeH 000U U BbICMAGH NOASPHLIMU epyn-
namu. CnenoBareibHO, KaHal TPUCITOCOOJIEH
IJISI TIPOITYCKAHUSI HEOOIBbIIUX MOJSIPHBIX Me-
TaboJMTOB TUIMA MOHocaxapa. YTo Kacaetcs
MOJISIPHBIX COENUHEHUI ¢ OoJbllieil MOJEeKy-
JIIPHOMW Maccoil, TO JJIsi HEKOTOPBIX U3 HUX CY-
LIECTBYIOT crienudUIeckre CHUCTEMbI TpaHC-
MopTa yepe3 HapyXHYI0 MeMOpaHy; IpUMepoM
MOXET CIYXWUTb cucmema mMpancnopma Manb-
mo3bt. Juddy3usa Manbro3sl (amcaxapuma)
U MaJIbTOTPUO3BI IO TOPUHOBOMY KaHaJly UIET
OuYeHb MEJICHHO; /U UX TepeHoca yepe3 MeM-
OpaHy CylIecTByeT clelMalibHasi —cucTtemMa
TpaHcniopTta. M3BecTHBI Takxke crienuduyeckue
CUCTEMBI TpaHCTIOpTa BUTaMuHa B, u xenaTos
xene3a. Hekotopsle ¢haru mpoHUKAIOT B OaKTe-
puabHbIe KJIETKU MyTeM CBS3BIBAaHUS CO CIie-
uduyeckumMu nepeHocurnkamu. Taxk, dar A uc-
MOJIb3YyeT PELENTOpP MalbTO3bI.

Cpenu 0enKOB HapyXHOU MeMOpaHbI KOJIM-
4ecTBEHHO TpeobnagaeT (~ 7+ 10° Monexkyn Ha
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Puc. 32.23. A. DnexrtpoHHas MUKpo(dOTO-
rpadus E. coli. BunHo pacmono-
KeHWe HeraTMBHO OKpallleHHbIX
TOPUHOBBIX KaHaoB. b. M300pa-
KeHUe TTOPUHOBBIX KaHaJloOB, TO-
JydeHHOe TIocie 00paboTKu
1 punbTpanum (o6eciBeYnBaHUSI
(ona) mukpodortorpadhuu, npu-
BegeHHO Ha puc. A. B. Pa3b-
SICHSOIIAs — cXxeMma:  IoKa3zaHa
MpOeKIMs  KaHajloB  TOpUHA
MpY HU3KOM paspeleHnun. [Ste-
ven A, C., Heggeler B. Ten, Mu-
ller R., Kistler J., Rosenbusch J.
P., J. Cell Biol., 72, 292 (1977).]

KJIETKY) HeOONbIION .unonpomeur, ComepxKa-
LIMiA BCEro JUIIb 58 OCTaTKOB aMWUHOKUCIIOT.
BT1OT 6ENOK XapaKTepu3yeTcsl BBICOKOW CTe-
TIEHbIO O-CTTMPATM30BAHHOCTH; K ero N-KOHIIe-
BOMY IIMCTeMHY KOBAJeHTHO MPUCOSTMHEHBI
TpM XUpPHBIE KUCIOTHL. I[IpumepHo 1/3 more-
KyJl JIMMONPOTeMHA uYepe3 €-aMUHOTPYIIIbI
CBOETO C-KOHIIEBOTO ~ JIM3MHA  CBsA3aHa
¢ COOH-rpynmmamm pacmoJOoXeHHOTO Haj
HUM TnentunornukaHa. Taxum obpazom, pac-
cMampueaemvlii  AUNORPOMeEUH Npukpenisem Ha-
DYICHYIO MeMOpaHy K nooaexcaujemy nenmudo-
CAUKAHHOMYCAOI0 U MEM CaMbIM CROCOOCmEyem
MEXAHU1ecKoll YCmouvugocmu KAemouHoil 000-
A0UKU.

32.15. HoBooOpa3oBaHHbIE 0€JIKH
HAPYKHOI MeMOpaHbl COXEPKAT OTIIEILIAEMYIO
CHTHAJIBHYIO MOCJIEA0BATEIbHOCTH
benku, cuHTEe3MpyeMble TIpaM-OTpULATEIbHbI-
MU OaKTepUsSIMHU, MOTYT JIOKAJU30BaThCSI B IIU-

rososie, TMjaa3MaTuyeckoit MemOpaHe, Tepu-
Yactp V.
230 MoutekyasipHast (pU3MOJIOTUs

MJa3MaTHYECKOM TIPOCTPAHCTBE, HapyXHOIM
MeMOpaHe WM BHEKJETOYHOU cpeme. Kakum
00pa3oM HOBOCHMHTE3MpPOBaHHAsI MOJIEKYyja Io-
MajaeT B HY>KHOE MECTO, BEIOMpas U3 MATH BO3-
MOXHBIX HaIlpaBJeHUU TpaBuibHOe? 17 BBI-
SICHEHHSI 3TOTO BOIIpoca O4YeHb BaxXHOE 3Hade-
HHME MMeEeT CleAyloluii (akT: Kak 0Ka3auioch,
JIUTIONIPOTEVH HapyXXHON MeMOpaHBl CUHTE3M-
pyeTcs B BMAE HPOAUNONPOMEUHA, COAEpKallle-
ro Ha N-xoHue 20 JOTMOJHUTEIbHBIX OCTaTKOB

Puc. 32.24. TlocinemoBaTeabHOCT  aMHWHO-
KHUCI0T N-KOHLEBON 4yacTh Mpo-
JUTIONPOTeHA., DTa CUTHAJbHas
MOCJEN0BAaTeIbHOCTh  COHAEPXMT
MHOTO TUAPOMOOHBIX OCTATKOB

(HOKaBaHI)I JKEJITBIM HBBTOM).



Puc. 32.25. VY mnpokapuor cuHTe3 O€IKOB
KJIETOYHOU 060JJ0YKU MPOUCXO-
IUT Ha pudocoMax, TMpUKpe-
MJIEHHBIX K T1JJa3MaTHYeCcKoit
MeMOpaHe. CuUTHaJbHasl ToCie-
JOBaTEeJILHOCTD (moka3aHa
KpacHBIM IIBETOM) HOBOOOpa3o-
BaHHOTO TIOJMTENTUIA Hampa-
BJISIET pUOOCOMBI K TUTa3MaTHye-
CcKoli MeMOpaHe, a Takxke obecrie-
YuBaeT epeHoc Oeska yepes Hee.

amuHokucior (puc. 32.24). AHaJOTHUYHBIM
00pa3oM U Ipyrue OelKu, IMpeaHa3zHaueHHBbIe
IUTSL TUIa3MaTudeckKoil MeMOpaHbl WM elne 00-
Jiee HapY>KHO PaCIoJIOXKEeHHBIX Y4aCTKOB, HECYT
CUCHANbHbIE NOCAe008AMENbHOCHU, OTINYal0-
e HMX OT TeX OeIKOB, KOTOpPHIE OCTarTCS
B 1IMTO30JIe. PUOOCOMBI, CMHTE3UpYIOIe Oel-
KU, IpeIHa3HaYeHHbIE IS BBIX0A M3 IIUTO30-
7, COEUHSIIOTCS C TIa3MaTUYecKoil MeMOpa-
HOU TIOCPEICTBOM UMEHHO 3TUX KpailHe TMapo-
(oOHBIX N-KOHIIEBBIX ITOCIEHOBATEIHHOCTEI.
TakuM obOpa3oM, HayaJlbHBIE ITAIIbl IIpoliecca
CeKpellMn y TMPOKapuoT M 3YKapUOT OYEHbD
cxonHbl (pasn. 29.30). OmHako ecTb U pasfiu-
qyue: y npokapuom pubOCOMbI, CHHTE3UPYIOII e
0eJKM KJIETOYHOU OOOJOUKHU, HPUKDENATIOMCS
K naazmamuyeckoi  membpane (puc. 32.25),
TOraa Kak y Jykapuom puOOCOMBI C aHAJIOTHUY-
HOU (DYHKIIME CBA3BIBAIOTCS ¢ 3HOONAA3MAMU-
yeckum pemukysymom (pasm. 29.29). Kak wu
y BYKapuoT, IMeNTHAa3bl IPOKApHUOT OTIIe-
IUISIIOT CUTHAJIbHBIE TOCIETOBATEIbHOCTUA HO-
BOCUHTE3MPOBAHHBIX GEJIKOB, KaK TOJbKO 3TH
0enKM MWHYIOT Oapbep MeMOpaHBI.
l'umoTre3a cHUTHaJIBHBIX TIOCJIENOBATEIBHO-
CTeil TOATBEPXKIAETCS TaHHBIMU, ITOJTYYESHHBI -
MU TIpU U3Yy4eHUU OaKTepUalbHBIX MyTaHTOB;
MPOUJUTIOCTPUPYEM 3TO Ha mNpuMepe Oeska,
CBsI3BIBAIONIETO MalbTo3y: ero Macca 38 k/la,

OH yYacTBYET B MOTJIONIEHUU MaJbTO3bl KIET-
Ko#i. OOBIYHO 3TOT O€JIOK JIOKAJTM30BaH B TIEPU-
njazMaTuiyeckoMm npoctpaHcTBe. OnHaKO Tpu
MYTalluu, 3aTparuBapoiieii N-KoHell ero mpem-
IIeCTBEHHMKa, JIoOKaniu3amus 6enaka (B ero 3pe-
JIoit hopMe) MeHsIeTcs: 3aMelieHue ruapodoo-
HOIf aMUHOKUCJIOTH B CUTHAJILHOM TOC/IenoBa-
TEJIbHOCTM Ha 3apsKEHHBIM OCTATOK MPUBOJIUT
K HaKOTJIEHUIO CBSI3BIBAIONIETO MaJibTO3y Oen-
Ka B 1uto3one. Takum obpazom, caedcmeuem
3aMeHbl 6ce20 AUUb 00H020 AMUHOKUCAOMHO20
oCMamKa 0Ka3anochb U3MeHeHue A0KAAU3AUUU
beaka: emecmo NepunIa3Mamu4ecKoe0 npo-
cmpancmea - yumo3ons. PaccmoTpuM  obpart-
HYI0O CUTYallMIO: MOXeT JU OelOK IUTO30Js
OIIMOOYHO MOMAacTh B HApyXHYI MeMOpaHy?
Yactb reHa, OTBETCTBEHHOTO 3a CMHTe3 N-KOH-
1IeBOii YacTu OejKa-TiepeHOCYMKa MaJbTO3bI
(6elok HapyXKHOUM MeMOpaHBI, SBISIONIUICS
TaKXe pelentopoM ¢ara A), COETUHUIN C Te-
HOM [-ramakrto3mmaasbl. Koaupyemsbiii mony-
YEeHHBIM T€HOM OeJIoK-XMMepa HaKarlJIuBaJcs
He B LIMTO30JI¢, KaK 3TO CBOMCTBEHHO [3-Tanak-
TO3uAase, a B HapyxXHOW MeMOpaHe. DTOT
OTIBIT TTOKA3bIBAET, UTO N-KOHUesas nocaedosa-
MeAbHOCMb  HOBOCUHME3UPOBAHHOU — NOAUNEN-
MmuoHoll yenu - 3Mo ceoeeo0 poda gopma 3anucu
adpeca Oenkoe Kaemounoi ob6oaouku. CoBep-
IIEHHO OYEBUIHO, YTO KJIETKU MTPOKAPHUOT, KaK
M 2YKapuoOT, CIIOCOOHBI TPaHCTOPTUPOBATH
0eIKM B COOTBETCTBYIOIINE y4acTKU. MoJieKy-
JIAPHBIE OCHOBBI 3TOTO TIPOIIECCa COPTUPOBKHU
0eNKOB - BaxXHasi 00JacTb COBPEMEHHBIX UC-
CJIeIOBaHUI.

3akaouyeHue
bakTepuanbHble KJIETKU OKPYXEHBI KJIETOYHbI -
MU CT€HKaMH, KOTOpPbIE 3alUIIAT UX OT OC-
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MOTHYecKoro Jsu3uca. KierouHas creHka
rpaM-TIOJIOXKHUTENbHBIX OaKTepuil UMeeT OOBbIY-
HO TommuuHy 250 A M COCTOUT M3 METTUIOTIN-
KaHa M TeWXO0eBOil KUCJIOTHI; KJIETOYHAsl I0-
BEPXHOCTb  TPaM-OTPULIATENIbHBIX  OakTepuii
uMeeT Oosiee coXHOe cTpoeHue. KietouHas
CTEHKa - 3TO OHA OrPOMHAsi MaKpOMOJEKYJa,
umeromas dopmy Mmemka. [lentugornukan us
S. aureus copepXuT 3 TOBTOPSIIOIIUXCS 3BEHA;
NAG-NAM, tetpanentun u3 D- u L-octatkoB
U TIEHTArJMUMHOBYIO Liemnb. [leHTarmuuuHoBbIe
3BEHbs TIONEPEYHO CBSI3BIBAIOT OTAEIbHBIE TO-
JrcaxapuiiHble Lenu. B OuocuHTe3e menTtumo-
TJIMKAHOB MCIOJB3YIOTCS aKTHUBUPOBAaHHBIE Ca-
xapa B ¢opme UDP-NAG um UDP-NAM.
buocunTes mporekaer B msATh 3Tanos: 1) Ha
octatke NAM, npucoemunenHom Kk UDP, Ha-
pammBaeTcs IenTuaHoe 3BeHo; 2) NAM-men-
TUJ TEPEHOCUTCS Ha JUIMUIHBIA TEPEHOCUYUK;
3) kK NAM-nentuaHoil enuHUIE MPUCOEAU-
HstoTcst NAG ¥ TIEHTarTMIMHOBBIM MOCTHK;
4) NAG-NAM-1tenTumaHOe 3BEHO NEPEHOCUTCS
OT JIMMIAHOTO TIEPEHOCYMKA Ha PacTyIIylO TO-
JIMCAaxapuaHYIO 1IeMb; 5) aMWUHOIPYIINa IMeHTa-
[JIUIIMHOBOTO MOCTMKAa Ha OJHOW Tojucaxa-
PUIHOM 1Ienn aTakyeT KoHIeBylo D-Ala-D-Ala-
MeNnTUIHYIO CBSI3b B TeTpamenTtuae, MpuHaaie-
KallleM [Opyroi Uenud, M TakuM o0OpasoMm
oOpasyeTrcs TorepeyHasi CUIMBKa MEXIy IMOJIH-
caxapuAHbIMU 1ETISIMU.

[MenuuunnuH youBaeT OakTepuu, TMOABISS
CHHTE3 KJIETOYHBIX CTeHOK. [leHWLWIIUH Mo-
XOX IO CTpYKType Ha auui-D-Ala-D-Ala u co-
JNEPXUT BBICOKOPEAKIIMOHHOCTIOCOOHYIO —TIer-
TUAHYIO cBsi3b. OH HeoOpaTMMO WHTUOUpPYET
TJIMKOTIENTU-TPAHCIIENITUAA3Y U TEM CaMbIM
6JI0KMpYyeT 06pa3oBaHME MOMEPEYHBIX CIIMBOK
B menruaorivkaHe. Hekoropble Gakrepuu pe-
3UCTEHTHBI K [EWCTBUIO TMEHUIWIMHA Onaro-
Japsi HaJU4MIO MEeHUIWIIMHA3BI, TUAPOJIU3YIO-
meid U TeM caMblM WMHAKTUBUDPYIOLIEWH TEHU-
LMJUTUH.

I'paM-oTpunaTebHbIe OaKTEpUM B OTIMYME
OT TPaM-IIOJIOXKHUTEIbHBIX HMMEIOT HapyXKHYIO
MeMOpaHy, PacIlOJIOXEHHYIO Had CJI0eM IIell-
TunoraukaHa. Kpome Ttoro, mMexmy Iia3MaTh-
YecKOM  MeMOpaHOil  rpaM-OTpHIIATEeNIbHBIX
0aKTepUaNbHBIX KJIETOK M CIIOEM TEeNTUIOTIN-
KaHa MMeeTcs NepUILIa3MaTuIecKoe IMpoCTpaH-
ctBo. Hapy:xHast MeMOpaHa COCTOMT M3 KpaliHe
CBOEOOpAa3HBIX JIUIOMOJNCAXapUIOB. OTH aM-
dumaTuyecKne COeAMHEHUs COmepXKaT 3assKo-
pPEHHBIII B HApyXXHOM CJIO€ HapyXHON MeM-
OpaHbl MU A, a Takke eIre 0oyiee HapyXHO
pacriojioXeHHble onurocaxapua u O-00KOBbIE
LIETN.

O-60KOBBIE 1IETIH, B COCTaB KOTOPBIX BXOIST
HEOOBIYHBIE caxapa, 00pa3ylTCs IMyTeM ITOJIU-
MepM3alluKi TeTpacaxapuIHBIX 3BEHbEB Ha JIM-
MUIHOM IIepeHocumKe. PasHooOpasme cTpyk-
Typel O-00KOBBIX IIeNedl IIO3BOJISIET TIpaM-
OTPUILIATEIbHBIM OaKTepUsM OOOMTH MMMYHO-
JIOTUYECKYIO 3allUTy OpraHuW3Ma-xo3suHa. Ilo
colepKalluM BOIy KaHajlaM B Hapy>KHOH MeM-
OpaHe mpoucxonuT nuddy3us HeOONbIINX I0-
JISIPHBIX (HO He THAPO(MOOHBIX) MOJEKYJI; 3TU
KaHaJbl 00pa3oBaHbl TpaHCMEMOpPAaHHO pPAacCIo-
JIOXEHHBIM OEJIKOM TIOPUHOM. MOJEKYIbI
OoJIbllIelf BeJTMYMHBI, HAIIpUMEP MajbTo3a MK
BUTaMUH B ,, mpoxomsaT ckBo3b MeMOpaHy
Onaromapsi HaqIuuuio creunupUIecKux CHUCTEM
ux TpaHcmopra. K 4uMciay OCHOBHBIX OEIKOBBIX
KOMIIOHEHTOB Hapy>KHOX MeMOpaHbl OTHOCHUT-
¢S HEOOJBIION JUIONPOTEHH, ITOCPEICTBOM
KOTOPOTO MeMOpaHa MPUKPEIIIeTCs K ITOmje-
XallleMy CJIo NenTUAOIIMKaHa. benku xire-
TOYHOI O0OJIOUYKM CHUHTE3UPYIOTCS Ha prbOCO-
Max, MPUCOCOMHEHHBIX K IIJIa3MaTUYECKOM
memOpaHe. [lpenimecTBEHHUKM 3THX OEJIKOB
comepxaT N-KOHIIEBbIE CUTHAJbHBIE IOCIENO-
BaTeJIbHOCTH, KOTOPHIE OTIIEIUISIOTCS TIOCTe
TepeHoca Oesika-TpeaIIeCTBeHHUKA 9epe3 MeM-
OpaHy.
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JTABA 33
MMMYHOrno0ynuHbl

K wHagamy aToro crosetwsi OBLIM BBISIBICHBI
MHOTHME BaXXHEHIINe CBOMCTBA MMMYHHOTO OT-
Beta. OQHAKO IpeACTaBlIeHUE O 3aIIUTHBIX Me-
XaHM3MaX BO3HMKJIO TOpa3lo paHbIle, O 4YeM
CBUIETEJIbCTBYIOT 3anucu Pykuauaa o yyme,
nopasusiieit Adunsl B 430 10 H.9.:

«Ilyctp apyrue paccyxpaaloT O ee MpOucC-
XOXIEHUUW W MPUYMHAX, BBI3BABIIUX €€ I10-
SIBJICHHE, €CJIM TOJBKO IIJISI TAKOTO CTPAlIHO-
ro OeICTBUS MOIYT OBITh HaliIeHBI HOCTa-
TOYHBIC IIPUYMUHEL... YTO IO MEHs, s IIPOCTO
OIMUIIY €€ MPUPOAY M OOBSICHIO, IO KaKUM
CHMIITOMaM €€ MOXHO pacIlOo3HaTh, €CJIA
OHa Korjma-HuOyab pa3pas3uTcsi cHoBa. Tewm
JIy4Ille S CMOTY 3TO caejaTh, 4To Ooyien cam
W BUIE], KaK pa3BHMBajach 00Jie3Hb y ApPY-
THX...

HMmeHHO y Tex, KTO BBI3JIOPOBEN TIOCI]E
aTOl Oosie3HU, OOJbHBIE U YMUPAIOLIKUE BbI-
3bIBaJIi  OCOOCHHOE couyBcTBUe. Ilepexkus-
mue 6oJIe3Hb 3HAIM II0 CBOEMY OIIBITY, YTO
9TO Takoe, U He Oosuiuch Oosee 3a cedsi, ubo
00uH u mom Jice uea08eKk Hukoeoa He 3abone-
6an emopu4HO WV MO KpalHel Mepe He yMU-
pan npu 3ToM. M Takux joneil He TOJbKO
MO3IPAaBJISIIIA IPYTUE, HO U CAMU OHU B pallo-
CTH NPeuUcnoNHANUCy MULeMHOU Hadexcooll,
YUMo OMHbIHE OHU CHACEHbl OM KAKOoU-0bl Mo
HU OblA0 O0Ae3HU».

HaspiBast Hamexmy Ha cIlaceHHWe TIIETHOM,
@Oykuaua SIBHO MMEI B BMIY cHeyUpu4HOCMb
3aIIUThI, CBOMCTBEHHYI0O MMMYHHOM CHCTEME.

33.1. OcHoBHbIE oOmpeneIeHust

Anmumena (W UMMYH02100YAUHbL) - OTO O€T-
KU, CUHTE3UPYyEeMblE B OPTraHU3ME€ XHMBOTHOTO
B OTBET Ha IPHUCYTCTBUE UYXEPOMHOTO Belle-
cTBa. AHTUTENO 00JiagaeT creuuduyecKkum
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CPOACTBOM K CTHUMYJMPOBABIIEMY €T0 CUHTE3
YyXXepOJAHOMY BeLIECTBY. Aumueen (WU umMy-
HO2eH) - UyXKepooHass MaKpOMOJIeKysia, CIo-
coOHasl BbI3BaTb OOpa3oBaHUE aHTUTEN. Dd-
(beKTUBHBIMM aHTUTEHAMU OOBIYHO CJyXaT
OenKu, ToJrcaxapulibl U HYKJICUHOBBIE KHC-
JIOTBI. AHTUTENa TIPOSBISIOT CreundUYHOCTD
B OTHOILIEHUU ONpPEAESEHHOro ydyactka MoJe-
KyJibl aHTUT€HA; 3TOT YYacTOK Ha3bIBalOT aH-
mueeHHOU OemepmMUHaHmou.

YyxepoaHble MOJEKYJIbl Majoro pasmepa
He BBI3BIBAIOT 00pa3oBaHUsl aHTUTeN. OmHaKO
€CJIM OHM TIPUCOENUHEHBI K MaKpOMOJIEKYJIaM,
TO MOXET UMETh MECTO CUHTE3 Creln(pUIeCKIX
aHtuten. B aTom ciayyae Makpomosiekysa Bbl-
MOJHSIET GYHKIMIO Hocumens IPUCOECANHEHHOM
XMUMUYECKOW TPYIIbl, HA3bIBAEMOW eanmeHHou
demepmunanmoii. Cama 1o cebe dyXepomHas
MOJIeKyJla MajJoro pasmepa Ha3bIBaeTCs ean-
MeHOM.

Puc. 33.1. DJeKTpOoHHasd MUKpodoTorpa-
$us KpucTaaaa MOJIEKYJI aHTUTE -
na. [Labaw L. W., Davies D. R.,
J. Ultrastruct. Res., 40, 349
(1972).]



Puc. 33.2. DJEeKTpOHHAsT MHUKpodoTOorpa-
¢us B-mumdponura. ([Teuataercs
c J1106€3HOT0 paspeleHust

L. Mercer.)

Monekynbl aHTUTENl CEKPETUPYIOTCS HAa3-
mamuyecKumu  Kaemkamu, 0oOpa30BaBUIMMUCS
n3 B-mumdornuton (puc. 33.2). [pyroit kmacc
TUMOOIUTOB, a UMEeHHO T-aumgpoyumot, 00yc-
JIOBJIUBACT KJIETOYHBIH UMMYHHBIA OTBET, KO-
TOPBIN JOMOJHSIET TYyMOpPaJbHBINA OTBET, BbIpa-
XKAIOUIUICSA B TTOSIBJIEHUU PACTBOPUMBIX aHTHU-
Ten. B 3TOi raBe MBI paccMOTPUM TOJIBKO
TyMOpajbHbI OTBET, MOCKOJbKY €ro MOJEeKY-
JISIPHBIE OCHOBBI U3YUYE€HBI 3HAUUTEbHO JIyYllIe.
OnHako HYXHO MOMYEPKHYTh, YTO MOJIEKYIIbI
AHTUTEJ - BCETO JIMIIb ONWH W3 KOMITOHEHTOB
OOJIBIIION, COTTACOBAHHO (BYHKIIMOHUPYIOUIENH
CUCTEMBbl MOJIEKYJ M KJETOK, pPaclo3HaIOUIUX
U yAAISIIOIUX YYXEepOMHbIE BeEIeCTBa.

33.2. Cunre3 cnenupuYeCKUX AHTUTE]

B OTBET HA AHTUICH

KuBOTHBIE CIIOCOOHBI CHHTE3UPOBATH CIEIM-
durueckre aHTUTeNa TPOTUB MPAKTUYECKU JIIO-
0oif xumMuuyeckoir rpynmel. OcobeHHO 3hdheK-
TUBHO CTUMYJIUPYET 0Opa3oBaHUE aHTUTEN
nuHutpoderon (JJHDP), u moroMy ero mmpoxo
HCTIONB3YIOT B KauyecTBE TalTeHHOW JeTep-
MUHAHTBL. AHTHTena npoTuB JH® monyvaror
CJIeIyIOIUM 00pa3oM.

1. JH®-Tpynmnbl NpuCOSTUHSIOT KOBAJICHT-
HO K O€JIKy-HOCUTEJI0, HATPUMeEp K aTb,OyMUHY
ceiBopoTku Obika (BCA), ucrosib3yss B3anmMo-
JIeUcTBUE (PTOPAMHUTPOOEH30JIa ¢ OOKOBBIMU
LEMsIMU JIM3MHA WIX JPYTUX HYKJIeO(hUIbHBIX
octaTKoB Oenka (puc. 33.4).

2. JH®-BCA BBOAsIT KPOJIHUKY B KauyecCTBe
nMMyHoreHa (antureHa). CIIycTS HECKOJBKO

Puc. 33.3. DJeKTpoHHAasT  MUKpodoTorpa-
busg mmazmaruueckoil KIETKH.
BuzeH oyeHb XOPOLIO Pa3BUThHIN
HIEpOXOBaThIil 3HIOIIa3MaTHYe-
ckuii petukyaym. (Iledaraercs
c J11006e3HOoT0 paspelnieHust

L. Mercer.)

Puc. 334. JlunutpodeHUIBbHOE MPOU3BOI-
HOE OBbIYbEr0 CBHIBOPOTOYHOIO
anpoymuna  (JJH®-BCA) - a¢-

(l)eKTI/IBHOFO AHTUI'CHA.
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Puc. 33.5. KunHeruka mosiBieHUsT UMMYHO-
rnooymuaoB M u G (IgM u IgG)
B CBHIBOPOTKE TOC/Ie UMMYHHU3a-

UM,

nIHei comepxanue aHtuTen npotus JHD-ans-
OyMuHa HayMHaeT Bo3pacTaTh (puc. 33.5). O1u
nepeviMu nosgaflouUecs awmumena TIPUHAAJIE-
XKaT K Kiaccy ummyHnoenobyaunoe M (IgM)
Maccoit okoio 1000 x/a.

3. Cnyctst npumepHo 10 mHeit 1mocie BBee-
HUS aHTUTEHA KOJIMYeCTBO UMMYHOTJIO0Yy/IMHA
M HauMHaeT yMEHbIIAThCS, HO OAHOBPEMEHHO
pacrer coaepXXaHue aHTUTEJI APYroro Kjiacca,
a uMeHHO ummyHoenrobyaunoe G (IgG) wmaccoi
okono 150 x/la.

4. CnycTs nnpuMepHO 3 Helelu Toc/ie BBeAe-
HUSI aHTMTeHa coaepxkaHue aHTu-IH®-aHTu-
TeJ Kjiacca UMMYHOrIoOynuHOB G gocTuraeT
niaro. BeeneHue B 3TOT nepuoa HOBOM MOPLUU
JJH®-BCA BbI3bIBacT majibHelilliee YBeaUye-
HUe copepxaHus aHtutesa npotuB JJH®D B chi-
BOPOTKE KPOJIUKA.

5. CobupaloT KpoBb MMMYHU3MPOBAHHOTO
KpOJIMKa U TOJIy4aloT CHIBOPOTKY (Ha3bIBae-
MYIO aHMUCbIB0POMKOILL, TIOCKOJIbKY OHa TOJy-
yeHa nocjie uMMyHu3auuu). ConepxaHue aHTHU-
ten nipotuB JH® B 3T0if CHIBOPOTKE MOXET
mocTuratb 1 Mr aHTUTeN B pacyere Ha 1 i
ceiBopoTku. JJTH®D uckimounteabHo 3¢ hekTu-
BEH Kak areHT, CTUMYJUPYIOUIMii oOpa3oBaHUe
0OJIBIINX KOJUYECTB CrieuUIECKUX aHTUTEIL.
IToutu BCce aTu aHTUTENA MPUHAAJIEXKAT K KjIac-
Cy UMMYHOI00ynTuHOB G - OCHOBHOMY KJIACCY
UMMYHOTJIOOYJIMHOB CBHIBOPOTKH.

6. CnenmyiolliMii 3Tar - OTACIEHUEe aHTUTE
npotuB JIH® ot aHTUTEN C Opyroi cnenudnd-
HOCTBIO M OT MPOYUX CHIBOPOTOUHBIX OENKOB.
Antutena mnportuB JH® oTimyamTca oOT
OCTaJIbHBIX OEJTKOB aHTUCHIBOPOTKU OYEHb BbI-
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cokuM cpoactBoM K JIH®D. CremnoBarenbHO, MX
MOXKHO BBIIEJIUTh METOIOM a@@uHHOi Xpoma-
moepaguu. Ins1 2TOrO0 TOTOBSIT KOJOHKY, CO-
nepXKallyo TUHUTPOGEHUIbHbIE TPYMIbI, KO-
BAJIEHTHO CBSI3aHHBIE C HEPACTBOPUMBIM yTJe-
BOJHBIM HocutTeseM. Ha KOJIOHKY HaHOCST
AHTUCBIBOPOTKY M 3aTeM [POMBIBAIOT Oy-
¢epHBIM pacTBopoM. bosblias yacTb 0e€KOB
AHTUCBIBOPOTKM TPOXOAUT CKBO3b KOJIOHKY,
MOCKOJIBKY MX CpoAcTBO KakK K JIH®-rpymnmam,
TaK W K YIJIEBOJHOMY HOCHUTENI0O HUYTOXHO
Majo WX BOBCE OTCYTCTBYeT. B To ke Bpemsi
anruresna npotuB JJTH® npouyHo cBsI3bIBalOTCS
Ha KoyioHKe. Jlajee 3TM aHTUTesla CHUMAIOT
C KOJIOHKHU. JIJIsT 3TOro Ha KOJIOHKY HaHOCSAT
JH® B BBICOKOI KOHIIEHTpaUMu: a06a-
BieHHbIl IH® cBsa3biBaeTcsl ¢ aHTUTEIAMMU,
BBITECHSISI UX U3 CBSI3U C AMHUTPODEHUTIbHBIMU
rpyrnamMu HepacTBOPMMOIO YIJIEBOAHOTO HO-
curesiss. PacTBopuMBIil KOMIUIEKC, COCTOSIIIMI
u3 IH® u anturen nporus JH®, BbIXOAUT
¢ konoHku. Jlanee JH® ynansior myrem nua-
JIU3a WIM MOHHO-OOMEHHOI Xpomartorpaduu,
M B pe3yJbTare oOcCTaercs IperapaTr OYu-
HIEHHBIX aHTUTE.

33.3. YYacTKM aHTHUTE], CBS3bIBAIOIIME
AHTUICH, HOI[OGH]:I AKTUBHBIM ILIEHTpaM
(depmeHTOB

Yuacmku ceaszvieanuss anmueena B MOIEKyax
AHTUTEJ BO MHOTMX OTHOLIEHUSIX CXOAHBI C aK-
TUBHBIMM LIEHTpaMU (EpPMEHTOB.

1. KoHCTaHTBI CBSI3BIBAHUS AJsSI TalTEeHOB
ObLIM OIpEenc/IeHbl MeTOZaMU pPaBHOBECHOTO
Iuanm3a U crekrtpockonuu. Hampumep, mpu-
coeIMHEeHNEe OKPAIIeHHOTO TallTeHa TUIIa TUHU-
TpODEHWIBHOTO IMPOU3BOAHOIO TYIIUT (HIyo-
PECILICHIIMIO OCTAaTKOB TpUMTO(daHa B OelKe-aH-
tutene. CTemeHb TYIIEHUS CIYXUT Mepoit
HACHIIICHNS Y9aCTKOB CBSI3BIBAHUS B MOJIEKYJIe
oenka. Jlia  Oonavwiuncmea  2anmeHo8  KOH-
CMaHmMbl  C85A3bI6AHUS NedCcam 8 npedesax om
107 0o 10"° M. CnenoBatenbHO, CTaHIApT-
Hasi CBOOOJIHAs SHEPrusi CBsA3bIBAaHUS COCTa-
BJIsSIET OT —6 10 — 15 KKajui/MoJb, T. €. JeXKUT
B IpaHUILIaX, XapaKTePHBbIX ISl (HepMEHT-Cy0-
CTpaTHBIX M (PepMEHT-KOPEPMEHTHBIX KOM-
miekcoB. Kpome Toro, xomnaexce: eanmern-am-
mumeno obpaszyiomcs nod odeicmeuem mex ice

cua, umo u epmenm-cyocmpammuoie  KOM-
naexcel. CodeTaHue CJaObIX HEKOBaJEHTHBIX
CBs3ed TUMA  BJIEKTPOCTATUYECKUX, BOMO-

POIHBIX W BaHAECPBAaJbCOBBIX OOECIeUnBacT
MpOYHOE M crelndruIecKoe CBSI3bIBAHUE.

2. IlpoBepsu CIIOCOOHOCTh AaHTUTEN K HeK-
cTpaHy (TIoJMcaxapumiy, COCTOSIIEMY U3 OCTaT-
KOB TJIIOKO3bI) CBSI3bIBaTh ojuromepsl. OOHa-



DPYXWJIM, YTO TOJIHOE CBSI3bIBAOIIEE CPOACTBO
NPOSIBJISIETCS] B OTHOLICHUM OJIMTOMEpa, CO-
CTOSILLETO U3 LIECTU OCTATKOB TJIIOKO3bI. 31eCh
HampalimBaeTcsl CpaBHEHUE C JIM3OLIMMOM,
y KOTOPOTO B IIEJIM aKTUBHOTO IIEHTpPa pa3me-
11aeTCsl TOXE 1IECTh YIJIEBOIHBIX OCTaTKOB. M3
9TOTO COIOCTABJICHUS CIIEAYeT, 4TO OAuUHA
C6A3bl8AIOULEC0 YHACMKA 8 MOAeKYAAX anmumen
npomue dexcmpana cocmaeasem 25 A.

3. Ha ocHOBe CITeKTPOCKOMUYECKUX CBOMCTB
psima TanTeHOB MOXHO IOJIYYUTh WHMOpMa-
LIMIO O CTEMEHU MOJISIPHOCTH YYaCTKOB CBSI3bI-
BaHMSI B MOJIeKyJIax aHTUTe. Tak, HEKOTOpbIe
Ha(TaJIMHBI, HAXOAsACh B BBICOKOMOJSIPHOM
OKpYXKeHMH (HaIlpuMep, B BOIE), AAlOT cl1adyio
KENTYIo (pyryopecilieHIIMIo, a B BBIPaXXEHHO He-
MOJIIPHOM OKPYXEHUHU (Hampumep, B rekca-
He) - UHTEeHCUBHO TroayoOyio. Ecium Takoil Ha-
(hTamMHOBBINM TaNTeH TPUCOETUHSIETCS K CTIEIN-
(uyeckoMy aHTUTENy, TO TIOSIBASETCS MHTEH-
CUBHO Toy0ast (hIyopecleHIrs, YTO YKa3bl-
BaeT Ha W3THAHME BOJBI M3 y4yacTKa CBSI3bIBa-
Hus. Kak mnpaBuio, y4acTKHM CBsI3bIBAHUS
TIPENCTABIISIOT COOOI HenoaapHvle HUWU B MO-
JIeKyJie aHTUTeNa; 3TO YBEJUUMBAET MPOYHOCTh
CBSI3bIBAHUSI aHTUTEHA MO TIPUYMHAM, KOTOPbIE
yXe 00CyXIaIuCh MPUMEHUTENbHO K (hepMeHT-
cyOoCcTpaTHOMY B3aMMomeicTBuio (pasm. 6.8).

4. TanTeH HOBOJIBHO TOYHO COOTBETCTBYET
CBSI3bIBAIOIIEMY YIaCTKY MO CTPYKType. Cneyu-
Guunocms cea3vi6aHUs, 6€3YCA08HO, OHEHb Gbl-
coKa, Ho He abcoaromHa. T'aniTeH MPOYHO yAep-
JKMBaeTCs B y4acTKe CBSI3bIBAHUS, UMeST, TAKUM
obpa3oMm, Manyio cBobomy BpameHus. KoH-
CTaHTa CKOPOCTY CBSI3IBAHUS TSI MHOTHX Tarl-
TeHOB  cocTaBasier  okoio  10° M™'ec’.
Cronb BBICOKAS KOHCTAHTa CBUICTEJIbCTBYET
0 TOM, YTO CKOPOCTb IpOIiecca KOHTPOIUPYET-
cs1 CKopocThio nudpPy3un. CBsI3bIBaHUE ramnTe-
Ha He COMPOBOXIAETCS, TO-BUIANMOMY, CYIIE-
CTBEHHBIMU CTPYKTYPHBIMU TIepECTPOKAMH.

33.4. IlpenapaTtbl aHTHUTE] C ONpeeJeHHOI
Cl'lel_ll/ld)l/l'lHOCTBIO 00BIYHO reTeporeHHbI
AHTHUTEIAa UMEIOT CYLIECTBEHHOE OTJIMYME OT
(bepMeHTOB: 00AbUUHCMEO HOPMANBHBIX AHMU-
men ¢ onpedeneHHOU cneyupuuHOCMbIO, HANPU-
mep awmumena npomue JH®D, HeodHOpooHbl no
MOAEKYAAPHOMY cocmagy. AHallu3 CBS3bIBAHUS
OUHUTPOGMEHUJIBHBIX TalTeHOB C TpenapaToM
aHTu-JIH®-anTuTEeN BHISIBUI 1IeJIbIiA HA0OD Be-
JIMYUH cpoiacTBa. HekoTopble MOJIEKY/bl aHTH-
ten cszpiBalor JH® ¢ K= 10° M, rorma
Kak gpyrue-c¢ K= 10" M. B ommmume or
9TOrO (hepMEeHThI, KaK MpaBUJIO, XapaKTepu-
3yI0TCSI TOJIbKO OAHOW KOHCTAHTOM CBsI3bIBa-
HUS JaHHOI'O cyOcTpaTa ujiu KodepmeHTa. [Ha-

Jlee TIpu 3sekTpodope3de IpernapaTa aHTUTEN
npotus JH® unu npyrux crenududeckux aH-
TUTEJ BBISIBJISIETCSI MHOXECTBO IOJIOC OeJka.
®epMeHTHI XKe TIpU 3JIeKTpodopese Ta0T OTHY
T0JIOCY WJIM HEeOOJIbLIOE YMCIO OTAEIbHbBIX TO-
Joc (Hampumep, M30(PepMEHTHI JIaKTaT-IeTrH-
JIPOreHashbl).

leTeporeHHOCTh aHTUTEN C AAHHOW CHELM-
(buYHOCTBIO OmpenensieTcss caMoil  MPUPOAOH
WUMMYHHOTrO oTBeTa. B ueM mpuuuHa rerepo-
reHHoctu? OKa3ajaoch, YTO awmumenda, npooy-
yupyemole 00HOU KaemKoll, eomoeeHwl. OnHa-
KO pasfnuyHble KJIETKM 00pasyloT pasHble IO
CTPYKTYype aHTuTena. AHtutena npotus JH®
CUHTE3UPYIOTCS OOJNBIIMM KOJIMYECTBOM pa3-
JIMYHBIX KJIETOK, YTO M OOYCJIOBIMBAET WX
reTepOreHHOCTb.

33.5. IIpu cdepMeHTATHBHOM pacCIIEeIIEHUH
UMMYHOrJI00yMHa G 00pa3’ylTcsi AKTHBHBIE
(pparMeHTBI

Wmmynornooymua G ummeer Maccy 150 x/la.
[lpy u3yyeHun Takoro GoJiblioro Genka Lese-
CO00pa3HO TMpeABaApPUTENIbHO pPACIIENUTh €ro
Ha akTUBHBIE ¢parMeHTHl. B 1959 r. Pomnu
IToptep (Rodney Porter) mokasan, yto mpu
OrpaHUYEHHOM MPOTEOJIM3e MAaNauHOM UMMY-

Puc. 33.6. ®uyopecueHuus €-JaHCUILTHA-
3MHA OTYETJIMBO MEHSIETCS IIpU
CBSI3BIBAHMM BTOr0 TanTeHa Cco
creupuIecKUMM aHTUTEIAMMU.
CuBur MmakcuMyMa GIyopeciieH-
LIMK B CTOPOHY 00Jiee KOPOTKMX
BOJIH U yBETMYEHE MHTEHCUBHO-
cTi (JyOpeCLEeHIIUU CBUIETEb-
CTBYIOT O TOM, YTO CBSI3bIBaHME
ranTeéHa NpoucxXoauT B HEITOJISIP-
HOM YYacTKe.
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Puc. 33.7. IMpoTeonuTuyeckoe pacuierie-
Hue ummyHoraooyiuHa G (IgG).
Puc. 33.8. CxeMaTuyeckoe  M300paxeHMe

pemeTku, GopMUpyoIIencs Tpu
00pa3oBaHUU MEPEKPECTHBIX CBSI-
3eit Mexnay IgG (mokazaHo cMHUM
LIBETOM) U aHTUTEHOM (MOKa3aHO
KEJTbIM 1IBETOM).

HornobynuH G pacuieruisiercss Ha TpU akK-
TUBHBIX (pparmeHTa Maccoit mo 50 x/la. [Ba
¢parMeHTa CBSI3BIBAIOT aHTUreH. MX 0003Ha-
yunu F, (ab-or anmn. antigen binding - cBsi-
3pIBalOIMiA  aHTUreH, F-or anrm  fra-
gment - ¢parmeHrt), kaxcowii uz F, codepucum
1O 00OHOMY Y4ACMKY C853bl8AHUSI 2ANMEHA UAU
awmueera, TPUYEM IO CBSI3bIBAIOIIEMY CPOJ-
CTBY 3TOT Y4acTOK HE OTJIMYaeTCs OT BCel Mo-

Yactb V.
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Jekyabl B 1eaoM. OgHako, Oyayuyu OJHOBa-
JIEHTHBIM (T.e. MMes OAMH Y4YacCTOK CBsI3bIBa-
Hus), F,, ne daem ocadxa c anmueenom; 3TUM
F, oTnn4aeTcs OT MHTaKTHON  MOJEKYJBI
uMMyHornobynuHa G, comepxaiueil aBa udex-
MuYHbIX yY9acTKa CBSI3bIBaHUS aHTUTreHa. Mm-
MyHoOrno0ynuH G MOXET IaTh OCafioK C aHTHU-
T€HOM, COAEpXalluM He OJHY, a HEeCKOJbKO
AHTUTeHHBIX AeTepMuHaHT. [lpu 3TOM popmu-
pyeTcsi CTPYKTypa B BHUJE MPOTSXEHHON pe-
HIETKM, TAe KaXxJaash MoJieKyJia aHTUTela o0pa-
3yeT TNepeKpecTHble CBI3U C ABYMs U Oosee
aHTuUreHamMmu u HaobOopotT (puc. 33.8). Ocamok
JNOCTUTAeT HauOOJIbIIEro pa3Mepa, €CAu aHTH-
TEJIO W AaHTUTEH TPUCYTCTBYIOT B 9KBUBa-
JIEHTHBIX KOJIMYECTBAX.

Tpernit pparmenT (takxe 50 x/la), o6o3Ha-
yaeMblil F, He ciocoOeH K CBS3bIBAHUIO aHTHU-
reHa, HO oOJanaer APYrMMHU OUOJIOTMYECKU
BaXHbIMU PpyHKUMSAMU. B otinuue ot F, 3tor
(parmeHT crmocobeH MPOHUKATD Yepe3 TIalleH-
TapHylo MeMOpany. CremoBaTesqbHO, CIOCO0-
HOCTb MMMYHOTIOOyaMHa G  TIPOXOAUTH
CKBO3b IUIALIEHTYy M ToMagaThb B CUCTEMY KpO-
BOOOpalleHUs] TUIOAA OTpPENeNsieTCsl Haiuvuem
na F, cneyuguueckoeo ywacmka, obecneuugaro-
weeo neperoc uepes naayenmy. Ha F, umeercs
TaKXe Y4ACMOK CEA3blGAHUSA KOMHNAEMEeHmA.
CBsi3bIBaHUE aHTUTEA C AHTUTEHHOM IeTepMu-
HaHTOI Ha TOBEPXHOCTU YYXEPOJIHOW KIETKHU
yacTo BeNeT K Ju3ucy nociaenHeit. Takoil pe-
3yJIbTaT B3aUMOJEHUCTBUSI aHTUTENA C aHTUTE-
HOM OIOCPEIOBaH TPYMNIOU OeNKOB, HOCAIIMUX
obuiee Ha3BaHue komnaemenm. IlpucoenuHe-
HUE OIHOTO U3 3TUX OGEJKOB K KOMILIEKCY aHTH-
reH—aHTUTEJI0 U 3amycKaeT Mocjea0BaTe/b-
HOCTb PeaKkIuil, MPUBOASIIUX K JU3UCY YyXe-
ponHo# KieTku. B o6o3HaueHuu ¢parmeHnra F,
UHJEKC «c» (0TaHTJI. cristallizable - Kpucmanau-
3yemblil) yKa3blBaeT Ha CIOCOOHOCTb 3TOTO
dpparmMeHTa KpuctamiuzoBatbcs, OOHapyxe-
HME 3TOr0 CBOWCTBA MOCIYXUIO MEPBBIM YKa-
3aHMEM Ha TOMOTeHHOCTb F ; 4To KacaeTcs
¢parmenToB F  , ToO OHM reTeporeHHBl U OOBI-
YHO HE KPUCTAJIU3YIOTCS.

33.6. UmmyHornooynuH G cocrtout

n3 L- n H-uenen

Crenymouiuii BaxHbIi 1Iar B pa3BUTUU UMMY-
HoJoTMM OBUI cmenaH Takxe B 1959 r., korma
Hxepanny Openmany (Gerald Edelman) yna-
JIoOCh MOKa3aTh, YTO UMMYHoOTJ00yIuH G co-
CTOUT U3 MOJUIMENTUIHBIX LieTel ABYX BMIOB.
benox oOpabaTsiBaau CHAEAyIOLIMM 00pa3oM:
IUCYAbGUIHBIE MOCTUKM B MOJICKYJIE BOCCTa-
HaBJIMBaJIM MEPKAITOITAaHOJOM; Haliee pas3py-
[IaJ¥ HeKOBaJeHTHBbIE CBA3M 6 M pacTBOpOM



MoueBUHBI. [Ipu xpomaTorpaduyeckom aHaJu-
3¢ cMecu ObUIO OOHApyXKeHO, YTO MMMYHOIJIO-
OYJIMH COCTOUT M3 TOJUIENTUAHBIX LIeneil Mac-
coi 25 m 50 x/la, 0OO3HAYEHHBIX COOTBET-
CTBEHHO Kak seekue (L) u msucesvie (H) nemnm.

BrocnencrBuu Iloprep momoOpan Oonee
MSTKUE YCIOBUS 00pabOTKM, MO3BOJIMBIINE pe-
KOHCTPYUPOBaTh UMMYHOTJ100y1uH G U3 OBYX
H- u nByx L-neneii. Ha ocHoBe 3Tux ucciaeno-
BaHUII OH TpemoXwi wmoaeib (puc. 33.9)
CyObeNMHUYHON CTPYKTYpbl HMMMYHOTJO0Y-
quHa G, B COOTBETCTBUMM C KOTOPOU Kaxnias
L-uenb coennHeHa ¢ H-uenbio aucynbhuaHoit
cBa3bl0. H-11emu, KpoMe TOro, CBSI3aHbl MEXIY
c00011 1T0 KpaliHeil Mepe OTHOI OUCYIbOUITHOM
cBiA3bl0. B 1enoMm cybsedunuunas cmpykmypa
ummyHoenobysuna G L, H,.

Jlanee ynanoch onpeieanuTb, Kakue y4acTKU
MPEUIOXKEHHOW  CTPYKTYpPbl ~ COOTBETCTBYIOT
(dbparmMeHTam, oOpasylIIMMCS MPU pacluerie-
HuM nanauHoM. [lanmauH ormerisier H-uenu co
ctopoHbl C-KOHIIA OT AUCYIbGUIHOTO MOCTHU-
Ka, coequHdawowmero L- u H-uenu. B urore F
COCTOMT M3 1ieoll L-1ienm m aMMHOKOHIEBOM
nonoBuHbl H-uenu, Torga xak F, cocrout us
C-KoHLEBHIX MOJOBUH obeux H-meneit, Yacth
H-nemu, comepxamasdca B F ,, obo3HauaeTcq
F,.
33.7. NUmmyHorjooyauH G - rudkas
Y-o0pa3nas MoJieKyJjaa
DJIeKTPOHHO-MUKPOCKOIIMYECKUE UCCIenoBa-
Hus, TnpoBeaeHHble PoOuHoMm BaneHTtaliHOM
u Maiiknom I'punom (Robin Valentine,
Michael Green), moka3sajiu, YTO UMMYHOTJIO0Y-
auH G umeer ¢opMy OyKBbl Y M UYTO TalTeH
NpUCcOeNMHsAeTCS Ha KoHuax F -enunHun.
F -enununa u nse F, -equMHMIBI B MHTaKTHOM
aHTUTEJIe COeMHEHBbl MEXIy co0Oil CBOEro po-
Ja UIapHUpOM, Ojarogaps 4YeMy yroa Mexnuy
F,-elMHMLIaMH  MOXET MEHAThCA OBICTPO MU
B OoJjbiioM auamna3oHe BeauuuH (puc. 33.10).
DTOT BUI nodeuxchocmu (eubkocmu) wapuup-
HO20 muna yCUJIUBaeT KOMILJIEKCOOOpa3oBaHue
MeXIy aHTUT€HOM M aHTUTEJOM, TaK Kak CIo-
CcOOCTBYET JIyyllleMy CBSI3bIBAHWIO TIOJIMBA-
JICHTHBIX aHTUT€HOB. B caMoM fienie, Takum my-
TEM pAaCCTOSIHME MEXAYy aHTUTEH-CBSI3bIBAIO-
IIMMU y4acTKaMM Ha KoHLax F -exmHun mo-
XeT  OBITb  TNPUBEAEHO B  COOTBETCTBUE
C pacCTosHUeM Mexay crneuuduiyeckumu
JNeTepMUHAHTAMKM Ha aHTUTeHe (Harmpumep, Ha
BUpYCE, WMEIOIEM MHOTO TOBTOPSIOIIMUXCS
cyobenuuuil). Kaxk mpaBuio, eciu CBSI3bIBaHUE
MOJIMBAJIEHTHOTO AHTUTEHA TIPOUCXOTUT B IBYX
yyacTKax CBS3bIBAaHWS aHTUTEHAa, TO CPOJCTBO

BospactaeT B 10" pa3 Mo cpaBHEHUIO CO CBSI3BI-
BaHMEM B ONHOM y4acTke. He uckioueHo, yto
MOJBUXHOCTb IMIAPHUPHOTO TUIIA MIpaeT TaK-
Xe Oompeje]eHHYI0 pojib U B Iepeaadye MHGOpP-
Mauuu oT F -enmHuu Ha F -enuHuny.

Puc. 33.9. CyO6beiMHUYHAS CTPYKTypa
IegG—L,H,. F, -dparmeHTsI,
BBICBOOOXIAIOIIMECS TIpU  pac-
IETUIEHUY MallauHOM, TTOKa3aHbl
cuHuM 1BeToM, F -dparmenr -
KPaCHBIM.

Puc. 33.10. Ummynornobynun G  umeer

Y-o0pa3nyio ¢opmy. Hanuume
B MOJIEKYyJie LIAPHUPHOTO COequ-
HeHUs1 O0YCJIOBJIMBAET TMOJBUX-
HOCTb OTHENbHBIX YYacCTKOB.
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33.8. AHTHMTesIa 00pa3yloTCs MOI JeliCTBHEM
oTOOpa WM MHCTPYKUHM?

CriermnpuuHOCTh (PEepPMEHTOB BBIpabaThIBajIach
Ha TPOTSKEHUU MWUIMOHOB JIET 3BOJIOLNN.
Crnennduyecknue aHTUTENA MOSBISIOTCSI B KPO-
BY XMBOTHOTO BCEro JUIIb 4epe3 HEeCKOJIbKO
HeleNlb IIOC/Ie BO3AEHCTBUS YYXEpOIHOU me-
TepMuHaHTH. KakmMm Xe oOpa3om obOecredn-
BaeTcs oOpa3oBaHME CIEUPUISCKMX aHTUTEI
B CTOJIb KOpPOTKOE BpeMs?

1. B 1940 r. Jlaitnyc [Monunr (Linus Pauling)
MPEIIOXUI TaK Ha3BIBAEMYIO UHCMPYKMUGHYIO
meopulo, COTJIACHO KOTOPOM aumueer  Oeil-
cmeyem Kak mampuua, onpedeasrouas KoH@op-
Mayuo Ho8000PA308aHHOI NOAUNENMUOHOU Ue-
nu aumumena. Ilpu 3TOM IpeAmnoarajioch, 4To
MOJIEKYJIbl aHTUTENI C JAaHHOW IOCIenOoBaTesIb-
HOCTBIO aMUHOKUCJIOT 00J1agaroT IMOTEHIIMATIb-
HOM CIIOCOOHOCTBIO K 00pa30BaHWIO AHTHUICH-
CBSI3BIBAIOIIMX YYaCTKOB caMoll pa3zHooOpas-
HOM cieMUIHOCTH; BO3SHUKHOBEHUE XK€ OIpe-
NEJeHHOM CHenM(PUIHOCTH 3aBUCUT OT IIpU-
pOIbl aHTHUIeHA, MPHUCYTCTBYIOIIETO BO BpeMs
CBepTHIBaHUS MOJMNENTUAHON 1ieru. CoriaacHo
WHCTPYKTUBHOU TeOprH, cielnpruiecKoe aHTH-
TEJIO HE MOXET 00pa30BaThCsl B OTCYTCTBHE CO-
OTBETCTBYIOILIETO AHTHUICHA.

2. Cenexuuonnas meopus (meopus omobopa),
Kotopyio B 50-x romax BBIOBUHYJIUM Makdep-
neitn Bepner m Hunsc Epne (Macfarlane
Burnet, Niels Jerne), moctynupyeT, 94TO aHTH-
TeH PeryJupyeT TOJbKO KOJUYECTBO CHHTE3M-
pyembix crenududyeckux antuten. CoriacHo
9TOM TEOPUU, aHMUeH-C8:A3blearouue y4acmxu
cneyugpuueckux ammumen NOAHOCMbIO — demep-
MUHUPOBAHBL euwje 00 cmpeyu ¢ AHMUSEHOM.

33.9. KoHen, HHCTPYKTHUBHOM TeOpHH

WHcTpykTrBHAS Teopus TpencKasbiBajia, YTO
€ciM MoJieKyla aHTuTena OyldeT pa3BepHyTa
(meHaTypupoBaHa), a 3aTeM BHOBb CBEPHETCS
(peHaTypupyetcs), To ee creuupuIHOCTb OyaAeT
yTpaueHa. DTOMY TMpelcKa3aHUI0 MPOTUBOpPE-
YUJIU SKCIIEPUMEHTAbHbIC TAHHBIE TI0 pEHATY-
panuu pubOHyKJeasbl, MOJyYeHHbIe B Jlabopa-
topun Xpuctuana AnHduHceHa (Christian
Anfinsen). BcrmoMHUM, YTO OeHaTypupOBaHHAas
pUOOHYKJiea3a CIIOHTAHHO BOCCTaHaBJIMBAET
HCXOJHYIO TPEXMEPHYIO CTPYKTYPY, crieliuduy-
HOCTb M KaTaJIUTMYECKYI aKTUBHOCTb IOC/]E
yaaneHus NIEHATYPUPYIOILEro areHTa
(pa3m. 2.12). Ina peHaTypauuu IIPUCYTCTBUE
cyocTpara He TpebyeTcs. DTOT MPUHLMIUAIb-
HO BaXHbIi (aKT OTHOCUTEIbHO pPUOOHY-

Yacts V.
MouJuekyasapHasi (pu3no0JI0rus
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KJIea3bl MOCIYXUJI CTUMYJIOM JIJISI TIOCTAHOBKU
aHAJIOTUYHBIX  OIIBITOB c aHTUTEIaMU
(puc. 33.11). boutu B3atbl F, -pparmeHTs aH-
tuten nporus JH®; wucnons3oBanme dpar-
MEHTOB OTHOCHUTEJIbLHO HeOOJBIIOro pa3Mepa,
a He ILeJbIX aHTUTEN 3HAYMTEIbHO YIPOIIAET
skcnepuMeHT. F,-dparmeHT o0oOpabarbiBain
BBICOKO3(P(DEKTUBHBIM JIeHATYPUPYIOIINM
areHToM - 7M  COJITHOKMCJIBIM TYaHUIHHOM.
JleHaTypHUpOBaHHBIIA TaKuUM obpaszoM
F,-bparMeHT  Tepsi1 CpPONCTBO K TaIlTeHY
(IH®). JanHble ruapoIMHAMUYECKOTO M OII-
THYECKOTO aHa/In3a CBUIACTSIbCTBOBAIM O TOM,
4yTo KOHdopMauus JOeHaTypupoBaHHoOro F
Obta OnM3Ka K ciaydyaiiHoOMy KiIyoky. [lamee
ryanuauH-HCI ynansium nmytem nuanusa; mpu
3TOM JleHaTypupoBaHHbIil F, BoccraHaBiuBan
HCXOOHYI0O IIPOCTPAHCTBEHHYIO  CTPYKTYpY
6 omcymcmeue eanmena JH®. CambiM mopa-
3UTEIbHBIM OBUIO TO, YTO PeHATypUPOBaHHBIN
F, o6nanan BBICOKMM CPOIACTBOM K AMHUTPO-
(eHONBHBIM ranteHaM. I1oCKOJNBKY peHaTypa-
LMs TIPOUCXOOMJIA B OTCYTCTBHME TalTeHa, He
OCTaBajloOCh COMHEHUIA, 4YTO chreyupuuHocmo
yuacmka cesa3vbléaHusi anmueeHa onpedensiemcs
MOAbKO NOCAE008AMENbHOCIbIO  AMUHOKUCAOM
beaka-anmumena. Pe3ynbTaT 3TOro 3KCIEpU-
MEHTa CBUIETEJIbCTBOBAJ B IIOJB3Yy OTOOpa
U TIPOTMBOPEYMI OCHOBHOMY IIpeICKa3aHWIO
WHCTPYKTUBHOI Teopuu. bomee Toro, 6p110 00-
HapyXeHO, 9TO KAemKu, npoodyyupyrouue aHmu-
meaa, cnocobHbl CUHME3UPOBAMs UX 8 60AbUIOM
Koauwecmee 6 omcymcmeue awmueeHd. ODTO
OKOHYATEJIbHO IOATBEPAMUJIO OCHOBHOM TE3UC
CENIEKIIMOHHON TEOPUM: aHMUeH 8AUsiem HA KO-
Au4ecmeo npooyyupyemvix cneyuuuecKux aw-
mumen, HO He HA UX AMUHOKUCAOMHYIO NOCAe00-
B8AMENbHOCMb  UAU  MPEXMEPHYI0O  CMPYKmypy.

33.10. UMMYHOTIJIOOYJIMHBI MHEJIOMBI

U THOPUAOMBI FOMOTEHHbI

Kak xe Moryt cuHTe3upoBaThcsl crienubuye-
CKHE aHTHUTeJa 10 MOsiBIIeHUs] aHTureHos? [e-
TEPOTEHHOCTh AHTUTEN W TPYAHOCTU aHaIU3a
CMECH MX MOJIEKYJ Ha MPOTSKEHUU MHOTHUX JIET
CIIYXWJIW NMPENSITCTBAEM K U3YYEHUIO 3TOU TIPO-
OsieMbl. BBIiATH M3 3TOTO MOJOXEHUS yAAIOCh
MyTeM MCIMOJIb30BaHUSI TAKOTr0 OOBEKTa UCCIIe-
IOBaHWUS, KaK MHOJNCECMBEHHAS MUEAOMA - 3710~
KaYECTBEHHOE TEPEPOXKIEHUE KIETOK, MPOIy-
uupyomux aHtutena. Ilpu sToM Bume paka
MPOUCXOAUT MEPEePOXIEHUE OAHOTrO IUMbOLH-
Ta WM [UIa3MaTUYECKOW KIJIETKU, YTO BeOeT
K HEKOHTPOJIUPYEMOMY KIIETOYHOMY IEJIEHMUIO.
CnenoBaTebHO, B OTOM cliydyae oOpasyercs
00bIIIOE YMCIIO KJIETOK onHOro tumna. OHUM co-
CTaBJSIIOT KAOH, T.e. TPOUCXOASIT OT OJHOM



Puc. 33.11. F, -®parment antu-AH®-anTH-
Tel BOCCTaHABIWBAET CHOCOO-
HOCTb K cBsi3biBaHMio JH® mo-
ciae neHaTypauuu (pa3BepThIBa-
HUS CTPYKTYPHI) U MOCTeNyOIIEH
peHaTtypauuu (BOCCTAHOBJIEHWUS
HCXOIHON CTPYKTYpPHI) B OTCYT-
CTBUE aHTUTEeHA. DTOT OMBIT TO-
Ka3bIBaeT, YTO CHEeUUDUIHOCTH
ompenessieTcsl MpUpPOION Tocye-
JOBATETbHOCTU aMUHOKMCIOT.

KJIETKU Y UMEIOT OJHM M Te Xe CBOMCTBa. Takue
OMYXOJIU CEKPETUPYIOT OOJbllIME KOIUYeCTBa
KaKOTO-TO OTHOTO MMMYHOTJIOOYIUHA. Hmmy-
HO2N00YAUHBI MUEAOMbL 0041A0AI0M HOPMAAbHOLL

CMPYKMYpPOoU U 60 6ceX OMHOUWEHUSIX COOMBem-
cmeylom Hopme, HO Kajxcoblii U3 HUX npedcma-
easem coboil eomoeeHHblll obpasey 00HO20 U3
MHO2OMUCNCHHbIX aHmumen, NPUCYMCMBYIHOUWUX
6 danHoMm opearuszme. MueJlOMbl pa3BUBAIOTCS
y MbllIei. DTH OTTYXOJIM MOXHO TPaHCIJIAHTHU-
poBaTh IPYrMM MbIllIaM; TOCJE Tepecaaku OT
OTHOW MBIIIM APYroil OmMyxojb Tpojudepu-
pyeT. bojee Toro, B TaKuMx MpoOmyLUMPYIOIIUX
aHTUTENa OMYXOJsAX M3 MOKOJeHUs B TMOKOJe-
HUE CUHTE3UPYETCS OAHO M TO Xe aHTUTEJO.
NMeHHO 3TO 00CTOSATENBCTBO MPUBENO K TOMY,
YTO OCHOBHbBIE JTOCTUXEHUSI MOJEKYJISIpHOI
WMMYHOJIOTUM CBSI3aHBI C H3yYeHHUEM TOMO-
TE€HHBIX MUEJIOMHBIX UMMYHOTJIOOYJIMHOB.

Ceszap Mwicraitn u  Ixopmk  Kénep
(Cesar Milstein, Georges Kohler) ooHapyxwuiu,
YTO MOXHO MOJYYUTh B OOJBIIOM KOJUYECTBE
aHTUTesa TTPaKTUUECKHU JI0OON 3adaHHOM crie-
UMGUYHOCTA TIOCPEACTBOM  CAUAHUS  KACMKLU,
npooyyupyroweii aumumeno, ¢ KAemKou Mue-
Aombl. It 3TOTO  MBIIIL  MUMMYHU3UPYIOT
onpeae/eHHBIM aHTUTEHOM M CIyCTSl HECKOJIb-
KO HeJesb YAAISIOT y Hee cesie3eHKY. [anee Ge-
pYyT cMecb MMMYHOKOMITETEHTHBIX KJIETOK
9TOM CeJIe3€HKM U in Vitro BBI3BIBAIOT UX CIIMSI-
HHME C KJIETKaMW MMEJIOMBI. 3aTeM BBIIEJSIOT
TUOPUAHBIE KJIETKU MyTeM KYJIbTUBUPOBAHUS
cMecH BceX KJIETOK B cpelie, MOoIaepKuBaoleii
POCT TOJBKO TUOPUIAHBIX (HO HE MCXOMHBIX)
KJeTOK. B HeKOTOpbIX M3 TMOJYYEHHBIX TIHU-
OpPUAHBIX KJIETOK COXPAHSIOTCS HeOoIlacThye-
CKME CBOWCTBa MHUEJIOMHBIX KJIETOK, W TMpH
9TOM OHU CUHTE3UPYIOT aHTUTeNla 3aJaHHOMU
crieuuduyHocTH. Takue kaemku eubpudoms. Kak
B MEPBOM, TaK U BO BCEX MOCIEAYIOLIMX MOKO-
JIEHUSIX YCTOWYMBO TMPOAYLUPYIOT OoJblIne
KOJIMYEeCTBA TOMOTEHHBIX aHTHUTEN CO CIelHU-
buuHOCTBIO, JAETEPMUHUPOBAHHON WMCXOTHOM
KJIEeTKOU cene3eHku. K HacTosimieMy BpeMeHU
TaKUM TyTeM MOJYYEeHO MHOTO Pa3UYHbBIX MO-
HOKNOHAAbHLIX — aHmumen, KOTOPbIE  MCIIOJb-
3YIOTCSI B aHAJIUTUYECKUX 1IeJSIX KakK BBICOKO-
crienuduyeckue peareHThl. Hampumep, MoHO-
KJIOHAJIbHbIE AHTUTEA IPOTUB OIpPeeIeHHOTO
JIEKAPCTBEHHOTO CpEACTBA WJIM TOPMOHA TO-
3BOJIAIOT OMpPENEeUTh er0 COAEpPXKaHUe B XUJI-
KOCTSIX TeJla 1axke IpU KpaliHe HU3KO KOHIIeH-
TpaluH.

33.11. Kaxnas L- u H-nmens cocrout

U3 BapUa0EeIbHOr0 M KOHCTAHTHOIO YYacCTKOB
[Ipy MHOXECTBEHHOW MHUEJIOME B MoOYe
0O0JBHBIX, KaK MPaBUI0, MOSIBASIOTCS OOMbIINE
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Puc. 33.12.

Puc. 33.13.
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Jlerkas 1enb UMMYHOTJI00Y/IMHA
COCTOUT U3 BapuabeIbHOM M KOH-
CTaHTHOU o6JacTei.

Tsaxenas nenb IgG Takxke co-
CTOMT M3 BapuaOeJbHONW U KOH-
CTAHTHO# obJacTeil.

Yacts V.
MonekyasapHas ¢usuoorus

KOJIMYECTBa aHOMaJIbHBIX OesikoB. Ha atu Gein-
KU obpartun BHuUMaHue ewe B 1847 r. T'enpu
benc-/Ixxonc (Henry Bence-Jones) B cBsI3u ¢ ux
HEOOBIYHBIMM CBOWCTBAMM: OHHU BBIMAJAIOT
B ocanok npu HarpeBaHuu g0 50°C M BHOBbB
pacTBopsitoTcsl mpu KumnsiueHuu. OKazanoch,
yTo 6enok benc-Jluconca - smo dumep L-uyeneii
UMMYHOTJI00yJIMHA, TPOAYLMPYEMOTO MUeJo-
MO  0OJBHOTO; 3TOT  OEJOK  MOCITYXWJI
YIOOHBIM MCXOIHBIM MaTepuajoM MJis aHaju-
3a MOC/eI0BaTeIbHOCTY aMUHOKHUCIOT B L-1e-
TISIX.

B 1965 r. ObUIO TpOBEAEHO IMEPBOE MOJTHOE
onpeeseHUe TOCIeq0BaTeIbHOCTEl aMMHO-
KUCJIOT B MMEJOMHbIX L-lensix, comepxauiux
214 aMMUHOKMCIOTHBIX OCTaTKOB. DTU UCCIEN0-
BaHUs MOKa3alu, 4YTO Y pa3HbIX O0JbHBIX OeNKU
benc-/IxkoHca pas3nuyaloTcs IO IOCJIeI0Ba-
TEJbHOCTM aMUHOKHUCIOT. Camoe yIuBUTENb-
HOE COCTOSIIO B TOM, UTO pa3iMuMsl Kacajuch
TONbKO N-KOHIIEBOW TOJOBUHBI TOJHUIETI-
TUIHBIX Leneir. Kaxmbplii W3 MCcClIeI0BaHHBIX
oenkoB beHc-JI’koHca XapakTepu3oBaics yHU-
KaJIbHOM TOCeNnoBaTeIbHOCTbIO aMUHOKHUCIIOT
B IoJI0KeHUIX oT 1 1o 108, HO HaUMHAas ¢ TIOJI0-
xeHus 109, mocienoBaTeabHOCTh psifia OETKOB
benc-JIxxoHca Obuta umaeHTuyHoi. CremoBa-
TenbHO, L-yenu cocmosm u3 eapuabensbHozo
yuacmka (ocmamku 1-108) n kKoncmanmHo2o
(nocrosiHHOTO) yuacmka (ocmamku 109-214).
Takoe sgBieHKME He UMEJIO IpeleeHTa B OeJIKO-
BOW XMMUMU.

He Bce L-uenu uMeoT oAuH M TOT Xe KOH-
CTaHTHBIX ydyacTok. CylllecTByeT [Ba THUIIa
L-ueneit, o003Ha4yaeMbIX COOTBETCTBEHHO Karll-
na () u aamb6aa (A), KOTopble BO MHOIOM
CXOIHBI Mexnay coboit. Tak, ob6a Tuna L-ueneit
cocrosiT M3 214 ocTaTKOB, cojepXaT Bapua-
0enbHYI0 N-KOHIIEBYIO U KOHCTaHTHY10 C-KOH-
LIeBYIO MOJIOBUHBI. Kaxast U3 MoJoBUH - U A-
Lieneit oopasyeT NeTo U3-3a HaJIMYUsl BHYTPH-
nernoyeyHoir aucyabduaHoit cBsa3u. C-KOH-
LEBbIM OCTATKOM ILIeTell 000UX TUIIOB SIBJISIETCS
LMCTeNH, KOTOPHIM y4acTBYeT B 00pa3oBaHUM
nucynbduaHoro mMoctuka ¢ H-nembio. Hako-
Hell, X- U A-LIEMM CcoaepXaT WAEHTUYHbIe aMU-
HOKUCJIOTHBIE OcTaTKK B 40% TOJNIOXEHHIA, T. €.
MPOSIBJISIIOT MPUMEPHO TaKyl Xe CTereHb ro-
MOJIOTMM, KaK O- ¥ [-Lenu reMoraoduHa
YyeaoBeKa.

KoHcTaHTHBIE yYyacTKW BCeX )-llerei WMIeH-
TUYHBI, 32 UCKJIOYeHUEM ToyoxeHus 191, rme
MOXET CTOSAThb JIMOO NeHIMH, TUO0 BaJuH. DTO
ariomunuveckoe pasjivyMe  HacilemyeTtcss 1o
Ki1accuyeckomy mnpaBuiy Mengens. A-llenu
TakXe BapuabenbHbl TO ToJioxXeHUo 191, rne
MOXET CTOSITh JIM3UH MU aprMHUH.

H-uenmn comepxar 446 aMMHOKMCIOTHBIX



ocratkoB. CpaBHeHUE TMOCIeN0BaTeNbHOCTEH
H-ueneit  MMMYHOTJIOOYIMHOB,  TPOAYLU-
DPYEMBIX Pa3HBIMU MMEJTOMaMM, BBISIBUJIO, YTO
M B 9TOM cliyyae BapuabelbHBIMM O0Ka3bIBAlOT-
ca nmepBoie 108 ocratkoB (ot N-konma). Ciemo-
BaTEeNIbHO, TsIXKeJble LEeNu, TMOA0OHO JIETKUM,
coCTOSIT U3 eapuabeavroil (V) u xKoncmanmuoli
(C) obaacmu. BapuabenbHbie obmactu H- m L-
uemneil HO pa3Mepy OAMHAKOBbI, a KOHCTaHT-
HbIE - pa3u4YHbl: B H-Lenmsax sToT y4yacTok B
3 pasa miauHHee, yeM B L-memsx (puc. 33.13).

33.12. Y4acTOK CBSA3BIBAHHSI AHTHUIEHA
o0pa3oBaH runmepBapuadeTbHbIMHU
¢parmentamun L- u H-neneit

Kak yxe ymoMuHanoCh BbIlllE, B COCTaB aHTHU-
reH-cBA3bIBalolero ¢parmenta F,  mon-
HOCTBIO BXOAUT L-1iemb u yacTuuHO - H-1ems.
KakoB oTHOCHTENbHBIN BKJIAM KaXI0M U3 3TUX
Lerneil B CBSI3bIBAOINYI0 aKTUBHOCTL? [lepBbie
CBEICHUS B 9TOM OTHOIIEHUM OBLIM IOJTYYEHBI
MpU CPaBHEHUU TOCIEN0BATEAbHOCTE aMUHO-
KUCJIOT B OOJIBIIOM YUCJIE MUETOMHBIX OEITKOB.
OO6HapyXMJIOCh, YTO BapuaOeldbHBIE 00JAaCTU
L- u H-ueneii BoBce He paBHOMEpPHO Bapua-
O€JTbHBI, a MMEHHO TPH yyacTKa L-11enu u 4eThi-
pe H-1ernu nposBasiioT 3HaYUTENIbHO OOJBIIYIO
U3MEHYMBOCTh, YeM [JpYyrue 4YacTu Bapua-
O6enbHbIX obOnacteit (puc. 33.14). B 1970 r. On-
BuH Kabat (Elwin Kabat) mpeamoxoxumn, yto
9TU eunepeapuabensHvle yuacmku o0pas3yloT
00J1aCTh, CBSI3BIBAIOIIYIO AHTUTEH, U UYTO UMEH-
HO OT MPUPOABI COCTABISIONINX UX aMUHOKMC-
JIOT 3aBUCUT CMeUUGUYHOCTh aHTUTENA.

Hns mpoBepKM 3TOW TMIOTE3bl ObLIU MPOBE-
IeHBl OMBITHI C KMCIOJb30BaHUMEM adGbUHHOMK
MeTKM. lanTeHsl, comepXaliue peaKIMOHHO-
CITOCOOHBIE TPYMIBI, CUHTE3UPYIOTCS MPOCTO.
PeaknimoHHOCTIOCOOHBIN ranTeH crneuduiecku
CBSI3BIBAETCS C AaHTUTEH-CBSI3BIBAIOIIMM yJIaCT-
KOM aHTHUTeNa U Jajiee o0pa3yeT KOBaJECHTHYIO
CBSI3b C OMMXAWIIUM MOAXOMSIIUM OCTATKOM
B MoOJieKyJe maHHoro Oenka. Hampuwmep, aHTuU-
tena npotuB JJH® MoXHO MOMETUTH MO aHTH-
TeH-CBS3bIBAIOIIEMY YIACTKY rallTeHOM HUTPO-
dbeHunuazoHneEM:

Jua3oHueBasi TpymIa BbICOKOPEAKIIMOHHO-
crmocobHa M 00pa3yeT AMa30COCIUHEHUS
C OCTaTKaMM THPO3MHA, TUCTUAMHA W JM3WHA.
MoauduunupoBaHHble TaKUM 00pa3oM aHTHUTE-
Jla cogepxar MeTkKy M B L-uensix u B H-memnsx.
[Tpu 3TOM MeueHble OCTATKM OKa3alucCh JIOKa-

Puc. 33.14. TumepBapuabenbHbIE  YYaCTKU
nerkux (A) u Taxensix (b) nemneii.
CreneHb BapuabeTbHOCTH B TO-
CJIeI0OBAaTEIbBHOCTH  aMUHOKMC-
JIOT OTJIOXKEeHa KaK (PYHKLUS IMo-
JIOXEHUS AMUHOKUCJIOTHI.
(Capra J. D., Edmundson A. B.,
The antibody combining site,
Scientific American, Inc., 1976.)

NM30BaHHBIMU B THUIlepBapuaOeIbHBIX Y4acT-
Kax o9Ttux uereid. CremnoBatenbHO, YyuacmKu
CBA3BIBAHUA AHMULEHA QOPMUPYIOMCA 2Unepea-
PUADEAbHBIMU OCMAMKAMU AMUHOKUCAOM KAK
L-ueneii, mak u H-uenei. Ilpu mocnenyouiem
PEHTICHOCTPYKTYPHOM aHalu3e ObLIM MOJy-
YyeHBbl Oojiee MpsIMbIe JaHHBIE B IOJb3Y 3TOTO
MOJIOXEHMsI; MBI MX OOCYyIMM HUXe.

33.13. BapuaOesibHass ¥ KOHCTAaHTHasi 00JacTH
BBINOJHAIOT pa3Hbie GyHKOMU

N-KOHILIEBbIE YaCTH JIETKMX U TSKENbIX 1ieneit
comepxar BapuaOelbHble 00JacTH, OTBET-
CTBEHHbBIE 32 CBS3bIBaHUE aHTUTEeHA. Paznuuns-
MU B  MOCHEIOBaTENbHOCTY  AMUHOKMCIOT
00yCOBIEHO (hopmupoBaHue YYaCTKOB,
CBSI3BIBAHUS AHTUTEHA, pa3IMyYaOLUIUXCA 10
crneuuduynoctu. OcTanbHash yacTb Kaxmou u3
LieTeit - KOHCTAHTHAs; OHa OCYLIECTBASET Ta-
ke 3ddexTopHble GYHKIMM, KaK CBSI3bIBAHUE
KOMIIJIEMEHTa U TIepPeHOC aHTUTEN Yepe3 Tula-
HneHTapHylo MeMOpaHy. OmHu U Te Xe 3ddek-
TOpHble (YHKIIMM CBOMCTBEHHBI aHTUTENAM
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Puc. 33.15. Crpykrypa IgG. Iloka3zaHo pac-
TOJIOXKEeHUe AUCYIbMUIHBIX MO-
CTUKOB M YYaCTKM TOMOJIO-
TMYHBIX  TTOCJEeIOBaTEIbHOCTEIH.
(Edelman G. M., The structure
and function of antibodies,

Scientific American, Inc., 15,70.)

camMoii pasHoil crmemuduyHocTH. Takum obpa-
30M, GHMUMeAa COCMOSM U3 Y4acmKa ¢ YHU-
KaAbHOU nocae008amenbHOCMbl0 AMUHOKUCAOM,
onpedeasouweil  cneyu@UUHOCMb  C8A3bIBAHUS
aHmueena, U u3 y4acmka ¢ NOCMOSHHOU nocie-
dogamenvHOCMbIO, OCyulecmensirueeo ooujue
agpexmopuvie @ynkyuu. TlopasuTeabHasi 0CO-
OCHHOCTb CTPYKTYPbl UMMYHOTJIOOYJIMHOB CO-
CTOUT B TOM, YTO BapuabGeNbHBIH W KOH-
CTAHTHBIM 00JIACTH B JIETKUX U TSIXKENBIX IETIsX
UMEIOT YeTKYI0 TpaHuly pasjena.

33.14. MoaeKyabl AHTUTE] YJIOKEHbI

c 0o0pa3oBaHMeM KOMIAKTHBIX JOMEHOB,
HMEKIIUX ITOMOJIOT'MYHBIC IOCJIEeA0BATECJIBbHOCTH
IMocnenoBaTeIbHOCTh AMUHOKHMCIOT B  MOJe-
KyJe UMMYHOTJIOOYJIMHA TIOJTHOCTBIO PacKpBLI
B 1968 r. Ixepanm Opmenman  (Gerald
Edelman). Camasi uHTepecHass OCOOEHHOCTH
STOM TMOCNIeNOBaTEIbBHOCTU COCTOUT B TIEPHO-
JUYHOCTU PACTIONOXEHUS BHYTPUIIETTOUSUHBIX
OUCYTbGUIHBIX CBSI3ed W B JIETKUX, U B TS-
xkenbIx mersix (puc. 33.15). Kpome toro, umeer-
Cs CXOICTBO B TIOCJIENOBATETLHOCTH aMUHO-
KHCJIOT pa3HbIX YacTeil MOJEKYJIbl MMMYHO-
rnodynauHa. Tak, BapuabenbHasi 00JacTb Jier-
koit uernu (V) romonornyHa BapuabelbHOM
obmacty Tsaxenod uenu (V,); KOHCTaHTHas
obaacte Taxenoil uenu (C,) cocTouT U3 Tpex
paBubix yacreit (C,1 C,2 n C,3), obnanato-
IIMX CXOAHBIMU TOCJIENOBATENbHOCTAMU; Ha-

Yacts V.
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KOHell, KOHCTaHTHasl 00JacTh JIETKOW Ienu
(C,) romojoruyHa TpeM NOMEHaM KOHCTAHT-
HOM 00J1aCTH TSIKEJION LIeTIH.

Dra ovyeBMIHAsT TOMOJIOTHS TOCTEIOBATEIb-
HOCTeil aMWUHOKHUCIOT CBUAETEIBCTBYET O TOM,
YTO MOJIEKYJbl UMMYHOTJIOOYJIMHOB CBEPHYTHI
¢ o0pa3oBaHMEM KOMITaKTHBIX JOMEHOB,
KaXablii U3 KOTOPBIX CONEPXKUT 00JacTh, TO-
MOJIOTMYHYIO TIO KpaiiHell Mepe OHOMY aKTHB-
HOMY YYacTKy, BBITTOJTHSIONEMY OIpeAeIeH-
HYI0 QYHKIINIO, CBOMCTBEHHYIO MOJIEKYJIEe UM-
MyHorjnobynuHa B ueiom (puc. 33.16). Ilpen-
CTaBJISIETCSI BEPOSTHBIM, YTO JOMEHBI CXOMHBI
10 YETBEPTUYHOW CTPYKTYype, MOCKOJbKY
CXOIHBI HX TIOCJIENOBATEIBHOCT aMWUHOKUC-
JoT. JlaHHBIE PEHTIeHOCTPYKTYPHOTO aHajiu3a
MOATBEPAUIM TUIMOTE3y JAOMEHOB. Pobepto
IMonsx (Roberto Poljak) packpeln mpocTpaH-
CTBEHHYIO CTPYKTYpy mpu paspemenuu 2,0 A
¢parmenra F,. (mpakTuyecku UAEHTHYHOTO
¢parmenty F,) 4enoBe4yeckKOro MMMYHOTLJIO-
oynuHa. ®parmeHT F,. cocTouT u3 uemsipex
PACHON0NCEHHbIX 6  eude  mempasopa  2n00y-
AAPHBIX cybsedunuy, - V., V, C, u
C,1 - nopasumenvHo CXOOHbIX NO NPOCMPAH-
cmeenHoit  cmpykmype (puc. 33.17). O6uiast
CTPYKTYpPHasi OCOOEHHOCTb YETHIPEX JIOMEHOB
COCTOWT B HAJTMUYMU IBYX IMIMPOKUX aHTUTIApa-
JeNbHBIX [B-cKiIagok (puc. 33.18). Mexny HUMK
pacrojiaraloTcsl TUIOTHO yIaKoOBaHHBIE 0o0-
KOBBIE IIeMU MHOTHX TMIPO(OOHBIX OCTATKOB.
VYKa3aHHBI MOBTOPSIOUINIACS 2JIEMEHT CTPYK-
TYpbl Ha3BaH UMMYHO2A00YAUHOBOU CKAAOKOU.

TpexMepHYIO CTPYKTYPY MHTAKTHOTO UMMY-
HoraobynauHa G packpsii dsBun dasuc (David
Davies). AHa13 KapThl 2JICKTPOHHOM MJIOTHO-
CTH C pa3penieHreM 6 A TIoKa3aj, YTO MOJIeKy-
na 1gG umeer  T-oOpasHyro dopmy
(puc. 33.19). JomeHnnl B ¢parmente F, Takxe
Kak U B (parmeHte F,, MMEIOT XapaKTepHYIO
UMMYHOTJIO0YJIMHOBYIO CKJIaIKy. YTJI€BOIHBI I
KOMITOHEHT, KOBaJICHTHO CBSI3aHHBIN C OCTaT-



Puc. 33.16. Cxema, unaoCcTpupytomias rumno-

TE€3y OOMCHOB.

KoM acnaparuHa B C,2-TOMeHe, pacroyioXeH
mexny gomeHamu C,l1 um C,2 (puc. 33.19)
U COCTaBsIET 3HAYUTEJBHYIO 4YacThb 00JacTH
KoHTakTa Mexny enuHuuamu F, u F_. Cpas-
HEeHWe B3aUMHOM OpUEHTAlluU TPUJIeTalomuX
IPYT K APYTY IOMEHOB B Pa3HBIX UMMYHOTJIO-

Puc. 33.17. Crpykrypa F,_ .-¢dparmenra; mno-
KazaHbl TOJIbKO  O-YIJIepOIHbIE
aTOMBI. L-1ertm n300paxxeHbl CU-
HMM 1[BETOM, H-11eT1 - KpacHBIM.
[Poljak R. L., Amzel L. M, Avey
H. P, Chen B.L., Phizacker-
ley R. P, Saul F., Proc. Nat.

Acad. Sci, 70, 3306 (1973).]

OynMHaX M UX parMeHTax I0Ka3ajo, YTo I0-
JNUMENTUIHbIC LEeM MEXIy HoMeHaMu obja-
AT 3HAYUTEJIbHOW TMOKOCTBIO.

33.15. PeHTreHOCTPYKTYPHbIii aHAJIN3
CBA3BIBAIOIIMX YYACTKOB AHTHTEN MOKAa3al,
KaK NPOMCXOJNT CBSA3BIBAHHE HEKOTOPBIX
TranTeHoB

PeHTreHOCTpPYKTYpHBIl aHalIu3 KOMIUIEKCOB
ranteHos ¢ ¢pparmeHtamu F,, mosBomnun ompe-
IETUTh  TIPUPOLY  AHTUTEH-CBSI3BIBAIOLINX

YYacTKOB aHTUTEN U CTPYKTYPHYIO OCHOBY WX
crieunduunoctu. IlonTBepauioch mnpeackasa-
HUe, cieJaHHOE Ha OCHOBAHUU COMOCTABICHUS
MOCJIEAOBATENbHOCTEN aMUHOKUCIIOT, a TaKXe
OMBITOB ¢ ad@UHHOI METKOU, 4TO awmueeH-
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Ta6auna 33.1. CBoiicTBA MMMYHOIIOOYIMHOB Pa3HBIX KJaccos'.

Knacc KoHuen- Macca,
Tpauud B k/a Kos¢pumuent Jlerkad Taxenas CyObeTMHNYHBI
CBhIBOPOTKE, CCIMMEHTALUH, enb Lenb CoCTaB
MI/MIT S
1eG 12 150 7 X wm A ¥ X,Y, WK AY,
IgA 3 180-500 7, 10, 13 To xe a (o),  wm (ha,)
TeM 1 950 18-20 > u (L), o (|
IgD 0,1 175 7 » 4] Xzﬁz nm 7»252
IeE 0,001 200 8 » € X, W Ag,
"n=1,2umu 3. IgM un onuromepsl IgA comepxar Takxe 1emnb J, KOTOpas COeAMHAET MEXAY cO6O0il MOJNEKYJIBl UMMYHO-

riobynuHa. CekpeTupyemblii IgA MMeeT JOMOJTHUTENbHBIN CEKPETOPHBI KOMIOHEHT.

CBA3bIBANOWUIL YHaACMOK aHmumena cgopmupo-
8aH ocmamkamu eunepeapuabensvhsix obaacmei
kak L-uenu, mak u H-yenu. D10 XOpOILIO BUIHO
Ha TpuUMepe CBSI3bIBAHUS TPOU3BOTHOTO BHU-
tamuHa K, (puc. 33.20). AHanoruyHo mpowuc-
XOAUT CBS3bIBaHME (ochopuixoanHa B MoJo-
CTU, BBICTJIAHHOW OCTaTKaMU, MPUHAIJIEXKAIIH-
MU TSTH TUNepBapuabebHbIM  CerMeHTaM:
nByM L-nmerm um tpem H-uemm (pume. 33.21).
Br1OoT TanTeH Hauboyiee TMPOYHO CBSA3BIBAETCS
¢ ocratkaMu H-meru. Ero mosoxuTtenbHO 3a-
psiXeHHas TPUMETUIAMMOHUEBAs TPYITa yXo-
IAT B TIyOb KJIMHOOOpa3HOU TOJOCTH, The
3JIEKTPOCTATMUYECKN B3aMMOJACHCTBYET C IBYMS
OTPUIIATEIbHO 3apsKEHHBIMU OOKOBBIMU 11e-
nsMu raytamara. OTpULIATENbHO 3apsiKeHHas
docharnas rpynma dochopuixoauHa CBI3bI-
BAETCH C MOJOXUTEIbHO 3apSIKEHHON TyaHU U -
HUEBOW Tpynmod apruHUHOBOrO  OCTaTKa
B ycThe Imenu. Kpowme toro, gocdartHas rpymnma
o6pa3yeT BOTOPOIHBIE CBSI3U C TUIPOKCUIOM
TUPO3MHOBOTO OCTaTKa U C aMUHOTPYINTO# 0o-
KOBOW LIeNU apruH1UHa. MHOTOYMCIeHHbIE BaH-
JIepBaaabCOBbl B3aMMOJEUCTBUS, B TOM YHUCIE
¢ OokoBoil mempio Tpunrtodana (puc. 33.21),
TakXe BHOCSIT CBOM BKJal B CTAOUJIBHOCTb 3TO-
ro KoMmruiekca.

33.16. Pa3nble Kiacchl HMMMYHOTJ00YJIMHOB

pa3IMyanTcs M0 OHOJOTHYECKOH AKTHBHOCTH
Jlo cux Top MBI paccCMaTpUBaId MMMYHOTJO-
oymuH G. OmHako CyIIEeCTBYeT S5 KJIacCOB HMM-
MyHoOrIo0ynuHOB (Tabm. 33.1), U Bce OHM CO-
CTOSIT U3 TSAXeNbIX W Jerkux ueneil. KoH-
CTaHTHBIE 00JACTH TSXKEBbIX Lerneil y UMMYHO-
rJ00YJIMHOB Pa3HBIX KJIacCOB HEOAMHAKOBHI,

Yactp V.
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TOrja Kak Jierkue Uenu OJHU U Te Xe: Jubo A,
nu6o y. Taxensle Ienu WMMYHOTJIOOYIMHA
G HasbIBaIOTCS Y-LETSIMU, a TSIKEble el M-
MyHornooyauHoB A, M, D u E - cooTBeTCTBEH-
HO a-, U-, 8- u e-uensamu. Paznuume TsKenbIx
1erneil 06yCIOBIMBAET M pa3iuuue OMONOTHYE-
CKHX CBOMCTB y TMSITU KJIACCOB MMMYHOTJIOOY-
auHoB. Kak yxe ymoMUHAaJOCh BbIlIe, UMMYHO-
enobyaun M (IgM) - 310 KJacc aHTHTeI,
KOTOpbIe MEPBBIMU TOSBISIOTCS B CHIBOPOTKE

Puc. 33.18. JIBa cios aHTUMapasielbHbIX
B-ckmamok (moka3aHBI 3eJeHBIM
U XEJTBIM I[BETOM) COCTaBJSIOT
OCHOBHOI CTpPYKTYPHBIi MOTHUB
TOMEHOB B MMMYHOTJIOOYJIHMHAX.
(Capra J. D.. Edmundson A. B,,
The antibody combining site,
Scientific American, Inc., 1976.)



Puc. 33.19.

CxeMaTnyeckoe  M300paxeHue
TPEXMEPHOI CTPYKTYpbl MoJie-
kynsl IgG. Kaxnaplii aMuHOKHUC-
JIOTHBIM  OCTAaTOK  M300paxeH
B Buie mapuka. OgHa u3 H-ue-
neil moka3aHa KpacHBIM I[BETOM,
npyrass cuHuM. OmHa u3 L-11e-

neil moka3aHa PO30BBIM LIBETOM,
Ipyrasi ToiayOobIM. YTJieBOIHasi
Lenb MpUCOeAMHEHa K JOMEHY
C,2 (moxkazaHa XEITBIM 1iBe-
TOM). [Silverton E. W.,  Na-
via M.A., Davies D. R., Proc.
Nat. Acad. Sci.. 74, 5142 (1977).]



Puc. 33.20. Cmoco6 cBSA3BIBAHMS IMIPOU3BOMI-
Horo ButamuHa K, (moxasano
KEJITBIM LIBETOM) B  y4acTKe
CBA3bIBaHUA aHTUreHa. OcTaTKu
AMUHOKHUCJIOT TUIepBapuadeb-
Horo yyactka H-uenu wuzobpa-
JKE€HBI PO30BBIM 1IBETOM, a OCTaT-
KM, TpUHamIexainue L-uenu,—
cuHuM. [Amzel 1. M., Poljak R.,
Saul F., Varga J., Richards F.,
Proc. Nat. Acad. Sci., 71, 1427
(1974).]

nocjie BBEIEHUS aHTUIeHA, TOTAA KaK UMMYHO-
enobyaun G (IgG) - OCHOBHOI KJIacC aHTHUTEI
ceiBopoTku. Ha mpoTskenuu mHorux et IgG
Ha3bIBaU Y-2100YAUHOM, UCXOMSI U3 €T0 3JeK-
TpodopeTUUeCKUX XapakTepUCTUK U PacTBOPU-
Moctu. HUmmynoenobyaun A (IgA) - 3T0 oCHOB-
HOHl KJjlacce aHTUTEN, CEKPETUPYEMBIX C pas-
JUYHOTO pofa MPOAYyKTaMU BHEITHE ! ceKpeluu
(cne3Has XUAKOCTb, CJIU3b OPOHXHAIBHOTO
Y KUIIeYHOTro amuTenus). Takum obpazom, IgA
CJIYXUT MEepPBON JTUHMEH 3alIuThl MPOTUB OakK-
TepuaJbHbIX U BUPYCHBIX aHTUTeHOB. KakoBa
dynkuus wummyHornobyiuHos D (IgD) wu
E (IgE), moka He M3BeCTHO. YCTaHOBJIEHO, Of-
HAaKO, 4YTO ummyHoenrobyaun E omocpenyer an-
JIepruyecKre peakiiuyu U TeM CaMbIM 0Ka3bIBaeT
Bpe/IHOE JIeHCTBUE.

Yacts V.
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33.17. MoJieKyJqbl AHTUTEJ] BO3HHUKJIM

B pe3yjbTaTe AYNJIMKANUM U MNOcjaeayomei
JUBEPreHIMA T€HOB

CTpyKTypHasi TOMOJIOTUSI TOMEHOB MMMYHO-
rJ100YJIMHOB YKa3bIBaeT Ha XapaKTep UX MPOUC-
XOXJIeHUsI B 9BOJIOLMU. Bhile yxxe paccmarpu-
BaJjiCsl BOTIPOC O TOM, YTO CXOJCTBO TOCJIEI0Ba-
TEJIbHOCTE aMMHOKUCIOT B MOJIEKYJIaX XUMO-
TPUTICUHA, TPUIICUHA, 3JacTa3bl U TPOMOMHA
CBUIETEIBCTBYET O TIPOUCXOXIEHUU  ITHUX
(bepMeHTOB 0T 0OIEro MpeAllleCTBEHHUKA
(pa3m. 8.11). AHAJTOTUYHBIM 00pa3oM GH)-
MPEeHHSAS 20MON02UsI 8 MOAeKYyNAe UMMYHO02A0-
Oyauna ceudemenbcmeyem o NOAGACHUU AHMU-
men 6 npouecce OYNAUKAUUU 2€HO8 U UX
nocaedyruell  ousepeernyuu  (BUTOU3IMEHEHUS).
[eH-mpeniiecTBeHHUK KOAUPOBAJ, BEPOSITHO,
MPUMUTUBHYIO MOJIEKYJy aHTUTeNla, COCTOSI-
mylo npuMepHo u3 108 aMMHOKMCIOTHBIX
octaTkoB. [lanee, 1Mo Bceil BEpOATHOCTH, MpPO-
MCXOauIa QYTJIUKALUS TeHa-MpealecTBeHH -
Ka; B pe3yiabTaTe [MBEpreHUuU o0Opa3oBaB-
IKUXCS HOBBIX TEHOB BO3HUKIM pa3Hble TUIIBI
BapuaOeJbHbIX U KOHCTAHTHBIX OoOjacTeil. AJ-
neH BamyHacoH (Allen Edmundson) Beickasan
TIPeNIoI0XeHUe, YTO AUMep L-11enu BeITOTHSI

dbyHKIKIO MIPUMUTUBHOTO aHTUTEA
(puc. 33.22).
Puc. 33.21. Cmnocob cBs3biBanus dochopui-

X0JIMHA (IT0OKa3aH CUHUM I[BETOM)
C aHTWUTEJIOM B y4YacTKe, CBSI3BI-
BaiolieM aHtureH. [Padlan E.A.,
Davies D. R., Rudikoff' S., Pot-
ter M., Immunochemistry, 13,
945 (1976).]



Puc. 33.22. BeposiTHble 3Tanbl 3BOJIOLMN
MPUMUTUBHBLIX aHTUTEN. [eH, Ko-
OMpYIOLWWIA  O4HY  MOnAUnenTua-
Hyto uenb (A) n3 108 amuHokmc-
JIOTHbIX OCTaTKOB, yABauBaeTCs
1 pgaeT ABa MOEHTUYHbIX JOMEHa
(B), coeaMHEeHHbIX KOPOTKOM Nn-
HENHOW MNOANNENTUOHOW LEnbio.
B pe3ynbtate AamMBEpPreHTHoOW
3BOMIOLMM 0OPa30BaBLUMXCS NMPU
YOBOEHUN TEHOB  aMUHOKUC-
JIOTHbIA COCTaB [ABYX [AOMEHOB
CTaHOBUTCSA Pa3fINYHbIM N BO3HU-
kaloT (B) BapuabenbHas (V)
n koHctaHTHass (C) obnactu,
NepeBEpPHyThbIE OfHA MO OTHOLLE-
HUIO K apyron. lMNMpn coeamHeHun
aTux monekyn popmupyetcs (M)
MPUMUTUBHbIN F.,-dparmeHT,
obnagarowmin y4acTkoM CBSI3bl-
BaHnA aHTureHa. (Capra J. D,
Edmundson A. B.,, The antibody
combining site, Scientific

American, Inc., 1976.)

