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N3zyuenne tembl «bruonorumyeckuii cuHTE3 Oellkay BCTPEYAET y CTY-
JICHTOB OIIpEJIEIEHHbIE TPYIHOCTH B CBA3M C TE€M, YTO 3TO OJMH M3 ca-
MBIX CJOXHBIX pa3fenoB Kypca OHMOJOTHMYECKONH XUMHH. MexaHus3m
OuocuHTe3a OeKa A0 HACTOSILETO BPEMEHHU €Ile IOJHOCTBIO HE BBISC-
HeH. [TocTosSHHO MOABISAIOTCS HOBBIE JaHHBIE, KOTOPHIE YTOYHSAIOT U YT-
TyOJISIIOT, WM AK€ MEHSIOT HAIlW PEACTaBJICHUs 110 OTACIbHBIM MO-
MEHTaM 3TOTO CIOXHOIO Ipouecca. B mMeromuxcsd pyKoBOACTBAaX IO
OHOIOrMYecKOM XUMUU IS TeIarorHuecKuX BBICIIUX Y4eOHBIX 3aBe-
JeHUH MaTepuall, Kacalouuics OnocuHTe3a OejKa B KJIETKe, U3I0KEH C
COBPEMEHHBIX HaYYHBIX MO3UINH, TOCTATOYHO NOAPOOHO, HO IOBOJIEHO
CIIOKHO JJISl BOCTIPHSITUSL CTyIEHTaMH, OCOOEHHO MIIaJIIIMX KYpPCOB,
YTO U BBI3BAJIO HEOOXOAMMOCTh HAITUCAHUS TAHHOTO ITOCOOusI.

[TomaBnstomee OONBIIMHCTBO OENKOB B KJIETKAX JKMBBIX OpraHU3-
MOB CHHTE3HPYETCS N0 MaTPHYHOMY MEXaHU3MY, B XOJA€ KOTOPOTO
6e30mr00YHO BOCTIPOM3BOAMTCS IMEpBUYHAs CTpyKTypa Oenka. B
y4eOHOM MOCOOMH PaccMaTPUBACTCS CXEMa 3TOT0 CHHTE3a B CIENyIO-
IeM MOopsaKe:

— o01mas cxeMa MaTpU4YHOTO CHHTE3A,

— aKTUBUpPOBaHHE aMHUHOKHCIIOT,

— COCTaB U CTPYKTypa pudbocom,

— TEHETHYECKHM KO,

— Tpollecc TPAHCIALNH, BKIIOYAIOINHA HHULIHALIUIO, SJIOHTALUI0 U

TEPMHHALHUIO.
B koHIe 10cOOMSI IPUBEAEH CIIMCOK PEKOMEHIYyEMOH JINTEPaTypHl.

OBIIAS CXEMA MATPUYHOI'O CMHTE3A BEJIKA

Jns cuaTe3a Oenka HE0OXOAUMO HAIMYUE CIEAYIOIUX KOMIIOHEH-
TOB — pubocom, 20 GETKOBBIX aMUHOKHCIIOT W COOTBETCTBYIOIIUX UM
20 TPHK, Habop Bcex hepMEHTOB, NCTOYHUKH PHEPTHH, HOHBI MarHHs,
cnenuansHele O6enkoBble (aktopsl, MPHK. JIHK nHenmocpencTtBeHHOTrO
y4acTHs B CHHTe3e OeJka He IPHHUMAET.



MosHOo cobpaTh Bce IepedrcIeHHbIE BBIIIIE KOMITOHEHTHI B IPOOHp-
K€ U TOT/Ia CHHTE3 Oelka MoMAeT B 3TOM HCKyccTBeHHOU cucteme. Oc-
HOBHBIE 3aKOHOMEPHOCTH CHHTE3a OelIKa M €ro peryJysuu yCTaHOBIIe-
HEI, TTIABHBEIM 00pa3oM, IpH paboTax ¢ TAKUMH O€CKIETOYHBIMU O€IOK-
CHUHTE3UPYIOIUMH cucTeMamMu. HeoOXoarMble KOMITOHEHTHI BBLACISIIOT
U3 KJIeToK OakTepuii. OOBIYHO AJIS 3TUX LeNe UCHONb3YIOT KUILEUYHYTO
nanouky — Escherichia coli.

B o6mem Bue cxema OmocuHTe3a O0eka BBITIIAINAT CIICITYIONTUM 00-
pasom. Ilpu ydactuu cnenuassHOro epMeHTa, KOTOPhIii HOCUT Ha3Ba-
Hue amunoanua-TPHK-cunTeTa3a, nporcxoquT akTHBHPOBAHHUE aMU-
HOKHCIIOTHI aaeHo3uHTpudocharom m mpucoennnenne ee k TPHK.
Tpancnopraass PHK nepenocut aMuHOKMCIIOTY Ha puOOCOMY, MOJTO-
TOBJICHHYIO K Hayany cuHTe3a. MHdopmamus o ctpykrype Oenka, 3aKko-
IUpoBaHHAs B JByxuenoudeuHod crpykrype JHK mocnenoBatensHO-
CTHIO HYKJICOTHAHBIX Iap, MEPEXOJUT B OJHOLENOYEUHYIO CTPYKTYpPY
MPHK u komupyercs B Heil mociieoBaTebHOCTRI0 HYKiIeoTu0B. Ha
pubocome TPHK cTaBuT aMHHOKHCIIOTY B CTPOTO OTPEAETICHHOE MOJI0-
JKEHUE COIVIACHO KOoMIUIeMeHTapHocTH aHTukonoHa TPHK coorserct-
Bytomiemy kogony MPHK. IlpuHeceHHass aMMHOKHCIIOTa COEOUHSAETCS
MIENTUIHON CBA3bI0 C Ipeapiayiei. [locTernneHHo mpoucXouT yTHe-
Hue (dmoHTaIys) nentuaHoi nenu. [locne 3aBeprieHust crHTE3a Iel-
TUJHAS LEMb OTACIACTCS OT PUOOCOMBI, (OPMHUPYETCS MOJIEKyJIa Oell-
ka. BHOBb CHHTE3MpOBaHHAsI MOJIEKYJa MPETepIieBaeT MOCTTPAHCIISIIH-
OHHBIE N3MEHEHHUS; B pe3yibTare (POJAUHTA OHA OMPEIeIIEHHBIM 00pa-
30M YKIIaJbpIBaeTCs B MpocTpaHcTBe. He Bce meranu mporiecca CTaHOB-
JICHHUSI TPETUYHON CTPYKTYpPHI OeNKa SCHBI, HO B HACTOSIIMA MOMEHT
YCTaHOBJIGHO, YTO BAXXHEUIIYI0 poOllb B (OPMUPOBAHUM HATHBHOUN
CTPYKTYPBI OEIKOBBIX MOJIEKYJ MTPAlOT CIIeNHaTbHbIE OETIKH — MoJje-
KYJSipHble HIanepoHbl. JTH OeNIKOBBIE KOMIIJIEKCHI MMEIOT OTHOIIIe-
HHE K KHHETUKE MpoIlecca CBEPTHIBAHUA, a HE K KOHEUHON MPOCTPaHCT-
BEHHOHW CTpPYyKType OeinKka, KOTopas OIpeneisieTcs aMHHOKHCIOTHON
MOCTIEI0BATENLHOCTHIO.

