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[MPO- NN SYKAPUOT



* Ot nar. transcriptio — nepenucbiBaHMe — Npouecc CuHTesa

Tpa HCKp" n q“ﬂ PHK c ucnons3osaHunem [JHK B KayecTtse maTpuLbl

Nontemplate strand
RNA polymerase \

Ribonucleotide

Template strand

Direction of transcription

Ba)XHble MOMEHTbI

* HanpasneHue TpaHCKpUNUUK OT 5’ KOHUA B CTOPOHY 3’
* B PHK puboHykneotruapbi
* Bmecto TumuguHa B PHK ypuauH



TepMUHbI

o TPaAHCKPUNUUOHHAA eanHnLa —
nocnenosatenbHocTb JHK, TpaHckpnbmnpyemas
B monekyny PHK, HaunHalLwaaca npomoTtepom
N 3aKaH4MBaoLlaacsa TeEpMMHATOPOM

« [lpomoTop — nocnepoBatenbHocTb AHK,
Heobxogmmasi Ansa obpasoBaHUA KOMIIIeKca
PHK-nonnmepasbl 1 MmaTpuLbl, a Takke
obecneymBaoLLy0 CTaauU0 UHULMALNN

o TepMmuHaTop — nocneposartensHocTb AHK,
obecne4dmBarowaa amccoumaumo PHK —
nonumMmepasbl U BbICBODOXAEHME
CUHTe3npoBaHHoM Lenn PHK



TepMUHBbI
MIHTPOHbI — BHYTPEHHNE PETNOHbI FEHOB

9YKapuoT He Koaupyrouwmne 6enok

OK30Hbl — BHYTPEHHUE PErMOHbI FEHOB
AYKapuoT KOAUPYIOLLMX DESIoK

[1lpe-MPHK - npeglwectBeHHUK MPHK,
coaepallmm MHTPOHHGI.

[MpoueccuHr — mogndpukaumm PHK,
npoucxogsLine nocrne ee cuHtesa Ha JHK

CnnancuHr — ctagms nNpoueccuHra.
3akn4yaeTca B yganeHnum MHTPOHOB U3 Nnpe-
MPHK. lNpuBognT K 0bpasoBaHno MOMEKybI
MPHK ¢ npoTaXXeHHON OTKpPbLITON pamMKoun
CUMUTbIBAHUS



TepMUHBbI

MPOMOTOP (Hosonart. promotor, aHrn. promoter, oT dpaHL,
promoteur, OT flaT. promoveo — npoasuratk), yd4actok HK, oT-
BETCTBEHHbIN 3a cBA3biBaHMe pepmeHTa PHK-nonnmepasbl ne-
pen Havyanom TpaHCKpUnuun y Npo- 1 aykapuoT. B coctaB MHO-
rMX NPOMOTOPOB BXOOAT TaKXe ydacTku Oansg npucoeanHeHus
b6enkoBbIX PakTOPOB, KOTOPbIE NPENATCTBYIOT UIN CMOCODCTBY-
10T B3anmogeuncteuo PHK-nonnmepassi.

35 -0 +1
TTGACA= [6-10mm » |TA'I'A.'\'I‘ < S5-9mm  » KoIMpyromias 9acTL
|
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Homen Craps
[Mpubnoesa IPAHCKPHIILMK

Hanbonee THNHYHLIA NPOMOTOP NPOK2PHOT, HMEHOWHH TPH KOMIIOHEHTA: JOMEHBI ITOCNEA0BATENLHOCTEH
B obnacTax —10, <35 u craproeyo ToMKY Tpanckpununn [Lewin, 2000, P, 245-246]



[TpomMmoTOp NpoKapuoT

PHK-nonumepa3sa cBsi3biBaeTcsi ¢ AOMEHOM
NMpubHoBa (TATAAT) u HauuHaeT
pacnnerarbca [JHK. lMNMpucyrcrBue a3zoTUCTbLIX
ocHoBaHuu A=T, umerwoLnx nNo aAse
BOOOPOAHLIE CBA3M obneryaer pazbeguHeHue

-35 -10 +1
> ROJHPYIOIas
TTTALIA TA“;AAT 59 néu. 4aCTh

nomen Hpudunosa CTAPT TPAHCKPHIIIHH



MyTauum B NpOMOTOPHOU 0bnacTu

« Ocnabnatowmre mytaumm, ymeHblLUasi CXOACTBO
NPOMOTOpPa C KOHCEHCYCHbIMU
nocrneanoBaTenbHOCTAMU, CHMXKAKOT €ro
9PPEKTUBHOCTL. YcunmeatrLjme mytaumm
OKa3bIBalOT MPOTUBOMOJIOXKHbLIN 3QMEKT

« MyTauun B nocrnegoBatefibHOCTU -35 BNUSAOT
Ha HUYMnpyruliee ceasbiBaHne ¢ PHK-
nosinMepason.