33.18. BapuabenbHble U KOHCTaHTHble oGnacTu
KOOUPYIOTCS pPa3HbiMA, HO COEAUHMBLUMMUCS
reHamm

Kak opraHmsaoBaHbl U KakK QYHKUVMOHUPYIOT
reHbl UMMyHornodbynmHa? ObHapyXxeHune 4Jet-
KOro pasnuuus mexxay BapuabenbHbIMM 1N KOH-

CTaHTHbIM1 obnactamu B L- n H-uensax gano
OCHOBaHVE OymaTtb, YTO FeHbl MMMYHOrI00Y-
JINHOB, TaK Xe Kak U KOoAVPYEMbIE MMM MON-
nentTuapl, WMEIOT HEOObIMHYIO apPXUTEKTYPY.
PaHee yxe ynoMMHaIOCb, YTO KOHCTaHTHbIE
061aCcTn -uene MOAEHTUYHbI Mo BCEeM MOoJsoXe-
HUAM, kpome 191, roe Mmoxer cToATb OO Nnein-
UMH, nbo BanvH. Kak mokazan aHanu3 popoc-
JIOBHOI, YKa3aHHble OBa BapuaHTta (annotuna)
HacnegylTCHa B COOTBETCTBUM C KJIIACCUHECKUM
npaesunomMm MeHgens, a 9TO CNyXUT BECKUM [0-
BOOOM B MOJSIb3y TOro, 4YTO KOHCTAHTHasi
06n1acTb X-Uener KoampyeTcs TOJSIbKO OAHUM
reHoM. YTto kacaeTcsa BapuabenbHbix obna-
CTeln, TO MO OaHHbIM MEHETUHECKOrO aHaUM3a
OHU KoaMpytoTca MHOXECTBOM reHoB.
B 1965 r. Yunbam [Apenep n Knog BeHHeTT
(William Dreyer, Claude Bennett) BbigyHynu
NMPEeAnosioXXeHNe, YTO B MOJIOBbIX K/ieTKax MHO-
XKECTBEHHbIE TeHbl V MPOCTPaHCTBEHHO OTAEe-
JNIeHbl OT OguHO4YHOro reHa C. CornacHo aTon
rmnoTese, B npoLiecce oudppepeHLNPOBKM KI1ET-
K1, MPOAYLIMPYIOLLEN aHTUTENO, OOVH N3 rEHOB
V coeanHseTtcs ¢ reHom C. o3gHee cTano us-
BECTHO, YTO AENCTBUTEIbHO BO3MOXHO CpaLLm-
BaHne [HK (cnnalicuHr), aHanorm4Hoe Tomy,
KOTOPOE VMMEET MECTO, Hanpumep, Npu BKIIO-
yeHun OHK dara B [EHOM.
OkoH4yaTenbHasa MnpoBepka 3TOM rMnoTesbl
TpaHCnokaumMm CMOXET ObiTb Mpoun3BeneHa
TONIbKO MocJfie Toro, kak 6yaeT BblOoeneHa 4ym-
ctas MPHK ummyHornobynuHa n 6yayt pas-
paboTaHbl MeToAbl aHann3a CHOXHbIX FeHO-
MOB MnekonuTarowmx. OcoBeHHO WHTEepPEecHO
B 3TOM OTHOLLEHMM MCMNONb30BaHNE PECTPUK-
Tas, paclennaowmx 6onbLLmMe XpOMOCOMbI Ha
cneunduydeckme dparmeHTol JHK, koTopble
HETPyOHO fanee noaseprHyTb aHanudy. Pac-
npeneneHne reHoB V u C B aTux dpparmMeHTax
JHK MoxHO onpegennTtb nytem rmnbpugusa-
umn ux ¢ dparmeHtamu MPHK, cneuyduyHbl-
MM B OTHOLLEHUW NMBGO BapuabenbHon, nmMbo
KOHCTaHTHOM obnactu. B 1976 r. Cycymy To-
HeraBa (Susumu Tonegawa), wucnonb3dysl STOT
nogxopn, onpegenun, 4to B JHK nosoBbix kie-
TOK reHbl V u C pacrnosioxeHsl [aaeko apyr ot
Apyra, a B K/1eTkax, npoayLumpyoLwmx aHTuTe-
712, OHM TECHO CBsi3aHbl. CnenoBaTesibHO, B Xo4e
AndpepeHuUnpoBKn  INMGOLNTOB MPONCXOANT

nepemeLyeHne reHos UMMYHOrnoBYy/IMHa
(puc. 33.23).
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Puc. 33.23. Ilpu nuddepeHIMPOBKE KIETOK,
MPOAYLUPYIOIIMX AHTUTENa, I'eH
V TpaHcaouupyeTcsl, COeAUHSIACH

¢ renom C.

33.19. Kak Bo3HMKaeT pa3HooOpa3ue
cnenu(UIHOCTH AHTUTE]?

OpraHuaM KHMBOTHOro  o0JlaaeT  CIOCo0-
HOCTbIO K CUHTE3Y OOJIbIINX KOJUYECTB CIeLM-
(uyeckux aHTUTEN CHYCTS HECKOJbKO HEAesb
nocjie BBeNEeHUs MpaKTUYEeCKU J000H uyxe-
poaHOIl feTepMUHAHThl. YKMCI0 pa3auuYHbIX BU-
OB aHTUTEJ, KOTOPble MOTYT CUHTE3UPOBATh-
Cs B OpraHM3Meé XMBOTHOTO, OIPOMHO - Be-
pPOSITHO, OHO TpeBbIlIaeT MWITMOH. Kak Mmbl
yXe BUIENIM, CTPYKTYPHON OCHOBOH crieliuduy-
HOCTM aHTHUTEJ] CJYyXaT IOCIeA0BaTeIbHOCTH
AMMHOKHUCIOT B BapuabenbHbIX 001acTsIX Jer-
KUX U TSIXENbIX Lemneid. ODTO MOABOAMT Hac
K KJIIOYEBOMY BOIIPOCY: KaKuM 00pazom 603HU-
Kaom pasiuuHvle nociedoeamenvHocmu amuHo-
Kucaiom  eapuabeavrvix — obaacmeti?  MoXHO
chopMynupoBaTh B CBSI3U C 3TUM U Oosiee KOH-
KPETHbIE BOIPOCHI.

1. Koeda Bo3Hukaetr pasHooOpasue? Ha
NPOTSXKEHUUXKUIHUKUBOTHOTO(COMATUYECKH )
WIMHATIPOTAXKEHUHU 3BOTIONNY (TCHETUICSCKHU)?

2. Kak Bo3HUKaeT pa3zHooOpasue? B pesynb-
Tare CJydyalHbIX MyTaUMid B XOA€ BBOJIOLMHU,
MyTeM COMAaTUYeCKON peKOMOMHALMU WU TY-
TeM COMaTUYecKOl TrumepMyTauuu?

OOusue AaHHBIX OTHOCHUTEIbHO TMOCea0Ba-
TEJbHOCTEN aMMHOKUCJIOT MUEJTOMHBIX UMMY-
HOTJ1I00YJIMHOB MO3BOJIUI0 MMMYHOJIOTaM pas-
paboTaTh HECKOJbKO THUIOTE3 OTHOCUTEIbHO
TOro, Kak BO3HUKJIO pPa3HOOOpa3ue aHTUTEN.
Bbl npeanoXeHbl TPU BO3MOXHBIX MEXaHU3-
Ma.

1. Tunomesa Kkaemox 3apodbliiesblx AUHUIL.
CornacHo 3Toil Monenu, pa3HOoOpasue CBOW-
CTBEHHO yXe€ KJIeTKaM 3apOJbIIIeBbIX TUHUU (1
9MOPUOHANbHBIM  KJI€TKaM), CojaepXKalluM

Yactp V.
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oueHb Gojbioe uuciao (>10%) reHos, koau-
pyloumux BapuabenbHble oonactu anturen. Ka-
KIOW YHUKaNbHOW TMOCIeN0BATEIbHOCTU Ba-
puabenbHbIX 00jacTell COOTBETCTBYET Y4acCTOK
OHK B kieTkax 3apoIblIeBOT0 IMyTH. Takum
00pa3oM, B9Ta TUMoTe3a NpeArnojaraeT, 4ro
pa3HO0Opa3ue BO3ZHUKJIO HAa MPOTSIKEHUM 3BO-
JIOUMM B pe3yjbTaTe CJIy4YaWHBIX MyTalUii
u oT6opa.

2. Tunomesa comamuueckux pexkomOuUHayuil.
CornacHo 3Toii TUMOTe3e, CYIIECTBYET TOJIbKO
HeOobioe yucno (mopsnka 100) reHoB, Komu-
pylolIMX BapuaOeabHbIe 00JacTU aHTUTEN.
DTU TeHbl, CXOAHbIE MEXAY CO00M, HO HE UIEH-
TUYHBIE, HA TPOTSIKEHUU XKU3HU UHAUBUAYYMA
MpeTepreBaloT MHOTOKPATHbIE PEKOMOMHAIIMU
B KJIETKaX, MPOAyLUPYIOLIKUX aHTuTeaa. [Ipea-
noJjiaraeTcsi, YTo KPOCCUHIOBEDP HAET BHYTpHU-
XpoMocoMHoO. PacueTsl mokaszaiu, 4TO PEeKOM-
ounHanus 10 reHOB MOXeT MPUBECTU K MOSIBJIE-
Huio 10° pasHBIX TOCHenOBAaTENBHOCTEl aMU-
HOKMCJIOT.

3. Tunomesa comamuueckux eunepmymayui.
CoracHo 3Toit MoJenu, pa3HooOpa3ue BO3HM-
KaeT B pe3yJibTaTe TOYKOBBIX MYTallM{ OIHO-
ro-eIMHCTBEHHOIO TeHa BapuabeabHOl 00Ja-
CTMU JaHHoro monakaacca. OmHAKO TOJbKO
HeoOblYailHO BbICOKAsl YacToTa MyTalMii MoO-
rja Obl cO3/1aTh HA MPOTSIXKEHUU XU3HU UHIU-
BUAYYMa Bce pa3zHooOpasue creuupuaHOCTU
aHTUTeNA. DBbIIO BBICKA3aHO TMpPENNOJIOXEHHUE,
YTO B KJETKaX, MNpPOAYLUPYIOUIMX aHTUTENa
(M1 B COOTBETCTBYIOIIMX KJETKax-Tpealle-
CTBEHHHUKAX), YBeJIMYEHUE CKOPOCTU MYyTalMi
obecrieynBaeTcsl  MEXaHM3MOM  pernapanuu
NHK, meiicTBue KOTOpPOTO B NAaHHOM ClIydae
HampaBJeHO Ha MPOU3BOACTBO OLIMOOK.

33.20. Bapuaobeabnbie yyactkm L- m H-ueneit
KOIUPYKOTCA HECKOJbKMMH COTHAMHM TI€HOB
Pesomonust B Meromax msydenus JAHK, mpo-
u3olleamas B IOCJeIHWE TObl, caejiaia BO-
MpoC O MPOUCXOXIEHUU Pa3zHOOOpa3usi aHTU-
Tel JOCTYMHBIM [Jii 3KCIEPUMEHTAIbHOTO
aHanu3a. OcoO0eHHO LIEHHBIMU B IaHHOM CIly-
Yyae oKaszajqucChb METOAbl KJIOHUPOBaHWsS TE€HOB
U OBICTPOTO OIpeleeHUus] MOoCaeq0BaTeIbHO-
ctu npoTsxeHHbIX ydacTkoB JHK. Braromaps
WCTIOJIb30BAHUIO 3TUX METOJNOB 32 KOPOTKMI
CpoK ObuIa moJyyeHa uH(opMmauus, HeoOXoau-
Mas s OTBeTa Ha JBa Y3JOBBIX BOIpoca:
CKOJIbKO Te€HOB BapuabeabHbIX objacTeir co-
JNEPXUTCS B KJETKax 3apoAbIIIeBOro MyTu?
MeHsieTcst 1M MOCJe10BaTeIbHOCTh OCHOBAHU I
B mipotiecce AudbepeHIUPOBKH KIETOK, MPOAY-
UUPYIOIMX aHTUTeNa?

OTBeT Ha MepBbIil BOMPOC CBOAUTCS K TOMY,



4TO Cyuecmeyem HecKoAbKO COMeH 2eH08 6d-
puabenvhbix obaacmeii  x-aeexux (V) u ma-
acenvix yeneir (V). 300 renos V, u 300 retos
V., COEAMHSSICh B Pa3NMYHBIX KOMOMHALMAX
(300 x 300), ciocoOHBI ObUIM OBl KOIMPOBATH
9+10° BapMAaHTOB MOJEKYJN AHTUTEN, Pa3/iu-
Yyamluuxcsls Mo crneuupuIHOCTU. DTOT pac-
yeTHBIH MakcumyM (9+10°) HamHOro HuXe
peajbHOTo Yucia aHTUTEN Pa3Ju4yHOU creuu-
(uyHOCTH, CHUHTE3UPYIOIIUMXCS B OpTaHU3ME
KMBOTHOTO; CYUUTACTCS, YTO YMCIO TAKMX AHTH-
Tel 3HauMTenbHO mpesbimaer 10°. Pacxoxme-
HUE MEX/Y PacyeTOM U PEaJbHOW BEJIMYMHOUN
ellle BbIIe B OTHOUICHMM JIETKUX Lieneid A, Ko-
TOpble, Kak ObUIO MOKa3aHO, KOAUPYIOTCS Me-
Hee, yeM 10 renamu V,. B nenom uucao eenoé
sapuabenvbibix obaacmell 8 Kaemkax 3apoodbluie-
6020 NYyMu 0KA3aA0Ch CAUWKOM MAAbIM, 4moObl
noAHOCMbIO 0becneuums 6ce pasHoobpaszue aw-
mumen. OuesudHno, 6 xode JughgpepeHuuposKu
AUMPOYUMOE HA NPOMAICEHUU HCUSHU HCUBOM -
H020 NOABAAIOMCS KaAKUe-mo OONOAHUMENbHble
@akmopbl, nosviulaOwue CmeneHb pasHooopa-
3us.

33.21. OtkpbiTHe reHoB J (COeAVHSIONIUX) -
JOIMOJIHUTEJIBbHOI'0O HMCTOYHHUKA pa3}l006pa3ml
AHTUTEJ

Crnenymouiuii 1ar B M3y4YeHUM MeXaHU3Ma,
oOecreyunBallIlnero pasHooOpa3uMe aHTUTE,
ObLI clesaH MpU ONpeAeeHUH IocaeaoBaTelb-

Puc. 33.24. TeH V, BolmeneHHBIN U3 SMOpHO-
HaJIbHBIX KJIETOK, YKopoueH. OH
He KOoAupyeT nocienHue 13 amu-
HOKMCJIOTHBIX OCTAaTKOB Bapua-
oenpHOMI (V) 006JaCcTH MOJUIIEI-

TUIHOW LICIIN.

33.25. PacmonoxeHue TaHIeMOM
IpyIIbl IeHOB J, KOOUPYIOLIUX
YyacTh IIOCJIEIHEr0 TUIlepBapua-
0OeJbHOTO yyacTKa Bapuabenb-
HOI1 o6iacTu; TreHsl J JIOKaanu30-

BaHbl BOJM3M reHa C.

Puc.

HOCTE OCHOBaHUI KJIOHUPOBAHHBIX T€HOB, KO-
IUPYIOIIUX WMMYHOTJIOOYIMHBI B 3MOpuUO-
HaJIbHBIX M MUEJOMHBIX KJIEeTKax. DTU UCKIIO-
YUTEJIbHO MPOMYKTUBHbBIE UCCIEA0BAHUS ObLIN
npoBeaeHbl ToHeraBoii, uiunmnom Jlegepom
u Jlepoem Xymom (Tonegawa, Philip Leder.
Leroy Hood). Ilpexnae Bcero, coBeplilieHHO He-
OXUAAHHO BBISICHUIIOCH, YEM 6 IMOPUOHANbHBIX
Kaemkax eenvl V- kodupyrom eapuabenvibvlie 004a-
cmu L- u H-uyeneii éoéce ne yeauxom. I'en VaMm-
OpMOHATBHBIX KJIETOK (M KJIETOK 3apOJbIIIEeBO-
ro TMyTHU) 3aKaHYMBAETCS KOIAOM Ul aMUHOKMC-
JoTHoro octarka 95, a He 108, KoTOpHIii
COCTaBJsIET KOHEll BapuabesbHO#l obiacTu
MOJUMNENTUAHON  1eMM  UMMYHOIJIOOyJIMHA
(puc. 33.24). T'me xe nHaxonutcsa JHK, koropas
KOIMpYyeT mocieqHue 13 ocTaTKoB Bapuabelb-
Hoi o6nactu? B >MOpUOHANBHBIX KJeTKax
arot orpe3ok JJHK siokanu3oBaH B HeoXuaaH-
HOM MecTe: BOimM3M reHa C. YKa3aHHBIN oTpe-
30k JIHK nasBanau rernom J (OT aHTII. join - coe-
IUHSTD), TOTOMY YTO B nuddepeHIIMpOBaHHBIX
KJeTKax oH coenuHsiet redsl V' u C. B cymHo-
CTU, 68 3MOPUOHANbHbIX KAeMKAX 604u3U 2eHa
C iokaauzosana uenas  epynna - pacnono-
JiceHHblx mandemom eenos J (puc. 33.25). Ipu
IuhbepeHIMPOBKE KIETOK, MPOAYLUPYIOIIUX
AHTHUTEJa, MIPOUCXOIUT TPaHCIOKAlUs TeHa V'
B YYaCTOK, PacroJIOXeHHBbIH psaoM ¢ reHoMm C;
9Ta TpPAHCIOKAIMS OCYUIECTBISETCS IMyTeM
BHYTPUXPOMOCOMHO# pekoMmOuHauuu. [lpu
9TOM een V cpawueaemcs (cnaaiicune) ¢ eenom
J u gopmupyemcs obwuii eeH, NOAHOCMbIO KO-
dupyrowuii  eapuabeavrviii  ywacmok.  Kaxmbrit
13 YKa3aHHBIX TEHOB CONEPXUT KOPOTKYIO Ma-
JUHAPOMHYIO (pa3m. 24.27) mocrienoBaTelb-
HOCTb, PACIOJOXEHHYI0 PSIIOM C Y4aCTKOM pe-
KOMOMHAUMKU. DT MaJTUHIPOMBI CIyXar, Be-
POSITHO, 3JIeMEHTaMM y3HaBaHUS B Ipoliecce
PEeKOMOMHAIINH.

lenbl J BHOCAT OOJbIION BKJIaA B pasHO-
obpa3ue aHTUTEN, TaK KaK OHM KOAUPYIOT
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Puc. 33.26. HertouHocTh MecTa COEIMHEHUSI
reHoB V' u J CayXuT elie ONHUM
MCTOYHUKOM pa3zHooOpa3us aH-
TUTEJI.

4acTh  IOCJIEAHETO  THWIlepBapuabeqbHOTO

yuactka L- u H-ueneii. I[Ipu dopmupoBanuu
TOJTHOTO TeHa V, o000 U3 HECKOJbKUX COTEH
reHOB V' MOXeT NpUCOeIUHUTHLCS K JTI000MY U3
nsitu reHoB J. Hanpumep, B pe3ynbrate KoM-
ouHaiuu 300 HErMoJHbIX TeHoB V ¢ MSThlO Te-
Hamu J MoxeT obpaszoBatbcsi 1500 BapuaHTOB
nmojHoro (HempephiBHOro) reHa V. Cnemosa-
TEJbHO, COMAMu4ecKas peKoMOUHAuUs 3mux
2eHHbIX Ce2MEeHmo8 ycuaueaem pasHoodpasue,
3A10JICEHHOe Yce 6 KAeMKAX 3apoobiuie8020
nymu.

33.22. Coenunenue resoB V u J

B Pa3jIMYHBIX PAMKAX TaK¥kKe CIOCOOCTBYeT
Pa3HOOOpPa3nI0 AHTUTE]

BTropoe yauBuTENbHOE OTKPBITHE COCTOSIO
B TOM, UTO HaOOp U3 MATU reHoB J obecrieun-
BaJl CHHTE3 He MsTHU, a O0JIbIIEeTo Yucia mnocie-
JIOBAaTEJIbHOCTE aMUHOKUCIOT IJSI COOTBET-
CTBYIOIIMX oOOJacTeil Jierkoil uenu. AHanu3
MocJe1oBaTeIbHOCTe aMUHOKHUCIOT M OCHO-
BaHUI MOKa3aJl, YTO PeKOMOMHALIMSI TeHOB V'
u J mpoucxomuT He abcojoTHO TouyHO. Kak
0Ka3aJoCch, peKOMOMHALIMS 3TUX T€HOB MOXET
UMETh MECTO IO TOMY WJM MHOMY M3 OCHOBa-
HUIl BOJM3M KOMOHA, AETEPMUHUPYIOUIETO
octatok 95 (puc. 33.26). CredosamenvHo, pas-
AuYUe pamox, 8 KOmopulx NPOUcXodum cpauusa-

Yactp V.
MounekyasapHas (u3noJorus
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Hue eenoe V u J, enocum Odonoanumenvhbiii
6KAA0 6 pasHooOpazue awmumen 6 OpeaHusme.
IToxoxe, 4YTO MMMYHHasl cHUCTeMa IOJydaer
YIOBOJILCTBUE OT MEJKMX IMOTpelIHoCTe!

B xaxmoMm manHOM JTMM@OLUTE 3KCIIPECCH-
POBaH TOJBKO OOWH M3 IBYX aJUICJIbHBIX T€HOB.
CremoBaTellbHO, BCe yJ9aCTKHU, CBSI3BIBAIOIINE
aHTUTEH, IPOAYLUPYEMBIe OTICIbHON KJIeT-
KO, oaMHakoBbl. QOHapyXeHa CTPyKTypHasi
OCHOBa TaKOTro M30MpPaTEJIbHOIO BBIPAXECHMUS
reHa (Ha3bIBAa€MOTO aAA1eAbHbIM UCKAIOYEHUEeM).
Kak mokazan anHanu3 ¢parMeHTOB, IIOIY-
YEeHHBIX MOCJIe PECTPUKLIMN, HETTOTHBIN reH V
NpaBUJIbHO COEAUHSCTCA C FeHoM J TOJIBKO
B OOHOM M3 ABYX TOMOJIOTUYHBIX XPOMOCOM;
9KCIIPECCUPYETCSI XKe TOJBKO IPaBIILHO pe-
KOMOWHUPOBAHHBIA I'eH UMMYHOTJIOOYJIMHA.

33.23. mPHK gna L- u H-neneii o6pa3ywrcs
nyTeM CpamMBaHUsA (CIJIAWCHUHra) mNepBUYHBIX
NMPOAYKTOB TPAHCKPHUIIIIUHA
MPHK nerxux yx-uemneit comepxut okono 1250
ocHoBaHuit (puc. 33.27). Kak m B npyrux
MPHK sykapuot, B Heli comepxkatcs poly(A)-
MOCJIe/IOBAaTeIbHOCTh,  MPUCOEAMHEHHAass K
3'-KOHILy, M HETPaHCIMPYEMbIe ITOCIe0BaATE b-
HOCTH Ha 3'- u 5'-koH1ax. Judeprnas nociedosa-
meavHocms BOMM3M  5'-koHua MPHK  x-uenu
KOOUPYET rugpodooHyIo N-KOHIIEBYIO
o0nacTb cuHTe3upyemoit y-uenu. OO6pasyio-
nasicst CUCHANbHASA nocaedosamenvHoCmy
(puc. 33.28) HampaBiseT pubOCOMYy K 3HIO-
MJ1a3MaTUYEeCKOMY PETUKYJIYMY U OTpeaessieT
CMOCOOHOCTh HOBOCHHTE3MPOBAHHOM TOJIMIIEN-
TUOHOW e MMMYHOTJIOOYJIMHA MPOXOAUTH
yepe3 MeMOpaHy DP B mpocBeT ero Tpybouek
(pa3n. 29.30). Jasiee Ha BHYTpeHHE CTOpOHE
MeMOpaHbl DP mpoucXoauT OTILEIJIEHUE CUT-
HaJIbHOI MOCJIeI0BAaTebHOCTH IO AelCTBUEM
nentuaasbl. BapuabGenbHass M KOHCTaHTHast
00J1aCTH JIETKO# LeNu KOAMPYIOTCS CMEXHOM
obnactelo MPHK, KoTopas ciemyer Hemocpena-
CTBEHHO 3a JIMAEPHOI ITOC/IeAOBATEIbHOCThIO.
[TepBUYHBIN MPOAYKT TPAHCKPUTILIUM, U3 KO-
Toporo obpasyercsa ata MPHK, comepxur nse
BCTaBOUHBIE MOciea0BaTeIbHOCTH (puc. 33.29).
OpHa U3 HUX OTHAE/SIeT JUACPHYIO IMOCienoBa-
TenbHOCTh OT Havyana MPHK, xommpyromeit
BapuabelbHYI0 00/1acTh, a BTOpas pacIiooxe-
Ha MeXIy AMCTaJbHBIM KOHIIOM TOC/eI0Ba-
TeJbHOCTU, KOMILJIEMEHTApHBIM reHy J, M Haua-
JIOM TOCJIeI0BaTeIbHOCTH, KOMIIJIEMEHTapHO
reny C (T.e. Komupyiolieii KOHCTAHTHBIN yda-
cToK). [lpu npespawenuu nepsuunoeo npodykKma
6 MPHK (npoyeccune) npoucxooum ydasenue
amux ecmasouHvix nocaedosamenvrocmeil. Jlo-
OOMBITHO, YTO TeH J HeceT MHPoOpMaLUIO AJs



Puc. 33.27. Crpykrypa MPHK,

wei L-uensb.

KOAMPYIO-

Puc. 33.28. CurnanbHas nocjiegoBaTeNlb-
HOCTb HOBOCHMHTE3MPOBAHHOU
L-uenu. 2KenTsIM LIBETOM OTMe-

YeHbl IUApPOGOOHBIE OCTATKH.

crjaiicuHra  (cpauiMBaHUs) JABYX  THIIOB:
onHo - Ha ypoBHe JJHK (cnusHue renos V u J)
u apyryio - Ha ypoBHe PHK (coemunenue J-
u C-y4acTKOB).

KakoBa cTpykTypa reHa, KOZUPYIOLIETO Tsi-
Xenyto nenb? Bcmomuum, uro H-1iens cocrout
u3 yerblpex gomeHos: V., C,1, C.2 u C.j3.
HenasHo ObL10 OCylIeCTBIEHO KJIOHUPOBaHUE
dparmenTa JHK, ompenensiomero KOHCTaHT-
Hylo o0nacth Tsxenoit uenu IgG. DnekTpoH-
HO-MUKPOCKOTIMYECKHUE UCCIIeIOBaHMUS ToKa3a-
m, yro C,1, C2 u C,3 xoaupyworcsa
pasaeiMu ydactkamu JHK (pme. 33.30). Eme
onuH yyactok JHK koaupyet mapHupHoe co-
enuHeHue mexny C,1 u C,2. B uenom do-
MeHHas cmpyKmypa UMMYHO02N00YAUHO8
(pa3n. 33.14) seasemca ompadxceHuem — apxu-
meKkmypul  coomeemcmeyruux eenos. baaeoda-
PA CRAQUCUHEY Op2aHU3Mbl O0KA3AAUCb CHO-

Puc. 33.29. [IlepBuuHBIll TPaHCKPUIIT - MPEA-

mectBeHHUK MPHK L-uenu.

COOHbIMU co30asamb 6 X00e 280AI0UUU HOBble
beaku nymem obsedunenus ywacmkos /JHK, ko-
oupyrouux pasHvle O0OMeHbl.

33.24. Pa3nple Kjaacchl aHTUTEJa 00pasywTCH
B pe3yibTaTe MNepecKOKa TIeHOB V),

Kak yxe ymomMuHanoch, CyLIECTBYeT TMSTh
KJIacCOB UMMYHOTI00ynuHoB. Kietku, npony-
LIUPYIOIIME aHTUTENa, cHadajia MpOIyLUpYIOT
IgM, a 3atem IgG, IgA, IgD unu IgE moii ace
camoii cneyugpuunocmu. Tlpu 3TOM mepexioue-
Huu ot IgM Ha apyroii KjlacC UMMYHOTJIO0Y-
JINHOB JIeTKasl LIeMb 0CTaeTCsl Heu3MeHHoi. bo-
Jiee TOr0, HEM3MEHHOM ocTaeTcss U Bapuadeib-
Hasg oO0nacTe TsKeJNo uenu. Menaemces
MOAbKO KOHCMAHMHAS 004acCmb MANCeAol Ue-
nu, U TOTOMY BTOT 3Tan AuddepeHLUPOBKHU
KJIeTKM, TNPOAYUMpYIOUIed aHTUTeNa, Ha3bl-
BatoT C,-nepexarwuenuem (puc. 33.31).

B aMOpuoHanbHbIX KAeMKaxX Mol 2eHbl, KO-
dupyrowue KoHCmanmHsle obaacmu (-, Y- U Q-
mscenvix yeneli (U 00603HAUAEMbIX COOMEEM -
cmeenno C,, C, u C,), pacnonoxcens. 6 pso,
odun 3a dpyeum (puc. 33.32). Kak okazanocs,
CYILIECTBYET YeThIpe TeHa KOHCTAHTHBIX y4acT-
KOB Y-1IeMeil, 4TO TIOJHOCTbIO COOTBETCTBYET
JNaHHBIM T€eHETUYECKOT0 aHaIn3a, BBISIBUBIIETO
yeTpipe noaknacca IgG. Panom ¢ renom C, sio-
KaJn3yeTcsi HA0Op pacroyOKEHHBIX TAHIAEMHO
reHOB J, KOAUPYIOIIMUX TOCJIEeAHUI TUlepBa-
puadeIbHbI y4acTOK BapuabeJabHOI 00JacTu.
Tloanviii 2en msascenoii yenu IgM ob6pasymcs
nymem mpaHcaokayuu cena 'V, k eeHy J,
(puc. 33.33). B pe3yabrare 3TOM TpaHCIOKALIMT
rensl V,, Jy, n C, coenMHAIOTCA B PYHKLMO-
HaJIbHO €MHBII reH. BcTtaBouHble mocienoa-
TEJIBbHOCTU MEXY JIUAEPHBIM OTPE3KOM M Ha-
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Puc. 33.30. Tpu momeHa koHcTaHTHO# (C)
00JIaCTU TSXEJIOM 1emu W IIap-
HUPHBIA y4acCTOK KOIUPYIOTCS

Pa3sHbBIMM y4yaCTKaMHM TC€Ha.

yaJoM TeHa BapualOelbHON O00IaCTH, MEXIy
KOHILIOM reHa Ji; u Hayainom rena C,, a Takxe
B npefienax reHa C, BHICTPUTAKOTCS B XOJI€ Tpe-
BpallleHus mepBuYHOro tpackpunrta B MPHK
IS U-1IeTIN.

Puc. 33.31. CuHTe3 pa3IMyYHBIX KJIACCOB M-
MyHoOIn0OyInHOB. B pesynbrate
TOTrO, YTO I'eH V,-o0nacTu cHaya-
Ja  COCOWHSAETCA C  TeHOM
C,-obacTu, a 3aTeM C KaKMM-JIK-
060 npyrum u3 reHos C-obnacTu,
dbopmupylorcs H-uienmu pasHbIX

KJIACCOB HMMMYHOTJI00YJIMHOB.

Yactp V.

254 MouiekyaapHas (U3NO0JIOTHs

Kak moxaszan aHaiu3 MPOAYKTOB DECTPUK-
tazHoro pacmermenus JHK wu3 smOpuo-
HaJlbHBIX M MMEJIOMHBIX KieTok, C,-mepe-
KIIo4eHre Impoucxomut Ha ypoBHe [JHK,
a He PHK. Tak, npu nepexarwouenuu om
IgM « IgA een V ,J,, pacnonoxcennusiii psadom
c eenom C,, nepemewjaemcs € y4acmok, pacno-
n0xucennbill padom ¢ eewom C, (puc. 33.34).
ITpu st0it pekomMOuHauuu reHsl Mmexny C, u C,
00pasyioT Mmemio U BbicTpuraiorcs. He uckiio-
yeHo, 4yto yyactku JHK, nmperepresatoniue pe-
KOMOWHAIINIO, HECYT MAIMHAPOMHYIO TOC/IeI0-
BaTeNbHOCTh. MIMEHHO TpaHCIOKAIMS BCETO
reda V,J, JeXUT B ocHOBe TOoro ¢axTa, YyTo
IgA, mponyuupyeMbiii OnpeaeIeHHOM KIETKOM,
WIEHTUYEH IO AHTUTEHHOW CreuupUIHOCTI
[gM, cMHTEe3MpOBaHHOMY TOIl X€ KJIETKOW Ha
OoJsiee paHHe# ctaguu pa3BuTusa. Kakum obpa-
30M KJIE€TKa BHIOMpaeT IJ TpPaHCIOKAIMU
OIMH U3 HeckoJbkux reHoB C,, ocraercsi He-
HU3BECTHBIM. Buonoeuuecioe 3HaueHue
C,-nepekaroeruss cocmoum 6 mom, 4mo 6ech
domeH, omeemcmeeHHbI 3a Y3HABaHUe (eapua-
benvHblil domeH), nepemeulaemcst om NepeoHa-
wanenol koncmanmuoil obaacmu (C) Kk Opy-
UM KOHCMAHMHbIM 00AACMAM, KOOUPYIOUWUM
noaunenmuoHvle yenu ¢ UHbIMU IPPeKmopHbiMU
dyHKyUAMU.

33.25. Pa3HooOpa3ue aHTHTE] OO0YCJIOBJIEHO
COMAaTHYECKOii peKOMOMHaNUeil MHOTHX TeHOB
KJI€ETOK 3apoJbIlIeBOro myTu

M COMAaTHYECKON MyTauuei

[TogpITOXKUM Temepb Teé MeXaHU3MBbI, KOTOpbIE
obecreynBaloT pazHoobOpasue aHTUTed. Kiet-
KM 3apoIBIIIEBOTO IMYTHU COHEPXKAT JOBOJBHO
Oonpiioii Habop reHoB BapuabeIbHBIX 00Ja-
cteid. Jlerkas 1enb X KOAUPYETCS HECKOTbKUMHU
cotHaMH (ckaxeM, 300) reHoB V u maThIO TeHa-
mu J. CylecTByeT o KpaiiHell Mepe TpU paM-
KM, B KOTOPBIX IIPOUCXOAUT COEANHEHE T€HOB
V'u J. Otciona cienyer, 4To oOIlee YHUCIO T1O0JI-
HBIX T€HOB V), 00pa3ylolluXcd MpU BCEX BO3-
MOXHBIX COYeTaHUSAX TeHoB V u J, cocTaBiseT
30053 = 4500. ITomoOHBIM X€& MyTEM MOXKET
BO3HMKHYTh QHAJOTMYHOE YMCJIO BapHaHTOB



Puc. 33.32. TeHbl KOHCTaHTHBIX obJacTeit (-,
Y- M O-1IETIeH pacTTOJ0XEHBI B PSII,
onuH 3a apyruM. IlomoxeHue re-

HoB C, u C_ elle He yCTaHOBJIEHO.

tsxenpix 1eneil. CoenuHenue 4500 L-uerneit
¢ 4500 H-merstmu maet 4500 « 4500 = 2+ 107 pas-
JUYHBIX 10 AHTUTEHHOU CreMDUIHOCTH aHTH-
Tel. DTO YUCIO JIOCTAaTOYHO BENUKO, YTOOBI
obecreyuTb TO OOJbIIOE pa3HOOOpa3ue aHTHU-
TeJ, KOTopoe oOpasyeTcss B opraHu3Me XUBOT-
HOTO.

Kak ynomuHanocs Bblllie, FeHOB V, ropasno
MeHbIIIE, 9eM reHoB V. Tak, y Mbleii nmeer-
cs, Mo-BUAMMOMY, Toibko 2 reHa V,. OpgHako
COOTBETCTBYIOIIMX 3TOMY Te€HYy TOCieqoBa-
TeJIbHOCTEl aMUHOKMUCIOT OOHapyXeHO Ha-
MHoro Oojbie. [lpeacraBnsercss BepOSITHBIM,
4yTO paszHooOpasue Jerkux Iierneid A BO3ZHUKAET
B pe3yjbTaTe COMaTUYECKHMX MyTaluil. B ye-

AOM, KaK Mol 6UOUM, HPUPOOA UCHOAb3Vem
Kaxcoblil U3 mpex — 00Cyucoasuuxcs — evluie
(pa3n. 33.19) UCMOYHUKO8  PA3HO00pa3us -

bonvuioli Habop eeHo8 KAemoK 3apooblile8020
nymu, comamuyecKue peKOMOUHAUUU U COMAMU-
ueckue Mymayuu: 8 umoze 603HuKaem mom 00-
eameiimuil Habop anmumen, KOMOpbli Heobxo-
oum 04 3awumel OpeaHU3Ma OM BMOPICEHUs
YYIHCEPOOHBIX Beuecms.

33.26. KinoHaIbHO-CEIEeKIMOHHAS TEOpHUs
00pa3oBaHUsI AHTHUTE

B 50-x romax Hunc Epne, Maxkdepneitn bép-
Het, HaBun Tanmemx u [xomrya Jlemepoepr
(Niels Jerne, Macfarlane Burnet, David
Talmage, Joshua Lederberg) pazpabotanu kio-
HaJbHO-CEJICKIIMOHHYI0  TEOpUuio,  JTA0IIyIo
00001IEHHOE OMUCAaHWE WMMYHHOTO OTBETA.

Puc. 33.33. B pesynbraTte coeAUHEHUSI T€HOB
V, u J, obpasyercss reH, KOAM-

PYIOIIMIA WU-LIETb.

OCHOBHbIEC TIOJIOXEHUsI 3TOW HBbIHE OOUIeNpu-
HATON TEOpUu Cleaylolue.

1. Knertka, mpoayuupymomias aHTUTENa, CO-
nepxut JHK ¢ yHukanbHO# mocienoBaresib-
HOCTbIO OCHOBAaHUM, OIpeAesIoled Mocieno-
BaTeJIbHOCTh AMUHOKUCIIOT, XapakKTepHYIO s
CHUHTE3UPYEMBIX €10 Lieneii UMMYHOTJI00yIrHA.
CrneunpuyHOCTh aHTUTENA LIEJIUKOM OIlpele-
JISETCS TIOCJIE0BAaTEIbHOCTbIO aMUHOKMCIIOT.

2. Kaxnmas otnenbHas KieTKa MpOAyLUDPYET
aHTUTeJAa TOJBKO OxHOU crenmuduuHoctu. Cre-
dosamenvHo, CHOCOOHOCMb K CcuHme3y onpede-
NEHH020 AHMUMeNA 3aA0CeHa 8 KaemKe eue 00
KOHMAKmMa ¢ aHmMUueeHoM.

3. Hauwunaroimas co3peBaThb KjeTKa MpOIy-
HUPYeT HeOOoJbIIMe KOJMUYECTBA aHTHUTEN
ofHO# crienduyHOoCTH. YacTh U3 HUX TIPUKpE-
MJsieTcsl K TMOBEPXHOCTH KaeTku. Ecim Takas
He3pesas KJeTKa BCTpeyaeTcsl C aHTUTCHOM,
MPOTHB KOTOPOTO OKa3ajJucCh HaIpaBJeHbl ee
aHTUTEeNa, TO oHa morubaetr. BciexctBue 3Toro
KMBOTHOE OOBIYHO HE TPOU3BOIUT aHTUTEN
MPOTUB COOCTBEHHBIX MAKPOMOJIEKYJ, T. €. OHO
obsianaetr moaepanmuocmolo K ceoemy. Jleii-
CTBUTEJIBHO, KJIETKU, MPOAYLIUPYIOIINE aHTUTE-
Jla IPOTUB COOCTBEHHBIX AaHTUTEHOB, STMMUHU -
pYyIOTCSI Ha TMPOTSXKEHUU SMOPUOHATBHOTO
pasButus. Ha 3peavie kaemku B OTIUYUE OT He-
3peJIbIX gcmpeya ¢ aHmueeHom delicmeyem cmu-
MYAUPYHOUUM  00paA30M: YCUAUBACMCA CUHME3
aHmumen U 3anycKaemcsi KAemouHoe OeneHue.
[ToToMKu OmHON KJIETKM COCTABJISIIOT KJIOH,
o0nafgaoluil BCEMU TeHETUYECKUMU OCOOEH-
HOCTSIMU UCXOAHO# kjeTku. CremoBareibHO,
JeJIeHUe KJIETKU, MHULIMMPOBAHHOE KOHTAKTOM
C QHTUTEHOM, MPUBOIUT K TOSIBJICHUIO KJIOHA
KJIETOK, CHHTE3UPYIOIIMX aHTUTeNa TOM XKe
crenu(PUIHOCTH.
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Puc. 33.34. CrpykrypHas ocHoBa C,-mepe-
KmoueHus. B pesynprate BHY-
TPUXPOMOCOMHON  peKOMOUHa-
uuu red V,J,, HaxoguBIINIi-
ca Bose reHa C,, OKa3bIBAETCA

psagoM c¢ reHoMm C..

4. Kinon NpoABJIACT TCHACHIUIO K COXpaHC-
HHIO U TIOCjIe MCYe3HOBEHUS aHTUIreHa. B Cl1y-
Yyac HOBOTO IMMOABJICHUA TOTO XK€ aHTUI'CHA ITPO-
HUCXOOUT CTHUMYJIALUUA ITUX KIETOK, UYTO
n O6YCJIOBIII/IBaCT UMMYHON02UUYECKYH0 NAMAMb.

33.27. Ha noBepXHOCTH KJIETOK, NMPOIXYIHPYIO-
UX AHTUTEA, UMEIOTCS pelenTopbl
AHTUT€HOB

Monexyabl criemuPUIecKux aHTUTEN PacIioyio-
JK€Hbl Ha IMOBEPXHOCTH IMPOAYLUHUPYIOIIUX HX
KJIETOK. Krnerkamu-npeninecTBeHHUKaAaMU
SIBJISIIOTCS AuMpoyumsl. B 0OBIYHBIX YCIOBUSX
OHU HenaTcs MemieHHo. OmHaKoO B pe3yJbTaTe
CTUMYJISILUMU aHTUTEHOM JUM@OIUT TIpeBpa-
laeTcsl B MAA3MAMU4ecKyl) KAemky, OYeHb aK-
TUBHO CUHTE3UPYWOINYI0 U MPOAYUUPYIOUIYIO
aHtutena. Ecium monyadauuio JIUM@OLIUTOB
MPOIYCTUTH Yepe3 KOJOHKY, COAePXKAIIYyI0 KO-
BaJIECHTHO  TIPUCOCIMHEHHBbIE  AUHUTpPOdE-
HunbHble (JH®) rpynmbl, To Ha KOJOHKE CBSI-
KETCsl TOJbKO 0YeHb HeOOJIbIasl YacTh KJIETOK,

Yacts V.
Moaekynsipuas ¢usuoorus
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a UMEHHO Te, KOTOpble CUHTE3UPYIOT aHTUTeNa
npotuB JH® u HecyT MoneKyabl TaKUX aHTHU-
Teq Ha cBoeil moBepxHocTu. He 3anepxaBiiue-
csd Ha KOJIOHKE JUMOOUUTH TaKWUX aHTUTEN
npotuB JJTH® He BbIpabGaThIBAIOT.

Kak mpoucxonut ctumynsius 1uM@ouunToB
mon JAeicTBUEM  crieUM(pUUYECKUX aHTUTEN?
B oTcyTCTBME aHTUTeHA MOJIEKYJIbl aHTUTEN Ha
MOBEPXHOCTU JUMOLIUTA pacnpeneyseHbl Ciy-
yalilHBIM o0Opa3oM. JloOaBieHuMe aHTUTreHA
OKa3bIBAeT MOPA3UTENbHBIN 2 HEKT: pacrnosio-
JKEHHBbIE Ha TIOBEPXHOCTHM JUMOIIUTA aHTUTE-
Jla BMecTe C MPUCOEIMHEHHBIMU aHTUTEHAMU
coOMpaTCcs BMECTe Ha OJHOM KOHIIE KJIETKMU.
00pa3ys Tak Ha3bIBAEMbIN «KOJMAYOK» («K3I»).
[To 3aBepuieHUM mepepacnpeneseHuss MoJe-
KYJbl aHTUTE] O0Ka3bIBalOTCSI BHYTPU KJIETKHU.
Obpa3zosanue <«koanauka» WAET C IIOTpeOde-
HUEM BHEPTUU U MPU YYaCTUU COKPATUTEIbHBIX
aneMeHTOB kieTku. Mrtak, dbopmupoBaHue Ha
MOBEPXHOCTU KJIETKU PelIeTKU U3 KOMIIJIEKCOB
AHTUTEH—AaHTUTEJO0 BeNeT K 0O0pa30BaHUIO
«KOJIMayka», a 9TO0 CTUMYJUPYET KIETOYHOE
JeJieHue. AHTUTEH JOJXEeH ObITh TOJMBa-
JEHTHBIM (T. €. colepxkarth OoJjiee OMHON Crelu-
(uyeckoit neTepMMHAHTBI) IJIs TOTO, YTOOBI
co3/1aTh TIEPEKPECTHBIC CBA3U MEXIY MOJEKY-
JJaMU aHTUTE] Ha TIOBEPXHOCTU JuMoiuTa.
Bonpoc 0 3aBUCHMMOCTH MUTOTUYECKOW aKTHUB-
HOCTM KJIETOYHOTO $Apa OT O3TUX COOBITHI,

Puc. 33.35. [IlomyyeHHOe B CKaHUPYIOIIEM
3JIEKTPOHHOM MMKPOCKOTIE M30-
OpaxkeHue OGapaHbUX IPUTPOIIHU-
TOB, CBSI3aBIIMXCS C YeJIOBE-
yeckuM T-muMmdonuroMm (B IEeH-
Tpe). [loBEpXHOCTH 3TOro JUM-
doruTa MMeeT pEIenTopHl, Crie-
M GUYHBIE BOTHOIIEHUM KOMIIO-
HEHTOB 0apaHbUX 3PUTPOIIUTOB.
(ITeyataeTcs ¢ a06e3HOrO paspe-
meHuss ng-pa J. Thornthwaite,
n-pa R. Life u m-pa M. Cayer.)



Puc. 33.36. IlosyyeHHOE METOAOM pagnoOaB-
Torpapum m3o0paxkeHue NUMMY-
HOMIOOYJIWHOB, 00pa30BaBIINX
«KOJITTIaYOK» Ha IOBEPXHOCTU
B-nmumdonura. TeMHbIe BKIIOUE-
HUs - MeyeHHBle '] aHTuTENa
MPOTUB UMMYHOTJIOOYJTUHOB, 10-
OaBieHHbIE K B-mumdonuram us
cene3eHku Mblmu. A -npu 4°C
MOJIEKYJIbl UMMYHOTJI00YJIMHOB
PaBHOMEPHO  paclpeensiioTcs
Ha TTIOBEPXHOCTH KJIETKH; b - Toc-
Je uakyo6aunuu npu 37°C Merka
KOHIIEHTPUPYETCSl B BUIE «KOJ-
rayka» Ha OTHOM IOJIIOCE KJIETKHU
M 3aTeM TIOMagaeT BHYTPb IO-
cpenctBoM aHzpouuTo3a. ([leva-
TaeTcs C JII0OE3HOIo pas3pelleHus
n-pa E. Unanue.)

Pa3bIrpbIBAIOIIMXCS HA IMOBEPXHOCTU KJIETKM,
COCTaBIIsIET MHTEPECHYI0O M BaXXKHYIO 00JIaCTh
UCCJIENOBAHUA.

33.28. BuoJiornyeckoe 3HaYeHHE KJIOHAJILHOM
ceJIeKIInA
CyIIHOCTbh TEOPUU CEJIEKIIUM KIOHOB B (hopMmy-
qupoBke bEpHera cocTouT B CleaylolIeM:
Hu onuH ydacTok cBsI3bIBaHWSI aHTUTEHA
HE ajanTUpOBaH B BOJIIOIMOHHOM CMBIC/IE
B Kakoi-1ubo oIpeaeleHHO aHTUTeHHOM
nerepmuHaHTe. CTpyKTypa ydacTKa, CBSI3bI-
BalOILIETO aHTUTEH, CYIIECTBYeT KaK TaKoBasl,
U €CJIM OHA OKa3bIBAeTCS MOAXOASIIENH B TOM
CMBIC/IE, YTO CPOJACTBO K AAHHOW AHTUTEH-
HOW JIeTepMUHAHTE TIPEBBIIIAET KaKOi-TO
OIpefe/ieHHbII YPOBeHb, TO MHUIUUPYETCS
VIMMYHOJIOTMYECKY 3HayuMasi peaxiius.
OT1OOp  MPENCYIIECTBYIOIIMX  BapUaHTOB,
BO3HMKAIOUIMX CIYyYailHbIM 00pa3oM,- 3TO He

HoBag TeMa B Omojioruu. B camom nene, B aToM
cytb Teopum JlapBuHa. JI1I0OOMBITHO OTMe-
TUTh, YTO WHCTPYKTUBHBIE TEOPUU TIPELLE-
CTBYIOT CCJICKLUMOHHBIM TCOPUAM: TCOPUS J'la—
MapKa IpemiiecTBoBaja Teopuud JlapBuHa,
WHCTPYKTUBHAsI TEOPUSI B UMMYHOJIOTMHU ObLiia
chopMyIpoBaHa paHbllle, YeM KJIOHAJIbHO-Ce-
JIEKIIMOHHAST TEOPUSI.

EpHe BBICKa3an IpearoiokeHue, 9T0 MeXa-
HM3MbI OTOOpaA MOTYT UTpaTh POJib B (PYHKIIMO-
HUPOBAHUU HEPBHOM CUCTEMbI, HAIIPUMED B Me-
xaHu3Mmax mamsaTu. [lo cymecTBy, MHCTPYKTHB-
Hasl U CeJIeKIMOHHAsI Teopuu OOydeHUs OBLIN
chopMynupoBaHbl o4eHb AaBHO. JIokk (Lock)
CcUuTal, YTO MO3T YeJIoBeKa IMOJA00eH YHMCTOMY
JIMCTY OyMaru, Ha KOTOPOM OIBIT BBIITMCHIBAET
nouTu OGeckoHeuHbie y3opbl. Cokpar, Hampo-
TUB, YTBEPXKIAJl, UTO «BCE OOY4YEHME - 3TO Ha-
IMIOMUHAHKE O TOM, UTO YK€ CYIIECTBYeT B MO3-
ry». bymem HameaThcs, 4TO 3Ta IJ1aBa BaM
KaxXeTcss 4YeM-TO JaBHO 3HAKOMBIM!

3akiouenue

AHTUTENO - 3TO OEJIOK, KOTOPbIA CUHTE3UPYET-
Cd B OpraHuM3Me >XMBOTHOIO B OTBET Ha IIpO-
HUKHOBEHHME YYyXXEPOIHOIO MaKPOMOJEKYISAP-
HOTO cOeAMHEeHMs1 (Ha3bIBa€MOTO0 AaHTUTEHOM
WIM MMMYHOT€HOM) M KOTODPBIA 00JIagaeT BbI-
COKHMM CpOICTBOM K Hemy. HeOosbline yyxe-
pOmHBIE MOJIEKYJbl (TallTeHbI) BBI3BIBAIOT
obpa3oBaHue cieIUM(PUIECKIX aHTUTEN TOJbKO
B TOM cCJly4yae, €c/iM TaKue TanTeHbl MPUCOenM-
HeHBI K MakpoMoJjieKynaM. CHHTe3 aHTUTEN
ompedenseTcs meiicTBMeM OTOopa, a He WH-
CTPYKLIMU. AHTUTEH CBSI3bIBAE€TCSI HA TOBEPXHO-
CTU TeX JUMOOIIMTOB, KOTOPbIE MCXOJHO CUH-
TEe3UPYIOT aHTUTENA, CIIeHU(UIHbIe K JaHHOMY
aHTureHy. IlpucoeauHeHre aHTUIeHa K peLern-
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TOPY Ha MOBEPXHOCTHU KJIETKHU 3aIlycKaeT Mpo-
1IeCC KJIETOYHOTO NEJNeHUs U CUHTE3 OOJbIINUX
KOJIMYECTB CIelUMPUIECKOro aHTuTena. AHTHU-
Tela TPOTUB CIEHUGbUYECKON AeTePMUHAHTHI
O0OBIYHO TETEPOT€HHBI, TTOCKOJIbKY OHU TPOIY-
LIMPYIOTCS Pa3HBIMU KJI€TKaMU. AHTUTENA, BbI-
pabaTbiBaeMble OMHOM KJIETKOW WIM OIHUM
KJIOHOM KJIETOK, TOMOTeHHbl. B chIBOpoTKe
MMeeTcsl TATh KJIAcCOB aHTUTEN, MpUYeM oc-
HOBHOM KJIacC - 3T0 MMMYHOTJI00yimuHbl  D.
IMocne BBeaeHMS aHTUTEHA TIEPBBIMU TIOSIB-
JISIIOTCSL B CBIBOPOTKE aHTWTeNa, MpUHamIexa-
1ye K Kjaccy UMMYHoOIo0yiuHoB M. UMmmy-
HOTJIOOYJIMHBI A -3TO KJlacC aHTUTEN, CeK-
pETUpPYEeMBbIX C TMPOAYKTaMU BHEIIHEH cekpe-
uuu. Ponbs mMmmyHornooynuuoB D u E moka
elle He yCTaHOBJIEHA.

AHTUTENa cocTOAT U3 JeTkux (L) 1 TsKeJbix
(H) weneit. UmmyHornoOyauH G, uMeOIIUi
cyobenuHuyHylo ctpykrypy L,H,, comepxur
JIBA yJyacTKa CBs3bIBaHUSI aHTUTreHa. [lpu dep-
MEHTAaTMBHOM pACILEIJIECHUM WMMYHOTJIO0Y-
smHa G obpasyrorcst aiBa F, -dparmenra, Ko-
TOpBIE CBSI3BIBAIOT AHTUTEH, HO HE JAl0T C HUM
ocanka, a Takxe onuH F -dparment, obmagaro-
mmii  ¢yHKMeir sddekropa (B 4YaCTHOCTH,
CBSI3BIBaeT KOMIUIEMEHT). CpaBHEHUE TTOCIIEN0-
BaTeJbHOCTEl aMMHOKMCIOT B MMUETOMHBIX
MMMYHOIJIOOY/IMHaX MoKa3ajo, yro L- u H-1e-
1 cOCTOSIT U3 BapuabenabHoit (V) odmactu (N-
KOHIIeBasl TOCJIEAOBATEIbHOCTb, OOBIYHO U3
108 ocrtatkoB) u koHcTaHTHoU (C) oGaacTu.
VYyacTku CBSI3bIBAaHUSI aHTUIeHa CGHOPMUPO-
BaHbl U3 OCTAaTKOB aMWHOKUCJIOT, TIpUHaJIe-
JKalllMX TUTepBapuadeIbHbIM yJacTKaM BapHa-
OenbHBIX obmacteit kak L-, tTak m H-uemneii.
Mosiekynbl aHTUTEN CBEPTHIBAIOTCS B KOM-
MaKTHbIE JOMEHBI, CofiepXallre MPUMEPHO IO
108 aMMHOKMCJIOTHBIX OCTaTKOB B BUJIE TOMO-
JIOTUYHBIX TIocienoBatenbHOCTel. [lomaraior,
YTO JOMEHBl KOHCTAaHTHOW 0O0JacTH, BBITIOJ-
Hs1rome 3G ¢GeKTopHbIe (YHKIIMM, BO3ZHMKINA
B Tpolecce BOJIOLMU TyTeM YABOSHUSI U TO-
CJIeYIONIEeTO PAcXOXIEHMS TeHa, KOAUpYolile-

IO aHTUIE€H-CBS3bIBAIOIIMII (BapuaOeIbHbII)
JIOMEH.

BapuaGenbHast 1 KOHCTaHTHAsl 00JIACTH KO-
NUPYIOTCS pa3HbIMM T'€HAMU, COEIUHSIIOIIMMU-
¢ B mpolecce aupdepeHIIMPOBKY  KJIETOK.
HMmeercsi HeckolIbKO COTEH T€HOB Bapua-
O6enbHBIX yuacTKoB L- u H-tieneit. [TomHbiil ren
BapuaOeIbHOTO ydacTKa JEeTrKoi 1Iiermu obpa-
3yeTcsl TTyTeM PEeKOMOMHALIMM HEIOJHOIO reHa
V'u omHOro M3 HECKOJIBKUX TeHOB J, KOAUPYIO-
IIMX TIOCJIEAHWI runepBapradebHbIi y4acToK.
PacnionoxxeHHast TaHaeMHO rpymnra reHoB J Jio-
KanuzoBaHa psaoM ¢ reHom C. IlepBUYHBIM
MNPOAYKT TPAHCKPUILIMU COAEPXKUT BCTa-
BOUHBIE T[OCJENIOBAaTEJbHOCTU. OTU  BCTa-
BOYHBIE TIOCJIEAOBATEIbHOCTA YHOANSIOTCS, W
B pesynbTaTre obpasyercs MPHK, xomupyio-
masi BapuadesbHble M KOHCTaHTHbIE 00J1acTh
HMMYHOTIJI00yJMHA, a TakxXe N-KOHIIEBYIO -
npoOOHYI0  CUTHAJIbHYIO  TIOCJIeNoBaTeIb-
HOCTb, KOTOpasi B MOCJIEAYIOUIEM OTLICTLISIETCS
OT HOBOCUMHTE3UPOBAHHOM MOJIMUIENTUIHOM Lie-
nu. CuHre3 TsKenoi u-uenu IgM konupyercst
MOJHBIM T€HOM, TakXXe 00pa3oBaBILIUMCS B pe-
3yJbTaTe cpaliuBaHus reHoB V u J. Tskenbie
LIeNmd MMMYHOIJIOOYJIMHOB APYTUX KJaccoB (B
yactHOocTU IgG) CMHTE3UpPYyIOTCS TTOCHIe TpaHC-
JIOKallUM TMoJsiHoro reHa V, k apyromy reny C
(C,). OToT TmepecKOK TeHOB Ha3bIBAETCS
C,-nepeximoyeHreM. PazHooOpasue Jierkux x-
1ereii, a Takxe TSKEJIbIX 1iereil 00yCIOBJIEHO
COMaTUYECKOM  peKoMOMHalMeld  JOBOJBHO
0OJIBLIOTO YMC/ia TAMETHBIX T€HOB (T.€. T€HOB
KJIETOK 3apoIblIIeBOro MyTH) BapuabdeIbHbIX
obGnacteii M ydyacTkoB coenuHeHusl. CrerneHb
pa3HooOpa3usi BO3pacTaeT Takxke B pe3ysbTaTe
COETMHEHUS] TeHOB B pa3JIMYHBIX paMkax. Pas-
HooOpa3ue JIerKuXx liereil 00yc/lIoBIeHO, IM0-BU-
IUMOMY, coMarthyeckumu myrtauusmu. Coue-
TaHWE HECKOJbKUX ThICAY BUIOB L-1emneit
C TakMM e KOJuM4yecTBOM BuaoB H-ueneit
obecreyrBaeT T0 OrPOMHOE YUCIO Pa3IMYHbIX
aHTUTE]I, KOTOPOE CUHTE3MPYETCS B OpraHU3Me
>KMBOTHOTO.
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MMABA 34

MbllLeyHOe cokpalleHne
N NOABUMXXHOCTb KJIETOK

Kakum o0pazom aHEprusi XUMUYECKUX CBs3ei
TpaHcopMUpYyeTCST B~ KOOPAWHUPOBAHHOE
NBUXeHUE? DTO OAMH U3 CaMbIX OCTPBIX BOIM-
POCOB COBpEMEHHOW MOJIEKYISIpHOW OMOJIO0-
ruv. HampapieHHOe IBUXXKEHHE HMEET MECTO
TPU PacXoXAEHUM XPOMOCOM B TIpoliecce Kie-
TOYHOTO aefneHus, npu BHeapenuu JIHK Gakre-
puodara B 6akTepralbHYyIO KJIETKY, Mpu Oue-
HUM PECHWYEK M KIYTUKOB, IMPU AKTUBHOM
TpaHCIIOpTe MOJIEKYJ, ITpu nepemernenun PHK
B Xofie OEJIKOBOrO CHMHTE3a U - B HauboJjee oue-
BUIHON (hopMe - MPU MBIIIIEYHOM COKpaIleHUHU.
B manHoOil TnaBe MBI OymemM paccMaTpuUBaTh
IJIaBHBIM 00pa3oM CTPYKTYPHYIO OCHOBY IIpO-
lecca  COKpallleHUs  IOIepPeYyHOIN0J0CaThIX
MBIIIII TTO3BOHOYHBIX, TTOCKOJIBKY 3TOT MPOIIECC
n3ydyeH Haubosnee monHo. CokpaTutenbHas CU-
cTeMa TMOIMEPEeYHOIOoNI0CaTON MBIIIIBI COCTOUT
U3 TIEPEKPHIBAIOIIUXCS OENKOBBIX HUTEH, KO-
TOPbIE CKOJB3AT OTHOCHUTEJIBHO ApYyT Jpyra.
CokpallleHre MPOUCXOIUT 3a CYET IHEPIuu,
BbICBOOOXHatonielicss npu runpoiansze ATP.
B nonepeyHor1010€aTOil MBIIIILE OHO 3aBUCUT
oT KoHueHTpauun Ca’’, KoTopas B CBOIO oye-
pelb peryJiupyercsl capKorjia3MaTU4eCKUM pe-
TUKYJYMOM - CIIEHUAIU3UPOBAHHON  CHCTEMOIA
MeMOpaH, Hakarusatolueit Ca’’ B cocTossHUN
MOKOsI U BBICBOOOXIAIONIE ero mpu BO3nei-
CTBUU Ha MBIIIEYHOE BOJIOKHO HEPBHOTO MM-
myJibca.

34.1. Mbplma cOCTOMT U3 B3aUMOJIECTBYIOIIUX
APYr C APYroM TOJICTBIX M TOHKHX

0€eJIKOBBIX HMTEH

ITpou3BoJIbHBIE MBIIIIBI TTO3BOHOYHBIX B CBeE-
TOBOM MUKPOCKOIIE BBITJISIIAT HONEPEYHO UC-
yepyennoimu (puc. 34.1). OHU COCTOSIT U3 KJe-
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TOK, OKPYXXEHHBIX 3JIEKTPOBO30OYIUMOW MeM-
OpaHoi1 - capkoaemmoii.  MpllieuHasi  KJeTka
CONEPXUT OOJbIIOE YUCIO MapaieIbHBIX
Muogubpuss TUaMETPOM OKOJIO 1 MKM KaxX-
nass. Muodubpuiel MOTpy>XeHbl BO BHYTPU-
KJIETOYHYIO >XUIKOCTb, Ha3bIBAEMYIO CApKO-
naazmoil. B capkoruiasmMe MMEIOTCS TJIMKOTEH,
ATP, dpocdhokpeatt u riauKoauTudeckue dep-
MeHTHI. B aKTMBHO (PYHKIIMOHUPYIOIIMX MBIIII-
11ax oOHapyXMBaeTcs] Takke MHOTO MMUTOXOH-
IpUil, PeTYJISIPHO PACIOJIOXEHHBIX BIOJb MUO-
bubpmLI.

Puc. 34.1. Bo0KHO CKeJIeTHOM  MBILLIILIBI
B (a30BO-KOHTPACTHOM CBETO-
BOM MUKpockore. JIluameTrp Bo-
JIOKHA 0K0JIO 50 MKM. A-TUCKU —
TeMHble, [-nmucku - cemible. (Ile-
yaTaeTcs ¢ JII0OE3HOro paspele-

Husg a-pa Hugh Huxley.)



DneKTpoHHAsT MUKpodoTorpadus Mpomoiab-
HOro cpe3a MHMO(UOPWIUT BBISIBISIET MHOXe-
CTBO JeTayieil CTpyKTypbl (puc. 342 um 34.3).
DyHKIIMOHANBHON eMUHUIIEH SABISETCS CapKo-
Mep, KOTOPBII TOBTOpSIETCSl Kaxabie 2,3 MKM
(23 000 A) o mIMHHOI ocu GuOpWILILL. Pery-
JISIPHO 4YepeayloTcsl TeMHasl IoJjoca - A-duck
¥ cBeTsasg moioca - I-duck. CepenuHa A-aucka,
HasbiBaeMasl 30Hoii H, OTIMYaeTCs MEHbIIEH
3JIEKTPOHHOI TUIOTHOCTBIO. [lo IIEHTpY 30HBI
H mpoxomut temHass M-aunus. 1-muck mepece-
KaeTcsl y3KOM Z-naacmuHkoil BBICOKON BJIeK-
TPOHHOHN TUIOTHOCTH.

O MoJeKyJIsIpHOM YCTPOICTBE capkomepa
B TOJIIMHY MOXHO CYIWTh IO 3JIEKTPOHHBIM
MukpodoTorpadusM IMOMEPEeYHOro cpesa dYe-
pe3 muopubpuiry. Ha HUX BUOHBI dsa muna
83aumodelicmeyruux dpye ¢ dpyeom 0eakogvlx
Humeil (muoguiramenmog). uametrp moacmoix
Humetl paBeH mpuMepHOo 150 A, a mmameTp
TOHKUX - okosio 70 A. Toscteie HUTH conep-
KaT TJIaBHBIM 00pa3oM Muo3uH, TOHKHE - aK-
TUH, MPONOMUO3UH N mponorur. B Z-nnmactuH-
Ke UMeeTcsl 0-aKTUHUH, a B M-nuHusx - M-6e-
JIOK.

[-auck cocTouT TONMBKO M3 TOHKUX HUTEH,
Toraa Kak B 30He H A-nmucka NmpuUCYTCTBYIOT
TOJIBKO TOJICTbIE HUTU. B npyrux yactsax A-au-
CKa MPUCYTCTBYIOT HUTU oboux Tumos. Ha mo-
MepeyHOM Cpe3e YeTKO BUJHO reKcaroHajlbHOe
YCTPOHUCTBO ~MHUODUOPWILIBI, TIPU  KOTOPOM
Kaxpjasi TOHKasi HUTb COCEICTBYET C TpeMms
TOJICTBIMM, a Kaxasi TOJCTasi HUTb OKpYyXeHa
mectelo ToHKMMHU (puc. 34.3). Bsaumopeii-
CTBHE TOJICTBIX U TOHKUX HUTEI OCYILIECTBIISIET-
Ccd C TIOMOLUBIO HONEPeHHbIX MOCHUKO08, KO-
TOpbIE TIPENCTABIISIOT COOOM TOMEHBI MOJIEKYJI
Muo3suHa. [lomepeyHble MOCTMKH, C pery-
JISPHBIMM ~ MHTEpBaJlaMM  BBICTyMAWIIME Ha
TOJICTBIX HUTSIX, TEPEKPHIBAIOT IPOMEXKYTOK
mupuHoii 130 A MexXny MOBEPXHOCTHIO
TOJICTBIX U TOHKUX HUTeH (puc. 34.4 u 34.5). Ilo
CYILIECTBY, MMEHHO B3aMMOJAEHCTBUE MUO3M-
HOBBIX TOIEPEYHBbIX MOCTUKOB C €IMHULIAMU
aKTMHAa B TOHKUX HUTSAX TEHEPUPYET CUIY
COKpaIIeHUS.

34.2. IIpu MbllII€YHOM COKPALIEHUH NPOUCXOIUT
CKOJIb2K€HHE TOJICTBIX M TOHKHMX HHUTEH
OTHOCHUTEJIBHO JIpyr aApyra

Korna mblinna cokpaiiiaercsi, CTerneHb ee yKo-
pOYECHUSI MOXET JOCTUTHYTh 1/3 TIepBOHAYAIIb-
Hoii yiHbl. C yeMm 310 cBsa3aHo? B 50-x romax
JIBE TPYIBI UCClenoBaTeieil HE3aBUCUMO APYT
OT Apyra MOCTYJIUPOBAIM, UCXOUSl U3 TaHHBIX
nudpakiiMi PeHTIeHOBCKUX JIyuyeil, CBETOBOW
U DJEKTPOHHOU MUKPOCKOIWU, MOIEIb MBbI-

Puc. 34.2. BDnexktpoHHass Mukpodororpa-
¢us1 TpOAOJBLHOIO Cpe3a BOJIOK-
Ha ckeneTHoi Mbimnbl. (Ileya-
TaeTcs C JII0OE3HOTO pa3pelieHust

n-pa Hugh Huxley.)

LIEYHOTO COKPAILIEHUSI, TOJIyYUBIIYIO HA3BaHUE
modensv ckonvzauwux Humeti. OCHOBHBIE YepPTbI
sroii  Momenu  (puc. 34.6),  BBIABHUHYTOM
OHapplo Xakciu u P. Hupeprepke (Andrew
Huxley, R. Niedergerke), a Takxe Xbto Xakciu
u [Ixeita Xencon (Hugh Huxley, Jean Hanson),
3aKJTI0YAIOTCS B CIIEAYIOLIEM.

1. JInvHa KaK TOJICTBIX, TaK U TOHKUX HUTEMH
B XOJ/I€ MBIILIEYHOTO COKPALICHUSI HE MEHSEeTCs.

2. B 10 Xe BpeMms JUIMHA capKoMmepa Tpu Co-
KpalleHU! YMEHbIIAETCS BCIEACTBUE TOTO, UTO
HUTH JIBYX TUTIOB TNEPEKPBIBAIOTCS B OOJbIIEH
CTeNeHU, a WMEHHO 6 Xxode CcoKpaujeHus
moacmyle U MOHKUEe HUMU CKOAb3AM OMHOCU-
meavHo dpye Opyea.

3. Cuna cokpallleHUsI TeHEpUpyeTcsi B pe-
3yJIbTaTe aKTUBHOTO JBUXKEHUSI HUTE OIHOTO
TUINA BAOJb TMPWIETAIINX HUTEH JOpYyroro
TUMA.

B mnoab3y 3TOil Momenu CBUIETENbCTBYIOT
NIAaHHbIE, TIOJIyYeHHbIE TTPU U3MEPEHUU IJIMHbI
A- u 1-guckoB, a Takxke 30HbI H B pacTsHyTOiA,
MOKOSIIeCS M COKpaTUBILEWCS  MBIIIE
(puc. 34.6). A-11CK XapaKTepU3yeTCsl IMOCTOSH-
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Puc. 34.3. DneKTpoHOrpaMMa TPOAOIbHO-
ro cpe3a MUOGUOPUIUIBI CKEJIeT-
HoO# Mbimel. Ilog mMuxpodgoro-
rpadueit MpUBEIECHO CXeMaTUYe-
CKOE€  M300paxeHue COOTBET-
CTBYIOIIMX TMOMEPEYHBIX CPE3OB.
(IMeyaTaeTcsa ¢ 1100e3HOrO paspe-

menus a-pa Hugh Huxley.)

HOW JUIMHOM, T. €. pa3Mep TOJICTbIX HUTEU IMpu
coKpallleHuu He MeHseTcs. PaccrosiHue mexmy
Z-TUTaCTUHKOW M HavyaJioM Onwkaiiiieit K Hei
30HBI H TakXe MNOCTOSIHHO; CIIeq0BaTENbHO,
W pa3Mep TOHKUX HUTEl He MEHSIeTCSl MpU Co-
kpameHuu. OnHako 3oHa H u I-guck mpu co-
KpalleHUU CTaHOBSTCS YX€, MOCKOJBbKY B CO-
KpaTUBLIEMCSI BOJIOKHE TOJICTBIE W TOHKWE
HUTHU TIEPEKPHIBAIOTCS B OOJBIIEH Mepe, 4em
B TOKOSIIIEICS MBIIIIIE.

34.3. Mwuo3un oOpa3yer TOJCTbIE HUTH;

on ruapommsyer ATP w cBaspiBaer akTHH
Muo3un obinamaer Tpemsi  OMOJOTMYECKHU
BaXHBIMU (DyHKUUSAMU. Bo-TiepBbIX, mpu ¢du-
3MOJIOTMYECKUX 3HAYCHUSIX MOHHOU cutbl 1 pH
MOJIEKYJIbl MMO3WHA B pacTBOpE CIIOHTaHHO
o0pa3yor BosiokHa. [lo cymiecTBy, moacmole

Yacmp V.
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Puc. 344.

Buj nomnepeyHBIX MOCTUKOB Me-
Ky TOJCTBIMU Y TOHKMMU HUTSI-
MU TIOA 3JEKTPOHHBIM MUKPO-
ckoroM. (ITewaTtaercs ¢ mmobe3-
HOro paspeuieHuss n-pa John
Heuser.)



Puc. 34.5.

Puc. 34.6.

Puc. 34.7.

Cxematuueckoe  u300paxeHUe
CTPYKTYpHl  TOMEpeyHOomosoca-
TOW MBINIIBI, TOKa3blBaloIlee
B3aMMHOE nepeKpbIBaHNe
TOJICTBIX M TOHKMX HUTEH, U CO-
OTBETCTBYIOIAs  3JIEKTPOHHAas
MuKpodoTorpabusi CBEpXTOHKO-
ro mpoposipHOoro cpesa. (Ileua-
TaeTcs ¢ JI00e3HOTO paspelieHus
n-pa Hugh Huxley.)

Mogaens CKOMB3SANIUX  HUTEH.
(Huxley H. E., The mechanism of
muscular contraction, Scientific
American, Inc., 1965.)

DJIeKTpoHHAss  MHKpodoTorpa-
dbusa monexynsl muosuHa. (ITeva-
TaeTcsl ¢ JTr0OE3HOro pa3pelieHust
n-pa Susan Lowey.)

Humu MUOGUOPUILT COCTOST B OCHOBHOM U3
MOJIEKYJ MMO3MHA. BO-BTOpBIX, MMO3MH - 3TO
depmenr. B 1939r.  B. A. DHrembrapar
u M. H. JliobumoBa oOHapyXuJIu, 4YTO MUO3UH
obmamaer ATP-a3HOli aKTUBHOCTBIO:

ATP + HO ADP + P + H’

Dra peakums SBISETCS HEMOCPEICTBEHHBIM
MCTOYHUKOM CBOOOMHOI 3HEPrUM, HEOOXOIM-
MO 1T MBIIIIEYHOTO COKpalleHus. B-TpeTbux,

MUO3UH CBSI3bIBAET MOJUMEPU30BaHHYIO (op-
MY aKTHHA- OCHOBHOTO KOMIIOHEHTa TOHKUX
HuTell. IMEHHO 3TO B3aMMOIEHCTBUE WTpaeT
KJIIOYEBYIO POJIb B TEHEPUPOBAHUM CHJIBI, 00ec-
TeYnBaIoOIIel CMELIEHWE TOJICTHIX M TOHKUX HU-
Teii OTHOCUTEIbHO NPYT Ipyra.

Monekyna  MHO3MHA  OYeHb  OoJbllask
(500 x/1a). OHa cocToMT M3 IBYX HASHTUYHBIX
ocHOBHBIX 1ernei (mo 200 k/la) u yeTbipex Jier-
kux 1eneit (mpumepHo mo 20 kda). Ha snex-
TPOHHBIX MHUKpodoTorpadusix BUIHO, YTO
MMO3UH COCTOUT U3 TJ0OYIsIpHOH, 00pa3ylo-
mieid JABe TOJOBKW 4YacTH, TPUCOSTUHEHHOM
K OYeHb JIMHHOMY cTepXHIo (puc. 34.7 u 34.8).
CTepXeHb NpeACTaBIsIeT CO00i IByXIIeImodyed-
HYIO Q-CIUPAJM30BaHHYIO CYNepCrupab.
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34.8. CxemaTuyeckoe

MOJICKYJIbI

Puc. n3obpaxeHue

MMUO3HMHA.

34.4. MuO3MH MOXKHO PpACHIENUTH

HAa aKTHBHbIE ()PArMEHTHI

Ecmu Muo3uH nmoaBeprHyTh pepMeHTAaTUBHOMY
paclleIyieHu0, TO 00pa3yloTcsi (parMeHTHI,
COXpaHsolIMe HEKOTOpble QYHKIIMU WHTAKT-
HOI MoJeKynbl. Bbille Ha mpumepe MMMYHO-
mooynmuHOB (pa3m. 33.5) yXe ObLIO IOKa3aHO,
HACKOJIBKO TJIOOTBOPEH TaKOW 3KCHEPUMEH-
TaJbHBIM MOAXOA MPU M3YyYEHUM MaKpOMOoJe-
KyJ. Ha camom ke nesie 3ToT moaxo. ObuT pas-
pabotaH i MUO3MHA paHblle, YeM st
uMmyHorno6ynuHoB. B 1953 r. Duupsio CeHr-
Huépnpu (Andrew Szent Gyorgyi) mokasai, 4yTo
npu o06paboTKe TPUIICUHOM MHUO3UH pacuiern-
JseTcsl Ha IBa ¢parMeHTa, Ha3BaHHbIE UM .1ee-
KUM MEPOMUOZUHOM W MANCENbIM MEPOMUO3U-
Hom (puc. 34.9).

Jlerkuit MepommosuH (JIMM), momo6HO
MMO3MHY, 00pa3yeT HUTU. OQHAaKO OH He 00Ja-
naet ATP-a3Hoil aKTUBHOCTBIO U HE CBSI3bIBAET
akTuHa. Ha anekTpoHHBIX MUKpOdoTOTpadusix
BUIHO, yTo IMM umeer ¢popMy CTEpXKHS; Y-
JMHEHHOCTb CTPYKTYPbl 00yCJIOBIUBAET BBICO-
Kyl BSI3KOCTb pacTBopoB JIMM. JlaHHbIe
omnpeJesieHus ONTUYECKOTO BpallleHUs MmoKa3a-
, 4to 90% monexkynsl IMM umeer cTpyKTy-
py o-cnupaiu. DTO MOATBEPXKIANIOCh M TMpHU
aHanu3e IudpakiMM PEHTTeHOBCKUX JIyuei;
BojiokHa JIMM nmaioT cMIbHBIN pedekc Ipu
5,1 A, xapakTepHBbIi 115 Q-CIIUPaJM30BaHHBIX
cynepcnupaneir. B 1enoMm, kxak Obulo ycTa-
HoBjleHO, JIMM nmpexacraBiasier coboii deyxuye-
No4eYHblil O.-CRUPAAU308AHHBLI CIMEPICEHb ONU-
Hoil 850 A.

Tsaxensiit mepomuosun (TMM) obGnamaer
COBEPIIEHHO UHBIMM cBoiicTBaMu. TMM Kkara-
nusupyeT ruapoau3 ATP u cBsi3piBaeT akKTHH,

Yactp V.
Moaekyasipuass (pu3uoa0rus
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HO He CrnocobeH K o00pa3oBaHUIO BOJIOKOH.
TMM cocTouT U3 BHITSIHYTOW CTEpPXKHEBUIHOM
YacTH U IJIOOYJISApHON (B BUAE OBYX TOJOBOK)
obnactu (puc. 34.9). Ilpu npanpHeitmeM dep-
MEHTAaTUBHOM paculerienuu TMM  pacna-
JNaeTcs Ha JBa TJI0OYISIpHBIX cyOdparMeHTa
(o603HavaeMbix S1) U oauH GUOPUIISAPHBIN
cyodpparmeHT (S2). Kaxwcowii  S1-¢ppaemenm
umeem yuacmok c¢ ATP-a3noii akxmueHocmoro
u yvacmok ceasvieanus akmuna. Kpome Toro,
K Sl-parmMeHTYy mpucOeAMHEHBbI JeTKue Lenu
Muo3uHa. Jleekue uyenu cnoco6Hbsl MOOYAUPO-
eamv ATP-a3znyio akmuenocms muo3zuna. Tax,
Hanpumep, B TJIaJKUX MbILILAX UMW OMOCPENo-
BaHo peryiupylouiee aeiictsre Ca’” Ha cokpa-
LIEHME.

Puc. 34.9. ®epMeHTaTUBHOE paclleIIeHe
Muo3uHa. Ha cxeme He moka3aHbl

4 nerxue LEMH.



Puc. 34.10. DnextpoHHass  MHKpodOTOTpa-
¢us HuTH U3 ounimeHHoro F-ak-
tuHa. (IlewaTtaeTcst ¢ m0Oe3HOrO

paspeneHus n-pa James
Spudich.)

34.5. AKTHH 00pa3yeT HUTH, KOTOpbIe
COEMHSIIOTCS ¢ MHO3MHOM

AKTWH - OCHOBHOI KOMITIOHEHT TOHKHX HMTEM.
B pacTtBopax ¢ HU3KOI MOHHOW CMJIOM akKTUH
CyIIIECTBYET B BUAE MOHOMepa Maccoii 42 k/la,
obo3HauaeMoro kak G-akmun (G OT aHII.
globular - rmoOynspusblit). [lpy MoBBIIEHUN
WOHHOUN CHJIBI 10 (GU3MOJOTUYECKOTO YPOBHS
G-akTuH TnojauMepusyercas B F-axmuu - du-
OpuIIApHYIO GOpMy, OUEHBb MOXOXYI0O Ha TOH-
ke HUTU. Ha a2/1eKTpoHHBIX MHUKpodOoTOTpa-

Puc. 34.11. Cxemaruyeckoe HM300paxkeHUE
F-aktuHa, cocTosiiero u3 cru-
paJIbHO PACIOJIOKEHHBIX MOHO-
MepoB aktuHa. (Ilo cxeme, Jro-
0E3HO MPEeNOCTaBICHHON II-poM
James Spudich.)

¢dugx BomokHa F-akTWHa BBITIAAAT Kak JBe
HUTH Oyc, 3aKpyuyeHHbIE OTHAa BOKPYT IPYroi
(puc. 34.10). PeHTreHOCTPYKTYPHBI aHaNu3
nokasajn, 4to F-akmuu npedcmaensiem coboi
CRUPaNnb U3 MOHOMep0o8 akmuna. JJnaMeTp cru-
panu - okoso 70 A. CTpyKTypa COCTOMT U3 TIO-
BTOPSIIOIMXCS y4acTKOB IInMHOM 360 A mo ocu
crmmpanu (puc. 34.11).

[Tpu Jn00aBIeHUMN pactBopa aKTUHA
K pacTBOpPY MHO3MHA o00Opasyercsl KOMILIEeKC

3TUX 0enkoB akmomuosun. DopMupoBaHUe
3TOr0 KOMIUIEKCa COTMPOBOXAAETCS OONbIIUM
yBeJIMYEHUEM BSI3KOCTH pacTtBopa. B 40-x ro-
nax Ansbept CeHT-/p€papu mokasana, YTO BO3-
pacTtaHue BSI3KOCTH oOpamiaercs Ho0aBIeHHEM
ATP. Tak 6bu10 BHIsABI€HO, UTO ATP BbI3BIBAET
duccoyuayuro aKmomuo3uHa Ha aKTHMH W MHO-
3uH. CeHT-JIbEpAbU MOJYYMI TaKXKe HUTH aK-
TOMHUO3MHA, MOJIEKYJIbI KOTOPOTO ObUIM OpUEH-
THUPOBAHBI OMpEACNeHHBIM O00pa3oM TOKOM
xuakoctu. Korma 3T HUTU MOMECTUIM B pac-
TBOp, coaepxamuit ATP, K' u Mg’ mony-
YUJICS TOPa3UTENbHBI pPe3yJabTaT: aKmoMuo-
3uUHOBble HUMU cokpamuauce. B Tex xe ycio-
BUSX HUTHU, 00pa30BaHHBIE M3 OJHOTO MHO3U-
Ha, HE COKpallladuch. Jmu 3ameuamenvHole
onbimbsl 0anu OCHO8aHUe OyMamv, 4MoO MblideY-
HOe CcoKpauwjeHue 6o3HUKaem 6 pe3ylbmame
e3aumodeticmeus muosuna, axmuna u ATP.

34.6. Aktun nosepimaer ATP-asuyio
AKTUBHOCTbD MHO3HMHA

ATP-a3Hag akTUBHOCTb MUO3MHA 3HAYUTEIHHO
BO3pacTaeT B TPUCYTCTBUU CTEXMOMETpUYE-
ckux konmuecTB F-aktunHa. Tak, yncio obopo-
toB yBenmuuBaercss B 200 pa3: or 0,05 mo
10 ¢'. Cob6ereeHHO THapoan3 ATP yucThiM
MUO3MHOM UIET OYeHb OBICTPO, HO MPOAYKTHI
peakuun-ADP n P - BbiCBOOOXIAIOTCA MeX-
JIEHHO. AKTHH YBEJMYUBAET 4MCIO 00OPOTOB
MUO3MHA, TPUCOCAUHSSACH K  KOMILIEKCY
Muo3uH—ADP—P, 1 yckopss BbICBOOOXIE-
Hue ADP u P, (puc. 34.12). Ilocne akra rugpo-
nr3a aKTOMUO3UMH CcBsa3biBaeTcsa ¢ ATP, uto

TMPUBOJUT K €ro IMCCOLIMAIIMU Ha aKTUH U MHUO-
3MH. B pesynbrate BHOBb 00pasyeTcs KOM-
miekc Muo3uH—ATP, Bxonsimuii B HOBBIA Ka-
TaTUTUYECKUN LMKJI. OTH peakuuud HUAYT
¢ yuactueM Mg’'. BaxHeiimas ocoGEHHOCTb
paccMaTpuBaeMoro 1MKjia, KOTOPBIA  ObLI
npennoxeH  OmBuHoM  Teimopom  (Edwin
Taylor) Ha ocHOBe M3y4YeHUS OBICTPON KUHETH-
KM Tpolecca, COCTOUT B TOM, YTO aKTWH o0ja-
JIaeT BBICOKUM CPOJCTBOM K MHUO3MHY U KOM-
miekcy Muo3uH—ADP—P, HO HU3KUM Cpoa-
CTBOM K Komruiekcy Muo3suH—ATP. Bereo-
cmeue 3Mo20 AKMUH MO  NpUcoeouHsemcs
K MUO3UHY, MO 8blc80004COaemcs U3 KOMHAeKCa

34. MpleyHoe CoKpaiieHue
U IMOABM2KHOCTBH KJIETOK
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Puc. 34.12. Tunpomms ATP npuBogut K K-
JINYECKOMY 0Opa3oBaHUIO U pac-
rajay KoMIuiekKca akTUHa U MUO-

3UHa.

¢ Hum -6 3asucumocmu om euoposusa ATP.
Kak Oynet mokazaHo Huxe, 310 ATP-3aBucu-
MO€ MU3MEHEHHUE BO B3aMMOJAEUCTBUU MUO3MHA
U aKTUHA JIEXUT B OCHOBE TE€HEpUPOBAHUS
CUJIBI TIPU MBIIIEYHOM COKpAIeHUU.

34.7. ToiacTbie ¥ TOHKHE HHTH

MBIIIIEYHOTO BOJIOKHA ONpPeaeeHHbIM 00pa3oM
OPHEHTHPOBAHBI

Huknmyeckuii mpoiecc o0pa3oBaHMS U OUCCO-
LHAalMKU KOMIUIEKCa MUO3MHA 1 aKTUHA CO3JaeT
KOOPAMHUPOBAHHOE NBUXEHHE IIOTOMY, 4YTO
9T OEJIKM BXOISIT B COCTaB BBICOKOOPIaHU30-
BaHHOM cucteMbl. [1yTemM n3ydeHUsI MHTaKTHBIX

Puc. 34.13. DOnexktpoHHas MuUKpodororpa-
(usT peKOHCTPYUPOBAHHOM TOJI-
CTOM HUTH.

Ilo oGe cTopoHBI OT CBOOOAHOWM
30HBI BUIHBI BBICTyMAlOUIUE TO-
nepeuHbie MocTukU. (ITeyaTaeTcs
¢ J00E3HOro paspenieHus a-pa

Hugh Huxley.)

Yacts V.
MoJgekyasipuas (Gu3n0JI0TUs
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MHODUIAMEHTOB, OTHEJACHHBIX OT MBIIIIIBI,
a TakXe WCKYCCTBEHHBIX BOJIOKOH, 06pa3o-
BaHHBIX U3 OYMIIIEHHOTO MUO3UHA, Xbl0o XaKC-
JIU TIOKa3aJd, KaK pacIojIoOKeHbl MOJICKYJIbI
MUO3WHA B TOJCTHIX HWTSIX. Boidearennas w3
MBIIIEYHOTO BOJIOKHA MOACMAsA HUMb WMEET
nuametp 160 A u mauHy mpuMepHo 1,5 MKM
(15000 A). Bnons HUTU TIEPUOINYECKHU TIO CITU-
pamy  BBICTYNAIOT  NONnepeuHble  MOCMUKU,
M TOJBKO B CEpPEIMHE OCTaeTCsl c80000HaAs Om
Mocmukog obaacmes TPOTSLKEHHOCTBIO 1500 A
(puc. 34.13).

AHaJIOTUYHYIO CTPYKTYPY HMMEIOT U UCKYC-
CMmeeHHble moacmble Humu, o0pasyloniecs: mpu
CHIDKEHUU WOHHOUW CHWJIbI pacTBOpa MMO3MHA.
NnuHa Haubosjee KOPOTKON HMCKYCCTBEHHOM
HUTU cocTaBisier okoio 3000 A, a pacmojo-
JKEHHass B cepellMHE CBOOOJHAsT OT MOCTHUKOB
30Ha - 1500 A. Ilockoabky Takas Xe IIpOTS-
>KEHHOCTb CBOOO/IHOI 30HbBI CBOMCTBEHHA U 00-
Jiee ITUHHBIM UCKYCCTBEHHBIM HUTSIM, OYEBHI-
HO, YTO pOCT TOJICTBIX HUTEH MPOUCXOIUT
nmyTeM J00aBAeHUS MOJIEKYJT TMapauiebHO
K yXe cobpaHHOMY psmy. Moaekyavi Muosuna,
DACHOAOJICEHHbIe N0 O00HY CMOPOHY Om 80000~
HOU ~Om MOCMUKO8 30Hbl, OPUEHMUPOBAHbI
6 00HOM Hanpagaenuu, mo2da KaxK MOAeKYAbl No
0pyeyio CMOpPOHY OPUEHMUPOBAHbL 8 NPOMUBONO-

JNOHCHOM HanpaeaeHuu. CnedosamensHo,
moacmole HUMU 1O CaMOl  c80ell  hpupooe
O6unoAapH.l.

JIMM, 1nogo6HO MMO3UHY, arperupyer

B pacTBOpax ¢ HU3KOM MOHHOM CUJION, 00pa3ys
HUTU C IEPUOANYECKON CTPYKTYpOH, IIe JJIMHA

MOBTOPSIIOIIETOCS yYyacTKa COCTaBJISIET MO OCU
430 A, T.e. CTOJIBKO Xe€, CKOJBKO COCTaBIISICT
pPAcCTOSIHUE MEXAY MOIMepPeYHbIMU MOCTUKAMU
B MHTAaKTHOM ToJjicTON HUTU. OIHAKO HUTU U3
JIMM rnankue, 6e3 BBICTYMAIOIIUX MOCTUKOB.
OTO TMOKAa3bIBaET, UTO HONepeuHble MOCMUKU
obpasytomess 6 TMM-uacmu muosuna, moeda
kaxk JIMM-edunuyvt muosuna obpasyiom cKe-
Aem MoACMbIX Humell.

ToHKMe HUTM TakKXe MMEIOT OIpelneeHHOe
HanpaBieHue. Eciu mMuosun (umm TMM, wnu



Puc. 34.14. OnexrtpoHHas MuKpodoTorpa-
¢usg Hutu F-akTuHa, 1eKOpUpo-
BaHHOI Sl-romoBkamu TMM.
Bce cTpenku OpueHTUpPOBaHBI
B onaHy crtopoHy. (IleuaTtaercst
¢ 00e3HOTO pa3pelleHus a-pa
James Spudich.)

S1) 106aBUTh K TOHKUM HUTAM WM F-akTtuny,
TO GOpPMUpPYETCST CTPYKTypa, KOTopas TIOn
3JIEKTPOHHBIM MMKPOCKOIIOM BBITJISIAUT Kak
pSIL TIOC/EeNoBATEIbHO PACTIONOXEHHBIX CTpe-
nok (puc. 34.14). Takue CTpyKTyphl TOJYIUIN
o0pa3Hoe Ha3BaHUE dexopuposannvie Humu. 11o
BCeil IJIMHE NeKOPHMPOBAHHBIX HUTEW CTPEIKH
Ha 00OMX TSIKaX HalpaBJieHbl B OHY CTOPOHY.
TakuM o00pa3oM, MOHKUM HUMAM USHAYAALHO

npucyuwa HanpagieHHoCms, 00UHAK08As Ha 000-
UX MANCAX, COCMABAAIOUUX MOHKYI0 — HUMD.
B HekoTOpBIX MpemnapataXx TOHKWUX HUTEH, TMo-
JYYEHHBIX W3 TOMOTEHW3MPOBAHHBIX MBIIIII,
9acTh HUTEW COXpaHSIET CBSI3b C Z-TIaCTUHKOM.
IMpu nexopupoBaHUM TaKMX IperapaToB Ts-
JKEJIBIM MEPOMUO3MHOM CTPEJIKM Ha BCEX HU-
TAX OKa3aJWCh HampaBlieHbl B CTOPOHY OT
Z-tnactuHku. OTciofa cieayer, 4To gce MoH-
Kue HUmu no OOHY CMOPOHY Om Z-nAACMUHKU
OpUEHMUPOBAHbL 8 O0HOM HANPABAeHUU, mo20a
KaK Humu, pacnonodceHHvlie no 0pyeylo cmopo-
HY,- 8 NPOMUBONONONCHOM.

34.8. IloasipHoCTh TOJCTBIX M TOHKHX HHTE
B cepeUHe CapKOMepa MeHSeTCs

HA TPOTHBOMOJIOKHYIO

[TonsIpHOCTb CTPYKTYPBI TOJCTHIX M TOHKHMX
HUTEH WrpaeT pelalouyio pojib B KOOPAWHU-
pPOBaHHOM IBMXE€HUHU. biaromapss ToMy 4TO
YY4acTKM B3aMMOIEHCTBUS Ha HUTAX aKTHUHA
M MHUO3MHA OPUEHTHPOBAHBI OJWHAKOBO TIO
OTHOIIEHUIO IPYTr K APYTY, B XOIE CKOJIbXe-
HUST HUTEH TTPOUCXOMUT CIIOXKEHHWE CHJI, Pa3BU-
BaIOIIMXCST B KaXXJIOM YYacTKe B3aMMOIEUCT-
BUsl. Kpome moeo, nocepedune medxncdy 08yms
Z-naacmuHKamu HanpagieHue Humei MeHsem-
¢ Ha npomueononoxctoe (puc. 34.15). B urore
IBe TOHKME HUTU TIPU B3aMMOICHCTBUU C OI-
HOW TOJICTOM CKOJIB3SIT HaBCTpe4y APYT APYTY,
YTO TMPUBOAMT K YMEHBIIEHUIO DPACCTOSHUS
Mexnay Z-ractuHkamu (puc. 34.16).

349. <«PabounM Xo0AOM» SIBJISETCS MNOBOPOT
CBA3aHHOH C aKTHHOM S1-r0jI0BKM MHO3MHA
l'eHepupoBaHWE CWIJIBI COKpAIIeHUs CBSI3aHO
C UMKINYECKUM 00Opa3oBaHWEM M IHCCOIMA-
LMei KOMIUTeKca MeXy S 1-roJIoBKOW MUO3WHA
U akTUHOM. LluKIM4Yecku TOBTOpSIONINECS
IMPpOLECChI MPpUCOCOANHECHMUA, NOATSATUBAHUSA

Puc. 34.15. TlepemeHa MOJISIPHOCTH TOJICTHIX
1 TOHKUX HUTEW MOCEepeIuHE Me-

XAy ABYMA Z-1nJacTUHKaMU.
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Puc. 34.16. Cxema B3aUMOAEHCTBUS TOJIC-
THIX M1 TOHKUX HUTEW TIPU COKpa-
1meHuu ckeneTHoil mpinsl. (ITo
cxeMe, JII00E3HO MpeaoCTaBIeH-

Ho#l m-pom James Spudich.)

U OTCOEIMHEHUS] COMPOBOXIAIOT AaXe OIu-
HOYHOE COKpalleHue. MexaHu3M TreHepupoBa-
HUS CWJIBI COKpAIleHUSI U3y4aeTcsl B HACTOsIIIEe
BpeMsl METOAaMU OWOXUMUM, 3JIEKTPOHHOM
MUKPOCKONUU, AUGPaKLUU PEHTTEHOBCKUX J1y-
yeil. [TogyyeHHbIEe AaHHbIE MOKAa3bIBAIOT, YTO
B MOKOSILIEHCSI MBINIIE TOJTOBKU S1 He CBsI3aHBI
¢ TOHKUMU HUTSIMH (puc. 34.17, A). B atom dpu-
3M0JIOTUYECKOM COCTOSIHUM TojloBKU S1 pacmo-
JlaraloTcsl BOKPYT TOJICTOM HUTHU IO CIUpPAHU.
[Ipu ctumynsguuu MbILb S1-roJIoOBKM OTO-
NBUTAIOTCS OT TOJCTBIX HWUTEH M TpUKpe-
MJISIIOTCS K aKTMHOBBIM €IMHUIIAM Ha TOHKUX
Hutax (puc. 34.17, b). Ha cnenyromiem 3tarme
rojoBKu S1 MEHSIOT CBOe HallpaBJIeHME Tak,
4TO MX JJIMHHAs ochb 00pa3yeT yroj MpUMEpHO
45° ¢ ocplo TOHKMX HuTeir (puc. 34.17, B).
Dmom NOCMYAUPOBAHHBIIL NOBOPOM  201080K
MUO3ZUHA 564eMCs, NO-8UOUMOMY, pAOOHUM XO-
dom mblueunoeo cokpaujenus. Yepes S2-emu-
HUIy MUO3MHA MOBOPOT Sl-moMeHa mnepenaer-
csd Ha TOJICTYIO HUTh. B uTOore tosicras HUTH
MPOJBUTAETCS OTHOCUTEJbHO TOHKOU MpuMep-
HO Ha 75 A. 3aBeplialInuii 3Tam Mpolec-
ca- orcoeAuHeHe S1-rojloBKM OT TOHKHUX HU-
teir (puc. 34.17,1).

ComnoctaBuM 3TU TpearnosaraeMble CTPYK-
TYpHbIE Tepexofibl, 00ecrneynBaroliie BO3HUK-
HOBEHUE CUJIBI COKPAIIIEHUS, C TPOMEXKYTOUHBI-
Mu stanamu tunpponuza ATP. B cocrosHum
MOKOSI MUO3UH COAEPXUT MPOYHO CBSI3aHHbIE
ADP u P (puc. 34.17,A). llpu ctumynsuuu
MBIIIIEYHOTO BOJIOKHA rojioBka S1 mpucoeau-
HSETCS K TOHKOW HUTHU B TepPNEeHIUKYJISIPHOM
eii HampaBiaeHuu (puc. 34.17, b). lanee ADP u

P, cBsazanHble ¢ S1, BBICBOOOXIAIOTCS, a TO-
Yacts V.
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noBKa S1 coBepIiaeT MOBOPOT, MPUHMMAas Ha-
KJIOHHO€ TMOJIOXKEHUE M0 OTHOIIEHUIO K TOHKOM
Hutu (puc. 34.17, B). Takum oGpa3zoMm, «pabo-
YUl Xoo» obecreuyrnBaeTcsl BbICBOOOXKIEHUEM
npo4Ho cBs3aHHbIX ADP u P. Ha caenyrowem
9Tarne MPOUCXOAUT OTAeJIeHUe TojloBKU S1 ot
TOHKOW HUTU BciiencTsue cBsidbiBaHusi ATP
(puc. 34.17, I. [anee oTcoeqMHeHHAsl OT aKTH-
Ha rosioBka S1 BHOBb CTAHOBMUTCS OKOJIO TOH-
KOW HUTH TEPNEHIUKYISIpHO eil. 3aBepliato-
MK BTan UuKJIa - ruapoau3 ATP ronoBkoit
S1, He cBSI3aHHOM C aKTHMHOM.

B Monekyine MuO3MHA uMeeTcs JBa TUMA
IMApHUPHBIX COEAVHEHWi, Ojarogaps Ko-
TOpPLIM TOJOBKa S1 00paTMMO TPUCOEAMHSIET-
cs K aKTUHY WJIM OTCOEMHSIETCS OT Hero, a Tak-
Ke, Haxomsicb B CBSI3aHHOM C aKTHUHOM
COCTOSIHMM, MeHsieT cBoe HampasieHue. Lllap-
HUP OJHOTO TUTIA JTOKAJTMU30BaH MEXIy KaxXIou
13 roIoBOK S1 u cTrepxHeM S2, a IIapHUP BTO-
poro Tuma-wMexay S2 u JIMM-enuHuiei
Muo3uHa (puc. 34.18). IllapHupsl mpencra-
BJISIIOT COOO0i TMOKME Y4aCTKU MOJUTETITUIHON
LM, JIETKO pacllieIuisieMble TUIPOJIUTUYECKU-
mu depmeHtamu. CoOCTBeHHO caM ¢akT dep-
MEHTaTUBHOTO paclleneHus] MHO3MHA Ha
dparmenTer IMM, S1 m S2 yka3eiBaeT Ha TO,
YTO MUO3UH 00pa3oean u3 0oMeHo8, coedu-
HeHHbIX medncdy cOo00il WAPHUPHbIMU YHACMKA-
mu. OyHKuMsa momMeHa S2 COCTOMT B Tepenaye
HaNpPSIKEHUSI OT CBSI3AHHOM C TOHKOM HUTBHIO
rosoBku S1 Ha gomeH JIMM, cocTaBiasiiomuii
YacTh TOJICTOH HUTHU. Braromaps mapHupHOMY
ygacTtKy Mexay S1 u S2 romoBka S1 MoXeT mo-
pa3HOMY B3aMMOJEHCTBOBATb C aKTUHOM B 3a-
BUCUMOCTUA OT TOTO, UMEIOTCS JIU Ha HEW Mpo-
yHO cBsA3aHHble ADP u P, umu Her. [Ipyroit
IMapHUPHBIM  y4yacTOK, CoOemMHsIommi  S2
u JIMM, nomyckaeT TOBOJbHO OOJIbIINE U3ME-
HEHMS B TMOJOXEHUU S| OTHOCUTENBHO TOJ-
CTOIl HUTM ¥ TeM CcaMbIM OOECIeuyMBaeT TOY-
HOCTb B3aumojeictBus S1 ¢ aktuHOM. B utore
HamnpsXXeHue MOXET reHepupoBaThcs Ha 0O0Jb-
UIOM TIPOTSIKEHUU JaTepajbHBIX I[OBEPXHO-
CcTel TOJCTBIX M TOHKUX HUTeH. B 1emom cee-



MeHmapHas, NnooeuICHoCmb (eubkocms) wap-
HUPHO2O Muna WTPaeT KPUTUYECKYI0 pOJb
B MBIIIEYHOM COKpAIllEHNH, TaK Xe KaK U B Me-
XaHu3Me geiictBusa aHtuten (pasm. 33.7).