[Ipuctynasi kK U3y4eHUIO STANIOB MATPUYHOTO CHHTE3a, HEOOXOAUMO
MIPEIBAPUTEIHHO TTOCMOTPETh CIEAYIOIINE pa3lieNbl Kypca — aMHHO-
KHCJIOTHBIA COCTaB Oenka, CTpyKTypa OeiKa, HyKJIeOTHAHBIH COCTaB |
ctpykrypa JHK u PHK, a takxe 6mocunres mMPHK, T.e. mporecc
TPAHCKPHUTIIIHH.
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AKTUBUPOBAHUE AMHUHOKUCIIOT

AKTUBHPOBAaHHE AMHHOKHCIIOT IIPOXOAUT B JIBA 3Tana MpH y4acTUH
cnenuduueckux GpepmeHToB — amuHoanuia-TPHK-cuaTetas. J{ns kax-
no# u3 20 aMHHOKHCIIOT €CTh CBOW (pepMEHT.

Bnauane amuHOKHCcI0Ta B3anMozeicTByer ¢ AT®, obpa3ys amu-
HOALWIAACHUIAT. B 3TOM coelMHEHNN aMUHOKHCIIOTa IPUCOEANHEHA K
azeHo3uHMOHO(oCcPaTy MaKpoIpruuecKkor cBs3bplo. B xome peaxuun
ocBoboxkmaercs nmupodocdar (puc 1).

NH,
N N
1 0 | \ I N//l
CHa—('ZH—COOH + HO—L—O—I')—'O— ~0-CH, 0. —_—
NH, H OH OH -
Anaunu H H
OH OH
NH,
N: ' N
o LA 0
—_— CHa—-?H—CO—O— lli!—-O—CH, + HO—-IIZ!—-O—#—OH
NH, OH H nA. H OH
H H Iupodocdar
OH OH
Ananunaneununar

Puc. 1. Peaxnust 00pa3oBaHusl aMAHOAIWIIACHAIATA

3areM aMHHOAIMIIBHAS TPYIIA U3 3TOTO MPOMEXYTOYHOTO CO-
eaunenus nepenocurcsa Ha TPHK, xotopeix B kietke He Menee 20. Ka-
Kaasi aMUHOKHCTIOTa coenuHsaerca co cBoeil TPHK. Ilpucoenunenue
AMUHOKHUCJIOTHOTO OCTAaTKa MPOUCXOOUT K AKLENTOPHOMY KOHLY. Y
Bcex TPHK oH 3akaHumBaeTcsi OJMHAKOBON TPOMKON HYKIJIEOTHUIOB —

LA (puc. 2).
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R
AmuHoauun-TPHK

Puc. 2. Tlpucoenuuenue aMruHOAITUIA
K akuenTopaomy kony TPHK

AMUHOKHMCIOTHI cBs3bIBatoTcs ¢ OH-rpynmoit npu 2" wnn 3' yrie-
POOHOM aTOMe KOHLIEBOro HykjeoTHaa (A), B 3aBUCHUMOCTH OT aMUHO-
KHUCIIOTHI (pHc. 3).

B uens

P N
¥ “ 2 APCaza

N B uems

Puc. 3. Peaknus amunoanmnuposanus TPHK ¢ yuactuem dpepmenra
amuHoaimiI-TPHK-cunTreTass (APCassl). Bo3amoskHBIE BapHaHTEI
MPUCOETUHEHUS OCTaTKa aMHHOKHUCIIOTHI K THAPOKCUITY MpH 2’ Win
3’ yruepoaHOM aToMe akienTopHoro Hykneoruga TPHK



Tak, mednnH, W30JeHITMH U (eHWIAIaHuH nprucoeanHsiorcs k OH
rpymme 2’ yraepogHoro atoMa, a CEpHH W TPEOHHH 1Mo 3’ yTIaepomy.
Bo3MoxKHO, 3TO CBA3aHO C MPEaypexIeHHEeM OT OIIMOOK MPU pPeaKu-
X CO CTEPEOXMMHYECKH ONM3KMMH aMHHOKHCIOTaMH. B pesymprarte
obpasytotcss amuHOoauwi-TPHK. Bosnukmas crnoxxHoagupHas CBs3b
mexay TPHK 1 aMUHOKHCIIOTHBIM OCTATKOM MMEET MaKpO3PTHUECKUH
xXapakrep.

O6o3nayator TPHK, HecyIyto KOHKpETHYI0 aMIHOKHUCIIOTY, HallpH-
Mep aJlaHuH, CIIEAYIOIUM 00pa3oM — ananua-TPHK™™.