. MyTauumn B nocnegoBatenbHOCTU -10 BNNAIOT
Ha npouecc pacnnetaHua uenen OHK



Y3HaBaHue npomMoTopa 3aBUCUT OT KOHCEHCYCHbIX
nocriegoBaTeribHOCTEN

« [lpomMoTOp onpenensaeTcs No HaNUYMIKO KOPOTKMX
KOHCEHCYCHbIX NocreagoBaTefibHOCTEN B
cneundonyeckunx ydactkax OHK.

« KoHceHcycHble nocnegoBaTenbHOCTU NPOMOTEPOB
COCTOSAT U3 NyUHA (B CTAPTOBOM TOYKE TPaHCKpUNLUnmn),
rekcamepa TATAAT (LUeHTP KOTOPOro pacrnosioXKeH B
nonoxeHuu -10) u elle ogHoOro rekcamepa (C LEHTPOM
B MOJ10XKeHUN -35)

Craprosas
TOYKaA
-35 -10 |

TTGACA 16-19 nH TATAAT 5-9 nH



TpaHCKPUNLUUA Y NPOKAPUOT

* [poKapuOTbl HE UMEIOT AAEPHOM membpaHbl, NO3TOMY NPOLECCHl TPAHCKPUNLUK,
TpaHchauum nu mPHK aerpagaumm moryT npoxoamtb O4HOBPEMEHHO.
* [pOKapMOTUYECKOWN TPAHCKPUNLMKU XapPaKTEPHO UMETb NONNLMUCTPOHHbIE MPHK,
ANA OAQHOBPEMEHHOr0 CUHTE3a HeCKONbKUX BenKoB.
* PHK-nonaumepasa coCTouT U3 5 noannentnaos (X0ON03H3UM), KOTOPbIe
cobupaloTCa BMECTe KaXkabl pa3 Koraa Heobxoanma TpaHCKPUNUKA reHa:
* a-—Heobxoguma gna cbopku nonumepas Ha AHK
* B —cBa3biBaeT Tpudocdatsbl
* B'—cBa3biBaerca ¢ uenbto AHK
* 0 —BOBAEYEHA B MUHULMALMIO TPAHCKPUNLUU
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. ,.} ﬁ 0 X “ / .
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holoenzymes



3" 5 ABOWHasA
cy6beamHnuynl CMYpanb OHK

PHK-no\numepasa epMeHTa HanpaBneHue

TPaAHCKPMNLUK

pPUOGOHYKNneoTUabI

_ wy

KaHan aAKTUBHbIN KaHan ona gocrtaBKu
UEHTP PUOOHYKNEOTUOOB

5’ BbIXOAa

it PHK y
TPaHCKPUNT KOpoTKuun y4actok [HK/PHK cnupanu

Figure 7-7 Essential Cell Biology 3/e (© Garland Science 2010)



Y npokapuorT

yactb thepmeHTa PHK-nonumMmepa3sbli
Ha3biBaeTcHa curma-goakTopom.
OH y3HaeT NpoMOTOp U yKa3biBaeT MeCTO
cBA3biBaHUA PHK-nonumMmepasbl ¢ AHK

HpoOMOTOP . TePMHHATOP

PHK Tpanckpunr



TOuHa Havana TpaHckpunuuu T€H  TOYKa OKOHYAHMS TPAHCKPUNLNK
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Figure 7-9 Essential Cell Biology 3/e (© Garland Science 2010)