34.10. TponoHUH W TPONMOMMO3MH OINOCPEAYIOT
peryjasaTopHoe neilcTBME HMOHOB KaJblMA

Ha MbIIICEYHOE€ COKpalleHHE
Du3Moa0TUYECKUM PETYISITOPOM MBIIIIEYHOTO
cokpameHus ciayxutr Ca’’. Cercypo D6aiu
(Setsuro Ebashi) orxpsui, uto Biausaume Ca’’
Ha B3aMMOJIeiCTBME aKTMHA U MMO3MHA OIMOoC-
DPEIOBAaHO MPONOMUOZUHOM W MPONOHUHOBLIM
KOMHAEKCOM, KOTOpbIe JIOKAJIW30BaHbl B TOH-
KHUX HUTSAX M COCTaBISIOT OKOJO TPEeTH MX
Macchl. TpoNmoOMMO3MH TIpeACTaBiAsSIeT COOOM
NBYXILIETTOYEUYHBIN Q-CMIUPATIM30BAHHBIN TSIXK.
DTOT OYEHb CUJIbHO BHITIHYTHIN 0€JI0K Maccoi
70 x[la pacmosiaraeTcsl MOYTU MapasjieabHO
IJIMHHOW ocu TOHKOW HUTH (puc. 34.19). Tpo-
MOHWH - KOMIIJIEKC TpeX MOJUMENTUAHBIX ILie-
meit: TuC (18 x[a), Tul (24 x[da) u TuT (37
kJla). THC cBsI3pIBaeT MOHBI Kambuusi, THI
cBsI3bIBaeTCs ¢ akTuHoM, a THT - ¢ Tponomuo-
3UHOM. TPONIOHMHOBbBIE KOMILIEKCHl PacIoo-
JKeHBl Ha TOHKUX HUTSAX Ha paccTosHuu 385 A
JIpYT OT Apyra, MpUYeM 3TOT WHTEpPBaj 3adaeT-
cs IJIMHOM TpomoMuo3uHa. TpOMOHMHOBBIN
KOMILJIEKC, CBS3aHHBIA C OOHOM MOJIEKYJIOM
TPOMIOMMO3MHA, PETYIUPYEeT aKTUBHOCTb MPU-
MEpHO 7 MOHOMEpPOB aKTHHA.

B orcyrcTBue Ca’' TpOMOHMH U TPOIOMHUO-
3MH WHTUOUPYIOT B3aMMOIEWCTBUE aKTHUHA
1 Muo3uHa. [1pu 3TOM TPONMOMUO3UH CTepUuye-
CKU OJIOKMPYET y4acTKU CBsI3bIBaHUS S1 Ha ak-
TuHe. HepBHBIN UMITyJbC, KaK OyIeT MoKa3aHo
HIXe, 3alyckaeT BeIcBoOoxmeHune Ca’’ us
CapKoI1a3MaTuyeckoro peTuKyiyma.
BoicBoGoxneHHbI1 Ca’’ cBasbiBaeTcda ¢ THC-
KOMITOHEHTOM TPOTIOHUHA, YTO BbI3bIBaET KOH-
(opMauMOHHbBIE CIOBUTHM, MepelnallIuecs Ha
TPONIOMUO3UH U 3aTeM Ha aKTUH. B yacTHoCTH,
TPOITIOMUO3UH TIepeBUTaeTCsl K UEHTPY IJIMH-
HOIi BMAaAWHBI, UAYIIEH CIUPATbHO BIOJb TOH-
KO HUTH. OTO pa3pellaeT B3aUMMOJAEHCTBUE
S1-To7I0BOK MMO3MHA ¢ aKTUHOBBIMU €AMHUIIA-
MU TOHKMX HUTel. Bo3HMKaeT cuia cokpaiie-
HUS U ONHOBpeMeHHO ruaponusyercs ATP; na-
niee mpoucxoauT ynanenue Ca’ |, u Tpormomuo-
3MH BHOBb OJIOKMpYeT JOCTYH aKTHUHa
K Sl-ronoBkamM Mwuo3uHa. Takum obOpasom,
Ca’" pezyaupyem mviuieuroe coxpaujenue no
annocmepuuecKomy MexaHusmy co caedyrouiell
nocaedogamenvHocmolo  nepedavu  UHPOpMAUUU:

Ca’” —> Tpononun —> TponoMuo3uH —>
—> AKTUH —> MUO3uH.

Puc. 34.17. TlpeanonaraeMbiii MeXaHU3M Ie-
HEepUPOBAHUS CUJIBI TPU B3AMO-
nedctBun  S1-TOJIOBOK  HUTEM
MUO3WHA ¢ HUTSIMU akThHa. [lo-
BOPOT TOJIOBKM S1, CBSI3aHHOM’
CaKTUHOM, BHI3BIBAET ABUKEHME
TOJICTBIX HUTE! OTHOCUTEIBHO
TOHKHMX (Ha CXeMe - Iepexoa OT

5 x B).

Puc. 34.18. [IBa Tuma IapHUPHBIX COCAMHE-
HUI B MUO3UHE - OMUH MexXay S1
u S2, Bropoii Mexmy S2
1 JIMM - no3BOJSIOT U3MEHSATH
MOJIOXKeHUE TOJIOBKH S1 110 OTHO-
IIEHUIO K aKTUHY BO BpeMS «pa-

0ouero xojaa».
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34.11. ITorok momos Ca’’ peryimpyercs
CapKoOIJIasSMAaTHYE€CKUM PETUHKYJIYMOM
HepBHblli MMIyJIbC, AOCTUTMIMKA KOHIIEBOM
MJACTUHKHU, T.€. 00JAaCTM HEPBHO-MbIIIEYHOTO
KOHTaKTa, BbI3bIBACT JETOJISAPU3ALNI0 HApYyX-
HOIi MeMmOpaHbl MbllleyHOTro BosiokHa. [lo T-
TpyOoukaM (T or aHummL transverse
orientation - momepeyHass OpuMeHTAalUs) OEMo-
JISIpU3alus Hapy>XXHOU MeMOpaHbl pacrnpocTpa-
HSETCS BHYTPb MBIIIEYHOTO BOJIOKHA. T-Tpy-
0OYKM TECHO COMPUKACAIOTCS C CEThIO TOHYAM -
LIMX KaHaJOB, Ha3blBaeMOW capkoniasmamuye-
CKUM pemuKyaAymMom W CIyXalleil XpaHWJIUILEeM
Ca’" (puc. 34.20).

B cocmosuuu nokos cucmema aKmugHO20
mpancnopma Ca’"  nakanauéaem eeo 6 capko-
naazsmamuqeckom pemukyayme (pasm.  36.9).
KanpuueBbiit Hacoc, MPUBOAMMBIN B IeWCTBUE
ATP, cHuxaeT koHueHTpanuio Ca’" B murto-
Mja3Me MOKOSIIUXCS MBIIILL 10 YPOBHS HUXeE
10° M, a B capKoIIa3MaTU4eCKOM PETHKYIY-
Me noBbllaeT ee Gonee yeM a0 10° M. Bro-
poit  OefokK, Ha3BaHHBI  KaibCceK8eCMmpUHOM,
cpaspiBaeT Ca’® BHyTpM peTukyinyma. Kanb-
CEKBECTPUH, XapaKTepPU3YIOUIUNACS BBICOKOKN
KUCIOTHOCTBIO M Maccoi 44 x/la, comepXut
6omee 40 yuacTkos cBsi3biBaHus Ca’’. Jenoas-
pusayus  membpan T-mpybouex 6vi3vieaem @bi-
6poc Ca’" u3 yucmepn capkonaazmamuuecKozo
pemukyayma. BeicBo6oxaeHHblit Ca’’ cBS3bI-
BaeTcsd ¢ THC-KOMIIOHEHTOM TPOIMIOHUHOBOTO
KOMILJIEKCA U CTUMYJIMPYET MbILIEYHOE COKpa-
1eHWe, KaKk 3TO ObUIO OIKCAHO BBHILIE.

34.12. ®Docdokpeatun - popma 3anacanus ~P
To xommuectBo ATP, KoTopoe mmeercss B MEBI-
1I1Ie, MOXET MOAAEPXKAaTh COKPATUTENbHYIO aK-
TUBHOCTb BCErO JIMILIb Ha MPOTSIXEHUU [0JU
cekyHIbl. OmHAKO B MBbINIIIAX TMMO3BOHOYHBIX
Oorateie BHeprueil ¢ocdarHble CBSI3M 3ama-
calTcs B Bume gocgokpeamuna (KpeaTuHpOC-
dara). D10 coenMHeHUE XapaKTepu3yeTcs 0o-
Jilee BBICOKMM TMOTEHIMAJOM TMepeHoca BBICO-
KO3HepreTuyeckux QocdaTHbIX TPYII, YeM
ATP (pazn. 11.6). Kpeamuuxkunaza KaTaau3u-
pyeT nepeHoc (GochOopMIBHOM TPYIIEL OT (Poc-
dokpeatuna Ha ADP ¢ o6pazoBanuem ATP:

®ochpokpcaruar + ADP
+ KpeaTuH.

ATP +

HexkoTopble 6ecrmo3BOHOYHbBIE IJIsST HAKOTLIE-
HUSI BBICOKOOHEPTeTUYECKUX (HOCHOPUIBHBIX
IpyNn  MCHONB3YIOT  gocgoapeunun. Doco-

Yacts V.
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Puc. 34.19.

[Ipennonaraemas CTPYKTYypa
TOHKOM HUTH BCOCTOSTHUY IMTOKOSI.
[BoiiHast chnupaib TpPOIOMUO-
3uHa (IOKa3aHO KpPacCHBIM IIBe-
TOM) OJIOKMpPYET y4acTKM aKTUHA
(cUHUII LBET), B KOTOPHIX IIPH CO-
KpaleHU TPONCXOIUT CBA3bIBA-
Hue S1-rojoBok Muo3uwHa. Ilpu-
coenuHenue Ca*" x THC-KoMmo-
HEHTY TPOITOHUHOBOTO KOMITTEK-
ca (IMoKa3aHO >XEJITBIM LIBETOM)
BBI3BIBAET CMEIIEHHE CIUpaIn
TPONMIOMUO3KMHA, TP 3TOM OT-
KPBIBAIOTCSYYaCTKUCBSI3bIBAH U
rojoBok S1 Ha akTWMHE, WM B
WTOTE TIPOMCXOIUT COKpalleHHe.
(Cohen C., Protein switch of
muscle contraction, Scientific
American, Inc., 1975))



Puc. 34.20. Cxemarnyeckoe  UM300paxeHUe
CapKoIIa3MaTUYECKOTO PETUKY-
nyma. [Peachey L. D., J. Cell

Biol., 25, 222 (1965).]

KpeaTuH U (ochoaprMHUH Ha3bIBAIOT ¢hocga-
eeHamu.

B pabGoratomeit Mpime 3amac - ocdo-
KpeaThHa OBICTPO  MCTOIIAETCS, a  Cleno-
BaTelIbHO, CHUXaeTcs u comepxanue ATP. Ipu
3TOM Bo3pacTaeT KoHueHTpauus ADP u P,
a Takxe - oA JAeWCTBUMEM aJeHWIaTKUHA3bl
(MHOKMHAa3hI) - conepxanue AMP:

2ADP ATP + AMP.

IMoHWXXeHne 3HEPreTUIEeCKOro 3apsiia Mpu-
BOJMT K CTUMYJSAIUM TJIUKOJIU3a, IUKIA TPHU-
KapOOHOBBIX KUCIOT M OKHUCIUTEIbHOTO (hoc-
opunupoBanus (pasn. 14.13) B pabotatomieit
mblie. OTHOCUTENbHBIM BKIaA KaXAoro wu3

3TUX TpolieccoB B TeHepupoBaHue ATP 3aBu-
CUT OT TUMA MbIIIIL. Tak, B KpacHBIX MBIIIIIAX,
LIBET KOTOPHIX OOYCIIOBJICH BBICOKUM CoOIepXKa-
HUEM MHOTJOO0MHA M ITUTOXPOMOB IbIXaTeJNb-
HOM 1ieTK, YPOBEHb a3pOOHOr0 0OMeHa HaMHO-
ro BbIlE, YeM B OEJBIX MBIIIIIAX.

34.13. AKTHH ¥ MHO3MH CJyXaT
COKPATHUTEJbHBIMH 3JIEMEHTAMHM [OYTH BO BCEX
3YKAPHOTHYECKHUX KJIETKAX

JlaBHO yXe YCTaHOBJIEHO, YTO MHOTHE HEeMbI-
1IeYHbIe KIETKM CIOCOOHBI TepeqBUTAThCS
U MeHITh cBowo (opMy. Murpamus KiIeTok
B Mpoliecce pa3BUTUSI dMOPUOHA, MepeIBUXe-
HUEe MakpodaroB K TMOBPEXIEHHBIM TKaHSIM,
peTpakiuusl CrycTka TpoMmOonuTamMu, OueHue
MUKPOBOPCUHOK KHUIIEYHOTO SIMTENUS - BCE
9TO TIPUMEPHI, WITIOCTPUPYIOIINE YHUBEPCAlb-
HOCTb KJIETOYHOW TMOABMXHOCTU. Hekoropeie
aCIMeKThl MOABUXKHOCTU KJIETOK MOXHO Hccle-
JOBaTh Ha KyJbTypax TKaHU. Tak, KyJIbTUBU-
pyeMble KJIETKM Pa3ivuyHbIX TUIIOB UMEIOT TLIO-
CKME CKJIauaThle BBIPOCTBI, TaK Ha3biBacMbIe
aAamearunoduu, HopmMa KOTOPBIX MEIUIEHHO Me-
HseTcsl. OHM HAaNOMMHAIOT JierKhe CKIaaKu
IJIaThsl Ha BETepKe, M MOTOMY HMX Ha3bIBAIOT
TakXe cKAaduamvimy Kpagmu WA  aKMUBHbIMU
kpasmu (puc. 34.21). CkiaguaTble Kpasi BBICTY-
MalT HapyXy Ha HECKOJbKO MUKPOMETPOB, U
C MX MOMOIIBIO KJIEeTKa MOXET MPUKPEIISAThCS
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Puc. 34.21. Cnusuctelii TUIeCHEBOW  rpud
Dictyostelium discoideum B ckaHm-
pyIollleM 3JIeKTPOHHOM MMKPO-
cKore. DTOT OpraHu3M MOXKeT
CyIIeCcTBOBAaTh MO0 B BUIE CBO-
OOIHBIX KJIETOK, JIMOO KakK 4acTb
opraHu3oBaHHOi KosoHuu. Ha
moBepxHoctu  Dictyostelium xo-
pOIIO BWIHBI aKTUBHBIE Kpas
u dunonoauu, OoraTble aKTHU-
HoM. (IlewaTtaeTcst ¢ n10OE3HOrO
paspereHust n-pa James
Spudich.)

K oBepxHocTu. Eciu mpukpenusuiascs KjaeTka
BTSTMBAET CKJIaJKU Ha OJHOM KOHIIE U BBITSITU -
BaeT Ha JPYroM, TO MPU 3TOM OHA MOCTENIEHHO
nepeMeniaercs.

KakoBbI MosIeKyISIpHBIE OCHOBBI TBUXEHU S
kietok? [lepBeie cBeeHUS 1O 3TOMY BOIPOCY
Obu1M noayyeHbl Apuesnem JIésu (Ariel Loewy)
MpY U3YYEHUU CIM3UCTOTrO TUIECHEBOTO rpuba
Physarum polycephalum. DtoT cnu3eBUK o0Opa-
3yeT MJa3MOAUN M COAEPXKUT IepeTeKarolue
Macchl nuToria3Mbel. [lomydyeHHbIE TIpU BBICO-
KON WOHHOW CHWJie BKCTpPakKThl Ipuba ObLIM
CXOIIHBI TI0 CBOMCTBAM C aKTOMHO3WHOM TIOTIe-
pedHomnoJjocatbix Mbill. Tak, pobaBieHue
ATP BbI3bIBaJIO OBICTpOE MaleHUE BSI3KOCTH,
KOTOpasi 3aTeM BHOBb MEIJIEHHO BoO3pacTaia
mo Mepe ruapoimza ATP. ChoycTs HeCKOJIbKO
et Camacu I'arano m ®ymmo Ocapa (Sadashi
Hatano, Fumio Osawa) oOHapyXuiu B Irpuode
BBICOKOE COepKaHUE aKTUHA, OYEHb CXOAHOTO
¢ MbIlIeYHbIM. OH 00pa30BbIBAJl TOHKUE HUTHU
1 B3auMozeicTBoBasl ¢ MHo3MHOM. Camoe MH-

Yactp V.
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TepeCHOe, 4TO aKMUuH HNiecHeso20 2puba B3au-
MOZENCTBOBAI ¢ S1-TOJIOBKAMU MUO3UHA CKe-
AEMHbIX Mbliil NO360HOYHbIX, TIPUYEM BO3HM-
Kaji JeKOPUPOBAHHBIE HUTH, ITOAOOHBIE TEM,
KOTOphIE 00pa3ylTCsl M3 aKTMHA U MUO3UHA
MO3BOHOYHBIX. OKa3aJl0Ch, YTO IJIECHEBOM aK-
TUH OTJIMYAETCS OT aKTMHA MBILIL KpOJIUKa
TOJBKO 110 17 u3 375 aMMHOKMCIOTHBIX OCTaT-
KoB. CIleoBaTeIbHO, aKMUH - 3M0 BbICOKOKOH-
cepeamueHulii, dpesnuil 6earok 3Iykapuom. AHa-
JIOTUYHO aKTMHY M3 paccMaTpUBaeMOro ILieC-
HeBOro rpmba, a TakXKe W3 MHOTMX APYTUX
9YKApUOTUYECKUX KJIETOK ObUI BbIICICH U MUO-
3uH. OIHAKO CB0UCMBa MUO3UHOE U3 DPA3HBIX
UCMOYHUKO8 8apbUposani 6 00abliell CMeneHu,
ueM CeOLUCMBA AKMUHO8, BbIOCACHHbIX U3 mex
ace ucmounukog. Hanmpumep, MUO3UHBI U3 MHO-
T'MX HEMBIIIEYHBIX KJIETOK HE CIIOCOOHBI K ObI-
cTpOMy (POPMMPOBAHUIO TAaKUX TOJCTHIX HU-
Teil, Kakue o0pasyloTcs U3 MHO3MHA CKe-
JIETHBIX MBIIIL. HeMbllieyHble MUO3MHBI 00pa-
3YIOT KOPOTKME OMIOJISIPHbIE HUTH.

34.14. Pacnpenenenne MUKPO(UIAMEHTOB

B KJIETKE€ BbIAABJISIETCS METOAOM
UMMYHO(JIyOpecleHTHOH MHMKPOCKONMH

Kax mpaBwiio, KjieTku 3yKapuoT Ooratbl akTu-
HOM, CoOllepXaHWe KOTOPOTO COCTaBJIsIeT OObIY-
HO 10% obmero KonmuuecTBa Genka. [lo cymie-
CTBY, aKTWH - KOJIMYECTBEHHO MPEBATUPYIOIIN I
0eslok BO MHOrux Tumnax kjietok. CopepxkaHue
MHO3MHA B HEMBIIIEYHBIX KJIETKaX 00bIYHO B 10
pa3 Huxe, yeM akTuHa. CienoBareiabHO, KOJIM-
YECTBEHHOE OTHOIIEHWE aKTMHAa K MMO3UHY
B HEMBIIIEYHBIX KJIETKAaX BBIIE, YeM B MBIII-
Lax.

YacTb aKTMHA B HEMBIIIEUHBIX KJIETKaxX IO-
JUMepusyeTcss ¢ oOpa3oBaHMEM Mukpoguia-
menmog (puc. 34.22), HaIOMUHAIOLIUX TOHKUE
HUTU MBIUIEYHOTO BOJIOKHA. Mukpogura-



Puc. 34.22. DnextpoHHas  MUKpodOTOrpa-
bus, nemoHcrpupymwoias 60Jb-
1oe KOJM4ecTBO MHUKpoduia-
MEHTOB B LIMTOCKeJieTe (uopo-
01acToB  3MOpHMOHA  LIBITIJIEHKA.
(ITegaTaeTcs ¢ MoOOE3HOrO paspe-

mweHus n-pa Susan Brown.)

menmbl duamempom 70A @visgaaomca HA neK-
MPOHHbIX  MUKpogomoepagusx  noumu  cex
Kaemok dykapuom. JlekopupoBaHUEe MUKPODU-
JJAMEHTOB TojloBKaMu S1 NpPUBOAMT K BO3HUK-
HOBEHUIO XapaKTEPHOU CTPYKTYPBI PETYJISIPHO
pPAaCIOJIOXKEHHBIX CTPENOK; M3 3TOr0 CJEIyeT,
YTO MUKPO(MUIAMEHTHl COCTOAT M3 aKTHHA
U MOIYT B3aMMOJEWCTBOBaTb C MMUO3UHOM
(puc. 34.23).

Pacripenenenue MukpodbujiaMeHTOB B KJET-
K€ BBISBISETCS C TOMOILUBIO UMMYHOPAYOpec-
YeHmHoU mMukpockonuu. MeTon COCTOUT B TOM,
4TO MOJIy4yaloT crieluduueckre K akTUHY aHTU-
Tejla, KOBAJIEHTHO CBSI3bIBAIOT WX C (hiryopec-
LIEHTHOW METKO#l, Hampumep ¢ iyopecieu-
HOM, U JIO0AaBJISIIOT K KYJIbTUBUPYEMBIM KJIET-
KaM. B pesynbrate mposiBisieTCsl CE€Thb MUKPO-
(unameHToB, BUaMMas 1on (JayopecleHTHBIM
MukKpockornoM (puc. 34.24). Hekotopble my4ku
(ryopeclMpyOIIMX HATEW TSIHYTCS 4epe3 BCIO
KJeTKy. B mokosieiics KieTke, NpuKperjeH-
HOW K TBEpOOMY CcCyOCTpaTy, MHOTHE aKTU-
HOBbIE HUTU UAYT MapajuleJIbHO JJIMHHON ocu
kieTku. B ckiaguareix Kpasix, HarpoTus, ¢Gayo-
pecueHLMsT uMeeT TUdOY3HBIN xapakTep, 4To
CBSI3aHO C HaJlMYMeM MOHOMEpOB aKTHMHAa WU

Puc. 34.23. OnektpoHHasi MuUKpodoTorpa-
¢us F-aktuna us Dictyostelium,
IeKOpupoBaHHOTO  S1-rojioBKa-
MU MMO3MHA  TaKXe u3
Dictyostelium. BunHo, uto obpa-
3YIOTCSI TAKKE K¢ «HAKOHCUHUKHU
CTpeJl», KaK U B clly4yae 1eKOprupo-
BaHMs F-akTuHa  ckeneTHbIX
MbIII S1-rojloBKaMy MbILIEYHO-
ro muo3uHa. (Ileuataercsa c Jo-
0e3HOro paspelieHus a-pa James
Spudich.)
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Puc. 34.24. HmMmmyHOdIyopecieHTHAas  MU-
KpodoTorpadpusi IpHUKpPEIICH-
HOM K IMOBEPXHOCTU MOKOSIIECHCS
KyJbTUBUpYeMOU KieTku. Kier-
Ka okpanieHa GIayopecumpyro-
MW aHTUTEJITAMU TIPOTUB aKTH -
Ha. BugHbl IIMHHBIE TTYYKU MU-
kpodunsamenToB. (C n00e3HOro
paspemenust Elias Lazarides.)

KOpOTKMX HMTell akTuHa (puc. 34.25). Meto-
IOM MMMYHOMIYOPECLIEHTHOH MUKPOCKOMUHU
OBLIO TaKXe MCCIEI0BAHO BHYTPUKJIETOUHOE
pacrnpeefeHue IPYyrux COKpaTUTEIbHbIX Oen-
KoB. B mukpodunameHtax ObLI OOHapyXeH
mponomuosur (puc. 34.26), Torma Kak TpOIIO-
HUHAa B HUX, IO-BUAMMOMY, HeT. IOHbI KanbLus
WUTPAIOT BAXHYIO POJIb B PETYISIIMU HE TOJbKO
MBIIIEYHON, HO U HEMBIILIEYHO! TMOIBUXKHOCTH,
XOTsl B LIEJIOM 3TH JBa Mpoliecca peryjaupyroTcs
no-pa3HoMy. OTHOCUTENBHO BHYTPUKJIETOYHO-
TO pacmpenesieHus] MUO3MHA M3BECTHO OYEHb
Mano. B HeMbllIeYHBIX KJIeTKaXx OOHapyXeH
TaKXe O-aKMUKHUH, KOTOPBIA B MBILIIIAX CBSI3bI-
BaeT akKTWUH C Z-NJaCTMHKAMU MHODUOPUILI.
DTOT 0eOK IMPUCYTCTBYET B HAMOOJIbIIEM KO-
JIMYECTBE B CKJIAAYATBIX KpasiX M APYrMX y4yacT-
Kax KJIEeTKH, TIe MPOUCXOOUT ObicTpoe hopMu-
poBaHUE U pacnaj HUTed akThHa. Bo3MoxHO,
YTO Q-aKTUHUH CO3[aeT MOCTUKU MEXIY HUTS-
MM aKTMHA B LIUTOCKENeTe W APYTMMU 00pazo-
BaHUSIMU, CBSI3AHHBIMU C TOABUXKHOCTBIO.

Yacts V.
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34.15. IIpukpemnjieHHble K MeMOpaHe

HUTH AKTHHA OMOCPEAYIOT COKpaUIeHHe
MUKPOBOPCHHOK KHIII€YHHUKA

MUKpPOBOPCUHKM 3MUTEIUANTBHBIX KJIETOK KU-
meyHuka (puc. 34.27) - aro ogHa M3 Haumbolee
M3yYEHHbIX HEMBIILIEYHBIX COKPATUTEIbHBIX CU-
cteM. MUKPOBOPCUHKHU TIPEACTABISIIOT COOOM
BBITITYMBAHUSI LIMTOIUIa3Mbl Ha anUKaJlbHOM

Puc. 34.25. bonee nuddysHoe pacrnpenese-
HUE HUTEHU aKTUHA B ABUXYILIEACS
KJIETKE, OCOOEHHO B €€ aKTUBHBbIX
kpasx. ([ledataeTcs ¢ mobGe3HOTO
paspemenuss a-pa Elias Laza-

rides.)



Puc. 34.26. B xierkax, okpameHHBIX (iyo-
peCIUPYIONINMU aHTUTENaAMU
MPOTUB aKTHHA, BUIHBI TOXOXHUE
Ha Teole3uvecKre BBIIKU KYIo-
JIooOpa3Hbie CTpYKTyphl. (Ileya-
TaeTcs ¢ I0Oe3HOTO pa3peieHust

n-pa Elias Lazarides.)

MOBEPXHOCTU STUTEIUATbHBIX KJIETOK KHUIIEY-
HUKA, U B CBOEH Macce OHM O0pa3yloT TaK Ha-
3bIBACMYIO  WEeMOYHyl0  KaemKy, BUIUMYIO
B CBETOBOM MUKpockore. Kaxpngass u3 MHUKpO-
BOPCUHOK COAEPXKUT MYyUYOK aKTUHOBBIX HUTEIA,
KOTOpbIe Ha BBICTYIAMOIIEM KOHIIE IPUKpe-
IUISIIOTCSL K TJIa3MaTuyeckoil MmemOpaHe. Kpo-
M€ TOro, BO MHOTHUX TOYKaX BIIOJb MUKPOBOP-
CMHKU aKTUHOBBIE HUTH CBSI3aHBI C IIa3MaTy-
yecKOM MeMOpaHOil TOHKUMHU HUTEBUIHBIMU
coenuHeHUssMU. OCTOB aKTHMHOBBIX (UIaMEH-
TOB NPOHMKAET IOJ MOBEPXHOCTh KJIETKH, I0-
CTUras TakK Ha3bIBaeMOW TePMMHAJbHOM CETHU.
ITnasMaTUyecKyro MeMOpaHy M30JMPOBAHHBIX
LIETOYHBIX KAEMOK MOXHO YIaJuTh, 00pado-
TaB WX JIETEPreHTOM; OCTajJbHasl 4acTh CTPYK-
TYpbl TIPU 3TOM COXPaHSIETCS] MHTAKTHOM. Bbut
oOHapyXeH IMOpa3uTeIbHbI (aKT: JTUIIeHHAs
MeMOpaHbl IlIeTOYHAs KaeMKa COKpallaeTcs
npu go6asaeHun ATP u Ca®* u akTuHOBBIE
HUTH OBICTPO IOrPYXAlOTCI B TEPMUHAIBHYIO
CETb.

KakoBa cTpyKTypHasi OCHOBa 3TOil MOJIBUX-

Hoctu? [lyTem nekopupoBaHUsT aKTUHOBBIX HU-
Tell MMKPOBOPCMHOK S1-Toj0oBKaMu MHUO3MHA
ObUIO BBISIBJIEHO, YTO BCE HUTU MMEIOT OIMHAa-
KOBYI0 moyisipHOCThL (puc. 34.28). O6pa3oBaB-
uIMecss CTpeJKU OKa3aJluChb HamnpaBiIeHHBIMU
K OCHOBaHUI0O MUKPOBOPCUHOK (TO0OHO TOMY
KaK Ha JIeKOPUPOBAHHBIX TOHKUX HUTSAX MbI-
LIEYHBbIX BOJIOKOH CTpPEJIKM HAalpaBleHbl B CTO-
pOHY Z-TIIacTUHOK). I pyrMMu cioBaMu, MO-
JISIPHOCTb  aKTMHOBBIX HUTEH TakoBa, 4YTO
MUKPOBOPCUHKM TIPU COKPAILIEHUH BTSTUBAIOT-
¢ B KIEeTKy. bbuio Takxke 0oOHapyXeHO, uTo
B TEPMUHAJIBHOW CETU UMEIOTCS TOJICThIE HUTH,
conepxaiie MUO3uH. [lo Bceil BEpOSITHOCTH,
OUIONISIpHBIE MUO3WHOBBIE HUTH TEPMUHAJb-
HOW CeTH B3aMMOMAEHCTBYIOT C HUTSIMU aKTUHA
npuiaexamux BopcuHOK (puc. 34.28). Cormac-
HO 3TOW TMMOTe3e, HUTU aKTUHA CKOJIB3ST OT-

Puc. 34.27. BDnexkTpoHHass MuUKpodoTorpa-
(us 1meToyHON KaeMKM Kulley-
HOTO 3nuTeNMst. MUKPOBOPCUHKU
coJiepxar HUTHU aKTHHA.
[Mooseker M. S., Tilney L. G.,

J. Cell Biol., 67, 725 (1975).]
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HOCUTEJTbHO HUTEl MUO3MHA, TaK YTO B 1IEJIOM
IBUXKEHWE HAIpaBlIeHO K ULEHTPY KJETKU.
B nTore MUKpOBOPCUHKU YKOPAYMBAIOTCS, YTO
CIOCOOCTBYET BCAChIBAHUIO MUTATEJIbHBIX Be-
1IECTB KJIETKOM.

34.16. Iluroxanasun u GalIoNIUH TOPMO3AT
NOJBMKHOCTb, CONPSIKEHHYI) C MpoLeccamu
COOpPKHM M JAe3arperalMi HUTEd aKTHHA
Hurtoxana3un B (ankanoun u3 rpuboB) npu A0-
6aBJ'leHl/lI/l K 9YKapMOTUYCCKUM KJIECTKaM U3ME-
HseT X GopMy U TOmaBisieT MHOTUEe (OPMBI
MOABYKHOCTU. Tak, 3TOT ajKaJloua WHIUOU-
pyeT oOpa3oBaHUE CKJIagyaThiX KpaeB y u-
Opo0sacToB, OTpacTaHME AaKCOHOB OT TaH-
[JINEeB, PETPAKIMI0O KPOBSIHOTO CIyCTKa TPOM-
OouMTaMH, AeJEHUE OIJIOAOTBOPEHHON siile-
KJIeTKM Mopckoro exa. Cydas mno JaHHBIM

9JIEKTPOHHOW  MUKPOCKOINWH, I[UTOXala3uH
OKa3bIBaeT BIUSIHUE HA MUKPOGDUIAMEHTBI, TaK
KaK OHU MCYe3aloT B KJeTKaX, 00paboTaHHBIX
aTUM ankaiouaoM. Okazanoch, YTO yumoxaid-
3UH npenamcmeyem cOOpKe AKMUHOBbIX HUMmell,
cneyughuuecku 83aumodeiicmeyss ¢ OOHUM U3
KOHU08 Humu. DTOT WHTUOMTOPHBINA 3hbhEKT
LUTOXaJa3WHa CBUAETENLCTBYET O IUHAMUY-
HOCTU CTPYKTYPBl MMKPO(DUIAMEHTOB.
3HavyeHWe TIOCTOSTHHO WIYIIUX IPOIIECCOB
cOOpKM M [Je3arperaliuu  MUKpOGhUIaMEHTOB
IUTSl KJIETOYHOTO JBMXKEHUSI OBIJIO BBISIBICHO
TakXe TPU M3YYeHUM MeXaHu3Ma IeiCTBUS
Ganrouduna. DTOT TOKCUIECKU areHT TIPUCYT-
CTBYeT B sIIOBUTOM rpube Amanita phalloides,
coJepXKalleM TakKXe O-aMaHUTUH - MHTUOUTOP

Yactp V.
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PHK-nonumepassl (paza. 29.18). TlomobHo 1u-
ToXala3uHy, GaJIOUINH OJIOKUPYET Te (hOPMBI
MOIBMKHOCTH, B KOTOPBIX YYacCTBYIOT MUKPO-
bunamentol.  QPasroudun  npucoedursemcs
K eduHuyam aKmuHa 6 MUKpoguiamenmax
U mem camblM Npensmcmeyem ezo 0enoAapusa-
yuu. Takxum obOpaszoM, autonanH Kak OBl 3a-
MUpaeT MUKPOGDUIAMEHTHI.

34.17. MuUKpOTpYOOUKH YYACTBYIOT

B Pa3jMYHbIX BHMIAX KJIETOYHO MOABHKHOCTH
U YacTH4HO ¢GOpMUPYIOT UUTOCKEJEeT

Jlo cux Top MbI paccMaTpuBaiu poJib MUKpPO-
(unaMeHTOB B Pa3IMYHBIX BUIAX KJIETOYHOM
noaBxXKHocTU. OOpaTuUMCs Ternepb K Ipyromy
KJIacCy BOJIOKHUCTBIX JJIEMEHTOB, a WUMEHHO
K Mukpompyb6oukam, KOTOpble HMMEIOTCS TMpak-
TUYECKM BO BCEX 3YKAPUOTHMYECKUX KIEeTKaX
Y YYacCTBYIOT KaK B MOIACPXKAaHUM apXUTEK-
TYpBI KJIETKH, TaK U B COKPATUTETbHOW aKTHB-
HOCTH (puc. 34.29). MukpoTpybouku
TIPEACTABISIOT COOOM TMOJIble UIMHIPUYECKUE
CTPYKTYpPBI, 00pa30BaHHbBIE M3 ABYX CXOIHBIX
(Maccoit o 55 x/la) THIIOB CYOBEOIWHMIL- O~
u B-mybysuna. HapyXHblil guaMeTp MUKpPO-
TpyOOUEK cocTaBisieT 0Kojio 240 A, U 3TUM OHU
YETKO OTIMYAIOTCd OT MUKPODUIAMEHTOB
(mrametrpoMm 70 A) 1 OT IIPOMEXYTOUHBIX (DU-
JTaMeHTOB (CcTpykTyp auameTpoMm 100 A, BBI-
MOJIHSIIOLIUX POJIb CBSI3BIBAIOLIUX 3JIEMEHTOB).
XKecrtkast creHKa MUKpOTpyOoueK oOpa3oBaHa
U3 CIUPAIbHO YJIOXEHHBIX, YeperyrIInXcs

Puc. 34.28. [IlpenmonaraemMoe  pacIIOJiOXe-
HUEe MUO3MHA U aKTWHA B MU-
KPOBOPCUHKAX LIETOYHON Kaem-
k1 kuok. [Mooseker M. S., Til-
ney L.G., J. CellBiol., 67, 725

(1975).]



Puc. 34.29. WwmmyHodnyopecuieHTHass  MU-
Kpodortorpadusa,  AeMOHCTPHU-
pylolasi pacnpenesieHue MUKPO-
Tpybouek B ¢pubpobdaacte. ([leua-
TaeTcs ¢ JII0OE3HOTO pa3pelieHus

n-pa Klaus Weber.)

a- 1 B-TyOyauMHOBBIX cyobenuuul (puc. 34.30).
[ToBTOpsIONIEiiCS ~ eAWHULIEH  CTPYKTYPHI
SBISIETCS Of-IMMep, W B IIEJIOM CTPYKTypa
obpazoBaHa U3 13 mpoToduIaMeHTOB, WAYLINX
MapajjieIbHO IUTMHHOW OCH MMKPOTPYOOUKH.

COopka u gesarperaius MUKpOTpyOOueK
MPOUCXOASAT C TPOTUBOIOJIOXHBIX KOHLIOB. AJ-
KaJIOua M3 OCEHHMX KPOKYCOB KOAXUUUH OO-
KUPYeT COOPKY M Te€M CaMbIM TOPMO3UT KJIe-
TOYHBIE TMPOIECCH], TMPOTEKAONIUE ¢ yIacTUEM
MUKpOTpyOouek. Hampumep, KOJXMIIMH OCTa-
HaBJIMBaeT KJIETOYHOE NEJICHUE Ha CTaIWHd Me-
Tacasbl, TaK KakK MUKPOTPYOOUKU HMMEIOT CY-

IIECTBEHHOE 3HAYEHUE ISl PACXOXKIECHMS XpO-
MocoM. KoJXuliiH MHruOMpyeT Takke Harpas-
JICHHOE JBMXXEHME pa3HOr0 pola YacTHI]
B KJIETKaX, YTO JIEXXHUT B OCHOBE TOPMOXKEHMUS
TPOIIECCOB WX ceKpelnud. Ha mpoTskeHuu He-
CKOJIbKUX BEKOB KOJIXMILIMH MCIOJB3YIOT ISt
JIEYeHUST OCTPBIX MPUCTYMOB TMOAArPHI.

34.18. Buenne pecHUYEK M JABHXKEHHME KI'YTHKOB
00yCJIOBJIEHO CKOJIbXKEHHEM MHMKpPOTPYOOueK,
MHAYIMPOBAHHBIM JIMHEHUHOM

MuKpoTpyOOUKM SIBJISIIOTCSI OCHOBHBIMU KOM-
MOHEHTaMU PECHUYEK U XTYTHUKOB Y 9YKapuoT.
OTU OpraHesuibl UMEIOTCS BO MHOTMX KJIETKaXx.
TlogBuXHBIE PECHUYKM, MOAOOHO BecjIaM, BbI-
3bIBAIOT TOK XXWAKOCTU TapajuleJIbHO TMOBEPX-
HOCTU KJIETKU. Tak, KOOpAMHHUPOBAHHOE IBU-
KEHUE PeCHUYEK, BBICTUJIAIOIINX JAbIXaTeJIbHBIC
MyTH, CMOCOOCTBYET YAAJNECHUIO YYXEPOAHBIX
yactuil. XKryTuku HeoOXOmAMMbl JJISI TIPOJBU-
>KEHHU S CBOOOIHBIX KJIETOK, TAKMX, KaK CIIEPMUHN
unu npocreiimue. Kak nmokasanu 371eKTpOHHO-
MUKPOCKOTMYECKNE UCCIIE0BAaHUS, CTPYKTypa
pPECHUYEK U KTYTUKOB NMPAKTUUYECKU Y BCEX 3Y-
KapuoT B OCHOBE CBOEil OIMHAKOBA. DTO My4yOK
BOJIOKOH, Ha3bIBa€Mblil aKkcoHemoil, KOTOPbIii
OKpY>XeH MeMOpaHOM, cocTaBsItouIel Mporo-
KeHUe Ila3MaTUYecKoir mMemOpaHbl. BonokHa
B aKCOHeMe - 3T0 MUKpoTpyobouku. 1o mepude-

34. MbiieyHoe cOKpaileHue
U TOABUIKHOCTh KJIETOK
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Puc. 34.30.

Puc. 34.31.
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CnipajbHOE pacrojioXeHue Ty-
OYJMHOBBIX CYOBEAUHUIl B MU-
KpoTpyOouke. A -cxemaruue-
cKoe u3obpaxeHue MonepeyHoro
cpesa; BUIHO, YTO MUKPOTPYOOU-
Ka obOpasoBaHa 13 mportoduna-
MeHTaMu. b - moBepXHOCTHAs pe-
meTka M3 o- U P-CyObeauHMII.

[Snyder J. A., Mclntosh J. R,
Ann. Rev. Biochem., 45, 706
(1976).]

DreKTpoHHass  MuUKpodoTorpa-

¢usg momepedyHoro cpesa akco-
HeMbl XTyTuka. JleBsITh Ha-
PYXHBIX TBOMHBIX MUKPOTPYOO-
YeK OKpPYXaloT JiBe OIUHapHBIC.
(ITeyaTaercs c M00e3HOTO pa3pe-
meHus n-pa Joel Rosenbaum.)

Yactp V.
MonekynspHasi ¢usuoJorus

pUU PACIOJIOXEHBI ACBATh TBOWHBIX MHUKPO-
TpyOOUeK, B LIEHTPE - 1B OJWHAPHBIE MHUKPO-
Tpybouku (puc. 34.31). Takoit yacTo BCTpe-
JaloIUACcI CTPYKTYPHBIN MOTUB M3BECTEH KakK
pacnonoxcenue 9 + 2. JluameTp nOBYX 1I€H-
TpaJbHBIX MUKpPOTpyOouek paBeH 240 A. Kax-
nast U3 NeBSITH TepudepuvecKrX map Ha more-
pPEYHOM cpe3e UMeeT BUI LMGPHl § U pa3Mmep
370 x 250 A (puc. 34.32). OgHa U3 MHKPOTPY-
O0ouex B mape - cyogubpuira A - MEHBIIE II0
pa3Mepy M TPUCOCIMHSETCS K ILIEHTPaJbHOMI
Karcysie pecHUYKHM C TTIOMONIbIO paauaTbHOTO
Moctuka. OT Kaxmoili cyo¢uOpmisl A OTXO-
IAT IBE pYUKU. B oTHeNnbHON pecHUYKE Bee pyd-
KM HampaBJieHB B OIHY cTopoHy. OOpaboTka
pECHUYEK JIETePreHTOM U Jlajiee pacTBOPOM CO-
Jielt BBICOKOW KOHIIEHTPAIlUU MPUBOAUT K yaa-
JIECHUI0 Hapy>XHOU MeMOpaHbl U coJo0MIn3a-
mun  ATPaspl, Ha3bIiBaeMoOil  JuHeuHoM.
B pesynbprare srToii  00pabOTKM  pacmoso-
XKEHHbIE Ha Tepudepur BOJOKHA COXPaHSIOT
CBOIO WJIMHIPUYECKYIO TOMapHYI0 OpraHu3a-
1IM10, HO YTpauyuBaloT pyuku. [Ipu nobaBieHun
JIWHEWHA B COOTBETCTBYIOLIEH WMOHHOW Ccpene
pY4Yku BoccTaHaBiuBawTcs. CrenoBaTesbHO,
cocmosiwue u3 OuHeuHa py4Ku cyoguopuiibl
A obnpadarom ATPa3zuoii akmusHocmbio.
Kakum o6paszom pacmerenue ATP nuHen-
HOM BBI3bIBACT ABUXEHUE PECHUYEK M XKTYTH-
koB? Kak mokazanu [Mutep Catup n An I'mb6-
oonc (Peter Satir, Jan Gibbons), nepugepuue-
cKue  08oliHble  MUKPOMPYOOUKU — AKCOHEMbl
CKOAb3AM OMHOCUMENbHO Opye Opyea U mem
camoviM  8bi3bléalom u3eud pecruuku. Camo
CKOJIbXEHME 00YyCIOBIEHO 00pa3oBaHUEM du-
HeUHOBbIX nonepeunbix mocmuios. T1o-BUIMMO-
MY, IMHEWMHOBbIE PYYKHM OJHOM Mapbl MUKPO-
Tpybouek mo mepe rugponusa ATP mpoasu-
raloTcs BIOJb MpUJeralouieil mapbl COBEepIIeH-
HO aHaJIOTMYHO TOMY, KaK B CKEJIETHOM MBIIIIIE
MMO3WHOBBIE MOMEPEYHBIE MOCTUKHU ABUXKYTCS
BIOJIb AKTUHOBOI HUTU. B MHTaKTHOM pecHUY-
K€ paauajibHble MOCTUKM TPOTUBOIEHCTBYIOT
CKOJIbXEHUIO, U 6Jaronaps UM IMPOUCXOIUT He
COKpallleHNe PeCHUUYKHU, a JTOKAJbHBIN U3THO.
[lpu obcnemoBaHWU TPYMIBI OOJTBHBIX XPO-
HUYECKUMM JIETOYHBIMU 3a00J1€BAHUSIMU OBLITU
0oOHapyXeHbl aKCOHEMBI, JINIIIEHHbIE TUHEUHA.
B atom cnyuae, kak moka3san beépH Ad3sennyc
(Bjorn Afzelius), pecHUYKM 3MUTENUS AbIXa-
TEJbHBIX TYTeH OKa3aJluCh HEMOABUXHBIMU.
Bonee Toro, My>XX4YMHBI ¢ 3TUM T€HETHUYECKUM
nedekToM OBLIM CTEPUIbHBI BCIENCTBUE HETO-
IBMXHOCTH WX CIepMaTo3oumoB. B apyrow,
HelaBHO OOHApyXEeHHOM cllydyae HETOIBUX-
HOCTh PECHMYEK U XTYTMKOB OKa3anzach o0yc-
JIOBJICHHOM JTe(eKTOM paauaabHBIX MOCTHKOB.



Puc. 34.32. Cxematnmyeckoe H300paxkeHUE
CTPYKTYPBl aKCOHEMBI.

OTU KIMHUYECKHUE HaOJOACHUSA MOITBEP-
KIAI0T CYLIECTBYIOIIME MPEACTaBIEHUS O Me-
XaHU3Me OBMXKEHUSI pacCMaTpMBaeMBbIX Opra-
HeJLT.

3akiaoyeHune

IMonepeuHomoyiocaTast MbIlIlla TMTO3BOHOYHBIX
COCTOUT M3 OEJKOBBIX HUTEW ABYX THMIIOB, KO-
TOpbIE B3aMMOJAEUCTBYIOT IpPYr C JPYroM.
Tonctele HUTH comepkaT MHUO3MH, a TOH-
KME - aKTUH, TPOIOMUO3UH W TPOMOHUH. [u-
aposu3 ATP akTOMUO3MHOM BBI3BIBAE€T CKOJIb-
KEHME YKa3aHHBIX HUTEH OTHOCUTENbHO APYT
apyra. MUO3UH mOpeacTaBisieT co00il OuYeHb
oonpmoit mo Macce Oemoxk (500 x/la), cocrosi-
UIMA M3 ABYX OCHOBHBIX LIENIEH U YEThIpEX Jier-
kux ueneir. KoHdopMauuss OCHOBHBIX Lemnei
TAKOBa, YTO OHU COMAEpXaT IIBE TJIOOYyIspHbIe
obnmacti (ronoBku S1) M TNpHCOeOTUHEHHBIN
K HUM [UIMHHBIA O-CIIUMPAJIM30BAHHBIA CTEp-
xeHb. ['omoBku S1 u 9acTh cTepKHI 00pa3yioT
MoTepevyHble MOCTHUKM, KOTOpbIE B3aUMOJIEH-
CTBYIOT C aKTMHOM, T€HEePUPYS CUJIY COKpallie-
Hug. OcranpHasg YacTb MOJEKYJIbl MHUO3MHA
CO3/1aeT CKeJIeT TOJCTOM HUTU. AKTUH - OCHOB-
HOM KOMITOHEHT TOHKMX HUTEH - MPEACTABISACT
c000i1 To0yIsapHEIi 6enok (42 k/la), KoTopslit
rnoJuMepusyeTcsi ¢ oOpa3oBaHMEM HUTEl oua-
MeTpoM 70 A. ToxcTbie 1 TOHKME HUTU OIpere-
JIEHHBIM 00pa30M HarpaBJieHbl, PUYEeM IOce-

penvHe Mexny AByMs Z-IUTaCTUHKaMu 3TO
HamnpaBJeHUE MEHSETCS] Ha TPOTUBOIOIOXHOE.
Huknuueckoe oOpa3oBaHME W JUCCOLMALIUS
KOMIUIEKCOB MEXIy MMO3MHOBBIMHU IIOIIE-
PEYHBIMH MOCTHMKAMM, BBICTYHAOIIMMH U3
TOJICTBIX HUTEH, M eMMHUIIAMU aKTUHA TOHKHX
HUTe mpoucxoasT 3a cueT 3Hepruu ATP;

Puc. 34.33. IuHeuHOBBIE pPYYKHU pacroio-
KEHbl  BIOJb MHKPOTpyOOUEeK
C MPaBUJIBHON MEPUOAUIHOCTBIO.
DIeKTpOHHBIE  MMKpodoTorpa-
(Guu MHTAKTHON aKcOHeMbl (A)
U MUKDPOTPYOOUKHU, PEKOHCTPYM-
POBaHHOI M3 TyOyJlMHA U IUHE-
nHa (b). [Haimo L. T.,
Telzer B. R., Rosenbaum J. L,
Proc Nat. Acad. Sci., 76, 5760
(1979).]
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Puc. 34.34. BHyTpeHHSS NOBEpXHOCTh ILIA3-
MaTUYeCKOil MeMOpaHbl (UOpo-
OyacTa TMOJ 3JEKTPOHHBIM MMU-
KPOCKOIIOM. fICHO BUAHBI HUTHU
aKTUHa (1eKoprupoBaHHbIE S1-rO-
JIOBKAaMM MMO3UHA) U OKakl-
MJICHHbIE $SIMKM Ha MeMOpaHe.
(IMeyaTaeTcs ¢ A0OE3HOTO paspe-

meHusa a-pa John Heuser.)

00pa3oBaHNE KOMIJIEKCOB BeJECT K yMEHbIIIe-
HMIO PACCTOSTHUS MeXIy Z-TiacTuHKamu. «Pa-
00YMM XOIOM» SIBJISIETCSI TTOBOPOT S1-rojoBKU
MUO3WHA, HAXOISIIeHCs B KOMITJIEKCEe C aKTH-
HOM. B reHepMpoBaHWM CWJIBI COKpallleHMs
BaXXHYIO POJIb WTPAlOT INapHUPHBIE COETMHE-
HUS MEXIy TOMEHaMM MUO3WHA. MpIlIeuyHoe
cokpalleHue peryaupyercs Ca’", mpudem ad-
dexr Ca’* omocpenoBaH TPOMOHMHOM U TPO-
MOMUO3UHOM. [Ilpy HU3KOM KOHLEHTPALIWK
Ca’’ 3Tu 6K MHTUGUPYIOT B3aUMOIeiCTBIE
aKTUHA U MUO3WMHA. HepBHBIN MMMyJIbC 3army-
ckaeT BoIcBo6oxkaeHre Ca’” U3 capkoruiazma-
TUYECKOTO peTUKynyma. Jlajee MOHBI KaJbLus
CBSI3BIBAIOTCS C TPOIMIOHUHOM, YTO WHULUUPYET
ceprio KOH(OPMAIMOHHBIX CIBUTOB, pa3pe-
IaIIMX B WTOTe B3aUMOJCHCTBME aKTWUHA
U MHO3MHA.

AKTUH ¥ MUO3MH - 3BOJIOLIMOHHO JpPEBHUE

Yactp V.
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OelKU, O YeM CBMIETEJIbCTBYET TOT (PakT, UTO
OHU COJEPXAaTCs YXe B CIM3HUCTHIX Tpubdax.
B cymiHocTu, 3TH GenkM y4acTBYIOT B COKpaTu-
TeJbHOW aKTUBHOCTHM MPAKTUYECKHU BCEX DyKa-
puotnyeckux kjaetok. OcoOeHHO pacrpocTpa-
HEH aKTUH, o0pasyroluil MUKpOpUIaMEHTHI
nramerpoM okosio 70 A. MukpoduiaMeHTHI
YYacTBYIOT B pa3HbIX BHUAAX KJIETOUHOM TMOJ-
BUKHOCTM, HampuMep B MUTPAllMUd KIJIETOK
B XOJIe Pa3BUTHUS, PETPAKIIMU KPOBSIHOIO CTYCT-
Ka TpoMmOOoLMTaMM, TepeABUXEHUM Makpoda-
roB K MOBpeXAeHHbIM TKaHIM. CokpalieHue
BOPCHHOK ILETOYHON KaeMKM KUILEYHOTrO 3ITH-
TEJIUS OMOCPEIOBAHO B3aUMOICWCTBUEM HUTEWN
aKTUHA ¢ OUTIONISIPHBIMU HUTSMU MUO3MHA; TO-
CJIe[IHUE B BTIUTEINAIbHBIX KJIETKaX KUIICUHU -
Ka MEHBbIIIEe MO pa3Mepy M COAEPXKAaTcs B MEHb-
IIEM OTHOCHUTEIILHOM KOJIMYECTBE TI0 CpaBHE-
HUIO ¢ Mblamu. Lutoxanasux u damtonaua
TOPMO3ST T€ BUIbI KJIETOYHOW TMOABUXHOCTH,
KOTOpbIE CBSI3aHBI C arperanueil W auMccolMa-
uueit HuTeit aktTuHa. LilutoxanasuH MHrMOUpyeT
cOOpKy, a GalJIOUIUH - paciag MHUKpodua-
MEHTOB.

B xneTkax 3yKapuoT MMEIOTCSI MHUKPOTpY-
0OYKM, KOTOpbIE MOMAECPXKUBAIOT APXUTEKTYPY
KJIETKH, a TAKXE YYaCTBYIOT B COKPATUTEIbHOMN
AKTUBHOCTU. MMUKPOTPYOOUKM TPENCTABISIOT
coboit mosible GUOPWIIEL TuameTpoM 240 A;
OHU TOCTPOEHBI U3 TyOyIrHA. PeCHUYKY U XTy-
TUKM KJIETOK JYKapuoT COJAEpXaT [eBATb
JIBOMHBIX MHUKPOTPYOOUEK, OKPYXKAIOIIUX JBE



OIMHApHBIE. MeXay BHEIIHMMU IIapaMu MH-
KpOTpyOOUeK MMEIOTCS IOoNepedyHble MOCTUKU
U3 IUHEWHa - GOejika, obGmnamaromero ATPasHoit
HNunyuupoBaHHoe
CKOJIbXXKEHHE TpUJIeTaloMX Ilap MMKpPOTpYy0Oo-
YeK OTHOCHUTEIBHO IPYT APYra BBHI3BIBACT U3-

AKTUBHOCTBIO.
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MMABA 35
denctBme ropmMoHOB

I'opMOHBI - 3TO  XMMHUYECKME  TMOCPEIHUKH,
KOOPJAMHUPYIOIINE aKTUBHOCTb DPa3IMYHBIX
KJIETOK MHOTOKJIETOYHOrOo opraHu3ma. Tep-
MUH <«TOPMOH» OBbLI BIEpPBbIE MCIOJb30BaH
B 1904 r. Yunbsamom baitnnccom u DpHcTOM
Crapaunarom  (William  Bayliss, Ernest
Starling) npu onucaHUM IEUCTBUS CeKpe-
THUHA - BEILIECTBAa, CEKPETUPYEMOTO JBEHallia-
TUMEPCTHOM KUIIKON U CTUMYJIMPYIOLIETO BbI-
JeJIeHue coKa TMOJXKenynoyHoil xenessl. U3
9TOIl paboOThl BbITEKasla OYEHb IIOAOTBOPHAS
KOHIUEIIIUSI, & UMEHHO, YTO 1) TOPMOHBI - 3TO
MOJIEKYJIbI, CUHTE3UpYyeMble crieluUIeCKUMU
TKaHAMU (ocenezamu); 2) TOPMOHBI CEKPETU-
pYIOTCSl HETIOCPEICTBEHHO B KPOBb, KOTOpas
U JOCTaBISIET UX K MeCTy HeWcTBus; 3) rop-
MOHBI Clelu(uyeckuM o0pa3oM MEHSIIOT aK-
TUBHOCTb OTPEIeJICHHBIX YYBCTBUTEIbHBIX TKA-
Heil (opeanos-Mmuuienelil TN KAemMoK-MullleHell).
IMo cBoeit XUMUYECKOW MPUPOJE TOPMOHBI
o4eHb pasHooOpa3Hbl. HexoTopsie, Hanmpumep
aIpeHaJMH U TUPOKCHUH, TMPEACTABISIOT cO00it
HebonbuUe  MOAEKYAbl, NPOU3BOOHble — AMUHO-
Kucaom. Jlpyrue, B 4aCTHOCTU OKCUTOLMH, UH-
CYyJUH W TUPEOTPONUH (TUPEOTPOIHBII rop-
MOH),- noaunenmuodst WA beaxku. TpeTbsl TPyII-
ra TOPMOHOB - CTEPOU/Ibl, TPOU3BOJHBIE XOJIE-
crepona. B Hacrosiniee Bpemsi BBISICHEH MoJie-
KYJISIDHBIA MEXaHU3M JeHCTBUS psiia TOPMO-
HOB. YCTaHOBJIEHO, UYTO 2OPMOHbI OKA3bl8AOM
cneyugpuueckoe  Oeiicmeue  mpems — NYMAMU:
1) eo3deiicmeyss Hna ckopocmv cunmesa pep-
MeHmoé u Opyeux 0eaxko8; 2) uszMeHsAs CKo-
pocmo  (epmeHmamusHoeo kamaausa; 3) usme-
HASL  NPOHULUAEeMOCMb  KAEMOYHbIX — MeMOpaH.
JIt060MBITHO OTMETUTH, YTO HU OIUH TOPMOH
He sBiseTcs (HEepMEHTOM WM KOGDEPMEHTOM.
Hanporus, neiicTBUE TOPMOHOB CBOIUTCS
K peeyasyuu yice CYWeCmeyIouwux npoyeccos.
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35.1. OtkpbiTHe HMKIMYeckoro AMP -
NOCPEeJHNKA B JEACTBHM MHOIMX TOPMOHOB
Baxneiiiee mocTiKeHWe B M3YYEHUU MeXa-
HU3Ma [OeiiCTBUS TOPMOHOB CBSI3aHO C HMe-
Hem Opna Cazepimenma (Earl Sutherland).
[lepBoHauanpHast 1edb €ro paboT, HayvyaThIX
B 50-x romax, cocTostla B TOM, YTOOBI BBISIC-
HUTh MeXaHu3M JCUCTBHUS  aApeHaJnHa
M DJIIOKAaroHa Ha pacliaj [JIMKOreHa U 00pa3o-
BaHMe TIIOKO3bI B meueHn. CaszepiieHn n30pat
3Ty CHCTEMY, BO-IIEpPBBIX, IIOTOMY, 4YTO YKa-
3aHHBIE TOPMOHBI OKa3bIBalOT OYEHb 3HAUYU-
TEJIbHOE ¥ BOCIPOM3BOAMMOE JIEeHCTBHE Ha
pacnan riuMkoreHa. Bo-BTopbiX, 3TOT 3¢hdeKT
pa3BUBAeTCS B T€UYEHNE HECKOJBKUX MUHYT. B-
TPETbUX, CPEe3bl TEYEHU HETPYIHO TOIYIUTH
B 0OJBIIOM KoJuyecTBe. B-ueTBepThIX, OHO-
XMMUS pacliajga IJIMKOreHa yxe ObLla JocCTa-
TOYHO Xopolio u3ydyeHa (ria. 16). @akrudecku
CazepiieHI HayaJl CBOM HCCJIEIOBaHUS MeXa-
HU3Ma AEHCTBUS aJpeHaJMHA M TJIoKaroHa
B nabopatopuu Kapma u I'eptu Kopu (Carl
Cori, Gerty Cori).

Ha nHavyanbpHOM 3Tame pabOTHI OH CTPEMUJI-
cs BBISIBUTH Ty (PEePMEHTATHMBHYIO DPEaKIIUIO
B Mpoliecce MpeBpallleHus] TIMKOreHa B TIJIIO-
KO3y, KOTOPYIO VCUJIMBAIXd 3T TOPMOHBIL.
[nst 3TOrO Cpesbl TedeHW WHKYOMpoBaIn
B NPUCYTCTBUM P, W ONpEeNsin, B KakKue
MIPOMEXYTOUYHBIE COENMHEHUSI BKIIOYAIach
MeTKa. OKa3ajaoch, YTO (PEPMEHTOM, JUMUTHU-
PYIOIIMM CKOPOCTh IIpollecca pacllellIeHUs
JIMKoreHa, Oblia docdopunaza, a He docdo-
[JIIOKOMYyTa3a WM  [JII0K030-6-docdarasa.
Bonee Toro, ampeHajauMH M IJIIOKAroH YBeJIH-
YMBaJIX aKTUBHOCTH (docdopuiasel. OmHaKO
MEXaHM3M aKTUBalUM ObUl HesceH. [aiee
CazepneHn oOHapyXua (EpMEHT, KaTaJlu3M-
pOBaBIINIT MHAKTUBALIUIO aKTUBHOI pocdopu-
J1a3bl. DTOT MHAKTUBUPYIOIIUN (EPMEHT OKa-
3ajcst ¢ocdaTa3oil; HaIpalIMBaJOCh IPEAINO-
JIOXEeHHUe, YTO aKTUuBauus ¢pochopuiiasbl o0yc-
JoBJeHa ee dochopunupoBanueM. JlelcTBH-
TeJbHO, NIPU MHKYGALMKU CPE30B MeveHu ¢ > P,
O0HApPYXWJIOCh, YTO CKOPOCTh BKIIOUEHUS



Puc. 35.1. DeKTpOHHAsg MHUKpodoTOorpa-
¢usT COMATOTPOITHOM KJIETKM THU-
noduza. 'opMoH pocta (comaTo-
TPOIUWH) HaKaIUIMBAETCs B 3JIeK-
TPOHHOILJIOTHBIX TpaHyJIaxX, 4eT-
KO BUIHBIX Ha MHUKpodoTorpa-
¢uu. (C 11006e3HOro pa3pelieHus
Lynne Mercer.)

MeTKU B ¢ochopuiady Bo3pacTaja B IPUCYT-
CTBUU aapC€HaA/IMHA U TJIIOKAaroHa, rnpuyeM 3TO
BO3pacTaHue ObUIO IMPSIMO IMPOMOPILUOHAIBHO
JEACTBUI0O TOPMOHOB Ha pacrhaj TIJMKOIeHa.
TakuMm o6pa3oM, B pe3yjibTare 3THX UCCIEN0-

BaHMM M OBUIO YCTAHOBJIEHO, YTO ¢hocghopuna-
3a akmueupyemcs hnpu  gocgopuruposanuu
U uHakmueupyemcs npu Oeghocghopuiuposauu.
Dmo  Ovin  nepewiii  npumep  peeyasuuu
AKMUuHOCMU (hepMeHma ¢ NOMOULbH) MeXaHU3-
Ma KoeaneHmHolu Mmoodugpukayuu.

Hanee mpuctynuiu K aHaau3y aKTUBaLWU
ocdopunazsl TopMoHaMu B Tpenapare pas-
PYLIEHHBIX KJIETOK rmeueHu. [lopa3uTeabHbIM
obpa3oMm go00aBieHME aIpeHaJlMHa W TIJII0Ka-
roHa TIPUBOAWIO, KaK U B OMbITAX CO Cpe3aMu
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Puc. 35.2. Ilpumepsl TpexX XUMHYECKU pa3-
JIMYHBIX KJIacCOB TOPMOHOB:
A - ampeHaniH, TIPOV3BOIHOE
AMHUHOKUCJIOTHI; b - TJIIOKAroH,
MOJUTENTUI; B-KOPTU30JI, CTe-

pou.

IeyeHu, K akTuBanuu gocdopunassl. ObHapy-
JceHue moeo ¢hakma, MO 20PMOHAAbHBIU I¢-
d)EICm nposenaemcsa U 6 0ecKAemOYHOM 20MO-
2eHame, ABUNOCL HOBOU Gexoil 6 pazeumuu
ouoxumuu. Jleno B TOM, YTO paHee He ynaBa-
JIOCh HaOMI0AaTh CHEeUUdUIECKOro AeicTBUs
rOpPMOHOB B 0€ECKIETOYHBIX CHUCTEMAX, U MHO-
rue OWOJIOTH MoJlarajii, YTO TOPMOHBI CIO-
COOHBI BO3IENMCTBOBATH TOJIBKO Ha WHTAaKT-
HYIO KJIETKY-MMIlIEHb. JII0OOTBITHO BCIOM-
HUTh, KakK 3a ToyiBeKa N0 3Toro byxHepsl
(Buchner) ormnpoBepriu CcoOBEpIlIEHHO aHajlo-
TUYHBIE BO33pEHUs, [0Ka3aB, YTO TMPOLECC
OpOKEeHUSI MOXET UATU U B OECKIETOYHOM K-
crpakTe apoxckeir. OmHako B OTJIMYUE OT
[JIMKOJIUTUYECKUX (DEPMEHTOB HE BCE KOMIIO-
HEHTbl CHUCTEMbI, OOecIeyuBalolleii OTBET Ha
ajpeHaJMH W TJIOKaroH, OKa3aJlUuChb PacTBO-
pumMbiMu. Tak, nocie ueHTpudyrupoBaHusl ro-
MOreHaTa KJIETOK TeUYeHM OTBETHas peakiiusl
Ha Jo0aBjieHHMEe TOPMOHOB wucyesana. Creno-
BaTeJIbHO, KaKas-TO CYLIECTBEHHAs 4acTb CHC-
TeMbl TOPMOHAJILHOTO OTBeTa ObLIa JIOKAJIU-
30BaHa BO (pakimu MembpaH. JleiicTBUTENb-
HO, TOPMOHAJbHBIA OTBET MOXHO OBLIO
BOCCTAaHOBUTh, MA00aBUB K HaJg0CalOYHOM
KUIKOCTU  (Dpakiyio CYOKJIETOYHBIX YaCTHIL.

Posb cyOKI€TOUHBIX YacTULL Oblja BbISIBJIE-
Ha cieaylomum ooOpasoMm. [lpu wuHKyGanuu
91Ol (pakiuu C aApeHaIMHOM U IJIIOKaro-
HOM 0O0Opa30BBIBAJICS HEKUN TEpMOCTaOWIIb-
Hbli aktop. JloGaBieHue 3Toro dakropa
K Hagocalo4yHoOU (pakiuu MpUBOIMIO K aK-
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TuBauuu dochopwnaspl. pyrumu cioBamu,
20DMOHAAbHYIL Omeem yoanoch pazdeiums Ha
0sa smana: eé3zaumodeiicmeue 20pMOHA C MeM-
6pannoil  ppakyueii, npueodsuiee K 00pazosa-
HU0  mepmocmabunvHoeo ¢hakmopa, u deli-
cmeue 2moeo @akmopa Ha  HAOOCAOOYHYIO
@pakyuro, evipaxcaroueecs 6 akmusayuu poc-
@opunazer.  Cnepyiomias 3amada  coCTosia
B TOM, 4TOOBl UAEHTU(DULMPOBATH TEPMOCTa-
OMNBbHBIN (aKTOp, ITOJYYEHHBIII B OYEHb
MajioM kosiundectBe. [1o MaHHBIM XMMUYECKO-
ro aHaju3a 3TO ObUI aJeHUHPUOOHYKIIEOTUI,
HO C HeOoOBIYHBIMU cBoiicTBamu. CasepiieHa
ormucai ero B mucbMme Jleony Xemmemo (Leon
Heppel), Kk koTopoMy oOpaTujcs B Haaexne
Ha TOMOIIlb B U3YYEHUU CTPYKTYPHI 3TOTO Be-
niectBa. B aT0 ke BpeMs Xenmesib IMOJTY4UIT
mucbmo oT [aBuma JIunkuua (David Lipkin)
C OMUCAaHMEM HOBOTO HYKJIEOTHIA, IMOJydYyeH-
Horo myrem obOpadotku ATP rugpookcuaom
Oapus. Xenreab NpuIles K BRIBOAY, 4TO JIum-
kuH 1 CasepseHa U3y4yalT OJHO U TO Xe Be-
IIIECTBO, U IIOMOI' UM CBSI3aTbCs APYr C ApY-
rom. JleficTBUTENbHO, 00a YUEHBIX MCCIIEI0Ba-
JIU OJHO W TO X€ COeJWHEHUE, OKa3aBlleecs
afgeHo3nH-3",5'-MoHO(dochaToM, MM, KaK €ro
OOBIYHO HAa3bIBAIOT TEIepb, YUKAUYECKUM

AMP (cAMP). Dta cnyvaiiHas BCTpedya IBYX
YYEHBIX IPUHEC/A €lle OJHY IMOJb3y: Ccpa3y
BO3HMKJIA BO3MOXHOCTh IMOJIy4eHUs] OOJIBIINX
KommuecTB CAMP 11t 6MOXMMWYECKUX MCCle-



Puc. 35.3. @ecpMeHTaTUBHBINA CUHTE3 U pac-

nag cAMP.

noBaHuii. bomee Toro, B pesynbrare nadopa-
TopHoro cuHrte3da cCAMP u3 ATP u ruapook-
cuna, 6apusi MOSIBUIACh BO3MOXHOCTb BBIIBHU-
HYTb TIPEAINOJIOXKEHNE O BEPOSITHOM MYTHU
OMOCUHTE3a 3TOr0 COEAMHEHMUS.

35.2. Huxkauvyeckuiit AMP cunTe3upyercs
aIeHWIATIMKIIA30i W pacinemisercs

(dochoauacrepasoii
cAMP oo6pasyercas u3 ATP mom nmeiictBuem
MeMOpaHHOTO (epMeHTa  adeHUAamyuKAa3bl:

DTa peakius B HEOOJBIION CTENEHM SHIEPro-
HU4YHa; ee AG" coctaBinsger okojo 1,6 Kkaj/
MOJb. M CTOUHMKOM BHEpruu s CUHTe3a
CAMP ciyXuT Mmocieayomuii THAPOIU3 MUPO-
docdara. Crnenmpuueckass gocpoduscmepasa
paspymaetr cAMP nyrem runpoaunsza no AMP:

DTO0 BBHICOKOAK3eproHMyeckas peakuus ¢ AG™
okojo — 12 kkan/mMoib. B orcyrctBue docho-
nuactepa3bl CAMP - oueHb cTaOuIbHOE Ccoenu-
HEeHHeE.

35.3. cAMP cayXuT BTOPbIM MNOCPEJHUKOM
npv JeiiCTBUM MHOTMX TOPMOHOB

Pabora CasepiieHna npuBesia K CO3AaHUIO KOH-
menuuu o poau CAMP xak eémopoeo nocpeonuxa
B MEXaHU3Me JEeHCTBUS HEKOTOPBIX TOPMOHOB.
ITepBbIM MOCPETHUKOM SIBJISIETCSI CAM TOPMOH.
CylHOCTh 3TOW KOHUEMIUU 3aKJI4aeTcs
B CJICAYIOIIEM.

1. TnasmaTtuyeckue MeMOpaHbl KJIETOK CO-
JIepXaT pelenTopbl TOPMOHOB.

2. BzammopneiicTBME TOPMOHA C €ro Crelu-
(uyeckuM peuenTopoM Ha TIJIa3MaTUYECKOU
MeMOpaHe BeleT K CTUMYJISLUUU aJeHWIaTIIU-
KJIa3bl, TakXe CBSI3aHHOW C MJa3MaTU4YecKOi
MeMOpaHOii.

3. B pesyabrate akTUBALUMM aJcHUIATIIH-
KJa3bl B KIJIETKE YBEIUYMBAETCS COMAEpXKaHUe
cAMP.

4. JleiictBue cAMP mposBiaseTca BHYTpU
KJIeTKU U COCTOUT B M3MEHEHUU CKOPOCTHU
OIHOTO WJM 0osiee TPOLECCOB.

Bascnas ocobenHocmb 3moil eunomessi 6mo-
D020 NOCPeOHUKA COCMOUm 6 oM, 4mo OHA He
npednonazaem NPOHUKHOBEHUS 20PMOHA 8 Kiaem-
ky. JleiicTBUe caMOro ropMoHa OTpaHUYMBAET-
csd KJIeTOYHOW MmemOpaHoii. buonoruyeckuii
adexT ropMoHa oOmocpenoBaH IeHCTBUEM
CAMP BHYTpU KJIE€TKU; HEMOCPEICTBEHHOTO
NeicTBUSI caM TOpMOH He okasbiBaeT. OOOCHO-
BaHHOCTb 3TOW KOHIUEMUWU Oblla TpoBepeHa
C HCIIOJNIb30BAaHMEM ILIEJIOTO psila IKCIEPUMEH-
TaJbHBIX KPUTEpPUEB, a UMEHHO:

1. AnmeHunaTLUKIA3y KJIETKM OOJKHBI CTU-
MYyJIUPOBAaTh T€ TOPMOHBI, KOTOpble [eii-
CTBYIOT Ha 3Ty KJETKy KaK Ha MuileHb. [op-
MOHBI, HE BBI3bIBAIOLIME CIELU(PUUECKOTO OMO-
JIOTUYECKOr0 OTB€Ta JAHHOW KJIEeTKU, He
NOJIXKHBI TOBBIIATh B HEH AKTMBHOCTH 3TOTO
depmeHTa.

2. Konuenrpauuss cCAMP B kneTkax-muiie-
HSIX JIOJIKHA M3MEHSIThCS MPOMOPLUUOHATBHO
OMOJIOTUYECKOMY OTBETY 3THX KJIETOK Ha Top-
MOHAJbHYIO CTUMYJSLMIO, T.e. OHAa JAOJKHA
MPOSIBASTH BPEMEHHYI0 U KOJIMYECTBEHHYIO 3a-
BUCHMOCTb OT KOHIEHTpAllMM TOpPMOHA.

3. Uurubutopsl dochonuacrepasbl, HaAMpu-
Mep TeoDWITUH WM KOoheuH, MDOJIKHBI Jeii-
CTBOBaTh CUHEPTUYHO C TeMU TOpPMOHaMHU, 3¢-
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dekT KoTophix omocpemoBaH CcAMP kak
BTOPBIM TIOCPETHUKOM.

4. No6aBaenne cAMP wim poacTBeHHOTO
eMy COeIMHEHMSI K KJIETKaM-MUIIEHSIM JOJKHO
UMUTUPOBATh OMOJOTMYECKOe AEeHCTBUE TIOp-
MoHa. (Ha mpaktuke cAMP B TakuX ombITax He
UCTIONIB3YETCSI, TAK KaK OH IIJIOXO TMPOHUKAET
B KJIETKHM; OIHAKO MEHee TMOJISIpHbIe Ipo-
n3BoaHsie CAMP, B yacTHOCTM AMOYTUPUJI-
cAMP, npoHUKAIOT B KJIETKM U OKa3blBaIOT
CBOE JNIEICTBHE.)

[IpoBeneHHbIE OMBITHI MOKA3ANM, YTO YUKAU-
yeckuii AMP seasemcss 6mopvim NOCPeOHUKOM
npu Oeiicmeuu He MOAbKO AOPEHAAUHA U ealoKa-
20HA, HO U MHO2UX Opyeux 20pPMOHO8
(tabm. 35.1). cAMP oka3piBaeT BIMSHNE Ha KC-
KJIIOUUTEJbHO OOJIbIIIOE YMCIO KJIETOYHBIX
npoiieccoB. Tak, Moja AeiiCTBUEM 3TOr0 COCIU-
HEHUS YBEJIWYMBAETCS pacral HaKOTJIEHHBIX
3aIacoB TOIUIMBHBIX BEILECTB, ITOBBIILIAETCS
BBIJICJICHUE COJITHOM KUCJIOTBI CIAU3UCTON XKe-
JIyAKa, TPOMCXOAUT AUCIEPCHUs MUTMEHTHBIX
rpaHy/l MeJlaHWHA, YMEHbIIAaeTcs arperamus
TPOMOOILIMTOB.

Puc. 354. PazneneHune ameHMIATLMKIIA3bI
U (-agpeHepruyeckoro peLenTo-
pa UEeHTPpUGYTUPOBAHUEM COJIIO-
OMIM3MPOBaHHOI (B  pacTBOpe
JeTepreHTa)  IJia3MaTU4yeCcKoit
MeMOpaHbl B IpaileHTe MJIOTHO-
ctu caxaposnl. [Haga T., Haga
K., Gilman A.G., J. Biol. Chem.,
252, 5776 (1977).]
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Ta6auua 35.1. TopMoHbI, AeliCTBHE KOTOPBIX OMOCPEIOBAHO
cAMP

KanbuuToHuH JlunotponuH

XOopHOHUYUECKUI TOHANO-

TPOTIUH MenaHOUUTCTUMYTUPYIO-
LU TOPMOH

KopTtukorponusn Hopanpenanuun

AnpeHanuH [Mapatropmon

DOINKYTOCTUMYTUPYIO-
1WA TOPMOH
'moxaron
JlroTenHU3M POt
MOH

TupeoTPONHbBIit TOPMOH
Bazonpeccun
rop-

35.4. ConpsikeHHe penenTopoB roOpMOHOB

C aJeHWIATHHUKJIA30i OCYIeCTBAsAeTCS
6CJ'IKOM, CBA3BIBAKOIIMM TYAHUHHYKJICOTHU/IbI
KakuM o0pa3oMm cBsi3bIBaHME TOpMOHA TUIA
aJpeHaNHa WIM TJI0KaroHa co creuuduye-
CKUM peLenTopoM NPUBOAUT K aKTUBALIMUA MO-
JIEKyJIbl aleHUJIATUMKIa3bl? Y4YacTKu CBsI3bIBA-
HU S 3TUX TOPMOHOB JIOKAJM30BaHbl HA HAPYX-
HOW TOBEPXHOCTU TILJIa3MaTUYECKO MeM-
OpaHbl, TOrga Kak KaTaJluTU4YeCKHe YYacTKU
aJeHUJIaTUMKIa3bl oOpalleHbl K ILMTO30JI0.
B cyumHocTu, yuacmku ceazvieéanua 20pmMoHa
U KamaiumuvecKue Y4acmku npuHaonexdcam
pasHoiM Oeakam, KOTOPbIE MOXHO pas3neiuTh
Mpu  UEHTPUGYTMPOBAHUM TJ1a3MaTUUYECKOM
MeMOpaHbl B pacTBope AeTepreHTa (puc. 35.4).
Anenunatuukiasa (185 k/la) u peuenrtop anpe-
HanuHa (75 xJla) mpeacTaBasioT coboil 00Nb-
uiMe MHTeTrpagbHbie O0eaku MemMOpaHbl. Peuer-
TOp aapeHalMHA Ha3bIBAlOT Takxe [-adpeuep-
eu4ecKuM peyenmopom, TOCKOJbKY OH CBSI3bI-
BaeT LeJbli psill hapMaKoIOTUYECKUA aKTUBHBIX
COEIMHEHUI.

CBsiI3bIBaHME TOPMOHA CO cHelUPUUEecKUM
pelenTopoM OKa3blBaeT akKTUBUpYIOIee Meii-
CTBME Ha afieHUJIaTIIMKJIa3y He MPSIMO, a OIoC-
pENOBaHHO - yepe3 TpeTUuil O0eloK, Ha3biBae-
Mblit G-6eaxom’ (0T aHr1. guanyl, MOCKOJb-
KY 3TOT O€JIOK CBSI3bIBACT TYaHUHHYKJICOTUIbI).
Bror perynsaTopHbiii O6enok (42 xJla) cyie-
ctByeT B AByX ¢opmax. Kommiekc G-6enka
¢ GTP aktuBupyeT ageHWJIATLUKIA3y, TOTAA
kak komriuieke G-6enka ¢ GDP Takoro neii-
CcTBUSI He oKasbiBaeT. (G-0eoK IpeBpallaeTcs
u3 HeakTuBHOH GDP-dopMbl B akTUBHYIO
GTP-dopmy B pesdynbraTe oOMeHa CBSI3aHHOTO
GDP na GTP. Bror GTP—GDP-006MeH ka-
TalU3UPyeTCsl TOPMOH-PEUENTOPHBIM  KOM-
MJIeKCOM, HO He CBOOOAHBIM peuentopoMm. Ta-

' B oTeuecTBEHHO} NUTEpaType uaile MCHONb3yeT-

csa obo3HaueHue N-Oemnok.- [lpun. nepes.



Kum obpazom, nymo nepedauu uHpopmayuu
udem om peyenmopa eopmona Ha G-6eaok u da-
nee Ha adenunamyukaazy (puc. 35.5).

Kak mpoucxomuT BHIKIIOUEHUE aJeHUIATIN-
kna3pl? G-06esoK o0yiafiaeT elie OJHUM CBOM-
CTBOM, Oyiarogapsi KOTOPOMY OH MOXET Tepe-
JnaBaTh MH(GOPMALIMIO OT PelEeNnTOPOB TOPMOHA
Ha ajeHunatuukiasy. Jleiro B TOM, 4TO CBSI-
3aHHBIN ¢ G-6enkoM GTP MemneHHo ruaposu-
syercss 10 ADP. Jpyrumu cinoBamu, G-b6erox
seasemes GTPazoii. Credosamenvho, smom pe-
2YAAMOpHLIL  6enoK  codepicum — 8CMPOEHHOe
8 Heeo ycmpolicmeo 04 UHAKMUBAuUU adeHun-
amyuknazel.  Jlonga G-0enka, HaXOIAIIETOCS
B komruiekce ¢ GTP, a cOOTBETCTBEHHO U CTe-
MeHb aKTUBALIMY aCHUJIATIIMKIIAa3bl 3aBUCST OT
oTHoleHus1 ckopoctu oomeHa GDP na GTP
K ckopoctu rugpoiausa GTP. Ckopocts GTP-
GDP-o6MeHa 3HAYUTEJILHO BO3pacraeT IIpu
cBa3biBaHUU G-06enKka C  Komnaekcom — eop-
mon—peyenmop. CrenoBaTeNbHO, TPU HU3KOM
colepXaHUM rOpMoOHa MouTH Bech G-0eJloK Ha-
xogutcss B GDP-dpopMe ¥ COOTBETCTBEHHO IIO-
YTU BCS aJeHUJIATUMKIIa3a HeakKTUBHA. B Heko-
TOPBIX KJIeTKaX aKTUBALUS aaeHUJIATIMKIa3bl
3aBUCUT TakXe OT KoHueHTpauuu Ca’'. s
aKTUBAIMU aleHWIATIUKIA3bl B 3TUX KJIETKaxX
HeoOxoauM He ToJbKo G-6enok B GTP-dopme,
Ho 1 KoMmIutekc Ca’’ ¢ karomodyaurom (6e10K
Mmaccoit 17 k/la). Takum oOpa3omM, B HacTosIee
BpeMsl HayaJl TIPOSICHSTBCS BOTPOC O TOM, Ka-
KHUE PEryJsiTOPHbIe UKl OTIPEesSIIOT aKTUB-
HOCTb aJeHMWJIATLMKIIA3bI.

35.5. Iukauueckuiit AMP akruBupyer
NPOTEUHKHUHA3bI

Kakum o0Opazom CcAMP BozmeiicTByeTr Ha
CTOJIb OOJIBIIIOE YUCIO PA3NMYHBIX KJIETOYHBIX
npoueccoB? ECTb I B 3TUX BO3AEHCTBUSAX YTO-
mmbo obmee? JlefcTBUTENBbHO, TakKasd OOII-
HOCTb HMMeeTcsl, MW oOHapyxXeHa OHa OblLla
ONSATh-TakKU MPU M3YYEHUU PETYIIIUU oOMeHa
IJIMKOTeHa - yyacTKa MeTtabonu3ma, TAE «po-
nuncss» cAMP. Dasun Kpebe u Jonan Yomn
(Edwin Krebs, Donal Walsh) ycranoBuiu, 410
cAMP axmueupyem npomeuHKuHazy B CKe-
JIeTHbIX Mblax. IlporemHkuHaza ¢ocdopu-
JIUpYeT KakK TJIMKOTeH-CUHTa3y (mepeBois ee
B HEAKTMBHOE COCTOSIHUE), TaK M KUHa3y ¢oc-
¢opunasel (rmepeBoas ee B aKTUBHOE COCTOSI-
Hue). Takum myrem cAMP ctumynupyert pac-
nan TJAMKOTeHa W WHTUOWpYET ero CHUHTE3
B Mbllax (pasa. 16.15). AHaJoru4yHbIii Mexa-
HU3M JeiicTByeT B medeHu. [lo cymiecTBy, 6ce
uzeecmuvie s¢pgpexmot cAMP o6ycaroeaenvt ax-
mueayuell npomeunkuras. Bce wucciegoBaHHbIE

Puc. 35.5. Iyt mepemauu wuHOOPMALUU
NMpU  aKTUBALMM  aleHWJIATIIM-
KJIa3bl, BBI3BAHHOM CBSI3bIBAHUEM
TOPMOHA CO CIeLU(PUUIECKUM pe-
nentopoM. G-6GeloK WUrpaet pe-
NIaIOIIYI0 POJib KaK B aKTUBAIINH,
TaK U B MHAKTUBALIMM aJeHUIAT-

IIMKJIa3bl.

IO CHX TOP KJIETKHU CoJepXKaT MPOTEeMHKUHA3HI,
KOTOpbIe ~ aKTMBMUDYIOTCS  TOH  JACHCTBUEM
cAMP B xoHeHTpauuy mopsiaka 10° M. Dtu
KWHa3bl MOAYJUPYIOT aKTUBHOCTbh Pa3MUUHBIX
0enkoB myteM ux (dochopuiupoBaHus.

NHTrepeceH MexaHM3M aKTUBALIMU TIPOTEUH-
KMHA3bl MBI HuKIndeckuM AMP. BTot dep-
MEHT COCTOMT U3 CyObeNUHUIL ABYX TUIIOB: pe-
rynsatopHoit  (R) cyombemunumel (49 x/a),
cBasbpiBatomieit cAMP, u karanutuyeckoit (C)
cyorenuuunbl (38 ka). B orcyrctBue cAMP
peryjasTopHas M KaTajluTuyeckas CcyObeau-
HULIB 00pasyloT KoMmmiaekc R,C,, nuiIeHHBI
(bepMeHTAaTUBHOI aKTUBHOCTU. Ilpucoenune-
Hue CAMP K Kaxmoii U3 peryjasiTopHbIX cyobe-
OUHUI TPUBOIUT K TUCCOLMALMU KOMILIEKCa
R,C, Ha omHy R,-cy6nenununy u nse C-cyone-
nuHubl. CBOOOMHbBIE KaTalUTUYECKUE CyObe-
OUHUIB 00analoT (GepMEeHTATUBHON aKTHUB-
HocThlo.  CiemoBaTebHO,  npucoeduHeHue
cAMP Kk pecyssmopHoil cyOseduHuye cHumaem
UHeUbUpoganue Kamaiumu4eckoi cyose0uHulyb.
cAMP npu smom @yHKyuoHUpyem Kak anno-
cmepuyeckuii  3gpgexmop. CBoeil CyObemMHNY-
HOHM CTPYKTYpO#l (HaluuueM OTHEJIbHBIX pery-
JATOPHBIX M KaTaJIUTUYECKUX CYObEIMHUIL)
MPOTEMHKMHA3a HallOMUHAET acrapTaT-TpaHC-
Kapbamounasy (pasm. 22.14).
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Puc. 35.6. CcAMP axTuBUpyeT TIPOTEHH-
KWHa3y, BbI3bIBasl AUCCOIMALINIO
KOMIJIeKCa PEryJIsATOPHBIX U Ka-
TaJUTUYECKUX CYOBeTUHUIL ep-

MCHTA.

35.6. IInkanvyeckuiic AMP - 3BOIIOIIHOHHO
[lpeBHl/Iﬁ CUIrHaJ roJjJoaaHusa
Kak 6bu10 onucano Bbinie (pasa. 28.6), cAMP
OKa3bIBaeT PETYJSITOPHOE AeCTBUE HAa KIETKHU
0akTepuil, y KOTOPbIX OH CTUMYJHMpPYET TpaH-
CKPUIIIMIO ONpenejeHHbIX TeHoB. OueBHIHO,
uyto cAMP Kkak eewecmeo-peeyiimop umeem
OAUHHYIO  380AHOUUOHHYIO ucmopuro. Y Oakre-
puii cCAMP cnyxut curHaigom rosonanus. [lo-
aBiaeHue cAMP cBumerenbcTByeT 00 OTCTYT-
CTBUM TJIFOKO3BI U BElET K CUHTE3y (hepMEHTOB,
HEOOXOIMMBIX JJI51 UCIIOJIb30BaHUSI IPYTUX HC-
TOYHUKOB 9HEPrur. B HEKOTOPBIX KIeTKaX MJe-
KOIMUTAIOIIUX, TakKUX, KaK KJIETKU TIeYeHU
U Mbil, cAMP coxpaHsgeT CBOIO APEBHIOIO
(GYHKIIMIO CUTHaJAa TOJOJAHMSI, HO MPU ITOM
neiicteue CAMP HampaBieHO Ha CTUMYJISILIUIO
MPOTEeMHKUHA3bI, a HE HA yCUJIEHUE TPAHCKPUTI-
MU OMpelesieHHBbIX reHoB. Ele oqHo BaxHoe
pas3jinyue COCTOUT B TOM, YTO y BBICIIMX Opra-
HU3MOB CAMP crtam BTOpBIM TNOCPETHUKOM,
y4acTBYSI BO BHYTPUKJIETOUHBIX, a HE BHEKJIE-
TOYHBIX KOMMYHUKATUBHBIX CBSI3IX.

ITouemy B xome 3Bojonuu cAMP npeBpa-
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Tijicsd Bo Broporo rmnocpeaHuka? Ilpencras-
JISIETCSI, YTO 3[eCh ChITpajud pojib TpU daKTopa.
1. cAMP o0GpasyeTcsl U3 MOBCEMECTHO MPU-
cyrctBytomiero ATP B xome HecloXHOM
peaxkiiuu, MpoTeKawlleil 3a cueT 3Hepruu To-
cienymoniero ruapoiusza nupodocdara.

2. Byayum mpou3BOOHBIM BeEIlECTBA, 3aHU-
MaloIero UEeHTpaJIbHOE TOJIOKEeHUEe B MeTabo-
JIMYECKUX TpeBpalleHusx, cam cAMP crout
B CTOPOHE OT OCHOBHBIX IMyTeil MeTabou3Ma.
cAMP ucnonb3zyeTcs TOJAbKO KaK MHTErpaTop
oOMeHa BEIECTB M HE SIBJISIETCS HU Tpeflie-
CTBEHHUMKOM B TIpolieccax OMOCUHTe3a, HU Tpo-
MEXYTOUYHBIM TPOAYKTOM B 3HEPTETUYECKOM
obmeHe. BcieacTtBue 3TOro KOHLEHTpalUs
cAMP MoxeT peryaupoBaThCsd OJHO3HAYHO.
bonee toro, cCAMP crabunieH, eciu He moaBep-
raercsl JAeicTBUIO crenubudeckoil dochoam-
3cTepasbl.

3. cAMP o6mamaer mOCTaTOYHBIM KOJIMYE-
CTBOM (DYHKIIMOHAJIBHBIX TPYIII, KOTOpHIE
obecreynBalOT TPOYHOE M cHenubuIeckoe
CBSI3bIBAHME C pelEeNTOpHBIMU OenkaMu (Ha-
NpUMeEpP, C PEryIsITOPHOU CyObeNMHUIIEH MPO-
TEMHKWHA3bl MBIII) W pPa3BUTHUE COOTBET-
CTBYIOLIMX ajuiocTepuueckux 3(deKTos.

BaxHo OTMeTUTB, 4YTO ucnonvsosauue cAMP
Kak 6mopoeo nocpedHuka npueodum K 3Ha4u-
MeAbHOMY YCUNCHUIO 20PMOHANBHO20 CUCHAAQ.
Tak, MHOTHE TOPMOHBI B KPOBU MPUCYTCTBYIOT
B KOHIIEHTpalusx mopsinka 107" M. B ctumy-
JIMPOBaHHBIX  KJIETKAX-MUIIEHAX  KOHIEHTpa-
1usa cAMP HaMHOTO BbIIIE, TaK KaK Kaxaas ak-
TUBMPOBAaHHAS MoOJIeKyJa aJeHUJIATIUKIa3hl
CHHTE3UpYyeT MHOro MoJjiekysl cAMP. ®ocdo-
pUIMpOBaHME MHOXECTBAa MOJIEKYJ Oejlka Mo-
JIEKYJIOW TIPOTEMHKUHAa3bl, aKTUBUPOBAHHOM
cAMP, npencraBiseT co0oii elle OAWH 3Tarl
yCUJIEHUSI TOpMOHajabHOro curHaina. Kackan

Puc. 35.7. [IpocTpaHcTBeHHAs

cAMP.

MOJCJIb



(bepMeHTaTUBHBIX peaklUil, PeryIupyrommx
0OMEH TJIMKOT€Ha, CIYXHUT MPUMEPOM TOTO,
KaK Mallbleé CTUMYJBl MOTYT BBI3BaTb 3HAUM-
TeJbHBIE W3MEHEHUSI MeTaboin3Ma KIETKH.

35.7. XosepHblii TOKCHH CTHUMYJUPYET
ajleHMIaTKUHA3y, uHruoupys GTP-a3nyio
aKTHBHOCTh G-0ejka
Henocpencrteennoe yuactue cAMP B maromo-
rMYeCcKUX Mpoleccax ObUIO YETKO YCTAHOBJICHO
npu xonepe. Bo3Oymurenem 3TOro MOTEH-
MaJIbHO CMEPTEJbHOTO 3a00JieBaHUST SIBJISIET-
cs Vibrio cholerae - rpam-oTpuliaTenbHas 06ak-
TepUss C OJHUM XKIYTUKOM, C TOMOIUIbIO
KOTOpOTo oHa nBuxeTcs. OCHOBHOE KIMHUYE-
CKO€ IMPOSBJIEHUE XOJIEPHI - CUJIbHEHIIUI TOHOC
(mrapest). B TeyeHme HEeCKONIbKMX YacOB opra-
HU3M MOXET TIOTEPSITb HECKOJbKO JIUTPOB
KUIKOCTH, W €CJIM MOTEePI0 XUIKOCTH HE BO3-
MECTUTb, TO pPa3BUBAETCS LIOK UM HACTyMaer
cMepTh. [lnapest o0ycaoBlieHA HE MPSIMbIM Jeli-
CTBUEM OakTepuu, a OaKkTepUalbHbIM TOKCHU-
HOM. XosepHbiii moKcuH (Ha3vléaemvlii makoice
X0AepazeHoM) nosvlulaem aKmugHOCMb A0eHU-
AAMUUKAA3bl 8 CAUBUCMOL MOHKUX KUWOK, KO-
mopas 6 ceor ovepeds Nogvlulaem cooepicanue
CAMP ¢ kaemkax, npuvem 00 UCKAHOUUMEALHO
8blcokoeo ypoeHs. TlocneaHee CTUMYTUPYET ak-
TUBHBIN TPAHCIIOPT UOHOB B KULIEYHOM STIUTE-
JIUU, BCJIEJICTBUE YeTO Pe3KO BO3PACTaeT BHIXOJ
Na“ u Bobl B 10JOCTh KUINEYHMKA.
XonepHbIl TOKCUH - 6eiok Maccoit 87 x/la;
OH COCTOMT M3 A, ¥ A,-NIENTUIOB, COEIU-
HEHHBIX IUCYJTbGUAHBIM MOCTUKOM, U MSATH B-
nenTuaoB. TOKCUH MPOHUKAET B KJIETKY MyTeM
B3auMoJeicTBus ¢ ranrnuosugom G, (pasa.
20.7) Ha ee MOBEPXHOCTU. DTOT OOraThiii yrie-
BoJaMU CGHUHTONUNUA Y3HAOT B-1enu Tok-
cuHa. [lomaB B kieTky, A,-cyobenuHuua (23
k/la) koBasieHTHO Moauduuupyetr G-0es0K, pe-
TYJIUPYIOLINA aKTUBHOCTb aJeHWJIATIIUKIA3bI.
B vactHOCTH, A, -CyOBEOIMHMLIA TOKCMHA KaTa-
nusupyet nepeHoc ADP-pu6o3sl or NAD Ha
0okoBy10 Lienb apruHuHa G-0enka (puc. 35.8).
D10  ADP-pubo3unupoBaHue  OJOKUpPYET
GTP-aznylo aktuBHocTh G-6enka. [pyrumu
cioBamMu, MoaubuUIMpoBaHHBIM (G-0eloK M-
mraeTcss BCTPOEHHOTO B HETO YCTpo#cTBa aJist
WHaAKTHBaLlUU aJeHUIATIINKIIa3bl (cm.
puc. 35.5). Ilo cywecmay, G-bearok oka3sviéaem-
¢ cmabuausuposannvim 6 GTP-gopme, a ade-
HUAGMUUKAA3a - 8 HeNpepvieHo  aKMUBUPOBAH-
HOM COCMOAHUU, HECMOMpA HA OMCYmcmeue
20pMOHA. AHATOTUYHBINA 3G (HEeKT MOXHO MOTy-
YUTH in Vitro yTeM n100aBiieHUs1 K HeMoaudu-
uupoBaHHOMY G-0enKy TyaHUJIUJIUMULOIM-
¢ocdara - Herugpoauzyemoro anaimora GTP.

Puc. 35.8. XojepHBIi TOKCMH KaTaJu3H-
pyer ADP-pubo3unvpoBaHue
G-6enka - peryasaTopa akKTUBHO-

CTH aACHUJIAaTLUUKIIA3bI.

Bror ananor, nmomooHo GTP, aktuBupyer G-
Oenox, HO He criocobeH mpespaiarbest B GDP.
CBsa3bIBaHME TyaHWIUIUMUIoaudocdara ¢ He-
MonuduirmpoBaHHBIM G-0€JIKOM TaK kK¢ aKTH-
BUpYeT aJeHWIATIUKIA3y, KaK CBsS3bIBaHUE
GTP G-6enkom, yrpatuBiium GTPa3nyio ak-

TUBHOCTH. JlelicTBHME XOJIEPHOTO TOKCHMHA elle
pa3 mokaspiBaeT 3HaueHme GTPa3zHoil akTuB-
Hoct G-6enka. BcrmoMHUM, 4TO BpenoHOCHOE
neficTBrue AMOTEPUINHOTO TOKCHMHA Takxke o0yc-
noreHo  ADP-pubGosunupoBanumeM — Genka
¢ GTPa3zHoii akTuBHOCTBIO (pasd. 29.28).
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35.8. UHcymMH cTUMYJHMpyeT aHa0oJMYecKUue
nponecchl 1 MHrHOMpyeT KaTaboamdecKue
npoueccs

OOpaTtumcs Tenepb K UHCYJIUHY - MOJUTENTUH -
HOMY TOPMOHY, WrpalolieMy KIIYEeBYIO DOJb
B MHTErpalMy MpOLECCOB MCIMOJIb30BaHUS TO-
TUIMBHBIX BEILECTB, YTO yXe 00CyXIanoch BbI-
mie (pasa. 23.6). O0mas xapakTepucTuka GpyHK-
UMM UHCYJMHA COCTOUT B TOM, YTO B MBIIIIAX
Me4YeH!U U XUPOBOY TKAaHU OH yCUJIMBAET aHabo-
Juyeckue U MHruoupyer kataboauuyeckue mpo-
tecchl. B yacTHOCTHM, MHCYJIMH TIOBBILIAET CKO-
pPOCTb CHUHTE3a TJUKOTeHa, >XUPHBIX KHCIOT,
0eNKOB, a TakKXXe CTUMYJIUPYET IUKOIU3. Bax-
HOE 3HaueHue MMEET TAaKOW acmleKT AeHCTBUS
FOPMOHA, KaK CHMuUMyAsayus HPOHUKHOBEHUs
2MI0K03bL, pA0a Opyeux caxapos, a maxice amu-
HOKUCAOM 8 KAeMKU MblY, U HCUPOBOU MKAHU.
CriocoOCTBYsl BXONy TJIIOKO3bl B YKa3aHHbIE
KJIETKM, TOPMOH CHUXaeT ee colepxXaHue
B KpPOBU (Tak Ha3blBAEMbIN eunoerukemuuecKuil
agppexm). UHCynmH MHTUOMpPYET TaKue KaTabo-
JMYecKue TpoLecchl, Kak pacraj TJIHKOoreHa
U HelTpaabHOro xupa. OH TOPMO3UT TakKxe
IJIMKOHEOTeHe3 MyTeM CHUXEeHUS YPOBHS dep-
MEHTaTUBHOW aKTUBHOCTU MUPYBAT-KapOOKCHU-
nasel U GpykTO30-1,6-0uchocdarassr. eit-
CTBUE UHCYJIMHA BO MHOT'OM MPOTUBOTOJOXHO
NEeNCTBUIO aipeHaquHa W rmokaroHa. [lo cy-
LUECTBY, AOPEHANUH U 2AIOKACOH CAYICAM CUSHA-
AGMU HE0OCMAMO4YHOCMU 2AI0K03bl, M020a KAk
UHCYAUH - CUCHAN U30bIMKA 2AH0KO03bl.