®depMeHTH aKTUBAIMK BBEICOKOCTIENUPUIHEL [lo coBpeMeHHO# HO-
MEHKJIaType uX Ha3biBalOT amMmuHoaumia-TPHK-cunTeraspl. Kaxnpiit us
HUX KaTallU3UpyeT PEeaklui0 MEXJy CTpPOro OINpeeIeHHON aMHHO-
KUCcIoToM u coorBeTcTByMOMIEH eif TPHK. UpesBriuaitHO BrICOKas cIie-
nupuuHocTh amuHoanmiI-TPHK-cuHTETa3 JIGKUT B OCHOBE TOYHOCTH
TPaHCISIIMKM TeHEeTH4ecKol nHpopManuu. B akTHBHOM LEHTpe 3THX
(hepMEHTOB ecTh yYacTKW A y3HaBaHuWs amMUHOKHCIOTH, TPHK,
AT® u mns npucoenuHeHus Moiiekynsl H,O, KoTopas y4acTBYeT B
TUAPOJIN3E HEMPaBMWIBHBIX aMHHOAIMIAIEHUIATOB. 3a CUYET CYIIEeCT-
BOBaHUA B aKTUBHOM ILieHTpe amuHoauuia-TPHK-cunTeras storo xop-
PEKTHPYIOIIETO MEeXaHNU3Ma, 00eCIIeYyNBaIOIIero HEMEAJIEHHOE yale-
HUE OMMOOYHO MPUCOSANHEHHOTO AMUHOKHCIOTHOTO OCTAaTKa, JOCTH-
raeTcs MOopa3uTeNbHO BBHICOKAs TOYHOCTh Pa0OTHI OETOKCHHTE3UPYIO-
LIero anmnapara.

sl HEKOTOPBIX AMUHOKHUCIOT €CTh HE OJHA, a HECKOJBKO NEPEHO-
cauux ux TPHK. HaseiaroT Takue TPHK n3oaknenTopHeiMu.

Tpancnoptaas PHK nepeHocUT aMUHOKHCIOTY B CTPOTO OIpe-
JIEICHHYI0 MO3MIMI0 B CUHTE3UPYEMOW MOJUNENTUAHOW LENH,
TO €CTh BBINOJNHSET emé U aganTopHyio ¢yHknumo. Cama aMHHO-
KUCJIOTa B 3TOM OTHOUIEHWM HHEpPTHA, 4YTO AOKa3aHO B OIMBITax
®. ManBumns. beuta Beiaenena TPHK, Hecymias uucrenH — muc-
tenaua-TPHK". 3arem, ne napymas csssu mexay TPHK u amuno-
KHCJIOTOHM, OTLIENUIN OT LUCTeHHA CYIb(OTUAPWIBHYIO TPyNIy, U
OH TIpeBpaTWiCs B amaHuH. [loiyuynnock HEOOBIYHOE COYETaHHE —
TPHK 1mucrenHa ¢ aMWHOKHCIOTOW ajxaHWH — amaHui-TPHK™

(puc. 4).



Boccranos-

HZN—$H'—CO~O—TPHK“° i HZ-N—|CH—CO~0-—TPHI<“°+HZS
CH,SH CH,

Puc. 4. OnpITHI, MOKa3BIBatONIHE aTanTOpHYIO posb TPHK

ITocne w3ydeHHUs CHHTE3MPOBAHHON MOJIEKYJBI O€lKa OKa3alioCh,
YTO B TOM MECTE, T'/I€ JOJDKEH ObLI OLITh LIMCTEHH, BKIIOUEH aJaHUH.
OTH ONBITH OJTHO3HAYHO YKA3bIBAIOT Ha TO, YTO uMeHHO TPHK konupy-
€T BCTYIUICHWE COCIWHCHHOTO C HEW aMHHOAITMIHLHOTO OCTaTKa B 3a-
JTAHHOE TI0JI0KECHHUE B CHHTE3UPYEMOI OEIKOBOH MOJIEKYJIE.

COCTAB U CTPYKTYPA PUBOCOM

CunTe3 Oenka uaeT Ha pudocoMax, KOTOphle OJHOBPEMEHHO yIep-
xkuBaroT MPHK, pactymyro nentupHyro nens u amuHoauuna-TPHK.
OTtuM ompenenseTcs OONbIIas CIIOKHOCTb CTPOESHUS] pUOOCOM.

PuGocombl pa3HBIX OPraHU3MOB Pa3JIMYAIOTCS MO BEIHMYUHE KO3(-
(unmeHTa ceguMeHTayK, oO0o3HadaeMoro OykBo#t S. st pubocom
MPOKAPUOTUIECKUX Opranu3MoB kKoddduiument pasen 70S, mis syka-
puotndecux — 80S. Hanbonee xoporno uzydensr 70S prOOCOMBI.

Bce pubocoMbl COCTOAT U3 NBYX HEpPaBHBIX CyOdacTHI, IIpelCcTaB-
JSIONIMX co00M puboHyKieonpoTennbl. 70S prubdbocoma obpazosana 30S
u 508, a 80S pubocoma — 40S u 60S cybuactunamu (puc. 5). B pubo-
cOMax HPOKAapHOT U 3YKapuOT NPUMEPHO PaBHOE KOJIUYECTBO OeJKa U
PHK.

Kaxnas pubocomHas cyOuacTHLa COIEPKHUT OAHY MOJIEKYIY BBICO-
kononuMmepHoii pubocomHorr PHK, cocraBnsronryto OT MOJOBHHBEI 10
IIBYX TpeTer Bcel Macchl cyduacTuisl. 30S cy0JacTuma CoaepKuT O-
Hy monekyiny 16S pPHK, cocrosmyto u3 1700 mykmeotunos. Ilepsuy-
Has CTpyKTypa e€ ycraHoBieHa. Bropuunas crpykrypa 16S pPHK uzy-
YEHHBIX OPraHu3MOB opHOTUNHA. HykneoTunHas nmenb oOpasyeT Tpu
JOMEHA, KKABI M3 KOTOPBIX OKPYXKEH CIUPaIbHBIMH ydacTKamu. B
cocTaBe MaJloi cyOuacTuibl HaiiaeH 21 6enok. O603Ha4al0T NX OyKBOU
S (ot anrmuiickoro small — manenbkuit) — S1, S2 u T. 1. MonexkynsapHas
Macca 3TuX OenkoB HeOombImas, B mpenenax 12 000 — 28 000, 3a wuc-
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xiroueHneM Oeka S1, macca kotoporo 65 000. benku xapakTepu3yroT-
CA BBICOKUM COACPKAHUCM JIM3WHA, apTUHWHA U TUCTUAWHA.

Heanecoms B’!HHaﬁ
puBiccoMa PO ———— CyGyacTinr ——— KoMOoHeHTR

o 20m 23S PHK +58 PHK
(1,1 MAa) (0,5 MHa)
3000 x. 120w
34 Genka

30 HM . 75?\%1 )
. 2 16§ PHK
S < (500 xa)
LT 1500 u,
FipokaproTirdecKan 21 Genok
705
(2,7 MHOa)

288 PHK 5,88 PHK 355 PHK
(1,5MIa) (4 xGa) (36 xla)
5000 H. 160 1. 120 u.

Qxono 50 Genkos

188 PHK
{700 x0a) 2000 &,

QOxono 35 Genkop

ByRapHOTIECKas
808

4,3 MITa)

Puc. 5. CpaBHeHHE cOCTaBa MPOKAPHOTUICCKUX M IYKAPUOTHUECKHUX
pubocom (Konmues, CeBactesiHOBa, 2003)

B Gompmoii cybuactune ase monekyiasl PHK (23S pPHK u 5S
pPHK) u 34 monekynbr 6enkoB. O6o3HadatoT 3tu Oenku OykBoii L (ot
aHTImiickoro large — 6onbmmioit) — L1, L2 u 1.1, MonekynsapHas macca
6enkoB coctasiuster oT 9 000 no 31 000 nanbTOH.