Y 6aKkTepuin TpaHCKpUNUMSA N TpaHCNALMS
MPOUCXOAAT OOAHOBPEMEHHO

Tpanckpunuma

\"PHKrnonumepa3a

PHK

TpaHcnsyms

IASA

Pubocoma TpaHchupyer

\’ a'a‘ MPHK B 6enok



OKCMPECCHsi reHa aykapuoT
BKJ1HOYaeT B cebsa HECKOMNbKO cTaaunn
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TepMnHauuns

YcnoBneM OKOHYaHUA
TPaHCKPUNLIUK
ABNseTca y3HaBaHue
TEPMUHATOPHOW

nocriegoBaTefbHOCTH,

onpenenamLlen
doopmmpoBaHumne

LLUINNNEYHOWU CTPYKTYpPbI

B PHK-npoaykre

Bce nocnepoBarensHOCTH, HeOBXoAUMbIE
ANR TEPMUHALMM, PACNONOKEHBI
B TPaHCKpubupyemMom pernoxe
|

@

X

WHoraa Heobxoaumo, 4ToObLI

PHK-npoaykT obpasossiBan
B CBOEH BTOPUYHOM

l CTPYKTYpPE WNuNbKy

Beiceoboxpaerue PHK-nonumepassl u PHK-npogykra
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P -HE3aBUCUMblE TEPMUHATOPbI
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. MoryT TepMrHupoBaTh A
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TPAHCKPUMLMIO B OTCYTCTBME = ¢

OOMONMTHNTENbHbIX (OaKkTOPOB e

. Cooepxat nanuHgpombl (7 —
20 n.o.), popmupytoLime
LLUMUITBKW

OO > (2Nl Pt
>

(op )

« B ocHOBaHuK CTpPYKTYpbI
cTebernb — neTns
pacnorioxeH G-C boraTbin
PErMOoH, 3a KOTOPbIM
HaxoOUTCH Y4aCTOK,
coctoswmn n3 ocrtatkos U cc "V uuidu

G-C-6orarbivt pervoH y ocHoBaHusa ctebna
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0 — pakTop — TEPMUHUPYIOLLNNA
benok, ceasbiBaowmm uenb PHK
B cauTe rut.

AUCGCUALL UCAUAL \ | ceucucw
s [lENEUNA ITOTO YHACTHA we——-
Ocwosanns Hapywaer TepMUHaLUIO
€ 4%
A 25%
U  20%
G 14%

PHK-nonumepasa tpanckpubupyer fIHK

OWW

p-akrop ces3bisaerca ¢ PHK s caire rut

!

p-q)anrop ABWIXETCA BAONL MONeKynel

PHK-nonumMepasa ocTanasnueaerca Ha Wnubke
¥ p-hakTop nepemMeLiaeTc K Hen

|

p-haktop pazpywaer cesu 8 PHK-OHK rubpuae

}

TepMuHayma: BLCBODOMACHUE BCEX KOMNOHEHTOR
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TpaHcKkpunuua y aykapmoT



B 2006 rogy Obina npucyxaeHa Hobenesckas npemusi no
XUMUK 3a nccnenosaHue TpaHckpunuum OHK 'y sykapuot

3 10 000 nuTpoB HapaboTaHHOW KyJbTYpbl OPOXKEWN, YTO
cooTBeTcTBOBano 150 Kr camunx apoxken, obino BblaeneHo 2
rp umctom PHK-nonumepasbi.

KopHOepr cymen nony4nTb Kpuctannorpadnyeckyto KapTuHy
pPasnnyHbIX COCTOAHMM annaparta TPaHCKPUnumn, yCtaHoBUTb
MOJIEKYNSAPHYIO CTPYKTYpY PHK-nonumepas u gpyrmx 6enkos,
yyacTteyloLwmx B cmHTe3e MPHK, a Takke BbIABUTb
MeXaHWU3Mbl, PerynupyoLme npouecc TpaHCKpUnuum

CTpykKTypa
TpaHCKpMbuMpytoLwLero
komnnekca PHK-
nonumepassbl |l (cuHaga
cnupans - HK, kpacHas
- cuHTesnpyemas MPHK)

Pooxxep KopHbepr



TpaHCcKpUNUUA y 3yKapuoT NPOUCXoauT B
agpe

CuHTte3 monekyn PHK HaunHaeTcsa ¢
NMPOMOTOPOB, N 3aBepLUaeTCcd B canTax
TepMUHaLUuN.