35.9. IIpenpouHCYJMH W TPOMHCYJIHH -
npeameCTBEeHHUKH AaKTHBHOrO ropMoHa
Kax mnokazan ®penmepuk Canrep (Frederik
Sanger), OBIYMIT MHCYIMH COCTOUT U3 JIBYX Ile-
neii: A-uienu u3 21 aMUHOKHUCIOTHOTO OCTaTKa

Puc. 359. TlonunentuaHble 1eNU U QUCYIb-
bugHBIE MOCTMKM B WHCYJIMHE.
Yactp V.
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Puc. 35.10. HW3ydyeHme Genka ¢ BBEICOKOU pa-
JTUOAKTUBHOCTBIO, BBISBIAEMON
mocsie  MUMIYJbCHOTO BBEACHUS
METKM B aIeHOMY OCTPOBKOBOIA
TKAHW TOAXETYAOYHOU KeJe3bl,
MPUBEJIO K OTKPBITUIO TPOUHCY-
nrHa (HeNpepbIBHON JTUHUEH T10-
Ka3aHa paJMOaKTUBHOCTb, IIpe-
PBIBUCTOM - ONITUYECKAsA  TUIOT-
HocTh Tpu 280 HM).

u B-uenu u3 30 ocTaTKOB; 1leNMM UHCYJIUHA KO-
BaJIEHTHO CBSI3aHBl MeXIy co0Oi AByMs Iu-
CcynbGUIHBIMI MOocTUKaMu (puc. 35.9). AHano-
TMYHOE CTPOCHUE HMEIT WHCYJIWHBI APYTUX
BUJIOB XXMBOTHBIX, B TOM uucie yeaoBeka. Kak
CUHTE3UPYETCS 3TOT ABYXUEMOYECUYHBIH Oenok?
A priori MOXHO TIPEATNOI0XUTH, YTO A- 1 B-11e-
MU CUHTE3UPYIOTCS IO OTHAEIBLHOCTH, 3aTeM
OHU crieludUYecKH CBI3bIBAIOTCS B pe3yjibTaTe
HEKOBAJIEHTHBIX B3aMMONEUCTBUI U  Janee
MeXIny HUMU (DOpMUDPYIOTCS TpPaBUJIBHO pac-
MOJIOXEHHBIE TUCYIb(PUIHBIE MOCTUKU. Takoe
MpeanojoxeHue ObLIO TIPOBEPEHO 3KCIepu-
MEHTAJIbHO; JUISI 3TOTO OMpPEAessIn, MOXHO N
13 BOCCTaHOBJICHHBIX A- W B-1ereit mony4yuthb
in vitro aKTUBHBII TOPMOH C MPaBUJIbHBIM pac-
MoJoOXeHUeM Aucyab@UAHbIX MOcTUKOB. Cru-
MYJIOM JJISI 3TOTO MCCJEAOBAHUS TOCTYXUIN
naHHbeie AHPurHCeHa (Anfinsen), MOCBSIIEHHBIE
pubOHYKJIea3e - OMHOLIETOYEYHOMY O€JKY, CIo-
COOHOMY K TTOJIHOM peHaTypaluu TMocjie XUMHU-
YeCKOTO BOCCTAHOBJICHUSI W pa3BepThIBaHUS
cTpyKTypsl (pa3m. 2.12). OgHako B ciydyae MH-
cyluMHa OBbLT MOJY4YeH COBEPUICHHO WHOW pe-
3ynbTatT: MeHee 4% 0O0pa3oBaHHBIX i Vitro MO-
JIeKYJl cofiepXKalu MpaBUIbHbIE JUCYIbOUIHbBIE
napbl. Takoi Xe HU3KUU BBIXOJA pPEHATypUpPO-
BaHHOTO 0e/ika MMeJ MEeCTO U B Cyyae C XUMO-
TPUIICUHOM - TPEX1IeTTOYEYHbIM dbepmeHTOM,
MMEIOIIeM JIBe  MeXILEeMoyeyHble  JTUCYNIb-
¢unnsie cBa3u (pasa. 8.2). C mpyroit CTOpoOHHI,
XUMOTPUHCUHOTEH - OHOIIETTOYeYHbI  TMpef-



Puc. 35.11. IlocnemoBaTenbHOCTh  aMMHO-
KUCJIOT B MIPOUHCYJIMHE CBUHBU;
A-llemb MHCYJIMHa TIoKa3aHa
KpacHBIM IIBeTOM, B-1emnb -cu-
HUM, cBsi3ytomuii mentun (C-ren-
THM) - XKEJITHIM. [Chance R.E.,
Ellis R.M., Bromer W.W..

Science, 161, 165 (1968).]

LIECTBEHHUK XMMOTPUIICUHA - BOCCTaHABIMBAI
CBOIO CTPYKTYpPY B 3HAYUTEJbHO OOJbIIEH Me-
pe. Pasnmuuve B moBeneHUM XUMOTPUIICHHA
U XUMOTPUIICMHOTEHAa HABOIMJIO Ha MBICIb
O TOM, YTO W WHCYJUH HE BOCCTaHaBJIWBAaJ
CTPYKTYpPBI JTOJXHBIM 00pa3oM M3-3a YacTHY-
HOTO OTCYTCTBUSI HEOOXOAMMOM JIsI 3TOrO MH-
dbopmanuu. Bo3HUK Bompoc, He SIBASETCS JU
WHCYJIWH, TMOJ00OHO XUMOTPUIICUHY, TIpO-
M3BOIHBIM OIHOW MOJUIMENTUAHON Lenu?

Pematomyio ponb B U3YYEHUM 3TOM TMpo-
OomeMbl cheiTpaja pabora Jonanma CraitHepa
(Donald Steiner), mpoBeaeHHass Ha ajeHOME
OCTPOBKOBOM TKaHU MOIXKETYTOYHOMN Xeae3bl.
Dra penko BcTpevalomasicsi OMmyxoJib YeJoBeka
MpOAYUUPYET OOJbIIME KOJUYECTBA MUHCYJIMHA.
CraifHep MHKYOMpPOBa cpe3bl OMYXOJU C Me-
YEeHHBIM TPUTHEM JIEMIIMHOM WU Jajiee MPOBO-
o aHanu3. TakuMm myTeM ObUT OOHapyXeH
HOBBI BKJIIOYABIIMU OONbIIOE KOJUYECTBO
MeTtku Oenok (puc. 35.10). Ilocnemyromue wuc-
cleqoBaHMSl TIOKa3aiM, YTO O3TOT OeNoK, Ha-
3BAHHBIA  MPOUHCYAUHOM, CIYXUT  Hpedute-
CMBEHHUKOM UHCYAUHA.

[TpouHCcynVH TpeacTaBisieT cOO0U eMUHYIO
MOJTUTIENTUIHYIO LIeMb, B KOTOPOii €CTh Mocie-
JOBaTeJbHOCTh TMpuUMepHO U3 30 aMUHOKM-
CJIOT, OTCYTCTBYIOIIAs B MHCYauHEe (puc. 35.11).
D10 ceasyrouwuii nenmud (C-nenmud OT aHIII.
connecting - CBA3YIOIINIT); OH PacIOJOXeH Me-
XK1y KapOOKCUIBHBIM KOHIIOM B-1iemu m amu-
HOKOHIIOM A-lienin Oymymiero mHcyianHa. Kak
W TIPENIoJIaranoch, APOUHCYAUH obaadaem Ccno-
COOHOCMbBIO K (POPMUPOBAHUIO NPAGUALHO PACHO-
AONCEHHBIX OUCYAbPUOHBIX ces3ell nocae o0pa-
bomKu  80CCMAHABAUBAIOUWUMU azenmamu
U nocaeoyioueco NOBMOPHO20 OKUCAEHUS.

HenaBHO mpoBeneHHbIE MCCIeAOBaHUS OWO-
CUHTe3a WHCYJIWHA BBISIBWIM, YTO ITPOMHCY-
JIMH - 3TO ellle He UCXomHas popMa CUHTE3UPO-
BaHHOro ropmoHa. HoBooOpa3oBaHHas MOJM-
MenTUaHAs 1eMb, TMoMnagalmas B TMPOCBET
IIePOXOBATOTO IHAOTIIA3MATHUCCKOTO PETUKY -
JaymMa, TpencTaBiseT co00i Tak Ha3bIBaeMBbIi
npenpouncyAUH,KOTOPBIA comepXuT N-KOHIIe-
BYIO TTOCJIE€IOBATENbHOCTh U3 16 OCTAaTKOB, OT-
CYTCTBYIONIYIO B TpouHcyauHe. [To-BuauMomy,
3T0T N-KOHIIeBOI TUAPO(POOHBIM y4yacTOK CIy-
KUT CUTHAJIBHOW TIOCIEN0BaTEeIbHOCTHIO, Ha-
NpaBisiioleii HOBOOOPA30BAHHYIO LeTb B DH-
JoriazMaTudyeckuit petukyiaym (pasa. 29.30).
IMpeBpalieHre MpenpouHCYIMHABITPOMHCYJIUH
MPOUCXOAUT B MpPOCBETe TPYOOUEK IHAOILIA3-
MaTUYeCcKOro peTUKyjJyMa BCKOpe Mocjie Mpo-
XOXIEHUS MPENPONHCYIMHA Yepe3 MeMOpaHy.
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Puc. 35.12.
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DepMeHTATHBHOE IIPEBpalIeHNE
MPEeNPOMHCYINHA B TPOMHCYIMH
U Jajee B HMHCYJIHH.

Mouaexkyasipaasi (hu3n0JIOTHS

Jlanee oOpa3oBaBIIMIICS TPOMHCYJIWUH TpaHC-
noptupyetrcs B anmnapaT lonbaxu, rae Ha-
YUHAETCS MPOTEONN3 COCTUHUTETBHOTO TIETTH-
na. DopMHUpoOBaHWE MHCYIMHA U3 TIPOMHCYINHA
(HEeaKTHUBHOTO TOpPMOHA) TpPOAOJIKAaeTcsS B Ce-
KpPEeTOpPHBIX IpaHydax. B mpoumHcynuHax Xu-
BOTHBIX Pa3HbIX BUAOB C-MenTHAb UMEIOT 00-
e CTPYKTYpHBIE oOcoOeHHOCcTH. Tak, BO
BCEX M3YYEHHBIX K HACTOSILLEMY BPEMEHM IIPO-
WHCYIMHAX CBA3YIOIIMN TENTHI COAEPXUT
Arg-Arg Ha N-koHie u Lys-Arg Ha C-KoHIIe.
I'maponus monunenTUAHON LMW MO 3TUM MO-
JIOXUTEJNbHO 3apSXKEHHBIM OCTaTKaM OCYIIECT-
BJISIETCSMPOTEOJUTUYECKUM DEPMEHTOM, CXOMI-
HBIM ¢ TpuricuHoM. CeKpelus MHCYJIWHA, Ha-
KOTJIEHHOTO B CO3PEBIINX CEKPETOPHBIX TPaHy-
Jlax, OCYIIECTBJSIETCS MPU CIUSIHUM MeMOpaH
TPaHyJ ¢ TIa3MaTUIecKoi MeMOpaHO! KIIETKH.

35.10. TpexmMepHasi CTPYKTypa HHCYJIHHA

B na6oparopun doporu XomxkkuH (Dorothy
Hodgkin) ©OpuUtO mpoBeaecHO pPEHTTEHOCTPYK-
TYpHOE UCCJIeA0BAaHNE NHCYJIMHA CBUHBU U pac-
KpbBITa €ro TpexMepHash MPOCTPaHCTBEHHas
CTPYKTYypa Tipu pazpeumeHuu 1,9 A. Ora pabota
ObliTa 3aBeplieHa MOYTH 4yepe3 36 JIeT mocie To-
ro, Kak XoJXKWH MOJy4uJia epBble PEHTIeHO-
IrpaMMbl KpucTajla Oeika (MerncuHa), Oynydu
CTYyIEHTKON-TUTUIOMHULIE B J1abopaTopuu
Ixxona bepnana (John Bernal). 3a mpomrenmiue
roabl XOMXKHWH paciiudpoBaia cCTPYKTYphI Ta-

Puc. 35.13.  DnekrpoHOHTpamMMa  conepxka-
IMX WHCYJIWH CEKPETOPHBIX T'pa-
HYJ B B-KJIeTKaX MOAXeTy10UHO I
xene3pl. WHcynmH — oOpa3syeT
B TpaHyJaX MeJKWe KPUCTaJIIbI,
YTO OOYCJIOBJICHO €ro BBICOKOI
KOHIIEHTpalueil B 9TUX CTPYKTY-
pax. (IlewaTtaeTca ¢ mo6Ge3HOTO
paspemenusa a-pa Arthur Like.)



KUX OMOJIOTUYECKH BaXKHbBIX BEILECTB, KaK X0Je-
CTepoJI, NEHULWIINH U BUTAaMUH B,,. HUucyaun
0Ka3ancsi KOMNAKMHbIM MPexXmepHuiM 00pa3o-
eanuem (puc. 35.14), U3 KOTOpOro «TopdyaT»
Tosibko N- u C-koHIsl B-1ienu. Mexay aTuMu
IBYMsI BBITSHYTBIMU BEeTBSIMU B-1ernu pacrmo-
naraetcss A-1ienb. CTpyKTypa MMeeT HemoJjsip-
HYIO CepAlleBUHY, 00pa30BaHHYI0 OOpallleHHBI-
MU BHYTPb anudaTuyecKuMu OOKOBBIMU LIETIsI-
MU OCTaTKOB aMUHOKHUCJOT, TIPUHAIIEXAIINX
A- n B-uensam. [ToMumo aucyab@uIHBIX MO-
CTUKOB, UHCYJMH CTAaOMJIN3UPOBAH HECKOJIbKU-
MU COJIEBBIMM CBSI3SIMM, a TaKXe BOAOPOJHBI-
MU CBSI3SIMU MEXIY OINpeNeJeHHBIMUA Tpymma-
Mu A- u B-uieneit. KoHdbopmanus nponHcyanHa
ele He MHCCIefoBaHa, HO, Cyldsl MO NaHHBIM
CIMEKTPOCKOINUU, OHA OYEHb CXOAHA ¢ KOH(Op-
Manueir uHcynauHa. O6G 3TOM Xe CBUIETENb-
CTBYET CIIOCOOHOCTb MPOMHCYJINHA KPUCTAJIH-
30BaThCsl BMECTE C WHCYJIMHOM.

35.11. PenenTopbl MHCYJHHA JIOKAJIU3OBAHBI
B IUIa3MaTHYECKOi MeMmOpaHe
KJIETOK-MHIIEeHeil

WHCynMH TpOYHO CBA3BIBACTCS CO crielnbuye-
CKMMM pelenTopaMM Ha TUla3MaTU4ecKoi
MeMOpaHe KJIeTOK-MMIIeHEel. DTO BBISIBISIETCS
B OMbITAX C MCIOJb30BAHUEM pPaauOaKTUBHO-
ro MHCYJIMHA, COAEPXallero KOBaJeHTHO CBS-
3aHHb ], KoHCTaHTa AuMccOLMAlUM MHCY-
JIMH-PELIETITOPHOTO ~ KOMIUJIEKCAa  COCTaBISIET
okomo 10" M. Heo6xomuMocTs B CTONb
MPOYHOM CBSI3bIBAHUM OODBICHSETCS HU3KOMN
KOHIIEHTpallueil MHCYAMHA B KpoBU (MOpsiaka
10" M). KoHcTaHTa cKopocTH 06pa3oBaHUS
KOMILIeKca OYeHb BeJIMKa (okomo
100 M'ec') u mpubmmxaercss K BeIMUMHE,
XapakTepusywolieil peakllud, CKOPOCTb KO-
TOPBIX  PETYJIUpYeTCsd TOJbKO CKOPOCTBIO
muddysuu. Kietka XMpoBOW TKaHM comep-
XuT Beero mumb 1+ 10* peuenTopoB WHCYIH-
Ha, YTO COOTBETCTBYET TUIOTHOCTU O00uUH pe-
uenmop Ha Keaopammulii MUKDOMemp NAa3mMa-
muyeckoii memOpansi. VHBIMU clOBaMU, OOUH
pelenTop MHCYIMHA mpuxogutca Ha 1°10°
dbochonmunuaoB MemMOpaHBHI.

[TapameTpbl CBSI3bIBAaHMS WMHCYJMHA C CO-
JOOMIN3UPOBAHHBIM PELIENITOPOM U C peler-
TOPOM B WMHTaKTHOW TIUIa3MaTUYECKON MeM-
OpaHe oaumHakoBH. CoNOUIN3MPOBAHHEIE
pelenTopbl ObUIM OYMILEHBI MeToaoM abduH-
HOW XxpoMmatorpacduu, T.€. METOIOM, OCHO-
BaHHBIM Ha MCIOJb30BAHUU CcTEeLUBUUIECKUX
CBSI3BIBAIOIIMX  CBOWCTB  peuenTtopa. s
OYMCTKM TIpemapar CoOJIOOUIU3UPOBAHHBIX
MeMOpaH TIpOINyCKalu uYepe3 KOJOHKY ara-
pO3bl C KOBaJE€HTHO MPUCOCAUHEHHBIM MHCY-

Puc. 35.14. Cxematmueckoe  m300paxkeHME
CTPYKTYPBI MHCYJIMHA; TTOKa3aHBbI
TOJBKO CQ-YIJIEPOIHbIE ATOMBI.
KpacHsiM o6o03HaueHa A-IieTb.

CUHUM - B-11emn.

JIMHOM; peLleNTOPhl MHCYJIMHA IIPOYHO CBSI3bI-
BaJlUCh C KOJIOHKOM, TOTJa KaK OCTajbHBIC
KOMIIOHEHTBI CMECU TIPOXOAMIU CKBO3b KO-
JIOHKY. [lanee peLienTopbl MHCYJIMHA 3JIOUPO-
BaJld TIOAKMCJIEHHBIM pPacTBOPOM MOYEBHMHEI,
KOTOPBII BBI3BIBAJI AEHATYpPAIlI0 PELENTOPOB
U WX OTAEJeHUE OT CBSI3aHHOTO C arapo3oi
uHcynuHa. [lo cyacThlo, OYMINEHHBIC peLen-
TOpPH yIaBaJloCh 3aTeM peHATypHpOBaTh IIy-
TeM yIaJleHHs MOYEBMHBI M TMOBBIIeHHsT pH
pactBopa. Mcmonb3ys stor Meton, Ilempo
KBatpckazac (Pedro Cuatrecasas) oO4YMCTHII
peuentopel mHcyauHa B 250000 pa3. CyObe-
OUHUIIA pelenTopa, CBA3BIBAIOIIETO0 WHCYJIUH,
MPECTaBIsIeT €000l TIMKOMPOTEUH MAaCCOU
135 x/la (puc. 35.15).

Ha pomio peuenTopoB HHCYJIMHA TPUXO-
auTcst Beero Tumb 4+ 107°% o6mero Kommde-
CTBa MeMOpaHHBIX OeIKOB B TOMOTEHaTe
nmeueHu. CrenoBaTeNbHO, YTOOBI TMOJYYUTH
B uMcTOM Buae | Mr Oenka-peuenropa, HeoO-
XOAUMO TMOJABEPTHYTh 00pabOTKE KOJIMUYECTBO
roMoreHara, 5SkBuBajieHTHoe 500 T OeJka,
a JUIT 9TOTO0 HYXHO B3SITh meueHb oT 200
KphIC. DTOT pacyeT MOKa3blBaeT, UYTO BbIele-
HME pELENTOpPOB B KOJUYECTBE, TOCTATOYHOM
JUIST  OTIpelie/IeHUs] TIOC/IEIOBATEIbHOCTH aMU-
HOKMCJIOT, PEHTIeHOCTPYKTYPHOTO aHajlu3a
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JMuabem -

Ha3BaHUEC YKa3bIBa€T HaA IOBBIIIECHHOC MOYCUCITYCKAHUE. ApeTCfI, KannaaoKuHCKU A
Bpad BTOPOro CTOJICTUA H.3., IMHUCaAJIL: «ONUTeT «IMadeT» OTHOCUTCS K COCTOSAAHMUIO,

ITOXOKEMY Ha TIIPOXOXACHUEC BOIbI

no cudoHy». OH ¢ TOHKOI HaOJIOIATEb-

HOCTBIO 0XapaKTepu30Bal AMA0ET KaK «paCTBOPEHUE TUIOTM M KOHEYHOCTe#l M mpe-

BpalllICHUE HX B MOYY».

CaxapHolil -

(mo nateiHU mellitus, T.e. «MOACHAllEHHBI MeAOM») YKa3blBa€T Ha IPUCYTCTBUE

caxapa B Moye OOJbHBIX JIMAOETOM.

U OMBITOB MO PEKOHCTPYMPOBAHUIO, MpeacTa-
BJIsSIET cOOOI TpyoOeMKYI0, HO BCE K€ BBIMOJI-
HUMYIO 3aaady.

[To Bceit BepoATHOCTH, B3aUMOJIECHCTBUE
MHCYJIMHA C pelenTopaMyd Ha Iuia3MaThye-
CKOl MeMmOpaHe 3aIlycKaeT MHOTME OBICTPO
pa3BuBatoniuecs 3hdexTsl MHCYIMHA, HANpU-
Mep aKTUBAlMK TpaHCIOpTa aMUHOKUCIOT

Puc. 35.15. Tenp-snekrpodope3 3SKCTpakTa
MJia3MaTUYeCKUX MeMOpaH Kiie-
TOK Me4yeHHU (A) U OYMILEHHOTO pe-
nenTopa nHcyauHa (b). Dnekrpo-
(ope3 mpoBoauics B JAeHATypu-
pyromux ycioBusix. [Jacobs S.,
Hazum E,, Schechter Y.,
Cuatrecasas P., Proc. Nat. Acad.
Sci., 76, 4919 (1979).]

Yacts V.
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U TJII0KO3BI 4epe3 MmeMmOpany. K uwmcay ObI-
cTpo pa3BuBawIMXcs 3¢GdeKToB HHCYIMHA
OTHOCHUTCS TakXke ¢ochopuinpoBaHue Oejka,
MmpuHamiexaimero pubocomuoit 40S-cy6ua-
ctuie. Bce 3t addexkThl TOpMOHA He CBSI-
3aHBI ¢ M3MeHeHneM copepxanus cAMP. Ka-
KUe BelecTBA OMOCPENyIOT NeHCTBUE WHCYJIU-
Ha B KIeTKe, ITOKa elle He YCTaHOBJIEHO.

35.12. HenocTaTOYHOCTh HMHCYJIMHA BbI3bIBAET
auader

CaxapHblif 1uadeT - 3T0  CJIOXHOe 3adoJjieBa-
HUE, KOTOPBIM CTPanaloT HECKOJbKO COT MUJI-
JIMOHOB Jiofeit. JluabeT xapakTepu3yeTcsl Io-
BbIICHHBIM YPOBHEM TIJIIOKO3bl B KPOBU U
B Mouye. BblneneHue rioKo3bl ¢ MOYOW HacTy-
MaeT B YCJIOBUSIX, KOTIa cojiepxXaHUe IIo-
KO3bl B KPOBHU MPEBbIIIAET CIOCOOHOCTb IO-
YEeUHBIX KaHaJiblleB K peadbcopobuuu. Bwmecte
C TJIIOKO30M BBIAENSIETCS MHOTO BOObI, TaK
YTO HeJICUCHBIN OOJBbHOII B OCTPOil CTaguu 3a-
0oJieBaHMSI UCIIBITHIBAET Tosiof U kaxnay. Ilo-
Tepsl TJIIOKO3bl TMPUBOAUT K M3PACXONOBAHUIO
3aMacoB YIJ€BOAOB, a 3aTeM M K paclieruie-
HUIO XUPOB U OenkoB. B pesynbrare moOunu-
3allMU XKUPOB 00OpasyeTcs OOJbIIoe KOJIMYe-
ctBo auetun-CoA. Ecnu auerun-CoA He
MOXET TIOJIHOCTBIO HKCTIOJIb30BaThCSl B I[MKIIE
TPUKAapOOHOBBIX KMCJIOT M3-3a HENOCTATOUHO-
ro KoJuW4yecTBa okcajoallerara, TO 00pas3yloT-
cd KETOHOBble Teja (aleroauerar, aueToH
U TUApOKCUMACHsIHAs KucioTa). BcrmomHuwm,
YTO B OpraHM3Me >XHUBOTHBIX CHHTE3a OKCa-
Jnoanerara u3 auetui-CoA He NPOUCXOAUT;
y KMBOTHBIX OKcajioaleTar oOpasyercsa U3
[JIIOKO3bl M HEKOTOPbIX  aMUHOKHUCJIOT
(pa3m. 23.4). BoimeneHue KETOHOBBIX TeJl Ha-
pylllaeT  KUCJIOTHO-IIIEJIOYHOE  paBHOBECHE
U ycuiauBaeT o00e3BOXMBaHUWE OpraHu3Ma.
B utore B ocTpoii cTranuu auabeTra y Hejeue-
HOTO OOJIBHOTO MOXET pa3BMBaThCsl KoMma
U HaCTYNUTb CMEpTh.

Caxapnoiii  duabem  o00ycaoénen  Hedocma-
mourocmolo uHcyauna. TIpUYMHBL Xe HemocTa-
TOYHOCTM MHCYJIMHA B OOJBIIMHCTBE CJyvyaeB
Heus3BeCTHHI. JluabeT ymaeTcss BOCIPOU3BECTHU



Y 9KCIEPUMEHTAIbHBIX XXUBOTHBIX MYyTEM XU-
PYPru4ecKOro yaajeHus 3HauYUTeJbHON 4acTu
MOKEJTYIOUHOM KeJie3bl MO0 TIyTeM XUMU-
4YecKOro paspylieHus [-KJIeToK. DTU Mpony-
HUPYIOIIME WHCYJUH KJIETKU U30MpaTeabHO
paspylialorcs TpU  BBEACHUM  aJJIOKCaHA.
[naber MOXHO TaKXe BbI3BaTh BBEICHUEM
aHTUTE] MPOTUB MHCynuHa. Emie ogHo moka-

3aTeJIbCTBO TOW BaXXHOW pOJIM, KOTOPYIO
UrpaeT MHCYJUHOBAsT HEAOCTaTOYHOCTh B pa3-
BUTUM AMabeTa, COCTOMT B TOM, UYTO BBEIEHMUE
WHCYJMHA OBICTPO CHUMAET OCTPbIE CUMII-
TOMBI AuabeTa.

Ilouemy y OonpHOro AMabeTOM KOJUYECTBO
WHCYJIMHA OKa3bIBaeTCs HUXe IMOTpeOHOCTeM
B HeM TKaHel? B nacmoswee epems ycmauo-
61€HO, UMO 6 OCHOBe KAUHUHECK020 COCMOs-
HUsl, HA3bIBAEMO20 CAXAPHbIM OUAbemom, Mo-
Jicem aexcamov MHONCECME0 DPA3AUMHBIX Moje-

Kyaaphvlx  degpekmos.  PaccMOTpUM — HEKO-
TOpble U3 MPUYMUH AuabeTa.
1. Hapywenue npeepawjerus npoUHCYAUHA

6 uncyaun. B pesynbraTe MyTaluii, 3aTparv-
BaIOIIMX OCTaTKU aMUHOKMCIIOT B yUyacTKe CO-
enuHeHus A-nenu (wiu B-menm) ¢ C-mentu-
JIOM B TIPOVHCYJIMHE, MOXET HApYIIUThCS €ro
MpeBpallieHne B MHCYJIUMH. Y TakKux OOJbHBIX
B IUIa3Me KPOBU OOHAapyXMBaeTCs BBICOKUI
YPOBEHb COIepKaHUs MPOUHCYJIMHA (He obJa-
JAIOIIET0 TOPMOHAJIBHON AaKTUBHOCTBIO).

2. Hapywenue monexyaspHoii  cmpykmypol
uncysuna. Ellle OoMH TUM MyTaUuid MPUBOAUT
K 3aMeHe aMWHOKMCJIOTHOTO OCTaTKa B KpU-
TUYECKM BaXHOM YYacTKe MOJEKYJIbl HHCY-
yuHa. Tak, eciu mpou3onulia 3amMeHa (GeHWI-
ajaHWHA Ha JIEMIIMH BOJIM3U KapOOKCUJIBbHOTO
KOHLIa B-1ienu, To ropMoHanbHasi aKTUBHOCTh
TaKOro WHCYJIMHA OKa3bIBaeTCsl CHUXEHHOM
B 10 pa3. JI1oG0IBITHO, YTO 3TOT y4YaCTOK MO-
JIEKYJIbl MHCYJIMHA COXPaHsIeTCs! HEM3MEHHbBIM
B 9BOJIIOLIMM, HAYMHAS C TIPUMUTUBHBIX MUK-
CUH U IO 4YeJIOBeKa.

3. Jlepekm peuenmopoé umcysura. Y HEKO-
TOPBIX OOJBHBIX CEKPETUPYETCSI HOPMaJbHBII
WHCYJIMH, HO HapyllaeTcsl ero CBsSI3bIBAHUE
c KiaeTKamMu-MuieHsmu. CrenoBareibHo,

B 9TOM cllyyae MMeeT MecTo JedeKT pelenTo-
POB MHCYJIMHA B TUIa3MaTUYECKUX MeMOpaHax.

4. Hapywenue  conpsidceHus — peyenmopos
uHcyauna. BbIBalOT ciydau, Koraa y OOJIbHBIX
CEKpeTUPYeTCs] HOPMaJIbHBI WHCYJIWH, KJIeT-
KU-MUIIEHU COAEPXAT OOBIYHOE YKCIIO peler-
TOpPOB WHCYJIMHA M TapamMeTpbl CBS3bIBAHUS
TOPMOHA PELENTOPOM TaKXe COOTBETCTBYIOT
HopMe. [lo-BummMomy, y 3TUX OOJBHBIX Hapy-
IIEeHUs JIOKAJIM30BaHbl BHYTPU KJeTKU. Bos-
MOXHO, B YACTHOCTHU, YTO OTCYTCTBYET COTpSI-
KEHME MeXIy WHCYJIMH-PELeNTOPHBIM KOM-
IJIEKCOM U CJIEAYIOIIUM  KOMIIOHEHTOM
B LeNM TMepelays TOPMOHAJIBHOIO CUTHANA.

35.13. Duaop¢uHbI - HENTUABI MO3ra,
JeMCTBYIOIIHE MOAOOHO ONMUATAM

Ha mporsikeHMM BEKOB ONMMAThl, B YaCTHOCTH
MOp(hHH, MCMOJIb30BAIMCh KakK 00JeyToJIs0-
me cpeactBa. B 1680 r. Tomac CupeHxem
(Thomas Sydenham) nucan: «Cpean Bcex Jie-
KapCTB, KOTOpbIE BCEBBIIIHWI OapoBasl 4Yesio-
BEeKy, Ia0Obl OOJIETYUTb €ro CTpaJgaHMs, HET
Oosiee yHUBEpcabHOTO U OoJiee NEHCTBEHHO-
ro, yem omnwuii». Ho moyemy B MO3ry I03BO-
HOYHBIX COAepXKaTcs pelenTopbl K ajikajJou-
mamM u3 cemsiH Maka? Heiipodapmakomoru
MPEATIONOXWIA, 4YTO OIHUATHBIE PELENTOPbI
npelHa3HaYeHbl He IS B3aMMOJACHCTBUS
C pacTUTE/NbHbIMU ajKajlougaMu, a [Jjsi BO-
CIPUSITUS SHAOTEHHBIX PEryJsiITOPOB OLIYyILE-
Hus Oomu. CorjacHO 3TOM TOYKEe 3pEeHUs,
Mop®duH OKa3biBaeT (hapMaKOJOIMYeCKMil (-
(exT TONMBKO MOTOMY, YTO OH MMUTUPYET Be-
1IECTBA, CYIIECTBYIOIIME B OpraHU3Me XUBOT-
Horo. Bompoc 3TOT ObUI OKOHYATEJbHO pa3-
pemieH B 1975 r., xorma JIxoH Xbio3 (John
Hughes) Bbimenma u3 Mo3ra CBUHBM IBa IIell-
THIA C OINMUATOMOJOOHON aKTUBHOCTbIO. DTH
CXOAHBbIE MeXHy co0Oil TeHTanenTuIbl, Ha-
3BAHHbIC MEMUOHUH-IHKePAAUHOM U  AeUUUH-
SHKeghaauHoM, TIPUCYTCTBYIOT B OOJIBIIOM KO-
JINYECTBE B HEKOTOPBIX HEPBHBIX OKOHYAHMUSIX.
[To-BuarMOMY, OHU y4YacTBYIOT B MHTETpalluM
CEHCOpHOM MH(pOpPMaLIMU, MMEIOLIEH OTHOIIE-
HUE K O0oiu.

Cnycrs rom Pomxep TImnemun (Roger
Guillemin) BpIIEIWT U3 MIPOMEXYTOUHOM
nonu runodusa Oosee JIMHHBIE TENTUIBI —
oHOopghunbl.  DHIOPGUHBI  00J1aJAIOT  TMOYTH
TaKON Xe€ CIMOCOOHOCTBIO CHUMATh OlIYyIlIEeHUE
6omu, kak MopduH (MpHU TOW Xe KOHLEHTpa-
uuu). BBemeHue >sHOIOPPUHOB B XEIYIOUYKHU
MO3ra J1abOpaTOpPHBIM >XMBOTHBIM OKa3bIBaeT
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Puc. 35.16. [locnemoBaTenbHOCTM  aMUHO-
KMCJIOT METHMOHUH-3HKedaanHa
(A), neiimuH-2HKedanuHa (b)
u B-samopduHa (B). CuHuUM ILBe-
TOM MoOKa3aHa o01ias s HUX Te-
TpamenTUAHas  Tocjen0BaTesb-

HOCTb.

nmpuMedaTtejabHoe aeiictBue. Tak, [-3HIOpOUH
Ha HECKOJIbKO YacoB WHIYIUPYET TIYOOKYIO
aHaJbre3io BCETO Tejla, MPUYEeM B 3TOT TIe-
pyoON TIOHMXKAETCs TeMIlepatypa Tena. boree
TOTO, ¥ XMBOTHBIX BO3HMKAET CTYIOp, W OHH
Jexar pacruactaBuuch. ChycTs HecKOJIbKO
4yacoB JeiicTBUe 3HAOP(UHOB McUe3aeT, U XHu-
BOTHBIC BHOBb BEIOyT cebs HOpMaibHO. Bisc-
HMJICS TaKXe yOMBUTENbHBIA (akT, 4To nei-
CTBUE SHIOP(PUHOB MCYE3aET Yepe3 HECKOJIbKO

CEKYHII mocne BBEICHUS HAA0KCOHA
(puc. 35.17), HU3BECTHOTO AHTaTOHMCTA
MopcduHa. Cyasg 1o TIOBeAeHYECKUM peak-

LUSIM, MHIYUMPOBAHHBIM 3HAOp(PUHAMM, BTU
MenTUAbl B HOPMAJbHBIX YCIOBUIX Yyya-
CTBYIOT B pETYJSLMKA 3MOILMOHAJbHBIX OTBE-
ToB. MHorue MeToabl, HEOOXOAMMBIE s
MPOBEPKU 3TOM TUIOTE3bI, yKe pa3pabOTaHBI.
Tak, s onpeneieHus KpailHe MayiblX KOJHU-
YeCTB MENTHIOB, HAIIpUMeEp SHAOP(PUHOB, MC-
TOJTB3YETCST  PAOUOUMMYHOAOUMECKUT  AHAAU3,
KOTOpHII CcoueTaeT UyBCTBUTEIBHOCThH pa-
JNUOM30TOMHBIX METOIOB CO CITeL(UIHOCTHIO
MMMYHHOU peakiu. 30ech Mbl CTaJKUBaeMCs

Yacts V.
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C 3apOXIEHMEM HOBOW M MHOroOO€MIAOIIEit
00JJacT HEWPOOWONOTUUM W  HEUPONCUXHa-
TPHHU.

35.14. Ilpu pacumenjieHUd NPOONMOKOPTHHA

o0pa3yercsi HECKOJIbKO MNENTHIHbIX TOPMOHOB
Xots P-3HmOpPUH OBLT OTKPHIT HEOABHO, Of-
Hako  MOcJed0BaTeJbHOCTh ~ aMUHOKHUCIOT
B HeM oOKasajach 3HakKoMoii. B camom nene,
B-3HIOPGWH WMeeT TaKyl0 XXe TII0C/ieqoBa-
TeJIbHOCTb, Kak C-KOHLeBasi obnacTb [-auno-
mponuna - ropmoHa, Kotopeiit Yo Jlu (Chou
Li) Beigenun u3 runocdusza. In vivo B-sHOop-
¢buH obpasyeTcs myTeM MPOTEOJUTUUECKOTO
pacmeruieHust  -aunomponuna, HaKOTUIEHHOTO
B CEKPETOPHHIX TpaHynax. B mocnemyiomniem
ObuT OoOHapyXeH emle Oojiee KPYMHBINA O€NoK,
BKJIIOYAIONIVI TOCIeA0BaTeIbHOCTU  B-JIUIO-
TPONMMHA ¥ KOPTUKOTPOTHHA. DTOT MPOTOP-
MOH (Mmaccoii 29 x/la) Obl1 Ha3BaH Mpo-onuUo-
KOpMUHOM, TaK KaK OH CJIYXUT MpPeAlIecTBeH-
HHMKOM ONMMATHOTO TOPMOHA U KOPTUKOTPOTIH -
Ha (puc. 35.18).  Kopmukomponun  (Ha3bI-
BaeMbIil TaKXe aIpeHOKOPTUKOTPOMHBIM TOp-
moHoM uiu AKTTI) criocobeTByeT paspacra-
HUIO KOPHl HAAIMOYEYHWKOB M CTHUMYJIMPYET
CUHTE3 IIeJIoTo Habopa CTEPOMITHBIX TOPMO-
HOB B 9Toif TKaHu. M3 mpo-onmuokKopTUHA
obpasyeTcs aBa MEJAHOUMTCTUMYJIMPYIOIIUX
ropmoHa (MCI). Omua u3 Hux -a-MCI -
SBIsSeTcS  (parMeHTOM  KOPTHUKOTPOIIMHA,
a Bropoi - B-MCT - popMupyeTcsa u3 B-aumo-
tponuHa (puc. 35.18). He uckiwoueHo, uro N-
KOHIIEBasi MOJIOBUHA IMPO-OMUOKOPTUHA CIy-
KAT WCTOYHMKOM U APYrUX TOopMoHOB. W3
U3JI0XKEHHOTO SICHO, UTO HenmuoHble 20PMOHbL
00paszylomcs U3 npo-onuoOKOpmMuUHa, KaxK u3 poea
u300uaus.  OTOT TPOTOPMOH  COCTOUT U3
YeThIpeX TOMOJOTMYHBIX 00JacTeif, KOTOphIe,

Puc. 35.17. Crpyktypa MopduHa - ommara
(A) ¥ HaJOKCOHA - aHTarOHUCTA

MopoduHa (b).



Puc. 35.18. IIpo-onuoKOpTHUH - GUOCUHTETH -
YeCKMii  TIpeIIIeCTBEHHUK  He-

CKOJIBKUMX IIENITUIHBIX TOPMOHOB.

BUAVMO, BO3HUKJIM MYyTeM TMOCJIEI0BATEIbHBIX
YABOECHUI TeHa.

YyacTku coeauHeHUs MexXay Oyaylmumu
aKTUBHBIMUA TOPMOHAaMU B TMPO-OMUOKOPTUHE

comepxar  hapol OCHOBHbIX —~ OCMAMKO8
(Lys-Arg, Arg-Arg umu Lys-Lys). Crnenyer
MOMYEePKHYTh, 4TO TpaHuubl  C-menTua

B mpouHcyauHe (cM. puc. 35.11) u B mpoma-
paTropMOHe TakXe TpPeNCTaBlAeHbl MapaMu
OCHOBHBIX OCTAaTKOB. BuauMo, MMEHHO mMapsl
OCHOBHBIX OCTaTKOB B Pa3JMYHBIX MPOTOPMO-
Hax CJyXaT TeMU OTMETMHaMH, KOTOpbIe
yKa3blBalOT, B KakKMX ydyacTKax AOJKHO Tpo-
W30UTU TMOCJENyIOIee paclleUIeHUe.

35.15. IlpocTarjaHauHbI - MOAYJIATOPBI
ﬂeﬁCTBHﬂ TOPMOHOB

OOpatumcsi  Termepb K MPOCTarJlaHAWHAM -
Ipymme KUPHBIX  KHUCJIOT, OKa3bIBalOIMX
BJIMSIHUME Ha pa3HooOpasHeimue GHU3MO0JOTHU-
YecKue TPOLECChl. DTU COeAMHEHUsT ObLINM OT-
KpbIThl B 30-X Togax, HO BHMMaHUWE TIpUBJIE-
KJIM TOJIbBKO HEIaBHO, TJaBHBIM 00pa3oM
omaromaps paboram CyHe beprcrpoma (Sune
Bergstrom). IIpocrarmanmguHel - 30  20-yene-
POOHble  JICUDHBlEe — KUCAOMbL,  codepicaujue
5-yenepoonoe koavyo. OCHOBHBIE KJIacChl TIpPO-
crarmaHguHOB obo3Havatorcs kKak [IT-A,
[I'-B, II'-E u III'-F, npuyeM BHU3Y IOIOJ-
HUTEJNbHO cTaBUTCS LMdpa, YKa3blBalolmas Ha
YUCJIO YIJIEpPOI-YIIEPOIHBIX IBOMHBIX CBA3EH
B YIJIEBOOOPOMHOW Iienu (BHe Kojbla). [Ipo-
CMaznaHoOuHbl, NO-8UOUMOMY, He SABAAMCS
20pMOHAMU, HO MOOyaupywom Jdelicmeue 2op-
MoH08. OOBIYHO OHM H3MEHSIIOT aKTUBHOCTH
TeX KJIETOK, B KOTOPbIX CUHTE3UpPOBaIUCh. Xa-
pakTep AefCTBUS MPOCTATIaHAMHOB 3aBUCUT
OT TUIA KJIETKU, U 3TUM OHU OTJIMYAIOTCS OT
FOPMOHOB C KX OJHO3HAYHO ONpeAeNeHHbIM
3¢ dexToMm.

[TonpoGHO wucciemoBaH  MeXaHU3M  Jieli-
crust III-E, Ha pacuienieHue XUpoOB B XU-
poBoil TKaHu. Takue TOpPMOHBI, KakK aapeHa-
JIMH, TJII0KAaroH, KOPTUKOTPOMUH U THPEOTPO-
MUH, CTUMYJUPYIOT JIUIIOAW3 B KJIETKax.
Mr-E, B xouueHtpaumu 10° M gasnsercs
CUJIbHBIM UHTUOUTOPOM UX JUIOJTUTUYECKOTO
a¢dekTa. HenocpeacTBeHHOE  OTHOLUEHUE
K 3ToMy uMmeeT ToT akrt, yto III-E, mpenor-

Puc. 35.19. Crpyktypa psma mpocTarIaHIM-

HOB.
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Puc. 35.20. Cunres II-E, u3 yuc-A', A",

A"-3itk0o30TpueHoOAaTA.

BpalllaeT yBeJIuMuyeHMe KOHLeHTpauuu cAMP,
KOTOpO€ MHAYLUPYIOT 3TU TOpMOHbI. OmHaKO
IIT-E, He TOpPMO3WUT JUIOJN3a, BBI3BAHHOTO
nobapneHueM auobytupuia-cAMP. Cremosa-
tenabHo, [II-E, uweubupyem adenunamuyuxnasy
KAemoK Jicupogoil mkanu. B Ipyrux KieTkax
BIMSHME TIPOCTAIJIAaHIMHOB Ha  colepXaHue
cAMP MoxeT ObITh MPOTHBOIOJOXHBIM.
MonekyasipHble OCHOBbI MHOTUX 3¢ deKToB
MpOCTarJIaHAWHOB ellle He u3ydyeHbl. Dusmo-
JIOTUYECKOoe JeiicTBUEe MPOCTariaHAMHOB BbI-
paxaeTrcs B TOM, YTO OHM YCWJIMBAIOT BOCTMa-
JIUTENIbHbIE TPOLECChl, PETYIUPYIOT MPUTOK
KPOBU K OMNpPENeIEHHOMY OpraHy, KOHTPOJU-
PYIOT TpaHCIOPT HWOHOB Yepe3 HEKOTOphle
MeMOpaHbl, MOIYJIUPYIOT CHHANTUYECKYIO
nepenayy. IlpocTarnaHAMHBI MPEICTABISIOT
0oJbIION MHTEepec ISl KIMHUKM. Tak, mpen-
MmoJjilaraeTcsi, YT0 OHM WMTpaloT Pojb MPHU PO-
nax. Bnusanue IIT-E, BbI3bIBaeT poibl 4yepes
HECKOJIbKO yacoB. [IpocTariaHauHbl B IPUH-
LIMIEe MOTYT OBbITh MCMOJIBb30BaHbl KaK KOHTpA-
LENTUBLI; MoKa3aHo, yto III-F, cHuxaer ce-
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KpeLulo MporecTepoHa - ropMoHa, HEOOXOAU-
MOTO ISl UMIUIAHTAMU B MaTKE OMJIOMOTBO-
PECHHOM AU LEKIETKH.

35.16. IIpocTaraanauHbl 00pa3yloTCs

U3 HEHACBIIIECHHBIX 2KMPHBIX KHCJIOT
IIpocrarmaHauHbBl CUHTE3UPYIOTCSI B MeMOpa-
Hax u3 C,-XUPHBIX KHUCIOT, COAEpXallUuX He
MEHee Tpex IBOUHBIX cBs3eil. B opraHusm
MJIEKOTTUTAIOIINX 9TH HEHAaChILLEHHbIE
KMpPHBIE KHUCJIOTHl TIOCTYMAawT ¢ MUIIeH
(pazn. 17.23). IpenniecTBeHHUKHY MPOCTATIaH-
OIVMHOB BbICBOOOXHAIOTCA U3 (Pochoaunumaon
MeMOpaH mop nmeiictBueM ¢ocdonumnas. buo-
cunres IIT-E,, Hampumep, HauuHaeTcq
¢ nuc-A* A", A"-siiko3oTpuenoara. O6pa-
30BaHUe IUKJIOMEHTAHOBOTO KOJIblla U BKJIO-
YeHMe TpeX aTOMOB KHCJIOpOJa OCYIIECT-
BISIIOTCSI BpOCMA2AanOuH-cunmasoil (Ha3biBae-
MOW  TaKXe  MpocmaeiaHOUH-YUKA00KCUeHA-
30i). Kak u mpenmnonaraioch a priori, ACTOY-
HUKOM BCEX TpeX aTOMOB KMUCJIOpOAa CIYXUT
MOJeKyAsIpHbI Kuciaopon (puc. 35.20). I'em-
comepxaiuil (GpepMeHT IMOKCHUIeHasa, Kara-
JU3UPYIOIIUI 3TU peaKIuu, CBS3aH C TJaIKUM
SHAOMIA3MAaTUYECKUM PETUKYIYMOM.

Kaxk nmokazan [Ixxon Beitn (John Vane), acnu-
DUH mopmosum OUOCUHmMe3 NPOCMA2AAHOUHO8
nymem UHAKMUBUPOBAHUS NPOCMA2AAHOUH-CUH-
ma3. TlpyduHa yrHeTeHUs aKTUBHOCTU 3TOTO
(epmeHTa acnuMpuHOM (aUETUIICATUIIUIATOM)
3aKJII0YAeTCS B TOM, YTO OH alleTUIMPYET KOH-
LEBYI0 aMUHOTPYNIMY ONHOW W3 CYOBeAMHUIL
npocrarnaHauH-cuHTassl  (puc. 35.21). Ilpo-
CTarJaHIWHBl YCUJIMBAIOT  BOCHAJIUTEIbHbIE
Mpolecchl, TOTAA KaK aclMUpUH TOJABIsSET HX.
Ilo-Bunumomy, Takoe ¢apMaKoJIOrniyecKoe
NeiicTBMe acTiMpuHa O0YCIOBIEHO TeM, YTO OH
WHTUOUpyeT OMOCUHTE3 MpPOCTarjiaHIuHOB.

35.17. CreponaHbie TOPMOHBI AKTHBHPYIOT
cneunqueCKne TE€HbI

Ilepsuunbiii  3¢pgpekm CTEPOUTHBIX TOPMOHOB,
B YaCTHOCTH 3CTPaAMOIa, MPOTECTEPOHA U KOP-
TU30HA, COCTOUT B BO3JCHCTBUU Ha bipajiceHue
2eH08, a HE HEIOCPEJICTBEHHO Ha aKTUBHOCTD
(emeHTOB MM TIpoliecchl TpaHcmopTa. B otnu-
qyye OT aJpeHallMHa 3TU CTePOMIHbIE TOPMOHBI
0Ka3bIBalOT CBOE IEHCTBUE, TOJbKO MPOHUKHYB
B KJEeTKy-mulleHb. Kpome Toro, mectom wux
MEPBUYHOTO NEMCTBHUS CAYXUT He Tla3MaThye-
ckasi MeMOpaHa, a kaemouxoe sdpo. Jlns moj-
HOTO TPOSIBICHMUS OMOJormyeckoro s3¢dekra
CTEPOUIHBIX TOPMOHOB TPeOYIOTCS Yachl, a He
MUHYTBI, TMOCKOJbKY OH 3aBUCUT OT CUHME3d
HOBbIX 0eako8. AKTUHOMULMH D TopMO3uT



Puc. 35.21. HWHakTuBaums mpocTarjaanH-

CHUHTA3bl aCIIMPUHOM.

deiicmeue yKa3aHHbIX cmepoudos, W3 UYEro cle-
IyeT, YTO OHO CBA3AHO C CUHME30M HOBOU
MPHK.

17B-3cTpagvoN CTUMYJIUPYET YBeJIUYEHUE
maTku. [lepBblil 3Tam 3TOro BO3MEeUCTBUS CO-
CTOUT B TOM, YTO TOPMOH CBSI3bIBAETCSI CO CIie-
HUPUIECKUM PelienTOPOM B LIUTOIIa3Me Kile-
TOK MaTku. CBsA3BIBaHUE XapaKTepU3yeTcs
BBICOKOI1 pouHocThio (K 10°  M). O6paso-
BaBIIMICS TOPMOH-PELENITOPHBIA KOMILIEKC
MUTPUPYET Aajiee B KJIETOUHOE SIApO. B pesyns-

mame CBA3bl8AHUS peyenmopa ¢ ICMpaduosom
cpoocmeo peuenmopa k AHK 3nauumenvHo no-
sviaemces. Kpome Toro, y pelnentopa, cBsizaB-
1IeTO 3CTPaauol, MOsBIsIeTCS BTOpas cyobeau-
nuua. [locnenHee HaXOMUT OTPakKeHUE B YBEJIU -
yeHUU KoabdulmeHTa cenuMeHTauu ¢ 4S 1o
5S. Ocraercst HEM3BECTHBIM, Y€M OTpeAeIIIeTCS
cnemuduaHocTth yyactkoB JIHK, cBs3weiBaio-
UIMX 3CTPaAMOJIbHBII pelenTop: mociaenoBa-
TEJbHOCTBIO TN OCHOBAHUI MU OeJKaMU Xpo-
MocoM. BzaumoneiicTBUEe TOPMOH-pELENTOP-
Horo Komruiekca ¢ JIHK BoicokocnennduvHo.
Kpowme Toro, cTporo cnieurduyHa 1 akTUBAL U
pelienTopa myTeM CBsI3bIBaHUs TopMoHa. K pe-
LENTOPY 3CTPAAMOJa MOXET MPUCOEAUHUTHCS
5CTPOH, HO 3TOT KOMIUIEKC HE B3auMMOJeii-
ctByeT ¢ IHK. HecnocoOHOCTh 3CTpOH-peLen-
TOPHOTO KOMIUIeKca K cBsizpiBaHuio ¢ JJTHK
BIIOJIHE COTJIACYETCs C TeM, UTO 3CTPOH HE CTU-
MYJMPYET YBEJIUYEHUsS MaTKHU.
[Mo-BunMOMYy, ONMMCAHHBII MEXaHU3M pa3-
BUTUSI TOPMOHAJAbHOTO 3(P(PeKTa XapaKTepeH
He TOJIbKO JJISl 3CTPaanoia, HO U B LIEJIOM JJIst
BCEX CTEPOMAHBIX TOPMOHOB. Tak, B OMbBITAx
C KYJbTYpO¥ TKaHU remaToMbl ObUIO MTOKa3aHoO,
YTO TJIIOKOKOPTUKOUAHBINM CTEPOUITHBINA TOp-
MOH JIeKCaMETa30H TOXE CBSI3bIBAETCS CO CIie-
UUOUIECKUM IUTOTUIa3MaTUYECKUM PEeLenTo-
pOM; pElenTop, CBA3aBIIMN TOPMOH, IMpeTep-
rneBaeT KOH(MOpPMallMOHHbIe U3MEHEHUs U 3a-
TEM MUTPUPYET B KIJIETOYHOE SIpo, TIe
o0pasyeT KOMILIEKC €O crheuuduieckumMmu

Puc. 35.22. TIpocTpaHCTBEHHBbIE Mojenu
17B3-actpanuona (A) u Tecrocte-

poHa (b).
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Puc. 35.23. ®akrop pocra HepBoB (PPH) uH-
OYyLIMpPYeT OTpacTaHhue aKCOHOB
OT KYJbTMBUPYEMBIX HEPBHBIX
kieTok. A -6e3 ®PH; b -B npu-
cyrctBun ®PH. (Ilevataetcst ¢
mobe3Horo paspemieHus Bruce
Yankner, Christiana Richter-

Landsberg u n-pa Erick Shooter.)

yuyactkamu B JHK. Ywucno ywactkoB HHK,
CBSI3BIBAIOIIMX OTOT peLenTop, OINpeaeseHo
paBubM | Ha 10° map ocHoBanwmit. [TomydeHHOE
YHCJIO COTTIACYeTCs C JAHHBIMUA O TOM, 4YTO JeK-
caMeTa30H BIMsAECT Ha TPAHCKPUIILIMIO JIMIIb
HeOOoJIBIIOro yucyaa reHoB. KakoB MexaHU3M
9TOM BBICOKOM M30MPATEIbHOCTUA B PETYJISLIUN
TPAHCKPUIILMU CO CTOPOHBI CTEPOMITHBIX TOpP-
MOHOB, OCTaeTcsl MHTPUTYIOIIEH 3araakoi.

35.18. Beakosbie ¢akrTopsl pocta Tuna POPH
u ODPP crumyiupyoT npomdpepanmio
KJIeTOK-MMILIEeHeH

Kak perynupyercs pocT 3yKapuoTU4eCKuX Kiie-
tok? [IpoBeneHHOE B MOC/EHUE TOJbI BbIAETe-
HUe OeJIKOBBIX (PaKTOPOB pPOCTa, CIIOCOOHBIX
cneunpUIecKuM 00pa3oM  CTUMYJUPOBATh
KJIETKM-MMILIEHH, BHECJIO CYIIIECTBEHHbIN BKJIA[
B pellIeHHe 3TOT0 MHTEPECHOTO U BaXXHOTO BO-
npoca. Pura JleBu-Mourtanbuunu  (Rita
Levi-Montalcini) oTKpblia, 4To gaxmop pocma
Hepeoe (DPPH) ucpaem pewarouiyo poav 6 pas-
8UMUU CUMNAMUYECKUX HEeUpOHO8 U onpede-
JNIeHHbIX CEHCOPHbLIX HEIPOHO8 ) NO360HOUHDbIX.
IMon BmusHuem ®PH HauuMHaercss neneHue

Yacrts V.
Moanexkyasipaasi (pu3uoJiorusi
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u muddepeHIpoBKa 3THX KJIeTOK. YyBCTBH-
TeJIbHBIM TECTOM Ha TIPUCYTCTBUE (hakTopa po-
CTa HEPBOB CJYXMT OTpacTaHWE aKCOHOB OT
KyJbTUBUPYEMBIX TaHTueB (puc. 35.23). buo-
Jloruyeck akTuHas moJjekyina ®PH cocrour
M3 IBYX UAECHTUYHBIX TOJUIENTUIHBIX IIeTei
Maccoit mo 13 xJla. Oror guMep (Ha3bIBaeMbIit
B-cyObenuHuIIeil) HakKariMBaeTcs B MecTe
CBOETO CHMHTE3a - MOMXENTYyIOUYHON XKeyese - B
BUJE KOMILUIEKCA, MMEIOIIETO CYObeAMHUIHYIO
CTPYKTYpY oY, 1 Maccy 130 x/la. y-Cyonenu-
HUIA SIBJISETCS TIPOTEOJUTUICCKUM (hepMeH-
TOM, a O-CyObeIWHWIIA - UHTUOUTOPOM 3TOM
npoteuHassl. ®PH cuHTEe3upyeTcsa B Bume co-
CTOSIILIETO U3 O- U B-CyObeNUHUI] MPOrOpMOHa,
KOTOPBI B TIOCTEAYIOIIEM pacIIeTUIsIeTCs Y-
npotenHasoii. [lo TmocienoBaTeIbHOCTH aMU-
Hokuciior ®PH nHamomuuaetr mnHcynmuH. Cle-
IyeT OTMETUTb, YTO MHCYJIUH HE TOJbKO
CWJIBHO aKTUBMPYET aHA0OJUIEeCKUe TMPOIEeCChI
B MBIIIIAX, MeYeHW W SKUPOBOW TKAaHU, HO
M OKa3blBaeT CTUMyJIMpYylomuii 3¢hdekT Ha
pPOCT GOJIBIIMHCTBA KJIETOK. MOXHO Tpemro-
JIOXUTH, 4To reHsl ®PH 1 MHCYTMHA pOon301II-
JI1 OT OOILEro MpeallecTBEHHUKA.

Bbul BbIIENIEH M U3YYeH TakKxXe asnudep-
mansrolil paxkmop pocma (DPP). Dro monunern-
g Macco 6 kJla (puc. 35.24), crocoOHBI
CTUMYJIUPOBATh POCT SMUAECPMATbHBIX U BIHU-
TeJuaJbHbIX KiIeToK. DPP npouyHo CBs3bIBACT-
¢ Ha Iula3MaTUYecKoi MeMOpaHe KJIeTOK-
MmutreHeit. KoHcTaHTa mucconmanu KOMIUTEK-
ca  D®P—peuentop  cocTaBiseT  OKOJO
107" M. CrnycT HECKOAbKO MHUHYT IOCie
cBs3biBaHust D®P Ha MemOpaHe KiacTepbl
D®P-pelienTOpHBIX KOMIUIEKCOB  IOIAAaioT
BHYTPb KJIETKH MyTeM 3HIOIMTO3a. YYacTKaMu
SHJIOLIMTO3a SBJISIOTCS TaK Ha3bIBaeMble OKali-
MJIEHHBIE SIMKU (BHAaBJIEHUS MeMOpaHbl), CO-



gepxamue  kiaaTpuH  (pasg. 29.32).  [lanee
ny3eipbku ¢ ODP ciuBawoTca ¢ JaM30cOMaMu.
AHaJlOTUYHBIM 00pa3oM TMoNaaalT BHYTPb
kietok u  @®PH-peuentopHble  KOMIUIEKCHI
(puc. 35.25). OctaeTcsl HEU3BECTHBIM, HACKOJb-
KO HEOOXOAMM COOCTBEHHO MPOLIECC MPOHUK-
HOBCHHNSA 3TUX KOMIIJIECKCOB B KJIETKY IJIs IEPE-
Ja4yyd CTUMYJMPYIOUIET0 CUTHANIa KJIETOUHOMY
SIIPY.

3akioueHne
T'opMOHBI - 3TO  IpynIa XUMUYECKM pa3HO-
POIHBIX COEOUHEHUH, KOTOpble WHTErpUPYIOT
aKTUBHOCTb Pa3JIMYHBIX KJIETOK B MHOTOKJIE-
TOYHOM opraHusme. Pemaronyio posb B aeii-
CTBMM MHOTHX TOPMOHOB (Hampumep, ampe-
HaJluHa WU T[JIlokaroHa) wurpaetr cAMP,
KOTOPBIN CIYXUT BTOPHIM MOCPEIHUKOM BHY-
TPU KJIETKM-MUILIEHU. [OPMOHBI, IeiiCTBUE KO-
TOpbIX omocpenoBaHo CAMP, cBs3biBaloTCsl co
crneuuduryecKkuMu peLenTopaMy Ha Ija3MaTu-
yeckoil MeMOpaHe KJIeTKU-MUIIeHU U aKTHUBU-
pytoT aneHunatuukiasy. [lociaennsis mpexacra-
BJIsSIeT COOOM CBSI3aHHBIM C MeMOpaHOU ep-
MEHT, KaTanusupylouuii cuates cAMP u ATP.
CornpsikeHUe MeXIy pelienTopaMud TOPMOHOB
YW aJleHWIATUMKIA30i OCyLecTBAsSeT 0eok,
CBSI3bIBAIOIINI TyaHMHHYKJIeOTUIbl (G-0esoK).
AKTUBaUMS  adeHWJIATLUKIAa3bl  HPUBOIUT
K yBelIM4YeHHUI0 comepxanus cAMP B xierxke.
Oo6pa3zoBaBmuiicsi CAMP akTuBupyeT B CBOIO
ouepenb MpPOTeMHKMHAa3y, Kotopas docdopu-
JIUpPYET ONMH WU Heckoybko 6enkoB. Tak, ¢oc-
(opunupoBaHue rMUKOreH-CUHTA3bl U KMHA3bI
(ocdopunaspl B MbIIILAX U MEYEHU BEIET K UH-
ruOMpOBaHUIO CMHTE3a M aKTMBAllMM pacraia
IJIMKOTeHa. DTOT KackKal peakluidi MHOTOKpaT-
HO YyCWIMBAaeT TepBOHAYalbHbII  TOPMO-
HalbHBIA cTuMyn. CAMP mosiBuics Ha paHHUX
aTanax 3BOJIOLMU, TEepPBOHAYAIbHO KaK CUTHAJ
royiofaHust. XoJIEPHbI TOKCUH KaTaJlUu3UpyeT
ADP-pu6osunupoBanue G-6eika, 4TO HMPUBO-
IUT K CTOWKOM akTMBAaLMU aJeHWIATLUKIA3bI
B KJIETKaxX KMIIIEYHOro snutenusi. B pesynbrare
MpU XOJiepe MPOUCXOAUT MACCUBHBIA BBIXOJ
Na' u Bombl B MONOCTh KHUIIEYHMKA.
WHcynuH axkTuBUpyeT aHaOOJMYECKUE Mpo-
uecchl (CHHTE3 TJIMKOTEHAa, XWMPHBIX KHCJIOT
1 0€JKOB) M TOPMO3UT KaTaboau3M (B 4aCTHO-
CTU pacraj TrIuKoreHa M XupoB). MHcynuH
0Ka3blBaeT CUJIbHElilllee BO3AEHCTBUE Ha MpPO-
ecCchl MEMOpaHHOrO TpPaHCIOPTa; B YacTHO-
CTH, OH CTUMYJIMPYET BXOJ TJIIOKO3bl M1 aMUHO-
KUCJIOT B KJIETKM MBIIIEYHOU U KUPOBOK
TKaHU. BUOCHHTETMYECKMMU TMpealiecTBeHHN -
KaMW aKTUBHOTO TOPMOHA CJIYyXaT MpPenpouH-

Puc. 35.24. IlocnenoBaTenbHOCTD aMUHO-
KUCJIOT B 3NUIEpMalbHOM (hak-
tope pocta (B®P). [Savage C. R.,
Hash J.H., Cohen S., J. Biol.

Chem., 248, 7669 (1973).]

Puc. 35.25. TIpoHMKHOBEHHE B KJIETKY KOM-
miekca ®PH-peuenrop. (ITo pu-
CYHKY, JI00E3HO IIPEIOCTaBJIEH-

HoMmy n-pom Erick Shooter.)
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CYJIVIH ¥ TIPOMHCYJIMH, COCTOSIIIINAE U3 OTHOM TI0-
JIMTIeNTUAHOM uenu. [lpenpouHCyauH cojep-
KUT CUTHAJbHYIO TOC/IEN0BAaTebHOCTb, KOTO-
pasi oTHIETISIETCSl B MPOCBETe TpyOOueK IIepo-
XOBaTOTO JHIOIIA3MaTUYECKOTO PETUKYJIyMa.
Jlanee M3 TPOMHCYJIMHA 00pasyeTcss WHCYJUH,
3TO TPOMCXOOUT IIyTeM IPOTCOTUTUIECKOTO
OTIIETUIEHWS] TIEMTUAA, COCOMHSIOMETO  A-
u B-uenu Oynyiiero akTHBHOTO TOPMOHA. YKa-
3aHHOE TMpeBpallleHue MPOropMOHa B TOPMOH
npotekaeT B ammapare [OJbIXuW U B ceKpe-
TOPHBIX TpaHynax. WHCYIMH pacro3HaeTcs
crieuuduueckuMM  pelienTopamMu, JOKaIu3o-
BaHHBIMHM B TIJIa3MaTUYeCKO MeMOpaHe Kile-
TOK-MUIIeHel. HemoctaTouHOCTh MHCYIMHA TTO
CPaBHEHUIO C MOTPEOHOCTHIO B HEM KJIETOK Jie-
KUT B OCHOBE caxapHOro auabera. O1o 3a60-
JieBaHWE, BO3HUKAOIEe B CHUIY MHOTHX pa3-
JIWIHBIX TPUYMH, XapaKTepW3yeTcsl TOBbI-
LIEHHbIM COJIepXXaHUEM TJIOKO3bl B KpPOBU
1 Moue. Y HeOOoIbIION YacTh OOJIbHBIX nuade-
TOM OOHApYXeHbI TAKWE SBJICHUST, KaK HapyIle-
HHe TIpeBpalleHUs MPOWHCYJINHA B WHCYJIVH,
M3MEHEHUE MOJIEKYJISPHOU CTPYKTYpbl MHCY-
JINHA, a TaKXe NedeKT WHCYTMHOBBIX PELEeNTO-
POB KJIETOYHBIX MeMOpaH.

DHAOpGUHH W 3HKEDAIUHHI - 3TO ITeTITHUIBI
MO3ra, OKa3bIBaloIIMe TaKoi Xe apdekT, Kak
OINUaThl, B 4aCTHOCTM MopduH. [B-DHmopduH
obpa3yeTcsl M3 TMPO-OMUOKOPTHHA - TIPOTOPMO-
Ha, SBJSIONIETOCS UCTOYHUKOM U IPYTUX OHO-
JIOTUYeCKW aKTUBHBIX TEMTUAOB: KOPTUKO-
tponiuHa (AKTT), [-numorponuHa U Me-

JJAHOUMTCTUMYJIMPYIOLIETO  TOPMOHOB (O~
u B-MCI). YyacTku coeqrHEHUS MEXIy Oymy-
UIMMUA TOPMOHAaMM B TIPO-OMUOKOPTUHE, KakK
U B TIPOMHCYJIWHE, CONEpXaT Mapbl OCHOBHBIX
aMUHOKMCJIOTHBIX oOcTaTkoB. Hebosblive Mo
MOJIEKYJISIDHOM Macce OeNKU CiyXaT Takxe
TOPMOHAaMU pOCTa, YTO BUIHO Ha TpUMeEpe
(axkTopa pocra HepBOB WM SMUICPMATBHOTO
(akTopa pocta. DTU OeJKU CTUMYJIUPYIOT He-
JeHrue u auddepeHINPOBKY KIETOK-MUIICHEIH,
Bpems nmposiBaeHUsT UX NEHCTBUS - Yachl U JTHMU.
AHaJOTuIHO U 3(DMEKT CTEPOMITHBIX TOPMOHOB
(HampuMep, 3CTpamuoiia, MporecTepoHa M Kop-
THU30HA) Pa3BePTHIBACTCA Ha TPOTSIKEHUU He-
CKOJIbKMX YacoB WJIU IHei. JleiicTBUe cTepou-
JIOB HaIpaBJIEHO TJIaBHBIM 00pa3oM Ha pery-
JIAIMIO BBIpakeHUs TeHoB. [lokazaHo, 4TO
9CTPamuoS TPOHUKAET B  KIETKY-MUIIEHb
M CBA3BIBACTCS CO CIEUUMUUESCKUM PELEeTOo-
pom B uurosone. K oOpa3zoBaBiieMycsi KOM-
MJIeKCY TPUCOCTUHSAETCS BTOpast CyObelMHMIIA
OenKa, TOCJIe Yero Bech KOMIUIEKC IIOTamaeT
B SIApO, TIE MPOUCXOOUT €ro CBSI3bIBAHUE CO
cnenudpudyeckumu ydactkamu JHK. IIpocta-
TJIAaHIWHBI, KOTOPbIE CUHTE3UPYIOTCS U3 TIONHE-
HOBBIX C,-XKMPHBIX KHUCJOT, MOIYIUDPYIOT
NeiicTBUe pa3MYHbIX TOPMOHOB, HO CaMU He
SIBJIIIOTCS TOPMOHAMU. ACHUPUH TMOMABJSIET
CHUHTE3 MPOCTArJIaHIUHOB MyTeM KOBaJEHTHOM
Moaubukauuu (GepMeHTa, KaTalu3upylouiero
BKJTIOUEHME aTOMOB KMCJI0pOJa B X0e OMOCUH-
Te3a MpoCTariaHIuHOB.
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MMTABA 36
MemOpaHHbIN  TPaHCMOPT

Buosnornueckre MeMOpaHbl TIPEICTABISIOT CO-
00i1 BBICOKOM30OHMpaTebHBIE Oapbepbl MPOHU-
naemoctu. [loTOK MONEKYn MU MOHOB MEXIY
KJIETKOW M OKpYyXalollel cpeaoi CTporo pery-
nupyertcs creludruIecKUMU CUCTEeMaMU TpaHC-
nopra. TpaHCTOPTHBIE MPOLIECCHl BBIMOJTHSIOT
HECKOJIbKO BaXKHbIX (QYHKIIUIA.

1. Pecyaupyiom obsem Kaemku u nodoepiicu-
earom  8HympukaemouHoe  3Hauenue  pH
U UOHHBII COCMAB 6 Y3KUX npedenax KoaeOauuil,
YTO CO3MaeT OJarompusTHblE YCIOBUS s
MPOSIBJIEHUSI aKTUBHOCTU (DEPMEHTOB.

2. DKCTparupywT U3 Cpelbl U KOHUeHmpU-
Dpyrom cyocmpamol 3Hepeemu4eckoeo U nAacmu-
ueck0eo o0meHa (MONAUBO U CHMPOUMENbHbIE
040KU), a TaKXe 6bleedeHUe MOKCUHeCKUX @e-
wecme.

3. Co31a10T MOHHBIE TPAJUEHTHI, YTO HEO0-
XOJMMO JUISI TIONACPKAHUS 6030y0uMocmU He-
PBOB U MBIIIIII.

B Hacrosiiee BpemMsi HAUMHAIOT BBISICHATHCS
MOJIEKYJISIDHBIE MEXaHU3MBI, JIeXalllle B OCHO-
BE€ MHOTHX MPOLIECCOB TpaHcTopTa. B aToii rna-
BE MBI PACCMOTPUM DpSii TPAHCIOPTHBIX CHU-
cTeM, o0ecrneyrBapIUX NepeHoC MOHOB, caxa-
POB M aMUHOKUCJIOT 4Yepe3 OUOJIOrMuyecKue
MeMOpaHbl O0aKTepUaJbHBIX U XUBOTHBIX KJe-
TOK. MBI 06CyIUM TakXe MpoAyLUpyeMble MU-
KpPOOpPraHMW3MaM¥ TPaHCIOPTHbIE aHTUOMOTU-
KU, MOCKOJbKY UMEHHO aHaJIN3 UX CTPYKTYPbI
MO3BOJIWJI BBISICHUTh, KAKUM 00pa3oM CUCTEMbI
TPaHCIIOPTa pa3JnyaloT Takue MOHBbI, KaK, Ha-
npuMep, Na™ u K'. TTociegHsist 4acTb 3Toif
[JIaBbl COACPXKUT OTMCaHUE KaHajloB, COEIU-
HSIOLIMX COAEPXMMOE TpuaeXalux Apyr
K JApYry KIJIeTOK. Dtu npoToku (puc. 36.1)
UTPAIOT BaXHYIO POJib B MEXKJIETOUHONW KOM-
MYHUKAIWH.
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36.1. Pasanumne MexXay NaCCUBHBIM M AKTHUBHBIM
TPAHCIOPTOM

SAensemes au npoyecc mpaHcnopma aKmMUGHbIM
UAU NACCUBHBIM, 3ABUCUM OM U3MEHEeHUs C80-
000HOU  2Hepeuu  MPAHCROPMUPYEMbIX — KOMHO-
Henmog. PaccMmoTpuM ciyyaii, Korja TpaHC-
MOPTUPYETCSI HE3aPSI)KEHHOE PacTBOPEHHOE Be-
mectBo (puc. 36.2). CBoOomHast HEPrusi ero
nepeHoca U3 oTceka 1, rame OHO HaxOIUTCS
B KOHLIEHTPALUU C,, B OTCEK 2, Ile €T0 KOHLIEH-
Tpauus paBHa C,, COCTaBJIAET

AG=RTIn % =2303RT g 2.
Cy €y

Jas  3apsiKeHHOTO  KOMIIOHEHTa  ClIedyeT
YUYUTHIBATh TAKXK€ 3JEKTPUUECKHUI MOTEHIMAT
MeMOpaHHI. Cymma KOHILICHTPaLlMOHHOM
U DJIEKTPUUECKON COCTABISIONIMX [AeT I1eK-
mpoxumudeckuii nomenyuai. VIaMeHeHUEe CBO-
OOMHOW OSHEPrMM B 3TOM Clydyae COCTABUT

AG =RT g2 4+ ZFAV,

€1
rae Z - 3JeKTPUYECKUil 3apsi] TpaHCTIOPTUPYE-
MOTO KOMITOHeHTa, AV -MeMmOpaHHasg pas-
HOCTb IMOTEHIINANOB B BosibTax U F -uuncio ®a-
pazmes (23,062 kkan+ B' +moap™').

Ecnmu AG monoXuTenbHO, TO TPOLecC TpaHC-
MopTa JOJKEH OBITh aKTMBHBIM; eciu Xe AG
OTPULATESIbHO, TO TPAHCTIOPT MOXET OCYIIECT-
BJISITbCSI TTACCUBHO. AKMuUGHbll  Mpanchopm
mpefdyem CONpsANCEHUsI ¢ NPUMOKOM C80000HOI
SHepeuu, moeda KaxK NACCUGHbI MPAHCHOPM MO-
Jocem uomu cnowmanro. PaccMoTpum s mpu-
Mepa TPAHCIIOPT HE3apsSKeHHOTO BEIECTBa U3
¢, = 10° MM B ¢, = 10" MM: AG =
= 2,3RTIg(10"/10°) =23198-298+2 =
= + 2,7 xxkan/monb. [lpu 25°C (298 K) AG =
= + 2,7 KKaJ/Mo0Jb, YTO yKa3blBaeT Ha aK-
TUBHBII TPAHCTIOPT, HYKAAIOLIUICS B IPUTOKE
cBOOOAHON 3Hepruu. Takoll TpaHCIOPTHBIN
MPOLIECC MOXET MPOTEKAaTh 32 CYET, HAIpUMeD,
ruapoausza ATP, bsHeprus KoToporo cocra-
Bisier —7,3 KKaj/MOJIb B CTAaHIAPTHBIX yCIIO-
BUSIX.



Puc. 36.1.

OnekTpoHHad MuKpodoTorpa-
dus  HeraTMBHO  OKpAaLLEHHbIX
MEXKJIETOUYHbIX COEANHEHWIA, Bbl-
OENEeHHbIX N3 KNeToK neyeHn. Mo
Takum kaHanam gunametTpom 15 A
MOHbl N HebosNbLUME MONEKYIbI
MOIFyT nepertekatb U3 OOHOW
KneTkn B apyryto. [Hertzberg E.
L, Gilula N. B., J. Biol. Chem.,
254, 2143 (1979).]

36.2. OTKpbITUE CUCTEMbI AaKTUBHOIO
TpaHCMOpTa MOHOB HaTpuUs U Kanus
BONBLUMHCTBO XMBOTHbIX KIIETOK MMEET BbICO-
Kylo KoHUeHTpaumio K' 1 HU3KyIo KOHLEeHTpa-
umio Na“ rno cpaBHEHUIO C OKPYXKaloLLEen KieT-
Ky cpenon. 'pagmeHTbl 9TUX MOHOB CO34al0TCA
cneumpuyeckor TPpaHCMOPTHOW CUCTEMOMN, Ha-
3sbiBaemon (Na® + K')-Hacocom, MOCKOSbKY
OBWXXEHME 3TUX MOHOB B3aMMOCBA3aHO. AK-
TvBHbIN TpaHcropT Na® n K' vmeer orpom-
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Puc. 36.2. N3meHeHue CBOOOIHOI 3HEpPruu
rmepeHoca He3apsKeHHOTO pac-
TBOPEHHOTO BEIIECTBA U3 OTCEKa
C KOHLEHTpalueil ¢, B OTCEK
C KOHILIeHTpauueii ¢, (4) u ogHo-
BaJICHTHBIX MOHOB 4Yepe3 MeM-
OpaHy Ha CTOpPOHY, WMMEIOLIYIO
OINHOMMEHHBIII C MOHOM 3apsif
(b). OOpatuTe BHHMMaHHUE, YTO
MeMOpaHHBIM moTeHuMan 59 mB
TpeOyeT s TpaHCIopTa OIHO-
BajJieHTHOTO MoHa Tipu 25°C Tako-
ro Xe W3MeHEeHUs CBOOOMHOIM
SHEPIUu, KaK ¥ rpagueHT KOHLIEH -
Tpanuu, paBHbIi 10.

Hoe ¢u3uosoruueckoe 3HaueHue. B camom ne-
JIe, B OpraHU3ME XMBOTHOI'O Ha 3TOT IIPOIIECC
3aTpauuBaeTcst Oosnee Tpetu ATP, pacxonmye-
MOi1 B COCTOSIHUM TMOKOSsI. ['paqueHThl KOHIIEH-
tpaunn Na®™ 1 K' perynupyior o6beM KIETKH,
00ecTeunBalOT IJEKTPUIECKYI0 BO30OYIMMOCTh
HEPBHBIX U MBIIIEYHBIX KJIETOK M CJIYXKAT IBU-
XKyIIei# CUIoi ISl aKTUBHOTO TpaHCIOpTa
CaxapoB ¥ aMUHOKUCIOT (pa3m. 36.10).

B 1957 r. Wenc Ckoy (Jens Skou) oTKpbuI
depment, rugponmsyoomuiit ATP tonpko mpu
yeosun nob6asnenns Na™ m K B comepxa-
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myio Mg’ cpeny. DToT (hepMeHT GbLT Ha3BaH
(Na® + K")-ATPas3oii:

Ckoy TIPETIOIOXWII, yro (Na®™ +
+ K')-ATPasza dBngeTcs WHTeTrpaJbHOMU
gacteio (Na“ + K')-Hacoca u pacluerieHue
ATP obecrnieurBaeT s3Heprueil akTUBHbII TpaHC-
mopr Na” u K*. C Tex mop 6bUl MONy4yeH
LeJIblit psijl J0Ka3aTeNnbeTB Toro, uto (Na & +
+ K"-ATPas3a - deiicmeumenvro cocmasHas
uacmo (Na®™ + K')-nacoca.

1. (Na” + K")-ATPa3a o6GHapyxXuBaeTcs
BO BCEX CJIydasiX, KOraa MpOUCXOAUT aKTUBHbIN
tpancropt Na“ m K'. YposeHs ¢epmeHTa-
TUBHOW aKTUBHOCTU KOPPEIUPYET C KOJude-
CTBOM TPaHCIOPTUPYEMBIX HMOHOB. Tak, He-
PBHBIM KJIETKaM CBOMCTBEHHA BbICOKAsI aKTUB-
Hocth M (Na® + K')-ATPaser, u (Na' +
+ K%)-Hacoca, Torma Kak B 3pUTPOLMTAX
oba 3TUX MOKa3aTess HaXOMSATCS Ha HU3KOM
YpPOBHE.

2. U (Na" + K')-ATPa3a, u Hacoc mpo-
YHO CBSI3aHBI C IJa3MaTUYEeCKO MeMOpaHON.

3. (Na” + K")-ATPa3a u Hacoc OQMHAKO-
BO OPHMEHTUPOBAHbI B IIa3MaTUYECKON MeM-
OpaHe.

4. WsmeHeHusa koHueHTpaumii Na® u K
0Ka3bIBAIOT OoAMHaKkoBoe aeiictBue Ha ATPa3z-
HYIO aKTUBHOCTb ¥ CKOPOCTb TPaHCITOPTa 3THX
HOHOB.

5. KapanoToHWYeCKUEe CTEPOUIBI SIBIISIIOTCS
cneunduueckumu uHruoutopamu u (Na'® +
+ K")-ATPa3bn, u (Na" + K")-nacoca.
KonueHntpanusi MHTHO6UTOpa, OKa3bIBaIOIIAs

36.3. (Na'+K")-ATPaza  [koMIo-
Heut (Na“ + K')-nacoca] ru-
npoiausyer ATP Tombko B TOoM
ciydae, eClii B Cpefie, ComepxKa-
nieit Mg®', oMHOBpEMEHHO ITPU -
cyreteylor Na®™ u K.

Puc.



Puc. 36.4. (Na' +
OpUEHTUPOBaH

CKOW MemOpaHe.

K")-Hacoc CTPOro
B Mmnas3martunye-

noslyMakCUMasbHbli addekT, ana oboux npo-
LIeCCOB OAMHAKOBAa.

6. MNpn obpalueHnn paboTel Hacoca B ornpe-
LENEeHHOW WMOHHOW cpefe NPOUCXOAUT CUHTES
ATP n3 ADP n P;.

36.3. U depmeHT,
B MeMOpaHe
Wccnemosavne (Na® + K')-Hacoca B TeHsx
3PUTPOLUUTOB MO3BOSIUIO  YCTAHOBUTb, Kak
opvieHMpoBaHbl  (Na" + K')-ATPasa wu
(Na" + K')-nacoc. B runoTtoHudeckoi cone-
BO cpefne apuTpoumT HabyxaeT, U B ero Mem-
OpaHe nosiBNSAOTCA ObIpkN. W3 Hero BbixoauT
remMornobvH 1 OCTaeTcs cBeTnass MembpaHa
(TeHb). Copepxunmoe Habyxwero aputpoumTa
MOXXHO YpaBHOBECUTb C HApPY>XHOM cpenon. Ec-
JIN HAPYXHbI PacTBOP caenaTtb N3OTOHUYHBIM.
TO MemMOpaHa BHOBb CTaHOBUTCS 6Gapbepom
npoHvuaemoct.  CnepoBaTenbHO,  MOJIEKy-
JISIPHBIA N MOHHBIN COCTaB Cpeabl BHYTPU TEHEN
MOXHO OTPEerynMpoBatb MyTeM 3arneyaTbiBa-
HUS X B COOTBETCTBYIOLLEN cpene. Viccneposa-
HUS NPOLLECCOB TpaHcrnopTa 1 depmMeHTaTmB-
HOW aKTMBHOCTU B TEHSX 9PUTPOLIMTOB Nokasa-
no, 4yto (Na" + K')-Hacoc opueHTupoBaH
cnepylowmmMm obpasom (puc. 36.4).

1. Ona aktmeBauum ATPasbl 1 nepeHoca ye-
pe3 MembpaHy MoHbl Na“ JOSiXHbI ObiTb BHY-
TPKU, a uvoHbl K' - cHapyxwu.

2. ToNbkO HaxOOALMNACS BHYTPU KIETKM
ATP  cnyxunt addekTmBHbiIM  cybCcTpaToMm
ATPasbl 1 ncnonbsyercsa ans paboTbl Hacoca.

3. KapamoTtoHudeckue crtepouabl WHIMMou-
pytoT Hacoc n ATPa3y Tonbko B TOM cry4ae,
€CNN OHN HaxXOOATCH BHE KNEeTKU (CHapyxwu).

U HacoC OPUEHTUPOBAHbLI

4. BaHapaT-MOHbI VHIMoupytoT Hacoc
n ATPasy TONbKO MNpu YCNOBUM, YTO OHW Haxo-
OATCA BHYTPU  KJIETKW.

36.4. ATP TtpaH3uTtopHo d¢ochopunupyet
HaTpuWii-KannMeBbli Hacoc

Kaknm o6pazom ATP obecneyvBaer ak-
TMBHbIN TpaHcnopT Na* n K*? Knioyom Kk pe-
LIEHNIO 9TOr0 BOMpPOCa 0OKa3anocb Habso-
neHve, 4to B npucytctBum Na“™ u Mdg™
ATP  ¢ochopunmpyetr (Na® + K')-ATPaasy.
YyacTtkoMm ¢pochopunmpoBaHust Cny>xmt 60Ko-
Bad Lenb crneunduryeckoro octaTka acnaprara.
Danee B npucytcteun K npovcxoouTt rmapo-
nm3 GochopUnMpPoBaHHOIO MNPOMEXYTOYHOIo
npoaykta (E—P). OAna peakumn dochopunm-

poBaHus He TpebyeTtca K', a ana peakuym noe-
dochopunmpoBaHns He TpebytoTcsa HU Na*, H1
Mg®":

Na’'-saBucumoe  ¢ocopunmposaHne mn K'-
3aBucnmoe aedpochopmnmpoBaHme - He eanH-
CTBEHHblE peakumn, UMEIOLLE KPUTUYECKOE
3HayeHne. B npouecce @YHKUMOHMPOBAHUS
HacoCc nNpUHUMAaEeT MO KpawmHen Mepe [Be
pasHble koHdopMaumm, obo3Hadaemble Kak E,
n E,. Bcero xe B TpaHcrnopte Na" u K" un co-
NpsKEHHOM C HUM rugponuide ATP ydacTtByeTt
HE MeEHee 4eTblpex KOH(OPMaAUUOHHBIX HOpPM
depmenTa: E,, E—P, E,—P wu E, (pnc. 36.5).
lMpu ruaponan3e ogHovi mosekysbl A TP npoucxo-
AUT nepeHoc Tpex uoHoB Na' v aByx WOHOB
K. CnepoBaTenbHo, paboTa Hacoca reHepu-
pyeT 9fIeKTPUYECKUiAi TOK Yepe3 MemMOpaHy.
Opyrumu cnosamu, (Na®™ + K')-ATPasHbin
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Puc. 36.5. Llukniuyeckoe H3MEHEHHE KOH-
dopmauuu (Na® + K')-ATPasnl

B XOI€ KaraJiusa.

Hacoc anexkmpoeerer. MaKCUMalbHOE YHCIO
o6opoTtoB ATPa3nl cocrasiser okono 100 ¢

Wonsl Banamata (V') B HaHOMOMAPHBIX
KOHLEeHTpauuax uHrubupyor (Na' + K')-
ATPa3y. 3OrToT mNATHUBaJICHTHHIN WOH (QUK-
cupyert 6enok B dopme E,. Bananar sBnsercs
aHaJIOTOM TIEPEXOAHOTO COCTOSIHUS, 00pa3ylo-
nierocsl MpW THAPOJUTUYSCKOM OTIIETICHUH
(ochopunbHO# IpymIbl, TaK KaK OH CIOCOOEH
MPUHATh OUMUPAMUAATBHYIO CTPYKTYpY, MO-
O0OHYI0 Toil. Kakylo gaer docdar (puc. 36.6).

36.5. Tpancmopr uoHoB u ruapoau3s ATP
TECHO CONPSIIKEHBI
BaxHasi xapakTepucTuka Hacoca COCTOUT
B TOM, 4TO 6 omcymcmeue mparncnopma Na' u
K" ne npoucxodum eudpoauza ATP. Jpyrumu
cJI0BaMU, CUCTEMa TaK COTPSKEHa, YTO 3HEp-
russ ATP He pactpauuBaetcs Bmyctylo. Ilpo-
YHOE COIpsIXeHue - ob11ass 0coOeHHOCTh OMOo-
JIOTUYECKUX CUCTEM, OIOCPEAYIOIIUX TpeBpa-
LieHue 3Hepruu. BcmoMHUM, 4YTO U B MUTOXOH-
JIpUSIX yCJIOBMEM HOPMAJbHOTO IMOTOKA 3JeK-
TPOHOB B JIbIXaTEIbHOM 1IETU CIYXUT OIHOBPE-
MeHHoe reHepupoBaHue ATP (pasm. 14.13).
Hdpyroit mpuMep chHOPMYIUPOBAHHOTO IPUH-
uMna - o0s13aTeJIbHOE COMPSDKEHUE TUAPOJIM3a
ATP ¥ MBIIIEYHOTO COKpallleHUS.

DNeiicteue  (Na® + K')-Hacoca  MOXHO
00paTUTh Tak, YTOObI OH MPUBOAMI K CUHTE3Y
ATP. Cymmapubiii cuntes ATP us ADP u P,
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MPOUCXOAUT B YCIOBUSX DPE3KO YBEIUYESHHBIX
WOHHBIX TPAJMEHTOB. DTO NOCTUTAeTCS] MHKY-
Oalueil SpUTPOIIUTOB B cpelie C OYEHb BHICOKOI
(mo cpaBHEHMUIO C HOPMOIi) KOHIEHTpaluei
Na® u oueHb HuU3KOH KoHUeHTpauueil K.

36.6. Hatpwmii-KaJueBblii HACOC - OJIUTOMEPHBIii
TpaHCMeMOpaHHbIi 0eIoK

(Na” + K")-ATPa3za mpencrasiasieT coGoi
terpamep @, Maccoit 270 x[la. boapmas
a-cyobenuHuna (95 k/la) comepXuT yyacTok,
ocywecTBasomuin ruapoans ATP, u yyactok
CBSI3BIBAHUS KapIMOTOHUYECKUX CTEPOUTHBIX
UHTUOUTOPOB.  MeHbIas B-cyobenrHuna
(40 x[1a) comepXuT yrieBOAHBIE Tpynmnbl. Me-
KAY ABYMS O-CyObeIMHULAMU WU MEXAY O-
u P-cyobenuHunamMyd (HO He MEXOy ABYMS
B-cyobemuHUIIAMM) JIETKO 00pa3yloTcs IIoIe-
peuHble MocTuku. Mcxonss u3 artoro dakra,
MOXHO OBLJIO MPEeANOoJOXHUTh, YTO Q-CYOBEIM-
HULIBl KOHTAKTUPYIOT APYr C APYroMm, Toraa
Kak [B-cyObemIMHMIIBI MPOCTPAHCTBEHHO pasfe-
nenbl. Kak yxe ynmomuHanoch, runpoiu3 ATP
MpoTeKaeT Ha TOW CTOPOHE MeMOpaHbl, KOTO-
past oOpallieHa K LIUTO30J10, & YYaCTOK CBS3bI-
BaHUS CTEPOUTHBIX MHTUOUTOPOB HAXOAUTCS
Ha HapyXHOW cTopoHe MemOpaHbl. Crenopa-
TeJIbHO, Kaxaasi o-cyObeArHUIIa MPOHU3bIBAET
MeMOpaHy HAckBo3b (puc. 36.7). YrieBomHble
uend B-cyObeAMHMII PACIONOXEHBl Ha HapyX-
HOI CTOpOHE IJIa3MaTU4YeCKOoi MeMOpaHbl, Kak
3TO BOOOINE CBONCTBEHHO MeMOpaHHBIM TIJIU-
komporenHam (pasm. 10.12).

JIt060MBITHO OTMETUTh, YTO paccMaTpu-
BaeMblil (hepMEHTHBIN KOMILJIEKC 00JIamaeT ofi-
HMM y4YaCTKOM CBSI3bIBAHUSI CTEPOUAHBIX UHT U -
OUTOpPOB, ONHUM YyyacTKoM (ochopuanpona-
HUS U TpeMsl yuacTKaMu cBsAsbiBaHus Na . Kax

Puc. 36.6.  Crpoenue BaHamaT-moHa (V'').

Jlurannbl BOKpPYr 3TOr0 MOHA
pacrnoJjiaratoTcs B BUJIE€ JBOWHOM
MUpaMUAbI, T.€. TaK Xe, KaK BO-
KpyTrartoMa ocdopa IIpu ruapo-
JIUTUYECKOM OTlIeTuieHuu doc-
(bopunbHOI TPYNIIHI.



Puc. 36.7. CxemaTtunyeckoe wu3obpaxeHune
cy6beaVHN4YHOM CTPYKTYpbI
M pPacriosioxXeHuss B MembpaHe

(Na" + K')-nacoca.

Xe rosyyaeTcsl, 4To TeTpamep ¢ cyObeanHuY-
HOM CTPYKTYpOW ., COAEPXUT HeyYeTHoe
4YMCNO CBsA3bIBAOLWMX y4acTkoB? OgHa 13 BO3-
MOXHOCTEN COCTOUT B TOM, 4TO Y4acCTKu
CBA3bIBAHWUSI PACHMONIOKEHbI MeXay CyobeaHu-
uamMn, B MeCcTe UX KOHTaKTOB. BcrnomHum, 4To
a,fB,-TeTpamep remornobrHa COAEPXUT edVH-
CTBEHHbIM y4acTOK CBA3bIBaHMA 6uchocdornm-
uepara, HaxoOdAWMNUCA B MONOCTU, Pacrono-
XXEHHOW B UEHTpe Monekynbl (pasg. 4.14).
OpHako CyulecTByeT M MHass BO3MOXHOCTb,
a IMEHHO Takoe B3aMOAeNCTBME ABYX af3-mo-
NOBUH depmeHTa, NPy KOTOPOM CBs3blBaHWE
B OOHOM M3 AOBYX Y4YacCTKOB MPEnsTCTBYET
CBA3bIBaHWMIO B ApyromM. B camom pene, uenbin
psin oNMromMepHbix GepMeHTOB NposaBAdeT Ta-
KYlO  MOJIOBUHHYIO  pPeakUuMOHHOCMOCOOHOCTb.

36.7. Mogenb MexaHuama pAencTeus
HaTpuUi-KanueBoro Hacoca

MNoyemy pochopunmnpoBaHmne n gedpochopumnm-
poeaHue ATPasbl npuBogaT K nepeHocy Na' un
K" yepes memGpaHy? CTpykTypa 3TOro Haco-
ca elle He HaCTOJNIbKO U3y4veHa, YToObl MOXHO
ObI0 AeTanbHO ONMCcaTb MEXaHW3M ero Aemn-
cTBus. Bce xxe nonesHo paccMoTpeTb NPOCTYO
Mogenb paboTbl Hacoca, npennoxeHHyto One-
rom Yppeuxkum (Oleg Jardetzky). CornacHo
aTON Momenn, cTpykTypa 06enka, OYyHKLMOHU-
pyloLllero B KayecTBe Hacoca, OOoJikHa OTBe-
YaTb TPEM YCIIOBUSIM.

1. B 6enke poskHa OblTb NOMOCTL TAKOW Be-
JIN4UHBI, 4TOObI B HElM ymellanucb HebornbLuas
Monexkyna WM UOH.

2. benok ponXeH CcyLwecTBOBaTb B ABYX KOH-
dopmauuax, npuyemM npyu OOHOM M3 HWUX MO-

JIOCTb A0JIKHA ObITb OTKPbITA CO CTOPOHDI,
obpallleHHOM BHYTPb, @ MpW APYron - co CTo-
POHbI, OOpaLLEeHHOW HapyXy.

3. YkazaHHble KOHdOpPMaLUMM  AO0MXKHBI
VMETb pa3HOe CPOACTBO K TPAHCMOPTMPYEMbIM
KOMIMOHEHTaM.

PaccmoTtpumMm 3Ty Mopenb MPUMEHUTENBHO
K TpaHcropTy Na” u K (puc. 36.8). [iBe KOH-
dopmaummn  Genka - ato dopmel E, un E,,
y>XXe OonucaHHble paHee. [loCTynnMpoBaHO, 4TO
1) cBsi3bIBaOLLAn MOHbI NonocTb Ha E, obpa-
LLeHa BHYTPb KIeTku, a Ha E, - Hapyxy u 2) E,
obnagaeT BbICOKMM cpoacTteoM K Na', a E, - k
K'. Mogenb wucxoout Takxe W3 OBYX YC-
TaHOBNEHHbIX (akToB, a umeHHo 1) Na' 3a-
nyckaet ¢ocdopunmposarne, a K - gedpoc-
dopunmpoBaHue, 2) dochopunmpoBaHme cra-
ounuampyet dopmy E,, a pedocdopunmpo-
BaHve - dopmy E,. Ha puc. 36.8 E, u E,
1n3006padkeHbl COBEPLUEHHO pPa3HbIMU MO  KOH-
dopmaumn. HyxHO, OaHako, NOAYEPKHYTb,
YTO CTPYKTYPHbIE PA3/INYUSA MEXAY 3TUMU ABY-
Msi popMaMmn BOBCE HeOOSI3aTeNbHO OOJXKHbI
ObiTb GonbLMMK. CABUra HECKOJSIbKMX aTOMOB
Ha paccTosiHne 2 A MOXET okal3aTbCs AocTa-
TOYHO, YTOObl U3BMEHUTbL OPUEHTALMIO MOSIOCTU
n cpoacteo kK Na' wwm K'. Cywiectsyetr MHO-
XECTBO MNPEeLeaeHTOB, NMO3BOMISIIOLLMX CYUTATD,
yto dochopunmpoBaHne CrnocobHO BbLI3BATb
M3MEeHeHUs1 Takoro MmacwTaba. BcnomHum
BnnsaHne ¢ochopnnmpoBaHmMs Ha CBOWCTBaA
ravkoreH-dochopunasdbl U rMUNKOreH-CUHTa3bl
WM Ha W3MEHEHWEe CpPOACTBa remMornobvHa
K KUCN0poAy MpY HEKOBAJIEHTHOM CBSI3bIBAHUU
6ucohocdornmuepara.

36.8. KapanoTtoHnyeckue crepouapbl -
cneunduyeckne uHru6uTopbl (Na™ +

+ K')-ATPasbl u (Na" + K’)-Hacoca
HekoTopble cTepounabl pPacTUTENbHOrO MPOWC-
XOXOEHNSA SABASIIOTCA MOLLUHbIMU MHIMOUTOpa-
M (Na” + K)-ATPa3bl un Hacoca. [Mony-
MakCUMaJIbHOE UWHIMOVpoBaHMe o0boux npo-
LueccoB Habno4aeTcs NPy KOHLEHTpauuu WH-
rmbutopa nopsigka 10° M. Tlpeactasutenu
3TOro Knacca MHrmbuTopoB, B HaCTHOCTU OUMn-
TOKCUIreHWH 1 yabaunH, Ha3blBaloTCA KapaAnoTo-
HUYEeCKUMM cTepovgamMy B CBA3WN C WX Bblpa-
>KEHHbIM OENCTBMEM Ha CEPAEYHYIO0 AesTesb-
HOCTb (puc. 36.9). AKTMUBHOCTb KapaAuOTOHMYe-
CKMX CTEPOMAOB ONpeaensieTcst HUIMYMEM B UX
CTPYKTYpe 5- mnn 6-4neHHOro HeHacCbILLEHHOro
NIAKTOHHOrO KOJibLLA C P-KoHbUrypaumen npu
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Puc. 36.8. Cxemarmueckoe uM300paxeHUe
npeanojiaraeMoro  MexaHuszma
geitctBua  (Na™ + K')-nHacoca.
Ha BepxHeil TOJOBUMHE PUCYH-
Ka TOCJIeI0BaTeIbHOCTh peak-
LM, HapaBJIEeHHBIX Ha BbIBe/IE-
HMe Tpex WOoHOB Na'; Huxe —
MOCJE0BATEIBHOCTh  peakiluid,
06eCcTeurBaloIUX BXOI IBYX HMO-
Hos K'. @opmbi E, (xenrbiit
uget) U E, (cuHumit 1BeT) Ha pUCyH-
KE CUJIbHO pa3in4yaloTcs Mo KoH-
opmanumn. Ha camoMm mesne KoH-
bopManMoHHbIe pa3IUYUs MOTYT
OBbITb OYEHb HEOOJBUIUMU.