Kpome Toro, B pubocomax oGHapyskeHsl katnors! (Mg®", Co®*, Fe®’,
Zn*" ¥ j1p.), IOTH- U THAMHHBL.

YacTp OETKOB UMEET BBITSHYTYIO OpPMY, OOIBIIUHCTBO ke — (op-
My KOMIIAKTHBIX MOJIeKyJd. OnHU OelKH HYXHBI IJIs MOAJNCPKAHHS
CTPYKTYpBl puOOCOMBI, Apyrue — Wi e€ GyHKIHMOHNpoBaHus. bemkn
u PHK B pubGocomax coeawHEHBI clIaObIMH 3JIEKTPOCTATUYECKHMHU
CBA35MU.



K HacTosileMy BpeMEHH IOBOJIBHO XOPOIIO HM3yY€HO IIPOCTPAHCT-
BEHHOE CTpoeHue pubocoMm u monoxenue OenkoB u PHK. Ilokazano,
yro pubocomHast PHK koHLIEHTpUpyeTcs B OCHOBHOM OJIIKE K LEHTPY
YacTHll, TOrJa Kak Macca pUOOCOMHBIX OEIKOB 3aHUMAeT B CpelHEM
nepudepudeckoe mnojaoxenue. CUuTaeTCst, YTO BHICOKOTIONUMEPHAs pU-
6ocomnas PHK BeimonmHsier kapkacHylo poiib. Manble pruOOCOMHBIC
PHK (5 S y npokapuoTrueckux opraHusmMoB, 5 S u 5,8 S y aykapuoTu-
YECKHUX OPTraHU3MOB) IO pa3MepaM COTIOCTABUMEI ¢ PUOOCOMHBIMH O€JI-
KaMH, BMECTe C KOTOPBIMH PACIIONIaraloTcs Ha sipe BBICOKOIIOIMMEp-
Hoit PHK. M3ydenue ctpykrypsl u ¢yHkuuii pudbocomubix PHK mpo-
JOJDKaeTCsl.

benku n pPHK B pubocomax pacnonokeHbl TaKHM 00pa3oM, YTO
OKa3bIBalOTCSl OTKPBITBIMM AJIS1 BHEUIHMX BO3JeicTBUM. PacTBOpuTens
JIETKO MPOHUKAEeT BHYTpb uacTtuubl. JeiictBys 0,5 — 1 M KoHUEHTpa-
[IUSMHU COJIEH MOXHO mocTeneHHo oTAenuth 6enku ot PHK. Ces3u pas-
HbIX 6enkoB ¢ pPHK HenpouHbie, B OCHOBHOM, 3JIEKTPOCTATHYECKHE.

Pabotaromas pubocoma crabunbHa. [locnme 3aBeprueHust cuHTe3a
pubocoma qucconuupyer Ha cyOdacTuibl. B MOMEHT Hauaia cUHTe3a
Oenka M3 cMeCH OONBIIMX M MaJbIX CyOYacTHll, KOTOPYIO Ha3bIBAIOT
MyJIOM cy0YacTHll, IPOUCXOAUT peaccolnanus pudocom.

T'EHETUYECKUI KOJ],

HNudopmarus o cTpykType Oenka 3akomuposana B MoJiekyie JJHK u
nepeaaercss Ha pubocoMy HHGPOpPMaUMOHHOW wnu MaTpuuHoir PHK
(MPHK). IIpenronoxxenue 0 HATMYUH B KJIeTKe KOpoTKkokuBytieir PHK
BIIepBBIE OBLTO BRICKa3aHO B paborax A.H. bemosepckoro u A.C. Crin-
puHa. [lo3nHee oHa Oblia BbleneHa u Ha3BaHa C. bpenHepom marpud-
noit PHK.

CornmacHo uWHGpOpPMAIMA aMHUHOKHCIOTHI PACIONaraloTcsl BIOJb
MPHK. Yetsipe nykneotuna MPHK mmdpyror nocranosky 20 amuHo-
KHCIIOT. BBIACHUTB, KaK 3TO MPOUCXOANT, TO €CTh PACKPHITH T'€HETHYe-
CKHMM KoZ Aoaroe Bpems He yaaBanock. Eme B Hauane 50-x romos I
['amMOB TPeAON0KIII, YTO TEHETUIECKUN KOJ SBISIETCS MPUNICHHbIM.
Hanee B 60-x rogax ObUTO YCTAaHOBJICHO, YTO KOJI, JCHCTBUTEIHHO, TPH-
TUIETHBIA — TPU HYKJIEOTHAAa KOAWUPYIOT OJHY aMHHOKHCIOTY. OTH
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TPOHKH HYKJICOTHIIOB Ha3BaNIHM KOJAOHAMH. M3 deTeIpex HyKICOTHIOB
MOKHO 06pa3oBaTh 64 konoHa — 4°. PacumgpoBka KOIOHOB GbLIa Ha-
yara paboramu M. HupenGepra B 1961 rogy. 3arem B aKcriepuMeHTax
C. Ouoa, X.I'. Kopana ¢ wmcmoip30BaHHEeM OECKJIETOYHBIX CHCTEM K
1966 roay xox ObLI MOMHOCTHIO paciiudposan. Okazanock, 4to 61 Ko-
JIOH MHu(pyeT aMUHOKKUCIIOTHI, a Tpu KojoHa (u3 64) — UAA, UGA u
UAG — He KOIUPYIOT HHA OJTHY U3 KAHOHUYECKHX aMHHOKHCIIOT, paHee
WX Ha3bIBAIM OCCCMBICICHHBIMH (nonsense). OTH KOIOHBI SIBIISTFOTCS
CUTHAJIaMH OCTAHOBKH (TEPMHHALIMN) TPAHCISAIUHN U TO3TOMY UX Ha3bl-
BalOT CTON-KOJOHAMH, WIA TEPMUHHPYIOIUMHI KofgoHamu. KomoHa Ha-
gaja CMHTE3a HeT. DTy (PYHKITHIO BBITONHSIOT MPH OCOOBIX YCIOBHSIX
kojoubl MeTHoHnHA U BanuHa — AUG u GUG. Kox moiHOCTBIO TIpen-
crapiieH Ha puc. 6. Ero HassiBator PHK-aMHUHOKHCIOTHBIM KO/IOM.