Y aykapuoT umeetcsa 3 tuna PHK-
nonimmepas (He cyntad
MUTOXOHAPUASIbHOWN N XJTOPOMNacTHON):

(e n‘&pecﬂ re gaitors

PHK nonumepasa | - cMHTEe3upyeT B
aapbiwkax pyubocomHble RNA (18S n 28S
pPHK, kpome 5S);

PHK-nonumepasa Il - cuHtesnpyet mRNA
N HekoTopbIX SRNA;

PHK-nonumepasa lll - cuHTesnpyet tRNA,
SRNA, 5S rRNA.






Pol Il YenoBeka cogepxut 6onee 10 cy6beanHUL, crnabo accouunpylowmx apyr ¢
OPYrom.

HekoTopble U3 HUX NpUHaAneXxarT K OCHOBHbIM chakTopam TpaHckpunuuu (GTF).

Benkun holo-doepmeHTta Pol || gpoxken:

Pol Il - PHK-TNonnmepasHas akTMBHOCTb, B3aUMOAENCTBYET C MHOXECTBOM OBLLMX U TKaHecneungpunieckmx
(haKkTOpPOB TPAHCKPUMNLUUKM, Y4acTBYET B BbIDOPE TOYKM MHMLUMALMM TPAHCKPUMLNN.

TFIIB - CeasbiBaeT Pol Il u TBP (transcription binding proteins) Ha NpomMoTope, y4acTBYyeT B BbIOOPE TOYKM
NHMLUMaLUMN TPaHCKpUNLMM

TFIIF - BsaumogencteyeT ¢ Pol Il, ctumynnpyeT anoHrauuto TpaHckpunumm Pol I, KomnoHeHT cybkomnnekca
SRB/meanaTop

TFIH - AktuBHocTb [QHK-3aBucumon ATPasbl, HK-renukasHasa aktTmBHOCTb, obnagaeT aktuBHocTbio CTD-
KMHa3bl

SRB2, SRB5 - YuacTtBytoT B 06pa3oBaHn MHULMALMOHHOIO KOMMSIEKca, CTUMYNUPYIOT 6asarnbHbIn 1
nHayumpoBaHHbii cnHtes PHK, B3anmopgenctsytoT ¢ TBP, komnoHeHTbl cybkomnnekca SRB/meanaTop

GAL11/SPT13 - YyacTByloT B 06pasoBaHn MHULMALMOHHOIO KOMMSIEKca, CTUMYNMPYOT 6asanbHbIn 1
NHOYLMpPOBaHHbIA cuHTe3 PHK, komnoHeHTbl cybkomnnekca SRB/meguaTop, npeanonoxutensHo
B3aMMOENCTBYIOT C akTuBaToOpaMu TpaHCKpUNLun

SUG1 - KomnoHeHT cybkomnnekca SRB/Meguatop, npeanonioXXMTeNlbHO B3aUMOLAENCTBYET C akTuBaTopamm
TpaHcKpunummn

SRB4, SRB6, SRB7, SRB8, SRB9, SRB10, SRB11 - KomnoHeHTbI cybkomnniekca SRB/meguatop,
npeanosiokXnUTensHo B3aumoaencteytoT ¢ CTD-gomeHom Pol I






MHnunauuns

AKTMBaUusa NPoOMOTOpa NPONUCXOAUT C
nomoLybto bonblioro 6enka - TATA-dakTopa,
cBasbiBatowlerocss ¢ TATA-6okcom.

[MpucoeagnHeHne TATA-pakTopa obnervyaet
B3anmopgencrtaemne npomortopa ¢ PHK-
nonmmepasoun.

dakTopbl NHULMALUN BbI3bIBAOT UBMEHEHME
KoH(popmauumn PHK-nonnmepasbl n
obecnevnBaloT packpy4ymBaHme NPUMEpPHO
oaHoro Butka cnupanu OHK, T.e. obpasyetcs
TpaHCKpUNUMOHHas BUIKa, B KOTOPOW
MaTpuua AoCTyrnHa ans nHMyuaumm cuHTesa
venn PHK.

[Tocne Toro Kak CMHTE3npoBaH
pubéoonuroHykneotng n3 8-10 HyKNeoTUAHbLIX
OCTaTKOB, O-cybbeanHuLa otaensaercs oT
PHK-nonnmepasbl, a BMECTO HEE K MOJIeKyrie
doepMeHTa NPNCOEaNHAOTCHA HECKOSTBKO
doakToOpOB 3r0oHrauun.