C-17. CyliecTBeHHOe 3HAYEHME MMEIOT TaKxXKe
ruapokcunbHas rpynmna npu C-14 u yuc-KoH-
durypanus counenenus koney C u D. B mone-
KyJe yabauHa U psiia APYTUX KapAUOTOHHUYE-
ckux crepounoB npu C-3 HaxoouTCs OCTaTOK
caxapa, 0OJIHaKO 3TOT caxap He UMeeT 3HAYeHUSI
it uHrubuposaHust ATPassl.

Kak yxe ynmoMHHaloCh, KapIMOTOHUYECKHE
CTepOUIbl UHTUOUPYIOT peakiyio aedochopu-
auposanust (Na® + K')-ATPasbl. WHrubu-
poBaHMe MPUCXOIUT TOJIBKO B TOM CJIyyae, ec-
M KapAMOTOHMYECKUE CTEPOUABI JIOKANU30-

Yactp V.
MounekynsapHasi (pU3HOJIOTHA
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BaHbl HA HAPYXHCHOU CTOpPOHE MeMOpaHBbI.
Takxum o6pa3om, momaBieHue aehoCchHOPUIN-
pPOBaHUS 3TUMM CTEPOUIAMM TPOCTPAHCTBEH-
HO TakK e aCUMMETPUYHO, KaK U aKTUBAL U Jie-
bochopunpoBaHusI HOHAMU KA.

KapaunoroHnuueckue crepouisl, Hampumep
Oueumanuc, UMEIOT OTPOMHOE 3HauyeHHE B Me-
auivHe. JJurutaauc noBblaeT CUIY COKpalle-
HUS CepACYHON MBILIIBI U TTOTOMY CIYXUT OC-
HOBHBIM CpPEACTBOM JIEYEHUSI OCTPOi cepaey-
HOU, HegocTtaToyHOCTU. MHrMbOUpoBaHue TUTHU-
tanmucom  (Na® + K')-nacoca  npusoguT
K TOBHILIEHMIO comepXaHusa Na' B KieTkax
CepIeYHON MBILIIBI. DTO COMTPOBOXIAETCS YBE-
JWYEHUEM BHYTPUKJIETOYHON KOHLEHTpaIUKU
Ca’", uTo B CBOIO OuUepe/b MOBBIIIAET COKPA-
TUTENbHYI0 aKTUBHOCTbh MUOKapaa. JI1o6omnbIT-
HO OTMETWUTb, YTO IUTUTAIMC (aJKajlou1 Ha-
MEePCTSHKKM) YCTEHIHO MCIOJIb30BaJICS 3a10J1-
ro go orkpbiTusa (Na“ + K')-ATPasnl. B
1785 r. Bpau m GOTAaHMK YUIbSIM YUTEPUHT
(William Withering) ony6aukoBan «OmucaHue
HamNepCTSIHKU U HEKOTOPBIE CITOCOOBI ee MpuMe-
HEHUsI B MEIULIMHE», TIe PacCKa3bIBaeT, KaK1uM
00pa3oM OH BHEpBbIE y3HaAA 00 MCIOJb30Ba-
HUU ITUTUTATUCA JJISI JIeUeHUsT OCTPOil cepiey-
HOW HEOOCTATOYHOCTH.

«B 1775 1. MeHS CHpOoCHIIM, KaKOBO MOE
MHEHUE O JIOMAlllHeM CIocobe JIeYeHUs] BO-
nsHku. [Ipu aTOM coOOMIMIN, YTO ITOT CMO-
cob ObuT U3BecTeH onHou ctapyxe B Llpom-
HIMpe W OHa JOJITO JepXana ero B CeKpeTe.
Crapyxa MHOTAa BblJIeuMBajia OOJbHBIX, KO-
TOPBIM HE MOIJIM TMOMOYb Bpauu... Ee cHa-
no6be cocTosiio u3 20 unu Gosee pasIUIHbBIX
TpaB, OIHAKO pa30upamlleMycss B 3TOM
MpeaMeTe HETPYAHO ObLJIO 3aMETUTh, UTO aK-
TUBHBIM HayaJlloM MoOrja ObITb TOJIBKO Ha-



nepcTaHka... HamepcraHka BnuseT Ha Gue-
HHME cepaua B OOJNBIIEH CTEMEHU, YeM
KaKoe-JIM0O0 U3 APYTUX JIEKAPCTB, U 3TO Jei-
CTBME MOXKHO C YCIIEXOM HCITOJIb30BaTh IS
WCLENIEHUs] OOJIBEHOTO».

36.9. TpancnopT KajbliUus OCYIIECTBJIAETCS
apyroii ATPa3zoit

HMoHbl Kanblivs UTPAlOT BaXHYIO POJIb B PEry-
JISIUMY MBIIIEYHOTO coKpalneHus (pasn. 34.10),
a TaKXXe BO MHOTHX APYTUX (DU3MOJTOTUYECKUX
npoiieccax. B ckeneTHOW MBIIIE COAEPXKUTCS
CJIOXHAasl CETh CBSI3aHHBIX C MEMOpaHoii TpyOo-
YeK M Be3UWKYyJ. DTa MeMOpaHHasl cCucTeMa, Ha-
3bIBaeMasi  CapKonAa3Mamu4ecKum  pemuryny-
MOM, peryaMpyeT KoHIeHTpauuio Ca’'
B cpele, OKpyXalolleil COKpaTUTEIbHbIE MbI-
IIeYHble BOJOKHA. B coctosHuu mokost Ca®’
HacacblBaeTCcsl B CapKOIMJa3MaTUYECKUI peTu-
KYJIyM, TaK YTO HEMOCPEICTBEHHO BOKPYT MUO-
dbubpun KoHueHTpauuss Ca’’ OblBaeT OYeHb

Puc. 36.9. Kapouoronmueckue

GauH, wuHru6upyior (Na™ +

+ K")-Hacoc.

CTEPOUIDI,
HarnpuMep IMTMTOKCUTCHUH U ya-

Puc. 36.10. HanepctsiHka. (Krochmal A.,
Krochmal C.,, A Guide to the
Medicinal Plants of the United
States, Quadrangle Books, 1973,

p. 243)

Hu3koii. Bo30yxneHue MeMOpaHBbI capKoIia3-
MaTMYECKOTO PETUKYJIyMa IO BIUSHUEM He-
PBHOTO UMITYJIbca BEIET K MTHOBEHHOMY BBIC-
BOOOXIEHHUIO GOMbIIMX KonnyecTB Ca’’, u 310
3amycKaeT MbIIIeyHoe coKpaileHue. JpyruMu
cnosamu, Ca’ cayocum npomescymounvim
36EHOM MeXCcdy HepeHbIM UMRYALCOM U COKpA-
WeHUeM MbIUIeYHO20 BOI0KHA.

Tpancriopr Ca’* uepes MemOpaHy capKo-
MJ1a3MaTUYECKOTO PETUKYJIYMa MPOUCXOIUT 3a
cuer sHepruu ATP. B capkomrazmatnyeckom
perukynyme umeercss ATPa3za, koTopylo akTh-
BupyeT Ca’". Ora Ca’ -ATPa3a asngercs co-
cTaBHOU yactbio Ca’’-Hacoca MoOJOGHO ToMy,
kak (Na* + K")-ATPaza-uacts (Na™ +
+ K')-Hacoca. Ca’'-ATPa3a Takxe momsep-
raercst (ocopUIMpPOBaHUIO B XO€ TUAPOIN3A
ATP:
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Puc. 36.11. MemOpaHHBIE Be3UKYJHBI, 00Opa-
30BaHHbIE u3 OYUILEHHON
Ca’"-ATPa3bl. [noGynspHble

YacTULIbI Ha TOBEPXHOCTU MeM-
OpaHbI - y4aCTKH MOJIEKYJTbI
ATPa3bl, TpOHU3BIBAIOIIEH MEM-
OpaHy. [Stewart P. S,  Mac-
Lennan D. H., J. Bioi.Chem., 249,
987 (1974).]

Hukn xoHGoOpMallMOHHBIX M3MEHEHU, 00yc-
JIOBJICHHBIX ochopuanpoBaHueM U aedocdo-
pUIMpPOBaHUEM, OOecTieurBaeT TMEPeHOC MBYX
noHoB Ca’” mpM paclierieHUd OfHON Mone-
kyiabsl ATP. bnarogapst oueHb BBICOKOMY CPOJ-
ctBy 310l ATPassr k Ca’* (K 107 M) dep-
MeHT 3 deKTUBHO TpaHcropTupyetr Ca’’ u3
murosonsa (rme [Ca’'] < 10° M) B capko-
niasMatudeckuit perukyaym (rme [Ca’’]

107 M).

MMnorHocTs Monekyn Ca’’-Hacoca B MeM-
OpaHe CcapKoIJa3MaTU4YeCKOro pPeTHKyJIyMma
OYeHb BeJrKa, a uMeHHO okoJio 20 000 B pacue-
te Ha 1 MkM’. B cymmuocTu, Ca’*-ATPa3a co-
craBnseT 6onee 80% oOIIero Koau4yecTBa MH-
TerpajibHbIX O€TKOB MeMOpaHbl M 3aHUMaeT
TpeTh €€ TTOBepXHOCTU. bojbinas cyobenuHuiia
(100 x/Ia) Ca-Hacoca TpPOHHM3BIBET MeMOpaHy
1 COMEPXKUT yuacTOK hocHOopuanpoBaHus; Kak
u B (Na” + K’)-Hacoce, TakuM yuyacTKOM
sBJsieTcs crienuduyeckas 60KoBas LeMb, Mpe-
CTaBJIeHHass OCTaTKOM acmaptara. Eme oaHa
obmrasi yepra 00OMX HACOCOB - 3TO HaIUuMe
rmukonpoTenHa: B Ca’’-Hacoce TIMKOMNpO-
TeuH Maccoil 55 kJla cBs3aH ¢ 0OJbLIONK
CcyObeAUHULICH.

U3 ounmennoit Ca’ -ATPa3sl u dochomm-
MUIO0B YIal0Ch PEKOHCTPYUPOBATh (DYHKIIMO-
HaJbHO akTMBHBI Ca’ -Hacoc. B atom skcre-

Yacts V.
MounekynsapHas ¢u3noaorus
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pumente Ca’’-ATPasy BbZensiiu H3 MeM-
OpaH capKomia3MaTUYeCKOTro pPeTUKyayMma IMo-
clie UX COJIOOMIU3allMM [eTepreHToOM XoJa-
ToM. OUWIIEeHHBIH CONIOOMIN3UPOBAHHBIN
depmeHT H06aBIAIN K (docoaunmaaM U3 Co-
eBbIx 0000B. [locne ynameHust merepreHTa my-
TeM JAuanu3a o0pa3oBbIBAIMCH MEMOpaHHBIC
BE3UKYIbl. OTU PeKOHCMPYUPOBAHHbIE — Be3U-
Kyavl ¢ ebicokoii ckopocmulo Hakanauganu Ca’’
6 npucymcmeuu ATP u Mg’ .

36.10. INotok Na' oGecneuuBaeT 3Heprueii
AKTUBHBI TPAHCHOPT CaXapoB U AMHUHOKHMCJIOT
B JKHBOTHBIX KJIeTKax

MHorue TpaHCIOPTHBIE MPOLIECCHl HE 3aBMCST
HenmocpeacTBeHHO oT ruapoau3za ATP, a co-
MPSKEHBI C TTIOTOKOM MOHOB II0 3JIEKTPOXMMU-
YyecKOMYy TpamveHTy. Tak, BO MHOTHX XMW-
BOTHBIX KJIETKAX HacacbhblBaHME TJIIOKO3BI 00ec-
MeynBaeTcsd ONHOBPEMEHHHIM BXxogoM Na'.
[Ipy 3TOM MOHBI HAaTPUS M TIIOKO3a CBSI3BI-
BAalOTCS CO CHEUMMUISCKUM TPAHCIOPTHBIM
0eJIKOM ¥ IIPOHUKAIOT B KJIETKY OJTHOBPEMEH-
Ho. CorlacOBaHHBIN MEPEHOC ABYX KOMIIOHEH-
TOB Ha3bIBAIOT KOMPAHCHOPMOM; TIPU CUMNOD-
me MEET MECTO IepeHOC 000MX KOMITOHEHTOB
B OINHOM HAamlpaBICHUM, a IIPU AHMUNOpME - 8

Puc. 36.12. VcTOYHHMKOM 3HEpTUM IS aK-
TUBHOTO TpPaHCIOPTa TJIIOKO3BI
CIYXHTTpagMeHT KOHIIEHTPAlUK
Na’. Dra cucrema cumnopra
CBOMCTBEHHA TTa3MaTUYECKUM
MeMOpaHaM KJIeTOK KMIIeYHHuKa

u TIOYCK.



NPOTUBOMOJIOXHBLIX HanpasneHusax. MoHbl Ha-
Tpusi, KOTOPbIE BXOOAT B K/IETKY BMECTE C MO-
NieKynamMun raoKo3bl NMOCPEeaACTBOM CUMIMOPTA,
BbiIBOOATCA 13 knetkm (Na® + K')-ATPasoin
(pyic. 36.12). KonuyecTBo TpaHCMopTUPYEMOM
rNOKO3bl M CKOPOCTb €€ TpaHCcrnopTa 3aBUCAT
OT TPaHCMEMOPAHHOIO MPaanEHTa KOHLIEHTPa-
umnm Na'.

BaBucaumii o Na' cUMMOPT LUMPOKO UC-
Nnonb3yeTCsl B XUBOTHbIX K/E€TKax A HaKo-
MJIEHNS aMUHOKMCOT. B HeKoTopbIX KneTkax,
HanpMMep B  MUWKPOBOPCUHKAxX  LLETOYHOW
KaeMKn kuleyHnka (puc. 36.13), nocpencrtsom
CMMIMopTa OCYLLLECTBAAETCH aKTUBHbIA TPaHC-
nopT caxapoB. KpomMe TOoro, B TOHKOM KuLLEY-
HMKE  CYLLECTBYET  CrNeumam3mpOoBaHHbIN
Na'-3aBMCUMBIA  CUMIMOPT, OBecrnevYnBaloLLN
nepeHoc voHoB CI' NpoTVB rpagvieHTa KOH-
LeHTpaumn. Bo MHOMMX KneTkax VOoHbl HaTpus
cnyXaT Takxke OBWXYLLEW Cuiom B Npouec-
cax aHTMNopTa, HanpaefEHHbIX HA BbiBeOEHNE
MOHOB Kauibupisi. Takmum 06pasoM, rpaauneHT
KOHLUEHTpaunuy WOHOB HaTtpus, co3aaBaembli
(Na® + K')-ATPa3ori, obecrne4nsaer 3sHep-
rvei 60bLUMHCTBO CUMITOPTOB M aHTUIMOPTOB
B XUBOTHbIX KJ/1I€TKax.

36.11. MOTOK NPOTOHOB CAYXWUT ABUXYLLEWN
CUJIO BO MHOIMX Mpoueccax TpaHcnopra
y Gakrepwii
CumMnopTbl M a@HTUNOPTbI - SBOJIIOLMOHHO
O4YeHb OPEBHME MEXaHU3Mbl MOJIEKYSISIPHOIO
TpaHcropTa. Tak, ABWXYLLEN CUAOMA MHOIMmX
TPAHCMNOPTHbLIX CUCTEM Y BaKTepUii CNY>XXUT MNo-
TOK MPOTOHOB Yepe3 MniasMaTUHeckylo Mem-
6paHy. Hanbonee mnayyeHHasi GakTepuanbHas
cucTemMa cuMmnopTa - MEPEHOC N1lakTo3bl Yy E. coli
(pric. 36.14). Y aTton obutaTenbHULLbl HUKHUX
OTAOENIOB KULLIEYHMKA MJIEKONUTAIOLLMX Bblpa-
60oTasncs BbICOKOI(MMEKTUBHbI MEXAHN3M KOH-
LeHTPUpOBaHMSA nakTo3bl. Hacoc aona aTtoro
oucaxapuvaa, BblaeneHHoin KOopkmHom KeHHe-
on (Eugene Kennedy), npencraBnsgetr coboi
OOMHOYHYIO MONMMENTUOHYO LUeMb MaCCOMN
30 k[da v HasbIiBaeTCA nepmeason 4sisi J1aKkTo3bl
(. M-6enkom). ISTO UHTErpasibHbIi  MeMm-
BpaHHbI 6enoK, KOTOPbIA KOANPYETCA FEHOM
y, BXOOAWMM B lac-onepoH (pa3a,. 28.3). B uh-
OYyUMPOBaHHbIX KJIeTKax Ha ero AoJito MNpuxo-
auTca okosno 4% 6enkoB MemMoOpaHbi.
PackpbITnio MmexaHnsa (pyHKUMOHNPOBaHUA
JTAKTO3HOrO HACOCa CNOCOBCTBOBAJIO N3YyYeEHNE
MYTaHTOB MO FeHy y, a TakXe WCcneaoBaHus
BE3UKy/ (My3bIPbKOB), MOMY4EHHbIX U3 BakTe-
pUasibHbIX MeMOpaH. Beauvkysnbl o4eHb YAOOHbI
ONS U3YYEHVs1 MPOLECCOB  TpaHCropTa, Mo-
CKOJIbKY OHW 3HA4YUTENIbHO MPOLLE YCTPOEHbI,

Puc. 36.13. 3nektpoHHas MuKpodoTorpa-
dbusa nonepeyHoro cpes3a M1MKpo-
BOPCUHOK KMLLIEYHVKA. Hannumne
MMKPOBOPCUMHOK BO MHOro pas3
YBENIMYMBAET MJIOLLAAb MOBEPX-
HOCTU, 4epPE3 KOTOPYIO NMPOUNCXO-
OUT TPaAHCNOPT NUTAaTESIbHbIX BE-
wecTs. (MeyaTtaeTcs ¢ nlobe3Ho-
ro paspeLuenvs g-pa G. Pallade.)

YeM uenas Gaktepus. B Be3aukynax ectb cucte-
Ma okucutTensHoro dochopnnmpoBaHna u
Apyrve cBa3aHHbIeE C MeMOpaHo 6enkn, HO OT-
CYTCTBYIOT LIUTOMIA3MAaTUNHECKNE KOMIMOHEHTbI
MHTaKTHOM kneTkn. Camu no cebe Be3VKyJibl HE
HakanMBalOT NIaKTO3bl, HO ecnn O00aBUTb
cybCcTpaT okucieHus1, 06ecnevmBaloLLMIA MOTOK
obnagatoLyX BbICOKUM MNOTEHUMAIOM  3ekK-
TPOHOB MO AbIXaTENbHOW LEenn, TO HAKoreHme
JTaKTO3bl IMEET MECTO. DTOT Xe 3(pPeKT MOXK-
HO MOJY4UTb N MHBIM CMOCOOOM, @ MMEHHO CO-
30aHMEM rpaameHTa pH ¢ nomolso obpasye-
MO BHE KJIETOK kucnotbl. Co3paHne Mem-
6paHHOro MNoTeHuyana rPagueHTOM KOHLIEH-
Tpauuun K' Takxe NpuBOAUT K HaCaCbIBAHWIO
NnakTo3bl. Bce a9ty gaHHbIe rnokasbiBaloT, 4TO
aKTUBHbIV TPaHCopT J1aKkTo3bl obecrieynBaeT-
CS MPOTOHOABVXYLUEN CW/IOK B r1aaMmatnye-
cKoui MmembpaHe. TpaHCNoPT MOJEKY NakTO3bl
COMpPSXXEeH C ABWKEHMEM MPOTOHAa B KIETKY.
Mpn drM3mMonormyecknx ycnoBmax MPOTOHHbIN
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Puc. 36.14. Ilepmeasa 1js JIaKTO3BI TpaHC-
MOPTUPYET [-TaJakKTO3UABIL. B
YaCTHOCTH JaKTo3y (A) M u30-
nponuiatuorantakrosun (b). Tuo-
rajlakTo3uabl 0Ka3ajJuch OYEeHb
VIOOHBIMU JIJISl M3YyYEHUs BTOMU
CHUCTEMbI, TaK KaK OHM TpaHC-
MOPTUPYIOTCS TTepMeasoit st
JIAKTO3bI, HO HE TIOJBEPTAlOT-
¢ TUAPONAM3Y [-rajakTo3uaa-
3011.

rpaayeHT, HEOOXOMUMBI IJIST 3TOr0 aKTUBHO-
ro TpaHCHOPTa, BO3HMKAET 3a CYET MOTOKa
9JIEKTPOHOB OT JOHOpPa, 00JaJalolero BbICO-
KuM mnoteHuuanioMm (Hampumep, NADH), mo
IbIXaTeTbHOU 1enu. Cumnopm npomoHos u AaK-
mo3bl WILTIOCTPUPYET 0000LIAIOIIYI0 KOHIIeN-
uuto Ilurepa Mutuenna (Peter Mitchell)
0 «IIpeodpa3oBaHUM DHEPTUU IOCPEICTBOM
MPOTOHHOTO rpanueHTa» (pasm. 14.18).

36,12. AKTHUBHBIi TpPaHCHOPT psAaa caxapos
conpspkeH ¢ ux ¢ochopuauposaHnem
CuMNopT-He €eAMHCTBEHHBI TUM HACOCOB,
OCYILIECTBISIOIMX TPAHCIIOPT caxapoB. Y He-
KOTOpBIX OakTepuil HaKOIJIEHUE YIJIEeBOIOB
MPOUCXOIUT TYTEM COMPSKEHUS MX BXoJa
B KJIeTKY ¢ ¢ochopminmpoBanueM. Hampumep,
y MHOTUX OakTepuil moctynaiwomas B KJIETKHU
[JII0KO3a MpeBpaliaeTcsl B TI0K030-6-docdar.
Oco0eHHOCTh TpaHCIOPTa 3TOTO THUIA, Ha3bl-
BaeMOT0 mMpaHcaoKayueli 2epynnvl, COCTOUT
B TOM, YTO B XOJ€ TPAHCMOPTa MPOUCXOAUT
Mmodugukayus pacmeopenHozo eeujecmea. Kie-
TOYHasi MeMOpaHa HeNpoOHHWIIaeMa Mo OTHOIIIE-

Tabnuua 36.1. VYrieBoabl, Tpancmoprupyemsie ocdo-
Tpancdepasnoii cucremoii E. coli

T'moxko3a MaHHUTOI
DpykTO3a Copb6uTton
MaHHo3a lanakTtuton
N-aueTuarmoKo3aMuH JlakTo3a
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HUIO K (hochopuIMpoOBaHHBIM caxapaM, W TIO-
TOMY OHM HaKalJuWBalTCS BHYTpU OakTe-
pUaJIbHOW KJIETKHU.

Hawnbonee xopolro u3ydyeH mpoliecc TpaHC-
JIOKALlMM TPYMI, OCYLIECTBIsIEMBIN ¢hocgho-
mpaHncgepasnoi cucmemoti (®TC) KoTOpylo
otkpbul Con Poy3sman (Saul Roseman). Oco-
OCHHOCTb 3TOW CHCTEMBI COCTOUT B TOM, 4YTO
doHopom ocghopunrvHoil epynnel cayscum goc-
goenoanupysam, a He ATP unm kakoii-nu6o
nHolt Hykieo3unrpudocdar. CymmapHas pe-
aKkuus, Kataiamsumpyemas @ocdorpaHchepas-
HOIl cucTeMOM, cienyronias:

Caxap

BHE KJIETKH

+ ®ochoeHoONMIIMPYBAT

—> ®ochopunupoBaHHBI caxap

BKJIETKE

+ [Ilupysar.

Puc. 36.15. T[IpoTOHHBIN TpagueHT CIYXHUT
VMCTOYHUKOM SHEPTHU IS TpaHC-
TopTa psia caxapoB W aMWHO-
KHUCJIOT B GaKTepualbHble KIET-
Ku. [IpOTOHHBIN TPaIMEHT TeHe-
pUpyeTcs TOKOM  3JIEKTPOHOB

B JIbIXaTEJbHOU LIEMU.



B »3To#t TpaHcnokauuu yyacTBywoT 4 Oenka:
HPr, ¢epment I, pepment Il u dpepment III.
®epment II, Oynyuum uHTErpaJbHBIM OEIKOM
MeMOpaHbI, 00pa3yeT TpaHCMeMOpaHHBIA Ka-
HaJ ¥ KaTanusupyet pochopuiupoBaHue caxa-
pa. Ilpu aTom dochopunbHas rpymnna dochoe-
HOJITUPYBaTa MePEeHOCUTCS Ha caxap He MpsiIMO,
a cHavaja Ha ¢epmeHT I 1 mocie Ha crerudu-
YECKWii OCTaTOK THUCTUIMHA HEOOJbLIOTO
TepMocTabunbpHoro Oenka HPr (puc. 36.16).
OO6pasyroluiicss B Ka4ecTBe MPOMEXYTOYHOTO
coenuHeHUsI GOCHOTUCTUANH UMEET BbICOKMI
MoTeHUMan TepeHoca (ochaTHOW TPYIITHI.
MPOMEXYTOUHBI MO BEJIMYMHE MEXAY CO-
OTBETCTBYIOIIMMHU 3HaueHusmu 1ias  ATP
u dochoeHonmupysara. Jlagee TPOUCXOIUT
nepeHoc GpocdopunbHOit Tpynmsl oT hochopu-
nupoBaHHoro HPr na ¢epment IlI - mepude-
pUYeCcKUil MeMOpaHHBIN OeJIOK, KOTOPBIN yxXe
B3aMMOJICIICTBYET ¢ COOCTBEHHO KaHAaJlOM, T. €.
depmentom 1I:

KoHeuHbllt  aTam - mepeHoc  (pochopuibHOK
rpynnbsl oT ¢epmenra Il Ha TpaHcmopTu-
pyemblii caxap (puc. 36.17). W3 ykazaHHBIX
YeThIpeX OUYMIIEHHBIX OEJKOB yIaaoch PEKOH-
CTPyMpPOBaTh PYHKIIMOHATBHO aKTUBHBIIA dep-
MEHTHBIIf KOMIUIEKC.

HexoToprie Genku, BXxoasinue B cocTaB ¢oc-
doTpaHchepasHoit cucTeMbl, 00JanalOT CHEK-
(uunocTeio, mpyrue -Her. Tak, HPr u dep-
MeHT [, KoTopblie SBJSIOTCS PacTBOPUMBIMU
OesKaMy LIMTO30JIsI, YYaCTBYIOT B TPaHCIIOPTE
BCEX CaxapoB, MEPEHOCUMBIX 3TOW CHUCTEMOM.
C napyroit croponsl, depments II u III mpo-
SIBJISIIOT CTIELIM(UIHOCTD B OTHOIIIEHUM OTIpe/ie-
JIEHHBIX caxapoB. Hampumep, B TpaHcmopTte
[JIIOKO3bI, JIAKTO3bl M (PYKTO3Bl YYACTBYIOT
pasubie depments 11 u III. Takoii xe pe3ynb-
TaT ObUT MOJIY4YEH W MPU TEHETUYECKUX Ucche-
NOBaHUSIX. Y MyTaHTOB, AedekTHbx mo HPr
unu depmeHty I, He MPOUCXOAUT TpaHCHOpTa
0OJIBIIIOTO YHKCJia pa3HBIX caxapoB, TOTAAa Kak
MYTaHTBI, Ae(GEeKTHbIE MO CUHTE3y (PepMeHTOB
I u III, He cHocoOHBI TpPaHCMOPTUPOBATH
TOJBKO KAaKoOi-Tu0O ompeneseHHbI caxap.
®epment III He yyacTByeT B TpaHCIOKalMU
IeKCUTOJIOB, B YACTHOCTH TaJlaKTUTOJIA; B 3TOM

Puc. 36.16. IloTox pocOpMIBHBIX TPYIII OT
docdoeHoNIMpyBaTa Ha caxap,
TPAHCTIOPTUPYEMBIN Yepe3 MeM-
O6pany ¢ocdoTpaHcdepa3Hoil cH-
CTEMOIA.

ciaydae ¢dochopunbHasg Tpynmna MepeHOCUTCs
HerocpeactBeHHO oT HPr nHa yrneson.

Yem 00BsIcCHUTD, 4TO (ochoTpaHchepasHas
cUCTeMa YCTpOeHa 3HAYUTEJbHO CJIOXHEee Ipy-
TUX TEePEeHOCYMKOB, HAalpuMep repMmeasbl s
nakto3bl? [lpencraBisieTrcss BEpOSITHBIM, UTO
(pocdoTrpaHchepasHas cucTeMa He TOJbKO OCY-
LIECTBISIET TPAHCIIOPT CaxapoB, HO W BHIMOJI-
HSIET peryasitopHble GyHkuuu. WM306bITOUHOE
MOCTYIJIEHUE KaKOro-TO OMHOTO yIJieBoda MO
nerictBueM  ¢docdorpaHchepasHOl  CUCTEMBI
CUJILHO TTOJIaBJIsIeT aKTUBHBIN TPAHCTIOPT caxa-
POB IPYTUMHU MEPEHOCUMKAMU. DTO UHTUOUPO-
BaHME OMocpenayercs, Mo-BUAMMOMY, MU3MEHe-
HueM coxepxaHus CAMP, a UMeHHO MOBEHIIIIE-
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Puc. 36.17. [Ipenmomaraemsrii MeXaHH3M
TpaHCJIOKAllMU TPYII, OCYIIECT-
BIsseMoii (docdoTpaHchepasHOA

CUCTEMOI.

Puc. 36.18. TpaHcmopTupyemblii docdo-
TpaHchepa3HOU CUCTeMOI caxap
O-METUJITJIOKO3UJ UHTUOUPYET

obpazoBanue cCAMP.

Yactb V.
MonekynsipHas ¢usmnonorusa
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HHME KOHIIEHTpAllMM caxapa, HaKOIUIEHHOTO
docdotpancdepa3Hoii cucTeMOil, BeAeT K CHU-
XeHuIo BeipaboTku cAMP (puc. 36.18). B pe-
3yJbTaTe TMpeKpaniaeTcss TPaHCKPUIIUS psiaa
WHAYUMPYEMBIX OIEPOHOB. BcrmoMHMM, 4YTO
9KCIPECCUs TaKUX WHAYLUPYEMBIX OTIEPOHOB,
KaK lac v gal, 3HaUUTEILHO BO3pacTaeT IMpu
cBs3biBaHUM KoMiekca CAMP ¢ 6enkom BAK
B COOTBETCTBYIOIIMX YYacTKax IpOMOTOpa
(pa3n. 28.6). CnemoBaTenbHO, ocompancge-
PasHas cucmema peeyaupyem UCNOAb308AHUE
UCMOYHUKO08 Yyenepood.

36.13. TpancnopTHbie AHTUOMOTHKH MOBBIIIAIOT
HOHHYI0 TPOHUIIAEMOCTh MeMOpaH

Psn MukpoopraHu3MOB CHUHTE3UPYET HU3KO-
MOJIEKYJISIDHBIE COENUHEHUs, B TMPUCYTCTBUU
KOTOPbIX MEMOpaHbl CTaHOBSTCS TPOHU-
1IaeMbIMU JIJISI OTpEAeIeHHBIX MOHOB. DTH He-
0oJiblIME  MOJIEKYJIbl, Ha3blBaeMble mMpaHc-
NOPMHbIMU anmubuomuKamu, 0Ka3aJluch
LIEHHBIM MHCTPYMEHTOM [Jis 3KCIEepUMEH-
TallbHBIX HCCIENOBAaHUU, B 4YacCTHOCTU s
M3yYeHMUS] MexaHM3Ma CBS3bIBaHMS MOHOB. Ha-
MpUMEpP, BAAUHOMULUH TIPETISITCTBYET OKMCIIM-
TeJbHOMY (ocHOpUIMPOBAHUI0O B MUTOXOH-
IPUSX TTyTeM MOBBIIIEHUS UX TPOHUIIAEMOCTHU
ansg K': B IpUCYTCTBUM BaTMHOMULMHA MUTO-
XOHJIPUM HCTIONBb3YIOT 3HEPrut0, TeHepupye-
MYI0 MPU TPAHCTIOPTE BJEKTPOHOB, HE HA CUH-
te3 ATP, a Ha HakoruteHne K. BannHoMULInH
MMeeT LIMKJINYECKYI0 CTPYKTYpY, 00pa3oBaH-
HYI0 U3 MOBTOpsIIOIIelics TpU pa3a MmociiefoBa-
TEJTBHOCTH YEThIpEX pa3HbIX ocTaTKoB (A, B,
B u I') (puc. 36.19). DTH oCTaTKM YeTHIPEX TH-
MOB COEJMHEHBI YepeAyIIUMMUCS 3DUPHBIMU
Y MEeNTUIHBIMU CBI3AMU.

Eme oanH Xopollo M3y4yeHHBI TpaHCMOPT-
HBI aHTMOMOTUK - epamuyudun A (puc. 36.20).
DTO MOJMNENTUA C OTKPBITOW ILeNblo, COoC-
TOSMIMIA M3 15 aMUHOKUCIOTHBIX OCTAaTKOB.
[MpumevaTenbHa CTPYKTypa rpaMuUllMAnHA A:
B HeMm depenywTcsi D- u L-amuHOKUCIO-
Tol. Kpome Toro, N- um C-KOHUBI IOJM-
nenTtuaa MmoauduuupoBaHsl. Kak Oymer moka-
3aHO HECKOJIbKO HMXEe, TPaHCIOPT HOHOB
rpaMUIMAUHOM A W BAJIMHOMULMHOM OCY-
LIECTBISIETCSI COBEPUICHHO TO-Pa3HOMY.

MexaHu3M mepeHoca MOHOB 3TUMM aHTU-
OuMoTHKaMU yNOOHO MCClIeIoBaTh HAa TAKUX XO-
poIlI0 OXapaKTepHU30BAHHBIX MOIEIbHBIX CH-
cTeMax, Kak AByCJIOWHbIE TUMUAHbBIE MY3bIPbKHU
(pasn. 10.6) M mnaOCKMe OBYCIOWHBIE MEM-
Opanbl (pa3a. 10.6). B ombiTax HMCHONB3YIOT
My3bIpbKU, COEPXKAIINe PAAUOAKTUBHBIN UOH,
Harmpumep K*; ux momyuaioT myrem obpa-
00TKM MeMOpaH yJl1bTPa3ByKOM B MPUCYTCTBUU



Puc. 36.19. BanuHOMMIMH HMMEET TEPUOAU-
4ecKylo HUKIMYECKYI0 CTPYKTY-
DY, COCTOSILYI0O U3 OCTaTKOB
L-nakrata (A), L-Banuna (b),
D-runpoxkcuusoBanepuanata (B)

u D-anuna (I).

3TOro MOHA M mociaeyiouero ynanenus * K,
HEe IOMaBIIero BHYTPb NYy3bIPbKOB, METOAOM
reJb-uiabTpanuu. Jlamee cpaBHUBAIOT CKO-
POCTb BBIXO/Ia PANIMOAKTMBHOTO MOHA U3 IMy3bl-
PbKOB B IPUCYTCTBUM U B OTCYTCTBUE aHTUONO-
THKa. [Apyroi cnocod nmoaydyeHus: MHGOpMaLuu
OTHOCHUTEJIbHO MOHHOW MPOHUIIAEMOCTH ABY-
CJIOMHBIX MEMOpaH COCTOMT B M3MEPEHUU Ta-
KUX 3JIeKTPUYECKMX TTapaMeTpoB, KaK COMPOTH -
BJIeHUE MeMOpaHbl 1 MEMOPaHHBIM MOTeHLIKA.
Hanpumep, conpoTuBieHue ABYCIOMHON MeM-
OpaHbl no oTHoweHuio K K° B mpucyrctum
107 M pammHommnuHa wim 10° M rpamu-
uuavHa mnagaet 6osiee yem B 10000 pas mpu
rpaaueHTe KoHueHTpauuii KCl Ha memOpaHe
0,02 M.

Puc. 36.20.

CTpyKTypa TpaMuLnuauHa A.

36.14. TpancnopTHble AHTHOMOTUKHU
(byHKIMOHHPYIOT MO0 KAK NOIBHKHbIE
NMEePEeHOCYNKH, JIM00 KaK KaHaJI000pa3oBaTeju
CyuiecTByeT ABa COBEPLIEHHO pa3HbIX MeXxa-
HMU3Ma [EWCTBUS TPAHCIMOPTHBIX AHTUOMOTHU-
KOB Ha MPOHUIIAEMOCTb MeMOpaH I MOHOB
(puc. 36.21). Hekoropble aHTMOMOTHKHM (Ha-
npuMep, TpaMUUMAMH A) GOPMUPYIOT KaHal,
NMpoHU3bIBaOIUIT MeMOpaHy. HMoHBI BXOAsAT
B TakOi KaHajl Ha OJHOW CTOpOHE MeMOpaHbI,
IMOOYHAUPYIOT IO HEMY U BBIXOAST Ha IpY-
roii cropoHe MeMmOpaHbl. CTUMYISIUS TpaHC-
MopTa MOHOB TI0 BTOMY MEXaHU3MYy HE COMps-
KeHa C IBMXEHMEM CaMOoro aHTUOMOTHKA-Ka-
HajooOpa3oBateiass. AHTUOMOTUKM  APYroi
TPYIIbl (HampuMep, BATMHOMULIMH) GYHKIINO-
HUPYIOT KaK MepeHOCUYUKY HOHOB Yepe3 yriieBo-
JOPOIHYI0 00MacTb MeMOpaHbl. AKTHUBHOCTH
9THX TPAHCMOPTHBIX AaHTUOMOTUKOB COTIPSIKE-
Ha ¢ MX coOcTBeHHOI mupOy3uei.

B okcnepumeHTe nodeusichbie nepeHocuukKu
U Kauanoobpazoéameny MOXHO Ppas3lIUYUThL cClie-
aywomum  obpazoMm. M3mepsitor Temmeparyp-
HYI0O 3aBUCUMOCTb MOHHOW MPOBOAMMOCTH MC-
KYCCTBEHHOW JIMNIUOHOW [BYCJHOWHOW MEM-

Puc. 36.21. Cxematuyeckoe  H300paxeHUE
pa3IMyui MEXAYy TPAHCIOPTHBI-
MU aHTUOMOTUKAMU-KaHaI0-
o0pa3oBaTeJsIMU UM TOJBUXKHbBI-
MU TepeHocuukamu. Bee u3-
BECTHBIE TpPAaHCIIOPTHBIE OEIKU
MpUHAAIeXaT K KAaTerOpuy KaHa-

JlooOpa3oBartesieit.
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Puc. 36.22. BiusgHue TemmepaTypbl Ha Ipo-
BOIMMOCTb  JIMIMUIHBIX  [BY-
CJIIOMHBIX MeMOpaH, OJHAa U3 KO-
TOPBIX COIEPXKUT TPAHCIIOPTHBIIA
AHTHOMOTHK-KaHaI006pa3oBa-
Tedb,  JApYrasi - TPAHCIIOPTHBIMA
AHTHOMOTYIK, SIBJISIFOILMIACS ITOM-

BU2KHBIM IIEPEHOCYUKOM.

OpaHbl, coaepxKalleil TPaHCIIOPTHbBI aHTUOUO-
tuk. [Ipu aTOM GepyT TeMIepaTypHbIil UHTEP-
Baj1, BKJIIOYAIOIIUI TeMmepaTypy da3oBoro
rnepexojia JUIMKULA; B 3TOM MHTEpBaje YIieBO-
JOpOJHAsl cepelMHa MeMOpaHbl MEPEeXOJUT OT
MPaKTUYECKM 3aTBEPAEBIIErO COCTOSHUS [0
coBepileHHO Xuakoro. KaHanooGpa3oBareib,
ornocpeyst TpPaHCIOPT MOHOB yepe3 MeMOpaHy,
cam 1o cebe He nuddyHnupyer. CremoBaresb-
HO, 3aCThIBaHUE YTJIEBOJOPOIHOIO CJIOSI He
OKaXeT CYLIECTBEHHOTO BJIMSHUS Ha €ro Cro-
COOHOCTh TpaHCMOPTUPOBATh MOHLI. MHas cu-
Tyalusl CKJIaJbIBaeTCsl C MOABUXHBIM TMEPEeHO-
CYMKOM MOHOB, KOTOPBI MJisI TIPOSIBICHUS
aKTUBHOCTH NOJKeH NTUhYHAUPOBATH CKBO3b
YIJEeBOAOPOAHBIN CJIOK MeMOpaHbI: ero addex-
TUBHOCTH MPU 3aTBEPACHUM YTJIEBOIOPOIHOTO
CJI0sl JIOJKHA 3HAYUTEJbHO YMEHbBIIUTHCS.
JlaHHbIE 3KCMEPUMEHTOB C BAJUHOMUIIMHOM
U TPaMUUUIMHOM A JEHCTBUTEJIbHO BBISIB-
JISIIOT pas3nuuue MeXAy ABYMS paccMaTpu-
BaeMbIMU MexaHu3MaMu (puc. 36.22). TIpoHu-
11aeéMOCTh CoOjiepXKallleil BaJIMUOMUIIMH JIBY-
cloiiHO MeMOpaHBl BoO3pacTaeT IIpu e€e
pa3xuxeHun 6onee yem B 1000 pa3. B 10 Xxe
BpeMsl Ha TPAHCMOPTHYIO aKTUBHOCThH IPaMU-
uuauHa A mepexoa MeMOpaHbl B XUIKOE CO-
CTOSTHUE TIOYTM HE OKAa3blBaeT BJIUSHUS.
BaxHO momuepkHYTb, UTO 6ce u3gecmHbie
6 Hacmoswee 8pemMs  NPUPOOHble — CUCHEMbl
mpauncnopma  hpedcmaeisiom — coboll  KaHabl.

Yactp V.
Mounekyisipaas (pru3noI0OTHsA
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Kak yxe ob6cyxnmanock Bboime (pasm. 10.14),
nepeMelleHue WHTErpajJbHbIX MeMOpPaHHBIX
0€JIKOB C ONHOM MOBEPXHOCTU MeMOpaHBI Ha
npyryio (monepeuHas 1uddys3us) uaeT KpaiHe
MeIJIeHHO 100 BoBce OTCyTCTByeT. CiemoBa-
TeJIbHO, OHM HE MOTYT CIYXHUTb MOJBUXHBIMU
MepeHOoCYNMKAMM.

36.15. AHTUOMOTHKHM-TIEPEHOCYUKH UMEIOT
dbopmMy cCKoOpaynbl opexa M CBSA3BIBAIOT HOHBI
B CBOEil WEHTPAJBHON INMOJOCTH

[To naHHBIM PEHTIeHOCTPYKTYPHOTO aHajiu3a
Y CIIEKTPOCKOMUYECKUX UCCAeNOBAHUN, aHTH -
OMOTHUKU - TOJABUXHbBIE TEPEHOCUYUKU HOHOB -
XapakTepU3YITCS OTIpeieIeHHOM 00LIHOCThIO
CTPYKTYphl. Bce McciaenoBaHHbIe K HacToOsIIe-
My BpEeMEHHM TepeHOCYMKHU 1o (opme Harmo-
MUHAIOT CcKopayny opexa. FEduxcmeenHbiil
c6A3blIBAEMbIll  UOH Memanna obpazyem Koop-
OUHAUUOHHbBIE C8A3U C HECKOAbKUMU amomamu
KUCA0po0a, OKpYICAOWUMU UEHMPAAbHYH) HO-
aocme.  Yucno TakuMX aroMoOB  KMCJIOpoaa
(CcBSI3bIBAIOIIMX MOH MeTalja) OObIYHO PaBHO
6 umu 8. [lepughepuneckas uacmo cmpyKmypoi
NO0BUIICHO20 NEPEHOCHUKA COCMOUM U3 YeAe6o-
dopooubvix epynn (puc. 36.23).

DyHKIMS HEHTPATbHO PACIIOJIOXEHHBIX aTo-
MOB KHCJIOPO/a, OKPYXEHHBbIX YIJIEBOAO-
POAHBIM HapYXHBIM CJIO€M, BIIOJIHE OYEBUIHA.
B camoMm nene, B BOAHOI cpele MOH MeTaslia,
Hanpumep K', cBA3BIBAaeT 4epe3 KMCIOPO He-
CKOJIbKO MOJIEKYJT BOIbl. AHTHOMOTUK-TIEPEHO-
CYMK KOHKYPUPYET C MOJIEKYJOil BOAbl 3a
CBsI3bIBAHUE MOHA, 00pa3ysi C HUM XeJIaTHOE CO-
e/lMHeHNE Yepe3 HECKOJIbKO COOTBETCTBYIOIINM
00pa3oM pacmnojioXeHHBIX aTOMOB KHUCJI0pOJa
B IIEHTpaJbHOU TosocTu. brarogaps yriaeso-
JOPONHON TiepudepruuecKoil yacT TepeHOCUH-

Puc. 36.23. Cxematuueckoe u300paxeHUe
xenatuposanus K'  aromamm
KHMCIIOpOa B TPAHCIOPTHOM

AHTUOMOTHKE - TIOIBUXKHOM  ITe-
PEHOCYHKE.



Puc. 36.24. Mopgenn BanmHOMUUMHA  (A)
n ero komnnekca ¢ K' (B). Mpn

ceasbiBaHn K npouncxoamnTt mn3-

MeHeHne KoHdopMauMm aHTU-
6uoTtunka. [N306pakeHO B co-
OTBETCTBUM C aToOMHbIMU

KoopaunHatamu, nobesHo npea-
ocTaeneHHbiMn a-pom W. Duax
(ons BaNMMHOMMUMHA) U O-POM
L. Steinrauf (ons komnnekca
Ba/IMHOMUNUMH—K").]

Ka ero KOMrnjaekc ¢ MOHOM PacTBOPUM B mnu-
nax membpaH. Mo cywecTBy, karaimTndyeckoe
AevicTBue paccMaTpuBaeMblX aHTUMOUOTUKOB
Ha TPaHCropT MOHOB 4Yepe3 MemMbpaHbl u Co-
CTOUT B TOM, 4YTO OHU 1epeBoasiT UOHbI B pac-
TBOPUMYIO B smnugax ¢Gopmy.

Ha puc. 36.24 noka3aHbl CTPYKTYpbl Baiu-
HOMMUMHA U ero komruiekca ¢ K'. Mon K’
KOOPAMHMPOBAH C LLECTbIO aTOMaMu KUCIOPO-
[a, ONUCbIBAOLLUMMN OKTadap BOKPYr LEH-
Tpa/lbHOW MOJIOCTU  MOJIEKYSIbl. 3TU  aTOMbI
KMcrnopoga  npuHagnexart — KapOOHMIbHbLIM
rpynnam LWecTn OCTaTKOB BaIMHA B aHTUOWO-
Trke. MeTunbHblE U U30MNPOonNuIIbHbie BOKOBLIE
uenn GOPMUPYIOT YrIeBOAOPOAHYIO HapyX-
HYIO 4aCcTb MOJeKysbl BaIMHOMUUMHA.

MHTepecHa TakXxe CTpyKkTypa KomMrekca C
K" Opyroro nepeHocsLLero MOoHbI aHTUGMOTU-
Ka, @ UMEHHO HOHakTuHa (puc. 36.25). B atom
komrinekce K' cBs3aH C BOCEMbIO aTomamm
KMUCnopoaa B LEHTpPe Monekysbl. YeTblpe aTo-
Ma K1cnopoaa M3 BOCbMUW MpuHagiexaT kap-
OOKCUJIbHBIM  TpyMnnaM, a OCTaslbHble YETbl-
pe - 9OUPHBLIM CBA3AM.

36.16. BanuHomuumH cesisbiBaeT K° B 1000 pas
npouHee, yem Na’

Kakmm o06pa3om coeauHeHusl, TPaHCMopTu-
PYIOLLUME WVOHbI, pasnuyalnT Takme CXOoOHble
voHbl, kak Na' n K'? BaMHOMUUMH CBS3bI-
BaeT K' B 1000 pa3 npo4dHee, yem Na’, T.e. us-
OUpaTenbHOCTb 3TOr0 NepeHocHMKa Bbille, Yem
y (Na" + K')-ATPasbl. PaccmoTpym OCHOBY
CTOJIb BbICOKOW un3buparenbHocTn. Kak noka-
3aNM  CNeKTPOCKOoMuyeckmue umccrnenoBaHus,
Komrnekcbl BasmHomuumHa ¢ Na® 1 K odeHb
CXOAHbl MO CTPyKType. B yactHOCTM, B 060MX
KOMMJiekcax OAMHAKOBbI JIMHbI  KOOPAUHA-
LIMOHHBIX CBSI3ei Mexnay KaTMOHOM B LEHTpe
MoOJsieKysbl 1 atoMamMn kucnopopa. Moyemy xe
Toroa K' cBA3bIBAETCH HAMHOMO MPOYHEE, YEM
Na*? MpuunHa aTon N3bupaTenbLHOCTU B TOM,
yto K' cnabee, 4yem Na’, nputarveaer soay.
CBobogHasi aHeprnsa obpasoBaHUs rMapaTHOW
oGonoykn ana Na' Ha 17 kkan/Monb HUXe,
yem ana K (tabn. 36.2). CnegosartensHO, Ba-
JIMHOMULIMH cBsidbiBaeT K rnpoyHee rnotomy,
yro otaenenne Boabl oT K TpebyeT MeHb-

Tabnuua 36.2. CBOWCTBA LLENOYHbIX KAaTUOHOB

NoH MopsaakoBbii  Pagnyc voHa, Ceob6oaHas
HOoMeEp A aHeprusa
anemMeHTa ruapaTa-

umn,
KKan/Monb

Li* 3 0,60 -98

Na* 1 095 -72

K™ 19 1,33 -55

Rb" 37 148 -51

Cs’ 55 1,69 -47
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Puc. 36.25. Bunc nByx CTOpOH MOIEIU KOM-

IJI€KCa HOHaKTHMHa C K+.

weil  3ampamvl  Hepeuu, uem omoenenue Na .

IToka eme He MPOBOIMIOCH MCCIETOBAHMS
aTOMapHOW CTPYKTYPHl KaKOro-jiubo WOH-
TPAHCTIOPTUPYIOIIETO COCIUHEHUS, TMPEATOou-
TUTENLHO CBA3bIBalolEero Na', olHaKO MOX-
HO TPENCTaBUTL cebe, KaKUM HOJKHA OBbITh
KJIto4YeBasi 0cOGEHHOCTh TaKoi cTpyKTyphl. [To-
BUAMMOMY, B HEi MOJKHO OTpaXaTbCsl WC-
NoNb30BaHUe TOro (akra, uyto Na'  umeer
MEHbIIM MOHHBIN pamuyc (r = 0,95 A), uem
K" (r = 1,33 A), 61aromapst 4eMy OTpULATENb-
HO 3apsokKeHHBIE aTOMbl KHCJIOpOJa MOTYT
B GoJIbLIEl cTereHy MpubIM3nuThea K Na', uem
k K'; Taxum myTeM MOXET OBITb TPEONONEH
00J1ee BRICOKMI 9HEPTEeTUIECKU A Oapbep Meru-
apatuposanust Na~ Ho cpaBHenuio ¢ K'. Cae-
d08amenvbHo, MOJICHO NPpeocKas3ams, Ymo y4acm-
Ku cneyugpuueckozo ceasvieanus Na' doaxchol
001a0amy  8bICOKOIU  NAOMHOCMbI)  OMPUUAMens-
H020 3apsd0a u makoiu eeomempuell, KOMopas
noseonsna 6u Na' naomuo éxodume é Hux. B
omauyue om 3mMo20 Y4ACMKU cheyupuueckozo
ceasvieanua K dondxcnwl, no-eudumomy, obaa-
damb  ompuyamenvHolM  3apA0oM  MeHbvlell
NAOMHOCIU U UX eeoMempus 00AXHCHA MeHbuie
noodxooums 04 00paA308aHUsL O4eHb KOPOMKUX
ces3ell mexncoy KAmuoHOM U KOOPOUHUPYIOUWU-
MU epynnami.

[MpumevaTenbHa TakXe TMOKOCTb MOJIEKYJIbI
BalMHOMUIIMHA (puc. 36.24). XemaTupoBaHuUe
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K* mnpencraBaseT coGoil CTYIEHYATBIl IMpo-
llecc, B XOI€ KOTOPOTO MOJIEKYJbl BOABI TH-
IpaTHOX O0O0OJOYKM HOHA IIOCAEI0BATEIbHO
BBITECHSIOTCS KUCTOPOAHBIMU aTOMaMM aHTHU-
ouotuka. HoBele ¢BsI3U (pOpMUPYIOTCS IO Mepe
pa3pbiBa CTapbiX, U IMOTOMY aKTMBAIlMOHHBIN
Oapbep IJS1 CBSI3BIBAHMSI MOHA OKAa3bIBaeTCs
HU3KMM. AHaJOTUMYHBIM 00pa3oM M dHEPIus
aKTUBAIlMM IPOTUBOIIOJIOXHOIO  IIPOIEC-
ca-BBICBOOOXIEHHUS HMOHA - TaKXe  HH3Ka.
B vTore BalMHOMULIMH MPUCOECIUHSIET U BbIC-
BoboxgaeT K° MHOXecTBO pa3 Ha IpoTXe-
HUM CeKyHIbl. BaxHas pojib TMOKOCTU CTPYK-
TYpbl B 3TOM cJy4ae TaK Xe€ OYeBUAHA, KakK
U IpHU OeUCTBUU (PEPMEHTOB.

36.17. MoXHO BbISIBUTh NOTOK HOHOB

yepe3 eIMHUYHBI KaHaja B MeMOpaHe

[IpoBOoAMMOCTD TLJIAaHAPHOM IBYCIONHON MEM-
OpaHbl, coaepxaileid HeGoIbIIoe KOJIUYECTBO
rpaMUIMAMHA A, HE SBJISIETCS MOCTOSTHHOIA.
Kax mokazan [lenuc Xeitmon (Denis Haydon),
NpPOBOAMMOCTD 3TOif MeMOpaHbl mnsg Na' u3-
MEHSETCS BO BpeMeHU cTyneHuarto (puc. 36.26).
DTU CTYIEHU MPOBEAEHUST MOHA OTIPEACISIIOTCS
CIMIOHTAHHBIM OTKPBIBAHUEM W 3aKpbIBAHUEM
00pa30BaHHBIX TPaMUUMIMHOM A KaHaJlOB.
EnvHUYHBIA KaHam ocTaeTcs OTKPHITHIM B Te-
YyeHUe MpUMepHOo ceKyH bl [To TakoMy KaHay
JIETKO TIPOXO/ASIT OTHOBAJIEHTHbIE KATUOHBI, HO
HEeaHUOHBIUIUABYXBaJEeHTHbIE KATUOHBI. OKa-
3a10Cb, YMO NO 0OHOMY KAHAAY @ meueHue ce-
KyHObl maxcem, npoiimu 6osee 107 uonos. Takas
CKOPOCTb TPaHCMOPTa TOJbKO HAa OOUH MOPS-
JOK BeJIMYMHBI HUXKE CKOPOCTU U DY3UU BUU-
cToii Bozie. B oTnuuume ot 3T0r0 MakcuManabHas
CKOpOCTb TPAHCIOPTA, OCYLIECTBIASEMOTO MO/~
BUXXHBIM TI€PEHOCUMKOM, COCTaBIsSIEeT MeEHee



Puc. 36.26. CryneHuaToe U3MeHEHUE MPOBO-
JTUMOCTU JIUMIUAHOUN NBYCIOMHOM
MeMOpaHbl, colepxalleil  He-
CKOJIbKO MOJIEKYJ IpaMULMIAHA
A. MuHumanbHoe YyBelUYeHUE
MTPOBOJAMMOCTH OOYCJIOBJIEHO TIO-
SIBIEHUEM OJHOTO  OTKPBITOTO
kaHana. (ITeyaTtaercs ¢ mob6e3HO-
ro paspemenus n-pa O. Ander-
sen.)

10° moHoB B | ¢, Tak KaK TOBOPOTH U MepeMe-
IeHWe MOABMXHOTO TepeHocurka B MeMOpaHe
3aHUMAlOT He MeHee 1 Mc.

MeTogaMu CIEKTPOCKONMUMU U AUPpakuuu
PEHTreHOBCKUX Jyyeil OblJI0 MOKa3aHo, YTO
TpaHCMeMOpaHHBIN KaHal oOpa3yercs U3 JIBYX
MoJieKyJ rpaMuiuanHa A (puc. 36.27). BHytpu
MeMOpaHbl 00JafalolIMii CBOMCTBOM IIPOBOJI-
HMKA CIMPAJM30BAHHBIM AUMEpP HaXOAMTCS
B PaBHOBECUU C HEMPOBOASIIMMU MOHOMeEpa-
mu. [lo cymiecTBy, cTyneH4Yatoe HW3MEHEHUE
MPOBOAMMOCTA Ha puc. 36.26 COOTBETCTBYET
npolieccy 00pa3oBaHUS U IUCCOLMALUM AUME-
poB. lumep ¢dopmMupyeT O0OBOAHEHHBINM KaHal
auameTpoM 4 A, OKPYXEHHBIH TOJSIPHBIMU
rpynnaMu nentuaoB. ['mapodoOHbie GOKOBbIE
LIeNMM pacroJsiaraloTcss Ha mepudepun KaHaia
1 KOHTAKTUPYIOT C YIJIEBOAOPOIHBIMU EMSIMHU
dpochonunuaoB MeMopaHel. OKpyxXaloliue BO-
IHYIO TIOpY KapOOKCHUJIbHBIE TPYIBI B KaHaje
00pa3yloT  KpaTKOBpEMEHHble  KOOpJAMHA-
LIMOHHBIE CBSI3M C KAaTMOHOM B MOMEHT €ro
MpoXoXAeHUus Mo KaHany. Kak mokasan peHT-
TeHOCTPYKTYPHBIl aHanu3, CBSI3aBIIMN Ka-
THOHBI KaHaJl CTAHOBUTCS KOpOYe W HIMpE; 3TO
ele pa3 MmogyepkuBaeT JMHAMUYECKYIO MPUPO-
Iy MOJeKyd, o0Jafalomux TpaHCMOPTHOM
dyHKIMEH.

Puc. 36.27. Cxematuueckoe  u300paxkeHue
KaHajna u3 rpamunuauHa A. Ka-
Hall o0pa3yeTcsl MmyTeM CBsI3bIBa-
HUS  N-(QOpMHUIBHBIX KOHIIOB
OBYX monumenTtuaoB. Kaxmas
LIeTTh CKPYYMUBAECTCSA B B-CIUpab,
MOXOXYIO Ha CBEPHYTBIN B PYJIOH
p-ckmamuaTelii  cimoi.  M3o06pa-
KeHHas Molelb Oblla Mpeaaoxe-
Ha Jlenom ¥Ypu (Dan Urry).
[Weinstein S., Wallace B. A.,
Blout E. R, Morrow J. S,
Veatch W., Proc. Nat. Acad. Sci.,
76, 4230 (1979).]
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Puc. 36.28. OnektpoHHass  MuUKpodoTorpa-
(bust M30IMPOBAHHBIX JHUCTKOB
MEKKJIETOUHBIX IEJEeBBIX COEMU-
HeHwmit. LwnuHapuyeckue KOH-
HEKCOHbI  00pa3yloT TreKcaro-
HaJlbHYI0 peIIeTKy ¢ pedpoM
styeiiku 85 A. JlnamMeTp MUHTEHCUB-
HO OKpaIlleHHO TOJIOCTH B IeH-
Tpe - okosto 20 A. (ITewataercs
¢ J0GE3HOro paspelleHust -pa
N. Unwin u n-pa G. Zampighi.)

36.18. Uepe3 mieneBble COEIUHEHUSI HMOHBI
U HeGOJIbIIME MOJIEKYJIbI NMEPETEKAIOT
U3 KJIETKH B KJETKY
bosbiiie BomHblE KaHalbl, 4Yepe3 KOTOpbIE
MPOUCXOIUT TIACCUBHBIA TPAHCIIOPT, CBOWi-
CTBEHHbBl MHOTMM OWOJIOTUYECKUM MeMOpaHam
MPOKapUOT U 9yKapuoT. Tak, B HaApykKHOI MeM-
OpaHe rpaM-OTpULIATEIbHBIX OakTepuit
UMEIOTCSl KaHalbl, 00pa3oBaHHbIE HOPUHOM —
TpaHCcMeMOpaHHBIM OenkoM Maccoir 37 k/la
(pazn. 32.14). Ilo 3TUM KaHajaM IMaMETPOM
10 A Jerko MpoOHUKAIOT B IepUIlIa3MaTHye-
CKO€ MPOCTPAHCTBO MOJISIPHbIE MOJIEKYJIbI Mac-
coit, He mpeBbIaolei npumepHo 600 Ha. [la-
Jlee  3TM  MOJIeKYyJIbl  TPaHCIOPTUPYIOTCS
B LIMTO30JIb TIOCPEJCTBOM CUMIIOPTA, TPAHCJIO-
Kalluy TPyl WM UHBIX niepMeas. [1omoOHbIM
Ke o0pa3oM B HapyXHBIX MeMOpaHaX MMWTO-
XOHJPUN U XJIOPOTUIACTOB MMEIOTCs OOJbllINe
BOAHbIE KaHajibl, OOpa3oBaHHbIE W3 aHaJIO-
TUYHBIX TTOPUHY MOJIEKYI.

Haubonee xoponio m3ydeHHBIM TUIIOM BO-
JTHOTO KaHaja y 3YKapUOT SIBIISIETCS ujenegoe
coeduHeHue (uwjeneoil KoHmakm), Ha3bIBaeMoOe
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TaKXKe MeNCKAeMOUHbIM KAaHAAOM, TIOCKOJIbKY
OH CJIYXKUT MPOTOKOM MEXIy BHYTPEHHUM CO-
Nep>XKMMBIM MHOTMX CMEXHbIX KieTok. [lle-
JieBble coequHeHus, OTKpbIThie 2KaH-Ilomem
Pesennem u Mopucom KapuosckuMm (Jean-Paul,
Revel, Morris Karnovsky), pacnomiaratorcs
cKOTOM (KJ1acTepaMM) B OTPENeIeHHbBIX y4acT-
Kax Tja3MaTu4eckux MeMOpaH Mpuiexaliux
NPYT K APYTY Ki1eToK. Ha 371eKTpoHHbBIX MUKPO-
doTorpadusix TUCTKOB IIENEBbIX COEIUHEHUI
(puc. 36.28) MOXHO BMIETh, UTO KaXIOE CO-
elMHeHe 00pa30BaHO ILIECThIO CyObheIMHMIIA-
MM,  OKpPYXaloIIMMM  TOpy  JUAMETPOM
15-20 A. Ha TaHTeHLIMAJIbHOM cpese
(puc. 36.29) BUAHO, YTO 3TU TreKcaMepbl Mpo-
HU3BIBAIOT TPOMEXYTOK (ILEJIb) MEXITY COTIPH-
KacamIMMKCsl KJeTkamu (OTcloma M Ha3Ba-
HUeE - LIeJIeBoe coelMHeHue). Jisl onpeneeHust
BHYTPEHHEro pasMmepa IlEJeBbIX COeIUHEHUI
MPOU3BOIUIN MUKPOUHBEKIIUIO psifa diyopec-
LIMPYIOIIMX BEILECTB B OAHU KJETKM U 3aTeM
HabJofau, KaK pacrnpocTpaHsieTcs: diyopec-
LIEHLIMSI MO cocelHUM KJieTkaM. [lo maHHbIM
Bepnepa Jlésenmreitna (Werner Loewenstein),
BCe MOJISIpHBIE BelllecTBa Maccoii 1o 1 k/la jer-
KO TPOXOISIT TO MEXKJIETOUHBIM KaHaJlaM.
JApyrumMu cinoBaMu, HO WenesbiM COeOUHeHUSIM
U3 00HOU KAemKU 8 Opyeyl Moeym HOCMYnamy
HeopeaHuueckue UOHbl U OONbUUHCMBO Memabo-
aumos (caxapa, AMUHOKUCAOMbL, HYKAeOMUdbl).
YTo KacaeTcs 0€NKOB, HYKJIEUHOBBIX KUCIOT
U ToJKCaxapulioB, TO M3-3a CBOMX OOJbLINX
pa3MepoB OHU HE MPOXOJAT MO 3TUM KaHaJlaM.

Illenegovie coedunenus ueparom 6axschHyro poaw
8 MeJCKAemOouHOU KoMMyHukayuu. B psine BO3-
OyIMMBIX TKaHEW, HalpUMep B CepAeYHON MbI-
1I1e, KJIETKU OObEAMHEHbl B €IMHYIO CUCTEMY
OBICTPBIM MTOTOKOM MOHOB 4epe3 3TU COequHEe-
HUS; TaKUM IIyTeM [OCTUTaeTCsl OBbICTPHIi
W CUHXPOHHBII OTBET Ha cTtumyJjsitvio. Yepes



Puc. 36.29. OnexkTtpoHHass MuUKpodoTOorpa-
(us TaHreHUMAJIbHOIO cpe3a Iie-
JIEBBIX COCIMHEHUN MEXIy TpH-
JIeXANMMU  KJIETOYHBIMH  MEM-
opanamu. [Hertzberg E. L., Gi-
lula N. B,, J. Biol. Chem., 254.
2143 (1979).]

1ieJieBble KOHTAKThl TMPOUCXOMUT TaKXe MuTa-
HUE KJIETOK, yIaJeHHbIX OT KPOBEHOCHBIX COCY-
JIOB, HANIPUMEP B KOCTSIX WMJIM XpyCTajauke rja-
3a. [lpenctasisieTcsi BEPOSITHBIM, YTO paccMa-
TpUBaeMble KaHajlbl KOMMYHUKALUU HMEIOT
BaXXHOE€ 3HAaUY€HME B PEryJslMy MpoleccoB pas3-
BUTHS U IUbPEepeHIUPOBKHU.

[IpoHuIIaeMOCTb 111€IEBBIX KOHTAaKTOB pery-
IupyeTcss MoHaMu Kanblius. [logbiuenue 6Hy-
mpuxaemounoeo codepucanus Ca’’  npueooum
K momy, umo ueneoil KOHMAaKm 6 moll Uuau
uHoil Mepe 3akpvigaemcs. MeXKIeTOYHbIE Ka-
HaJIbl TIOJTHOCTbIO OTKPBITHI TPU KOHIEHTpa-
uuu Ca® Huxe 107 M U DOTHOCTBIO 3aKpbl-
BaloTCs Npy KoHLeHTpauuu Ca’" | mpesbllalo-
meit 5¢10° M. YBenuueHHe COIEpXaHUS
Ca’ B yKa3aHHOM /Mana3oHe MPUBOIUT
K CY>XKEHMIO MPOCBETa MEXKJIETOUHBIX KaHAJIOB,
MpUYeM B MEPBYIO OYEePEib CHUXAETCS MPOHU-
HaeMoctb st Oosnee  KPYMHBIX  MOJIEKYJ.
CTpyKTypHasi OCHOBa TakMX M3MEHEHUii Mpo-
cBeTa KaHaJoOB Obla BbISIBIIEHA TPU aHalU3e
PEKOHCTPYMPOBAHHBIX TPEXMEPHBIX U300paxke-
HUM TIONEH LIENIEBBIX KOHTAKTOB, B3STHIX
B JBYX pa3iuyamollMXcs IO YeTBePTUYHOM
CTPYKTYPE COCTOSIHUSIX. DTU CTPYKTYPHbIE HC-
cJeloBaHUs TIOKa3aliM, YTO MIeJeBOW KOHTaKT
COCTOWT U3 JABYX CMBIKAIOIIUXCA HUJIUHIPUYE-
CKUX eIWHUIl, Ha3BAHHBIX KOHHEKCOHAMU.
Kaxnplif  KOHHEKCOH o00pa3oBaH  ILIECTHIO
CcyObeqMHULIAMM, HMeeT MIJIUMHY 75 A M Ha-
CKBO3b TMPOHM3bIBAET IJIa3MaTUYECKYID MEM-
OpaHy. CerMeHT KOHHeKcoKa AauHoi 20 A BbI-

CTyMaeT BO BHEKJIETOYHOE MPOCTPAHCTBO
M COCOMHSETCS ¢ KOHHEKCOHOM Tpujexalieit
KaeTku. JIMHHAsA OCh KaXIoi U3 CyObeauHMIL
KOHHEKCOHAa WMeeT HAKJIOH IO OTHOLICHHUIO
K TIOTIepeYyHOM ocu MeMOpaHbl. [lyTeM cKoOJb-
KeHUST CYyObeNMHUII OTHOCUTENBLHO IPYT Apyra
MPOMCXOAUT YMEHbIIEHWE UX HAKJIOHA K MOIe-
peYHO oc MeMOpaHBI, M KaHaJl TIPU 5TOM 3a-
kpbiBaeTcs (puc. 36.31). Camble OoJbliIMe KOH-
dbopMauMOHHBIE W3MEHEHUS HMEIT MECTO
B cepeiMHe KaHana, Tae CYObeAMHMIIBI OBYX
CTBIKYIOIIUXCS KOHHEKCOHOB CKOJIb3SIT OTHOCH -
TeJILHO IPYT Opyra Ha pPaccTOSHUE TPUMEPHO
11 A, 4TO COOTBETCTBYeT IMOBOpPOTY Ha 28°.
AHaJIN3 BBICOKO CTENEHU pa3pellieHusT MO3BO-
JIUT B JajibHEWIIEM BBISIBUTb, KaKMM 06pa3oM
Ca’  MHAyUHpDYET CKONbXEHUE M TOBOPOT.

Puc. 36.30. CxemaTuueckoe  u300paxeHUe

IICJICBOro KOHTaKTa.
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Puc. 36.31. Mogenp peryisiudy  MOHaAMU
Ca’’ cTerneHU 3aKpbIBaHUS Ilie-
neBoro coeguHeHus. (Ilo pucyH-
KY, JI0OE3HO TPeaOCTaBICHHOMY
g-pom  N. Unwin u 1g-poMm

G. Zampighi.)

3akJ/oueHue

TpaHcropT MoJieKysl 1 MIOHOB 4epe3 OMoJIoTH-
yeckrMe MeMOpaHbl OCYIIECTBISIETCS TpaHC-
MeMOpPaHHO OPUEHTUPOBAHHBIMU OEJIKaMM, KO-
Topele  (OPMUPYIOT KaHadbl. TpaHCHOPT
SIBJISIETCS] TTAaCCUBHBIM, eciu AG 1151 TpaHCIOop-
THUPYEMOTO KOMIIOHEHTa OTPUIIATENIbHO; B CITy-
yae aKTMUBHOTO TpaHCIoOpTa BeiuyuHa AG 1o-
JloxkutenbHa. U3MeHeHUs1 CBOOOMHON BHEPruu
3aBUCSIT OT COOTHOILUEHUS] KOHUEHTpaluii
TPaHCMOPTUPYEMOTO KOMIIOHEHTa MO JBYM
CTOpOHAaM MeMOpaHbl M OT MeMOpPaHHOIO IO-
TeHIMaja, eciIu MeMmOpaHa 3apsikeHa. AK-
TUBHBII TpaHCIIOPT TpeOyeT BKJIaga CBOOOM-
Hoil sHepruu. HaubGosee pacnpocTpaHeHHas
cucrteMa TpaHcropra B KMBOTHBIX
kietkax - (Na” + K')-Hacoc, KOTOpbIil BBIBO-
JUT U3 KJIETKH Tpu MoHa Na' ¥ HacacblBaeT
B KJIeTKY 1Ba MoHa K' 3a cuer sHepruu rumapo-
mm3a ogHoil Mmonekynsl ATP. B mpucyrcrsum
Na" ATP dochopunupyeT acnapTaTHYI 00-
KOBYIO 1IeTlb B Q-CYOBEIUHUIIE 3TOrO (hepMeH-
TaTUBHOTO KOMILJIEKCAa C CYObeAMHUYHBIM
coctaBoM a,f3,. O6pasosasuieecs ¢dochopu-
JIMPOBAHHOE MPOMEXYTOUYHOE COCIUHEHUE TH-
aponusyercss B mpucyrctBun K. Dty mocnen-
HIOI0 PEeaklUi0 MOJAABISIOT KapAMOTOHUYECKUE
cTepounbl (HampuMep, AUTUTATKUC), SIBJISIOLINE -
csl BbICOKOCTIEHM(PUYHBIMU ~ UHTMOUTOpaMU
(Na" + K")-Hacoca. B pesynbTaTe LMK/Ia KOH-
(GopMaLlMOHHBIX M3MEHEHUI, O00YCIOBIEHHBIX
dochopumupoBanneM u aedochopuarpoBa-
HUEM, MIPOUCXOIUT NepeHoc noHoB Na' u K.
TpaHCTIOPT MOHOB KajblUsl, UTPAIOLIUX BaX-
HYIO POJib B PEryJslIMA MBILIEYHOTO COKpalle-
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Husl, ocyuiecTBiasieTcss nHoi ATPa3Hoil cucre-
MOii, JIOKaJlU30BaHHOW B MeMOpaHe CcapKo-
Mjla3MaTUyeckoro petukyiyma. OpHako U
B 9TOM CJly4yae MpoLecC TPaHCIOpTa COMPSIXKEeH
¢ ¢dochopuwinpoBaHUEM OCTaTKa acrapraTa.
OGe cucTeMbl TpaHcropTa-kak Ca’’, Tak u
(Na" + K")-ynanoch peKOHCTpyMpOBaTb U3
cooTBeTCTBYIomMX ounineHHbIX ATPa3 u ¢oc-
GoNIUnuIoB.

JInst psima TpaHCIOPTHBIX CUCTEM HEIOCpe.-
CTBEHHBIM UICTOYHUKOM SHEPTUU CIYXKUT HE TH-
npoau3 ATP, a rpaaueHT KOHILIEHTpallUu HO-
HOB. Tak, aKTUBHBI TpaHCMOPT TJIOKO3BI
W aMUHOKHUCJIOT B psifie )KUBOTHBIX KJIETOK CO-
NpsXEeH C OJHOBPEMEHHBIM Bxogom Na'; Ta-
KO mpoliecc Ha3bIBaCTCS KOTPAHCIIOPTOM.
OnHoBpeMeHHbI BXon Na’® U IJ110K03bl obec-
rneymBaercd  creuudUUYECKUM  CUMIIOPTOM.
(Na" + K")-Hacoc co3maeT TOT IpafiUeHT KOH-
HeHTpauuu MoHoB Na', KOTOpblii HEoOXOAUM
IS COMpPsXXeHHOro Bxoga Na’' M IJIIOKO3BI.
VY Gakrtepuii, Kak MpaBUIO, HEMOCPEACTBEHHBIM
WCTOYHUKOM 3HEPTUU JJIsi CUMIIOPTOB U aHTU-
MOPTOB CJIYXUT IPafMeHT KOHUeHTpauuu H',
a He Na'. Hampumep, aKTMBHBII TpPaHCIIOPT
JIAKTO3bl, OCYIIECTBISIEMbIN TepMeaszoi s
JIAKTO3bI, COTIPSIKEH C BXOIIOM TMPOTOHA B OaK-
TepUATbHYIO KIJIETKY. OTOT TpaHCIOPTHBIN
Tpoliecc MPOTEKAeT 3a CYET MPOTOHOIBUXY-
el CUJibl, TeHepUpPyeMOl MEpPeHOCOM 3JIeK-
TPOHOB MO JbIXaTeJlbHOU 1enu. bakTepusim
CBOWMCTBEH U MHOW TUI TPAaHCIIOPTa, a UMEHHO
TaK Ha3blBaeMasl TPAHCJIOKallus IPYII; B 3TOM
ciyvyae NMpOMCXOaUT MOAU(UKALIMS PACTBOPEH-
HOro BelllecTBa B TMpollecce TmepeHoca. Tak,
docdorpaHcdepasHast cuctema, IepeHOCSInast
caxapa, (ochopunupyer ux (Hampumep, IJio-
KO3y B TIIIOK030-6-(ocaT) mo Mepe MmocTyIuie-
HUS B KIeTKy. JloHopoM dochopuibHOR
TPYIIBL B 3TOM Mpoliecce CayXUT dhochoeHo-
nupyBar. DochopunmpoBaHre OIMOCPETOBAHO
TpeMsl pa3HbIMM (hepMEHTaMU U HeOOJbIIUM
oenxoM (HPr) - nepeHocunkoM ¢dochopuibHoOi
IPYIITIHL.

Knetku mpokapuoT M 3yKapuoT cojepxkar
TaKXe HaroJIHEHHbIE BOJOW KaHajbl, MO KO-
TOPbIM HMOHBI U HeOOJIbLLIME TOJSIPHbIE MoOJie-
KyJbl MOryT TmaccuBHO auddyHIMpoBaTh
CKBO3b MeMOpaHbl. Hampumep, B HapyXHBIX
MeMOpaHax TIpaM-OTPULIATEIbHBIX OaKTepuit
WMEIOTCSI TOPMHOBBIE KaHajbl IUAMETPOM
okoo 10 A. Mexnmy coIpHuKacamIIUMUC
KJI€TKaMU BBICIIUX OPraHU3MOB BO MHOTUX
cllyyasix UMelTcs lueseBble coearHeHus. [lo
9TUM KaHanaMm nuamerpom 20 A MOHBI U OOJb-
IIMHCTBO METAa0OJUTOB (HAarpuMep, MOHOCAaXa-
pUAbl, AMUHOKHUCJIOTHI U HYKJIEOTUIBI) MOTYT



rnepeTekarb U3 OfHON KjeTku B apyryio. Ille-
JIEBbIE COENMHEHUs 3aKpbIBAIOTCS TOJ Jei-
crBueM Ca’’. DT MPOTOKM MEXAY COMpHUKa-
CaIOIIMMUCS KJIETKAMU WTPAIOT BaXHYIO POJb
B MEXKJIETOYHONH KOMMYHUMKALMU.
TpaHcropTHblE aHTMOMOTUKM  TOBBIIIAIOT
MPOHUIIAEMOCTh MeMOpaH sl ONpeneseHHBIX
MOHOB, GYHKIIMOHUPYS B KAU€CTBE MOJBUXHBIX
NEPEHOCYMKOB (HAIpUMeEDP, BATMHOMULIMH) JIU-
00 KaHaliooOpa3oBaTeyeil (HalpuMmep, IpaMu-

PEKOMEHJIYEMAS Cantley L.C., Jr.,

Resh M.D., Guidot-

nuauH A). Mosekyia aHTUOMOTHKA MOJBUXKHO-
ro nepeHocuukKa, uMmerouas GopMy CKOPIYIbI
opexa, CBS3BIBAC€T B IIEHTPAJIbHOM IIOJIOCTU
OJWH VMOH MeTajUla. biaromapst yrieBogopo-
HOI mepudepudecKoil YacTH BeCh KOMILIEKC
CIIOCOOCH  IPOXOOUTh CKBO3b BHYTPEHHUU
VIJIEBOOOPOOHBIN cloii  MeMOpanbl. KaHa-
JlooOpasytouie aHTUOMOTUKU  (OPMUPYIOT
MIpOHU3LIBAOIIMEe MeMOpaHy BOIHBIE IIO-
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MMABA 37

Bo30Oyonmble MemOpaHbl U
CEeHCOpPHbIE CUCTEMBbI

MeMbpaHbl MHOTUX KJIETOK CIIOCOOHBI BO30Y-
KIAThCsl TIOJA JEWCTBUEM Crielu(pUIecKuX Xu-
MHUYECKUX MU HU3NUEeCKUX CTUMYIOB. OTBETHI
MeMOpaHbl aKCOHAa HEPBHOM KJIETKM Ha 3JIeK-
TPUYECKUU CTUMYJI, CUHAIICA Ha BbIAEIEHNE Me-
nydaropa, TaJoyeK ceTyaTkKd Ha CBeT, IIoM-
BUIKHBIX KJIETOK Ha MOJIEKYJbl aTTpakTaH-
TOB - BCE 3TO PEAaKLUWH, OMOCPEIOBAHHBIE BO3-
OyAMMBIMU KOMIUJIEKCAMU, TPUCYTCTBYIOIIIUMU
B MeMOpaHax. DTH U APYTrUe IMpoLecChl, OIMO-
CpelloBaHHBbIE BO30YOIMMBIMM KOMILJIEKCaMHU,
UMEIOT creaylolmue oflye OCOOEHHOCTH.

1. CTumMya BOCIIpMHUMAETCSI BBICOKOCIIEIIH -
GUYHBIM  GETKOM-pEelenTOpoOM, KOTOPBIN
SIBJISIETCSL UHME2PAAbHbBIM KOMNOHEHMOM 8030)-
oumoii  MemoOpanbL.

2. Cneuuduyeckuii CTUMYJ BbI3bIBACT U3MeE-
HeHue KOH@opmayuu pelenropa, 4To B CBOIO
ouepeqb MPUBOIUT K W3MEHEHUIO TPOHUIIae-
MOCTM MEMOpaHbl WM aKTUBHOCTH CBSI3aHHO-
ro ¢ Mmembpanoi ¢gepmenta. [Ipu 3TOM BO MHO-
TUX CJIydasix TPOUCXOAWUT MHO20KPAMHOe YCU-
JNeHue OTBeTa Ha creuuduYecKue CTUMYJIBIL.

3. Kak KoH(pOpMalMOHHBIA CABUT, TaK
W BO3HUKAIOIIME B pe3yibTaTe (QyHKIIAO-
HaJlbHblE M3MEHEHUS PpEeLErnTopa 00pamumbl.
CylIecTBYIOT CIellMaibHble MeXaHU3Mbl, BO3-
Bpaljaliole peLentTop B COCTOSIHAE IOKOS
M BOCCTaHaBIMBAIOLIME €ro BO30yIUMOCTb.

B 370if r1aBe MBI pacCMOTPUM YEThIpE THIA
BO30YIMMBIX KOMILUIEKCOB, HaUYaB C HATPUEBOTO
KaHaja B MeMOpaHaXx aKCOHOB HEPBHBIX KJie-
TOK; 3TOT 3aBUCHUMBIHi OT TOTEHIMAaja KaHal
yyacTBYeT B BOSHUKHOBEHMU TMMOTEHIIMANA JIeii-
cTBUS B HepBax. Jlajee Mbl oOpaTUMCs K XUMU-
YeCKU PeryJMpyeMoOMYy KaHally U PacCMOTPUM,
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KakK pelenTopbl aleTUIXOJWHa 00ecreynBaioT
MpoBeJieHNEe HEPBHOTO WMIIYJbCa B OIpeae-
JICHHBIX CHUHarmcax. 3aTeM MmepeiiieM K majaou-
KaM CeTYaTKd TIJ1a3a - UCKIIOYUTEIbHO YYB-
CTBUTEJIbHOMY JeTeKTOPY cBeTa. [Ipu 3TOM MBI
MMO3HAKOMUMMCS C POJIbIO (DOTOPELENTOPHOTO
Oesnka poaolcuHa B MpeoOpa3oBaHUM CBETa
B HepBHbII curHai. [locneaHsisi TeMa gaHHOM
IJIaBbI - XeMOTAKCHC, T. €. IBUKEHUE KIETOK 110
HampaBJIEHUI0O K BellleCTBaM-aTTpaKTaHTaM
U OT BELLECTB-pene/uIeHToB. B nmocinenHue roast
MOJy4eHO MHOTO HOBBIX CBEACHMII OTHOCH-
TEJIbHO COTIPSI)KEHUSI XeMOPELENTOPOB C IBUTA-
TEeJLHBIM afmapaToM y OaKTepuid.

37.1. IloTreHuuan bl NEefiCTBUS ONOCPENOBAHBI
KPAaTKOBPEMEHHBIMU HU3MCHCHUAMHU
npornnaemoctd A Na* m K

HepBHble HMIIYJIbCHl TIPEACTABISIOT COOOI
9JIEKTPUUYECKNE CUTHAJIBI, CO3/IaBaeMbleé TOKOM
MOHOB uYepe3 IMa3MaTuYecKyo MeMOpaHy Heil-
poHoB. B HeiipoHe, KaK 1 B OOJIBIIMHCTBE KJie-
tok, K' comepXuTcs B BHICOKOW KOHLIEHTpPa-
uuu, a Na' - B Hu3Koil. ['pagMeHTsl KOHIIEH-
Tpauuu 3THX MOHOB reHepupyoorca (Na' +

Puc. 37.1. DiekTpoHHas MUKpoOTOTpa-
¢us cunarca. (ITegyaraercs ¢ mo-
6e3HOro  paspelieHusT  J-pa

U. Jack McMahan.)



+ K")-Hacocom (pasm. 36.2). B cocrosHumn
MOKOsI TMPOHUIIAEMOCTh MeMOpaHbl HEpPBHOIA
kaetku qisg K' ropasmo Bbllie, yeM mpoHMLAE-
MocTb anst Na“', ¥ Mo3ToMy MeMOpaHHBIA Mo-
TEHLIMAJl OTpe/esisieTcsl TIaBHbIM 00pa3oM OT-
HOILIEHUEM BHYTPUKJIETOUHOM KOHLIEHTpALIUK1
K" x BHexueTouHol (puc. 37.2, A). B HecTuMy-
JIUPOBaHHBIX aKCOHAX MeMOpaHHbBIN TOTEeH-
mvan  cocrasiser -60 MB; 310 6IM3KO K
BeauuuHe -75 MB  (paBHoBecHblit K'-moTeH-
Lyai), KOoTopas COOTBETCTBYET IpOHUIIae-
MOCTM MEMOpaHbI IS ONHUX TOJBKO MOHOB
K*. HepBHBIIt UMITYJIbC, WU HOmeHyuan oeii-
cmeus, BO3HUKAET TpU ACTONSAPU3ALIMU MEM-
OpaHbl, BBIXOSIIEH 3a TIpe/iesibl Bhillle TOPOro-
BOro ypoBHs (a uMeHHO ¢ —60 1o —40 MB).
3a HEeCKOJIbKO MUJUTMCEKYHI MeMOpaHHbIi TM0-
TEHLMAJl CTAHOBUTCS TOJOXUTEIbHBIM U JAO-
cturaeT mnpuMmepHo +30 mMB, mocne 4yero
BHOBb JIEJIAETCSI OTPUIIATEIbHBIM. DTa yCUJIEH-
Hasi B HECKOJIbKO pa3 JeToJisipu3aliusi pacipo-
CTpaHsIeTCSI TI0 HEpBY, [OOCTUTras HEPBHOTO
OKOHYaHUs. B pacKpbITUY TPUPOABI TOTEHIUA-
Jla ICCTBUSI BaXXHYIO POJIb ChITPAo M3ydyeHHUE
TMTaHTCKOTO aKcoHa KajbMapa. I1oCKOJIbKY
B 3TOT HEOOBbIYAHO KPYIHBII aKCOH (auame-
TPOM OKOJIO MUWUIMMETpPA) HETPYIHO BBECTHU
3JIEKTPO/bI, OH CTaJl U3JIIO0JEHHBIM OObBEKTOM
VICCIIENOBATEIIEN.

KakoB MexaHW3M BO3HWKHOBEHWS TOTEH-
nuana aeidctBusi? AjneH XOMXKUH U DHIPBIO
Xakcnu (Alan Hodgkin, Andrew Huxley) npo-
BEJIM OCTPOYMHBIE WCC/IEIOBaHUs, IOKa3aB-
1IK1e, YTO NOMeHyuan delicmeus 603HUKAem 6 pe-
3yAbmame CUAbHBIX KPAMKOBPEMEHHbIX U3MeHe-
HUll  npoHUYyaemocmu MemOpaHvl AaKcoHa 041
uonoe Na' u K (puc. 37.2, ). CHayana Me-
HSIETCSl TIPOHMLIAEMOCTb MeMOpaHbl 1 Na'.
Henonsipu3auusi MeMOpaHbl BbIIIE MOPOrOBO-
ro  ypoOBHSl  MPUBOAUT K  OTKPBITUIO
Na'-kaHaioB. B culy CylIecTBOBaHUSI BbICO-
KOTO TPaHCMEMOPAHHOTO 3JIEKTPOXUMUYECKO-
ro rpagueHTa KOHLEHTpauuu Na' HOHEI
HaTpUsi HAYMHAIOT BXOIMTh B KIJETKYy. Bxon
Na' ycuauBaeT AeNoNSpU3aALUI0 MeMOPaHbI
U CIOCOOCTBYET TOMY, UYTO OTKPBIBAETCS ellie
oombuiee uyncno Na'-kaHanoB. DTa IONOXU-
TeJbHasl oOpaTHasi CBA3b MEXIY Herosipu3a-
uMeil u BxogoM Na' NpPUBOAMT K OYEHb Obl-
CTPHIM W OYEeHb OOJIBIIMM TI0 BEJIUYMHE
U3MEHEHUSM MEeMOpaHHOro TMOTeHIMaaa: OT
—60 mo +30 MB 3a ogHY MWUIMCEKYHIY.
Bxox mpekpaiiaercsi nmpu AOCTUXKEHWU TIpU-
MepHo +30 mMB, Tak kak 3T0 3HaueHHE CO-
OTBETCTBYET paBHOBeCHOMYy Na -TIOTeHLuaIy.
Jpyrumu ciioBamMu, N0 JOCTUXEHUU 3TOTO TO-
TeHIMajla McYe3aeT Ta TepMOAMHAMUYecKasi

Puc. 37.2. IToreHLIMaT AeCTBUS BO3HUKAET
B pesyjbTaTe AeIoJsipU3aLnu
MeMOpaHbl ~AaKCOHAa  HEPBHOM
kJaeTku. [TokazaHo U3MeHeHUE BO
BpEMEHM MeMOpPaHHOIO ITOTEH-
nuana (A) U TIPOBOAMMOCTH MO-

HOB HaTpusi u Kanus (b).

JNBVKYIIAsi CUJia, 32 CYET KOTOPOW MPOUCXOANII
Bxoq Na'. Na'-kaHanbl CHOHTAHHO 3aKpbl-
BalOTCS, U K STOMY BPEMEHU HAYMHAIOT OTKPBI-
BaTbest K -kaHansl (puc. 37.2, 5). B pesynbTa-
T€ WMOHBI Kajlus BXOASAT B KJETKY, U MEM-
OpaHHbBI/ MOTEHIMAJ] BHOBb CTAHOBUTCS OTPU-
nareibHbIM. [IpuMepHO Yepe3 aBe MUJLTUCE-
KyHAbl MEMOpPaHHBII TMOTEHUMAT CTAHOBUTCS
paBHEIM —75 MB, T. e. paBHoBecHOoMy K'-110-
TeHLMany. YpoBeHb Iokoss —60 MB Boc-
CTaHaBJIMBAETC €lle YePe3 HECKOJIbKO MUJUIU-
CeKyHJ, Korja mpoBoauMocTh K cHuxaercs
[0 BEJIMYMHBI, XapaKTepU3YIOLIEH HECTUMYJIIHU -
poBaHHOe coctosiHue. Heobxommmo moguepk-
HYTb, YTO BO BpeMs MOTEHLIMAIA NEHCTBUS 4Ye-
pe3 TMIa3MaTUYecKylo MeMOpaHy MpOXOAUT
OYEHb MaJloe KOJMYECTBO MOHOB Na' u
K’ - mpuMepHO OgHA MWUIMOHHAS 4YacTb OT
colepXaHUsl 3TMX MOHOB B HEPBHOU KIJIETKE.
dpyrumMu cioBamMu, TIpU OAHOM HEPBHOM HM-
MyJIbCE PACXOAYETCS JIUIIb HUYTOXHO Majas
yacte (Na'-K')-rpagmenta. M3 3Toro ss-
CTBYET, HACKOJIbKO 3(PGhEKTUBEH TMOTeHIIMA

37. Bo30yaumblie MeMOpaHbI
U CEHCOpPHBbIE CHCTEMBI 327



Puc. 37.3. M30upaTeibHOCTh HATPUEBOIO
KaHajla B OTHOIIEHUW MOHOB Ya-
CTMYHO OTIpeNeNisieTCs] CTepuyde-
ckumu ¢paktopamu. Moner Na™ n
Li" BMecTe ¢ NpHUCOeIUHEHHOM
K HUM MOJIEKYJIOM BOJBI, TaK Xe
KaK TMIPOKCHJIAMUH U TUAPA3WH,
COOTBETCTBYIOT pa3MepaM KaHa-
na. B ommmume or storo K

C TNPUCOCIMHEHHOU MOJIEKYJOM

BOIbl  OKa3bIBAeTCS  CIIMIIKOM
0OIBIIUM IUJTST KaHaJja.
(Keynes R. D., Ion-channels in
the nerve-cell membrane,

Scientific American, Inc., 1979.)

NEUCTBUS KaK CPEACTBO CHUTHAIM3allMyM Ha
0O0JIbIIME PACCTOSTHMUSI.

Na'-kanan nposogut Na® B 11 pa3 myue,
yem K'. Kak mocturaercst Takasi u3ouparesib-
HocTb? OKOHYATEJbHBI OTBET Ha 3TOT BOIPOC
OyIeT MOoJIydeH TOJBKO TOC/E aHaau3a CTPYyK-
Typbl KaHajia Mpu BBICOKOM pazpelneHuu. Omn-
HAaKO 3JIEKTPO(GU3NO0IOrMYecKre UCCIeT0BaHuUs
OTHOCUTEJbHOW TMPOHMILIAEMOCTU KaHajia st
Pa3JIMYHBIX LIEJOYHBIX KATUOHOB M OpraHuve-
CKMX KaTMOHOB BCE Xe NalOT OTpenejeHHbII
KJII04 K pEIIeHWIO NAaHHOTO BOIpoca. 3aBUCHU-
MOCTb TPOHULAEMOCTH OT pa3Mepa HOHa
(tabn. 37.1) yka3piBaeT Ha TO, YTO KaHal y30K:
4yepe3 HEro He MPOXOAST WOHBbI, TUAMETp KO-
TOpbIX mnpeBbimaeT 5 A. OpHako TPOBOAM-
MOCTb OTpenesieTcss He TOJbKO pa3MepaMM.
Tak, metwiamut (H,CNH,") nmeer moutu ta-
Kue Xe pasmephl, kKak rumpasud (H,NNH,")
u ruapokcunamud (HONH,"), Ho mpu 3TOM He-
CpPaBHEHHO XyXe MPOXOAUT 4yepe3 KaHaji. [lpu-
YKMHa, MO BCEil BEPOSATHOCTH, KPOETCS B TOM,
4TO METWJIbHASl Tpylnna MeTWJIaMWHa B OTJIU-
yye OT aMMHOTPYMIbI TMAPa3UHA WIM TUAPOK-

Yacrts V.
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CUJIBHOM TPYIMBbl TUIPOKCUIAMMHA He oOpa-
3yeT BOAOPOOHOW CBSI3M C KHUCJIOPOIHBIM
aToOMOM KaHana. B pesynbrate MeTuIaMuUH He
npoxonut mo KaHamy. OOHapyxeH elle OIuH
BaXHHI (akT: nposogumocTs Na'-KaHana
B OTHOILEHUHM BCEX MPOHUKAIIIUX KATUOHOB
3HAYMTEJSbHO yMEHbIIAeTCs MPU CHUXeHuu pH.
[To cymiecTBy, OTHOCUTENbHASI TPOHUIIAEMOCTD
COOTBETCTBYET KPUBOW THUTPOBaHUS KUCIOTHI
¢ pK 5,2, 4To yKa3biBaeT Ha MPUCYTCTBUE OTPU-
HaTeJbHO 3apsiKEHHOro KapOOKCcuIaT-uoHa
B aKTMBHOU ¢dopMme kaHana. Takum oOpazom,
usbupamenviocmo Na'-Kanasa 6 omHoweHuu
Na'  obycioenena Hasuuuem ompuyamenbHo
3apPANCEHHO020 YYACMKA C MAAbiM pacduycom.
Won K', 6yayuu kpynuee, uem Na', npaktu-
YeCKM HEe MOXET TpPOWTH Yepe3 3Ty 00JacTh
(puc. 37.3).

37.2. TeTpoOTOKCHH M CAKCUTOKCHH
OJIOKHPYIOT HATpHUeBble KAaHAJbl B MeMOpaHax
AKCOHOB HEPBHBIX KJIETOK

Tempodomokcun - CUTBHOACHCTBYIOIIMI s
pBIOBI  UTIIOOpIOXa - OJIOKUPYET TIpOBeAeHUE
HEPBHBIX UMITYJIbCOB BIOJb aKCOHA U B BO30Yy-
NUMBbIX MeEMOpaHaX HEPBHBIX BOJIOKOH, UTO BbI-
3pIBaeT Mapaiuy AbixaHus. JleranpbHas pos3a
JUIST MbIIIU cocTaisieT okoso 0,01 mxr. B cBsi-

Ta6nuua 37.1. OTHOCHTeIbHASI NIPOHUIIAEMOCTh HATPHEBOTO
H KaJHeBOro KaHAJIOB B MeMOpaHAX aKCOHOB

Uon Na'- K'-
KaHaj KaHalx
Li* 0,93 <0,01
Na® 1,00 <0,01
K” 0,09 1,00
Rb* <0,01 091
Cs' <0,01 <0,08
NH,' 0,16 0,13
HONH,' 0,94 <0,03
H,NNH, 0,59 <0,03
H,CNH,’ <0,01 <0,02




Puc. 374. Broxaropsl Na'-kaHana.

31 C BbICOKOW CHCHI/I(l)I/I'-IHOCTI)IO e CTBUS Te-
TPOAOTOKCHMH C YCIIEXOM MCIIOJB3YETCA IIPpU
SKCIECPUMEHTAJTbHBIX HUCCICIOBAHUAX. On

Hrnobpiox, cuntaromuiics B Jmo-
HUU JETUKATECOM.

oueHb mpouHo (K 10° M) cBsi3eiBaeTcs C
Na“-kaHanoM U GJIOKUpPYET MOTOK MOHOB Ha-
TpUsl, He BaUss Npu 3ToM Ha K'-xanan. Ta-
KHUM Xe JeiCTBUEM 00JamaeT U CaKCUmMOKCUH,
BBIpa0aTHIBAEMbBIi OJHUM M3 MOPCKHUX OMHO-
dmarennar. MoJUTIOCKM, THUTAMOIIAECS TUHO-
¢aaremnsiTaMd, B OCOOEHHOCTU CheAOOHBIE
IBYCTBOpYATble MOJUIIOCKM U MHUIUH, TOXE
CTAHOBATCSl SMOBUTBHIMHU. Tak, OmHAa MenKas
MUIUS MOXET COolepXaTh CAKCUTOKCHH B IIO3€,
IocTtaToyHoi 4ToOBl youTh S50 uemoBek! OO0-
mas CTPYKTypHass OCOOEHHOCTh TETPOJOTOKC-
MHA M CAKCUTOKCUHA - HAJTWYMe TYaHUINHOBOM
rpynnsl (puc. 37.4). DTa IMOTOXMTEIbLHO 3aps-
KEHHas Tpylla TOKCUHA B3aUMOACHCTBYET
C OTpHUIIATEIbHO 3apsSKeHHBIM KapOOoKcuIaT-
MOHOM B YCTh€ KaHajla Ha BHEKJIETOYHOM CTO-
poHe MeMmOpaHBI. B cyIIHOCTM, 3TM TOKCHHBI
SIBIITIOTCS KOHKYPEHTHBIMU HMHTHOUTOpPAMU
Na“.

TeTpomOTOKCMH M CaKCUTOKCHHBI B CHIIY
CBOCH CreUn(pUIHOCTH U BBHICOKOIO CPOACTBA K
Na'-kaHany oOKasaauch LEHHEWIIMMHU Cpel-
cTBaMU aHaju3a. Tak, M3MepeHHMeM CBS3bIBa-

HUS MEYEHOTO TEeTPOJOTOKCHHA C BBICOKOM
yIETbHOM pagvMoaKTUBHOCTBIO  OMpEAeIsIn
nIoTHOCTL Na'-KaHaloB B pa3IMYHbIX BO30Y-
OUMbIX MemOpaHax. HemueaunusuposeanHbsie
HepEHble B0N0KHA, KOMOpble AUUEHbl U305~
YUOHHO2O CN0S1 MUEAUHA, O00bIMHO Xapaxkmepu-
3yromes HU3Koi — naomuocmelo  Na -ka-
Hanoe - nopsoka 20 na 1 mxm’. B mem6paHax
TaKMX aKCOHOB Na'-KaHalbl OTAENIEHBI APYT
ot apyra paccrostHueM 2000 A. Ymo kacaemcs
MUCAUHUBUPOBAHHBIX ~ HEPEHbIX ~ BOJIOKOH,  TO
BcnenubUIecKUXydacTKax, Ha3blBaeMbIX Iepe-
xBaTaMM PaHBbe, MuoTHOCTh Na'-xananos, Ha-
npomue, 0ocmueaem O4YeHb BbICOKUX 3HA4e-
Huii-nopadka 10° na 1 mxm’. TlepexsaThbl
PanBbe, pacnosioxxeHHbIe HA aKCOHE C UHTEpBa-
JIOM 2 MM,- 3TO €JMHCTBEHHBIC y4aCTKH, B KO-
TOPBIX MEMOpaHa aKCOHAa MUEJIMHU3UPOBAHHO-
ro HepBa COMNpUKAacaeTcs ¢ BHEKJICTOYHOM
KUAKOCThIO. YUacTKM MeMOpaHbl MeXay mepe-
xBaTaMu PaHBbe comepxkar oueHb Majo KaHa-
JIOB U HE y4yacTBYIOT B mpoBeaeHuu. [loreH-
uMan AeicTBUS TMepecKakuBaeT OT IepexBaTa
K MepexBaTy, BCJACACTBUE YETO UMITYJIbC MPOBO-
IUTCS ObicTpee U 3(PdeKTUBHEE, YeM B HEMMUE-
JAMHU3UPOBAHHOM BonoKHe. Hanuume 10° xa-
HamoB Ha | MKM® B mepexsaTe PaHBbe O3Ha-
YaeT, 4TO 3HAYMTeJbHasi 4YacThb IMOBEPXHOCTU
MeMOpaHbl B aTOM obyactu 3aHsTa
Na'-kaHanamu.