IlepBas Bropas Oyksa Tpetbs
'6yI<Ba, U C A G '6yKBa,
5'-xoHe1| 3'-koHen

yuy Phe | UCU UAU | Tyr | UGU | Cys U
UuC UCC | Ser | UAC UGC C
U UUA | Leu | UCA UAA |cron | UGA |cron A
uuG UCG UAG |cron | UGG | Trp G
CUU CCU CAU CGU U
CuUC Leu |[CCC Pro |CAC His |CGC | Arg C
C CUA CCA CAA CGA A
CUG CCG CAG Gln |CGG G
AUU ACU AAU Asn |AGU | Ser U
AUC Ile |ACC Thr |AAC AGC C
A AUA ACA AAA Lys |AGA | Arg A
AUG | Met |ACG AAG AGG G
GUU GCU GAU Asp |GGU U
GUC Val |GCC Ala |GAC GGC | Gly C
G GUA GCA GAA Glu |GGA A
GUG GCG GAG GGG G

Puc. 6. 'eHeTHYECKUN KO

IIpu cunaTe3e Oenka TpumwieTsl HykIeoTHaoB MPHK  (komoHBI)
TPaHCIHUPYIOTCSI B COOTBETCTBYIOILIHE UM aMHHOKHUCIOTHI. [locKombKy
MPHK xommnementapna ognoit u3 neneit JIHK, sicHo, uro Tpoiikam
nykieotunoB MPHK cootBeTcTBYIOT TpH HyKkieotuausie napsl JHK.
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Kon sBnsiercst gvipooscoentvim, Tak Kak HOYTH BCE aMHUHOKHUCIIOTHI
m}pyroTcs HECKONBKMMH KOJOHaMH. B KOJOHe IJIaBHOE 3HA4YCHHE
HUMEIOT JIBa MepBBIX HykieoTuaa. Kakoil Oyner Tpetuii HykiIeoTHn He
CTOJIb Ba)KHO, B OOJIBIIMHCTBE CllyyaeB. TakuM o0pa3oM, BBIPOXKIEH-
HOCTb KacaeTcs TOJIbKO TPEThEro HykieoTuaa. I1oaTtomy reHerndeckuit
KOJI HHOTJIa Ha3bIBAIOT K8a3udyniemubim (ICEBIOAYIUICTHBIM).

Kox He mpepsiBatomuiicst, KOJOHBI CIEAYIOT IPYT 3a APYIOM U IO-
CJIeZIOBAaTEIbHO CUMTHIBAIOTCA B Ipolecce bnocunresa oenka. Het cur-
HAJIOB, OTACJISIFOIIUX KOJIOHBI, TIO3TOMY KO/ SBIISIETCSI HENPEPblGHbIM.

YerBepTast 0cOOEHHOCTh KOJa COCTOUT B TOM, UYTO OH VHUBEPCAICH.
[ndp onuHAKOB IJI BCEX OPraHU3MOB Ha 3eMIle — OT OaKTEPHi 10 Je-
noBeka. OH Heu3MeHeH yxe Ooyiee 3 MuutHapaoB JeT. M Tonbko Koj
0EJIKOBOT0 CHHTE3a MUTOXOHIPUI UMeeT HeKoTopble oTanuus. [Ipouc-
XO0XKIICHHE €r0 HESICHO.

MEXAHM3M CUHTE3A BEJIKA Y BAKTEPUIA.
TPAHCJIALIUA

Hnuyuayun. JIns Hadana cuHTe3a Oellka HEOOXOIUMO HaJIHIUe
Oompmmiol 1 Manon cyoudactur, MPHK, OGenkoBBIX (akTOpPOB MHHITHA-
1uu, HHAIaTopHOM aMmuHoarmi-TPHK, I'TO.

benkoBas Monekyna cuHTesupyeTcs ¢ N-KOHIa, IeNb pacTeT Mo Ha-
npaBneHno k C-koHiy. Ho mpexae deM npucoequHHTCS TepBas,
N-KoHIIeBas aMHHOKHCIIOTa, C pUOOCOMOMN CBA3BIBACTCS UHUYUUDYIO-
wjas aMMHOKHUCIIOTa, KOTOpasi OTLIEIUIETCS MOC/Ie OKOHYaHUS CHHTE3a
Bcell MoJieKynbl. [l GakTepuil TakoW aMHHOKUCIOTOW sBJsieTcs (hop-
MUJIMETHOHHH, ISl 9YKapHOTHIECKUX OPTaHU3MOB — METHOHHH.

[IpokapuoTnyeckre MaTpHLbl IMOJTULIKUCTPOHHBI (TIONMUIEHHBI) U B
GONBIIMHCTBE CIIy4aeB COMEPXKAT B 5 -KOHIIEBOI 00/IAcTH, a TAKKe B
MEXIICTPOHHBIX O00JAaCTAX HETPaHCIUpPYEMBbIE MOCIIeI0BaTEIFHOCTH,
KOTOPBIM MPHHAUIEKHUT BakKHAsl PerysisaiTopHas poib. B wactHocTH, TIe-
pen mHMuHupyommM kononom Ha MPHK pacnomaraercst mocienoBa-
tenbHocTh llaitna — Jlamsrapro (SD), KoMIUIeMeHTapHas 3 -KOHILY
pl6S PHK mamoit cyogacTumpl pubocomsel. biraromapst sToMy B3auMo-
JIEHCTBUIO, a TAKXKe ydacTHio OenkoB Mamoi cybuactuisl (S3, S5, S10,
S14) u 6enkoBoro Komruiekca 6onpmoii cyduyactuist (L7/L12) pudoco-
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Ma OIpeJesieT MeCTO MHMITMAIMU, CBs3bIBaeT U yuepxubaer MPHK u
B IIeJIOM 00eCTeYnBaeT TOYHOCTh U 3P PEKTUBHOCTh HAYaTbHBIX ITANIOB
mpoliecca TPaHCISALUH.