MpomoTop Cailr Tepmurauum
>oc><&><:><>c>c>o<£< IHK
1 & Tﬁﬁ\-d)anop

AHK
2
PHK-nonumepasa « DaKropbi HULUMALUK
HT® o}
3 PPi  DaKTopbl aNOHrauMu
PHK-Tpaxckpunt 5'
AHK
4
PerynspHbie (pakrops!
npe-PHK PHK-nonumepasa
5"\ N\N"\NANN- 3
AHK




ANoHrayuns

dakTopbl ANOHraunn NoBbIWalT akTMBHOCTb PHK-nonnmepassl n obneryatot
pacxoxgeHue uenen OHK.

Ha ctagum anoHraummn, B 06nactm TpaHCKPUNUMOHHOW BUMNKK, OOAHOBPEMEHHO
pasgeneHbl npumepHo 18 HykneoTuaHbix nap AHK.

PacTywuin koHel uenn PHK obpa3syeT BpeMeHHYyo rmbpuaHyto cnnparb, okono 12 nap
HYKITEOTUOHbIX OCTaTKOB, C MaTpudHon uenbto AHK.

[To mepe npoasmxeHna PHK-nonrumepasbl no matpuue B HanpasneHum ot 3'- K 5'-KoHUy

Brnepean Heé NpoucxXoauT pacxoXaeHne, a no3aamn - BOCCTaHOBIEHWE JBOWMHOW crnivpanm
OHK.

TepMuHauuna

3asepluaetca cuHTe3d PHK B cTporo onpeaeneHHbIx y4actkax maTtpuubl - CanTol
TepMUHaLUM TPAHCKPUNUUm

PackpyynBaHne gsonHou cnvpanu [JHK B obnacTtu canta TepMnHauum genaet ero
OOCTYMHbIM Ansa paktopa TepMuHaLunn.

dakTop TepMMUHaLUUM obreryaeT otaeneHme nepBmuYHoOro TpaHckpunta (npe-mPHK),
KomnnemeHtapHoro matpuue, u PHK-nonnmepasbl ot matpuubl. PHK-nonnvepasa
MOXET BCTYNUTb B CNeayrLLnin LMK TPAHCKPUNUUM nocne npucoeanHeHns
cybbeamHuLbl O.



TpaHCKPUNLUUOHHbIN haKTop - 3TO BENOK, KOTOPLIM NOCNEe ero NepemMeLleHusi B
A0PO0 KNETKN perynupyeTt TpaHCKpunuuio , cneundunyeckn szammogencteys ¢ AHK,
NMBO CTEXMOMETPUYECKM B3aUMOAENCTBYS C APYrMM DENKOM, KOTOPbIA MOXET
obpasoBbiBaTh crneundunyHbin K nocrnegosatenbHocTn AHK komnnekc "6enok-AHK".

* B reHome 4enoeka obHapyxeHo bonee 2600 6enkos, nmetownx OHK-
CBA3bIBAOLLMA AOMEH, N DOMBbLUNHCTBO U3 HUX NPEaNONoXUTENLHO SABMASKOTCS
doakTopamm TpaHCKPUMNLUN.

* Okono 10 % Bcex reHoB B reHoOMe KOAUPYIT TPaHCKPUNLMOHHLIE dpaKTop:I,
SIBNSASICb caMbIM O0ONbLIMM CEMENCTBOM BENKOB YeroBeka.




T® , ceBasbiBatowmecs ¢ AHK, MoryT BnNuaTbL Ha TPaAHCKPUNLMIO reHOB Yepes
HECKOJ1bKO MeXaHN3MOB:

1. B O0nbLUIMHCTBE N3YYEHHbIX K HACTOSALLEMY BpeMeHu crnydyaes TO
CTUMYNUPYIOT POpMUPOBaHNE KOMMSiekca npenHnumaumm Ha TATA- bokce -
NHULMATOPHOM 3rieMEHTE 3a CYET B3aMMOLENCTBUA NX TPAHC- aKTUBUPYHOLLMX
OOMEHOB C KOMMNOHEHTaMu 6a3aribHOro TPaHCKPUNUMOHHOIO KomMnrekca (nmbo
HernocpeacTBEHHO, NMMDO Yepes KoakTMBaTopbl/MeamnaTopbl).