CrnieuuuyHOCTb CBSI3BIBAHUS TETPONOTOK-
cua ¢ Na'-kaHanamu O6blla MCMONb30BaHA
TakXe MpU MX BbIACJNECHUU U ouucTKe. s ato-
ro MHTerpajbHble MeMOpaHHbIe OeJIKU BO30Y-
OUMBIX MeMOpaH CONIOMIN3UPOBAIM C TIO-
MOIIbIO ETEPreHTa, MOCAe 4Yero pas3fieiisiii Ha
MOHOOOMCHHUKEe. CBSI3bIBAaHUE TETPOMOTOK-
CHHA C CONMOOMIM3MPOBaHHBIM Na'-KaHamom
MO3BOJIUJIO KOJMYECTBEHHO OTPEAENSATh KaHal
B TpPOLIECCe OYUCTKU. BbINENEeHHbI TaKUM ITy-
teM Na'-kanan okasaacs OeIKOM Maccoi

230 x/la, cocTOSIIMM U3 CYOBEOIWHHUII pa3-
JIUIHBIX  TUmoB.  CIOXHOCTh  yCTpOMCTBA
37. Bo30yaumblie MeMOpaHbI
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Puc. 37.5. DnexkrtpoHHas MuUKpodoTorpa-
(bust MUETMHU3UPOBAHHOTO aKCO-
Ha U3 CIIMHHOTO Mo3ra. Muenu-
HOBast 000JI09Ka aKcoHa («00epT-
Ka», oOpa3oBaHHasE MHOTOYMC-
JIEHHBIMU CJIOSIMU MeMOpaH) BbI-
MOJTHseT pojb u3onsitopa. Cko-
POCTb TPOBEIEHUS] B MUCTUHU3U -
POBaHHBIX HEpPBaX HAMHOTO BbI-
1ie, 4eM B JIMIIEHHBIX MUEJINHO-
BOIl 000JIOYKM HEpBax TOIo XKe
muameTpa. (ITewataetcs ¢ mo0e3-
Horo paspemeHus a-pa Cedric
Raine.)

Na'-kaHaja 4acTMYHO OOYCJOBJIEHA, BUAUMO,
TEM, UTO OH SIBJISIETCS HE TOJIbKO BHICOKOU30U-
paTebHOI TTOpoli B MeMOpaHe, HO U COAEPXUT
CMPYKMYpY, 60CHPUHUMAIOWYIO  HANPAICEHUE
(ceHcop HampsKeHUs). 3apsiKeHHbIE TPYIIIbI
9TOI CTPYKTYpbl pearupyoT Ha W3MEHeHUe
MeMOpaHHOTO TOTEeHILMala BO BpeMs MOTEH-
1uana AecTBUsS U mepenaroT MH@opMauuio Ha
Ty 4YacTb KaHajla, KOTOpas COCTaBJseT Mopy
B MemOpaHe. JlelicTBUTENbHO, O Hayaja IMoTO-
Ka HaTpus yepe3 MeMOpaHy BBISIBJISIETCS MOTOK
yepe3 KaHaJl (Tak Ha3blBaeMblil 60pomHblil MOK),
OOYCJIOBJIEHHBI ~ IBUXEHHEM  3apsSKeHHBIX
Tpynm B Oenke.

37.3. AueTHJIXOJIMH SIBJSEeTCS Helpo-
MeIMATOPOM

B3anMopeicTBe MeXIy HEPBHBIMU KJIEeTKaMH
OCYIIECTBJISIETCS B MECTax UX COSAUHEHMSI, Ha-

Yacts V.
Mouaekyasipuas (uU3NO0JIOTUSA
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3bIBaeMbIX cunancamu (puc. 37.6). HepBHble
UMIYJIbCHl TIepefaloTcsl uepe3 OOoJIbIIMHCTBO
CHHAIICOB C TIOMONIbIO XMMUYECKUX HeHpome-
IMATOPOB - HEOOJIBIIUX JIETKO IUPPYyHAUPYIO-
IIMX BEIeCTB, HallpUMep AaleTUJIXOJWHA WIN
HOpaJpeHalnHa. ALIETUIXOJIUH CIYXUT Takxke
MEAMAaTOPOM B JIBUTATEIbHBIX KOHIEBBIX ILjIa-
CTUHKaX (HEPBHO-MBIIIEYHBIX COEIUHEHUSIX),
SIBJISIIOIIMXCSI  yYacTKaMU KOHTAaKTOB MeEXIy
HEPBOM U TIOTIEPEYHOIOIO0CATON MBIIIIIEH.
Ilpecunanmuueckas Mmembpana XoauHepeuue-
cKkoeo cunanca (T. €. CUHAICa, B KOTOPOM B Kaue-
CTBe HellpoMenuaTropa MCIOJb3YeTCs aleTu-
XOJINH) OTHeJieHa OT HOCHMCUHANMUYECKOU MeM-
6panbl  TaK ~ Ha3bIBaeMOW  cuHanmuueckoi
wenvro mWMpuHOM okono 500 A. OkoHYaHUe
MPECUHANTUYECKOTO aKCOHA HAIIOJTHEHO CUHAnN-
muuecKuMU Ny3sipbKamu (6e3uKyiamu), cojuep-
XaluMHM alleTUaxoiauH. [pumenmuii Kk cuHam-
Cy HEPBHBII MMITYJIbC BBI3BIBAET BBICBOOOXKIE-
HME alleTUJIXOJMHA B CUHANTUYECKYIO IIeb.
Janee MOJEKyaAbl aneTWiIXoJuHa aubdyHan-
pYIOT depe3 IieJb M JOCTUTAIOT TIOCTCHU-
HanTU4ecKoil MeMOpaHbl, Te CBSI3BIBAIOTCSI CO
crenUIeCKUMU PELEeNTOPHBIMUA MOJIeKyJia-
MU. DTO TPUBOIUT K Oenoaspuzayuu HOCMCU-
Hanmu4eckoll MeMOpausl, M Jajee BOJIHA Jero-
JISIpU3alliy pacpoCTPaHSIETCS BIOJb JIEKTPU-
yecku BO30yIMMON MeMOpaHbl BTOPON HepB-
HOl KJIeTKU. ALIETUIXOJUH eudposusyemcs
ayemuaxoaunIcmepasoil, NTIOCTCUHANTHYeCKasl
MeMOpaHa TOJSIpU3yeTCs BHOBb.
AUETUIXONUH CHHTE3UpYyeTCs BOJU3U TIpe-
CUHANTUYECKOTO OKOHYAaHUS aKCOHAa IIyTeM
nepeHoca aleTUIbHON Tpynmbl oT aueTui-CoA

Puc. 37.6. CxeMaTnieckoe  u300paxxeHUe

XOJMHEPIrU4Ye€CKOro cuHarica.



Ha xoJuH. DepMeHT, KaTaTu3upyIoIi 3Ty pe-
AKLMIO,- XOAUH-ayemuimpancpepaza (xonuH-
anetunasa). Jlazee uyacTb 00pa3oBaBLIErOCs
alleTUJIXOJIMHA TOMagaeT B CHUHANTUYECKHE
My3bIpbKU, @ 4YacThb OCTaeTcsi B LIMTO30JeE.
B omHOM XOJMHEPTMYECKOM CUHANTUYECKOM
my3sipbke (00br9HO 400 A mmamMeTpoMm) comep-
xutcs okoso 10000 mMosiekyn aleTUIXOJMHA.

WN3zydyenuto cuHanTuyeckoir GyHKIUM 3HAYM-
TEJIBHO CIIOCOOCTBOBANIO BBHIIEIEHUE CUHANMO-
com W3 TOMOTeHaTa HepBHOU TKaHu. CHHANTO-
COMBI TIPEACTABIAIOT COOOM TMpecHHANnTHYe-
CKMe OKOHYaHWs, oOpasymollue B Mpolecce
BBIJIEJIEHUST 3aMKHYTbIe CTPYKTYpbl. OHU Tpen-
CTaBJISIIOT COOOM MEIIOYKM M3 TpecuHanThuye-
CKOIf MeMOpaHBbI, cofepxXalieii MUTOXOHAPUH,
LUTO30JIb U CHHANITHYECKKE MY3bIPbKU.

37.4. AueTHJIXOJHUH OTKPbIBAET

B MOCTCHHANTHYECKON MeMOpaHe KaHAJbI

ISl KATHOHOB

[MoTeHuman moxkos MOCTCUHANTUYECKON MeM-
OpaHbl WM MeMOpaHbl BUTaTeJIbHON KOHIIE-
BOM TMJIACTUHKHU COCTaBJISIET TPUMEPHO —
—75 MB. Tlpm B3auMOmeWCTBUM alCTUIXO-
JIMHA O creuu(PuYecKuMu peLenTopamMmu mpo-
MCXOIUT pe3Koe WM3MEHEHUE TMPOHUIAEMOCTH
atux Mmemb6pan (puc. 37.7). B meuenue 0,1 mc
3HA4UMeNbHO 603pacmaem Npo8OOUMOCHb KaK
Na', mak u K, u 6o3nuxaem cuavHolii MoK
Na* enympv kaemku u 6osee crabwiii mok K
u3 kaemru. Tok Na* B KJI€TKy IPUBOIUT K Jie-
MOJApU3alMy MOCTCUHANTUYECKOW MEMOpaHbI
M WHULMUPYET BO3HUKHOBEHUE IMOTEHIIMaNa
NeicTBUSI B coceaHeM (TTOCTCHHANTUYECKOM)
HeipoHe WK MBIIIEYHOM BOJIOKHE. Ayemuixo-
AUH packpvleaem KamuoHHble KAHAAbL MOAbKO
00HO20 muna, xapaKmepusyrujuecs noumu oou-
Haxoeoii nponuyaemocmoto on2 Na® u K'. Ec-
a1 noTok Na' npu meicTBMM aleTUIXONUHA
OKa3blBaeTca 60JbINUM, YeM noTok K', To 310
00YCJIOBJIEHO JIU I OOJIbIIEN KPYTU3HOM 3J1eK-

TPOXMMHUYECKOTO TPAAMeHTa KOHICHTPAINN
Na' mo cpasHennio ¢ K'.

JIBe MOJIEKYITBI aLETHIXOINHA CBSI3BIBAIOTCS
C MOJIEKYJOi pelLeNTopa, BHI3HIBAS IIPH 3TOM
TaKWe N3MEHEHUS] KOHMOPMAIIUH, KOTOPHIE OT-
KPHIBAIOT KaHal. CXeMaTH4eCKH KHUHETHKY
npoLecca, COTNACYIOIYIOCSs € 3KCIMEPUMEH-
TaJTbHBIMU JAHHBIMHU, MOXHO OIMCATh ypaBHeE-
HEEeM

rae A - MoJIeKyJla aleTUIXoJuHa, R -3akpbl-
THI KaHal, R* - oTKpoITHIN KaHa. 3a mosyte-
pYOa XKM3HM OTKPHITOTO KaHaya, paBHBIN BCETO
Auib 1 Mc, Mo HeMy IpoxoauT npumepHo 10
noHoB. [IpomokuTeabHOE BO3AECTBUE alle-
TUJIXOJMHA Ha pelenTop IPUBOAUT K €To de-
ceHcubuauzayuu: KaHaj 3aKpbIBaeTCI M peak-
LM Ha alleTHJIXOJIMH McYe3aeT Ha IJIUTeIbHBIIA
MIPOMEXYTOK BPEMEHH.

37.5. AueTHJIXOJIMH BBICBOOOXKIAETCSA
KBaHTaMHu

[Iposenennoe bepnapmom Kartmem (Bernard
Katz) nsyyeHue nepemaym HEpBHOTO MMITYJIbCa

Puc. 37.7. AuerwixoJuH JIeTOJISIpPU3YeT
MOCTCUHANITUYECKYI0 MeMOpaHy
nyreM yseamyenus Na® n K

IIPOBOAMMOCTH.

37. Bo30yaumbie MeMOpaHbI
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Puc. 37.8. T'eHepupoBaHue  HaNpsSKEHUS
B OIEKTPUYECKON  IIIACTHHKE

3JIEKTPUYECKOTO YIps.

B YyYacTKaX HEPBHO-MBIIIEYHOTO COCIUHEHMS
MMOKAa3aJI0, YTO ALIETUJIXOJINH BHICBOOOXKIAETCS
W3 TIPECUHANITUIECKONl MeMOpaHbI MOPIMIMU
no 10" Monexyn. J10Ka3aTeNbCTBO KBAHMOBO2O
6b1c800001C0eHUsA  auemuAxoAuHa ObUIO TOJyde-
HO MpM aHajauM3e MeMOpaHHOTO IOTEeHIIMaja
IBUTATEIbHBIX KOHIEBBIX IUIACTUHOK, KO-
TOPBIM CBOMCTBEHHAa CIIOHTAaHHASl JJIEKTpUYE-
CKasl aKTUBHOCTD J1aXkKe B OTCYTCTBUE CTUMYJISI-
UM  HepBa. Jlemojspu3ymoollde NMITYJIbCh
¢ ammiutynoit 0,5 MB 1 1IuMTETbHOCTH OKOJIO
20 MC BO3HMKAIOT 3ajMaMu. DTO TaK Ha3bl-
BaeMble MUHUAMIOPHbIE NOMEHUUANbl KOHUeBblX
naacmuHok;, OHU BO3HMKAIOT CJIy4aiilHO C Be-
POSITHOCTBIO, COXPAHSIOIIEHCSl ITOCTOSSHHOW Ha
MPOTSKEHUU IJIUTEIbHOTO BpeMeHU. MuHua-
TIOPHbIA NOTEHLMAA KOHLIEBOM MJIACTUHKU Bbl-
3BIBAETCS] CIIOHTAHHBIM BBICBOOOXIEHUEM OIM-
HOYHOTO CMHAINTUYEeCKOTO Mmy3bIpbKa. [lomHas
IeTnoIsIpu3alysl KOHIIEBOM IUIACTUHKM, CO3[a-
BaeMasl MOTEHLIMAJIOM JeHCTBUS, OOYCIOBJIEHA
CUHXPOHHBIM BBICBOOOXIEHUEM nTpuMepHo 100
«KBAaHTOB» («IMaKETOB») alleTWIXoJWHa 3a 00-
Jee KopoTkoe Bpemss uyeMm 1 Mmc. Hucao
8bICBO00NCOAIOWUXC  KBAHMOB — AUEMUAXONUHA
3aeucum om NOMeHyuaia Oelicmeusi npecuHan-
muyeckoil memopausl. JIpyruMu cjioBaMu, 6bic-
6000)COeHUe AUEeMUAXOAUHA Nnpedcmasasem Co-
0ol  anekmpuuecku peeyaupyemyio ¢opmy ce-
Kkpeyuu. BrICBOOOXIEHNE alleTUIIXOJMHA 3aBH-
cuT or npucyrcTBus Ca’’ BO BHEKJIETOUYHOI
xuakoctu. Ilpy menonsipu3aiiy peCUHANTH-
yeckoil MeMOpaHbl mHpoucxomut Bxon Ca’’,

Yacts V.
MounekyaspHuas (Gu3noJorus
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YTO CIIOCOOCTBYET CIMSIHUIO HA KOPOTKUM CPOK
MeMOpaHbl CUHANTUYECKUX MTY3BIPBKOB C TIpe-
CUHANTUYECKON MeMOpaHOIA.

37.6. Ilpu noGaBieHHM ANETWIXOJIMHA
PEKOHCTPYUPOBAHHbIC MeMﬁpa}mMe my3bIPbKH
CTAHOBATCA INPOHUIACMBIMHU JisI KAaTHOHOB

B mocienHue roabl cienaHbl OOJIbIIME YCIIEXU
B OYMCTKE AaLETUIXOJIUHOBBIX PELENTOPOB
U PEKOHCTPYUPOBAHUU (PYHKIIMOHAIBHO aK-
THUBHBIX MeMOpaHHBIX IMy3bIpbKoB. Haubosee
MOAXOASAIIUNA UCXOAHBIA MaTepuas IJisd TaKUX
WCCNEOBAHUM - aneKmputeckull opean  dJeK-
TPpUYECKOU pHIOBI, Hampumep 7Torpedo (37eK-
TPUYECKUI CKaT), KOTOPBI OYeHb OOraT XOJu-
HEPruyecKUMU MOCTCUHATITUYECKUMU MeMOpa-
HaMU. DJIEKTpUYECKUII OopraH oOpa3oBaH U3
KOJIOHOK KJIETOK, Ha3bIBa€MBIX 3J1eKMmpU4ecKu-
mu naacmunkamu. OIHa CTOpOHA KJIETOK (MH-
HepBUpyeMasi MOBEPXHOCTb) CHaOXeHa HepB-
HBIMU OKOHYAHUSIMU U DJIEKTPUYECKHU BO3OYAM -
Ma. Jlpyrasg cropoHa (HEMHHepBUpyeMas TIIO-
BEPXHOCTh) 00pa3yeT MHOTOUYMCICHHbIE CKIIaI-

Electrophorus electricus, amepu-
KaHCKUU 3JIeKTPUYECKUIA Yropb.

KU U DJeKTpUYecKu HeBo3Oyauma. PasHocTb
MOTeHUMATIOB, BO3HUKAIOIIAS PU CTUMYJISILUT
9JIEKTPUYECKUX  TUIACTMHOK,  0OycCIOoBJeHa
acMMMeTpuell oTBeTa JABYX IIOBEPXHOCTEH.
V takoii anekTpuyeckoit peidbl, Kak Electropho-
rus, MeMOpaHHBI TOTeHIIMa] WHHEPBUPYEMON
MOBEPXHOCTU TIPU BO3OYXKAEHUU CABUTAETCS C
—90 no +60 MB, Torma kak Ha HEMHHEPBU-
pyemoii TMmoBepxHOCTH coxpaHsieTcss —90 mB.
CnenoBaTeNnbHO, 8 NUK NOMeHyuaia o0eicmeus
PA3HOCMb NOMEHYUAN08 MeNCOY HAPYICHbIMU



Puc. 37.9. TpexmepHasg CTpyKTypa HeHpo-
TOKCHHA, OJIOKMPYIOIIETo pelern-
TOp alleTUJIXOJUHA. DTOT Helpo-
TOKCHH BBIpabaThIBAETCS Yy MOp-
ckux 3meit. (ITeuataercs c moo6es-
HOTO paspenreHust n-pa
Demetrius Tsernoglou u n-pa
Gregory Petsko.)

nogepxHocmaAMU  08yX CHOPOH  cOcmaensem
150 mB (puc. 37.8). Dnekrpuyeckue MIaCTUHKKA
9JIEKTPUYECKOTO OpraHa COCIMHEHBI TMapaj-
JIeNIbHO, W, CJIeI0BaTebHO, UX Pa3HOCTh TIOTEH-
uuanoB ckiaabiBaercs. OpraH, COCTOSIINI U3
5000 psiTOB 3/1€KTPUUECKUX MITACTUHOK, MOXET,
TakKMM  00pa3oM, TeHepupoBaTh  Pas3psnm
B 750 B. MHTEpeCcHO OTMETUTD, YTO BJIEKTpUUEC-
CKME MJIACTUHKU 3JIeKTPUIECKOTO YIPs IBOJIO-
IIMOHHO BO3HUKJIM U3 MBIIIEYHBIX KJIeTOK. [Tpu
9TOM OHM COXPAHWJIM 3JEKTPUUECKU BO30OYIH-
MYIO HapyXHYI0 MEMOpaHy MBIIIIIBI, HO yTpa-
TUJIM ammapar CoKpalleHUs. DIeKTpUuuecKuit
opran FElectrophorus - BeIMKOJNEIHBIA WUCTOY-
HuK Na'-KaHaloB.

Eme omMH 3K30THYECKHMiT OMONIOTUYECKUIA
MaTepuan okasajcsi 6ecleHHbBIM HUCTOUHUKOM
alleTMJIXOJMHOBBIX ~pelenTopoB. Jlnsg  Toro,
9TOOBI UAEHTU(MUIIMPOBATH PELENTOP B CMECH
MaKpOMOJIEKYJ, €ro HeOOXOmMMO cheyuguye-
cKku nomemums. JIJIsT 9TOTO MCIOJB3YIOT HEWpPO-
TOKCUHBI 3Meil, B YaCTHOCTU Q.-OYH2ApOMOK-
cuH "3 sma omHO 3Mem ¢ o. TailiBaHb
U Kobpamoxcun (M3 sma KoOphI). YKa3aHHBIE
HEMPOTOKCHUHBI OJOKMPYIOT HEHPOMBINIEUHOE
MPOBENeHNE, CBA3BIBASICh C PElLENTOpaMU alle-
TUJIXOJIMHA Ha JBUTATEJbHBIX KOHIIEBBIX IJia-

CTUHKAX UM Ha UHHEPBUPYEMON MOBEPXHOCTHU
3JIEKTPUYECKUX TUIACTUHOK 3JeKTPUYECKOTO
opraHa. HeipoTOKCHHBI MpencTaBasSIOT coboit
Hebounbiue ocHoBHbBIE Oenku (7 kda). Ux Mox-
HO TIOMETUTh pPaJAMOAKTUBHBIM  HM30TOTIOM
C BBICOKOIi yIenbHOW paguoakTUBHOCTBIO. [l
3TOTO0 WX JU00 HMOIMPYIOT HomoM-125, nambo
MpeBpainamoT B mMHU(GGOBO OCHOBAHWE ¢ MUPH-
nokcanbdocdhaToM ¢ MOCAEnYIOUIMM BOCCTa-
HOBJIEHUEM 00pa3oBaHHOTO MPOJYKTa
‘M-6oprunpugoM. MeueHBIiI KOGPATOKCHH
MPOYHO CBSI3BIBAETCS C alleTUJIXOJMHOBBIM pe-
LEenTopoM (KOHCTaHTa TUCCOIMAIIMH - TTOPsAKa
10° M) 1, 4To 0COBEHHO BaXXHO, MPaKTUUECKH
HE CBSI3BIBAETCS C IPYTUMU MaKpOMOJeKyIaMu
MOCTCHHANTUYeCcKO MeMOpaHbl. TakuM obpa-
30M, PELENTOp aleTUIXOJIMHA MOXHO CIeLH-
(buyeckn MOMETUTH PamMOAKTUBHBIM aTOMOM.

IIytem o6paboTku (parMeHTOB MeMOpaHbBI
HEMOHHBIM JEeTEepPreHTOM (TakKUM, KakK TIpo-
U3BOAHOE MOJUOKCUITUIeHA TBUH-80) yaanoch
CONIIOOMIM3UPOBATh  PELENTOPbl  alleTUJIXO-
JWHA 3JeKTpuueckoro opraHa. [lomydeHHBIN
pacTBOp (DpaKIMOHUPOBAIM METONAMM Tellb-
unpTpauum M MOHOOOMEHHOW XpomaTorpa-
¢uu. INlocaemHum 3TamoM OYMCTKM ObuTa ad-
¢buHHasg xpomarorpadusi Ha KOJOHKE, COIep-
Xalieil KOBaJIeHTHO CBS3aHHBIN KOOPAaTOKCHH.
B wrore ObLT MOJTyYeH pelenTtop, OUYMIICHHBIN
B 10000 pa3. ALETMJIXOJIMHOBBINA PELEHITOP
MpeACTaBAsAeT  CcoOOW  KOMIIEKC  Maccoit
270 x]Jla, cocTosIIIMIT U3 YEThHIPeX TUIIOB CyObe-
nuaun. Cyovenunuma 40 x/la metutcs 1o
CPOICTBY paJiMOAKTUBHBIMU COCTUHEHUSIMU,
colepXallMMU TPYMNy TPUMETUIAMMOHUS,
YTO yKa3blBaeT Ha HaJauW4yue B HeH ydvacTka
CBSI3BIBAHUS alETUIXOJMHA. YAaaoch TOJy-
YUTh MeMOpaHHbIE MY3bIPbKHU, colepxKalme
OUYMIIEHHBIC PELENTOPbl AlleTHJIXOJIUHA; IS
9TOT0 K PAacTBOPY pELENTOPOB J00aBISIN
bochoaunuabl U 3aTeM yaaasiu 1Uaan3oM Jie-
TepreHT. [TokazaHo, YTO paguOaKTUBHBIC MOHBI
Hatpus (’Na'), BKIIOUeHHEIE B ITpoIiecce pe-
KOHCTPYMPOBAHUSA MY3bIPbKOBBUX BHYTPEHHEE
BOJHOE TMPOCTPAHCTBO, BBICBOOOXIAIOTCS TpHU
n00aBIeHUN allETUIXOJIMHA UJIU €T0 aHaJIOTOB,
HanmpuMmep KapbamowinaxonuHa (puc. 37.10).
BricBOOOXIeHNE MOHOB HATpHsI OJOKUPYIOT
OYHTapOTOKCHH M OOBIYHBIE AHTATOHUCTHI alle-
TUJIXOJIMHA; CJeOBAaTeIbHO, OHO OMOCpPea0Ba-
HO cTelIn(UIECKIM B3aMMOIEHCTBUEM alleTHII-
XOJIMHA CO CBSA3aHHBIM C MEMOPAHOI perenTo-
poM.
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37.7. AueTUIXO0JMH ObICTPO TMAPOJIU3YETCH,

U KOHIEBAsA IUVIACTUHKA PEHoJIAPU3YyETCA

Jlns BOCCTaHOBJIEHUSI BO3OYIMMOCTH IOCT-
CHHAINTUYECKO MeMOpaHbl HEOOXOAMMO BbI-
KJIIOUEHHUE NeTNOoJIpU3YIollero curHaza. Ity
(GYHKUMIO BBHINOTHSET auemuIxoiuHIcCmepasa,
otkphitag MsBumom Haxmanzonom (David
Nachmansohn) B 1938 r. ®epMeHT TUAPOIH-
3yeT alleTWIXOJUH 10 alleTaTa v xoauHa. B pe-
3yJibTaTe MPOHUIIAEMOCTb MOCTCUHANTUYECKOM
MeMOpaHbl BO3BpAIlIaeTCs K MCXOJHOMY YPOB-
HIO U MeMOpaHa penojsipusyercs. AlEeTUIXo-
JIMHACTEpa3a JIOKaJIu30BaHa B CUHANMTUYECKOM
1IeJM, A€ OHa CBSI3aHa C CEThIO M3 KoJlJareHa
U TJMKO3aMMHIJIMKAHOB, MOCTYMAOLIUX U3
nocTcuHanTUueckoi kierku. Macca epmeHTa
260 x/la, cyObeaMHWYHAs CTPYKTypa - a,f,.
AULETUIIXOJMHACTEPA3y MOXHO JIErKO OTae-
JIUTh OT alleTUJIXOJMHOBBIX pelenTopoB. Pep-
MEHT XapaKTepu3yeTCsl TMOpPa3UTEIbHO BbICO-
KMM 4MCIOM 060poToB, a MMeHHo 25000 c.
DTO 03HAYaeT, YTO OJHA MOJIeKYyJa aleTUIXO-
JnuHa pacwernisercs 3a 40 mxc. Takoe BbICOKOE
yucao o0opoToB ¢depMeHTa MMEET OYeHb Baxk-
HOe 3HayeHMe ISl ObICTPOro BOCCTAHOBJICHUS
MOJISIPU30BAHHOTO COCTOSIHUS MOCTCUHANTHYE -
ckoit MeMOpaHbl. CUHaIChl CIOCOOHBI Tepeaa-

Puc. 37.10. ALEeTUIXOJUH BBI3BIBAET BBICBO-
Goxaenre Na“ M3 pEKOHCTPYyM-
POBaHHBIX MeMOpaHHbIX
My3bIPbKOB, COIEepXKALIUX ale-
TUAXOJUHOBBIN peuentop. Ilo
OCH OpIMHAT OTJIOXEHO comep-
xkaHue >Na” B CHHANTHYECKUX

My3bIpbKax.
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BaTh THICSYY UMITYJIBCOB B CEKYHIY TOJBKO TMO-
TOMY, 4YTO TIIOCTCHHANTHUYeckas MeMOpaHa
BOCCTAHABJIMBAET CBOIO MOJISIPU30BAHHOCTb 3a
IO MMJUTUCEKYHIBI.

ITo MexaHM3My IeiCTBUS alleTMIXOJIMHICTE-
pasa cXooHa ¢ XMMOTPUIICUHOM. ALIETUIXOJUH
B3aMMOIEICTBYET CO CHeIUGUISCKUM OCTaT-
KOM CEpHMHA B aKTUBHOM ILICHTPE alleTUIXOJUH-
acTepasbl ¢ 00pa3oBaHUEM B KauyecTBE ITPOMe-
KYTOYHOTO MPOAYKTa KOBAJICHTHO CBSI3aHHOTO
aneTMaI—depMeHTa, a XOJWH BBICBOOOXTAET-
cd. AueTui—@epMeHT Jajee BCTYMaeT BO
B3aMMOJICCTBUE C MOJICKYJIOM BOABI, UTO MpPU-
BOOUT K 00pa30BaHMIO alleTaTa U pPereHepupo-
BaHHOro cBoOomHOTO ¢epmenTta (puc. 37.12).

37.8. VIHruOMTOpHI ANETHIXOJMHICTEPA3DI
HCHOJB3YHTCA KaK JIEKAPCTBCHHBIC CpeacTrBa
U KaK sabl

TepamneBTuuecKue U TOKCUYECKUE CBOMCTBA UH-
TMOUTOPOB ALIETUIXOJMHACTEPA3bl HALIM IIU-
pOKO€ MpaKTUYECKOe MpUMEHEHUE. AJKAIOU,
U3 Kanabapckux 0000B ¢usocmuemun (Ha3bl-
BaeMblil TAKXE 33epuUH) KOTa-TO UCIOJIb30Ba-
Cs IPY UCTIBITAHUY SIIOM B CYIMJIUIIE HAl KOJ-
nyHamMu W BeabMaMu. DU3OCTUTMUH U pOI-
CTBEHHbIE €My WHTMOUTOPBI, HAlpuMep He-
OCTUTMMUH, SIBJISIIOTCS KapOamounvHvimu 3¢upa-
mu (puc. 37.13). OHM MHTHOMPYIOT aALETUIXO-

JIMHACTEpa3y myTeM o0pa3oBaHUs KOBAJICHTHO-
ro TPOMEXYTOYHOTO COEIMHEHMs, KOTOpOoe
OUYEHb MEMJIEHHO ruapousyercs. HeocturMux
CBSI3bIBACTCS C AlIETUJIXOJIMHACTEPA30il TaKuM
00pazoM, YTO €ro MOJOXUTEJNbHO 3apsiKeHHas
TpUMETUIAMMOHUEBAs rpymnma BCTaeT
B aHMOHHOM YydYacTKe (epMeHTa, a Kapba-
MOWJIbHAS TPYIIa 0Ka3bIBAETCS PSIIOM C peak-
LIMOHHOCITOCOOHBIM OCTaTKOM CepuHAa B y4acT-
Ke atepudukanuu. anee nmpoucxonut kapba-
MOWJIMpOBaHUE (epMeHTa M BBICBOOOXIAETCS
obpasytomuiica caupt. Ilocaedyrowuii  eudpo-



Puc. 37.11. DuexrpoHHas MHKpodoTOoTpa-
(us aueTUIXOJUHOBBIX PELIETNTO-
POB B MOCTCHHANTUYECKOW MeM-
opane.(Ilewataercs ¢ nmob6e3HOTO
paspemeHust a-pa John Heuser

u n-pa Steven Salpeter.)

AU3 KapbamounbHo20 Npou3eo0H020 @epmeHma
6 omauyue om 2udpoauda auemuir—cgepmenma
npoucxodum c o4eHs HU3Kol ckopocmuro. B uto-
re aKTUBHBIA LEHTP alleTUJIXOJMUHICTepasbl
OKa3bIBaeTCs MPOYHO 3a0710KMpOBaHHBIM. He-
OCTUTMMH MCIOJIb3YeTCS ISl JIEUEHUS [Jay-
KOMBI - 0OJIe3HM  TJ1a3, XapakKTepusyloleics
MOBBILIEHHBIM BHYTPUIJIA3HbBIM JABJIEHUEM.
MexaHusm TeparieBTndeckoro addexra coc-
TOUT B TOM, YTO HEOCTUTMUH MUHTUOUPYET ale-
TUJIXOJIMHACTEPA3y M TEM CaMbIM YCUJIMBAET
NefCTBUE alleTUIXOJMHA.

Euie Gonee MoIiHble MHIUOMTOPHI all€THJI-
XOJIMHACTEPA3bl - OpeanuyecKue @mopghoc-
gamui, 6 yacTHOCTU OuM3onpommipropdocdar
(ANDD). Dt coemnHEHUsT pearupyroT C ale-
TUJXOJIMHACTEPA30i, 00pa3ys  BBICOKOCTA-
OUNbHEIE KOBAJCHTHBIE ghocgopun-gpepmenm-
nole komnaekcor (puc. 37.14). Kak u 1ipu
B3aMMOJCICTBUU C CEPUHOBBIMU TMPOTEMHA3A-
mu, ¢ochopunbHas rpymna JIUDOD cBsA3bI-
BaeTcsl C CEpUHOM B aKTUBHOM lieHTpe dep-
MEHTa.

MHOXECTBO  pa3JIUYHBIX OPTaHUYECKUX
dTopdocharoB ObUIO CUHTE3UPOBAHO AJISI MUC-
MOJIb30BaHUSI B KAUeCTBE UHCEKMUUUOOE 8 Ceb-
CKOM Xo3slicmee, a TakXe B KauyecTBe OTpa-
BJSIIOIUMX  BEUIECTB - HEPBHO-NAPAAUMUYECKUX
5006 B XMMHUYECKOIi BoiiHe (puc. 37.15). Btu co-
eIMHEHUs MOTYT BbI3BaTb CMEPThb IMMYyTEM OCTa-
HOBKM JbixaHusi. Haubonee TOKCUYHBI U3
HUX - mabyn M 3apuH. [lapamuon - VHCEKTULIU,
HalleIIUi UPOKOe MPUMEHEHNE B CEJIbCKOM
XO34ICTBE.

IlyteMm wucmonb3oBaHUS PaAMOAKTUBHOIO
JIN®® B kayecTBe METKM OBUIO OINpeaeacHO
YUCJIO MOJIEKYJ alleTUIXOIMHACTepa3bl B KOH-
LIeBOM TUTACTUHKE HepBa B AuacdparMalbHOM
MBbIIIe MblM. [II0THOCTh (epMeHTa cocTa-
BIa 12000 MKM >, YTO MOYTH PAaBHO UYUCIY
PEeleNTOPOB  alleTUJIXOJMHA, OIpeneIeHHOMY
C TIOMOIIIbIO PAaAVO0aKTUBHBIX HEHPOTOKCUHOB.
Takum oOpa3oMm, nocmcunanmu4eckas mem-
bpana o4envb 6oeama u AyeMuAXOAUHICMEPA3Ol,
U auemuaxoruHosvimu peyenmopamu. Ilpu
nepenaye HEPBHBIX MMITYJILCOB, MOCTYMAIOIINX
C MaJjioil 4acTOTO#, UCMOJb3YeTCST TOJIBKO He-
Gonbinast M0Jis OOINEro Ymcjia MOJEKyn dep-
MeHTa. OfHAaKO MpOBeleHWEe TTPU BBICOKOI Ya-
CTOTE MMIIYJbCAllMM TPeOyeT yuyacThe MHOXe-
CTBa MOJIEKYJ aleTHIXOJUHACTEePashl.

Puc. 37.12. Mexanusm KaTaJIUTUYECKOTO
NIEACTBUS aLleTUJIXOJIMHACTE -
pasbl.
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Puc. 37.13. ®duszocTurMuH U HEOCTUTMUH UH-
THOMPYIOT aleTUIXOJIMHICTEpa-
3y IIyTeM KapOaMOMJIMPOBAHMSI
cepuHa B aKTUBHOM IIEHTpe dep-

MCHTa.

Puc. 37.14. HurubupoBaHHas
mipTopdocharoM

JIMH3CTEpasa.

JUUN30IIPO-
all€TUJIIXO0-

Puc. 37.15. CrpykrypHble (opMylbl  He-
CKOJIbKMX OopraHmyeckux docda-
TOB - UHTMOUTOPOB alleTUIXOU-

H3CTEpa3hbl.
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MouaekyaspHas ¢pu3uoJiorus

336

37.9. Pa3paboTka aHTHAOTA IJIA JIeYEHHS
oTpaBjieHnii opraHudeckumu ¢pocharamu
AlLeTUIXONMHACTEepa3y, MHTMOUPOBAHHYIO Op-
raHnyeckumu @ropdocdaramu tuna JUDD,
MOXXHO peakKTMBMPOBAaTb MPOU3BOAHBIMU TU-
npokcunamuua (NH,OH). Ilpu paspabotke
AHTUI0TA UCXOOUIU U3 OOHapyXeHHoro MpBu-
HoM YuiicoHoM (Irvin Wilson) daxra, uyto ru-
IPOKCHJIAMMH BbICBOOOXIaeT (pochopuibHylo
rpynmny, TPUCOEAMHEHHYID K CEpUHOBOMY
OCTaTKy MHTUOMPOBAHHOTO (epMeHTa, U TeM
caMbIM peakTuBupyet ero (puc. 37.16). 3agaua
cocCTosa B TOM, YTOOBI MPUCIIOCOOUTH 3Ty pe-
aKLUIO IS KJIMHUYECKOTO HCTOJIb30BaHUS.
OnHako TUAPOKCUJIAMUH HEJb3sl MCIOIb30-
BaTb in Vivo, TOCKOJbKY B T€X BBICOKMX KOH-
LHEHTpaUMsIX, KOTOPble HEOOXOAMMBI TSI peak-
TUBallMM aLETWJIXOJUHICTepa3bl, WHIUOUPO-
BaHHOU JIM®®, oH TokcuueH. BrIOpaHHBIi
YUICOHOM TMOAXOMA COCTOST B TOM, YTOObI Hali-
T coeduHeHue, obnajaroliee peakKIMOHHOM
CMOCOOHOCThIO TUAPOKCHUIAMUHA, HO CO CIELH-
(uYHOCTHIO M OUYEHb BBICOKMM CPOJCTBOM
K auerunxonuHacrepaze. OTHOCUTENBHO ep-
MEHTa ObUIO M3BECTHO, 4YTO HA HEM ecCTb
AHUOHHBIN YYaCTOK AJISI CBSI3bIBAHU S TTOJIOXKHU -
TEJIbHO 3apsSKEHHOTO OCTaTKa XOJMHA B alle-
TWIXOJIMHE, U MOTOMY TNpPEACTaBIsAIOCH Liese-
CO00pa3HbIM CUHTE3MPOBATh IPOU3BOIHOE M-
IpOKCUJIaMMHA, CcolepXkallee YeTBEPTUUHYIO
aMMOHUEBYIo rpynny. Bo3Hukan, ogHako, Bo-
Mpoc, rae AOJIKEH CTOSITb 3aMECTUTENb: TpHU
aToMe KucCJaopoJa WJIM as3oTa TUIpPOKCHUIa-
mMuHa? bbuto oOHapyxeHo, uyTo O-MeTUITU-

JOPOKCWJIAMUH JIMIIEH CIIOCOOHOCTH pPeakTUBM-
poBaTh (epMeHT, Torma Kak N-MeTHJITHAPOK-
CUJIaMUH o06Jiamal TaKoil aKTUBHOCTbIO. [M-
OPOKCHUJIbHAS IPpYIIa peakTUBaTopa He MOXeT
OBITh 3aMellleHa, TOCKOJIbKY UMEHHO aHUOHHas
dopma coemmHeHMsa aTakyeT aToM (ocdopa
B MHTUOUPOBAHHOM (epMeHTe.

CnenyiolmMii ¥ OCHOBHOM 3Tam COCTOSII
B TOM, YTOObI MOMECTUTh YETBEPTUUYHYIO aM-



MOHUEBYIO TpPYNIy Ha HEOOXOAMMOM pacTosi-
HMM OT HYKJIeO(hUJIBHOTO aToMmMa KHUCIOpOJA.
bosiee Toro, TpebGoBajaoch, YTOOBI MO CBOEH
OpMEHTAlLMU 3TU TPYMNIBbl OBUIM KOMILIEMEH-
TapHbl aHUOHHOMY Y4acTKy U atoMmy (ocdopa
B MHIUOMPOBAaHHOM (epMeHTe.

B kavecTBe peakTMBATOPOB OBLIM HCIPOOO-
BaHbl MHOTOYMCJIEHHBIE COGIMHEHNUs, colepxka-
IMe YeTBEPTUYHYI0 aMMOHMEBYIO TPYIIIY U TH-
IpoKcuiaMuHHYI0 GyHkuuioo. HaumbGonee ad-

(bexTUBHBIM cpemM HMUX oKasaics 2-nupu-
dunanvooxcummemuodud (ITAM). D1o coenmte-
HMe o0amaeT yCTOMYMBOM reoMeTpueit Oiaro-
Jnaps ABOWHOW CBA3M B OKCHUME, KOTOpas CIO-

COOCTBYeT yIepXaHWIO aTroMa KUCJI0pojaa
B TUIOCKOCTH KOJIbIIA.
[TAM  peakTuBUpyeT HMHIUOMPOBAHHYIO

OANOO aneTunxoauHacTepady B MPUHIIUIE IO
TOMY e MEXaHU3My, YTO U TUIPOKCHUJIAMUH.
Opnaxko 110 3ddexrusHoctr 10° M ITAM co-
oTBeTCTBYeT 1 M rumpokcunamuna. Takoe no-
svluerue apgexmusnocmu ¢ 1000000 pasz no-
36o04a5iem  ucnoavzogamv I[IAM Oas  neuenus
ompaeaeHuil  opeanuueckumu  gocamamu.
VnusurensHas sddexkTuBHocTh [TAM 006ycio-
BJIeHA ONTUMAaJbHBIM PACIONOXEHUEM UYEeTBEp-
TUYHOX aMMOHMEBOW TPYMIIbI MO OTHOIIEHUIO
K HyKJIeohUJIIbHOMY aToMy Kucjopoaa. Paspa-
00TKa 3TOTO Tperapara sBUJIAach BeXOW B pa3-
BUTHUU PAllMOHATBHOTO TOAXOAAa K CHUHTE3Yy Jie-
KapCTBEHHBIX MpPENaparoB.

37.10. VTHruOouTOopsl ANETHIXOJMHOBOIO
penienTopa

biokatropaMu  HEPBHO-MBIILIEYHOTO
HUS CIyXaT TakKXe coeduHeHus,

npoBene-
Henocpeo-

CMBEeHHO 68030elicmeyrujue Ha AUemuaIxonu-
Hogbili  peyenmop. K HWM OTHOCHUTCS Kypape,
KOTOPBIN Ha TPOTSKEHUM CTOJETUN MCTIONb30-
BallM l0OXXHOAMEpUKaHCKUE WHAeHIb. Bckope
mocine Bo3BpamieHus Koxymba u3 Amepuku
n'AHrepa B cBoeM counHeHuu «De Orbo novo»
OTME€YaJl, 4YTO «MECTHBbIE XUTEIU OTPaBJISIU
CTpeNbl COKOM CMEPTENbHO-SIMOBUTON TpPaBBI».
OIHUM M3 aKTUBHBIX KOMITOHEHTOB Kypape
sBasietcst d-mybokypapur (puc. 37.17). Tyboky-
Dpapux  uHeubupyem 0enoaapu3ayul) KoHYeebix
NAGCIMUHOK, KOHKYPUPYS C QUEMUAXOAUHOM 34
C6:3bl6aHUe ¢ peyenmopom. AHAJIOTUIHBIM TTy-
TeM IeHCTBYIOT O-OYHTapOTOKCUH M KOOPaTOK-
cUH. B oTivuue oT 3TOrO BeulecTBa TUMA dekd-

MemOHUsI COeIMHSIIOTCSl C PELEeNTOPOM alleTU-
XOJIMHA, BbI3bIBAsl YCTOMUUBYIO Oenoaapu3auyuro
KOHIIeBOM TUTACTUHKH.

B xupyprum B KauecTBe mperapaTa, BBI3bI-
BalolIero pacciabieHue MbIIIL, UCMOJb3YeTCs
aHaJIOT alleTUJIXONUHA - CYKYUHUAXOAUH.

Puc. 37.16. PeaxrtuBanus TUAPOKCUIIAMU -
HOM alleTUJIXOJIMHACTepasbl, WH-
rMOMPOBAHHONW  OUU3OTIPOTIMII-
dropdochaTom.
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37.17. ®opmynra U Mojeidb d-TyOOKY-

papuHa.

Puc.

CyKIUMHUJIXOJUH KpailHe MeIJIeHHO TUAPO-
JIN3YEeTCS  aleTWIXOJWHICTepa3oil B  IOCT-
CUHANTHYeCKOi MemOpaHe. BcnemctBue 3TOrO
OH BBI3BIBACT YCTOWYMBYIO IEIOJISIPU3ALUIO0
KOHIIEBO! IJIaCTMHKM. B TO XXe BpeMsl CYKIIH-
HUJIXOJUH TUAPOJU3YETCS TIOA ACHCTBUEM Me-
Hee crelnrdUUYeCKUX XOJIMHACTepa3 B IIa3Me
W B TIeYeHU, 3T (epMEHTh Ha3BalMu HAG3-
MEHHbIMU — AQUEeMUAXOAUHICMEPA3amu VI
ncesdoxoaunacmepasamu OJist TOro, 9YTOOBI OT-
JIMYUTh WX OT aleTUIXOJUHICTEpPa3bl ITOCT-
cuHanTrYeckoil MeMOpaHbl. CYKIMHUIXOJIUH
ynoGeH TeM, YTO NP €ro MCIOoJb30BaHUU He-
PBHO-MBIIIIEYHOE TIPOBEACHUE BOCCTaHABIN-
BaeTCsI BCKOpPE IMOCJIe TOTro, KaK MepecTaloT BBO-
IWTh BTOT mpemnapaT. OZHAKO B OTOEIbHBIX
cllydasix MBIIIEYHOE pacciiablieHue U mapaiud
IBIXaTeIbHBIX MBILIL COXPAHSIOTCS Ha MPOTS-
XeHWU MHOTHX 4acoB. [IeJ10 B TOM, YTO B TAKMX
cllyyasX TUAPONU3 CYKIMHWIXOJIWHA y O0OJb-
HBIX WAET KpaiiHe MeEIJICHHO u3-3a CHJIBHO
CHMXXEHHOTO CpPOACTBAa IIJIa3MEHHOM XOJIMH-
acTepadbl K CYKIMHMIXOJUHY. IloBbIlIeHHAsS
YyBCTBUTEIbHOCTD K CYKIIMHHUIXOJUHY [TaK Xe
Kak M maMaxuHy (pa3a. 15.11)] - mpuMep reHe-
TUYECKU JeTePMHUPOBAHHON JIeKapCTBEHHOM
UANOCUHKPA3UH.

Ecmu  KpoJaWMKOB WMMMYHU3UPOBATh OYM-
IIEHHBIMU AlleTUJIXOJMHOBBIMU peleNITOPaMU,
TO CITYCTSI HECKOJIbKO HEeJleJTb TTOCIe UMMYHM3a-
LMY Y HUX HaOIomaeTcsl MbIIedyHas ci1aboCcTh

Yactp V.
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u OwIcTpast yTomiaseMocTb. OOBSICHAETCS 3TO
TeM, YTO B pe3yJbTaTeé MUMMYHM3AIUU y HUX
BbIpa0aThIBAIOTCSI AHTUTENA, pearupyrouye
C aleTUJIXOJIMHOBBIMU pELIENITOpAaMU UX COO-
CTBEHHBIX HEPBHO-MBIIIEYHBIX COEAUHEHUIA.
Butore yncio pyHKIIMOHATBbHO AaKTUBHBIX alle-
TUJIXOJMHOBBIX PELENTOPOB YMEHBIIAETCS, YTO
MPUBOAUT K YXYIIIEHUIO HEWUPOMBIIIEYHON!
nepenadyu. PasBuBaronieecst y 3TUX KpOJUKOB
COCTOSIHME OYE€Hb HAIIOMMHAET TSIKENIyI 00-
JIe3Hb  4esjoBeka - muacmenuro  (myasthenia
gravis), W, JAEUCTBUTENBHO, B CBIBOPOTKE
OOJBHBIX MUACTEHUEU coaepxXaTcsl aHTUTeNa,
HamnpaBJIEeHHbIE TPOTUB COOCTBEHHBIX pPELENTO-
poB  aueTunaxonuHa. Jpyrumu  ciosamu,
myasthenia gravis SIBASETCS aymMOUMMYHHbIM
3aboneéanuem, T. €. TAKUM 3abojieBaHUEM, TPU
KOTOPOM OpTaHU3M OKa3bIBA€TCS MUILIEHBIO
nelicTBUS COOCTBEHHOI MMMYHHOW CHUCTEMBI.

37.11. K 4ucay HeipoMeanaToOpoB OTHOCATCSA
TaKKe KAaTeXOJaMHMHbI U Y-aMHHOMACJSIHAS
kucaora (FAMK)

[ToMumo aneTUnAX0NMHA, U3BECTHBI U ApYyTUe
HelipoMenuaTopbl. BelecTtBo cuuTaeTcs Heii-
pOMEIUAaTOPOM, €CJIM OHO YAOBJIETBOPSET Clie-
OYIOIIUM  KPUTECPUSIM. Bo-miepBbIX, MWU-
KPOVMHBEKIINN MPEANOTaracMoro Hempomeaua-
TOpa B CUHANTUYECKYIO IIEJb TOJKHBI BBI3bI-
BaTb TaKOl e OTBeT, KaK BO30YyXIeHUeE
MpecUuHaNTUYeCKOro HepBa. Bo-BTOphIX, 3TO Be-
1LIECTBO TOJKHO B OOJIBIINX KOJTUYECTBAX MPU-
CYTCTBOBAaTh B IPECUHANTUYECKUX HEPBHBIX
OKOH4YaHUsX. B 9ToM OoTHOLlIEHUU HanboJiee Be-
COMBIM KPUTEPUEM CIYXKUT BbIICJICHUE CUHATI-
TUYECKUX MY3bIPbKOB, COAEPXKALIMX ITO Bellle-
CcTBO. B-TpeTbux, mocTyaupoBaHHBIN MeauaToOp
JIOJIK€H BBICBOOOXIAThCSI M3 MpEeCUHAITHU4ye-



CKOTO HepBa B HY>XHOE€ BpeMsl U B KOJIMYECTBE,
JOCTATOYHOM /ISl BO3AEMCTBUS Ha MOCTCUHAT-
TUYECKUI HEPB.

DTUM KpUTEpUSIM yIOBJIETBOPSIET Psll Kare-
XoJaMUHOB. Tak, HOpaJpeHaJIUH SIBISCTCS Me-
IUATOPOM B TJIAAKOMBIIIEYHBIX COCIUHEHMSIX,
KOTOpble WHHEPBUPYIOTCS CUMIATUYECKUMU
HepBaMu (B OTJIMYKME OT MapacMMIaTHYECKUX
COCMHEHUI, B KOTOPbIX HEWPOMEIUaToOpPOM
CNyXuUT auetunxonuH). Karexomamuubl ampe-
HaJIMH U IoMaMUH -ABa APYTUX KaTeXxoJdaMU-
HOBBIX HeiipoMenuatopa. YKa3aHHbBIE KaTexoJ-
aMMHBI CHHTE3MPYIOTCS U3 THPO3MHA B OKOHYA-
HUSX CAMIIATUYECKUX HEPBOB M B HAMOYEYHU -
Kax (puc. 37.18). IlepBhIif aTam cuHTe3a (peak-
s, TUMUTUPYIOIIAas CKOPOCTh BCETro IMpoLec-
ca) - TMIPOKCUIMPOBaHUE TUPO3MHA C 00pazo-
BaHUeM 3,4-puruapokcudenunananuta (40 -
®DA). lanHast peakuus KaTaJlu3UpyeTcs TUPO-
3UH-THIPOKCUIIA30ii - PepMEHTOM, aHaJO0THY-
HbIM (eHUJaJaHUH-TUAPOKCUIa3e. AKTUBATO-
pPOM MOJIEKYJISIDHOTO KMCJIOpOAa IpU 3TOM
CILYXKUT TeTParuaApoOMONTEepUH - KopaKkTop
depmenTa. Bropoit sram  cuHTe3a - gexap-
ookcunupoBanue HO®MA, kaTtaauzupyemoe
JNODA-gekapbokcunazoi  (pepMeHTOM,  CO-
IepXamuM nupumokcaizbdocdar) ¢ 0odOpa3oBa-
HueM 3,4-nuruapokcudeHuIdTuIaMuHa  (do-
¢amuna). Janee nobaMuH TUAPOKCUIUPYETCS
B HOpadpenaiuH B TIPUCYTCTBUM MeIbCOJEPXKa-
mieil ruapokcuaassl. HakoHel, u3 HopagpeHa-
JIMHA B pe3yjibTaTe MEeTUJMPOBAHUS 00pasyer-
csl adpenanrun; GEpPMEHT, OCYIIECTBISIOUIUN
9Ty peakiuio,- TPAaHCMeTu1a3a, MUCIOJIb3YI0-
mas B KayecTBE JOHOpAa METUJIbHBIX TPYIIII
S-a1eHO3UIMETUOHNH.

MHakTuBalus KaTexoJlaMUHOBBIX Helipome-
IUATOPOB OCYILIECTBIASCTCS MyTeM METUJIMPO-
BaHus 3-OH-rpynmbel KaTtexojJoBOTO KOJIbIIA.
Peakuuio karanusupyetr kamexon-O-memun-
mpancgepasza, WCTONb3yOINAs S-aneHO3UIMe-
TUOHUH B KauyecTBe JOHOpa METWJIbHOM
rpynmnel. Apyroit nyTh MHAKTUBALMU 9TUX HEM-

POMEIMATOPOB - ynajeHue AMMHOTPYTIIBI
B XOl€  OKHUCJCHUSI  MOHOAMUHOKCUOA30I
(puc. 37.19).

Cpeny TpOM3BOAHBIX aMUHOKMCIOT BbIsI-
BJICH ellle OMH HelipoMenuaTop. OT0 Y-aMUHO-
OyTupaT, Ha3blBaeMbIil TaKXe Y-aMUHOMACAS-
noti kucaomoii (ITAMK). TAMK yBenuuuBaer
MPOHUIIAEMOCTh TOCTCUHANTUYECKUX MEMOpaH
a1 K' ¥ TeM cambIM oThanseT MeMOpaHHEIN
MOTEHIIMAJI OT MTOPOTOBOTO YPOBHSI, TIPU KOTO-
POM BO3HMKAET IMOTEHLMAT ACHCTBUS, TaKUM
oopazom, 'AMK - 310 TOpMO3HEIN HelipoMe-
nuatop. 'AMK oOpasyercs mpu mekapOok-
CUJIMPOBAHUU TJIyTamMata B peakluu, KaTa-

Puc. 37.18. Ilythb OuocHHTE3a KaTexoJlaMu-
HOBBIX HEHPOMEINaTOPOB.
JU3UPYyeMO rJlyTamaTr-aeKapOoKCcUIa3oi

(puc. 37.20). HetpynHo mpenyragaTh, 4TO MpO-
CTETUYECKOU TIpymnmoil 3Toi AekapOoKcUIaszbl
CIYXUT mupupokcaibdocdar. y-AMUHOOYTH-
paT MHAKTUBUPYETCS MyTeM TpaHCAMUHMUPOBA-
HUs ¢ oOpa3oBaHMEM IOJyalbleruaa SIHTap-
HOW KMCJOTBI, KOTOpBIA [ajee OKHUCIAETCS
B CYKIIMHAT.
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Puc. 37.19. WuaxTuBanusg HopaapeHaJIWHAa.

37.12. JIna Bo30yXKIeHHS NAJOYKH CETYATKH
1J1a3a JA0CTATOYHO OAHOro ¢oToHA

PaccMmoTrpum Temeps Bo30yoMMBbIE PEIENTOPHI,
aKTUBUpPYEMbIE cgemom. Y 4deloBeKa UMEITCS
nBa TUMa (GOTOPEUENTOPHBIX KJIETOK, Ha3bl-
BaeMBIX MaJOYKaMU M KOJIOOUYKAMM B COOTBET-
ctBUM ¢ ux (opmoit. Koabouku (GyHKIIMOHU-
PYIOT Ha SIDKOM CBETY M OTBETCTBEHHBI 3a
1IBETOBOE 3pEHUE, TOrna KaK Hai04Ku BOCTIPH-
HUMAIOT CIa0BIi CBET, HO HE pa3NMYaloT LIBETa.
B ceTuatke rmasa yegoBeKa COOEPXKUTCS 3 MIIH.
Koybouek u 1 MJjpa. majodek. Dty oTtopelen-
TOpHBIE KJIETKU npeobpasyiom 3sHepeurr ceema
8 OsudICeHUe amomog, a danee U 8 HePEHbIi UM-
nyavc. Ilamoukm u  KonOouku 00pasyior
CUHATICBI C OMTTOJNSIPHBIMU KJIETKaMU, KOTOPBIE

Puc. 37.20. CuHTe3 ¥ MHAKTUBAIUS Y-aMUHO-
Oytupara.
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B CBOIO OYe€pe/lb B3aUMOIECHCTBYIOT C APYTUMU
HEepBHBIMHU KJIETKaMU B CceTYaTKe. DIeKTpHUe-
CKMe CHUTHaJIbl, TeHepUpOBaHHbIE (oTOpelern-
TOPHBIMHU KJIETKaMHu, Mpeobpas3yloTcsi, MpoXo-
I TI0 CJIOXHOW CeTH HEPBHBIX KJIETOK
B CETUaTKe, U 3aTeM ITIepelaloTcsl B MO3T IO BO-
JIOKHAM 3pUTEJbHOTO HepBa. Takum obpaszom,
CeTYaTKa BBHIMOJHAET ABe QYHKIMU, a UMEHHO
TpaHC(OPMUPYET CBET B HEPBHBIE HMMITYJIbCH
U UHTETPUPYET 3PUTEIbHYIO WH(POpPMAIIUIO.

B 1938 r. 3emur Xext (Selig Hecht) oTkpsin,
4TO 045 6030yicOenus nalouku (Kiemku) cem-
uamKu 4Yeno08eKka 00CMmamo4Ho 00HO20 GOMOHA.
PaccMoTpuM MOJIEKYISIDHYIO OCHOBY WMCKITIO-
YUTEJBHO BBICOKOW YYBCTBUTEIBHOCTH 3THUX
Ki1eToK. [lallouyku mNpeAcTaBIsiOT COOOM TOH-
KUe YAJTUHEHHbIE CTPYKTYPhI AUAMETPOM OObI-
yHo 1 Mxm u pnuHoir 40 mxkMm. OcCHOBHBIE
(GyHKIIMU 3TOM KJIETKM YETKO pa3ieieHbl Mpo-
ctpanctBeHHO (puc. 37.22). Hapyxchoiii  cee-
MEHM NAAOUKU CReUUalu3uposar 0as gomope-
yenyuu. B Hem comepxutcst mpumepHo 1000
duckos, clloXeHHBIX cTonkoil (puc. 37.23). du-
CKU TIPEICTaBJISIOT €000 3aKpBIThIE YILIO-
HIEHHbIE MELIOYKHM TOJIIMHOK oKoio 160 A.
DT MeMOpaHHBIE CTPYKTYPHI HachbIEeHHB (Po-
TOPELEeNTOPHEIMIA  MoJIeKylTaMu. MeMOpaHbI
IUCKOB U MJja3MaTuyeckass mMeMmOpaHa HapyxX-
HOTO CeTMEHTa He collpuKacaloTcs. ToHKas pe-
CHUYKA COCIUHSIET HAPYXHBIM CETMEHT C GHY-
MpeHHUM ceeMeHmoM, ©OOTaTbiIM MUTOXOH-
IpusiMid u pudbocomamu. Bo BHYTpeHHeM
CerMeHTe ¢ OYeHb BBICOKOI CKOpPOCTHIO BBIpa-
OarbiBacTcs ATP m wuaer akTUBHBIA CHHTE3
0enkoB. JIMCKM HapyXXHOTO CErMEHTa MMEIOT
CPOK XM3HU Bcero JUIlb 10 1Hei M TTOCTOSTHHO
OOHOBNAIOTCS. BHYTpeHHU CErMEHT COMpUKa-
caeTcs C SAPOM, pACIOJOXEHHBIM PSIIOM
¢ cunanmuveckum meavyem. CUHANTUUYECKOE
Teblle, B KOTOPOM COIEPKUTCSI MHOTO CHHAIl-
TUYECKMX IYy3BIPbKOB, 00pa3yeT CUHAIC C Ou-
MOJNSIPHBIMU KJIETKAMU.

37.13. PononcuH - hoTopenenTopHblii  0eJIOK
najo4yeK

Onsg ctuMynssuuu  (GhOTOPELENTOPHBIX KJIETOK
HeoOXoauMo ToryomeHue cBeta. Ilormomenue
(oToHa cBeTa MOJXKHO BBHI3BaThb CTPYKTYpPHBIE
M3MEHEHUS CBETONOIOIIAOIIECH TPYNNUPOBKHU



Puc. 37.21. Muxkpodororpacdusi KieTok ma-
JIOUEK CeTYyaTKu, TMOoJydyeHHast
B CKaHUPYIOUIEM 3JIEKTPOHHOM
mukpockore. (ITedataeTcs ¢ mo-
0e3Horo paspewreHus a-pa Deric

Bownds.)

(xpomoghopa). D®OTOYYBCTBUTECILHBIM  Bellle-
CTBOM TMayiouek SIBJSETCS PoJonCUH, COCTOSI-
KU U3 OelKa oncuHa W TPOCTETUYECKOM
TPYIINBI, TpencTaBieHHOW [ I-yuc-pemunanem
(puc. 37.24). PoponcuH mnpeacTtaBisieT coOoit
TpaHcMeMOpaHHbIN Oesok Maccoit 38 x/la. Ero

Puc. 37.22. CxemaTuueckoe

IHaJO04YKM CETYATKH.

n300paxkeHne

N-KoHel| pacnojioxXeH B BOIHOU (aze BHYTpU
nucka, a C-koHell-Ha JpYroil CTOpOHEe MeM-
OpaHbl JucKa, B 1LMTO30Je. N-KOHIleBas
00J1aCTh POMOTICMHA COAEPXUT JBE OJUrocaxa-
pUAHBIC E€AMHUIBI, KOBaJEHTHO TPUCOEAU-
HEHHbIe K acIllapardHOBOi OOKOBOW IIEIH.

Puc. 37.23. HapyXHBIii CcerMeHT NaJo4YKHU
CETYaTKH IOJ SJIEKTPOHHBIM MU-
KPOCKOIIOM. BUIHBI yJI0XEHHbBIE
cronkoi mucku. (Allen J. M., ed.,
Molecular  organization and
biological function, Harper and

Row, 1967.)
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Puc. 37.24. Ctpykrypa 11-yuc-perunans, 1mo-
JIHOCTBIO-mpaHCc-PETUHAS U TIO-
JIHOCTBIO-mpaHc-peTuHoNna  (BU-
TaMuHa A).

DTUM caxapaM, IIO-BUIUMOMY, INPUHAOJICKUT
Ba’XHas poJib B HAIIpaBJICHHOM MEPEABUXKCHUN
pPOOOIICMHA M3 BHYTPCHHEIO CErMEHTA K OIU-

Puc. 37.25. OO0Opa3oBaHue AUCKOB MyTeM MH-
BarMHaluu Mja3MaThyeckoi
MmeMOpaHnbl. CTpenkamMu Iokasa-
Ha TOJSIPHOCTb MOJEKYT po-

JOIICMHA.
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ckaM. [leso B TOM, YTO POAOICHUH, KaK U Ipyrue
MeMOpaHHble OelIKM 3YKapuoT, CHUHTE3UPYeTCs
Ha pubocomax, NMPUKPEIJIEHHBIX K 3HIOMJIa3-
MaTuyeckoMmy peTukyiaymy. HoBocuHTe3upo-
BaHHBI POJOTICUH TOMagaer B armapar
lonbaku M JauIIb MOCHE 3TOrO JAOCTUTAET
ia3MaTuyeckoir MemOpanbl. HoBble aucku
00pa3ylTcsi B OCHOBAaHUU BHYTPEHHETO Cer-
MEHTa IyTeM WHBAarMHAllMU TUIa3MaTUYeCcKOoit
MeMOpaHbl, U UMEHHO MO3TOMY YIJIEBOAHbIE
eIVMHUIBI POJOTICUHA OKA3bIBAIOTCS JIOKATN30-
BaHHBIMU BHYTPU IMCKA, XOTS IEPBOHAYAIBHO,
BXOISl B COCTaB IMJIa3MaTUYECKOW MeMOpaHBbl,
OHU OOpalleHbl BO BHEKJIETOYHOE MPOCTPaH-
ctBo (puc. 37.25).

OncuH, nomo0HO ApyruM Oejakam, JH-
HIEHHBIM TPOCTETUYECKUX TPYMIM, HE TOIIo-
1aeT BUAMMOTro cBeta. LIBeT pomorncuHa u ero
YYBCTBUTEJIBHOCTb K CBETY OMNpPEIesIoTCs
MPUCYTCTBUEM 1 1-yuc-peTuHansi, sBsIOIIero-
¢l BBICOKO3(PEeKTUBHEIM XpomodopoM. bia-
rogapst 11-yuc-peTuHano pomgolcuH oOiagaeT
IIMPOKON TMOJOCOM TOTJOIIEHUS B BUIAUMOWN
obnactu criektpa ¢ Makcumymom mnpu 500 HM,
YTO MPEKPACHO COOTBETCTBYET COJTHEUHOMY U3-
nyyeHuto. [lpumevarenbHa Takxke MUHTEHCUB-
HOCTb MOTJIOLEHUSI BUIMMOTO CBETa POAOIICHU-
HoM. Koa(duumeHT 3KCTUHKIIMKM POAOIICUHA
npu 500 HM OYeHb BBICOK, a WMEHHO
410 cM'*M' (puc. 37.26). CymmapHas
Cuja TOTJIOMEHUS BUAMMOTO CBETa POJOICHU-
HOM TIpUOJMXAEeTCs K MaKCUMaJbHbIM 3Haye-
HUSIM 715 OPTAHUYECKUX COoequHEeHUH. Beico-
kue xpomodopHbie KayecTBa 11-yuc-peTuHans
00YCJIOBJIEHBI TE€M, YTO OH SIBJISIETCS NOAUEHOM.
YepenoBaHue B HeM 1IECTU OAMHApPHBIX
Y ABOMHBIX (HEHACBHIIIEHHBIX) CBSI3€i co3maer
IJIMHHYI0 HEHACHIIEHHYI0 CUCTeMY IS Tepe-
HOCa 3JIEKTPOHA.

11-yuc-peTuHaNb IPUCOEANHEH K POAOIICUHY
yepe3 wuggoso ochoéanue, KOTOpoe oOpasyeT-
Cs MpU CBSI3bIBAHUM AJIBJETUIHOU TPYIIbI

Puc. 37.26. Crnexrtp

CHHa.

norjiomecHuAa  poaoIl-



Puc. 37.27. IlepBu4HBIll aKT MpU BO30OYyXKmIe-
HUU CBETOM - 3TO M30MEpHU3aLus
11-yuc-uzomepammddoBaocHo-
BaHUs, 00pa3yeMOro peTuHajIeM.
B MOJIHOCTBIO-mpanc-hopmy.
[BoitHass c¢BI3p wMexnmy C-11
u C-12 moka3aHa 3eJIEHbIM IIBe-

TOM.

11-yuc-peTrHaIs ¢ e-aMUHOTPYIIIION crie Iy -
YeCKOro ocTaTtka Ju3uHa B orcuHe. Crek-
TpajJbHbIE CBOWCTBA pONOICHHA CBUICTEb-
CTBYIOT O TOM, 4TO MM(GHOBO OCHOBaHME HAXO-
IUTCSI B TIPOTOHUPOBAaHHOI (opme.

[MpenmectBeHHUKOM 11-yuc-peTuHans ciy-
XUT HOAHOCMbIO-MPAHC-pemuHos (BUTAaMUH A),
KOTOPBIA B OpraHW3Me MJICKOMUTAIONIUX He
MOXeT CHUHTe3upoBaTbcsl de novo. Ilon-
HOCTbhlO-mpanc-petTuHon (puc. 37.24) mpespa-
maercd B 11-yuc-pernHans B nBa 3Tana. CHa-
qaja TPOUCXOAMT OKHMCJIEHHE CIUPTOBOM
TPYIIIBl B aNBACTUAHYIO B TIPUCYTCTBUM permu-
Hon-Odeeudpozenazst 1 NADP' B kauecTse ak-
llenTopa 3JIEKTPOHOB. 3aTeM TMOj JAeHCTBUEM

PemuHanb-u30mMepassl ABOWHASI CBSI3b  MEXIY
C-11u C-12 uzomepusyercs U3 TpaHC-(POpPMBI
B yuc-popmy. HenmoctaTouHOCTh BUTaMUHA
A TIpUBOIMT K HouHOU («KYpHHOI») ciaenome
M B KOHEYHOM UTOTe K TMOBPEXACHUIO Ha-
PYXHBIX CETMEHTOB IMajoyek.

37.14. CgeT BbBI3BIBAET HM30MEPU3ALNHIO
11-yuc-perunans

[TepBUYHBII aKT B MPOLIECCE 3PUTEIBHOTO BO3-
oyxneHnus usBecteH. Kak moxaszan [Ixopmx
Yonn (George Wald), ceem ebizbigaem uzomepu-
sayuro 11-yuc-pemunansHoil epynnsl podoncuHa
6 NOAHOCMbIO-MpaHc-pemunans. B pesynbrate

M30MEPU3AIUN CUJIBHO MEHSIETCS TeOMEeTpHs
peruHans (puc. 37.27). Obpa3zoBaHHOE peTHHA-
JneM mmrbdOBO OCHOBaHME TIEPEABUTAETCS IO
OTHOULIEHUIO K 00JacTW KoJjblla Xpomadopa
npuMepHo Ha 5 A. B cymHocTu, noerouwennbiii
gomon npeobpazyemcs 6 O8uUdNCeHUe AMOMOS.

3HauYUTEeNbHAS M30MEpU3ALMS  PETUHAIS
MPOUCXOIUT MPAKTUIECKH B TIEPBbIe HECKOJBKO

37. Bo30yaumbie MeMOpaHBbI
H CEHCOPHbIE CHCTEMBI
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Puc. 37.28. IlpomexyTouHble 3Tambl (OTO-
Jmu3a pomoricuHa. [lpuBemeHbI
IUTUHBI BOJIH, COOTBETCTBYIOIINE
MakCHUMyMaM TIOTJIOLIEHUS Ka-
KIOTO M3 COEIMHEHMI, a Takxe
MMOCTOSTHHAST BPEMEHU KaXIoro

U3 TIPEBPAIEHUIA.

MUKOCEKYH]I TOCJIe MOTJIoIeHUs (DOTOHA, O UeM
MOXHO CYIMTbh IO TOSIBJIEHUIO HOBOW IOJIOCHI
MOTJIONIeHUsI TIOCIe CHUJIBHOTO WMITYJIbCHOTO
ocBellleHUsT JazepoM. OOpasylonuics Tpu
3TOM MPOMEXYTOUHBII MPOAYKT (HOTOIM3A, Ha-
3bIBAEMBIN Oamopodoncurom (WU HPeaoMupo-
doncunom), COACPXUT HAMPSKEHHYI0 — TIOJI-
HOCTbIO-mpanc-popMy  xpomodopa.  [danee
U pevHah, M OEJIOK TPOJOKAET U3MEHSTh
CBOI0 KOH(OpMAIWIO, YTO TPUBOIUT K 06paso-
BaHMIO Psifia TPOMEXYTOUYHBIX MPOAYKTOB, pa3-
JIMYAIOIIUXCS MO CIHEKTPaJbHbIM CBOMCTBAM
(puc. 37.28). Ilpu nepexoqe OT METAPOAONICUHA
1 x Mmetaponomncuny I, nasiiemMycss 0KOJI0 M-
JINCEKYHIIBI, TPOWCXOAUT JAETTPOTOHUPOBaHUE
mmddoBa ocHoBaHus. JIWIIEeHHOE TPOTOHA
muddoBo ocHoBaHMEe B MeTapomoncune II ru-
JIPOJTU3YeTCS B TeYeHWe TPUMEPHO OAHOW MU-
HYTBI C 00pa30BaHMEM ONCUHA U TOJHOCTBIO-
mMmpanc-peTUHANIS; TIoCTeTHUI TTyTeM nuddy3nmn
OTZEJsIeTCS OT OTICUHA, MTOCKOJIbKY HE COOTBET-
CTBYET y4yacTKy CBsi3bIBaHus 11-yuc-usomepa.
TTonHOCTBIO-Mpanc-peTUHATL B TEMHOTE U30-
MepusyeTcsl cHoBa B |l-yuc-peTMHa b, KO-
TOPBI CBSI3BIBAETCSI C ONCMHOM, U TaKUM ITy-
TeM pereHepupyercsi pomoncuH. B otiuuue or
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peakiuit  ¢$hoToNM3a POMOINCHMHA THIPOJIU3
muddoBa OCHOBaHUSI TPOTEKAeT HACTOIBKO
MEJIEHHO, YTO HE UTpaeT HUKAKOW poJjin B Te-
HEepUPOBAHUU HEPBHOTO MMITYJIbCA.

37.15. Cser BbI3BIBAET TUNEPNOJISIPU3ALUIO
IJIA3MATHYECKOl MeMOpPaHbl HAPYKHOTO
CerMeHTa MaJI0YeK

H3zomMepuszanms peTuHans M3 yuc- B Mpauc-
¢opmy W Tochemyole KoH(OpMalMOHHbIE
W3MEHEHUsI POAOICUHA - 3TO TTEPBUYHBIE aKThl
rpoiiecca 3puUTeNbHOro Bo30yxkaeHusi. Cre-
NYIOLIMI BaXXKHBIN 3Tarl, HEOOXOIMMBII IS re-
HEPUPOBAHUSI HEPBHOTO UMIYJIbCa, ObUT BbI-
SIBJIEH TIpU 2JIEKTPO(PU3MOTOTMUECKUX UCCIAEH0-
BaHMSIX WHTAKTHOU ceTyaTku. Keawm ceema
6bI3bl6aAeM  KPAMKOBPEMEHHYI) — 2UNEPNOAApU3A-
YUl0 NAa3MamuyecKol MemOpaHvl HAPYICHBIX
ceemenmos (puc. 37.29). KunHeTtmka Tpolecca
TUIIEPIIOSApU3AllUU  3aBUCUT OT WHTEHCUBHO-
CTU CBETOBOTO MYyYKa U YPOBHSI YCTOMYMBOIO
(oHoBorO OCBeleHUs. Bpemst peakliuy Ha enu-
HUYHBIA (OTOH COCTaBJIsIET OKOJO CEKYHIbI,
a Ha MHTEHCHUBHBIN MafaolIUil CBET - HECKOJIb-
KO MWUIMCEKYHJ. B mamodykax He BO3HUKaeT
rnoTeHIMana nercTBus. Mx peakuusi Ha CBer
MOXET OBbITh Pa3JMYHOI cujbl. BenuuumHa cur-
Hajla, WAYIIEro OT HapyXHOro CcerMeHra
K CHUHAICy, 3aBUCUT OT YMCJia TOTJIOLUIEHHBIX
(oroHoB. Ecnu B3gTh o6Jamarolive IMOTHON
YYBCTBUTEJIbHOCTBIO aalTUPOBAHHbBIE K TEM-
HOTE TMaJOYKH, TO TOJYMaKCUMAaJIbHBII Ypo-
BeHb TUIEPIOJSIpU3alUU HaOMIoAaeTCsl TMpU
norjioiieHuu Bcero Jauib 30 ¢GOTOHOB Ha-
PYXHBIM CErMEHTOM TMajloYKu, COAepXKalluM
40+10° momexyn pomoricuHa (puc. 37.30). ITo-
rJIoNIeHUEe eIMHUYHOTro (hOTOHA aJanTUPOBaH-
HOU K TEMHOTE MaJIOYKOU BBI3BIBAET TUIEPITO-
Jnsipu3anuio nopsiaka 1 MB, yTo ynaBiuBaeTcs
CHHATICOM W TIepefiaeTcs Ha ApyTrue HepoHbI
cetyaTku. MckimounTenbHass 4YyBCTBUTENb-

Puc. 37.29. TIlon meiicTBueM cBeTa MPOUCXO-
TIUT TUTIEPIIOISIPU3AIIUS TTAToUeK

CCTYATKM.



HOCTb - HE €OVHCTBEHHOE BbIJAIOLLEECSH CBOW-
CTBO nasiovek. MIx BTopas nopasutenbHas 0co-
6EHHOCTb COCTOMT B TOM, YTO peakuusi
CBETOBOCMpPUHMMAtOLLIEro annaparta ¢ortoae-
TEeKTopa Ha UMMYNbCHOE OCBELLEHME 3aBUCUT
OT ypoBHSA (POHOBOW OCBELLUEHHOCTU. [ns BO3-
Oy>XOEeHNS NasioyeK, OCBELLEHHbIX MOCTOSHHBLIM
cBeToM, TpebyeTca 3HaumMTenbHO 6osblue do-
TOHOB, YeM )15 ManioyeK, HaXOASLLMXCA B TEM-
HoTe (puc. 37.30). bnaropapsi 3aToMy CBOICTRY,
Ha3blBaeMOMY agarnraumeri, NaI0HKN CeTHaTkn
CrocoOHbl  (PYHKLMOHMPOBaTb MNPU  YPOBHSIX
(pOHOBOMN OCBELLEHHOCTU, Pa3NnNyaloLmnXCsl Ha
MHOro MOpSiAKOB  BEUNYMHDI.

KakoB WOHHBIN MEeXaHU3M WHOYLMPOBAHHOW
CBETOM runepnonapusaumn? MNnas3marmyeckas
MemMOpaHa Hapy>XHOro CermMeHta nasioyvkm
B TEMHOTE BbICOKO MpoHMugema anis Na'. 3T1o
0BCTOATENBCTBO HApPsily C HAJIMYMEM BbICOKO-
ro TPaHCMEMOPAHHOIO rpaavieHTa KOHLEHTpa-
uin Na“ npvBOOMT K TOMY, 4TO B TEMHOTE
MOHbl HaTpusi ObICTPO BXOOAT BHYTPb HapyX-
HOro cermMeHTa. OTOT rpagvieHT MNoLAAEPXN-
Baetca (Na" + K')-ATPasoii, nokanmsoBaH-
HOW B Mna3maTtmnyeckol MemMOpaHe BHYTPEHHE-
ro cermeHra. Takmm o006pa3oM, B TEeMHOTE
MOHbl HaTpuss BXOOST B HAPYXKHbIA CErMeHT,
AndPyHaAMPYIOT Janee BO BHYTPEHHUA cer-
MEHT 1 3aTEM BbIBOASTCA C MOMOLLLIO HACOCa,
paboTatouwero 3a cyet aHeprm ATP. CeerT ka-
KkuM-T0 o06pa3om Oriokmpyer Na'-kaHasibi
B Msa3maTn4eckori MembpaHe HapyXHoro cer-
meHTa. B peaynbrate Tok Na', HanpasneHHbIn
BHYTPb KJIETKW, CHUXXAETCS U MemMOpaHa C BHY-
TPEHHEW CTOPOHbI CTaHOBUTCH Oonee anek-
TpooTpuuatensHon. JpyrMu croBamu, Mem-
OpaHHbIi MOTEHUMaUT MAIOYEK MPU  OCBELLIEHWMN
capuraeTcs B  CTOPOHY PaBHOBECHOIO
K'-noteHumana. [anee nHOyuMpoOBaHHas Cee-
TOM runepnonspu3aumst BOIM3N OCBELLLEHHbIX
AVCKOB MAaCcCYBHO nepenaeTcs no nias3marnye-
CKOi MeMOpaHe Ha CuHanTU4eckoe TenbLue.

37.16. Megmartopbl nepegaioT CUrHan

oT POTONU3NPOBAHHOIO POAONCUHA

Ha nJa3MaTU4yecKylo MemMOpaHy

M3meHeHre MnpOoHUL@EMOCTM MniasmMaTnyvecKomn
MembpaHbl ana Na' n nocnemylow@as rinep-
nonspu3aupis - 3T0 MHOroOKpPaTHO YCUJI€HHbIE
peakun HapykHOro cermMeHta Ha CBeT.
B camom pene, nornolligHne BCero nvillb 04HO-
ro $GOTOHA aganTPOBAHHOM K TEMHOTE MNasoy-
KOV 6nokupyeT TOk Oornee YeM MUJIIMOHa WOo-
HOB HaTpusa. Kak BO3HUKaAeT ycuneHue Takoro
Maclitaba? MNpexae Bcero cnenyeTt obpatnTb
BHMMaHVE Ha TO, 4TO MemOpaHbl ANCKOB, CO-
[ep>Kallyie OCHOBHYIO MacCy MOJEKy poaomn-

Puc. 37.30. YyBCTBUTENLHOCTb MaJiOYeEK CeT-
YaTKM K UMMYIbCHOMY OCBeLLle-
HUIO 3aBUCUT OT POHOBOIO YPOB-

HA  OCBELLEHHOCTW.

CVHa, HEe COorpuKacatTCa C riasdmaTn4eckon
MeMOpPaHOM Masiodek M HEe COMPsKEHbl C HEN
anekTpudeckn. bonee Toro, monekyna popon-
CuHa, nornotmeLas GOTOH, MOXeT ObITb yaa-
JleHa OT HaTPUEBOro KaHasna nias3mMaTmnyeckomn
MeMOpaHbl Ha HECKOJIbKO ThICSAH aHrcTpem. Bce
3TO MCKIIIOHAET BO3MOXHOCTb MPSAMOro B3au-
MOOENCTBNA MexXay OMCKaMu U nnasmaruye-
ckol mMemMbOpaHon. [MpakTnieckn He MOXeT
ObITb COMHEHWI B TOM, 4YTO cuUrHan ot ¢poTonn-
3MpoBaHHOro pogorncuHa (Pa*) B membpaHax
[OVNCKOB MepefaeTcs Ha rna3martnyeckylo Mem-
6paHy C NomMoLLbio ANDIYHOVPYIOWMX Meama-
TopoB. lMpy aToM ansa obecrneyeHns TON BbICO-
KON CTENneHn YCuneHusi, KoTopas peasibHO
HabnogaeTcs, GOTONN3 OOHON MOJIEeKySbl PO-
[OrNCcuHa JOJIKEH COMPOBOXAATLCS 0Opa3oBa-
HVeM (UM pacnanom) 60MbLIOro YMcna Mone-
Kyn mepuartopa.

Mpupopa megmaTopa He yCTaHOBMEHa elle
OKOHYaTEesNIbHO; MPOBEAEHHbIE  UCCIeN0BaHNSA
MO3BOWVN BbIABUHYTb HA 3Ty POfib ABYX O0-
CTaTO4HO BEPOSATHLIX KAHAWMAATOB: MOHLI Ca®
(pne. 37.31) n umkmyecknii GMP (puc.  37.32).
B nonedy Ca®’ kak meamaropa cBuaeTesib-
CTBYIOT  crieaylowme  3KCNepuMeHTaslbHbIe
AaHHble.

1. HatpreBble kaHanbl B MiasmMaTnyeckomn
MemMbpaHe 3aKpbIBaOTCA MPU MOBbLILLEHU CO-
nepxanna Ca® B UMTO30M€ M OTKPLIBAIOTCA
npy ero MOHM>KEHNWN.

2. MNMpn BBEOEHMN B UUTO30/Ib XENATUPYIO-
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Puc. 37.31. CxemaTuyeckoe u300paxeHue
TUITOTE3bI O POJIM MOHOB KaTbIHs
KaK MEIMATOPOB IIPH 3PHUTE/Ib-

HOM BOSGy)KHeHI/II/I.

IIMX areHTOB, crelu(UUIecKy CBSI3bIBAIOLINX
Ca’", 4yBCTBUTENBHOCTb TAJNOYEK K CBETY
yMeHbIIaeTcsd. Takas  JIeCeHCHOWTM3aIus
yKa3bIBaeT Ha TO, 4TO (POTONM3 OTHON MoJe-
KyJbl DOJOICHHA BEleT K BBICBOGOXICHUIO
B IIMTO30JTb HECKOJIBKUX COTeH WoHOB Ca’’.

3. Tlocie MMITYTBCHOTO BO3IEHCTBUS CBe-
TOM W3 HAapYXHBIX CETMEHTOB ITaJl0YeK BHIBO-
nutcst mHoro Ca’'.

OoHako, cyds no pesyabmamam 0pyeux 3Kc-
nepumMenmog,  Meouamopom  Mmodxcem  Obimb
cGMP. Pemaromee 3HayeHUe IJs 3TOrO 3a-
KJTIOYEHUS] UMEIOT CJeAylollne NaHHbIE.

1. HatpueBble KaHadbl TMMIa3MaTUYECKOU
MeMOpaHbl OTKPBIBAIOTCS MPU MOBBILIEHUU CO-
nepxanust cGMP B uTo3oj1e 1 3aKpBIBAIOTCS
MPpU CHUXXEHWU COJEPXaHUS 3TOr0 HYKJIEOTH-
aa.

Yactp V.
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2. Comepxanue cGMP perymupyercs cBe-
ToM. B wacTHocTH, Toj AeiiCcTBUEM CBeTa IMpo-
HUCXOAUT akKTuBalus ¢ochoamscrepasbl, TIU-
npoausyonieit ¢cGMP, uyro Oymer ommcaHo
HECKOJIBKO HUXeE.

3. ®oroau3 OAHON MOJEKYJIbl POAONCUHA
BefleT K OblcTpoMy ruapoiusy 107 moiexyn
cGMP.

37.17. CBer cHUIKaeT coaepKaHue
nukJnyeckoro GMP nyrem akTuBauuu
(docoauscrepasnl

Kak moka3bIBalOT NMpUBEACHHbIE IKCIIEPUMEH-
TaJbHbIE JTaHHBIE, BO30YIMMOCTh Majoyek 3a-
BucuT U or Ca’", m or cGMP. Bsaumoneii-
CTBME O3THUX AareHTOB MOXET UrpaTh pellalp-
IIYI0 POJib B 3PUTEJbLHOM BO30YXAeHUU. YTo
KacaeTcs MOJIEKYJISIPHOro MeXaHu3Ma UHIYLIU-
pPOBAaHHOTO CBETOM BBICBOGOXIeHHs Ca’’

Puc. 37.32. Cxematumuyeckoe  M300paxxeHUe
runote3sl o ponmu cGMP kak
MeauaTopa TIpW 3PUTEJTbHOM
BO30yXaeHUU. Pn* - horomusn-

pOBaHHbIﬁ POIOIICHUH.



B LIUTO30J1b, TO B 3TOM BOIIPOCE ellle MHOTO He-
sicHoro. YTo Xe KacaeTcsl peryJsiiuu CBETOM
conepxanuss cGMP B HapyXHBIX CerMeHTax
nagoyek, TO B U3yYeHUHU 3TOTO BOMPOCA B MO-
cleHUE TOoIbl ObLT JOCTUTHYT 3HAYMTENbHBII
nporpecc. Ha ryaHunat-nukiasy - GepMeHT,
Katanusupyomuit cuutre3scGM P, -cger, no-
BUJIMMOMY, HE€ OKa3blBaeT CYIIEeCTBEHHOTO
BIUSHUSA:

3aro Ha ¢ocdoauarcTepasy, I'MAPOJU3YIOIIYIO
c¢GMP, cBer oka3bpiBaeT mNopa3uTeIbHOE IO CU-
Jie JeicTBUE:

B pesynbraTe ocBelieHUsI aKTUBHOCTb (hocdo-
JMA3CTepa3bl  BO3pacTaeT B HECKOJbKO COTEH
pa3. Ctumynsiuus 3toro (pepmeHra GoToNU3M-
POBAaHHBIM POJOTICMHOM OIOCPEIOBaHA pery-
JIITOPHBIM O€JIKOM, Ha3bIBA€MbIM MPaHCOYYU-
HoM. B TeMHOTEe TpaHCAYUMH COIEPXWT IpPO-
yHO cBsI3aHHYI0 Mojekyny GDP. IIpu ocBeie-
HUU (HOTOIU3UPOBAHHBIA PONONCHUH OOpasyeT
koMIuiekc ¢ GDP-TpaHCoylIlMHOM M KaTaau3u-
pyer oomeH GDP na GTP (puc. 37.34). Bo3Hu-
Karomuii Kommiekc GTP-tpaHcayluH aKTUBM -
pyetr dochoauscrepasy. Kpaiine eaxcroe 3Ha-
ueHue umeem mo 00CMOAMENbCMEBO, MO 8Ce20
AUWb O0HA HomoAU3UPOBaAHHAs MOAEKYAA PO-
doncuna kamaauzupyem obmen GDP na GTP
Ha HECKOAbKUX COMHAX MOAeKYA MPAHCOYUUuHa,
umo 6 cgow ouepedsb AKMUGUPYem COMHU Moae-
Kyn  gocgoouscmepazel. CremoBaTesibHO, €CIU
qyuciao 000poToB docdoauacTepa3bl  CcoCTa-
BasgeT mpuMepHo 10° ¢, To Ha cBeTy B Teue-
HUE CEeKYHIBl THApoIm3yercss yxe Gomee 10°
moisiekysl cGMP B pacueTe Ha OgHY MOJIEKYJTTY
¢oTonuzupoBaHHOro popomncuHa. Cucrema
BO3BpAIAeTCsl B MCXOMHOE TEMHOBOE COCTOSI-
Hue Gyarogapsi BcTpoeHHoi B Hee GTP-a3Hoit
akTUBHOCTU. [IprucoenMHEHHBI K TPAHCAYLIUHY
GTP mnonpepraercsi MemJ€eHHOMY THIPOJIU3Y
¢ obpazoBanueMm GDP-TpaHcayuuHa, Hecmo-
coOHOTO aKTUBUPOBaTh ochoaunscrepasy. Ta-
KUM 00pa3oM, Becb 3TOT LIMKJ MPOTEKaeT 3a
cyer cBoOomHO#l sHeprum Tuapoiausza GTP.
3nech Mbl BUAUM TIPUMEP TOTO, KakK JJIs yCuie-
HUS CUTHaNa ucnojbdyercs ~P. OnucaHHBII
Kackaj peakluii, peryJnpyommnx coaepxaHue
¢GMP (puc. 37.35), oueHb HalIOMMHAET KacKan
peakLuii, OIOCPeAYIOIINX OeiicTBUEe [3-ampe-
HepPruyeckux ropMOHOB, B YACTHOCTH aIpeHa-
nuHa (pasn. 354).

Puc. 37.33. MoJjekyasgpHas MoOAedb LMKIMU-
yeckoro GMP.
Puc. 37.34. ®oTOMM3UPOBAHHBIN POIONCHUH

(Pn*) karanusupyer ob6pa3oBa-
Hue Komiuiekca GTP ¢ TpaHcoy-
LIMHOM; 3TOT KOMILJIEKC B CBOIO
ouepenb aKTUBHpPYeT pocdomma-
crepasy umkiandeckoro GMP.
[Fung B. K.-K., Stryer L., Proc.
Nat. Acad, Sci., 77, 2503 (1980).]

37.18. IIBeToBO€e 3peHHE OMOCpenyeTcs
¢doTopenenTopaMu TpexX THIIOB

B 1802 r. Tomac KOnr (Thomas Young) Bbicka-
3ajl TIPEArNojoXeHue, YTO I[BETOBOE BOCIIPUSI-
THE OIIOCPEIOBAHO mpemMs OCHOBHbIMU peuen-
mopamu. Kax nmokazanu cneKrpodpoToMeTpuie-
CKME UCCTIeIOBAaHUS MHTAKTHOM CeTYaTKH, Mpo-
BeneHHBIe Oomee 150 ner Ha3zam, B Iasy
cywecmgyem  mpu  muna  KAemok-Koa1004ex,
a UMeHHO KAemKu, noz2iowjaroujue CUHUL, 3e-
AeHblil U KpacHolil ceéem. JIsi TIONyYeHUS CIIEK-
Tpa MOTJOLIEHUS 3TUX TpeX (PoTOoperenToOpHBIX
MUTMEHTOB KOJOOUKM OCBEUIAIM JIy4OM CBETa
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Puc. 37.35. [Ilpenmomaraembiii Kackam peak-
Wi, PeryJIupyouux comaepxa-
Hue cGMP B cetuarke rnaza. Co-
KpalleHus: Pn - ponomicuH,
Pno* - doTonusupoBaHHBIT  po-
TIOTICUH, T - TpaHCoyIIWH,
®JIOH - HeakTUBHAsT (pochomua-
crepaza, MO -aktuBHasa doc-
domuacrepasa.

muamerpoM I mMkwm (puc. 37.36). Kpowme Toro,
BO MHOTME KOJOOYKU BBOIUIU MUKDPO3JIEK-
tponbl. CrieKTpbl NEWCTBUS, OCHOBAHHBIC Ha
TUMEPIOJSIPU3alUU TJa3MaTUYECKUX MeM-
OpaH, pas3nensiorcs Ha TPU TPYIIBI C MaKCH-
MyMaMU COOTBETCTBEHHO B CHMHE#, 3elleHOM
U KpacHO# o0JacTsiX BUAMMOIO cBeTa. Y 30J10-
TOM PBHIOKM MaKCHUMYMBl TOTJOINEHUS TpeX
LIBETOBBIX PELIENITOPOB MpUXoaaTcs Ha 455, 530
u 625 HM, ToTma KakK POMOICHMH XapaKTepu-
3yercss Makcumymom 500 HM.

Xpomoghopom 6 Konboukax ecex mpex munos
cayacum 11-yuc-pemunanrs. B orcyrcTBue Oein-
Ka TIPOTOHWpOBaHHOe IMHU(GOBO OCHOBaHUE
UMeeT MaKCUMYM TMorjiolneHus npu 380 HM.
CrnenoBarebHO, pa3NWYHbIe TPYMITUPOBKU Ha
OTICHE 0Ka3bIBAIOT 3HAYNTENbHOE IeHICTBUE Ha
xpoModopHbIe CBOICTBa CBsI3aHHOTO 11-yuc-

peTHHaS. 3aBUCUMOCTD CITeKTpaJTbHBIX
CBOMCTB 3TOro XpoModopa OT OeTKOBOTO
OKDPYXEHHs - YaCTHOE TPOSBJICHUE  OOIIETO

MPUHIIUIA, a UMEHHO 63aumodelicmeue ¢ Oen-
KOM 0Ka3vlieaem MoOyAupyioujee GAUsHUEe HA
ceolicmea npocmemuyeckoli epynnol. Jlpyroi
TIpuMep TOMY - GYHKIIMOHUPOBAaHUE TeMa B Ka-

Yacts V.
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YeCcTBE MEPEeHOCUYMKA KUCI0pOoaa B TeMOIJI0o0M-
He, TMePeHOCUYNKA 3JEKTPOHOB B LIMTOXPOME C
M Karaam3aTopa B IIepOKCHAa3e.

bonpmuHcTBO hopM HanbTOHU3MA (1[BETO-
BOI1 CJIETIOTHI) 00YCIOBJIEHO CLIETIJIEHHOM ¢ T0-
JIoOM pereccuBHOU Myrauueit. Oxomno 1% my-
XYWH He BHUAST KpPacHOrO I[BeTa, OKOJIO
2% - 3eneHoro. Kak mokazanu creKkTpalibHbie
HCCIIeOBaHUs, TPOBeJecHHbIE Ha MHTaKTHOM
rjase, y 9THX Jomeid M0G0 COBCEM OTCYT-
CTBYIOT (DOTOpELENTOPHBIE MOJEKYJIBI, BOC-
MpUHUMAIOIINE KPAaCHBIM MM 3€JeHBbIN IIBET,
00 MMeeTcs M3MEeHEHHBI TUTMEHT CO CIABU-
HYTBIM CIIEKTpOM moriomeHus. Takum obpa-
30M, OaAbMOHU3M 00YCA0BAeH OMCYMCMEUem
uau  Oegpekmom 00HO20 U3 MUNOB ONCUHA
8 KonbouKax.

37.19. 11-yuc-pernnann - xpomodop Bcex
HU3BECTHBIX OPraHoB 3pPEHHUA

Tonbko y Tpex THUMOB XHUBOTHBIX - MOJUTIO-
CKOB, WIEHHCTOHOTUX U TMO3BOHOYHBIX - IJ1a3a
CMocOOHBI O0TOOpaxaTh oOpa3 mpeaMmeTa. AHa-
TOMUYECKM TJla3a 3TUX TPeX TUIIOB YCTPOEHBI
COBEpILIEHHO TO-pa3HOMY M, MO-BUAUMOMY,
B XOJIe 3BOJIIOIIMM BO3HUKIU He3aBucumo. Og-
HAKO BO BCEX TpeX cIydassx xpoMmodopoM B (o-
TOPELENTOPHBIX MoJieKynax Ccayxut [l-yuc-
peTUHaNb. Bmo nopasumenvHwlii npumep KoH-
eepeenmuoll 36oaroyuu. YTo Xe Takoro ocobeH-
Horo B ll-yuc-perunane? Bo-mepBbIX, 3TO
coeIMHEHUe 00J1alaeT WHTEHCHUBHOM TMoyocoi
MOTJIOIIeHUS, KOTOpas JeTKO CIBUTraeTcsl B BU-
nuMmyto obnacth crekrtpa. Bo-BTopbix, mnon
ngeiicTBueM cBeta l1-yuc-peTuHa b JErKO U30-
Mepusyetcs. boriee Toro, B TeMHOTE CKOPOCTb
“30Mepr3alun OYeHb HU3KA. B-Tperbux, u3o-
Mepu3alus BbI3bIBAET OOJbIINE WU3MEHEHMUS
B CTPYKType. B uTore morjomieHHbI cBET Tpe-
o0pa3yeTcsl B IBUXEHUE aTOMOB TaKOTO Maclil-
Taba, KOTOpPOE€ CIOCOOHO WHHULMUPOBATH
reHepupoBaHUEe HEpPBHOro wummyiabca. Ha-
KOHEIl, MCXOIHBIMU TpeAllleCTBEHHUKaMU

Puc. 37.36. CrexkTpbl MOTJONIEHUs TPEX 1BE-

TOBBIX PCLCIITOPOB.



Puc. 37.37. Bun kieTox - majoyek U KoJioo-
4yeK - (OTOPELENTOPHOTO  CJIOS
CeTYaTKM B CKAHUPYIOLIEM 3JIeK-
TpoHHOM MuKpockorne. (Ileda-
TaeTCs C JI00E3HOro pa3peiieHust

a-pa William Miller.)

1 1-yuc-peTMHANS SBISIOTCA KapOTHHBI (pasl.
20.27), o4YeHb IIMPOKO paCIpPOCTPaHEHHbBIE
B XWBOW IpUpOIE.

37.20. XemopenenTtopsl OakTepuii BOCIPHHH-
MawT Cl'leIlI/[d)I/[‘leCKI/le MOJIEKYJIbI

U nepeaarT CHUrHajibl HA 2KryTHKH

B xonue XIX B. Hemeukuii 6otaHuk Buib-
rexbpM [ldeddep (Wilhelm Pfeffer) mpomemon-
CTPUPOBAJI, UYTO MOJBUKHbBIE OAKTEPUU CKATLIH-
BalOTCS BOKPYT OTBEPCTUSI TOHKOTO KamWJisi-
pa, colepxalllero Kakoi-HuOynb aTTpakTaHT,
HampuMmep caxap (puc. 37.38). B caywsae xe,
KOIJIa KanmuJjsap COAEPXKUT pemesuieHT (0ObIu-
HO 3TO BEIIECTBO, MOBpeXaawliee OaKTEepuH,
WY TIPOAYKT WX BbIACNEHUS), OaKTepuu ABU-
KYTCSI IPOYb OT Kanuiasgpa. Takoe HampaBJieH-
HOE JBUXEHUE 0aKTepuil B CTOPOHY OJHUX Be-
HIeCTB ¥ MPOYb OT JPYIUX Ha3bIBAaeTCs

xemomarcucom. B 60-x romax Jxynuyc Amiep
(Julius Adler) Havyanm M3y4yaTh MOJIEKYJISIDHYIO
OCHOBY XeMOTaKcuca 6akrepuii. BoimosHeHHbBIE
UM, a TaKXe OOJIBIINM YHCIIOM IPYTUX YUEHBIX
OuoXMMUYecKre, FreHeTHYeCK1eE U CTPYKTYPHbIE
HCCIEOBAaHUS PACKPBUIM MHOTHME CTOPOHBI
3TOrO Mpoliecca. XeMOTaKCUC HaYMHaeTcsl ¢ 00-
HapyXeHUsl XMMUUYECKUX COeNUHEHUN crenubu-
YeCKUMU XeMmopeyenmopamy Ha TOBEPXHOCTH
KkieTku. MHGopMalmsi OT 3TUX CEHCOPOB Tepe-
TAeTCs 6 cucmemy npeobpazoeanus, T TIPOUC-
XOAUT aHaJIU3 U MHTeTpalus GOJIbLIOro yucia
ctumyJioB. Jlamee ceHcopHasli mpeoOpasyroniast
CUCTEMa TOCBUIAET CUTHANBI K MOmopam, Tpy-
BOIAIIUM B IBUXEHUE xceymuku. B 3aBUCHMO-
CTU OT 3TUX CUTHAJIOB 0aKTepusi JUOO TJIaBHO
TepeaBUTaeTCs MO MPSIMOiA, TMOO Pe3KO MEHseT
HampaBIeHNe TBUKCHUS.