benkoBerx dakropoB maHImanuu Tpu — [F-1, IF-2, IF-3. IlepBeM co
cBoboanoi 30S cybuacTuuei cs3biBaetes akrop IF-3. On u3Bnekaer
30S cy6OuacTuiy u3 myia cBo6omHbix 30S u 50S yacTHIl U BBI3BIBACT B
Hell KOH(OpMAaIMOHHBIE U3MEHEHHS. 3aTeM, IIPU YYacTUH OCTAIbHBIX
(hakTOpOB, MMPUCOCTUHAIOTCS (POPMUIMETHOHNH, CBsa3aHHBIA ¢ TPHK n
MPHK. O6pa3oBaBmmiicst komIuiekc mpucoenuuser 50S cyOgacTwiry.
[Ipu oObenuHeHNH cyOUacTuI] GOpMUPYETCS JABa IIEHTPa CBA3BIBAHUS
TPHK: P-1tenTp (menTuanipHbIN) 1 A-TIeHTp (aMHHOAITMIBHEIN). Jlamee
¢ yuactuem ¢akropa IF-2 npoucxomut ruaponus ['TD, BeicBOOOAMB-
mIascsi MpH 3TOM SHEPTHUsl pacXoAyeTcs Ha CTaOMIM3aluio (3aKperie-
Hue) dopmuamernoHmwi-TPHK B mentuamiapHOM meHTpe. bemkoBbie
(hakTOphI OTIIEIUIAIOTCS. TakuM 00pa3oM, 3aKaurBaeTCs mpolece coop-
KH (QYHKIHOHAJIBbHO-aKTUBHOH pHOOCOMBI, TOTOBOM K CHHTE3Y MENTHI-
HOI1 neru (puc.7).

GTP1;MH
MocnenosatensHoCTh

LWaita-Janbrapho
(SD) |
5 3
2 AUGUUU AUGUUU
30Ss - p .
IF3
IF2 GDP

308 MununaTopHsii
HOMNNEeKe
(NPeANHULNATOPHBIA)

70S UnuuMaTOPHbIA
HOMNAEHC

Puc. 7. Cxema o6pazoBaHus GpyHKINOHAILHO-aKTUBHOM PHOOCOMBI
(OBunHHEKOB, 1987)

Ononeayus. Ilpouecc 3MOHralMy COCTOUT B IMOOYEPEIHOM IIpUCOe-
JUHEHUH aMUHOKHCIIOT, HaulHas ¢ 1epBoil N-KOHIIEBOH aMHUHOKHCIIO-
TBI, TO €CTh B pOCTe MenTHAHOH nenu. M3BecTHHI Tpu OEIKOBBHIX (ak-
TOpa dyoHTanuu y Oaktepuii, obo3nadaeMbix EF-Tu, EF-Ts, EF-G. ¥
9YKAPHOTHYECKHX OPTaHM3MOB I[IOKAa3aHO HalM4Yue JABYX (AaKTOpOB
anonrauuu — EF-1 u EF-2. Bce oHM OTHOCATCS K BBICOKOMOJIEKYJISP-
HBIM OenikaM ¢ Maccoi ot 35 000 zo 200 000.
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s nprcoeAMHEHNS] OJHOM aMMHOKHCIIOTHI HY>KHBI TPU [IOCJIEI0BA-
TEIBHO TpOoTeKaromue onepanuu (puc. 8). B xome cuHTE3a MOJEKYIIBI
Oellka OHM MOBTOPSIIOTCS CTOJNBKO pa3, CKOJbKO aMUHOKUCIIOT BXOJNT B
CHHTE3UPYEMBIN OCIIOK.

Hauunaercss snoHranus ¢ TOro, 4ro Hecylas HEpByr N-TepMu-
HanbHy0 amuHokucioty TPHK npu ywyactuu dakropos snoHranmmu u
I'T® pacnonaraercsa Ha aMUHOALMIIBHOM LIEHTpE, cBsi3biBasick ¢ MPHK
3a CYET KOMIUIEMEHTAPHOCTH aHTUKO/IOHA K nepBoMy kojony MPHK. K
HACTOSIIIIEMY BPEMEHH BBISICHEHO, UYTO MMOCTAHOBKY aMHHOKHCIIOTHI OIT-
pexnenser He Tonabko anTukoaoH TPHK, Ho u Bca monekyna TPHK. Pu-
06ocoma, TakuM 0OpPa30M, OCYIIECTBISIET CBA3BIBAHHE MOJIEKYIIBI aMH-
Hoaun-TPHK, cooTBeTCTBYIOIIEH KOJOHY, YCTAaHOBJICHHOMY Ha JaH-
HBIE MOMEHT B A-meHTtpe. Y Oaktepuii dakrop EF-Tu ocymectBisier
ruaponn3 ['T® mo I'I® u docdara. [locie cBA3bBaHUS aMHHOAIWII-
TPHK ¢ MPHK xommiekc EF-Tu — I'/I® nokumaet pubocomMy u pereHe-
pupyercs ¢ yuactiueMm (akropa EF-Ts. bnaromapst atomy ¢axtop EF-
Tu cHOBa OKa3bIBa€TCs CBSI3aHHBIM ¢ MoJiekyjoi I'TdD, u B Takom co-
CTOSIHMM OH MOXKET B3aMMOJICHCTBOBATH ¢ PHOOCOMOW W Ciemyromeit
MoJsekyao amuHoauun-TPHK.

@

GTP
Phe

P A
AUG UUU ®
Tu-GDP

MentuanntpanchepasHsii 1 CS'GTP

@ GTP

P

P A

AUGALL AUGUUU -

UeHTp Ts-GDP

Tu-GDP

Puc. 8. Cxema npouecca snonranyu (OBUNHHUKOB, 1987)