2. HekoTtopble T® BbI3bIBAKOT U3MEHEHUNA CTPYKTYPbl XpoOMaTuUHa, aenas ero
bonee goctynHeiM ana PHK-nonumepas .

3. Apyrne T® aBnsaoTCa BCnoMoraTenbHbIMUY, CO30aBas onTUManbHyro
kKoHpopmauuto OHK ona gencteus gpyrmx TpaHCKPUNLUUMOHHBIX (aKTOpPOB.

4. N3BeCTHbl TP, KOTOpbIE NOAABAKT TPAHCKPUMNLUIO 3a CYHET
HenocpeacTBEHHOrO AEUCTBUS CBOUX MHIMOUPYIOLLNX OOMEHOB , NMB0 HapyLuas
coBMeCTHOe OYHKLUMOHUPOBaHME KOMMIIeKca TPaHCKPUMNLMOHHBIX (hakTopoB
BHYTPU perynatopHon obnacTtu reHa (NpoMoTopa, SHXaHcepa).

5. HakoHeu, nmetotcs T, kotopble camu He cBsasbiBatoTes ¢ [HK, a
obbeanHaTCs B boriee CnoXHble KOMMNeKCbl NoOCpeacTBOM DEnoK- 6enkoBbIX
B3aUMOOENCTBUN.



[lpoueccuHr

[TepBuYHble TpaHckpunTbl MPHK (TouHee, npe-mPHK), npexae
4yem BOyayT MCNONbL30BaHblI B Xo4e cuHTe3a berika,
nogBepratoTca paay KoBaneHTHbIX Mogudonkauuni.

ST moandukaumm Heodbxogmmel ANt PYHKLUNOHNPOBAHUSA
MPHK B kadecTtBe matpuLpbi.

* Mogudukaumsa 5'-koHua (kanuposaHue)

* Mogudukaumsa 3'-koHua (nonnageHnnNMpoBaHue)
« CnnancuHr nepBuYHbIX TpaHckpmntos MPHK

* ANbTepHaTUBHbLIN CMNAUCUHT



Moaudumkaumsa 5'-koHua

*  Mogudukaummn npe-mPHK HaunHatoTca Ha ctagum anoHrauun. Korga anvHa nepBUYHOro
TpaHckpunTa gocturaet npumMmepHo 30 HYKNeoTUAHbIX OCTaTKOB, MPOUCXOOUT K3nMpoBaHue ero 5'-
KoHLa.

* OcyLwecTBngaeT KannpoBaHue ryaHununTpaHcdepasa. PepMeHT rmgposimdyeT Makpo3pruyeckyro
cBA3b B Mosiekyne ['T® n npucoegmHAeT HykneotuagandgocdaTHbI OCcTaTok 5'-dpocdaTtHom
rpynnon K 5'-KoHuy cuHTesmpoBaHHoro oparmeHTa PHK ¢ obpasosaHunem 5', 5'-cbocchoanacmpHom
CBA3MN.

» [locnegytouee MeTUNMpoOBaHME ocTaTka ryaHnHa B coctase [ T® ¢ obpaszoBaHnem N7-
MEeTUNryaHo3nHa 3asepLiaeT opMMpoBaHue Kana

*  MogudunumpoBaHHbIN 5'-koHeL, obecneymBaeT MHULUALUIO TPAHCNALUN, YONUHAET BpeMs
*n3Hu MPHK, 3awmuian eé ot aenctBuA 5'-3K30HyKneas B 4uTonsnasme.

» KanunpoBaHue HeobxoauMo ANs MHULMaLUK CUHTE3a Benka, Tak Kak MHUUMUPpYoLLME TPUNMEThI
AUG, GUG pacnosHatoTcst pubocoMom TOSbKO ecrniv NPUCYTCTBYET Karn. Hanunune kana takke
Heobxoanumo ans pa60Tb| cnna|7|cocow|b| obecnevnBaroLLen yganeHme HATPOHOB.
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Moaundukaumna 3'-koHua

» 3'-KoHel 6onblIMHCTBA TPAHCKPUNTOB, CUHTE3NpOoBaHHbIX PHK-nonumepason |,
noasepraetca Mmogmdukaumm

» CneuunanbHbiM hepMeHTOM NonnA-nonimmepason opmupyeTcs nonmnA-
nocnegoBatenbHOCTb (NonNuMA-"xBocT"), coctoswas n3 100-200 octaTkoB ageHO3MHa.