VY E. coli o6HapyxeHo 0K0yI0 20 pa3IUYHBIX
xemopelenTopoB. KaxXablii ©3 3TUX OEJKOB JIO-
KaJM30BaH WIM B IJIa3MaTUYeCKOlr MeMOpaHe,
WO B TIEPUILIA3MAaTUYECKOM TPOCTPAHCTBE.
XeMOpeLENTOp COAEPXKHUT Y3HAIOUIUNA U CUTHA-
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Puc. 37.38.

Puc. 37.39.
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XeMortakcuc y 6akrepuii. bakre-
PUU IBUXYTCS K KaUJUISIPY, CO-
JepXKalleMy aTpakTaHT, Harpu-
Mep [JIOKO3Y.

DyeKTpoHHass  MUKpodoTorpa-
bus S. typhimurium. Xopoiio
BUAHO, YTO XTYTMKU COOPaHbBI
Bry4ok. (ITeuaTaercs ¢ mobe3Ho-
ro paspemenuss n-pa Daniel
Koshland.)

Yactp V.
Mounekyasipuas ¢Gusnoorus

JNIU3UPYIOLIUI KOMIOHEHTH. B xeMopelenro-
pax, 06ecIeuynBaroIINX MOJIOXUTEIbHBIA XeMO-
Takcuc (MpUBJIEUYEHKE), Y3HAOUINIA KOMIIOHEHT
oKazaJicsl CBSI3bIBAIOLIMM OEJIKOM, Y4YacTBYIO-
MM B TPAHCIOPTE [OAHHOTO COEAMHEHMUS
B KJeTKy. Tak, Hampumep, CBSI3bIBAIOLIUI Ta-
JIaKTO3y 0eJIoK (pacTBOPUMBIN O€IOK, JIOKaIu-
30BaHHBI B MEPUIIA3MaTUYECKOM TMPOCTPaH-
CTBE) CIYXKUT U y3HAIOIIUM KOMIIOHEHTOM TIpU
MOJIOXUTEIBHOM XEMOTAKCUCE Ha TrajlakKTo3y,
M YacThl0O HAcoca, OCYLIECTBISIONIET0 aK-
TUBHBI TPAHCIIOPT TrajakKTo3bl B KJIETKY. Xe-
MOpELIENTOP [JIsI TJIIOKO3Bl SIBISETCS TaKXe
KOMIIOHEHTOM  (ocdoTpaHcdepa3Hoil  cu-
CTeMBbl, CBSI3aHHOU ¢ MeMOpaHoil U obecreuu-
Balolliell aKTUBHOE MOTpebJIeHre 3TOro caxapa
(pasn. 36.12). Ha nosepxHoctu E. coli nMerOTCS
XEMOpPELENTOPhl M [JIs TaKUX aTTPAaKTaHTOB,
KaK CepuH, IUCTeWH, ajaHWH, TJIUIUH. XOTS
TPAHCTIOPT M XEMOTaKCUC TECHO CBSA3aHBI Me-
XAy co00i, OJHAKO XeMOTAaKCHUC HE 3aBUCUT OT
MpOLECCOB TpaHcmopTta. Tak, HEKOTOphIE MY-
TaHTHI, HECIOCOOHBIE  TPAHCIOPTUPOBATh
ornpee/IeHHbIe caxapa UM aMUHOKUCIIOTHI, CO-
XpaHAgT CﬂOCO6HOCTb HalpaBJICHHO JABUIaThb-
¢ K HUM. MIMeloTcst TakKe pa3audyHbIe XeMope-
LIENTOPEI, CBI3aHHBIE C OTPULIATEIbHBIM XEMO-
TakCcUcoM. JKUpHBIE KUCTOTBI, CIIUPTHI, THAPO-
(oOHEIE aMMHOKMCIOTHI, uHAon, H™ (pH <
<65, OH (pH > 7,5) u cyabduasl OTTAIKHU-
BalOT OakTepuu IyTEM B3aUMOIEUCTBUSI CO
creu(PUIecKUMU XeMOCEHCOPAMU.

37.21. B ocHOBaHMM OAKTEpPHAJILHOIO KIyTHKA
HAXOJAMTCs BPAlIAOUIUA €ro peBepCUBHbIN
«MOTOD»

Bakrepuu mibIBYT Gjarogapsi BpalleHUIO XTy-
TUKOB, OTXOMASIIIUX OT TOBEPXHOCTU KIETKM.
OTM TOHKHWE CHUpajibHble HUTHU COCTOST U3
cyobenuuull Maccoit 53 kJla, Ha3bIBaeMbIX
gracennunom. Y Oaxkrepuum FE. coli mumeercs
OKOJIO 6 XTYTUKOB ITMHOUW 10 MKM W muame-
TpoMm 150 A. Xryruku OGakTepuii mo cpaBHe-
HUIO CO XTYTUKAaMU U PECHUYKAMU BYKAPUOT
(pa3n. 34.18) uMelT 3HAYUTENBLHO MEHbBIINE
pa3Mephl ¥ TIpolile YCTpoeHbl. bakrepuanbHbIi
XTYTUK caM 10 cebe He MOXET COBepIlaTh aK-
TUBHBIX BOJHOOOpA3HbIX ABMXKEHUH, TaK Kak
B HEM HET COKpaTUTeJIbHOro armrmaparta. Ero
BpaIllaeT «MOTOP», PACTIOJIOKEHHBIA B y4acTKe
COEOVHEHMUS XKTYTUKA C KJIETOYHOU 000I0YKOMA.
BbineneHue XryTUKOB, COXpaHSIOUIUX MPUKPE-
IUICHHYI0 K HUM 0a3ajbHYI0 CTPYKTYpPY, MO3BO-
JIWJIO W3YyYUTh 3TU OOpa30BaHUS; O0Ka3ajaocCh,
YTO OHU COCTOSIT U3 HUMU, KPHOYKa W Cmepic-
Hsa. Y E.coli Ha cTepXeHb HacaxXeHbl 4 KOJib-
1a. HapyxxHoe Kosbll0 MPUKPETUIEHO K HapyX-



HOl MeMmOpaHe, a BHYTpEHHee - K MjiazMaTuye-
CKOll MeMOpaHe KJIeTOYHOI 00osouku. bazasnb-
Hoe Tenblle (puc. 37.40) 3asgKopuUBaeT XIYTHK
K KJIETOUYHOI 000104Ke ¥ TPUBOAUT €TO B JIBU -
XeHue. Imom «momop» pabomaem 3a cuem npo-
MOHOOBUMICYWell CUNbl, BO3HUKANOWEU HA NAa3-
mMamuueckoil memoparne, a He 3a cyem >Hepeuu
eudpoausza ATP. JleiicTBUTENbHO, YIJIOBasl CKO-
pPOCTb BpallleHWs] TPSIMO TPOTMOPIMOHAIbHA
NMPOTOHOABUXYIlEH cuie. 3aragoyHoe CBOM-
CTBO «MOTOpa» COCTOUT B TOM, YTO OH MOXET
BpallaThCsl KakK IO 4YacoBO#l cTpesike, Tak
U TIPOTUB Hee.

O6bp1yHO oTHmenbHas OakTepust E. coli cmo-
KOWHO IJIBIBET MO MPSIMOM MPUMEPHO OIHY Ce-
KYHIY. 3a 3TO BpeMsl OHa MPOXOIUT PacCTosi-
Hue okono 30 MKM, 4TO IIpuMepHO B 15 pa3
MpPEeBHIIIAET €€ COOCTBEHHYIO IJMHY. 3aTeM
OakTepus Kak Obl KyBBIPKAETCS U PE3KO MEHSIeT
HanpaBieHue ABuxeHus (puc. 37.41). Yrona no-
BOpOTa B cpeHeM 00bIYHO cocTtaBiseT 60°. Ot
4Yero 3aBUCHT, JBUXETCS JU OakTepus IMJIaBHO
UK KyBbIpKasich? OKa3anoch, 4TO MPU Bpalle-
HUU XTYTUKOB MPOTHB YACOBOU CTPENKU HUX
cnupajbHble HUTU OPTaHU3YIOTCS B CTPOUHBIN
My4oK, KOTOpHIi W o0OecrieurBaeT IJIaBHOE
nepeiBUXeHME KIeTKU. Eciu Xe XTyTUKM Bpa-
1IalTCcs MO 4YacOBOHM CTpesike, TO Bech MYy4OK
paccelnaercsi, Kaxaasi HUTb TAHET B CBOIO CTO-
pOHY W OakTepusi HaYMHAET KYBBIPKAThCS.

37.22. BakTepum pa3MyalOT BPEeMEHHOH
rpaameHr, a He OJHOMOMEHTHBIN
NPOCTPAHCTBEHHDBI IPaJMEHT KOHUEHTpauui
Peeynayus uacmomol KyguipKkanus 3anumaem
yeHmpanvHoe mecmo 6 xemomakcuce. Korna
OakTepus ABUXKETCS B HAIpaBJICHUM yBeJnYe-
HUS KOHLIEHTPAlLMU aTTPaKTaHTa, KyBbIpKaHUE
craHoBUTCs pexe. HaoGopor, mpu IBUXEHUU
OT aTTpakTaHTa OaKTepusi KyBBIpDKAeTCS 4Ya-
nie.  PemesuieHTs!  OKa3bIBalOT — MPOTUBOIIO-
JIOXKHBIA 2¢@deKT Ha YacTOoTy KYyBBIpKaHMS
Oaktepuii. B pesynbrare npu ABUXEHUU
B CTOPOHY aTTpakTaHTa WM MPOYb OT perne-
JeHTa 6akTepusi MbIBET MPSIMOJMHEWHO B Te-
YyeHHe OOJIblIero MpoMeXyTKa BpPEMEHHU, YeM
MpU JIBUXEHUU B MPOTUBOMOJOXHOM Hampas-
neHuu. KyBbIpKaHue CHOCOOCTBYET BBHIOOPY
MPaBUJIHLHOTO HATpaBJIEHUS.

CpaBHMBaeT Ju OakTepusl KOHIIEHTpallUU
aTTpaKTaHTa Ha JBYX KOHIIAX CBOEMl KIETKH,
WIM X€ OHa CpaBHUBAeT KOHIIEHTpPAlMMU art-
TpakTaHTa B JiBa OTAEJIbHBIX MOMEHTa Bpe-
MeHu? Jlpyrumu cJjoBamu, SIBISIETCS JiU €€
CEHCOPHBII MEXaHU3M IIPOCTPAHCTBEHHBIM
win BpeMeHHBbIM? [lonmen Komutang u  Po-
oepr Maxkna6 (Daniel Koshland, Robert

Puc. 37.40. bazanbHoe Tenblie XTyTuka y E.
coli. (AdlerJ., The sensing of
chemicals by bacteria, 1976.)

Puc. 37.41. Tlpoexkuus nytu E. coli, monydeH-

Hasl B 3JIEKTPOHHOM MUKPOCKOTIE
MyTeM aBTOMAaTUYECKOIO CleXe-
HUS 32 TepeMellieHueM 0akTepuun
B TpeX U3MepeHusAX. Touku oTae-
JIEHbl IPYT OT ApYyra MpOMeXYyT-
koM 80 mc. [Berg H.C., Nature,
254, 390 (1975).]
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Puc. 37.42. KyBbipkaHue 6akTepuu 00ycClI0-
BJIEHO PE3KUM M3MEHEHUEM Ha
180° HampaBleHMsI BpallleHUs
«MOTOpa»; B pe3yJbTaTe MY4OK
KTYTUKOB OKa3bIBaeTcsl pa3Mme-
TaHHBIM B pa3Hble cTOpOHHI. ([To
PMCYHKY, JII00€3HO IIpeaocTa-
BaeHHOMY a-poM Daniel Kosh-
land.)

Macnab) HaIIM OTBET Ha 3TOT BaXXHBIU
BOTIPOC, MOCTaBUB 0YeHb MIPOCTOM
U OCTpOYMHBIN ombIT. CyclieH3uio OakTepuii
B cpele, JMIIEHHOW aTTpakTaHTa, OBICTPO
CMEIIMBAJIM C PacTBOPOM, CONEpXKAalIUM ar-
TPAaKTaHT, U TIOACYUTBHIBAIM YacTOTy KYBBIP-
KaHMi Oaktepuit. Ilopa3utenbHbBIM 00pa3zoM
yXe 4epe3 CeKyHOy Iocjie CMeIlMBaHUs 3Ta
yacToTa CHMUXanach. bakTepuu MNpoTIbIBATN
OTHOCUTEJIbHO OOJIbIINE PACCTOSHUS TIO TIpsi-
MOM, XOTS B OBICTPO TepeMeIIaHHOM pacTBO-
pe MPOCTPAHCTBEHHBIN TI'paiMeHT KOHIIEHTpa-
uuu  orcyrctBoBai. CiemoBarenbHo, Oakre-
pUU BOCTIPUHMMAIOT W3MEHeHHE KOHIIeHTpa-
LIMM BO BpPEMEHM, T.C. 004a0aiom 6pemMeHHbIM
CeHCOpHbIM Mexanusmom. WIHBIMU cllOBamu,
OakTepusl OIpenesisseT TPaIueHT aTTpaKTaHTa
B MPOCTPAHCTBE HE MYTEM COMOCTABJICHUS €ro
KOHIIEHTPAIIMU Ha TMepeliHeM W 3alHeM KOH-
LaX CBOEH KJIETKU, a Hnymem CONOCMABACHUS]
OMOeNbHbIX  BOCHPUAMUL  KOHUeHmpauyuu 80
epemenu no mepe Osudicenus. Ilo cyliecTBy,
baKkmepuanbHblii. XeMOMPAKCUC - SMO 4ACTMUYHO
opuenmuposanHoe cay4atinoe osuicenue. lle-
JIeHANpaBIeHHOCTh BO3HUKAeT B pe3yjabTare
omobopa CIy4aiiHbIX HaNpaBJICHUI IBVXEHMUSI.

37.23. IIpu OaKTEepHaILHOM XEMOTAaKCHCE
nepenavya uHpopmanuu obecneynBaeTcs
METHJIMPOBAHHBIMH OeJIKaMu

Peaxiiuss OakTepum Ha TOT WIM HWHOM TIpa-
IUEHT  KOHUEHTpAaUMM  aTTPAKTaHTa  He
SIBJISIETCSI CTPOro ormpeneneHHoil. Topmoxe-
HUE KYBBIPKAHMSI, OOYCJIOBJIEHHOE IOBBIIIIE-
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HMEM KOHLIEHTpallMM aTTpakTaHTa, sIBJsSETCS
BpeMeHHbIM. [locie omnpeaeneHHOro Jar-me-
puola 4YacToTa KYBbIDKAHUA BO3BpalllaeTcs
K ucxonHomy ypoBHiw. [lo cymiectBy, npu mno-
CTOSIHHOM HaJIMYMU aTTpakTaHTa OaKkTepus
TepsieT YyBCTBUTEJNbHOCTh K HeMy. biaronaps
TaKOM JeceHCHOuIM3aluu, Ha3bIiBaeMoll adan-
mauueii, 0aKTepuMu CIOCOOHBI BOCIPUHUMATH
rpaguMeHThl B LIMPOKOM JUana3oHe KOHIIeH-
Tpauuii atTpaktaHta. Kak ykaspiBajiochb pa-
Hee, aHaJOTMYHbIM CBOUCTBOM o0OyiajjaeT pe-
aKIMs Majoyek ceTyaTku Ha cBeT (puc. 37.30).

leHeTnyeckue uccienoBaHUsS XeMoOTakKcuca
OakTepuii TOKazaau, 4YTO HMHGpopMalus II0
KpaiiHeil Mepe oT 12 XeMopelenTopoB Tepe-
naeTcs uyepe3 3 0OenKa-TIpOAYyKTa TEHOB ISr,
tar u trg (puc. 37.43). Hanpumep, curHajabl or
pEelenTopoB prbO3bl M TajaKTO3bl MOCTYMAIOT
Ha Oesiok trg. YKazaHHble TpU Oejika TMOJBEp-
raroTcsi 0OpaTUMOMY METUJIMPOBAHUIO, U TIO-
TOMY WX Ha3blBAIOT Memui-aKyenmophole Xe-
momakcuueckue oOeaku  (MXB). Heckonbko
IJIyTaMaTHBIX OOKOBBIX Iereil B KaXIoM U3
9TUX OENKOB TOJBEpraercss METUJIMPOBAHUIO
oA JeiCTBUEM MeTuUATpaHcdepasbl, MCMONb-
3yloleid S-aJeHO3UJIMETUOHUH B KauecTBe aK-
TUBUPOBAHHOTO JIOHOpPAa METUJIbHBIX TPYIII
(puc. 37.44). DT KoBajJeHTHbIE MOAU(UKALIUU
MOTYT OBITh OOpallleHbl crenupUuIecKoi 3cTe-
pa3oil. YpoBeHb MeTunaupoBaHusgs MXDb Bo3-
pactaeT TpU  BO3ACHCTBUU  aTTPAKTAHTOM
Y CHUXAETCS TIPU BO3IEHCTBUU PEINeSUIEHTOM.
Ilo-6udumomy, adanmayus onocpedosana cme-
NeHbl0  Memuaupo8anus 3mux 0e1Kos.

Nudopmanmss oT ykasaHHBIX TpeX METUJI-
aKLENTOPHbIX OENKOB TMomajxaer jajee Ha
MPOAYKTH TeHOB che. KakuMm o0Opazom 3Tu
MOJIEKYJIbl OMpPENeNsOT HalpaBleHUe Bpallle-
HUS XT'YTUKOB, OCTaeTCs HeM3BeCTHbIM. OnHa-
KO Terepb YXe COBEPIIEHHO $ICHO, 4TO y 0ak-
Tepuil MMeeTcs TPUMUTHUBHASI CEHCOpPHAasl CH-
cTeMa, oOpa3oBaHHAsl MPOMYKTaMU TPUMEPHO
30 reHOB, B KOTOpOil 0oOpabaThIBacTCSI M HMH-
Terpupyetrcss nHGOpPMaIMs OTHOCUTENbHO TH-
TaTeJbHBIX BELIECTB M SIJ0B B OKpyXallei
OakTepuio cpere. B cyliHocTH, OCHOBHOH BO-
poc [IJisi OaKTepUU: «KYBBIPKATHCS WU He
KYBBIPKAThCS»?



Puc. 37.43. Ilytp mnepemaum wuHGOpPMAIIUKU
Mpu  XeMoTakcuce OaKTepuid.
B HuXHei#l yacTu cxembl MoOKa-
3aHbl BBISIBJICHHBIC TUITBI MYTaH-
TOB. MXDb - akuentupyromuii
METUJIBHYIO TPYIINYy XeMOTaKCH-
yeckuit Oemok. [Springer R. S.,
Coy M.F., Adler J., Nature, 280,
280 (1979).]

Puc. 37.44. OOGpaTtMMoe METUIIMPOBAHUE Me-
TUT-aKIETITOPHBIX XeMOTaKCHUe-
CKUX OeNKoB.

3akJioyeHue

[MToTeHuManbl AEUCTBUS B MeMOpaHax akco-
HOB HEPBHBIX KJETOK OIIOCPEIOBAHBI KPaTKO-
BpEMEHHBIM  M3MEHEHHWEM  IIPOHHUIIAEMOCTH
119 Na” u K. U Na'-, u K'-xaHannbl pery-
JIUPYIOTCS TpaHCMEMOpPaHHOW pPa3HOCTHIO TO-
TeHIHANOB. TeTPOJOTOKCMH M CaKCUTOKCHH
- cneuuduueckue 6gokaTophl Na'-KaHajioB.
[lepemayua  HEepBHBIX  MMIIYJbCOB  Yepe3
CHHAINChl B OOJIBIIMHCTBE CIy4aeB OMOCPENO-
BaHa XUMUYECKUMM MeIuaTopaMu. AILIETUIXO-
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JIUH, KOTOPBIA CIYXUT HEHpOMEeAuaTopoM BO
MHOTMX CHUHArcaxX U IBUTATEbHbIX KOHLEBBIX
IUIACTUHKAX, CHHTe3upyercss u3 auetui-CoA
U XOJMHA. AIETUIIXOJIUH HaKallJuBaeTcs
B CHMHANTUYECKUX Iy3bIpbKax, KOTOpPbIE MpPU
MOCTYIIJIEHUU HEPBHOTO MMITYJIbCa CIMBAIOTCS
C TIpecHHAITUYeCKOW MeMOpaHOIi; BBICBOOO-
KIAIOIIMIACS TIPU 3TOM  aUETWIXOJUMH 1ud-
(byHnupyeTr yepe3 CMHaNTUYECKYIO LLIEIb U CO-
eINHseTCS CO crneuduyeckumMu OeJIKOBBIMU
peuenrtopaMy Ha TMOCTCMHANTUYEeCKOW MeM-
OpaHe. BbI3BaHHOE 3TWM yBEJIMUEHUE TPOHM-
naemocty g Na® u K mpusomuT K mero-
JIIpU3alMM  TIOCTCUHAINITUYECKOH MeMOpaHbI.
Peuentop auneTwixoiMHa MMEET  BBICOKOE
CPOACTBO K O-OYHTapOTOKCMHY W JAPYTUM
HEHpPOTOKCMHAM; YKa3aHHOE CBOMCTBO 00Jier-
YWJIO BbIIEJIEHUE U OYMCTKY 3TOI0 MHTErpasib-
Horo MemOpaHHoro 6enka. Ilocie ruaponuza
alleTUJIXOJIMHA TOJ JEHCTBUEM alleTUIXOJUH-
3cTepasbl MPOUCXOAUT PETONISIpU3alusl IOCT-
cuHanTu4yeckoir MemOpaHbl. HMHruouropamu
alIeTUJIXOJIMHACTEepa3bl CJIyXaT OpraHuyYecKue
docartel, B yactHoctu JJNDD, KOoTOpHINE MO-
JKET BbI3BaTh CMEPTb BCJIEACTBUE Mapajiuya
npixaHus. K uucny HelipoMenuaTopoB OTHO-
CSATCSl TAKXKE KaTeXoJlaMUHbI (aipeHaluH, HOp-
agpeHauH U godaMyH) W Y-aMUHOOYTHUpAT
(TAMK).

Bo30yxxneHue mnmajodyek ceT4yaTKoM IJiaza
MOXET OBbITb BbI3BAHO OOHUM (DOTOHOM.
B HapyXHOM cerMeHTe TNajO4YKh HUMEeTCs
OKOJIO TBHICSYU YJOXEHHBIX TMaYKOil IMCKOB,
KOTOpbIE TMPEACTaBISIOT COOOM 3aMKHYTbIE
NIBYCJIOMHBIE MeMOpaHbl, OOWJBbHO Harpy-
JKEHHBbIE  MOJIEKYJaMM  TpaHCMeMOpaHHOTO
Oenka pomoricuHa.  PomoricuH - doToperien-
TOPHBII 0€JI0K; ero XpoModopom sIBIseTCS
11-yuc-petnHasib, KOTOpBII 0Opa3yercss U3
MMOJTHOCTbIO-MpaHc-peTuHoNa  (BUTaMUHA A).
11-yuc-peTHaTb IPUCOENUHSIETCS K crienudu-
YeCKOMY OCTaTKy JIU3WHA B OICUHE, 00pasys

11-yuc-peTMHAIBLHON TPYNIUPOBKU B  TO-
JIHOCTBIO-mpanc-peTiHaib. KoHeYHbI aTan
3PUTETLHOTO  BO30YKAEHUS - TUIEPIIONSIpU3a-
IS TUTa3MaTHYeCKO MeMOpaHbl Hapy>KHOTO
CerMeHTa, OOYCJIOBJIEHHAs] CHIDKEHUEM TTPOHU-
maemoctd g Na'. TlomiowmieHue OIHOTO
(oToHa amanTUPOBAHHON K TEMHOTE IMaJlod-
KO OJOKMpYyeT IMOTOK Gojiee MUJUIMOHA HO-
HOB Harpus. MenuaTtopsl (BeposatHo, Ca’’
win uukiamdeckuin GMP) nepemaior curHai
OT (HOTOJIM3MPOBAHHOTO POMOTICMHA Ha TuIa3-
MaTHYeCKylo MemOpaHy. LIBeToBoe 3peHHe
ornocpenoBaHo (poTopelienitopaMu  TpeX TH-
OB, KaXXIbI U3 KOTOPBIX COAEepKUT 11-yuc-
petuHanb. Ilo cymectBy, 11-yuc-peTuHanb
SIBJIIETCST  XpOMO(OpPOM BO BCEX W3BECTHBIX
3PUTEILHBIX OpraHax, 4TO CJIYXUT YAWBU-
TEJIbHBIM TIPMMEPOM KOHBEPTEHTHOM 3BOJIIO-
LU,

IlonBrxkHbBIE GaKTepUu CIIOCOOHBI K Harmpa-
BJICHHOMY JBVXEHUIO B CTOPOHY aTTpaKTaHTa
(HampuMep, TJIOKO3bl) WJIM OT perneJuleHTa
(HanmpuMep, XUPHBIX KHUCIOT). CeHCOphI IS
XeMOTaKCHca JIOKAIM30BaHbl B IepUIlIa3Ma-
TUYECKOM TIPOCTPAHCTBE WJIM Ha IJIa3MaThye-
cKoii MeMmOpaHe. bakrepuanbHble KTYTHKU
BpALLIAlOTCSl C TTOMOIIbIO «MOTOPOB», HCIIOJb-
3YIOIIUX 3HEPTUIO MPOTOHHOTO TpaaueHTa Ha
IIa3MaTudeckoil MembGpaHe. bakTtepuu cro-
KOWHO TUTBIBYT B T€YEHUE TIPUMEPHO CEKYHIIBI,
3aTeM KYBBIPKAIOTCSI BCIIEACTBUE TepEeMEHbI
HampaBJIeHUsT BpallleHUsT XTYTUKOB OT JBUXKe-
HUSI TPOTUB YacOBOW CTPEIKM K IBHKEHUIO
mo 4vacoBoii cTpenke. Korma OakTepus ABU-
JKETCS K aTTpaKTaHTy WM OT peresUleHTa, ee
KYBBIDKaHUSI CTaHOBATCSA pexe. bakrtepuun
ONpEENSIIOT BpPeMEHHOW, a He MPOCTpaH-
CTBEHHBII I'palWeHT KOHIIEHTpauu. B Gakre-
pUATLHON KJIeTKe WHOOPMAIUS OT XeMOCEH-
COpOB TiepefaeTcsi Ha TpU MeETWUI-aKlen-
TOPHBIX XeMoTakcuyeckux Oenka (MXDB)
U Jajnee Ha XTYTUKH. OOGpaTMMOe METHIIUPO-

wrddoBo  ocHoBaHue. [lepBuuHblit  akT Banue MXDB peryaupyer 4yBCTBUTEIBHOCTH

3PUTECJIBHOTO B036y)K,HCHI/I$I - UI3OMEpHU3altusia Z[CTCKTOpHOﬁ CUCTEMBI.
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OTBeTbl Ha BOMPOCHI

n

3a4a4qyn

Tnasa 24

L.

w

7.

a) TTGATC; 6) GTTCGA; B) ACGCGT;
r) ATGGTA.
a) [T] + [C] = 0,46.
6) [T]=0,30; [C]=0,24; [A] + [G] =0,46.
588+10° map ocHoBaHwMii.
Yepes 1,0 reHepauuio MOJOBHHA MOJEKYT Oyxer
""N—""N, a apyras nonosuna '*‘N—'*N. Uepes
2,0 TIOKOJIeHUs 4YeTBepTh BCEX MOJIEKYN OyaeT
“"N—""N, ocrambHble Tpu uerBepru 'N—'‘N.
T'u6punubie Monekynsl ' 'N—'°N mpu koHceppa-
TUBHOW pETUIMKALMK OOHApYXXMUBAThCS HE OYIyT.
FAD, CoA, NADP".
JNHK-nurasa penakcupyeT CBepXCHUpPATM30BaH-
nyto JHK, xatanusupys pacimeruieHue dochoans-
dupHoit cBsi3u B oxnoit u3 uemneit JHK. Araxyio-
mass  rpynmna- AMP; OHa MPUCOEAUHSETCS
K 5'-docdopuiibHoOii Tpyme B MecTe paciieruieH sl
AMP HeoOXxomuM TOTOMY, UTO 3Ta peakUHus Mpel-
cTaBisieT  coboii  oOpalleHue — 3aKJTIOUUTENbHOM
CcTaJuy CoeaMHEeHUsT pa3anuHbix KyckoB JHK (cm.
puc. 24.32 B pasm. 24.15).
5'-GGCATAC-3".

InaBa 25

L.

356

a) JHK-monumepasa | mpencrasisier coboit on-
HY-€IMHCTBEHHYIO MoJunenTuanyio uens, a PHK-
nojuMepasa MMeeT CYObeAMHUUHYI0 CTPYKTYpY
a,pfp'o.

6) IpenmecTBeHHUKAMU CIyXaT 1€30KCHHYKIEO-
suatpudocdatel, a He puboHykIeo3uarpudoc-
darsl.

B) HampaBnenue cunTte3a ans oboux ¢epMeHTOB
5—>3

r) AHK-nonumepasa | obnagaer 5—>3- u 3'—>
—>5'-3K30HyKJIea3HbIMUaKTUBHOCTsIMU, a PHK-
TojiMepasa - HI OIHOW M3 HMHX.

n) JHK-monmmepasza | ocylmecTBisieT MOJTYKOH-
cepBaTuBHBIN cuHTe3, a PHK-monumepasa- koH-
CEPBATUBHBIIA.

e) JHK-monumepasze 1 Heobxoguma 3aTpaBka,
a PHK-nmonumepase Her.

OTBeThI HA BOIPOCHI M 3a1a4YM

K) JIBuyuieit cuioit obemx peakuuii SBIsIETCS
rupponu3 mnupocdocdara.

2. 5'-UAACGGUACGAU-3".

3. 2'-OH rpynmna B coctae PHK neiictByer B Kaue-
CTBE BHYTPUMOJIEKYJISPHOro Kartanusaropa. [lpu
menouynom ruaposiusze PHK o6pasyercs 2'3'-1mu-
KJIMYECKU MTPOMEXYTOUYHBINA MPOIYKT.

4, Kopauuenun o6psiBaer cunte3 PHK. B uenu
PHK, comepxameit KopauuenuH, HeT 3'-OH-
TPYIIIIBL.

5. a) pGCp, AGUp, ACp, Up, GUp u C.

6) pGp, CAGp, UACUGp u UC
B) pGp, CAp, Gp, UAp, CUGp u UC.
r) pGp, CAp, Gp, Up, Ap, CUp u C

6. UAGCCUGAAUp.

I'naBa 26

1. Leu-Pro-Ser-Asp-Trp-Met-.

2. Poly (Leu-Leu-Thr-Tyr).

3. a) Pro (CCC), Ser (UCC), Leu (CUC) um Phe

(UUC). B mpyrom ciyyae mocieqHee OCHOBaHUE
KaXaoro M3 3TUX KOJOHOB MOXeT ObiTh U.

6) Ot C —> U- MyTanuu ObLIM BBI3BaHbI a30TH-
CTOW KMCIOTOM.

4. a) Jlas aTOro TMOHAmoOMIMCh OBl JIBE 3aMEHBI
OCHOBaHUIA.
0) Arg, Asn, Gln, Gln, Ile, Met wiu Thr.

5. a) Her, sta mocienoBaTeJbHOCTh BO3HUMKJIA B pe-

3yJabTaTe [JeNely MepBOrO0 OCHOBAaHMS MpPUBEACH-
HOWM HUXe MOCJeI0BAaTEeNbHOCTH U BCTABKU 1PYro-
IO OCHOBaHUS B KOHLE.
6) —AGUCCAUCACUUAAU—.

6. OHM MMEIOT ClIeyIolMe MOCIeN0BaTeIbHOCTH:
Lys-ctom; -Met-Arg-; -Asn-Gln-.

I'nasa 27
1. a) Her; 6) HeT; B) na.
2. B rpaguenTe Oymer 4 mosochl: Jerkas; TsKenas;

rnojioca, COOTBETCTBYylowass rubpuay nerkoir 30S-
u  Taxenoir 50S-cybuacTuil; rmoioca, COOTBET-
cTBylomas rudpuny tsxenoit 30S- u nerkoit 50S-
cyOyacTuil.

3. Pacxonyercss mpumepHo 799 GoraThix 3SHeprueii
dochatbix cBsseit: 400 @i akTuBUpoBaHus 200
aMHUHOKHUCIOT, | I MHuIManuu v 398 mis obpa-
30BaHMs 199 MeNTUIHBIX CBS3EH.

4. 0), B) 1 ) - MexaHU3M l-ro TUMa; a), T) U [I) - Mexa-
HU3M 2-TO THTA.



TMpocreiiniiee MPeaNONOXEHHE COCTOUT B TOM, YTO
antukonoH CCA tpuntodanosoit TPHK mytupo-
Ban1 B UCA-xomon, xomruieMmeHTapHblii UGA.
OnHako m3ydyeHue 3tou uaMeHeHHoil TPHK mpu-
BEJIO K HEOXUAaHHOMY pe3ybTaty. Ee aHTuKoI0H
ocrajicsi HEeM3MEeHHBIM. BMecto aToro mpowusouuio
3amemieHne A Ha G B mojoxeHun 24. Takum
00pa3oM, OCTaToK, pacloJOXEHHBbI# Ha 3HAYM-
TEJbHOM PAacCTOSTHUM OT aHTUKOAOHA B JTUHEHHOM
MOC/Ie0BaTEIbHOCTH, MOXKET BJIMSITh HA TOYHOCTh
y3HaBaHMUs KOMOHA.

On1H M3 MOAXOI0B COCTOUT B TOM, YTOOBI CHHTE-
supoBath TPHK, K KoTopoii mpucoeauHeH peak-
LMOHHOCMOCOOHBI aHaJor aMUHOKHMCIOTH. Ha-
npumep, 6pomanerundenutananun-TPHK ciayxur
peareHTOM [JIsi MEYeHHUsI MO CPOACTBY P-yuactka
pubocom E.coli. Cm.ctatbio: Oen H., Pellegrini

M., Eilat D., Cantor C. R., Proc. Nat. Acad. Sci.,
70, 2799 (1973).

MocrenoBatenbHocth GAGGU koMIieMeHTapHa
MOCJIeI0BATEIbHOCTH TISITU OCHOBaHUI Ha 3'-KOHIIe
16S-pPHK u pacmosioxeHa Ha pacCTOSIHUU He-
CKOJIbKUX OCHOBaHUI B S5'-CTOPOHY OT KOJOHa
AUG. I1o3TOMy 3TOT y4aCTOK CIYXHT CUTHAJIOM
Hauana cuHTe3a Oenka. 3amemeHnue G Ha A Morjao
Obl  ocnabnaTh B3ammoneiictBue atoit  MPHK
¢ 16S-pPHK u cHuxatp Takum oGpazoM 3ddek-
TUBHOCTb 3TOW IOCJIEA0BATEIHOCTH B KavyecTBe
CUTHAlla MHUUMALMU. JedCTBUTEIbHO, 3Ta MyTa-
1Us MPUBOAUT K 10-KpaTHOMY CHUXKEHUIO CKOPO-
cTn cuHTe3a Oenka, koxupyemoro MPHK. Cwm.
cTaTblo, B KOTOpOW TmoapoOHee 0OCYXmarTcs
CBOMCTBa 3TOM MHTepecHOW MyTaumuu: Dunn J.J.,
Buzash-Pollert E., Studier F. W., Proc. Nat. Acad.
Sci., 75, 2741 (1978).
B oboux ciydyasix MCIOJb3YIOTCS PeaklUu THAPO-
nu3a: 3'—>5'-3k30HyKknea3Has aktuBHOCTh JJHK-
noaumepasbl | ¥ ruaposiu3 ommbOYHOro TpoMe-
KYTOYHOTO TpPOAyKTa amMuHoanmi—AMP mon
neiictBueM amuHoanuia-TPHK—cunTeTassr.

Tnasa 28

L.

a) y i-myraHta HeT lac-penpeccopa. I[loaTomy
TaKON MYTaHT KOHCTUTYTUBEH B OTHOLIEHUM CHUH-
Te3a 0eNIKOB /ac-onepoHa.

6) OTOT MYTaHT KOHCTHUTYTMBEH B OTHOIUEHUU

CHHTe3a OEJIKOB frp-OTepOHa, TaK Kak B HEM HeET
trp-pernpeccopa.

B) B oTOM MyTaHTe apaOMHO3HBIII OMEPOH He JKC-
npeccupyercs, Tak Kak AJsi aKTUBMPOBaHUS TpaH-
ckpunuuu Heobxoxuma P2-dopma araC-Genka.

r) OToT MyTaHT o6nagaeT JAUTHYECKUM [eii-
CTBUEM, HO HE JIM30T€HU3MPYIOLIMM, TaK Kak OH
He CIoCOOEH CHHTE3MPOBaTh A-perpeccop.

) DTOT MyTaHT o00JafaeT JM30TEHU3UPYIOIUM
NeiCTBUEM, HO HE CMOCOOEH K JIMTUYECKOMY Jeii-
CTBUIO, TaK KaK OH HE MOXET CUHTe3upoBaTh N-
0eJI0K - TO3MTUBHBIM PEryJISATOPHBIN (aKTOp TpaH-
CKPUMLKH.

OznHa M3 BO3MOXHOCTEH COCTOMT B TOM, YTO B
i*-MyTaHTe o06pasyeTcs M3MEHEHHBIIl lac-perpec-
COp, KOTOPBIN TOYTH HE MMEET CPOICTBA K MHAYK-
TOpPY, HO TPOSBJISIET HOPMAJbHOE CPOIACTBO K OIle-
patopy. Takoii lac-peripeccop OyneT CBSI3bIBATHCS
C OMnepaTopoM M GJIOKMPOBATb TPAHCKPUILMIO JHa-
Ke B MPUCYTCTBUM MHAYKTOPA.

V artoro MmyraHrta lac-omepaTop HM3MEHEH TaKuM
00pa3oM, YTO OH HE MOXET CBSI3bIBAaTh perpeccop.
Takas MyTaums oGosHauaercs O° (0T aHr.
operator constitutive - KOHCTUTYTUBHbBIII ~ omnepa-
TOp).

V 3Toro MyraHTta, BUAMMO, O€JOK, CBSI3bIBAIOIIMI
uukanyeckuit AMP (BAK), 1160 umeer u3MeHeH-
HyI0 CTPYKTYpy (nedexreH), TUOO COBCEM OTCYT-
CTBYET.

Kunerka E. coli, Hecymas npodar A, conepkKut Mo-
JIeKyJIbl  A-pernpeccopa, KOTOpble Takxke OJOKU-
PYIOT TPaHCKPMIILMIO TPEAPAaHHUX T€HOB JIPYrUX
yactul (ara A

a) TpaHcisiuus TpaHCKpunTa P,, HPOMCXOAUT
B 5-10 pa3 ObicTpee, yeM TpaHCASLUS TPAHCKPUM-
Ta P, TaKk KaK OH COJEPXUT MOJHOLEHHbIN CHUI-
HaJll MHULMAaLUMKU CUHTe3a Oesnka (Kak 3T0 obcy-
xnaetcss B pasm. 27.14).

6) Bonee addexTiBHAS TpaHCASLMS TPaHCKPUITA
P, TIpUBOOMT K OBICTPOMY 00pa3oBaHUIO OOJb-
IIOr0 KOJMYEeCTBAa MOJIEKYJ A-pernpeccopa, Heob-
XOIMMBIX JIJISl YCTAHOBJIEHUS IN30TEHHOTO COCTOSI-
Hus. OOCyXIeHUE 3TOTO Mpoliecca CM. B CTaThe:
Ptashe M., Backman K., Humagun Z., Jeffrey A.,
Maurer R., Meyer B., Sauer R.T., Science, 194,
156 (1976).



MPUJTOXKEHUA

MPUNOXEHNE A

dusnyeckne KOHCTaHTbI
U nepesBos enuHUL,

N3 OAHOM CUCTEMbI

B Apyryto

Yucaosble 3HaYeHUs1 (PU3MUECKMX KOHCTAHT

MaremaTuyeckne NOCTOSIHHbIE

n = 3,14159
e =2,71828
Inx = 2,303 lgx

CoOTHOIIIEHNE EINHUIL U3MEPEHUA

Benuuna CumBon 3HaueHue'

ATtomHas emm- aeMm. 1,66+ 107* r
HUIIAa MaccChl (da)

(mabTOH)

Yucio Aporan- N 6,022+ 10° ™monb’
po

Mocrosinnas  k 1,381-10% JOx-K'

Boabumana 3,298+ 107 kam+ K

DIEeKTPOH- 5B 1,602« 107"° Ix
BOJIBT
3,828 « 10 kan

Yuciao Dapa- F 9,649+ 10° Kut » mosb™

nes 2,306+ 10" xan+* B« 5kB™
Panuoaktus- Ku 3,70-10° pacrec’
HOCTb

YHuBepcanb- R 8,314 « JIxx » Mmomp '+ K!

1

Hasl ra3oBast 1,987 xanewmonp '« K
MOCTOSTHHAS

INocrostHHas & 6,626 107 Ixec
I1anka 1,584+10™ kamec

CKOpOCTb CBe- ¢ 2,998+ 10“cm = ¢’

Ta B BakKyyme

' Mcrionb30BaHHbIE COKPAILEHUS: B - BOJBT; I -TIpaMM;
Ix - mxoynb; K -KenbBuH; Kan-kanopus; Ki-xynoH;
C-CEeKyHIIa; CM-CaHTHUMETP; KB - SKBUBAJICHT.

Ousnueckue EavHUIB M3MepeHust

BEJTMYMHBI

JnuHa lemM = 107M = 10MM = 10 MM =
= 10'um

= 10° A = 0,3937 moiima

Macca Ir =107 kxr = 10’ Mmr = 10° MxT
= 3,527+107 yHumit

O6BeM lem =10° M = 10° MM’
Ivr=1cv = 10° 1= 10" mxn
1 eM = 6,1+107 moiim’® = 3,53+107
dyr’
Temmeparypa K =°C + 273,15
°C =5/9(°F-32)
OHeprust 1 Ox = 10 apr = 0,239 xan = | Brec
JlaBiaeHue 1 Topp = 1 MM pr. ct. (0°C)
= 1,333+10° H/M’
= 1,333+10° a

= 1,316°10° atm

IIpucraBku i 00pa30BaHMSI KPATHBLIX M JOJBHBIX €IU-
HHL, U3MepeHuit

IMpucraska O603HaYeHKE YucieH-
HBII 2KBU-
PYCCKUMH JIaTUHCKU- BATTCHT
OyKBaMM MU W TPUCTABKHU
rpeyecKu-
MU OyKBa-
MU
Kuno k 10°
TexTo r h 10°
Jexa na da 10'
JHeun d 10"
Cautu c c 10°
Munm M m 10°
Mukpo MK u 10°
Hano H n 10°
IMuko n p 10"




NMPUNOXEHWE B

MopsakoBble HOMepa
M aTOMHbIe MAaCChl

3J1IeMEeHTOB
Hazpanue 3Hak Mopsn- HasBanue 3Hak Mopsn-

KOBBIiA ATOMHast KOBBIIA ATOMHast

HOMeEp Macca HOMCp Macca
Asor N 7 14,01 Kpemuuit Si 14 28,09
AKTUHUI Ac 89 227,03 Kpunton Kr 36 83,80
AJIOMUHUT Al 13 26,98 Kcenon Xe 54 131,30
Amepunnii Am 95 243,06 Kypuarosuit Kh 104 260
Apron Ar 18 39,95 Kropuii Cm 96 245,07
Actar At 85 210,99 JlanTan La 57 138,91
Bapuit Ba 56 137,34 Jutuit Li 3 6,94
Bepunnuit Be 4 9,01 JloypeHcuii Lr 103 256
Bepkauit Bk 97 247,07 Jloteuuit Lu 71 174,97
bop B 5 10,81 Maruui Mg 12 24,31
Bpom Br 35 79,90 Mapranen Mn 25 54,94
Bananuit \% 23 50,94 Menb Cu 29 63,55
Bucmyt Bi 83 208,97 MenneneBuii Md 101 255,09
Bonopon H 1 1,01 Monubnex Mo 42 95,94
Bosnbdpam \\ 74 183,85 MBbIIIbSIK As 33 74,92
lanonuHwmii Gd 64 157,25 Harpuii Na 11 22,99
Tamnit Ga 31 69,72 Heonum Nd 60 144,24
Taduuit Hf 72 178,49 Heon Ne 10 20,18
Tenmii He 2 4,00 Hentynwmii Np 93 237,05
l'epmanmii Ge 32 72,59 Hukenn Ni 28 58,71
Tonbmuit Ho 67 164,93 Huoobnit Nb 41 92,91
Jucrposuii Dy 66 162,50 Ho6enmnii No 102 255
Esponuii Eu 63 151,96 OJ10B0 Sn 50 118,69
Keneszo Fe 26 55,85 Ocmuii Os 76 190,20
305010 Au 79 196,97 Mamtanuii Pd 46 106,40
Wunuit In 49 114,82 ITnatuna Pt 78 195,09
Hon 1 53 126,90 Tlnyronuit Pu 94 242,06
Wpunuit Ir 77 192,22 Tononuit Po 84 208,98
Wttepbuit Yb 70 173,04 Ipaseogum Pr 59 140,91
Wrtpuii Y 39 88,91 IIpomeTnit Pm 61 145
Kanmuii Cd 48 112,40 [MporakTuHMit Pa 91 231,04
Kanwii K 19 39,10 Pannit Ra 88 226,03
Kamudopuwmit Cf 98 249,07 Pamon Rn 86 222,02
Kanbuuit Ca 20 40,08 Pennit Re 75 186,20
Kucnopon (0] 8 16,00
Kob6anbt Co 27 58,93 Ipuioxenns 359



HasBanue 3HaK Mopsan- HasBanue 3HaK Mopsan-

KOBBI AToMHas KOBBI ATOMHas

HOMeEp mMacca HOMeEp Macca
Ponuit Rh 45 102,91 Turan Ti 22 47,90
PryTh Hg 80 200,59 Topuit Th 90 232,04
Py6uamii Rb 37 85,47 Tynnuit Tm 69 168,93
Pyrenmnii Ru 44 101,07 Yraepon C 6 12,01
Camapuii Sm 62 150,40 Vpau U 92 238,03
CBUHeLL Pb 82 207,20 Oepmuit Fm 100 257,08
Cenen Se 34 78,96 ®ocdop P 15 30,97
Cepa S 16 32,06 OpaHunit Fr 87 223,02
Cepebpo Ag 47 107,87 ®drop F 9 18,99
CkaHaui Sc 21 44,96 Xnop Cl 17 35,45
CTpoHIHMI Sr 38 87,62 Xpom Cr 24 52,00
CypbMa Sb 51 121,75 Lesmit Cs 55 132,91
Taumit TI 81 204,37 Lepuii Ce 58 140,12
TaHTan Ta 73 180,95 Luuk Zn 30 65,37
Tennyp Te 52 127,60 LnpkoHuit Zr 40 91,22
Tepbuit Tb 65 158,93 DUHIITE HH Wi Es 99 254,09
TexHeuuit Tc 43 98.91 Dpouit Er 68 167,26



MPUNOXEHUE B

3HayeHue pK' pns

MPUNOXEHUE T

CTtaHpapTHble [OJINHbI

paaa KucnoT cBa3en
Kucnora pK' Kucnora pK' CB3b CrpykTypa HnuHa, A
(pu (mpu
25°C) 25°C)
C—H R,CH, 1,07
AMMOHHUS WMOH 9,25
ApomMatuueckas 1,08
AckopOuHOBasI, RCH, 1,10
pK; 4,10
pK, 11,79
AuetoykcycHas 3,58 Cc—C YrieBonopoaHas 1,54
ben3zoiinas 4,20 [MupuanHus MoH 5,25 ApomMaTuueckas 1,40
Bona 14,0 IMupodocdophas, Cc=C OrueH 1,33
pK' 085 Cc=C Aunernnen 1,20
C—N RNH, 1,47
[nuuuH, pK/' 2,35 pk' 149
pk,' 9,78 pk, 577
WUmunazonus O=C—N 1,34
HOH 6,95 pk; 822 C—0 Criupr 1,43
K 6.19 T } Ddup 1,36
aKOAMIOBas , pUMETHIaMMO
st o 9.79 C=0 Anpaerun 1,22
’ Amun 1,24
JIumoHHas, Tpuc(rugpoxcume- C—S R,S 1,82
pk;' 314 TIUT)-aMHHOMETaH 8,08
pK, 477
Pk, 6,39 YronbHast, pK,' 6,35 N—H AMULI 0,99
MasenHoBas, O—-H Cripr 0.97
pk, 183 pk, 10,33 0—0 O, Ll
pK, 6,07 VkcycHas 4,76
n-MacnsHast 481 ®eHon 9,89 P—O Dup 1,56
Monounas 3,86 DocdopHast, pk,' 2,12 S—H Tuon 1,33
S—S Hducynbbun 2,05
MypaBbuHas 3,75 pK,' 7,21
K 12,67
Orunammonuss uoH 10,81
A6noynas, pK,' 3,40
pk; 5,11
AnrapHas, pK)' 421
pK, 5,64



NPUNOXEHWNE [

CTtaHpapTHble

cokpalieHus,

NMPUHSATbIE B onoxumMmum

AKTI (ACTH)

AIIB(ACP)

ATPaza

ANOD (DIPF)

JHK (DNA)
kIHK

JIHKa3za (DNase)

JAH® (DNP)

PHK (RNA)
MPHK (mRNA)

pPHK (rRNA)
TPHK (tRNA)
PHKaza (RNase)
A
ACP (AIlB)
ACTH (AKTT)
ADP
Ala
AMP
cAMP
Arg
Asn
Asp
ATP
ATPase
C
CDP
CMP
CTP
CoA
CoQ
Cys
d
DIPF (AUDD)
DNA (OHK)

aIPEeHOKOPTHUKOTPOTTHBII
ALWITIEPEHOCSIIMIA  GeToK
aneHosuHTpudocdaTaza
nuusonponuidropdbocdar
Ne30KCUPUOOHYKIIEMHOBAsT KHCJIOTa
komiuiemeHTapHast JTHK
NIe30KCUPUOOHYKIIeasa
TMHUTpODEHON

PUOOHYKJIEMHOBAsI KHCIOTA
nHbOpMaOHHAasK (MaTpUYHast)
PHK

pubocomHass PHK

TpaHcnoptHas PHK
pubOHYyKJIea3a

aJIleHUH

AL IEPEHOCSIIMI  GeTToK
alPeHOKOPTUKOTPOIHBIN TOPMOH
a ieHo3uHaAnbochar

TaHUH

aJlecHO3MHMOHOGOoCchaT
uukianyeckuii AMP

apruHUH

acriaparuH

acraprat

aneHosuHTpUdochar
aneHosuHTpUbocharaza

LUTO3NH

uutuauHIdocdar
LUTUIMHMOHOGbOChAT
uuTUAMHTpUdOChaT

KodepMeHT A

KodepMeHT Q (yOMXUHOH)
LUCTEUH

2'-1e30KCUPHO0
nuusonponmidTopdocdar
Ne30KCUPUOOHYKIEMHOBAsT KHCIOTA

TOPMOH

362 IIpunoxenus

c¢DNA (xIHK)
DNase (J1HKa3za)
DNP(AHD)
DPN"
DPNH
FAD

FADH,

fMet
FMN

FMNH,

G
GDP
Gln
Glu
Gly
GMP
GTP
Hb
HbCO
HbO

kommiemeHntapHas JTHK
IIe30KCUPUOOHYKIIeasa
JIUHUTPOGDEHOI

cn. NAD®

cu. NADH
(b1aBMHANEHUHIUHYKIEOTU (OKHMC-
JneHHast dopma)
(baBuHaTeHUHIMHYKIEOTH  (BOC-
CTaHOBJIEHHas1 opma)
hopMUIMETHOHUH
(h1aBUHMOHOHYKJICOTUT (OKUCIIEH-
Has ¢opma)
(h1aBUHMOHOHYKJIEOTU L
HOBJIEHHas (opma)
TyaHUH
ryaHo3uHaudochar
TIyTaMUH

rayTamar

TJMLYH
ryaHo3MHMOHOGochaT
ryaHosuHTpudocar
reMoryo0uH
KapOOKCUTreMOTJI00MH
OKCUTEMOTJIOONH
TUCTUIVH
TUAPOKCUTIPOJINH
UMMYyHOTJI00uH G
U30JIEALIMH
nHo3uHTpudochat
JIEHLMH

JIU3UH

MUOTJIO0UH
OKCHUMUOTJIO0MH
METUOHUH
METTreMOTJI00MH
HUKOTHMHAMUIAJEeHUHIMHYKICOTH]
(okucneHHast (opma)
HUKOTHHAMUIAACHUHIMHYKICOTH
(BoccTaHoBNeHHAsT (hopma)

(Boccra-



NADP"

NADPH

Phe

P

PP

Pro

RNA (PHK)
mRNA (MPHK)

rRNA (pPHK)
tRNA (rPHK)

HUKOTMHAMUIaeHUHINHYKIIEO-
tundocdar  (OKUCIeHHas
bopma)

HUKOTMHAMMAAACHUHINHYKIEO-
tundocdar (BoccTaHOBIEHHAS
dopma)

¢eHunaTaHuH

HeopraHuveckuii oprodocdar
HeopraHuyeckuii nupodocdar
MIPOJIH

PUOOHYKJIEMHOBAs KUCJIOTa
nHbOpPMAIIMOHHAS (MaTpUYHAas)
PHK

pubocomuas PHK

tpaHcnoptHas PHK

RNase (PHKasza)
Ser

T

Thr

TPN”

TPNH

Trp
TTP
Tyr
U
UDP
UMP
UTP
Val

puboHyKIeasa
CepUH

TUMUH
TPEOHUH

cn. NADP®
cu. NADPH

TpunrodaH
TuMuIuHTpUbDOCchar
TUPO3UH

ypauuia
ypununaudocdar
ypunuHMoHodocdaT
ypuauHtpucdocdar
BaJIMH
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78-81, 83-84

--- ¢otocunteze II: 190-194, 200

- TIpu TeHeTHuyecKoil pekomOumHarmu I11: 200

-- perukamu JJHK I11: 32-33

10-13, 141, 255,

IIpenmeTHbIiA
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-- Tpancniopte moHos III: 270-271, 304, 306-308,
311-312

AneHosuHntpudocdaraza cm. ATPaza

Anpenanun [I: 122-123, 248, 292; III: 282, 284,
339

AIpEHOTEHUTAJIbHBIN CUHIPOM cM. Bupuiamsm

Anpenomokcun II: 222

AnpeHokopTukoTrponusiii ropmon (AKTI) 1. 47;
11: 222

B-Anpenspruueckue peuentopbl II1: 286

Azacepun 1I: 279

Asun II: 81

Azorucrasg kuciora III: 81-82

AzotucTeie ocHOBaHUsA. Cm. makxce ITMpUMHUINHBL,

[MypunHbt
-- HomeHkiartypa II: 255-257; 1I1: 6, 24
-- maper III: 11-15, 19-20

Azotucteii 6amanc II: 233
Aszotdpukcanusa I1: 230-232
Axonwura3sa I1: 50, 63-64

Axonurtart II: 50, 51

Axkpununs 111: 82

Akconema II1: 277-279

Axconsr I1I: 300, 327

AKTI cm. AnpeHOKOPTMKOTPOIHBI TOPMOH
AxTtuBHbI# Tpancmopt I11: 304-306

- mentp I: 109-110

-- kapOokcunentugassl A I: 146

-- au3ouuma . 134, 140

-- pubonykneassr S I 17

-- xumotpuncuna [ 157-159

Axtun I11: 261, 263, 265-266, 269-276
Axtunomuuuu I1I: 61-64, 116
Axtomuosun II1: 265

Axuenepun I: 175

Ananun 1. 20; II: 167, 233-234
Ananun-amuHoTpaHcdepasza I1: 160
AnanunoBast TPHK III: 94-95
Anxantonypus I1: 176

ANKeHUIbHBIN 3pup rauuepona I1: 208
Ankoroabaeruaporerasa I1: 36
Annantoukasa II: 275

Annantoun II: 273, 275
AnnaHTonmHoBas KucjoTa (ammantoat) II: 273, 275
Annantounasa II: 275

AnnenbHoe uckmodenue III: 252
D-Annosza 11: 46

Amnokcan III: 295

Amnonakrosa I11: 112

Amnonypunon 1I: 276
Annocrepuueckue 6enku I 69, 75, 77, 84



-B3aumogeicreua I: 106, 118-122; II: 282-283

- cBoiicTBa remoriaoouHoB I: 69-87

- ¢depmentn I 118-122; II: 34-35, 123-125, 264-
268

Annoctepuvyeckuii aktuatop II: 120

Amtocrepuueckoe uHruouposanue I: 116, 120

- pasnmuume III: 242

Anpmumunsl 11: 162, 163

Anbgossr 11: 24, 29, 46

Anpponaza I1I: 30, 38-39

- ipu dorocunrese II: 195-196

ANbIOJb-TUCTUAMHOBBINA Kommieke I: 190

AnpnonbHag KoHzeHcauus I: 190

AnbgonbHoe pacimerienue I11: 27

D-Anbrposa 11: 46

a-Amanutun 111:  146-147

Awmerontepun II: 270; III: 189

AmupHas cBsa3p I: 23

Amunossr 11: 131

Awmunonektun II: 131

Amunoakpuiar II: 163

Amunoanmnagenuiaar II11: 88

AmuHoammi-AMP 1I1: 89

Amunoauun-tPHK III: 87-89, 103

- ruopunnas I11: 93

Amunoanun-tPHK-cunaTeTasa I11: 88-90, 100

AMMHOAUWIbHBIN yuyacTok (A-yuyactok) III: 102-104

Y-AMHUHOOYTHpAT cM. Y-AMUHOMACJsIHAs KKUCJIOTa

AMUHOOYTHpAT-TJIyTaMaT-aMuHOTpaHcdepaza  11I:
340

S-AMuHoumunaszonpubonykiaeotun II: 259

AMHUHOKUCIOTHBIe ocTaTku . 81-83

-- B remoriooune l: 65-66

- IOCJEIOBATEIbHOCTH B aJPEHOKOPTUKOTPOIIHOM
ropmone 1. 47

--- benkax I: 26-27, 37-39, 63; III: 7

--- remoryobune I: 63-65

--- raukopopune 1. 216

--- uMMyHoriooynunax I11: 240-244

--- uHcynmuue I 27

--- mu3ouume I: 35

--- muoriobune I 56, 63

--- pubonykineasze [: 39

--- snuuepMaibHoM akTope pocra III: 301

-- roMmosiornuHbie yuyactku I: 63; I1I1: 244

AmunokucnoTsl I; 19-23, 32; I1: 160-179, 247-248;
I11: 68-69, 75, 87-89

- B rucronax III: 129

- D-wzomepwmr I: 20; III: 219

- N-xonuessie I: 28-30

- HezameHumsbie II: 230, 233-234, 239

- CIOCOOHOCTb K 00pa3oBaHUIO BOAOPOIHBIX CBSI-

geit 1 123-124
- tpancnopt III: 312-313
- pK 1. 45, 46

0-AmuHoneBynunar II: 249

0-AMuHoONeByTMHAT-cuHTeTaza [I: 249

y-AMmuHomMacnsinasg kuciaota (TAMK) II: 274; III:
338-340

Amunonentunasza II1: 105

B-Amunonponuonutpuia I: 190

AmuHontepun II: 270

2-Amunonypus II1: 81

Amunocaxapa [: 193

Awmwuran II: 81

Ammonuit (NH,") II: 160-166, 230-232

Ammonuke [ 210

AMMoOHOTeIMYecKrue opraHusmel 11: 164

Awmuuonenrte3 II: 212

Avmmpuranus II: 128; 1II: 141, 145

Amopunatuyeckue coenuHeHus: 1: 204

Ana6omusm I 205

Anabonuueckue mytu 1I: 21

Ananoru ocHoBanmii III: 24, 81, 83

Amnamtepornyeckue peakuuu I1: 64, 108

Anrctpem I: 34

Andepcena 6onesnn 11: 130

Anpgporenst I1: 221-224

Aunpgpocrenauon 1I: 223, 224

Anemus I: 88-90; II: 103, 170, 172

AHuoHHBIN KaHan [: 213

Auntuounoruku III: 304, 316-320. Cm. maxawce 1o
Ha3BaHUAM

- KakK MHrubutopsl TpaHckpunuuu III: 61-62

- ycToituuBocTh K Hum I1I: 205-206

AHTHOMOTHKHU-KaHalooOpa3oBarenu III: 317

Antuouoruku-nepesocunku I11: 316, 318

AHTUreMOouUIbHBIN ¢akTop I: 173

Anturen (ummyHoren) II1: 234

T-Anturen III: 151

AHTHTEeH-aHTHTeN0, KoMmruekcel IIT: 238, 256

AHTUreHHasi nerepmuHanrta III: 234

AHTUTEH-CBsI3bIBatoIMe yyacTku aHtuten III: 236-
237, 240, 245-246

Autupor III: 336-337

Anrukoaryngutel 1: 170, 176

Antukonon III: 68, 91-95

AHTuKonoHoBas meras III: 91, 93

Antumunud A II: 80, 81

AHTunapaniaeabHblii ciaou II: 37

Antunopt III: 312-313

AnrtuceiBoporka I1I: 236

AHTUTena cm. MUMMYHOTJIOOYIMHBI

AHtuTpOoMOUH 1. 175

Antpanunat 1I: 241, 242

ATIb cm. AuwnmepeHocsimuii 6enox

Anomuorno6un I: 62-63

Amnomnpoteun 1. 48

Apabunosa II: 46; I1I: 117

ApabuHo3sublii omepon III: 117-119

ApabuHo-u3zomepasa III: 116, 117

Apaxugar II: 139

Aprunasza II: 164

Aprunun 1. 21, 22; II: 169

- B uukiae mMoueBuHbl II: 164—165

ApruHuHocykuuHasa I1: 165

AprununocykuuHat II: 164—165

ApruHuHOCYKIMHAaT-cuHTeTasa I1: 164

Apcenar 1I: 41

1-Apceno-3-dochormuuepar 1I: 41

AcumMeTpus Ouosornueckux mMemopan I: 200, 214,
219

- cuctembl TpaHcmopta Na' u K’ I: 219

IIpeaveTHbIii
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AckopOuHoBast kuciaora (Buramun C) 1. 181, 186,
187

Acmaparun I 21, 22; II: 168, 234

Acmaprar I: 21, 22; 11: 233-234

- B OuocuHTe3e mupumuauHos II: 262

-- nukie MoueBuHbl I1: 164—165

- TpaHcamuHupoBaHue II: 168-169

Acnaprar-kapbomounrpancdepasa I1: 262

Acnaprar-tpaHckapOoamomnasa (ATKaza) II: 264-
266

B-Acnaptuindocdar III: 307

Acnupun (auetwicamuimiar) [I1: 298, 299

Atepockiepo3 1I: 220

Atpakrunosun II: 86

Attenyarus II1: 59, 119-120

AyTouMMyHHOe 3aboneBanue III: 338

Adunnasg merka I: 157-158; III: 243

- xpomarorpapusa I: 25-26; I11: 236

Aueranpnerun 1I: 36

Auerar [: 10; III: 334

N-Auermwiranakrosamud I: 214

N-Auerunrmioko3amud (NAG) I: 133, 137, 138, 214

- B KJIETOYHOI cTeHke Oaktepmii III: 219, 221

N-Auetwirnoko3amMuH-1-docdar 111: 221

AnetTmikosH3UM A cm. Auetuii-CoA

Avnerwuinnoamun I1I: 57

N-AunerunmypamoBast kuciora (NAM) I: 133

- B KJeTouHOU creHke Oakrepuit III: 219-223

N-Auerunneiipamunart 11: 209, 210

Auerui-tpaHcauetunasza 11 151, 152

Auetundocdar I1: 12

Anerunxonun I11: 330-334

AueTunaxoauHoBbiil peuentop III: 332-338

AuerunxonmuHacrepaza I: 114, 157; I1I: 330, 334-
336, 338

AuerunbHbie rpynnel 11: 16

Auerun-CoA 11: 5, 16, 49, 287-288

- u xupHbie kucnotel [I: 143-144, 149

-- cuHTte3 auetuixonuna II1: 330

- obpazoBanme u3 jeiinuHa I1I: 174

--- nupysara II: 49

-- npu nuabere III: 294

Auernn-CoA—kapOokcunaza II: 149-151, 286

Aneroanerar II: 147-148, 174, 294

- npu nuabere III: 294

Aneroauetmi-AIlb II: 152

Aueroanetun-CoA 11: 147, 166

Auerton II: 147; III: 194

Aumnagennnar I: 141-142, 161

Auunnuposanue I: 156, 159

Auunkapautud 11: 143

Aunin-kobdepmeHT A cm. Atmn-CoA

Auunnepernocsmuii 6enok (AIlB) II: 151

N-Amuichunrosun II: 208

Auunn-AMP 1II: 142

Anmn-CoA 1: 35-36; I1: 142-145

Auun-CoA-nerunporenasa II: 144

Anun-CoA: kKapHuTUH-auwiITpancdepasa II: 143

Aumin-CoA-cunrerasa 11: 141

Aumn-CoA-xonecrepon-amunarpancdepasa I1: 220

IIpeameTHbIi
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AMP cm. AneHo3uH-5'-MoHOMOCHAT
AT-napwur I11: 13, 20

ATP cm. Anenosuntpudocdart
ATP-ADP-tpancnokasza II: 86
ATPa3za B muroxonmpusx II: 84

-- mermnax 11 264-266

- u Tpancnopr nonos III: 306-313

BAK cm. benkoBblii akTMBaTOp KaTaboauM3Ma
Bakrepuun, JHK B mux II1: 19, 20, 100, 218-232
- koubwtloraums III: 197, 201-205

- TpocTpaHCTBeHHBIN rpamuent III: 351-352

- xemopeuenrtopbl I11: 349-353

- BKcIpeccus sykapuotudeckux reHos III: 212-213
bakrepuopomoncun I: 221-222; 1I: 200-201
Bakrepuodaru cm. ®aru

bakrepuoxnopodbunn II: 189

Bauurpamun 111: 161

Benku I: 18-47; 111: 154-159. Cm. maxoce mo Ha-

3BAHUSM

- BupycoB III: 179-180, 183

- BcrioMoraTenbHble  (Mopdomoatuueckue)  III:
173-174

necrabunusupyoomue crnupais JHK II1: 33

- KkoBajeHTHass Momudukaumst I: 105-106; II: 283

komupyembie Bupycom SV-40 III: 188

KoHpopmanus I: 32-34, 38, 40-42, 120

- MeMOpan I: 208-218; III: 156-158, 326

mutoxonmpuit I1I: 159

- npu Ttaizaccemuu III: 154

pekoMmbunanuu (recA, recB, recC, recBC) I11: 200

- pubocom III: 158

cekperopubie I1I: 156-158

cunres III: 76, 87-110. Cm. makxce TpaHcis-
uusi, Pubocombr

-- B Oaktepusax III: 100-102

- comepxamue HeremoBoe xeneszo II: 32, 75. Cm.

makxce Kene3onpoTeUHbI

Benku coenuHuTenpHOi TKaHu I:

- ¢aros III: 124, 183

- xjopomnactoB III: 159

Bbenku-antunerepmunatoper II1: 59

Benkossiit aktuBatop katadonusma (BAK) I11: 116,

117

Cro-6enoxk II1: 124

Fe-S-6enok cm. 2KenezoceponpoTeMHBI

G-6enok 111: 286-287

HPr-6enox III: 315

Mo-Fe-6enok II: 231

recA-6enox I11: .200

rep-6emok (xenukasza) I1I: 33

p-6enok (p-daxrop) I11: 58-60

benple mprmer [11: 271

benswimennummiua 111: 224, 226

Benzoitnasg kuciora I1: 141

benc-Jlnconca Oenok III: 242

Bepu-6epu I1: 60

becknerounas cucrema III: 70, 151, 155

Bberaun II: 238

Bexanrar II: 139

bubauoreka AHK III: 211-212

buxap6onat cm. JImokcun yriaepoaa

179-198



BunmeepamH  Il: 251

BumpyomH I 251-252

BumonekynsipHbin  cnoii  (6ucnon) I: 205-208

Buonornyeckmne npouecchbl, Ux ckopocTb |: 12

BvotvH I 107-108, 114, 149-150

BruotuHkapbokcunasa I 150

BunonsipHble MOHbI (UBUTTEPUOHBI) |1 19

1,3-Bucdocdornmuepar (1,3-bdr) I: 15; I 41-44

2,3-bucocdornmuepar (2,3-bPr) I: 73-75, 80-82;
II: 41-44

Bucdocdornmuepatmytaza |1 115; I 42

Bone3Hb HakorneHus rnvkoreHa Il 131

BoHrkpekoBass kucnota Il: 86

bopa addekt I 72-73, 81-84

Bopcoaepxaiwume kucnotol |: 178

Bpoxenve I 23

5-bpomaezokcnypmamH - II:

BpomucTbii upaH I 30, 32

5-bpomypaumn Il 81

a-byHrapotokenH  lIl: 333

Bytnpun-AneG I: 152, 153

BydepHas emkoctb pacteopa |1 46

BDI cm. Budocoornvuepart

135

BapdapuH I: 170, 171

Bepywas nute Il 31

BexTopbl gns knoHunposaHus OHK I
211

BepHuke - Kopcakosa cvHpgpom Il: 102

«BetBawmii» depmeHt I 121

Bupunmam Il 224-225

Bupyc GeweHctea ll: 181

- BesukynsipHoro ctomatmta Il 180-181

- KycTucton kapnukoBoctn Ttomarta Il 176

- nanwomsl . 188

- nonvommenura I 179-182

- nomombl Il 186-189

- capkombl Payca Il 179, 186

- TabayHoir Mmo3zauku (BTM) III:

-—- mytaumm Il 77

- sawypa Il 179

-Qp I 182, 183

- R17 I 182, 183

- SV-40 Il 55, 186-189

-- reHetmyeckas kapta ll: 189

Bupycbl, obonouyka Il 167-168

- nepekpbiBaowmecs renol ll: 78,

- PHK-copepxawwme . 178-179,

- camoc6opka lIl: 167-194

ButamunH A (NnonHocCTblo-TpaHc-peTnHon) i:
l: 342

- B, (mamuh) I 60

-B,I1l: 17

- B, (mmpupokewH) I 17, 124, 161

- B,, (kobanamuH) II: 170-172, 238

- D I 223-224

-D,Ill: 18

Burtamun D, :

-EIll: 18

- K I: 170; I 248

-K Il: 17, 18; I 248

207, 210-

167-173

183
189-190

17, 18;

223-224

- K, 12 170; 1I: 226

BurtamuHbl I: 17-18. Cm. Takke nNo Ha3BaHWSM

Bopa I: 10, 125-127

Bopopopn, crepeocneumdundeckuii nepeHoc Il: 62-63

BopopoaHbie cBaszu I 122-124

-- HeoOblHble I 92

Bopopocnn I 193

BopotHbin Tok Il 330

BpemeHa 6Guonornyecknx npoueccos |

BpemenHoii rpagment Il 351-352

BcTaBoyHble nMocnenoBaTesibHOCTU (BCTaBKU, WHTPO-
Hbl, IS-anemeHTbl) Il 78-83, 150-151, 196,
202, 206-207

BTM cm. Bupyc TabayHOM MO3auku

BropuyHaa cTpykTtypa |1 37

BbipoxxaeHHocTs kopga Il 69, 76

-- rmmnote3a kavaHusa I 94—95

Bbicokuii noTeHuman nepeHoca docdarHor rpynnbl
: 11

BbicokoaHepreTnyeckue ceasn i

11-12

11-12

[azoBas radrpeHa I: 191
Manaktrnon I: 135
Manaktoza I: 106; Il: 46,
Fanaktozemus I 135
B-fanakrosnpaza I: 112-113
Fanaktosngnepmeaza l: 112
FanakrtosuntpaHcdepasza Il 132
Fanaktoso-1-docdar I 134
[anakTo3o-1-docoar-ypuamntpaHcohepasa I 134,

134-135; I: 112

135
ManaktokmHasa I 134
Fanaktonunuaopl I 184
Fanobaktepun Il 200-201
Fanoran I 111
MaHrnvosuabl |1 204; I 208-211
Fanten Il 234-236, 240
[anTteH-aHTUTENO, KOMMnekc I 236-237
[anteHHaa petepmuHanTa Il 234
lekcapekaHnoat I 139
lekca-NAG I 137-138

ekco3omMoHodochaTHbI NyTe cm. [MeHTo3odoc-
daTHbIi NyTb

lekcosbl |1 25, 46, 47

lekcokvHaza I: 18; I 28, 29, 38, 43

lenvkaza I 33

Fenb-dunstpaupsa I 25

enb-anekTpodopes cMm. AnekTpodopes B nonmak-
punaMmmoHoM rene

Fem I: 48-50; I 249, 250

- B MuornobuHe |: 56-60

- cessbiBaHve ¢ CO, I: 60-61
fremall: 77

lem-rem, B3anmopencteme |: 72
FemornobuvH |: 48-87

- reHbl ll: 154-155

- mytaumm 1: 98-100; Il 77. Cm. takke Cep-
NOBUAOHOKIIETOYHAs aHemusi, Tanaccemus
- nnopga I 75; W 154

MNMpeomeTHbIN
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Femornobun A, A, I: 63

-F I 63

-MI: 99

- S I: 90-98

- a- u B-uenu I: 63-65, 75

lem-okcurenaza II: 251

T'emopparus I: 170, 175

Temopmmms I 172-173

Ten. Cm. makace TeHbl

- oBanbanbbymuHa III: 79, 81

- ¢ubponna III: 144-145

- cro 111: 123, 124

- @ I 113-114

- ilv 111: 29

- J I1I: 251-252

- sre 11I: 191-192

- trp 111: 30

lenernueckas pekomoOunanus I11: 196-216

I'enetnueckuit kon I11: 68-69, 75-77

I'eHombl, KoHcTpyupoBanue 111: 196, 207-215

- obnactu romosorum III: 191, 200

lenbl. Cm. makice MO Ha3BaHUSM

- a”tuten III: 248-250

- BupycoB III: 120, 121

- BIUsSIHUE CTepoumHbix ropmoHoB III: 298-299

remornoounos III:  154—155. Cm. makwce Mo-
JIeKYJIsipHbIE 00JIe3HU

ructonoB III: 143, 144

kinoHuposanue III: 196, 207-209, 214

KomuHeapHocTh I111: 77-80

gmumdbonmTos I11: 249-250

nepekpoiBatoniuecst [11: 77-79, 182-183

nepectpoiiku I11: 196-216

pasopBanHHoe crpoenue I11: 78-80, 145-146, 150,
151

pubocomabix PHK III: 140-142

yuukanbHbeie I1I: 144—145

dara T4 I11: 172-173

akcnpeccust I1I: 112-125

- aykapuot III: 78, 211-213

lenmapancynbdar 1@ 193

Tenapun I: 176, 195

Tentanykneorunsr II11: 140

Tenro3wr 1I: 25; III: 228

Tepanunnupodocdar I1: 214-216, 227

l'eteporennas smepnas PHK (raPHK) III: 148-149

T'erepoxkapuon I: 215-217

T'ereporponnble adpdexter 1: 120

I'manypoHoBas xuciora I: 194, 195

T'u6punuzanusa (rubpunst) JHK w PHK III: 29,

30, 50-52

- in situ III: 140

Tmopungomur I111: 240-241

Tuppasun I: 47; 11I: 40

Tuppun-won 1I: 39-40

T'uapokcuanarur (pocdar kanpums) I: 189; 111: 138

3-Tuapokcuauun-Allb-geruaparaza II: 152

L-Tunpokcuanmn-CoA 11: 144

D-3-Tunpokcubyrupar II: 147

IIpenMeTHBI
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T'uapoxcukobanamun II: 171

21-Tugpokcumaza 1: 181; 11: 224-225

T'uopoxkcunamun I: 32; I1I: 82, 336

Tunpoxcwnuzun [: 180, 182, 192

3-Tunpokcu-3-metunrayrapui-CoA I1: 147, 174, 213

3-Tunpokcu-3-merunrayrapui-CoA - peaykraza II:
213, 217

T'unpoxcumerunupoBanue I1I: 173

S-Tunpoxcumerunauuro3un I11: 173

17a-Tunpokcunporecrepon  11: 224

4-Tuppoxcunponun [: 22, 180-181, 192

S-Tunpokcutpuntamun II: 248

T'uapoxkcudenunnupysar II: 175, 176, 240

n-T'mapokcudeHnmmupyBat-rugpokcmnasa I1: 175

I'uapokcuatunamuHonupodocdar II: 56

Tuaponus 1. 104

I'mapodunvusie rpynnel I 204

T'unpodobubie B3ammopeiictBusa I: 127, 205-206

- rpynns [: 204

I'unepammonemus I1: 166

I'unepBapuabenbubie yuyactku 111 243, 246

Tuneprepmus I1: 111

T'unepxonecteponemus 11: 219-220

l'unepxpomusm I11: 19

Tunornuxkemus I11: 290

Tunoxcantun 11: 259, 273, 276; 111: 24, 82

l'MmokcaHTUH-TyaHUH - hochopubo3uaTpaHcdepasa
11: 261, 275-276

T'unoxpomuam III: 138

l'upke 6Gonesup II: 129-130

Tucramun 1. 60; 11: 248

Tuctupun 1 21, 22, 56; 11: 242, 244

- npeBpauieHue B rayramat Il: 168-169

- yyactue B karanuse [: 157-159

l'uctupunoBele xomonel I11: 120

- omeponnl III: 122

lTuctuauuon II: 244

Tuctununondocdar I1: 244

Tucronwt III: 79, 127-130, 132-133, 136-137, 143

Inagkuii sHAOMIa3MaTU4YeCcKuil petukynym I1I: 282

Imukoren II: 115-137

I'nukoren-cunrasa I1: 121, 126

I'nukoreH-dochopunaza (dbochopunazsl a u B) II:
116, 117, 123-125

I'nmukozamuuoraukansl I 193, 195; 111: 163

I'nuxko3uanbie cega3u 1. 133; I1: 117-118, 255

I'nukosunuposanue 111: 163

I'nuxonat II: 199

I'nuxkonu3s (rnukonutuueckuii myts) I1: 23, 29-45,
283

- HacieAcTBeHHbIe HapymeHus I1: 43-44

N-Tnukonunueiipamunar I1: 209

Tnuxkonunuaer 1: 203-205, 214, 216; 111: 163

Inuxonentua-TpaHcnentuaaza I11: 223

Inukonporeunsr I: 214-216; 111: 159-163. Cm. max-
ace Komnaren

I'nuxkodopun A I 213-214

I'nukoxonar II: 215

Inuoxcunar I1: 199, 274

D-Tnunepansoerun 11: 25, 46

I'muuepanvaerun-3-gocdar I1: 30-32, 97, 98

Imauepanpnerun-3-docharneruaporenaza II: 31,



39-41, 195

Imuuepon I: 201-203

- KaK TpealecTBeHHUK TeixoeBoit Kuciaotel [I1:
223

- obpa3zoBaHuMe u3 TpuauuiarInuepojon II: 140

munepon-3-docdar 1: 201; 11: 11, 12, 84-85

- Kak mpeaniecTBeHHUK (ocdatunupix kuciaor II:
205

- oOpaszoBanne u3 muunepona II: 140-141

[nmunepon-docharanmnrpancepasza I1: 205

[munepon-3-dpocdar-geruaporenasza I1: 84—85

[munepondochaTHbIil YemHOUHBIM MexaHu3M I1: 85

Tnuuuntuposun I: 146-148

I'nuuunn-tPHK II1: 222

Fmaown 1 20; 11: 235, 257; I11:

- B kosnareHe I: 180, 184

- npeBpamienus I1: 167

- mpu cuHTte3e mopdupuHa I1: 248

[muuumHamunpubonykineorun I1: 258

I'muuun-cudrasa II: 235

B-Tno6un II1: 78, 79, 151, 154

I'no6unossie renwr I1I: 78, 79, 154

[nmyramar (riayramumHoBas kuciorta) I: 21, 22; II:
167-169, 232-234

npespaumeHue 8 TAMK 111: 340

- pacman II: 160-161

['nmyramaramunorpancdepasa I11: 160

Inyramatgerugporenasa II: 160-161, 169, 232-233

[myramar-nekapbokcwmnaza I[11: 339, 340

I'nyramar-cunrerasa I1: 233

Fnyramun 1: 21, 22; II: 169, 232-233

- B ¢ubpoune I: 169

- Kak moHop aszora II; 245

I'nyramunasa 11: 169

I'nyramun-cunTeTasa I1: 232-233, 245-247

I'nyratuon II: 103-104, 268

I'ayratuonpenykrasa I1: 103, 105, 268

I'miokoreHHbie aMUHOKUCTOTH 11: 167

71, 72, 97

Fmoxaron 1I: 122-123, 291-293; 1I1: 282, 284,
286
Imokosa 1. 10; II: 24-27, 46, 105-106, 285; III:

112, 113
- B kposu II: 292-293
- MHTruOMpoBaHUe cuHTe3a mukanyeckoro AMP III:
116
- u oOpasosanue ATP II: 86
- tpadcmopt III: 312-313
I'mioxo3unuposanue I11: 173
['moko3o-1,6-6ucdocdar I1: 119
I'mokozo-1-pochar II: 12, 116-122, 285
I'moko30-6-docdart I1: 12, 28-30, 286
-- B rimokoHeoreHese 11: 107
-- obmene ramkoreHa II: 118-120, 122
-- meHTo30-dochatHom mytu II: 95-100
I'moko3o-6-dpocdaraza 11: 119-120, 129, 130
I'moko30-6-pochar—aerugporenasa II: 96, 103-
105, 285
I'mokoxkoptukouasr I1: 221-222; I11: 299
I'miokoneorenes II: 105-110, 112, 287
- BausiHue uHcyiauHa II1: 290
a-D-T'moxkonupanosa II: 25
I'mokyponar II: 252; III: 7
[mokyponun 6unupyouna II: 252

Tononanue I1: 293; III: 288

TFonodepment I11: 54, 55

Tonavoxcu ammapar 111: 161-163

T'omorentusar II: 175

F'omorentusarokcunaza II: 175
Tomomonmunentunsl 111: 74

T'omorponusie addekrsr 1: 120

T'omouucreun I11: 238-239
Tomouucrenn-metuntpanceepaza I 238
FopMoHanbHBIE perynsaTopbl MeTaboiauama I1: 291
[FopmoH-penentopubiit  komreke 111: 299-300
Topmonsr I11: 282-309. Cm. makxce mo Ha3BaHUSIM
- BIWSHHWE Ha CUHTe3 TiaumkoreHa I: 122-123

---- makto3bl II: 133

- U aKTUBHOCTb tepmentoB I: 106

-- nukauyeckuit AMP TI1: 282-289
[om-koHdopmanus 1. 219

Ipama meron oxpammBanusa II1: 218
I'pamunumauna A 111: 316, 320, 321

- S I11: 107-109

I'pam-orpunartenbubie Oakrepuu 1I11: 218, 226-232
I'pam-nonoxutenbHbie Gakrtepuu I11: 218-226
I'pansr 1I: 180

I'pubnoit s 111: 146-147, 276

Tyauun I 91; II: 255; 111 6, 13, 14
['yanuurunpoxmnopun I: 39

['yaHUHHYKJIeO3UICBA3bIBaOIMY Oenmok cm. G-Oe-
JIOK

[l'yanuntpudocdar I11: 149

I'yanosun 1. 255, 256; I1I: 289

I'yanosuamonodocdat (GMP) 11: 256-260

I'yanosun-5'(B,y-umuno)-tpudocpar (Gpp[NH]p)

I11: 289

I'yanosuumoHodochar (GMP) I1: 256-260

['yanosuntpudocdar (GTP) I1: 52, 109; III: 102,
103, 289, 347

D-T'ynoza 11: 46

raPHK cm. Tereporennas spepnas JHK

GMP cm. T'yanosunmoHodbocdar

GTP cm. TyanosuHTpudochar

Hanbron 1. 25

e-Jlancwrmusun  111: 237

Haucunxmopun I: 29-30

Hayakc-50 1. 28

JBuratenbHble KoHIeBble Tuiactunku [11: 330

NBoiiHast cnupans JTHK (maByxuemoueuHasi, OBYX-
cnupanbHas JHK) III: 11-21

HBoiiable cBsa3u I: 219-220

JByokuch yriepoaa cm. Jmokcun yriepoaa

JByxuenoueyHnass JHK cu. [IBoitHasg cnupans JHK

- PHK III: 47, 179, 192-193

Heauunuposanue I: 155, 156, 159-161

«JleserBsimuit» pepment II: 118

Herunpatassel 11: 163

Herunparauusa 1I: 27, 50

HerunpoackopOouHoBast kucjora I: 186

HleruaporeHa3bl B TMEHTO30-(pochaTHOM IUKIE CM.