3a cuer sHeprum pacmaga ['T® mpoucxoaut cONMMKEHHE aMUHOA-
uwwi-TPHK, Haxonsmelicst B aMUHOAMIBHOM LIEHTpPE, C POPMUIMETHO-
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Huwi-TPHK B mentuaunbHOM 1ieHTpe. B pesynbrare ux B3auMojencT-
BUS OCTaTOK ()OPMUIIMETHOHMHA TepeHOoCcUTCs Ha NH,-rpynmy amubo-
KHUCJIOTBI, HAXOAAIIEHCS B aMUHOAIIMIIBHOM LIEHTpe. Mexy HUMU 3a-
MBIKAaeTCsS TIENTHIHAS CBA3b, oOpasyercs awmmentuauia-TPHK. Dtor
MpoIlecC Ha3bIBAETCs TpaHcHenTUanpoBaHueM. B P-nientpe prubocomsr
ocTaach JAeanuInpoOBaHHAS TPHK™ a B A-nieatpe — TPHK ¢ ymu-
HEHHBIM Ha OJUH OCTaTOK nmenTuaoM. Clenyrommil 3a ’TUM aKT TpaHC-
JOKaluu cocTout B ToM, uto nentuauin-TPHK nepememaercs BMecte
co cBs3aHHBIM ¢ Hel komoHoMm MPHK m3 A-mientpa B P-mertp. OmHo-
BPEMEHHO JAcallIMpOBaHHAas TPHK® " pprtankuBaercs u3 P-uentpa k
BBIXOMy (aHTI. exit) B E-mieHTp puOOCOMBI, a 3aTeM OHA YIAISIeTCs U3
pubocombl. Takum oOpa3oM, B XOA€ TpaHCIALUUU puOocoMa Kak OBl
npotsruBaet depe3 cedss MPHK ot 5'-koHna k 3'-xoHIty, mpu 3ToMm Ie-
pemenienne MPHK mpoucxonut ctporo Ha oguH Tpuiuier. B urore
aAMHUHOAIIWIBHBIA LIEHTP O0CBOOOXKIAaeTcsa, B HEM OKa3bIBaeTCs CIeIylo-
muit konoH MPHK, ompenensromuii mocTaHOBKY CIeAyIOIIEeH aMUHO-
kucnoTsl. L{ukn 3aBepmiaercsa. IloBTopeHHe TakuX LUKIOB MO YHUCIY
konoHoB MPHK co3naeT momHbIl mporece sioHTanuu. CiaemayeT oTMe-
TUTh, 9TO mar / (cBs3piBanue amuHoami-TPHK) katammsupyercs 6e-
koM — (aktopoMm snonrammu EF-Tu — ¢ yugactmem ['T®, a mar 3
(TpaHcmokarus) — apyruM 6enkoM — paktopom EF-G — u Toxe ¢ yda-
ctueM ['T®. Ha xaxJpIii 37IOHTallMOHHBIA LUK PACXOAyeTcsd IBE MO-
nexyasl ['T®. Cauraercs, uto sneprus ruaponnza ['TO HyxHa 1714 cy-
IIECTBEHHOTO yBEIIMYCHUS CKOPOCTH OMOCHHTE3a Oellka U MOBBIIICHHS
HaJECKHOCTU TPAHCISLUU.

Tepmunayus. TepMUHALINS BKIIIOYAET 3aBEPILICHNE CHHTE3a MTENTHI-
HOH memw, cHATHE e€ ¢ puOOCOMBI W (OPMHUPOBAHUE OKOHUYATEIHHOU
MIPOCTPAHCTBEHHOMN CTPYKTYpPHI MOJIEKYJIBI OerKa (puc. 9).

[pouecc ocymiecTBIAETCS IPH YYACTUN TPEX CHEHUAIBHBIX OEITKOB,
Ha3BIBaEMBIX (haKTOpaMH TSPMHUHAINH, WIH (aKTOPaMH OCBOOOKICHUS
(release factors) — RF-1, RF-2, RF-3. ®aktopsl pacrno3HawT «Oec-
CMBICIEeHHBIe» cTomn-komoHbel B MPHK. V sykapuoTnueckux opraHmsz-
MOB HalJIeH TOJILKO OJMH (DaKTOp TepMUHAIMH — R.

B MPHK mocie k010HOB, MUA(PYIOMIX TOCTAHOBKY aMUHOKHCIIOT-
HBIX OCTaTKOB, PACIOJIOKEH KOJOH, O3HAUYAIOMINN KOHEI| CHSATHS WH-
(hopmarum, Tak Ha3bIBAEMBI TEPMUHUPYIOMIUN WK CTON-KOJOH. Tep-
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MHHHPYIOMIME KomoHamu sBIsioTcs YA, YAA, YI'A. Korma pubo-
coma npoasuHercs no MPHK 1o tepmunMpyroniero koaoHa U OH OkKa-
KeTcsl B 30He aMHUHOALMIBHOTO LIEHTPa, OAWH U3 (PakTOpPOB TEPMHHA-
LU CBS3BIBACTCA C HUM W JAJIbHEWINEe MPUCOEAUHEHHE aMUHOAIWII-
TPHK cTanoBuTCs HeBO3MOXXHBIM. PocT nienn npekparnaercs. Canraer-
csl, yTO (aKTOp TEPMUHALMU HE TOJIBKO OCTAHABIMBAET POCT MENTH-
HOW IIeNH, HO U CTHMYJIMPYET MEeNTUIMIICTEPa3Hy0 aKTHBHOCThH Oel-
KoB pubocoMbl. B wactHocTH, Tipu ydactum OenkoB L11 um L16 50S
CyO4YacTHIIBI OCYIIECTBIISIETCS THIPOIJIN3 CI0KHOIDUPHON CBSIZH MEXKTY
CHUHTE3UPOBAaHHBIM IMOJUIENTUIOM U akuenTupyromum konuom TPHK.
ITomunenTtunnas nens otaensercs or TPHK m cxomut ¢ puOOCOMBL.
OmnoBpemenno npoucxonut otaenenne TPHK u MPHK, a cama pubo-
coma auccouunpyet Ha 30S u 50S cyOuacTuilpl, KOTOpBIE IEPEXOIAT B
ITyJI CBOOOJHBIX CyOYacTHIl MUTOILUIa3Mbl. B TepMHUHAIIUHN TPaHCISAIIUU
npuHUMaeT yyactue Mosiekysa ['Td, kotopast, BEpOSITHO, CILyKUT pery-
JSITOPOM aKTHBHOCTH OEJIKOBBIX (DaKTOPOB TEPMHHALHH.

IIponecc TepMHUHALIMY 3aBUCUT HE TOJBKO OT HAJMYUS CTON-KOJIOHA
7 $aKTOpOB TEPMHUHAIIMN, HO U OT TOTO, Kakue HykiaeoTuasl B MPHK
OKpPY’Kal0T 3TOT KOoAOH. [loaTOMy B TepMHHALIMK UTpaeT OmpeiescH-
Hy10 poib Baumozeiictsue MPHK ¢ pPHK.

TepmuHupyrowmin
KOJL0H

P

A

.. UGA
‘UAG
JAAAUCUAA

Monunentug

RF1,RF2 RF3
_> +T+ +
I

TPHK C MPHH

‘ IF3

30S +

Puc. 9. Cxema TepMuHauu nporecca onocunaresa 6enka (OBUNHHUKOB, 1987)

OOpasoBaBiiasicsi MONUIENTHAHAS LENb COACPKHUT Ha N-TepMU-
HaJIBHOM KOHIIE popMmiMeTHOHHH. DepMeHTOM nenTtuaunia-aedopmu-
Ja3oil popMunMeTHoHuH otuieruisiercs. [locae aToro monmnentuaHas
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[lenb, KOTOpasi B XO/ie CHHTE3a Ha pHOOCOME IMOCTETIEHHO CBEPTHIBA-
Jlach ¢ 00pa30BaHUEM OIPEICICHHON MPOCTPAHCTBECHHON KOHQUTypa-
WY, IPHOOPETACT OKOHYATEIBHYI0 CTPYKTYPY, CBOMCTBEHHYIO JTaHHO-
My OeIKy.

IIponecc Tpancimsauuu ¢ moisekyiasl MPHK ocymecTtisercs He on-
HOW, 2 OJTHOBPEMEHHO HECKOJILKMMH puOocomamu. Takasi cucrema, co-
nepxamasi onny MPHK u cBs3aHHBIE ¢ Heil puOOCOMEBI, Ha3bIBAETCS T10-
TpudocoMol Witk mosicoMoi. KonmnaecTBo prubocoM B TOIUprOOCO-
M€ MOXET OBITh PA3JIMYHBIM — OT 5-6 10 HECKOJIBKUX JCCATKOB, YTO OII-

penensiercs niuuHoit MPHK.
o &

Pufoconta mPHE j
- F womney
3' xonery —~
E"/ Cmon
Cmapm ;
Pacmyui
MOALNETLTLLY OcpofioguBuniica

MoARLLT TEEALLMETURLLT

Puc. 10. CunTe3 6€7KOB Ha MTOIUPUOOCOMHOM KOMILIEKCE

Ha mommcoMe OmHOBPEMEHHO CHHTE3HWPYETCS CTOIBKO MOJEKYI
Oenka, CKONbKO OHa 00BenuuseT pubdbocom (puc. 10). Kaxxnas pubdoco-
Ma 3aHuMaeT Ha MatpuuHoil PHK yuactok mnuHoit oxono 80 Hykieo-
TUIOB, OATOMY pubOocoMBbI pacnonaratorcss Ha MPHK ¢ uaTepBanom B
100 mykneoTuaoB. Yem JIJIMHHEE CHHTE3Upyemas MOJUMENTHAHAs Iie-
MoYKa, TeM OOJbIIee YUCIO PUOOCOM MOXKET OJHOBPEMEHHO BKIIIO-
4aThcs B MPOIECC CHHTE3a JIaHHOTO TENTH A, YTO 3HAYUTENBHO yBEIH-
guBaeT 3G (HEKTUBHOCTD UCIIOH30BAHUS MATPHIIH.

Ilo okoH4YaHWM CHHTE3a MOJHUIICTITUIHAS IIETOoYKa MpUoOpeTaeT
OKOHYATEIHHYI0 TPETUYHYI0 M YETBEPTHYHYIO CTPYKTYpPY. OTH KOH-
(hopMaIMoOHHBIE U CTPYKTYPHBIE Pe0o0pa30BaHUsl OEIKOBON MOJIEKYIIBI
MOJIYYHIIA Ha3BaHUEC MOCTTPAHCIAALMOHHBIX M3MeHeHMii. OHU MOTYT
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BKJIIOYATh YJAJICHUE YaCTH MOJIEKYJIbl IyTeM OTPaHHYCHHOI'O IIPOTEO-
JIU3a, MPUCOCAMHECHNE HU3KOMOJICKYJIIPHBIX JTUTaHA0B, (OJIIMHT C y4a-
cTiueM manepoHoB. CTPyKTypHbIe Ocelku M (DEPMEHTHI, B YaCTHOCTH,
MOTYT aKTHBHPOBAThCS MM MHAKTHBUPOBATHCSA B PE3yJbTaTe MPHCOE-
nuHeHUs (QochaTHBIX, AlUIbHBIX, METHJIBHBIX, OJIMTOCAXapHUIHBIX MU
JIpyrux XuMmuuyeckux rpymm. Haubonee yacteie Momudukanuu — npu-
coeauHeHre GocHOpHOM KHCIOTHI K OCTATKAM CepHHA, TPEOHUHA U TH-
PO3HMHA, METHJIUPOBAHKE aMUHOTPYII JIM3UHA M TUCTHIUHA, OKUCIICHUE
npoyiiHa. XapakTepHBIM JUIsl OENKOB SYKapUOTHYECKUX OpPraHM3MOB
SIBIISICTCS. UX TJMKO3WIMPOBAHKE, TO €CTh MPUCOCAMHEHHE MOHO- WU
OJIUrocaxapuioB. B psze ciydaeB yrjaeBoaHas 4acTh TaKMX COEIUHE-
HUI cpaBHMUMa ¢ Maccoil camoro Oenka. B HanGonbliel cTerneHu Tiu-
KO3WJIUPYIOTCS OCNIKH, SKCIIOHUPOBAHHBIC HA MMOBEPXHOCTU KIIETOYHBIX
MeMOpaH UK 9KCKPETUPYEMbIE KIIETKOH B OKPYXKaIOIIyI0 cpeay. Takas
Mo uUKaIUsA AesiaeT OeaKu 00JIee YCTOWYMBBIMU K BO3JIEHCTBHUIO Pa3-
JUYHBIX JCHATYPUPYIOUINX (DAKTOPOB, a TAKXKE 3aIMUIIACT OT TUIPOIIU-
3a MPOTEONUTHUSCKUMH (pepMeHTaMu. DYHKIMU TITHKO3WIHPOBAHHBIX
0€JIKOB B MEMOPAHHBIX CTPYKTypax CBSA3aHbI C KOHTPOJIEM 33 MEKKJIC-
TOYHBIMH B3aUMOJICHCTBUSMH, MOAJACPKAHMEM MMMYHHOTO CTaTyca
KIJIETKH, oOecriedeHneM CTaOMIBbHOCTH OEIKOBBIX MOJIEKYJ B MeMOpa-
Hax.
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