I'moko030-6-docdar-neruaporeHasa, 6-
IIpenmeTHbIii
yKasareab 373



®DochornokoHaT-IeruIporeHa3a

- B LIMKJIE TPUKApOOHOBBIX KUCIOT cm. M3ouuTpar-
JIeTUIpOreHasa

- mpu Thaukoiause cm. I[muepanbaerundocdare-
rUAporeHasa

-- OKHUCJIeHUM XUpHBbIX Kucjaot II: 145

-- CUHTe3e aMUHOKMCIOT cm. [iyramaraeruapo-
reHasa

--- XUpHBIX KHCJIOT cM. MajaraernaporeHasa

-- (ochopunpoBaHUU OKUCIUTEIBHOM CM.
NADH-geruaporenasa, T'manepon-3-doc-
(atnermaporenasa

- sHTapHoro mnoayanbaeruna III: 340

7-Hermppoxonectepon 1I: 225

5-JeruppoxomuHat I1: 240

S-JeruapomkuMoBasi KucjioTa (5-IeTuapoITuKu-
mar) II: 240

Hesamuno-NAD™ 1I: 271, 272

HeszamunupoBanue amuHokuciaor II: 160-163

5'-Jle3okcuaneHosmakoodanamud 11: 171, 172

Hesokcuanenosun II: 255, 256

3-Jle3okcuapadbuHorenTyno3oHar-7-docdar I1: 240

Hesokcuremorinooun I: 75-78, 80-81, 95-96

J1e30KCUHYKIIEOTUIUI-TpaHCc(epa3a (TepMUHATbHAS
tpaHcepaza) I11: 209

Hesokcupubosza II: 255, 256

He3okcupubonykieaza II1: 173

He3okcupubonykiennonas kuciora (JHK) I: 15;
III: 6-44, 128-147, 196-208. Cm. maxxuce
bubmuoreka JHK, [Boitnas cnmpans JHK,
Opmnouenoueunas JHK, PexomOuHamms
AHK, Permmmkamua JHK

-- xionupoBanme III: 207-214

-- kosbleBas III: 20-21, 29, 184

-- qunkue koHuwl IIT: 209, 210

- HeTpaHCKpHOUpyeMble W HeTpaHCIUpyeMble yda-
crku 111: 141, 143

- CBSI3bBIBAHME T'OPMOH-PELIENITOPHOTO  KOMILIEKCa
I11: 299-300

- sykapuornueckas III: 133-136, 138

Je3okcupubonykieo3unbr I1: 255

Jlezokcupubonykieorunrpudocdarsr 111: 21-24

He3okcupubonykieoruasl 1I: 266

He3okcutumuaunar (dTMP) 11: 268-269

Hesokcurumunua 1I: 255, 256

Hesokeuypuaunar (dUMP) I1: 268, 269

Heszoxkcuuuruaun 11 255, 256

Hexametonumii III: 337

llexapOokcunupoBanue II: 49, 51, 96,

Jexcamerazon I11: 299-300

Hexkcrpan II: 131; 111: 236-237

a-Jlexctpun 1I: 131

a-Jlekctpunaza 11: 131

Heneuun III: 80, 82, 83

Henarypauus [: 39

Henonapuzamus 111: 330

Hepmatancynbdar I: 195

Jepmatocnapakcuc I: 188

Hecencnonnmuzanusa 11: 343; I11: 331

Hecmozun I: 193, 194

109, 152

IIpeamMeTHbIi
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Hedopmmnaza II1: 105

Hedochokopepment A I1: 272, 273

HOua6er I11: 294

Huazocoenunenus 111 243

Huanuz 1. 24, 25

Nubytupun-cAMP 111: 286

JurunpoouonrtepuHpenaykraza II: 175

Jurunpokcuaneton (ketosza) II: 25, 47, 102

Jurunpokcuanerondocdar I1: 30-31, 140-141, 196

3,4-qurunpokcudenunananun (JODA) I11: 339

3,4-AuruapokcudeHmwirmmnkoabarsaerun 111: 340

HNuruapokcudenmwmtwiaMmud  (modamun) II1: 339

Hurunpoxkcuxonecrepon II: 223

Huruaponumnoamun I1: 57, 58

Hurunponunouaneruaporetaza II: 57

JNuruaponunountpaHcanerunasa Il: 56, 57

HNurunpooporaza II: 263

Hurugpoopotat 1I: 263

Hurunpocunrozun I1: 209

Huruapotumun II: 275

Huruapodonsar 1I: 269

Huruapodonsar-penykraza I1: 269

Hururokcurenun I11: 311

HNuusonponuidpropdochar (JUDD) I:
161; I11: 335-337

Huxkymapon I: 170

6-dumermwnagenud 111: 60

Numetunamnuianupocdocdar II: 214

Numermnkcantud 1II: 286

Huueun I1I: 277-278

JuHuTpoheHUIbHOE TPOM3BOAHOE OBIUYBETO CBIBO-
porouHoro anboymuHa (JH®-BCA) I11: 235

HNuuutpodenon (JHD) III: 235, 237

Huokcurenasa II: 175

Huokcun yriaepoia (aByokuch yriaepoga, CO,) B
LIMKJIE TPUKApOOHOBBIX KuciaoT II: 53

-- ipu raokKoHeoreHese I1: 106-108

--- pu neHro3zodochatHom myTtu II: 95, 100

--- cuHTe3e XMUpHbIX kuciaor II: 149

---- mypunoB II. 257

--- ¢orocunteze II: 193-195, 197, 199

-- cBaA3bIBaHME C Kuciaopomom I: 72, 73, 81

-- TpaHCHopT B Tpomuyeckux pacteHusix II: 198

Numnentunsr 1 23, 37

Hucaxapun-gunentuaHoe 3peHo II1: 221-223

Hucaxapunsr 11: 132

JucranpHbiii tuctuguH I 56

Hucynebunnsie cBs3u I: 23-24, 38-39; 111: 105, 244

-- okucienue I:. 32, 38

Hudocharuamnrauuepon I: 203

HudochonupunuHHykiaeotun cm. HuxkotuHamum-
aICHUHIMHYKJICOTU/L

Jwndpakiust peHTTeHOBCKUX sydeit 1. 52, 54

HNudTtepuithpiii Tokcun I11: 155-156

Ouddysus 1. 114, 217-224

- obseryenHast II: 86

Jusnekrpuyeckas rmocrossHHas 1. 126

Ou-NAG I: 142

JOHK cm. de30KcuprOOHYKICHMHOBAsT KHUCIOTa

JAHK-rupaza III: 33

NHK-3aBucumas PHK-momumepaza I11: 53

AHK-nuraza I11: 26-27, 35

JHK-mmonumepaza  PHK-3aBucumast

115, 157,

(oOpaTHast



TpaHckpuntaza) II1I: 178, 190
JHK-mmonumepassr 1: 105; I11: 21-28, 32-35
- medexkrareie I11: 81
- sykapuotuueckue III: 136
JHK-tonmousomepasza I11: 27-28, 32, 33
JAH®-amunokucnorer I: 29
HonexanoBast kucnota (nopekanoat) II: 139
Homemvnaumetwnamuaokeun (AJAO) 1. 210
Honeuuncynspar Hatpus (ACH) I: 209-211, 213
JoneumnrpuMerriiammonniiopomun I: 210
Hoxozanoat II: 139
Jomensr I: 38, 162
- anturen II1: 244-245, 248, 253
Homuxon III: 159
Homuxonmupodocdar III: 161
Honuxondocdar I11: 160-161, 221
JO®DA 1II: 339
JO®A-nexkapbokcunaza I11: 339
Hodamunu III: 339
Hpoxcku 11: 23-24, 35
OACH cm. Jdomeuwmncynbdar HaTpus
Hymnmukanuu redos 111: 248-249
Heixanue I1: 71
HwixarensHblii KoHTpob 11 87-88
- koa(pdbumment II: 86

Enoun-AIlb-penykraza II: 152

Enounn-CoA 11: 144, 146

Enoumn-CoA-runpartaza II: 144

Enon I 32

3-EnonmupyBarmukumar-5S-docdar 11: 240

Enondocdarer 11: 41

Enonsr-anunon II: 39

ES-xomrutekc cu. depmeHT-cyGCTpaTHBIE KOMITIEK-
Chl

AKryrukm I11: 277, 350, 351

XKeneso I: 49, 78-79

- B Oenmkax cM. ZKene30mpOoTeWHBI,
TIPOTEUHBI

Kenesonoppupun I: 59-60

XKeneszonporeunsr II: 32, 75

XKeneso-cepubie komruiekcol II: 75

XKenezoceponporenns! (Fe-S-6enkum) I1: 52, 188, 230

XKemunsie kucaorsl 1I: 215

KunkoctHo-Mo3anvyHass mojesib MeMmOpaH I:

219
XKup, nHakorutenue y mepenetHbix nrui I1: 295-296

Kenezocepo-

218-

XKupueie kuciaorsr . 220-221; II: 138-159, 286-
289, 291

-- B kpoBu II: 294

-- Hesamenumele II: 156; 1II: 297

Kwuposast Tkanb I1: 100-101, 140, 289-290; I11: 298

3amena ocHoBanuii II1: 80, 83
3ameHuMble amuHokuciaotel [I: 233
3amopaxuBaHue-cKanbiBanue 1: 211
3amopaxuBaHue - TpaBaenue I: 211, 212
3apun III: 335, 336

3enenbie cepHbie Oaktepuu I1: 186
3umaza II: 24

3umuas cnsuka II: 88, 91

3uMoreHoBble TpaHyabl I 152, 153

3umorensr I: 105, 152, 160. Cm, maxxce Tlpodep-
MEHTBI

Bunrudepun II: 226

3meunsie aael 111: 333

3purenbHble peuentopbl cum. Konbouku, [Mamoukm

Wrno6prox III: 328, 329

D-Unoza II: 46

B-N3ru6 1. 37

NzoBanepun-CoA 1I: 174

HzoBanepun-CoA—neruaporeHasza II: 174

Nzo3umbl cm. W3odepMeHThI

Wzoneitmn 10 20; I1: 170, 174, 243; III: 89

H3zomepuszauums I1: 28-30

W3omepust yuc-mpanc (yuc-mpanc-KoHGOUTYypaLIms)
I: 219-220; III: 343-344

Usonenrenmwimupodocdar I1: 212-214, 226

Wzonpen II: 212

Mzomnpenosble enuHunbl 111 211

Uzonpormwitnoranakrosun I1I: 112, 113, 115

Wzodepmentor II: 112

M3oumnanosas kucnora I: 98

Uzonurpaza I1: 159

Nzommrpar II: 50-51

MzouutparneruaporeHasa I1: 51

H3oanexkrpuueckasi Touka I: 68, 91

Ukocasnpuueckass cummerpust 11I:

Nmunazomnauerondocdar 1I: 244

Wmunazonrmuuepoigocdar 11: 244

4-Umupaszon-5-npormonar 11 168

Wmunokucnorsr I: 20

NUmmyHOreH cm. AHTUTEH

Ummynormooynmua A (IGA) 111: 246, 248

- D (IgD) III: 246

- E (IgE) III: 246, 248

- G (IgG) III: 235-240, 243-244, 246, 247

- M (IgM) III: 235, 236, 246

WmmyHorno6ynuHoBeie ckiaanku I11: 244, 246

WmmyHorno6yaunsl 111 160, 234-258. Cm. makce
AHTUTEH-CBSI3BIBAIOIINE yYACTKU

- xiaccel I1: 246, 248, 253-254

- mPHK III: 151

- TpexMmepHas ctpykrypa II1: 244-245, 247

WUmmynnbiii otBer III: 235, 255

NmmyHosornueckast mamsate 110 256

NmmyHodyopecuienTHast Mukpockonust 111:
275

NurubupoBanue (bepMeHTATUBHBIX peakiuii) I:
114-118

- MO TPUHIMITYy oOpaTHOW cBs3u I:

Wunon-3-rmuneponcdocdar 11: 247

Wunykropsr I1I: 112-114

WunyuupoBanHoe cootBerctBue III: 110, 111, 144,
148

Wuvumatopuass PHK II1: 100-103

WNuunuatopHsiii Kommiekc I11: 102

Wuniumanus cunre3a 6enakos III: 76, 101-102, 153

168-169, 177

272-

106; II: 243

IIpeaMeTHBII
ykaszareJb
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-- AHK III: 134

-- PHK III: 55-56. Cm. makxce TlpomoTopsl

- ¢axroper III: 102, 155, 209

Wuosun I: 74; III: 95

Wuozunar II: 259

Wuozuton I: 202

Wucexktuumasr 1: 157; 111: 335

Wncepumonnas mHaktuBaums I11: 210

WUuctpykruBHas teopus I1I: 240

Wucymun 1. 27; II: 291; 111: 290-295

- cunre3 y E. coli 11I: 212, 214

Wucynunoma I11: 213

WurerpanbHeie MemOpaHHbIe Oenku I:
I11: 326

WHTterpanus (B TeHOM 3yKapMOTUYECKOW KIIETKH)
Bupycos III: 192

- caros III; 120, 184-185

Wurepkansuus I1I: 62, 64, 82

Wurepdepon I11: 192-193

WUuTpoHbl  (NpephiBalolnue
I11: 79-80, 145, 252

Nudopmarmonnsie PHK (MPHK) I11: 46-86, 148-
154

-- antuten III: 252, 253

-- cunrernyeckue II1: 69-71

-- tpancasiumst 111 99-100

WNonaneramun I: 115

Wonnas mapa I: 122

Honnsie csasu [: 122. Cm. makxce ConeBble CBSI3U

Wonnwiit pamuyc I11: 319, 320

HNonoobmeHnHnass xpomarorpadus [ 25, 28

HMonodopsl cm. AHTUOMOTUKM-TIEPEHOCUMKHI

Honsl metamos 111: 52. Cu. maxace Kammit, Kanb-
umii, Hatpuii

210, 213;

MOCJIe10BaTeIbHOCTH )

[S-anmemeHTBI cM. BcraBouHBIE TIOCHTEMOBATETBHO-
CcTH

IgA, IgD, IgE, IgG, IgM cm. WmmyHOTIOOYNMH
A, D, E G M

Kammesbie kanamer I11: 327, 328

Kanuessiit morenuuman I11: 345

Kamuit (uon K') u Bo3bymumocts Mem6bpan III:
326-328, 331

- cBsi3biBaHWEe ¢ aHTUOMoTukamu III:

Kannmukpenn 1. 175

Kaaveuna uwmxn 11 196-199

Kampmenymun II1: 287

KanbscexBectpun 1I1: 270

Kaneuuessiit Hacoc I11: 270

Kanbuuit (von Ca’), BausHMe Ha KuHa3y ¢oc-
dopumazer 1I: 126

--- MEXKJeTouHble KOHTakThl III:

--- moaBuXHOCTh kietok III: 274

--- cBepThiBaHMe KpoBu I: 171-172

- Kak Meauatop mas pomomncuHa I11: 345-346

- mpu 3peHuu III: 332

-- ocBoOoxaeHun auetmaxoiamHa III: 332

318-320

323, 324

- peryasiiusi MbllieyHOro cokpatienus I11: 269-
270
IIpeaMeTHBII
376 yKasarteJsb

- tpancmopt III: 270-271, 311-312

Kampumdepon II: 18

Kansuudukanus I: 189

Kanueporenst I11: 82-84

Kancun I1I: 167, 173

N-Kap6amounacnapratr 1I: 262

N-Kap6amounuzooytupar II: 275

Kap6amousioBeie acbupsr I111: 334-335

KapbOomonn-npousBogHoe remoraoouHa I: 83

Kap6amouiadocar II: 165

- B cuHTe3e mupumuauHoB II: 262

-- uMKJe TpukapboHoBbIx Kucior II: 164

- cBobOomHasi aHeprus rtuaponmsza I 12

Kap6amoundocdarcunrasa II: 165, 263-264

Kap6anuwon II: 101, 103

Kap6oanrugpasza I: 81, 104, 114

Kapookcubuorun II: 108

Kap6okcubnotun-nepeHocsmuii 6emox II: 150

v-Kap6okcurnyramar 1: 22, 23, 170, 171

Kapb6oxcunbHas rpynma I1: 108

Kap6okcunentupaza A 1. 132

Kap6okcunporennassl 1. 166

1-(0-KapbokcubeHunnamMmHo)- 1 -1e30Kcupuodya030-5-
docdar II: 242

Kap6onuit (non) I: 140, 141

KapOonunimanua-n-Tpu@TopMeTOKCUPEHUATUAPA -
3oH II: 88

Kapnuoronnueckue crepouabt III: 309-311

Kapuutun 1I: 142-143, 290-291

B-Kaporun I1: 226-227

Kaporunounsr 1I: 226

KackangHeiii MexaHu3m B oOMeHe riaukoreHa Il:
128

-- mpu neiictBuu ropmoHoB II1: 288-289

--- cBepThiBaHMK KpoBu . 166-167

-- peryastopuerit I1: 247

Kara6omusm II: 205

KaraGonurHas penpeccust 1II: 116

Kata6onuueckue omeponst I1I: 116-117

- mytu 1I: 21

Karanaza II: 273

Karamus 1. 104, 140

Karanuruueckast cyobenuuuna II: 265-266

Kartanutuueckue rpynmser I: 109

Katexonamunusr 11: 292; I11: 338-339

Karexon-O-metuntpancdepasza I11: 339, 340

Kartunonnsie kananw I11: 331

Kayuyk II: 226

«Kauanusg» runoresa I11: 94-95

KBasuskBupajieHtHocts I1I: 176

Keparancynsdar I; 193, 194

Kernmunwsr 1I: 162, 163

Kerorennsie amuuokucnorsl II:  166-167

2-Kero-3-ne3okcuoktonar [II: 228

Keroszo-anbno3nusie nsomepusauuu II: 96

Kerosznr II: 25, 47, 294

KeronoBnie Tema II: 147-148,

B-Kertoruonaza II: 144

Kuno6assr I11: 19

Kunoganston I: 25

Kunaza dochopunazer 1I: 123, 125-127

Kunaszsr 1I: 28; I1I: 191-192, 287, 288

Kunun I. 174

194; III: 294



Kucnopog |: 69-72, 79-81
- npu rmgponuae konnareHa |I: 181

-- ¢otocuHTese I 186-187, 190
- TpaHcnopT |: 48

Kucnota . 45

Knatpun I 219; Il 161

«KneHoBoro cupona» 6onesuHb I 174-175

Knetkn, sapoppiweBbie navHuM . 250

- metabonuam Il: 281-282

- obknagkn cocyauctoro nydka l: 198-200

- obpazosaHne antuten . 250-252, 254, 255

- nevenn Il: 28, 280, 290

I-knetouyHaa ©GonesHb Il 163

KnetoyHas noaBuxHocTb Il 271-272, 276. Cm.
Takke MukpoTpyboUkn

- cTeHka (ob6onouka) OakTepuin I
218-232

KneTouHble memOpaHbl |
Takke benkn membpaH,
ckasi membpaHa

-- acummetpus Il 163

-- Bo3b6yaumble Il  326-355

-- npoHvuaemoctb Ans Na'

-- pekoHcTpykumsa I 201

-- TekyyecTb |1 219-221

-- aHponnasmatuyeckoro petukynyma l: 156

KnetouHbii umkn Il 136

KnoHanbHas cenekupa . 255-257

KnonuposanHHas [OHK, ©6wubnuoteka |l 211-212

KnoHunpoBaHHble reHbl lll: 196, 207-209, 214

KnoctpunavH . 32

«Knio4-3amok», Mmogens pepmMeHTaTuBHOro kKarta-

132-133; I

199-224; Il 304. Cm.
MNocTtcuHanTnye-

m K Il 326-329

om3a I 110
KoGanamuH I 170-172
Ko6anbTt I 170-171
KobpatokcuH lIl: 343
KoBaneHtHasi mogudukauma |: 105-106, 283
Koponbl Il 68, 75
- He kogmpytowme amuHokucnot I 75
- cuHoHuMudeckme I 76
- y3HaBaHue aHTukogoHa Il 94-95
Kosumaza I 24
Kon6oukn Il 340, 347-348
Konvupu  lIl: 202
KonuvupHorenHble daktopbl Il 202

Konnaren I: 19, 179-192
KonnareHassbl I: 191-192
Konxuumu ;. 277
KomnaptmeHTol |: 199, 222; I 283-284
KomnnemenT |: 173; Il 238
KomnnemeHntapHas OJHK (kOHK) 1l 213
KoHansOymuH lll: - 146
KoHBepreHTHasa aontoupst . 348
KonpeHcupytowmin  pepment Il: 50
KoHkaHaBanuH A 1. 26, 214
Konkatamepbl I 174-175
KoHkypeHTHoe uHrmbmnposaHuve I: 115-118
KoHHekcoHbl Il 323
KoHcTaHnTa anccouvaumn |: 86, 113
- Mwuxasnnca (K,) I: 111-114
KoHcTaHTHble yyacTkm (C-o6nactn) I
249, 253-254
KoHcTuTyTMBHBIE MyTaHTbI I

241-244,

113

KoHdopmauyoHHas runotesda conpsbkerus Il 79
KoHdopmaupioHHoe pasHosecue |: 120
KoHdapmaumoHHoe paBHoBecue |: 120
KoHdopmauys kpecna |1 32-34, 137; I 26

- muornobuHa |: 55, 57

- nonunenTuaHblx uenen |I: 32-34, 37, 38, 40-42
- cBageit C—C B memOpaHax |: 219-221
KoHueBble nnactuHku lIl: 332

KoonepaTtmBHoe cBsa3biBaHue |: 119-121

- B3aumogencTteue B remornobuHe I 72, 79-80

--- konnareHe I 184-185
--- unuoHbIX  6ucnosx |: 205-206
KonponopdupuHoren Il: 249

Kopenpeccop I 118
Kopyu ©6onesnb I 130

- uyukn I 112
KoppuHoBoe konbuo (sgpo) Il 170, 171
KopTtnzon I 223; . 284

KopTtukoctepoH I: 223

KoptukotponuH I 222; lIl: 296, 297

Kop-dpepment Il 55, 56
Koctb I: 189
KoTtpancnopt lIl: 312

KodakTopbl umkna TpukapboHoBbix kucnoT I 55

Kodeunn IIl: 286

KodepmeHt A I 16, 17, 272

- Q I 75-76, 81

«KpacHoe napeHuve» Il 187

KpacHble Mbiwupl Il 271

Kpaxman I 131-132

KpaxmanbHbii renb |1 92

KpeatnH Il 270

KpeatnHkuHasa [l 270

KpeatnHdocdar I 12, 13

Kpebca umkn cm. Upkn TprkapOOHOBbLIX KUCNOT

«KpuBble Cot» Il 139

KpurosHaumonorus |1 136

Kpuctannnzaums 1I: 50

Kpuctmac-dakrop I: 173-175

Kpuctel II: 72

Kpotonun-Aneb I: 152, 153

KpbicuHble aabl 1: 170; I 63

Kecantnn II: 273

KcaHTuHOkcupgasa Il: 273

Kcantnonar I: 290

KcaHTobunoTtnyeckmne coepmHenus Il 222

KceHnonyc IIl: 141

D-Kcunoza I: 46

D-Kcwunynoza I 47

Keunynoso-5-docdar Il 97-98, 196

Keunnynoso-6-docdar Il 117

Kynona 3akoH I: 122

KymynaiTmeHas perynauust no turny obpaTHOl cBsi-
3u ll: 245

K I 116-117

K, cm. KoHcTtaHTta Muxaanica

CoQ cm. KodepmeHT Q

MNMpepmeTHbIN
ykazarenb
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a-Jlakranpoymus 1I: 132

B-Jlaktamuoe xosbuo III: 224, 225
Jlakrar 1I: 36, 111-112
Jlakrar-geruaporenasa I1: 36, 111-112
Jlakrosza 1; 106; II: 132-133; III: 112-114
JlakTo3Hblii aHamor tetpa-NAG 1. 142
- omepatop (lac-omeparop) III: 115-117
- omnepoH (lac-orrepon) III: 114-117

- penpeccop (lac-penpeccop) I1I: 115-117
Jlakro3o-cunraza I: 106; 11: 132-133
Jlaktonasza II: 96

Jlamenmunonuu III: 271

Jlanocrepon II: 214

JlarepanpHast nuddysus I 218
Jlatupusm I: 190

Jlaypat II: 139

Jlerremornobun II: 232

Jlerkue nenm (L-uerm) III: 238-244
Jleng I: 126

Jeitkemus 11: 270

Jleiikuner 1: 214

Jleiitkouutsr 1: 49

Jeimmun 1: 20; II: 173-174; III: 71
Jleittmn-sukedanun 111 296
JlekapctBeHHass unnocuHkpasus III: 338
Jletanpubiii cuntes II: 63
Jlewa-Huxana cungpom 11: 276-277
JInazer II: 155

Jlurnouepar 1I: 139

Jupepnass MPHK TII: 119-120
JIvswnrunpokcmnasa I: 181
JInzunokcumaza I: 190

Juzun 1: 21, 22

JIuzunonopneituuu I: 193
JInzorenuszanua 11I: 120
JIuzorenusupyromme daru 111: 202, 204
JIuzorennsiit mukn III: 122

Juzocomsr I: 166; II: 210-211, 219; III: 163
JIuzodocdarumar II: 205

Jvzoumm  I: 132-144; 111: 173
Jlukormuu II: 226, 227

D-Jlukcoza II: 46

Jlumonen 1I: 226

JIumdouuter 111: 249-250

- B u T III: 235, 256, 257

JIunkep III: 210

Jlunonear II: 139, 156

Jumazer I 165; 11: 140

Junmun A 111 226-227

Jlunmunaele 6ucnon I: 205-208, 218
Jlunuaneiit nmepeHocumk I11: 220-223
Jlurmmuaer 1: 201, 215

- mem6pan I: 200-207; III: 318
«JIunkue» xoHus! III: 184

Jlunoamun II: 56-59

Jlunoesas kucnora II: 57

Jlunmonus 1I: 140; III: 297
Jlunonmonucaxapunsr 111: 226-229
Jlunmoniporewnsr 11: 218-220, 290
Jluriocomer 1: 206-207

IIpeaMeTHbIA
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B-Junorpornuu I11: 296

Jlromupononcun 1II: 344

Lac cm. Jlaktosa

Lac-onepatop cm. JlakTo3HBIi omepaTop
Lac-omepoH cm. JIaKTO3HBII OIEpOH
Lac-penpeccop cm. JlakTo3HBII perpeccop

Marnuii (non Mg’") II: 28, 29

Mak-Apoas Gonesun 11: 130

Makpodaru II: 207; III: 271

Makposprudecke coearHeHUs cM. BbicokosHepre-
TUYecKasi CBsI3b, BricOKORHepreTuueckue (oc-
aTbl

Mamar 1I: 52, 53, 155, 198

Manar-acnapratibiii myHt II: 85

Manar-gerunporenasa II: 53, 155

Manar-cunreraza II: 159

4-Manewnaueroauerar II: 175

Majonar I: 115, 1I: 67

Manonun-AIlb I1: 151-152

Manonmn-tpancamwnasa II: 151, 152

Manonun-CoA 1I: 151, 152

Manbraza II: 132; III: 229

Mansipust 1 97; 11: 104

D-Manno3za 11: 46

Manno3o-6-pocdar II1: 163

Mapranen 1I: 188

Macna II: 226

Marpuxkc 1I: 71, 72

Matpuunass PHK (MPHK) cu. MHbopmMaiimoHHbie
PHK

Mesanonar I1: 212-214

Menuaropsr I11: 345

Mems I: 192; II: 191

MexrenHas cynpeccusi 111: 96

MexxknerouHoe coeauneHue III: 305

- y3HaBaHme I: 215

Mexknetounbsie KaHanbl I11: 321, 322

Menanun 1I: 177

MewmoOpannbie Be3ukynwsl I11: 201; III: 312

- mununsl 1@ 201-207

Memb6panHbiii otenuuan II: 79-80; III: 304, 313,
327, 332

- tpaHcnopt I: 219; III: 304-325

MewmoOpanbl. Cum. makyce KiieTouHble MeMOpaHbI

- murtoxoHapui I1: 72, 83-84, 86

- tunakoumon II: 180, 184

B-MepxkanTtostaHonl: 38-39

B-Mepkanrostiinamud  1I: 16

Mepomuosun aerkuii (JIMM) u Tspxensiit (TMM)
111: 264, 266, 267

Mera6onuszm 1I: 6-25, 280, 284-286

- aganTtanus K roysoganuto II: 293

Mertabommueckast aktuBamus I11: 222

- crneuuanu3auusi opraHos II: 283

Metamopdo3 ronoBactuka I: 191

MeTtanonbHOe otpaBieHue I: 118

Merapononicunsl 111: 344

Merremornooun [: 49, 99

N°N"-Metenunrerparunpodomnar 1I: 236, 237

Mertun-akuenropabsle 6enku III: 352, 353

L-MerunBanuu I1I: 63



Metuarnyramar III: 353

B-Merunrnyrakonun-CoA 1I: 174

7-Metwnryanwnat I11: 149, 150

N°N"“-Mertunenterparugpodonsar  1I: 236,
268-269

MerwnmupoBanue mnpu xemortakcuce III: 352

- ponp kKobamamuna II: 172

Mertumuposannass JHK 111: 177-178

MeTninpoBaHHBI HYKJIEOTHU («KOJIMAYOK», «KEIl»)
II1: 60, 149-151

Metunkobanamun 11 238

B-Metunkporonun-CoA 1I: 174

B-Metunkporonun-CoA-kapbokcunaza II: 174

Metwimanonmn II: 169-173

Metunmanonun-CoA 1I: 170

2'-O-Metunputosza III: 60

N’-Metunrerparuapodonarll: 236-238

Metanbhbie rpymnmel 11: 16, 207, 238-239

Metuonmn-TPHK (Met-tPHK) III: 101

Meruonun I: 21, 154; II: 169-179, 238; III: 75,
76, 100-101

Metunonnn-sukedanmun 111 295, 296

Mertotpekcar 1I: 270

Mmuactenust I11: 338

MuennHu3MpoBaHHBIe HepBHBIE BoJiokHa III: 329,
330

Muenoma 1I1: 240-242

Muxkorutazma III: 19

MukpoBopcunku I1I:. 275, 276, 313

Mukpocomsr II: 156

Muxkpotpy6ouku I11: 276-279

Mukpodwramentsr 111: 261, 272-274, 276

Munepanokoptukounsl 1I: 222, 224

Munumanbabiit pepment II1: 55

Muornooun I: 48-62, 69-72

- cpaBHeHUE ¢ reMmomioouHom I: 63-64, 69

Mmuosun III: 261-264, 266-273

- B HeMblmeyHbIx Kiertkax III: 271-273

Muokunaza II: 10, 264, 293; 111 271. Cm. makoce
AneHWIaTKMHAa3a

Muodubpwmasr 111: 260, 262

Mupuctar II: 139

Mupuuun 11 226

Muccenc-cympeccopsr [11: 97

MuroxonnpuanbHasgs ATPaza 1I: 79

Muroxougpun II: 71-72

- JHK B Hux III: 21, 136-138

- pubocombr B Hux III: 153

Muxasauca xoncrtanta I: 111-114

Muxasauca-Menmen ypaBHenue 1. 112, 118

Muuenna 1@ 205

MooOunbHble (MOABUKHBIE) TEHETUUYECKUE DIEMEHTHI
III: 201-202, 205, 206. Cm. maxxuce Bcra-
BOYHBIC TOC/IeA0BaTeIbHOCTH, [lna3Mubl

Monens u3 mapoB u maigouyek I: 10-11

Momudumupyronias cyosenuuuma . 106; 1I: 133

Moar II: 288

Monekynsipasie 6one3nn I: 88-103

- momemu I: 10

Mosnekynsapubiii mwapaup I11: 33, 176, 239, 268, 269

Momuonen II: 231, 276

MonoamuHookcugasza III: 339

MomnoxknoHaneHble aHtutena III: 241

237,

Monookcurenassl 1I: 175, 222
Momnocaxapunsr 11: 24-27
Mopckoit ex III: 143
Mopdun I1I: 296

Mouesass kuciora II: 274-276

%?[‘Ilf{&m{a“l 3?'5311: 164-166, 273

Myxkonunugos III: 163

Myrtarenes III: 82

Myrtarensr xumudeckue II1: 81, 83

MyTaHTBl TemmepaTypouyBcTBUTeNbHbIE [II:
192

- pol 111: 27, 28

- rifr 1L 61

Myrauyu 111: 80-84. Cm. maxauce deneuym, dym-
nukauuu, TpaHcioKau

- 1 BbIpOXAeHHOCTh koma III: 76

-- obpazoBanue antuten III: 250, 254-255

- noucenc III: 82, 96

- co caBurom pamku cuuteiBanus III: 69, 97

- cynpeccus I11: 96-97

-y Oakrepuii III: 353

MpbiiieuHoe cokparienue 111: 260-281

Mprieunsie knetku I11: 141

Mpimust I 18, 19; I1: 289; III: 260-261, 304

Mroasepa-Pyouna cnocod monaydeHuss membpaH I:
207

Met-TPHK, cm. Metnonun-TPHK

191-

HanmypaBbunasg kuciora I: 32, 38

Hannoueynuxu II: 225

Hanokcon III: 296

Hamepcranka II1: 310-311

HarpueBnie kananser I111: 327-330, 345-346

Harpuit (mon Na') II1: 319-320, 327-328

- u TpaHcnopt caxapoB III: 312-313

- TpaHcmopT cm. HartpueBsie KaHabI,
KaJIMEBBII Hacoc

Harpuii-kanuessrit Hacoc I11: 305-310, 327

HeremoBoe xene3o II: 52, 75

Heszamennmbie amuHokucoTsl 11: 230, 233-234, 239

- xupHble kuciaotel II: 156

Heiipomenuatopsr I11: 330, 338-340

Heiiporokcunnr I1I: 333, 335

HekonkypeHnTHoe wuHruouposanue I: 116-117

HemuenuHusupoBanHbie HepBHBIE BojokHa I11: 329

HewnacebiiieHHble kupHbie KucaoTsl I1: 146

Heocturmun III: 334, 336

HenepmuccuBHble KieTku-xo3sea III: 187

Henonsgpusie B3aumopeiicteust 1. 61-62

HepBHo-MpieuHoe coenmudenue I11: 330

Hepsubiit umnynsc 111: 326-327

Heuwnknuueckoe dotodochopunmuposanue II: 192

Huauun II: 17, 270. Cm. makxce HukoTmHOBast

KHUCJI0Ta

HuxkoTnHamMuaaaeHUHAMHYKICOTU T (NAD+,
NADH) II: 14, 36-38, 255, 285

HuxkotnHamMugageHUHAMHYKIeoTUADOChaT
(NADP", NADH) II: 15, 16, 95-100, 281

Harpwnii-

IIpeaMeTHBII
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- B OumocuHTe3e xojectepona II: 214

--- ne3oKkcupubonykieorunon I11: 266-268

-- TUAPOKCHIMpPOBaHWU cTepoumo II: 222

-- MajaT-JeruaporeHasHoit peakumm II:  155-156

- obpa3oBaHuMe B LMKJIE TPUKAPOOHOBBIX KHUCIOT
II: 53

-- IpU OKHUCIEHUU XUPHBIX Kuciaor II:

--- rmukonuze II: 32

--- ¢orocunrese II: 189, 191

- okucnenue II: 84-85

- crepeocnenuduuHocts 1I: 62

HuxoTtunoBasa xkucnora II: 17, 270-272

Huurugpun 1. 28

Hurtporenasuniii kommieke II: 230-232

2-Hutpo-5-tnonuanar [: 32

n-Hurpobenwmnauerar I: 155, 156

n-Hutpodenunauazonuii 111: 243

n-Hurpodenon 1. 155, 156

Honaxtun I1I: 319, 320

Hopanpenanun II: 291, 292; III: 339, 340

5'—>3'-Hykuneasalll: 25-26, 35

HyknennoBsie Kuciotel. Cu. makace Jle30Kcupubo-

143-144

HyKJIeMHOBasi KucjioTa, PuOOHyKjIenHOBas
KHMCJIOTa
-- koHbopmanus III: 11-15, 47

-- obmactu romosorum III: 55

Hyxkneosugnudocdarkunaza 11: 264

Hykneosunmudocdarer I11: 132

Hyxkneosuamonodocharkunassr 11: 264

Hyxkneosunrpudocdarsr 11: 256

Hyxkneosun-dochopunazer 11: 273

Hyxkneosunwsr I1: 255-279

HykneocomMHoe «sinpo» (MUHUMAalbHasi HYKJIEOCO-
ma) III: 131-132

Hyxneocomsr II1: 129-133,

Hykneorunmaser 11: 273

Hyxneotunmudocharsr 111: 23

Hykneorunst II: 255-279; III: 6,

HykneobwunbHas ataka I: 158

NAD, NADH cu. HukoTuHamMuaaaeHUHAMHYKIIE€O-
TUI

NAD-cBs3bIBaOIMi  y4acToK aeruaporeHassl Il:
37-38

NADH-pgerunporenasza II: 74

NADH-Q-penykra3za II: 74-75, 82

NADP", NADH cm. HuxkoTMHaMuAageHUHIUHY-
kieotundocdat

NAG cmu. N-AUeTHIraoKo3aMUuH

NAM cm. N-AnetunmypaMoBasl KHCIOTa

NGF cm. ®axtop pocta HEpBOB

136-137

11-15, 19, 24

Oo6patumoe uHruouposanue I: 115
O6patHas cBa3b I: 106; 11: 243-245

- tpanckpunrasa III: 178, 190

- tpanckpunuus III: 178-179, 190
OBanpanpoymuu III: 151-153
OpHoyrneponusie pparmeHtsr [1: 235-239

IIpenmMeTHbII
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Onnouenoveynas JHK I11: 16, 19, 52, 138, 167,
200

Oxkazaku ¢dparments I11: 31

OxkaiimineHHble my3eipbku I11: 161-162

B-Okucnenue I1I: 143

OKHUCIUTEIbHO-BOCCTAHOBUTEIbHAs mapa I1: 72-73

OKMCIUTETbHO-BOCCTAHOBUTENbHBIN ToTeHuuan 11:
73-74, 190

OxucinurensHoe Ae3aMmuHuposanue I1: 160

- ¢ochopunuposanue II: 14, 71, 78, 83, 87-88

Oxkcanoauerar 11: 49-50, 52-54, 108-109, 168, 198

Oxcanocykuunat 1I: 61

Oxcuanuon I: 159, 160

Oxkcuremorinobun I: 75-76, 86

Oxkcurenaswsl I1: 195, 199, 222

Oxkcurenupoanue I: 56-60

Okcupn aszora I: 224

- yriepona (CO) I: 60, 61, 86-87; 1I: 81

B-Oxcoaumun-Allb-penykraza II: 152

Okcoauun-CoA 11: 143, 144

a-Oxkcobytupar II: 163, 239, 243

a-Okcorayrapat I: 181; II: 51, 160, 161, 168-169

a-OxcornyrapaTaeruaporeHa3Hbiin kommmieke 11: 51,
59

a-Oxkcounsokamnpoar II: 174

Okcokucaorer II: 160, 162, 174, 235

OkrtanekaaueHoBass kuciaora II: 138

Oseunar I: 201, 220; I1: 139, 156

Onuroagenunar I11: 192

Onuromunuu I1: 84

Onuronykineotun-cunrerasa I11: 192

Onurocaxapunasl I11: 159-163

Onkorennsie Bupychl I11: 186-192

Oouutsl simepun I11: 156, 157

trp-Omnepatop III: 118

Omnepatopusbrii ren 111: 114

A-Omnepatopsr  I11: 122-124

trp-Omnepon III: 118, 119, 121

Omneponnr III: 114-120

Onuit u onumatst II1: 295

Oncunbl I11: 341, 348

OnyxoneponaHbie (oHKOreHHbie) Bupychl III: 186-
192

Oprannueckue (ocharer I: 156; I11: 334-337

OpraHocnenuuduyHOCTh MeTabonausma II: 288

Opnutun I1: 164

OpuutuH-Kapoamounrpancdepasa II: 164

Oporununat I1: 262, 263

Optodocdar I1: 12

OcHoOBaHMSI KaK akIEeNnTopbl MpoToHOB I: 45

Octemansauus 11: 226

Otrxur JHK III: 20

«Otnevatku mnanbues» I: 93

Manuunpom III: 38

Manouku ceruatkm I1: 281; II1: 217, 340-349
Manemurar I 201; II: 139, 145, 156, 159
Mamemutoun CoA 1I: 208

Mamaxun II: 103

IMankpeatutr I: 165

IMankpeatnuyeckuit uHrubutop I: 162-164



[MantoreHar (maHToTeHOBast kwuciora) II: 16, 17,
272-273

Manmaun I 166; 11: 239

[ManosaBupycs 111: 188

[Maparuon I11: 335, 336

ITlacmepa >dpdext 11: 284

Henummnun 111: 218, 224-227

MNenunmnnunasa [11: 225-226

Mennuunnosas xucnora III: 225

[enrtarnuuunoseiii mMoctuk III: 219

IMenro3odocdarueiit myTs I1: 95-114, 284-285

[Mencun I 152, 166

Mencunoren I: 152, 166

Mencratun 1: 166

Mentunaszer 1: 188-189

[Mentuaunrpanceepaza I11: 104

MentumunpHbiii yuactok II1: 102

Mentuanas enunuua I: 33-34

- cBa3b 1: 23, 29-30, 32, 104; I11: 103-104, 223, 226

[Mentuaneie kaptel I: 92-93

- moctuku III: 223

Mentuasr 1I: 27, 30. Cm. makxce TloaumenTuabl

MenTo3zornukans 111: 219, 220, 223-224

[lepBuunasa ctpykrypa I: 37

IepBuunsle Tpanckpuntsl I11: 148, 149

C,-Mepexmouenne III: 253, 256

[MepeHoc 3zapsima I 158, 176

- docdaraeix rpynm 1I; 11-12, 72

- anekTpoHoB II: 72, 74, 82, 222

Iepexsarbt Pangse 111: 329

[lepexonHoe coemunenue I: 166

[epunnazmaruueckoe mnpocrtpancrtso I11: 226

Ilepmeasa I11: 113, 114, 313

[lepmuccuBHble KaeTKu-xo3sieBa II11: 187

Ilepuuunosnas anemus I1: 170, 172

Mepokcucomer 11: 199

D-Iletna 111: 200, 202

Ieuensr 1I: 172, 290-291.
nevyeHu

[Tuxkopuasupycer I11: 179

Nunu 1I1: 197

Munepunun 111: 40

IMupanosa I1: 26-27

2-TlupuauHanbaokcummetnoaun (ITAM) I1I: 337

IMupunokcanbdocdar 1. 108, 109; II: 161-162

- B docdopunaze II: 124

Mupumokcun 1I: 17, 161

[Mupumugunossie gumepnl 1I11: 35-37

Mupumununsr 11: 255-256; I11: 6, 7

- 6uocuntes II: 262-264, 276

- cnapuBanue ¢ nypuHamu III: 11-15

[Mupodocdar, ruaponus 11: 121, 142, 273; 111: 23,
88

-- cBoOomHas aHeprust I: 12

[MupodocdatHas cesasp 111: 149, 150

5-Tlupodocdomesanonar I11: 213, 214

[Muppon I: 48

[TupponunoHosoe konabuo I 55, 183, 185

A-Tlupponun-5-kapbokcunar 11: 169, 235

IMupysar 11: 27, 54-58, 106, 108, 286-287

- B C,-myrn II: 198

- oOpaszoBaHue u Bbixon sHeprum II: 32-33, 163,
167-168

CM. makxce Kietku

- npespauieHue B auetuna-CoA 1I: 49, 54

--- smakrat II: 36

--- oraHon 35-36

IMupyBatneruaporeHasHbiii komruiekce I1: 54-59, 64-
65

[Mupysat-P-nuxunaza II: 198

[Tupysar-kap6okcunaza II: 107, 108

[MuweBaputenbHble Gepmentol [: 152-178

Mnasnenne AHK III: 19

- komnareHa I: 185

- MemOpan I: 220

Inasmarenst 11: 208

[Mnasmatnyeckass MemoOpana I: 199; I11: 344-345.
Cm. makxce KneTouHble MeMOpaHbI

Inasmatuueckue xaerku III: 235, 256

Mnasmuaer 111: 201-206

- nas neHuuuuinHasel 1110 226

- xak Bekrtopnl III: 210-211

- xonuuuHoreHHsie [II: 210

- ColE1 III: 210, 211

- pBR322 III: 210

- pSC101 III: 205

Z-Tlnactunku I1I: 271

[Mnactoxunon II: 190-191

[Mnactouunanun II: 191

[TueBmoxkokku III: 7-10

IMogarpa 1I: 274-276

[Momxenynounas xenesa III: 290

Monuensr II: 184, 227; III: 342

[Monunuzun I1I: 71

Honunykneoruakunasa I11: 64

[onunykneorun-dochopunasza I11: 70

Monunykneotuabl cuHtetrndyeckue I11: 99

TTonuokcuatuinen I; 210

[MonunenTtun rurantckuia 111: 180, 181

MonunenTtuaneie uenu I: 23-24

-- koHdopmanus I: 32-34, 38, 40-42

Monunentuasr I: 23-32

Momunuppuameran 11: 250

[Monunponun I: 182, 183; III: 71

[Monupu6onykneoruns IIl: 73

[Monupubocomsr I11: 100

MMonucaxapun III: 7-10

IMomucoma III: 100, 101

[MonutenHsle xpomocombl I11: 147, 148

[Monuypununat [poly(U)] III: 70

Momudpennnananun I111: 70

MonuuuctponHslit (monurenHslit) Tpanckpunt I11:
115

Honuuuctponst II1: 149

[Monyanbaerun stHtapHoit kuciorsl I11: 340

[Monyaueranp 1I: 25

Monykeranp I1: 25-26

IMonykoHcepBaTuBHas perukanus I11: 15-16, 133-
134

[lomne Gonesub 11: 130

[Tonepeunas nuddysusa I: 218, 224

Ionepeunomnonocarsie Mbimier 111: 260-262

IMonepeunsie Moctuku II1: 261, 266

- cBsasu 10 190, 192-193

IIpenmeTHbIii
ykasareib 381



IMopun I1I: 229-230, 232

IMopdpupunsr 1I: 248, 250-251

TMopdupus 1I: 251

IMopdobununoren II: 249, 250

IMocnenoBarenbHoctn JHK mosTopstiomumecs  111:
72-75, 138-140. Cm. maxxuce BcTaBOYHBIC
MOCJIeI0BATEIbBHOCTU

- [Ilpubnosa 111. 55

- curHanbHbie 11 74-75, 157-159, 231, 252

- poly(A) III: 149-150

IMocrcunantuueckas MemoOpana III: 330, 331

Torenuuan mepedoca II: 11-12, 16, 72, 74

- dochopumupoBanus II: 20

Morenuunansl aevicreusa [11: 326-328

Ipaitmaza III: 31, 32

Mpesuramun D, II: 225-226

IIpernenosion II: 222-223

IIpen3zarpaBounbiii Komruieke III: 32

IIpemomuponmoncun III: 344

IMpenpouncynun I11: 290-292

IIpedenar I1: 240-241

Ilpubnosa mocnenosarenbHocty III: 55

Mposuramuu D, II: 225

IIporecrarensr II: 221, 222

IIporectepon 1I: 221, 223

IMpouncynun I11: 290-292

- cunte3 B E. coli 11I: 214

IIpokap6okcumnentumaza I: 152

IMpokonnaren 1: 187-189

IIpokouBeptun I: 175

IIponunruapokcunasza I: 181

Mpomun I: 20, 21, 55

IIponunonporenn II1: 230, 231

ITpomexXyTouHbIE TPOAYKTHI LIMKJIA TPUKAPOOHOBBIX
kucior II: 64, 65

ITpomoTopsr I11: 55-56, 118, 123

IMponunaemocts, ko3 dumment I: 208-209

- aunuaHelX oucioes I: 206-208

Ipo-onuokoptun I11: 296-297

IMponuonun-CoA 11: 146-147, 169-170

Iponuonun-CoA-kap6okcunasa I1: 169

IIpopoctku mmenuns III: 151

Ipocrarnanauu-cunTaser [11: 298, 299

IIpocrarnaHaguH-nMKIooKcureHasa II1: 298

IMpocrarnanauusl I11: 297-298

IIpocretnueckue rpynnsl [: 48; III: 105

Iporeaswr 1: 166; 1I1: 174-175

Iporeunasur I: 32, 166

IIporennkunaser I11: 155, 287-288

Iporeornmukansr I: 193-194

IIporeomutnaeckue depmentol 1. 104-105

IMporonnsiii rpaguent I1: 79, 81-82, 91-92, 190-193;
I11: 313-314

IIpotonsl, Tok (motok) U: 84, 91-92

IMporonnacter 111: 224-225

IMpotonopdupun I: 47; 11: 249-250

IIporpombun I: 170-172

Mpodaru III: 120-121, 185

IIpoepmeHTsl  (3UMOreHs) I:
160-161, 165

105-106, 152-153,

IIpeaMeTHbIii
382 yKasareib

Mpodochonumnaza A, I: 165
IpoxupansHasg Moiekyna II: 62
IMpoueccunr PHK 111: 60-61, 148-152, 252
IMposnacraza 1. 152

Icepnoypunun III: 61
IIceBmoxomuuacrepasa III: 338
D-Ilcukoza II: 47

Mypunsr 1I: 255; I11: 6, 7, 14

- ouocunre3 Il: 257-262

- pacman I1: 273-274

- cmapuBaHue ¢ nupumuauHamu I11: 11-15
Mypomumun III: 102, 107

IMypnypHas mem6pana I1: 200-201

Ilycteie nukas I1: 110

Mydsr 111 147-148

Iaruyraeponubie enuauusr 111: 226

pK 1. 45, 46, 81-83

pH 1. 45, 143

PAS-nonocer I: 211

PAS-peakuusi cu. Iepuonar-uon-Uudd

Pa6moBupycer I11: 181

PaBHoBecHas cemumenrtanua II1: 15, 16

PagmoaktuBHbeie u3zoronsl II: 61; III: 22

PagnonmmyHonornyeckuii ananus II1: 296

PazoGuurenu I1: 87-88

Pak, BupycHas atuonorus II1: 167, 186-189

- xoxu III: 35-36

- xumuotepanus II: 269

Pamka cuuteiBanusi, casur III: 69, 82, 83, 97

Pamuoza II1: 228

Pacrenus, C,-nyts 1I: 198-199

Panemassr 111: 220

Paxur II: 225-226

Peakunonnsnii nentp II: 185

Pesepranter 111: 83

Perynstopnas cyobenmnuma II: 266

Perynaropubiii ren III: 113-114

Penykraza cu. CykumHar-Q-penykraza, NADH-Q-
peaykTasza

Pexomounanus JHK III:

- ¢para A III: 185

Penakcauns AHK II1: 20, 21, 33

Penarypaumst anturtena II1: 240, 241

- muoriobuHa I: 62-63

- PHKasmr III: 240

PeHntreHoctpyktypHbiii aHanus I: 50-52

-- remoriaobuna I: 63-64, 76, 83

-- JHK III: 11

-- muorjo6buna I: 50-58

Peosupyc III: 181-182

Pemmapaums AHK I11: 35-37

Perukaswr I1I1: 183. Cm. makxce TPHK-pennu-
Kasza

Pennukanuonnas Buaka II1: 28-34, 134-137

Perumukauus AHK I11: 14-19, 28-44, 133-136

-- omnbku III: 24-26

- PHK III: 180

- ara T4 III: 174-175

- depmenrtatuBHas III: 41-42

Pernpeccop III: 113-119, 122-124. Cm. makoce Jlak-

196-216



TO3HBII pernpeccop, TpuntodaHOBBIN perpec-
cop

Pecunuku I11: 277-278

Pectpuxkuus I11: 177, 208-209

- ¢depmenTa III: 38-39, 176-178

Petuxynouutsr I11: 98-99, 155

Pernnamm B mypmypHoit MemOpane II: 200

- mpanc- v yuc-wzomepnl I11: 341-344, 348-349

Perunon II: 17, 18

Petunon-ngeruaporenaza I11: 343

Petposupycsr 11I: 179, 189-190

Peuentopubie smku II: 219

Peuenropsl antureHos II1: 256-257, 293-294

- actpaguona II11: 299-300

Pu6oza II: 255; I11: 46

PuGonykneaza S 1. 17

PuGonykneassr I: 39-41, 123, 124; 11I: 64

- penarypauus III: 240

Pu6onyknennonas kuciora (PHK) I11: 46-48, 52-
61. Cm. maxkauce Tmopunuzauuss JHK-PHK,
JByxuernoueuynas PHK

-- nmonoxurenbHass (+PHK)
(—PHK) III: 179-182

Pu6onykneosunaudocdarsr 111: 70

PutGonykneosunrpudocdarsr III: 52, 73

PubGonykineotun S-amuHommupasona II: 259

- S5-ammHoMMMIa3o-4-kKapookcamuma I1: 244, 259

- 5-amuHoumupaason-4-kapbokcunara II: 259

- S-aMuHOMMMIa30-4-N-CyKIMHKapOOKCcHIaMuaa
II: 259

- HMKOTMHOBOW Kuciaotsl II: 270-271

- 5-hopmunamugonmMunazon-4-kapookcamuna  II:
259

- N'-5'-dochopun603unpopMUMUHO-5-aMUTHONMMU -
nazon-4-kapookcamunga II: 244

Pu6onykneorun-penykrasa I1: 267-268

Pubonykneoruast II: 255; III: 34-35

Pu6ocomuass PHK (pPHK) II1: 47-48, 149

Pu6Gocomnr I11: 46, 49-50, 72, 97-99, 101-103, 157-
158

- murtoxonmpuii III: 153

- pexoHctpyuposanue III: 98, 99

- aykapuoruueckue (80S) III: 152-153

Puborumununa 111: 61

Pu6odnasun 11: 17

Pubodnasun-5'-dpochar 1I: 271

Pu6odopunsr I11: 157

D-Pu6ynoza 1. 47

Pubynozo-1,5-6uchocharkapdbokcunasa I1: 195-197,
203

Pu6yno3zo-5-docdar I1: 96-100, 196, 197, 257

Pubynoso-5-docdar-anumepaza I11: 117

Pub6ynokunaza III: 117

Punusunr-dakropsr 11: 172

Punosupyc I1I: 179

Pudamnuuun 111: 61-62

PHK-3aBucumas JIHK-monumepasa
tpanckpunrasa) I11: 178, 190

- PHK-monumepasza I11: 178

PHK-3aTtpaBka III: 31-32

PHK-matpuma III: 46, 52

PHK-nonmumepaser I111: 52-56, 146-147

PHK-permnukaza I1I: 52, 178, 179

n  OoTpuHaTeCIbHasg

(obpatHas

PHK-cunreraza III: 178
PHK-conepxaimue Bupycwr II1:
-- onyxosieponHbie III: 189-190
PHK-tpanckpunter I11: 148-152
Pononcun I11: 340-348

Porenon 1II: 80, 81

pPHK c¢m. Pubocomnas PHK

178-179

Caxkcurtokcun III: 328-330

Camoc6opka Bupycos III: 168-176

- qunuaHelXx owucinoes I: 205

- pubocom III: 98

Capkosun 1II: 63

Capkosemma 111: 260

Capkomep III: 261

Capkombr 1II: 186

Capkormutazma 111: 260

Capkorutazmatuueckuii perukymym [: 209; I11: 271

-- u tpaHcropt Ca’>" III: 270, 311

Careumutnas JHK I11: 139, 140

Caxapa II: 24-27, 132

- abcomotHasi KoHpurypauusa 11: 25, 46, 47

- HoMmeHkuatypa III: 159

- tpancmopr 1II: 312-316

Caxapoza II: 132

CsepreiBanue kposu 1. 152, 166-176

-- Kackax peakuuii I: 166-167

Cger, chexktp morjouieHus I:
OKCTUHKLIMS

--- MHOIJIOOMHA W remorjobmHa I: 59

--- pomoricuHa III: 342

--- xnopopumiop II: 184

--- 1BeToBbIX peuentopo III: 348

CaetoBble peakuuu (dorocmuresa) II: 185, 187

Csa3p C—C 1. 219-220

Cenumenrtauus I11: 48

Ceporentyio3o-1,7-nucdocdar 11: 196

Cenorenryno3o-7-docdar I1: 97-98

Ceksenarop I: 32

CenexkuuonHas teopus I11: 240

Cepun I: 21, 22, 156-157, 202; II: 163, 168, 235

- cBsi3pIBaHME ¢ caxapamu 1. 214, 216

Cepunperuapatasa II: 163

CepuHoBele mpoteasbl 1@ 157, 163, 165-166

Ceporonun II: 248

CepnoBuaHokiaeTouHast anemus I: 88-90, 94, 97-98

Cedanexc I: 25

Cuanosbsie kuciaotel II: 209

Cummetpusi Bupycon I11: 168

- BO B3aMMOMAEWCTBUU OEJIKOB C HYKJIECHUHOBBIMU
kucnoramu III: 62, 125

--- penpeccopa ¢ omnepatopom III:

- pecrpukiuu III: 178

Cummnopt III: 312-314

Cunancer III: 330-331

- 3JIeKTpOoHHass Mukpodortorpadpus I11: 326

Cunantuueckoe tenabue I11: 340

Cunantocomsl I11: 331

Cunretassl 11: 154; II1: 87-90

68. Cm. makxxce

115-116

IIpeaMeTHbIii
yKa3arejb

383



Cksanen II: 212, 214, 215, 217

Cxsanenokcun II: 217

CkenerHble Mbimnisl 111: 260-262

B-Cxknanmuarsiiicnoin 1: 34-37

Ckonbxenue ¢uiamenros III: 261-262, 267-269

CkopocTb  (hepMEHTaTUBHOM peaklMd MaKCUMasb-
Hag (V) L. 112-113

Crnernora HouHas («kypuHasi») III: 343

Cnuzeuk I1I: 272, 273

CoracoBaHHasl peryjisiis Mo TUMY oOpaTHOM CBSI-
3u 1l 245

CoenuHutenbHag TKaHb I: 179

Conesble MocTuku I: 122

- (noHHbIe) cBs3u I 77, 122

Comatuueckast pekomOuHauus I11; 250, 252, 254-
255

Comaruyeckue runepmyrauuu I11: 250

Comarocratun 111: 213-214

ComarorponuH (ropmoH pocra) III: 283

Conpsraloumuii dakrop (F,) 11: 83-84

ComnpsixeHue, conpsixeHHole peakiuu II: 9, 13, 79,
86-88, 92; II1: 308-309

ComnpsixeHHasl mapa Kuciora-ocHoBaHue I: 45

D-Cop6oza 1I: 47

CnapuBaHue OCHOBaHWi MJIM TOMOJIOTMYHBIX Leneit
JAHK III: 11-15, 19-20, 196, 198-200

Crnekrpun I: 213

a-Crnupanu I: 34-36, 55; III: 269. Cm. makxce
NBoitHas crupans JHK

- cynepcrnupanuszoBanusie I: 30, 36, 178, 183; III:
264

CnproBoe Opoxenue II: 36

Crunaiicunr 1110 26, 61, 79, 81, 150-151, 249-253

Creapar 1: 220; II: 139

Crepounnsie ropmonsl I1: 221-222; T11: 298-300

-- BpoxImeHHble HapymeHus II: 224

Crepounsl kapauotoHuueckue III: 282, 309-310

Cron-kononsl III: 76

Crpenromuuux I11: 105-107

CrpyktypHbie renst 111: 114

Cmiwoapma daxkrop I: 175

CyomurtoxoHapuanbHbie yactumbl 11: 83

Cy6etpar cm.  DepMeHT-CyOCTpaTHbIE KOMILIEKCHI

Cy6erparnbie ksl 11: 110-111

Cy6runusun 1: 105, 163-164

Cybobenununa I: 38

Cykunnat II: 116; II1: 340

Cykuunat-geruaporenasa I: 115; II: 32

CykuuHat-Q-penykraza II: 75, 82

Cykuunuaxonaun III: 337-338

Cykunuuia-CoA 11: 31-32, 169, 248-250

Cykuunmn-CoA—cunterasa II: 32

Cynbdanunamun I1: 279

Cynboruapunbheiii 6ydep 1I; 104

Cynbpdpomunuasr 1I: 184

Cynepcnupanusanuss JHK 1. 183; I1I:

Chunrosun [ 203; I1I: 208, 209

Counromuenun I: 203, 204

CmuBku cm. TlomepeuHble CBSI3M

Coneepa peaxtus I: 29

20-21

IlpeamMeTHbIii
yKa3arejb
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Taoyn III: 335, 336

D-Taratosza II: 47

Tanaccemus I11: 154-155

D-Tano3za 1I: 46

Taypun II: 215

Taypoxonar II: 215

Tayromepsr I1I: 81

Teun I1I: 333

TeiixoeBass kucnota [I1: 223-224

Texkyuectb MemOpaH 1: 219-221

TemnoBble peakuuu (dortocuHresa) II: 185, 193,
195-196

Temneparypa mnasiaenus (7I,) It 185

- cxarusa (T) 1. 185

- tena I: 88

TemmnepatypHbiii niepexox membOpansl [: 219-220

Teopumnun 1II: 286

TepmunansHas tpancdepasza III: 209

TepmuHanus cuHte3a Genka II11: 104, 105

- tpanckpunuuu I11: 55, 58-60, 74-76, 119, 154

Tepmonunamuka II: 6

TepMoamHamMuyeckas ctaduiabHOCTh I: 41

Tepnennt 11: 226

TecTocTepon IT: 220, 223, 224; IIT: 299

TeTparumpobmonTepus 11: 175

TeTparnopoITEePOMITIy TaMaT CM. TeTparumpodo-
ST

Terparuapodonsar I11: 235-237, 257, 269

TerparnuuuHoBelii Moctuk 111 221

Terpagekanar II: 139

Terpanoaruponun II: 248

Terpako3zanoar II: 139

Terpaokcunupumunuu 111: 295

Terpanmenrtun III: 219

TerpanupponbHoe Kojabumo I: 48

Terpauuknun I11: 107

Terpasapuyeckoe nepexogHoe cocrosuue I: 159, 160

Terponorokcuun I11: 328-330

Terpossr 11: 25, 46, 47

Tes-Caxca 6one3un 1I: 210-211

TuasonuauHoBoe Kojbio II1: 224, 226

TuamuH cm. Butamun B,

Tuamunnupodocdar I1: 55-56, 101-102

Tunakounsr II: 180, 184, 190, 194

Tumugunarcudreraza I1: 271

Tumugun (T) I1: 255, 275; 111: 6, 13, 14

- mumepnr I1I: 35, 37

Tumunun-5'-docdar
II: 256, 257

Tuoranakro3ua-tpaHcauertunasa I11: 112

Tuonossie mporeuHassl I: 166

Tuopenokcun 1I: 267

Tuopenokcun-penykrasa I1: 268

Tuoadupsr 11: 40; I11: 108

Tupornooynun I11: 160

Tuposun 1. 21, 22, 175, 176; 1I. 241; III: 152

- Kak TpeAlecTBeHHUK Heiipomenuatopos III: 339

Tuposunruapokcunaza III: 339

Tuposun-O-cyasdar I: 168

Tupokcun 1I: 248

TurpoBanue I: 46

Tkaunesoii ¢daktop I: 174

Tozun-L-dpennnananuuxiopmerunketoH I:

(TMP)  (me30KCUTMMMIWIAT)

157-158



a-Tokodepon II: 18

Toncreie Hutu 1I1: 261-264, 266-267

-- pexkoHctpykuus III: 266

Tomouszomepasnr 11I: 21

Topp 1: 70

Tpausuuun 111:  80-81

Tpancanpnonasa I1: 96-98, 102-103

Tpancamumaza I: 169

TpancamuaupoBanue [: 169

Tpancamunaser 1I: 160

Tpancamunuposanue I11: 160-162

Tpancsepcun 111:  80-81

TpaHcrnuko3unupoBanue 1: 144

Tpanckapbookcunasa II: 150

Tpanckeronasa I1: 96-98, 101-102, 196

mpanc-Koundopmanusl: 219-220

Tpanckpunrtet cm. PHK-tpanckpunTsl

Tpauckpurus 111: 46-86, 112

- BeiOOp wmenu III: 53-56, 58-62

- ¢ PHK III: 180-181

Tpancnokasel II: 86; II1: 104, 156

Tpanciaokauuss B Oenkax III: 156-157

- B MPHK I1I: 103-104

- rpyrnsr 111: 314-316

- UMMYHOrJ00ynuHoOBbIX reHoB III: 249-250

Tpaucasiuus 111: 46. Cm. makxce benku, cuHTe3

- mupepnoit MPHK III: 119-120

- Hanpasinenue II1: 99-100

TpaHncMmem6panHble KaHanbel 111: 320-322

Tpancnentuaaza I11: 225

Tpancnentuauposanue I11: 223, 225

Tpancnosunus (nepeHoc) rewos I11: 119, 206

Tpancnosonsl I11: 206

Tpancnopt cm. MemOpaHHBI# TpaHCHOPT,
nopt, TpaHcaoKalusi TPYIIbI

- maccuBHbiii 111: 304

- CO, y Ttponuyeckux pacteHuit II: 198

TpaHcnioptHble aHTMOMOTUKM I11: 316-320

- PHK (tPHK) I11: 47-48, 61, 67-68, 90-95, 151-
152

-- mytanTHbie 1I1: 95-97

-- cBs3biBaHUe c pubocomamu I11: 72

Tpanccykuununaza II: 59

Tpancdepaza II: 118

Tpancdeppun 1: 18

Tpanchopmammsa AHK II1I: 7-10

- knerok III: 186-187, 192

D-Tpeosa II: 46

Tpeonun 1. 21, 22; II: 169

- nesamuHupoBanue II: 163

- mpeBpanieHue B usojeiiuuu . 106; I1: 243

- cBa3biBaHMe ¢ caxapamu 1. 214, 216

Tpeonunnernaparaza II: 163

Tpeonunnesamunaza I: 106; 1I: 243

Tperuunast crpykrypa I 32

Tpu-N-aueruiarmokozamud 1: 136-137

Tpuauuarauuepos-cuHTeTa3Hblit kommiekc I1: 205-
206

Tpraumnrimueposs 11: 138-140, 205

TprKapOOHOBEE KUCJIOTH CM. LMK TpUKapOOHO-
BBIX KICJIOT

1,3,7-Tpumetunkcantun 111: 286

Tpunykneorunst 111: 72

Cum-

Tpuoswr 11: 24, 46, 47

Tpuokunaza II: 133

TpHOKCHKOMPOCTaHOBAasE KUCIOTa (TPUTHUAPOKCUKO-
npocranoar) II: 215, 217

Tpuncun I: 30, 105, 152, 161-165

Tpurncunoren I: 165

Tpuntopan 1. 21, 22; II:
75, 118, 121

Tpuntopanun-mPHK III: 119

Tpunrodpanosas MPHK (trp-MmPHK) III: 118, 121

Tpunrodanossiit onepon III: 53, 59, 118-119, 121

-- kinoHupoBanue III: 212

- penpeccop III: 118, 119

Tpuntodancuuraza I: 108, 109, 114; 1I:
71, 78

Tputon X I: 210

Tpudocdaruzomepasza 1: 114; 11: 30

Tpudochonupuaunuykneotun (TNP) cu. HuxkoTuH-
aMuIaIeHUHIUHYKIeoTuadocdaT

Tpu-NAG cm. Tpu-N-rinokozaMuH

TPHK cm. TpancnoptHeie PHK

TPHK, cm. WMuuuunaropnas PHK

TPHK, III: 100

Tpom6un I: 105, 168-170

Tpomo6ommactun 1: 175

Tpom6ouuter 1: 166; I11: 271

Tponuueckue pacreHust II: 198-200

Tpomnokomnaren I: 179, 182

Tponomuosun I11: 261, 269-270

Tpomnonun II1: 261, 269-270

TponoHuHoBbIe KoMmIuiekchl 111 269, 270

T-tpy6ouku (monepeunsie Tpybouku) III: 270, 271

d-Ty6okypapun III: 337, 338

a-, B-Tyoynun III: 276

Tynukamuuud I11: 161

Taxensie (H) wmerm I11: 238-239, 241-243, 253

Tsxenwiit mMepomuosud I11: 264, 266, 267

241, 242; 1L 71, 72,

241; 11I:

Vabaun III: 311
Youxunon II: 75
Vrnekuciabii ra3 cm. Juokcua yriaepona
Yraepoausie atombl 11 166-167, 212
Vabrpacduoneroseiit cer III: 35
VYmepennsie ¢aru I11:  120-125
Yuaukanbhubie renbl 111: 144-145
Yorcona-Kpuka momens I11: 11-14
VpasHenue ¢orocunresa II: 180-183, 186
Vpauun II: 255, 257
- numepsl 1I1: 35-36
Ypauun-JAHK-rmuko3umaza I11: 37
VYpeaza 1I: 275
Vpeorennyeckue opranusmbl II: 164
Ypununar (ypuauHmoHodocdar, UMP) II:
257, 262-265
VYpununtpancdepasza I1: 247
Ypumun (U) II: 255-257
Ypununrpudochar (UTP) 1I: 264, 265
YpunuHdochar-N-alLeTUITTIOKO3aMUH
NAG) I11: 220-223

256,

(UDP-

IIpeaMeTHbII
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Ypununoochar-N-aneTniMyapoBast KUCIIOTa
(UDP-NAM) III: 220-223

Ypukaza II: 275

Ypukorenuueckue opraHusmbl I1: 164

VYpokanar II: 168

Yponopdupunoren-cunrasa I1: 251

Yponopbupunorenst [ u IIT I1: 249-251

Ycunenue curHana npu ¢oropeuenuuu II1: 345

UDP-ranakroza II: 134

UDP-ranakro3o-4-amumepaza  1I: 134

UDP-rmoko3a II: 120-121, 134, 206

UDP-rmoxko3o-nupodochopmnaza 11:

UDP-raokyponar I1: 252

UMP cm. Ypununar (ypunmHMOHO(DOCHAT)

UTP cm. Ypumunrpudocdar

120-121

®aru 111: 9

- kombueBast JHK III: 184

- nuzorenHsle II1: 184-185

- TtpaHcayumpytomme III: 205

- ymepennbie I11: 184

F2 I1I: 182

G4 111: 78

- Mullll: 202

- P22 III: 229

- T2 III: 9, 10, 19, 48-51

- T4 11 171-176

- T7 1II: 20, 55

- A III: 18-20, 55, 120-124, 183-185, 202

-- TeHeTndeckas kapra III: 123

— kak Bekrtop III: 210-212

- X174 1II: 16-24, 53, 183

®arosast konsepcus I11: 229

®aktopsl maumanuu I11: 102, 155

- ocBoboxnenus III: 104

- pocta HepBoB (NGF) I: 19; III: 300-301

- cBepThiBaHus kposu 1: 167, 175; 1I: 172; 11I: 152

- ycroiuuBoctu III: 205

- F I1: 83, 84; III: 201-206

R III: 202, 205-206

- RTF III: 205

OQamtounun 111: 276

Dapades wucno 1I: 74

®apuesunanupodocdar 1I: 214

Genunanmanun 1: 21; II: 175, 240, 241; III: 71

- npu denunkeronypum II: 176-178

®enunananuaruapokcunasa Il: 175, 177-178

®enunnanannuosas TPHK I11: 93

DennnanaHuHOBHI omepon I11: 122

®eunnmsornounanar I 30

Oenunkeronypus II: 177-178

Oenunnponuonar 1I: 142

Oennntuornganronn (OTT-amunokucnorsr) I 30-
32

®ennnykcycHas kuciora I1: 142

denokcosaHoBoe Koiabuo III: 62, 64

®epmeHTaTuBHBI Katanu3 [ 104,
144, 154-156

-- kuHetuka [: 114

108-109, 136-

ITpenmeTHbIit
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®epMmeHT-cyocTpaTHBIe KoMIiekenl 1: 102, 108-110,
148, 154-156

®depmentnr 1: 104-133; 11: 283. Cm. makoce Ax-
TUBHBIA LIEHTP U MO Ha3BaHUSIM

- ameHuaupoBaHHbie 1I: 246

- B3auMmopelictBue c cyocrtpatom [ 108-110, 122-
123, 148, 154-156. Cm. maxxuce depmeHT-
CyOCTpaTHbIE KOMILIEKCHI

- KOBaJIeHTHBIN KoMmriekc ¢ AMP II: 263; III: 26

- MHoOXxecTBeHHOCTb [I: 245

- pectpukuuu [II: 38, 208-209

O®eppenokenn 11: 188-189, 231

®eppenokcuH-NADP -penykraza 11: 189

®eppuremoriodoun I: 45

®epputun I 18, 214

O®eppunuanua 11: 187

®epporemornodoun 1: 49

®eppoxenataza I1: 250

®epponmanun 11: 187

®eprunbHocts cm. Pakrop F

Oubpun I1: 167-169

®dubpuHOBLIK crycTok I: 167

®ubpunoren I: 167-168, 175

OubpuHonenTuasl I: 168

dubpodnacter 111: 273

®ubpoun menka II1: 144

®dusocrurmun 111: 334, 336

Dunamentsr Mpim I11: 261-268

®uroun II: 227

®duronbHast Gokosas 1enb I1: 226

Onasukagennnaunykieorusn (FAD, FADH,) II: 14-
15, 52-53, 73, 84-85, 143, 275

®nauamoHonykineorun (FMN) I1: 75, 271

Onarenun 111: 350

®nyopeckamud  1: 28

®onueBas kuciaora I11: 270

®opmamung I: 10

@opMunarauumHaMuauHpudonykiaeorun I1: 258, 259

dopmunmernonun-TPHK (fMet-tPHK) I11: 76, 87,
100-105

®dopmunmernonnn (fMet) I11: 76, 100

N"-dopmunrerparuapodonsar II: 236

®opmun-L-tpuntodan I: 158, 159

N-®opmunumunorayramar I1: 169

N’-®opmumunorerpadonsar I1: 236

®ocarenst I11: 271

®ocdaraza 11: 127

®ochatunanbxonud 11: 208

®ocharunar (pochoruanas kuciora) I1: 205, 206

®ocpartugnnunosuton . 203

®ocharuguncepun 1 203; I1: 206

Docharunmaxonmun 1: 203, 204, 224; I1: 207-209

Ddocohatupnastanomamud I: 203; I1: 207-208

®ocharumar 1 202

®ocharusie rpynmner [1: 11, 12, 72

®ocdarsl BeicoKo3Hepretnyeckue II: 12

®ochoanruapuanbie cBsg3u I1: 10

®ochoaprunun 111: 270, 271

Ddochoanmnrmunepoins I: 201-203; 11: 206-207

3-®ocohorunpokcunupysar II: 235

®ochoructuaua 111: 315

®ochornukonar I1: 199

2-®ocdorauuepar 11: 32



3-®ochornuuepar II: 31-32, 194-196, 235

®ocdornuieparkunasa I1: 31-32

®ochornuuepomyraza II: 32, 119

®ochormokomyraza 11: 118, 362

6-DocdormokonaTaerngporenasa II: 96, 97

6-DocdormokoHo-d-naktoH 11: 96

dochommacrepaser 11: 127; I11: 285, 346-347

- 3meuHoro sima III: 64

Dochonuadupnas ceasp I11: 6, 7, 23, 26-27

dochoenonnupysar I: 32; 1I: 106-107, 239, 240

- B C,-nyru II: 198

- u akTuBHBIA TpaHcmopt I1I: 314-315

- npu mmkoiuze II: 32

-- cuHteze UDP-N-anetunmypaMoBoil  KHUCIOTHI
I11: 221

- cBobOomHas aHeprusi rugposamsa II: 12

dochoeHonupyBaT-Kapookcukunasa I1: 107

®ochokpearnn  111: 270, 271

@octomumaza A, I: 165

®ochonumazer 11: 208, 210

Ddochomumnuaer 1: 201-203

- BJIMSIHME Ha CBepThiBaHWE KpoBU I:

5-®ocpomenanonar 11: 214

4'-®ocpomnanterenn 11: 272, 273

4'-®ocpomnantorenar II: 272, 273

4'-®ochonantoreHmnnuctend 11: 272

dochonenrozonzomepasa I1: 96-98, 196

3-®ocho-5-mupodochosanonar II: 213, 214

5'-®ochopubosmn-1-amun 11: 258

N-5'-®ochopudosmnantpanwiar 11: 241, 242

5-®ochopubosmi-1-nmupodocdar (OPIID) 11: 240,
242, 258, 261

®ochopudbomyraza I1: 273

®ochopubynozokunaza I11: 196

®ocdopunaza 1I: 123-125, 130

®ochopunuposanue 11: 283

- u aktuBHBI TpaHcmopt I[II: 307-308, 311, 314-
316

-- peryasiuusi akTuBHOCTH epmeHToB I1: 65, 123-
127

- cybcrparHoe II: 32

®ochopui-pepMmeHTHBIE KoMILTeKesl 111: 335

Ddochopunxonun 11: 207-208

®ocdopunpHag rpymma I1: 27

®ocoopnas kucimora I: 202

Dochoponus 11: 116

®occocepun [ 22, 23; II: 235

®ocdorpanchepasnas cucrema I1I: 314-316

dochodbpykrokunasa I1: 30, 33-35, 284

®otoppixanue 11: 199, 200

®ortopeaktuBupyomuii epment I11: 35

®oropeuenrtopsl 111: 340-349

®ortocunre3 11: 180-203

®dorocunTesupytomue Oakrepun I1: 186, 200

®ortocuHTeTnyeckas equuuna II: 184-185

®otocucremsr 1 u II 11: 187-193

®ototpoder 11: 10

dotodochopunupoanue I11: 188, 192, 200-201

- nukanveckoe II: 191, 193

®parmMeHTsl UMMYHOTI00yaAHOB (F
239

®pykrosa II: 25-26, 47, 133

®pykro30-1,6-6ucdocdar I1: 28, 30, 106, 107, 196

171-172

F,) III: 237-

ab?

DpykTo30-6-docdar I1: 28-29, 106, 195-197

®pykTo30-1-docdarubiii myts I1I: 133

a-D-®pykrodypanosza II: 26

®roparerar 11: 63

Oropatetnn-CoA 11: 63

®ropaesokcuypuaunar Il: 269

5-@ropnezokenypunua  111: 189

®ropauauTpobeHszon I: 29

®ropypauun 11 269

@dropuutpar I1: 63-64

®dymapasza 1I: 53

®ymapar (pymaposas kucinora) I1: 52-53, 165, 169,
175, 176

4-cpymapunaneroanerar II: 175

®ypanosza 1I: 26

®ypre pazHocTHBI MeTom I: 135

FAD, FADH, cu. ®naBuHageHMHIUHYKICOTU

fMet cu. DOpMUIMETHOHUH

fMet-TPHK cu. ®@opmunmernonmn-TPHK

FMN cu. ®1aBUHMOHOHYKJICOTHT

XaBopra mpoekLnoHHbIe dopmyasr 11 26

Xaeemana daxkrop I; 175

Xenukaza cm. lenmkasa

XemuocMmoTtuveckas rumoreza II: 79

Xemopeuenrtopsr [11: 349-350, 352

Xemortakcuc y Oakrepuii I11: 349-353

Xemotpodsr II: 10

Xendepcona-Xaccenvbanrexa ypasHeHue I: 45

Xunna xosbduument I: 72

- peakuus II: 187

Xunomukpons! II: 218

Xumepnas JHK I11: 208

Xumnyeckoe comnpsixkenue II: 79

Xumorpurnicun I: 153-159, 161-164

Xumotpuncusnoren I: 152-154, 160

XupansHocTb (RS) 11: 62, 69

Xutun [ 133; II: 131

Xnopambenukon III: 107

Xnoporutacter 11: 180, 181, 184

- AHK B Hux III: 137-139

- pubocombr B Hux III: 153

Xnopodpumaer II: 183-184

Xomar Hatpus I: 210

Xonekanpuupepon II: 223

XonepHbiit Tokcun II1: 156, 289

Xonecrepon I1: 212-227. Cm. maxxwce Tunepxo-
JIecTeposieMust

- B KJIETOYHBIX MeMOpanax II: 204, 221

Xonmun-CoA II: 215

Xonuu 1: 202; II: 207-209; 111: 331, 334

Xoaauosa mopens III: 201

Xoungpoutuncynbdat [: 193, 195

Xopuamar 11: 239-241

Xopuoxkapuunomsl 1I: 270

Xpomatun III: 128-133

Xpomarorpadus apdunnas I: 25

- renb-bunbTpanus I 25

- noHoobmeHHas [: 25

IIpeamMeTHbI#
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- Ha Oymare I: 92-93

Xpomocombl (sykapuotuueckue) III: 127-165. Cm.
makyce TloMUTEHHBIE XPOMOCOMBI

- Tuma nammnoBbix wmertok II1: 127

Xpomocdop III: 341

Xpam I 194

Xoua-Cnska nyts (C,-nyts) II: 198

LBeroBas cimemora III: 348

LiBeToBoe 3penme I11: 347-348

Usurrepuonsr [: 19

Lenmonaza 1I: 131

Lenmomno3za I1: 131

Hentpomepnr I11: 140

y-Uermm I11: 242, 249, 251

A-Lermm II1: 242, 251

Lenp mepenoca snekTponos II: 82, 222

Lepamun I1: 208-209

Lepeodposumsr 1. 203, 204; II: 208

Huanup (CN7) I1: 80, 81, 171

Hwuanko6anamun II: 171

Hukn Kasveuna 11: 196-199

- moueBuHbl II: 164-166

- Tpukap6oHoBbIX Kuciotr II: 49-70, 284

--- CBA3b C UMKJIOM MoueBuHBl II: 165

Hukandeckuit AMP cm. AneHosuH-3',5'-MoHObOC-
dat

- GMP (cGMP) II1: 345-347

Huxnmuyeckoe dortodochopunuposanue I1: 191

Huxnorekcumun III: 107, 152, 153

LuknonpomaHoBble XWpHBbIe KucaoThl I 223

Hwunra I: 186-187

Huux 1. 144-146

Iuc-axonurar II: 50, SI

Huc-akuenar II: 156

Huc-xoudurypauus [ 220

Uucratnonun 1I: 239

Uucrarnonunaza II: 239

Uucrarnonun-cunreraza II: 239

Hucreun I: 10, 21-24; I1I: 167, 168, 239; III: 71

LwncrennoBast xuciora 1. 32

Huctun 1. 24

Huctuoun 11: 255-257

Hutupuanudochommammiraiepoi  (CDP-guarmmn-
ruepon) 11: 206-207

Hutunuamonodocdar (umruauiar, CMP) I1: 206,
256, 257

Hurunmunarpudocdar (CTP) I1: 206-207, 264-266

Hurosun 11: 255, 257; 11I: 6, 13, 14

- pesamuHuposanue I1I: 36, 37

- cnapuBaHme ¢ ageHuHom III: 81, 82

Huto3unapabunosun I1I: 189

Hwuroxanasun B III: 276

Lutoxpom-c-okcunasubiii Komraeke I1: 76-78, 80-
82

Hurtoxpom(wr) a 11: 76-78, 81, 82

- b I1: 76-77, 81, 191

- ¢ I1: 76-78, 81, 82, 88-91, 191

-f1I: 191

IIpeamMeTHbI#
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Hutoxpomokcumaza II: 77

QH,-Uuroxpom ¢ II: 82

QH,-LlutoxpoM-c-peaykrasublii kommiaekc IlI: 76,
77, 80-82

Hurpar I1: 34-35, 50, 51, 60, 155

Hwurpar-nmuaza II: 155

Hwutpar-cunreraza II: 50

Hutpun-CoA II: 50

Hurpymnun 11: 164, 165

cAMP cm. AneHosuwH-3',5'-MoHOpochar

CDP-gunanunrauuepon cm. HutunuHaudochonu-
ALUITIALEPOJT

CTP cm. Hutununtpudocdat

YerpepruuHasa ctpykrypa . 64, 76-77, 81
Yucno obopotoB (depmenrta) I: 113-114

lapHup B Mosekyne ummyHornobynuHos II1: 239

--- muosuHa III: 268

[llenkoBuunsbrii yepss II1: 144

Mukumar II: 240

uddoso ocHoBanume I: 190, 194; II: 39, 102-103,
161-162; I11: 342, 343

IllaBeneBast xucaora 1. 118

IllaBeneBoykcycHasi kuciota cm. OkcamoaueraT
IllaBeneBosibaouHast Kuciaota cu. OKcadOCyKIIMHAT
Illenesble coemmuenmst II11: 322-324

Illenounas ¢ocdaraza 111: 64

Illetoynas kaemka III: 275

Dposonus 6enkos 1: 69, 84

- nuBepreHtHas I: 163-164

- enuHUYHBINA mepuox III: 129

- uMmMmyHoriaooymuHoB I11: 248-250, 253

- kouBepreHTHast III: 348

- mojekynsgpHast [: 101

Domana peaxuus (gerpamauus mo Damany) 1: 30-32

D3epun 111: 334

Srko3aHoatT 11: 139

SrKo3oTeTpaeHoaT I11: 139

SrKo30TpreHoaT 11T: 298

DKBaTOPUaNIbHEE 3amecTuTenmy II1: 26, 27

Oxou30H IIT1: 148

3'—>5'-Dk3onykieasa I11: 24-26

Dxs3onykieassl 111 64

Ox3onbl III: 79, 145

BKCTUHKIMU KoahduuueHT I: 68

Dmacraza 1: 152, 161

Onactun I: 192-193

Dnexktpuyeckuit opran III: 332

- yropp III: 332

DnexkrporeHHsblii Hacoc 111: 307-308

DnekTpoHHas Mukpockomus I1: 211, 221-222

- motHocTh I: 52-53, 58

DeKTpoHbl, TepeHoc W TpaHcmopt II: 14-16, 71-
78, 81, 85, 87. Cm. makxuce llemb mepeHOca
3JIEKTPOHOB

- cmemienue I: 144, 148-149

DIleKTpocTaTUYeCKUe B3ammomeiicteust 1. 122



Dnekrpodopes I 25, 26, 90-91

- B KpaxmaibHOM Tene [: 92

-- MOJMAaKPWIAMUAHOM Tejie ¢ HoJeuIcyabdaTom
Hatpus I: 208-210, 213

DnexkrpoxuMmuueckuii moreHuman III: 304

Dnepca-/lannoca cuagpom 1. 188

Ononranua III: 103-104, 106

- JHK I1I: 23, 24

- xupHbIx kucmor II: 149,

- PHK III: 52, 53

- akroper 1II: 103-104

Imboena-Meiiepeogha myTh cm. I'mukonus

DMOpUOHAIbHEIE TeMorToouHbl I: 75

- KJIeTKU M obpasoBanue anTuten I11: 250-251, 253

DHooHykieaza (9HmoHykineaswl) III: 63, 64, 192

- akrtuBatop II: 237

- pacierienue uyxepoausix JHK II1: 176

- pecrpukuuu III: 176-178, 196

- YO-cnemmudununasg III: 35

DuporiasmaTudeckuit petukyaym I11: 282; III: 156-
161

Oupopdunsr 111: 295-296

OHpmorwmro3 II: 219

DHepreTnueckue pecypcel opraHusma II: 288-289

Duepretnueckuit 3apsig 11: 20, 35, 65

Dueprust (B 6uonornyeckux mporeccax) I: 12; III:
32-33

- akruBauuu I: 106-108

- usBneuenue II: 16-19

- Merabonuueckue uctoyHuku [I: 288-289

- mepenoc II: 185-186

- npeob6pazoBanmne II: 91-92

- ¢orocunreza II: 197

OH3uM (pepment) 1I: 24

151-153, 156

Oukedanuusl 111 297

Ouranenus 1I: 7

Duteponentugaza I: 165

Dutporus 1I: 6-7

BnunepManbHbIii akTop pocrta II1: 300-301

OnuMmepa3sl B oOMeHe TajmakTo3el II: 134

-- meHTo30¢ochaTHOM TyTH cMm. DocdorneHTo30-
M30Mepasbl

OnuHeppUH cm. AIpeHATNH

D-Dpurposza I1: 46

OpurpomuumnH III: 107, 153

Dputponoatndeckas noppupus II: 250

Bputposzo-4-docdar II: 98, 196, 240
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OIrNMABJIEHUVE

Yactb IV.
MHdopmarums

I'naBa 24. JTHK: reHeTnyeckasi pojib, CTPYKTypa H
pewmkamus 6

24.1. KoBajieHTHasi CTpPYKTypa M HOMEHKJaTypa
JHK 6

24.2. TpaHcdopmauuss THEBMOKOKKOB C MOMOILbIO
JHK mokaszana, yro reHsl cocrosit u3 JHK 7

24.3. TeHbl HEKOTOPBIX BHUPYCOB COCTOSIT U3
PHK 10

244. Npoitnasa cmmpanb JHK  Yorcona-Kpwu-
ka 11

24.5. KoMmieMeHTapHble LeNu CayXaT MaTpuLaMu
npyr ans apyra npu perumkanuu JHK 14
24.6. Peruiukauumst JHK monykoHcepBatuBHa 15
24.7. HekoTopble BUPYCHI COAEpXAaT Ha OIpeIe/IeH-
HBIX CTamusX >XMU3HEHHOTO IMKJa OJHOIeNoYey-
nyio IHK 16

24.8. Monexynsl JJHK ouenb miaunHbie 18

24.9. [lpoiiHas crnupandb MOXET ObITh 00paTUMO
pacriaBieHa 19

24.10. Hekotopeie Monekynbl JJHK wuMeoT Koib-
ueBylo ¢opmy 20

24.11. KonapueBble ABYXCIMpadbHble MOJEKYJIbI
JHK wMoryr HaxoauTbCsl B CyNepCIMpalv30BaH-
HOM cocTtosiHuu 20

24.12. Otkpeitue JHK-nmonmumepassr 21

24.13. JHK-nmonmmMepasa moxy4aeT MHCTPYKLIUH OT
MAaTpPULIBI 24

24.14. JHK-monumepaza 1 wucmpaBiasgeT ommMOKH
B JHK 24
24.15. JIHK-nura3za
JHK 26

24.16. Otkpertue JHK-momumepas II u 111 27
24.17. Pacmeranne pomutenabckoir JTHK wu cunTe3
HoBo#t IHK mpoucxonsiT B perIMKallMOHHON BWJI-
ke 28

24.18. Pennukamus JHK HaumHaercss B cTporo
OMpEeIeIeHHOM MeCTe M MPOAOJIXKAETCs IMOCIeno-

COeIUHSIET ¢dparMeHTHl
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BaTeJIbHO B 000OMX HampaBlieHUsX 29

24.19. Ogna uen» JHK cuHTEe3upyercs mpepsli-
Bucto 30

24.20. 3arpaskoii cunte3a JJHK cayxutr PHK 31
24.21. DHeprusa runponusa ATP ucnonbsyercs nis
pacmietanus poauteiabckoir JHK B obmactu per-
JINKAIIMOHHOW BUJKW TOA JAeiicTBUeM  Oesika
rep 32

24.22. JIHK-rupa3a BBOOUT OTpHUIlATeIbHbIE CYIEp-
BUTKU B poauteibckylo JTHK, uToOGb 061erdyuth
ee pacmiaeranue 33

24.23. CioXHOCTb anmnapaTa periMKaluu, Mo-BUamu-
MOMYy, HeoOxomauma IJisi obOecrieueHHs] OYeHb BbI-
cokoil HagexHoctn 33

24.24. Tlospexnenus:s JJHK mocrosiHHO pemapupy-
otes 35

24.25. Pak KOXM TIpU 30JOTUCTOH Kcepoaepme
00yCJIOBJIEH HapylleHMeM HOPMaJbHOW pernapauuu
JHK 35

24.26. JHK comepXuT TUMHMH BMECTO ypaluia,
YTO JeNaeT BO3MOXHOW perapaiuio ae3aMUHUPO-
BaHHOro uurto3uHa 36

24.27. PecTpukTUpyOIINe SHIOHYKJIEa3bl COBEPIIU-
n mepeBopoT B aHanmm3e JHK 37

24.28. TlocnemoBaTenbHOCTh HyKiIeoTunoB B JHK
MOXHO OBICTPO OMpPEAEJUTh C TMTOMOIIbIO CrielupU-
YeCKOro XMMHUUYECKOTO paciueruieHus: 39

24.29. TlosHas TOC/IENOBATEILHOCTh OCHOBAHUIA
JNHK ¢ara X174 Obuta ompeneieHa ¢ IMOMOIIBIO
Meroma (pepMeHTAaTHMBHON peruukauuu 41
3akmoueHue 42

Bompocel u 3amaum 45

T'naBa 25. Nudopmaumonnas PHK wu Ttpanckpun-
mua 46

25.1. Crpyktypa PHK 46

25.2. Knetku cogepxar Tpu Ttumna PHK: pubo-
COMHYIO, TPAHCIIOPTHYIO U MH(GOpMaunoHHYI0 47
25.3. ®opMynupoBaHKe KOHIEINY NHGHOPMAIIUOH -
Hoit PHK 48

25.4. DKcnepuMeHTalIbHble HAaHHBIE O CYIIEeCTBOBA-
Huu uHbopManmonHoit PHK-mocpenHuka B cuH-
Tese Oenka 49

25.5. OmpITel MO THOPUAM3AIUM IIOKa3ajld, 4TO
nHdopmanuonHass PHK koMmmieMeHTapHa KOgupy-



tomeir ee JHK-marpume 50

25.6. Pubocomurie PHK wu tpancmoptHbie PHK
Takxe cuHTe3upylorcs Ha JIHK-marpume 51
25.7. Bce knerounbie PHK cunrtesupyer PHK-mo-
numepasa 52

25.8. PHK-nonuMepas3a mojyyaeT MHCTPYKUMHU OT
JAHK-marpunsr 53

25.9. OGbIlYHO B JAHHOM Y4YyacTKe FeHOMa TpaHC-
Kpubupyetrcs Tojabko oaHa uemnb JHK 53
25.10. PHK-nmonmumepasza E.  coli coctoutr u3
cyobenuHul 54

25.11. TpaHCKpUIILIMSI MHULMUPYETCS HA IPOMOTOP-
HBIX yyacTkax marpuuHoit JIHK 55

25.12. 0-CyObenuHuiia obecrieyMBaeT Yy3HaBaHUE
npoMoTopHbIX yyacTkoB PHK-monumepaszoit 55
25.13. lerm PHK Hauywmnawotcs ¢ pppG  wim
pppA 56

25.14. lenu PHK cuHTe3upyloTcsi B HampabJe-
Huu  5'—>3' 57

25.15. Marpuunas JIHK comepXuT cTOIN-CHUTHabI
71T TpaHCKpunuuu 58

25.16. benok p y4acTByeT B TEPMUHHUPOBAHUU
TpaHcKpuniuu 58

25.17. MHuorue monexkyasl PHK mocne TpaHckpur-
MU PACLICTUISIOTCS U XMMUYECKH MOAUDULIUPYIOT-
ca 60

25.18. AHTHOMOTUKU -UHTUOUTOPHI TPAHCKPUITIIUN:
pudaMULIMH U aKTUHOMULIMH 61

25.19. Pa3paboraHbl COBEpIIEHHBIE METOIBI OTpe-
JeJIEeHUsT  MOCJIeI0BATeIbHOCTH ~ HYKJIEOTUIOB B
PHK 62

3akmoueHue 63

Bompockl u 3amaun 66

I'naBa 26. I'eHeTMYeCKHid KOX M 3aBMCUMOCTb MEXK-
ny reHamMu u Oeiakamm 67

26.1. TpaucnoprHass PHK - amanTopnast Mosexyia
B cuHTe3e Oenka 67

26.2. AMMHOKUCJIOTBl KOAUPYIOTCS TpyMHmaMu U3
TpeX OCHOBaHWii, HAUMHasl CO CTPOTO ONpene/eH-
HOl Touku 68

26.3. PacimdpoBKa reHETUYECKOTO KOJa: CUHTETHU-
yeckue PHK MoryT ciyXuTb MHGbOpMalMOHHBIMU
PHK 69

26.4. CoctaB KOIOHOB MHOTMX aMUHOKHUCIIOT OBLI
orpeseieH C MOMOIIbIO COMOJKMMEPOB B KauyecTBe
MmaTtpun 71

26.5. TpUHYKJIEOTHIBI CIOCOOCTBYIOT CBSI3bIBAHMIO
ompeneseHHbIX Mosiekyl TPHK ¢ pubocoma-
mMu 72

26.6. Eme omMH MHCTPYMEHT paciin@pOBKU KOJa -

COMOJUMEDPBI  C  OIpEAEIEHHON IIOCeI0BaTElb-
HOCTBIO 72
26.7. OCHOBHBIE CBOMCTBA TE€HETHYECKOTO KO-

na 75

26.8. CurHajabl MHMULMALMM W TEPMUHALMKU CHUHTE-
3a Oenka 76

26.9. l'eHeTMyecKMii Kon YHUBepcajeH 76

26.10. TTocnenoBaTeabHOCTh OCHOBAHUII TeHa U I10-
CJIeIOBATEeIbHOCTh aAMUHOKHUCIOT COOTBETCTBYIOIIIE-
ro TMOJUNENTUAA KoJUTMHeapHsl 77

26.11. HekoTopble MOCIEI0BATEIbHOCTH BUPYCHBIX
JHK xomupylor Goiee omHOro Oenka 77
26.12. T'eHbl 3yKapuoOT IMPEINCTABISAIOT COOOM MO-
3aUKy W3 TPAHCIUPYEMBIX W HETPAHCIUPYEMBIX
nocnenoBareabHocTeit JTHK 78

26.13. Myrauuy BO3HUKAIOT B pe3yJbTaTe H3Me-
HeHUIi mocnenoBaTebHOCTH ocHoBaHuit JJHK 80
26.14. Hekoropble XMMHUYECKHE MyTareHbl BeChbMa
cneuuduaHbl - 81

26.15. MHorue MyTareHHBIE KAaHIIEPOTEHBI MOXHO
BBISIBUTh MO WX MYTareHHOMY JAEWCTBUIO Ha Oak-
tepun 82

3akmoueHue 84

Bompocel u 3amaum 85

I'naBa 27. Cunte3 Geaka 87

27.1. AMMHOKUCIIOTE aKTUBUPYIOTCS U IIPUCOCIU-
HSAOTCA K TpaHcmopTHeiIM PHK mon meiictBuem
cenududeckKnx cuHretas 87

27.2. HamexHoCThb cHHTe3a 0ejKa OIpenesieTcs
BBICOKOI CHeIMOUIHOCTbI0 aMuHoanuia-TPHK—
—cuHretas 89

273. Mounexynsl TpaHcnopTHeix PHK wnmeror o00-
Ui TIaH cTpoeHus 90

27.4. TpaucnoptHas PHK mmeer L-o06pasnyio ¢op-
My 91

27.5. B y3HaBaHMM KOIOHA y4acTBYeT AHTHUKOMIOH,
a He aKTHUBUMpPOBaHHas aMMHOKuUciIoTa 93

27.6. Monexkyna tpaHcnopTHoit PHK moxer y3Ha-
BaThb 0OoJiee OMHOro KOJOHa Oyjarojapsi «Kayda-
HUsIM» 94

27.7. MyTaHTHBIe MOJEKyJIbl TpaHcmopTHbeIXx PHK
MOTYT MONABJIATH Apyrue Myrauumu 95

27.8. PubocoMbl - opraHesuibl, B KOTOPbIX MPOMCXO-
IUT CHUHTE3 OeJiKa,- COCTOSAT U3 OOJBIIOW U Ma-
JIoil cybyacTull 97

27.9. PubocoMbl MOXHO PEKOHCTPYMPOBaTb M3 COC-
TaBISIOIIMX MX MoJieKyn OenkoB um PHK 98
27.10. Benku CcHHTE3UPYIOTCS B HANpaBICHUU OT
aMUHOKOHIIA K KapOOKCUIbHOMY KOoHIy 98
27.11. Uudopmanuonnass PHK Ttpancnupyercss B
HampapjieHuu 5'—>3" 99

27.12. Ogny wMonekyny MPHK omgHOBpeMeHHO
TPAHCIUPYET HECKOJIBKO pPUbOOCOM 100

27.13. CuHte3 Oenka B OaKTepusX WHULIMUPYETCS
bopmunmernonnHoBoit TPHK 100

27.14. CurHajoM MHULMALIUK CIYXUT KomoH AUG

OraaBJjieHne
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(mmm GUG), KoTopoMmMy TIpEAIIecTBYeT HECKOJIbKO
OCHOBAaHWM, CMOCOOHBIX crapuBatbCsi ¢ 16S-
pHk 101

27.15. B pesynabraTe 00pa3oBaHMS MWHULMUPYIOIIE-
ro 70S-kommiekca ¢dopmunmeTnonnnoBas TPHK
cBsI3bIBaeTCS ¢ P-yuacTkoMm 102

27.16. ®akrtop saoHrauuu Tu DOCTaBASET aMUHO-
ami-TPHK B A-ywyacTok pubGocoMmbr 103
27.17. Tlocne obpazoBaHUs TENTUAHOU CBSA3U TIPO-
WCXOMMUT TPaHCIOKAIUs 103

27.18. CuHTe3 Oenka TepMHMHUpYyeTcs (aKTopaMu
0CBOOOXIEHUS 104

27.19. MHorue 6enku MOAMGULKMPYIOTCS
TpaHCISALUU 105

27.20. CTpenTOMMIIMH MHTUOUPYET MHULMALMIO U
BBI3bIBACT HEMPABWIbHOE CYMTBHIBAaHWE WH(pOpMa-
umnoHHon PHK 105

27.21. TlypoMUIIMH BBI3BIBAET TMPEXAEBPEMEHHYIO
TEPMUHALMIO LEeNU, TaK KaKk MMUTUPYET aMUHO-
allMIMpOBaHHYI0 TpaHcrmopTHyio PHK 107
27.22. HekoTopble KOPOTKHWE TENTUAB CHUHTE3UPY-
oTcs 0e3 yvyacTusi pudbocom 107

3akinouyeHue 109
Bompocsl n 3amaum

ocae

111

InaBa 28. Peryasums BbipaxeHuss reHa B ¢eHOTH-
ne 112

28.1. B-TanakTo3umasa - MHAYUMOEIbHBIN
MEHT 112

28.2. OtkpbiTHE peryisitopHoro rea 113
28.3. OrmepoH - eMHUIIa KOOPAMHUPOBAHHOW TeHe-
THYeckoit skcrpeccun 114

28.4. lac-Penpeccop - TeTpaMepHBIii 0e10K 115
28.5. TlocnenoBatenbHOCTh OCHOBaHUIT B lac-orme-
paTope CHUMMETpUYHA 115

28.6. Lukanueckuit AMP cTumynupyet TpaHCKPHUII-
LIMI0 MHOTUX MHAYIUOETbHBIX KATa00JIMIECKUX OTIe-
POHOB 116

28.7. PaznuuHble (OPMBI OTHOTO M TOTO ke OenKa
AKTUBUPYIOT WM WHIMOUPYIOT TPAHCKPUIILMIO apa-
OMHO3HOIO OIEepOHa 117

28.8. TpaHcKpumius TpUNTO(GaHOBOTO OMEpPOHa pe-
TYJIUpyeTcs W aTTeHIaTOpoOM, ¥  Oleparo-
pom 118

28.9. ATTeHIoAIUs OIMOCPENYeTCsS TPAHCISIUEH JIH-
nepHoii MPHK 119

28.10. ATTEHIOATOPHBI YYacCTOK THUCTHIMHOBOTO
OTiepOHa COAEPXKUT CeMb TUCTUIMHOBBIX KOJOHOB
TOAPSIA 120

28.11. Pempeccopbl U aKTUBaTOPHI AETEPMUHUPYIOT
pa3BUTHE YMEPEHHBIX (haros 120

28.12. JIea omeparopa ara asaMOma comepxar
psSIl YYaCTKOB CBSI3BIBAHUS perpeccopa 122

bep-
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28.13. A-Penpeccop peryaupyeT cOOCTBEHHBIN CUH-
Te3 123

3aknwouenue 125

Bompoch u 3amaum 126

I'naBa 29. DykapuoTnyeckue XpoMOCOMbI M BbIpa-
JKeHHe TeHOB y JYKapuor 127

29.1. DykapuoTuvecKas XpoMOcoMa COIEPXKUT OIHY
Mosiekyny aByxcnupanbHoit JJHK 128

29.2. Dykapuotuueckas HAHK mpouno cBs3aHa c
OCHOBHBIMU O€JKaMU - TUCTOHAMU 128

29.3. TMocnemoBaTeIbHOCTH AaMUHOKUCIOT B THCTO-
Hax H3 u H4 mnoytu omvHAKOBBI y BCEX XU-
BOTHBIX M pPacTeHUI 129

29.4. HykjeocoMBbl - TOBTOPSIIOIINECS
LIl XpOMaTHUHA 129

29.5. MuHuManbHas HykjieocoMa («iapo» HYKIEOo-
combl) coctout 3 HHK mmwHoit 140 map ocHo-
BaHMI, HAMOTaHHOW Ha oKTamep TMcToHOB 131
29.6. Hykieocoma - mepBblii ypOBeHb KOHAEHCALMU
JHK 133

29.7. Pemukanus sykapuotudeckoir JJHK HaumHa-
eTcsl BO MHOTMX MeCTaXx M MAeT B [BYX HalpaB-
JIEHUSIX 133

29.8. HoBble T'MCTOHBEI 00pa3ylOT HOBBIE HYKJIEO-
COMBI Ha oTcTatomeit mouepHeit Hutu JHK 136
29.9. MUTOXOHIPUM U XJIOPOILIACTHI CoAepkaT co0-
ctBeHHylo JHK 137

29.10. Dykapuortuveckas HHK comepxur wmHOro
MTOBTOPSIONINXCS  MOCJEI0BaTeIbHOCTE  OCHOBaA-
Huit 138

29.11. Bricokomnostopstomasicsa JHK (catennutHas
I HK) nokanm3zoBaHa B IEHTpPOMEpPax 140
29.12. Tennl, konupytone pubocomusie PHK, pac-
MOJIOXKEeHBbl OAMH 3a APYTMM TaHAEMHO M TMOBTO-
PSIIOTCS HECKOJbKO COT pa3 140

29.13. TeHbl TMCTOHOB cOOpaHBl BMecCTe M TIOBTO-
pSIIOTCS TaHAEMHO MHOTO pa3 143

29.14. MHorue OeNKW, CHUHTE3UpyloImuecs B 0OJb-
KX KOJMYECTBAX, KOAMPYIOTCS YHUKAJIbHBIMU Te-
HaMu 144

29.15. BoNBUIMHCTBO YHUKAJIbHBIX TEHOB TepeMe-
KaeTcss MOBTOPSIIOLIMMUCS — TIOCJIeN0BATEIbHOCTSI -
mu 145

29.16. TlouTn Bce TeHBbI BBICIIMX JYKAPUOT, KOIM-
pyloimne OGeaKM, HMEIOT pa3opBaHHOE  CTpoOe-
Hue 145

29.17. PHK B sykapuoTHyecKuX KJIeTKax CHUHTE3M-
pyercsi Tpemsi pasnauuHeiMu  PHK-monmmepasa-
mu 146

29.18. T'puOHOI 51 0.-aMaHUTHMH - MOIIIHBIA MHTUOM-
top PHK-mommmepassr 11 146

29.19. Cneumnduveckue reHbl MOTYT aKTMBUPOBATb-
cs JUISI TPAHCKPUILIUU 147

29.20. Tpu Buga pubocomHbix PHK o6pasyiorcs

CcyObeIMHU -



B pe3yJbTaTe TNpPOILECCMHTa OJHOTO MMEePBUYHOTO
TPaHCKPUIITa 148

29.21. Undopmaunonusie PHK wmsbuparenbHo 06-
pasyioTcsi u3 OOJIBIIMX SICPHBIX TPEAIIeCTBEH-
HukoB PHK (rereporennoit smepnoit PHK,
r1PHK) 148

29.22. Ha 5'-konue MPHK HaxomsaTcs «Koymadyku»,
a Ha 3'-KOHIIe, KaK MpaBuio, poly(A)-mocienoBa-
TEJIbHOCTU 149

29.23. ®epMeHTHl CIUTAICMHTa C BBICOKOM TOY-
HOCTBIO YAQJISIIOT MHTPOHBI M3 TMEPBUYHBIX TPaHC-
KPUITOB pa3opBaHHBIX reHoB 150

29.24. B HacTosmiee BpeMsl M3BECTHBI IIOCEeI0Ba-
TeJIbHOCTH OCHOBAaHUN MHOTHX MH(OPMaLMOHHBIX
PHK 151

29.25. DykapuoTtuveckas pubocoma (80S) cocrout
n3 Manoit (40S) u Gosbmioi (60S) cyOoyacTuir 152
29.26. TajacceMus - TeHETUYECKH  OOYCIOBJIEHHOE
HapylleHue CuHTe3a remMoriobumna 154

29.27. TpaHcasiuusl peryaupyeTcs KacKajoM TIpo-
TeMHKWHA3, MHAKTUBUPYIOIIUM OOUH U3 (HaKTOPOB
WHUIALNT 155

29.28. IudTepuiiHbIii TOKCUH OJOKMpPYET CHHTE3
Oenka |y  9yKapuoT, WHIUOUpPYS  TpaHCIOKa-
uuio 155

29.29. PubGocombl, CBsI3aHHBIE C 3HIOIIaA3MaTHYe-
CKUM PETUKYJIYMOM, CUHTE3UPYIOT CEKpPEeTOpHBbIE U
MeMOpaHHbIe OelKu 156

29.30. CurHanbHbBIe MOCIEIOBATEIBHOCTU TO3BOJISI-
IOT CEKPETOPHBIM OejikaM TMPOXOAWTh Yepe3 MeM-
OpaHy SHIOMIA3MaTUYECKOTO PETUKYIyMa 157
29.31. TlpucoenuHeHUEe CaxapHBIX OCTaTKOB «sApa»
K TJIMKOTIPOTEMHaM TPOUCXOOUT B 3HAOIIa3MaTH-
YecKOM PEeTHKYJIyMe IpU YYacTUM JOHOpA IOJIU-
xoJsia 159

29.32. Monudukauus u COPTUPOBKA TIMKOMPOTEH-
HOB TipoucxomauT B ammapate [ompmxu 161
3akmioueHue 163

InaBa 30. Bupycm 167

30.1. O6oy0uKa MEJTKUX BUPYCOB COCTOUT M3 MHO-
KeCcTBa MAEHTUUYHBIX OEJKOBBIX CyObeauuun 167
30.2. Camocbopka BHpyca TabayHOl MO3auMKH
(BT™) 168

30.3. Ilpu cbopke BupycHoi uwactuubl BTM oGen-
KOBBIE IuCcKHU npucoeaunsiorcsa k netne PHK 169
30.4. 3apaxenue ¢arom T4 MOTHOCTBIO TEpecTpau-
BaeT CHMHTE3 MakKpomoJjekyn B kietke 171

30.5. B ymopsimoueHHoU c6Gopke ¢para T4 yuacrt-
BYIOT BCIIOMOTaTeJIbHbIE OCJKM M TPOTea3bl 173
30.6. B pernnmkauuu ¢ara T4 ydyacTByeT KOHKa-
TeMepHBI TPOMEXYTOUHBIN mpoaykr 174

30.7. IHK dara T4 BBomuTCsI B TpemoOpa3oBaH-
HYI0 TOJIOBKY 175

30.8. Tubkoctp Oenka obonmouku BKKT mossonser

eMy  0o0pa3oBBIBaThb  MKOCAdAPMUYECKHIl  Kall-
cun 176

30.9. bakrepuanbHble peCTPUKIIMOHHbBIE SHIOHYKIIE-
a3bl pacueTuIsIIOT ~ YYyXepOJIHbIe MOJIEKYJTBI
AHK 176

30.10. Crparerust pemnuxkamuu PHK-comepxkammx
BUPYCOB 178

30.11. Benku Bupyca TOIMOMHENHTa O0OpPa3yIOTCS
MMyTeM MHOXECTBEHHOTO pacHIeTUIEHUS] TUTAaHTCKO-
ro mpenmecTBeHHuUKa 179

30.12. C renomnoit PHK Bupyca Be3ukyasipHOTO
CTOMaTUTa TPAHCKPUOUPYETCS TMSATh MOHOLMCTPOH-
Heix MPHK 180

30.13. TeHoM peoBUpyca COCTOWT W3 NECSATU pas-
JIMYHBIX MoJieKyn nByxienovyeunoit PHK 181
30.14. Menkue PHK-comepxamue cdaru comepxar
TePEeKPBIBAIOIINECS TEHBI 182

30.15. dapsuHoBckas 3Bojtonus ¢arosoit PHK BHe
KJIETKH 183

30.16. JIuzoreHHble (ark MOTYT BKJIIOYATh CBOIO
OHK B cocraB JHK knetku-xo3sauHa 184
30.17. PerpoBupycsl u HekoTopbie JIHK-comepxka-
1Me BUPYCHl MOTYT BBI3bIBaTb pPaK y YYBCTBHU-
TEJbHBIX KJIETOK-x03seB 186

30.18. Bupycet SV-40 ¥ MONMOMBI MOTYT BBI3BI-
BaTh MPOAYKTUBHYIO WHOEKUUI0 uIu TpaHchop-
MaIlii0 KJIEeTOK-X035eB 187

30.19. PerpoBupycel comepxkaT OOpaTHYIO TpaHC-
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Tapautypa Ttaitme. IleuaTh odceTHas.
O6beMm 12,5 oym. 1. Yeu.med. 1. 32,5.
Ycenxp.-orr. 130,54, YU.-U31.J1. 37,22.

Wzn. Ne 4/2707. Tupax 17100 3k3. 3ak. 97.
Llena 3 p. 70 k.

N3JATEJIBCTBO «MHWUP»
Mocksa, 1-it Puxckuii nep., 2.

Moxaiickuii monurpadpkomouuat Corwosnonurpad-
npoma mnpu [locymapctBenHom Komwurtete CCCP
10 JieJlaM M3MIATeNIbCTB, MOJUTpaduu U KHUKHOU
TOPTOBJIN.

143200, r. Moxaiick, ya. Mupa, 93.



3aMedeHHbIE ONEYATKH

Crpanuua Kononka Crpoka Haneuarano Crenyer yutath
76 (moanuch 5 cH. 0,B,-KOHTaKTOB  @,f,-KOHTaKTOB
K puc. 4.11)
173 JleBag 3 cH. XangeiH XongeinH
196 (mommuch K 1-3 cH. North-Holland, North-Holland,
puc. 9.27) 1975, p. 105. 3a- 1975, p. 105
Ka3z 667. crp. 33-
38 Toagobuna C.
Tom 11
72 JleBas 13 cH. Co€cTpann Iectpann
88 [IpaBas 17 cH. JlikepcoH JIMKKepCcoH
96 JleBas 8-s1 cB. JIuKeHc JvKKeHC
200 » 8 cH. CrekeHuyc CrekkeHuyc
201 » 17 cB. » >
273 IpaBas 5 cH. ANIaHTOEBYIO AJITAaHTOMHOBYIO



InereasI'. OB IITAAMUKPOBNOJIOT A

Ilep. 6-ro Hem. wusm.- M.. Mup, 1987-
38n., wn.- B mep.: 3 p.

KHura mpencraBiasgeT co0Oil MepeBoOn
mecroro usgaHus mnomyasipHoro B @OPI
yuyeOHMKAa MHUKPOOMOJIOTUM, B KOTOPOM
YEeTKO, SICHO U KOMITAaKTHO M3JIOKE€HBI COB-
peMeHHbIe cBedeHUs 00 OpraHu3aluud U
KU3HEACSITEIbHOCTH ~ MMKPOOPIaHHW3MOB.
[llectoe M3maHue 3HAYMTENbHO Tepepado-
TaHO W JOMOJHEHO MO CPaBHEHUIO CO
BTOPBIM, BBIMYIIEHHBIM B 1972 roay usma-
TEJIBCTBOM  «MMUp».

I MUKpPOOMOJIOrOB - HAYYHBIX COT-
PYIHUKOB M PabOTHUKOB MUKPOOMOJIOTH-
YeCKOW MPOMBIILJIEHHOCTH, IMpenojaaBare-
JIei M CTYAEHTOB Ouonoruyeckux a-
KYJbTETOB.