« CurHanom K Havany nonMageHunnMpoBaHus aBnseTcs nocnegosatensHocTb -AAUAAA- Ha
pactywen uenu PHK. ®epmeHT nonnA-nonumepasa, nposiBrida 9K30HYKI1easHyo
aKTUBHOCTb, pa3pbiBaeT 3'- pocoadhmpHyto cBA3b rnocne nosisrneHnsa B uenn PHK
cneundomndeckon nocneposarensHocTn -AAUAAA-.

« K 3'-KoHUy B To4YKe pa3spbiBa nonuA-nonimmepasa Hapawmsaet no-nuA-"xsoct", Hann4une
nonnA-nocnegoBatenbHOCTM Ha 3'-koHUEe obrnervaet Bbixog MPHK 13 aapa n samegnsier eé
rmaponms3 B uutonnasme.

»  ®epMeHTbl, OCYLLECTBNAIOLLME KANMPOBaHME N NonMageHnIMpoBaHue, n3dbmnpatensHo
ceasbiBatoTcs ¢ PHK-nonumepason Il, n B oTcyTcTBME Nonmumepasbl HeaKTUBHbI.

* [lonnageHunupoBaHne HeobxoaumMo Ans TpaHcnopTta 6onbwmHcTBa MPHK B
uutonnasmy v sawmwaet monekynol MPHK oT 6bicTpon paerpagaumn. JIMWEHHbIE
nonu(A)-yyactka monekynbl MPHK ObICTpO paspyLuatoTcd B LmuTonnasmMe KreTok aykapuoT

pnboHyKneasamu, :

Transcription Stant Poly(A) Signal

| !

5 cap S UTR [ iGodingReglon | 3'UTR Poly{A) tail

I T

Start Codon Stop Codon




CnnancuHr nepBuUYHbIX TpaHckpuntoB MPHK

* [locnepoBaTenbHOCTN MHTPOHOB "Bbipe3atoTca” N3 NepPBUYHOIO TPaHCKPUNTa, KOHUbI
9K30HOB COeUHSATCA APYr C OPYroMm.

» [eHbl aykapnoToB cogepkat 60sblle MHTPOHOB, YEM 3K30HOB, MO3TOMY OYEHb
AnvHHbIe Mmonekynbl npe-MPHK (okono 5000 HykneoTnaoB) nocne cnfiancuHra
npespaLllaroTcs B 6oriee KOpoTkMe Monekyrnbl uutonnasmartmndyeckon MPHK

— €XON — intron 1 €XON - intron 1€X0N - intron - €XON - intron T— exon —;

bna o[ ] I N B e |

ATG GT AG GT AG GT AG GT AG TAGTAA
TGA

transcription

AUG GU AG GU AG GU AG GU

pre-mRNA <30 [T — I N N — T o

UAG,UAA
post-processing & UGA
splicing

. ‘ y >
mRNA cap[ ] [ PolvA
, AUG UAG,UAA
translation
UGA

protein N I



CnnancuHr nepBUYHbIX
TpaHckpuntoB MPHK

CnnauncuHr nepsuYHbIX TpaHckpuntos MPHK

[Mpouecc "Bbipe3aHna” MHTPOHOB NPOTEKaEeT Npu y4acTmu
Manbix aaepHbix puboHykneonpoTtenHos (MAPHI)

Ha nepBou ctagumn npouecca MaPHI1 ceasbiBatoTcAa co
canTamu crnsiancuHra

[anee k HUM npucoeguHatoTca gpyrme maPHI.

[Mpn dpopmurpoBaHNN CTPYKTYpPbI CMancocoMbl 3'-KOHeL|
OOHOrO 3K30Ha CONMKaeTcs C 5'-KOHLIOM CrieaytoLLero aKk3oHa.

Cnnancocoma KatanmanpyeT peakuuto pacwiennenma 3',5'-

docdhoanarpHON CBSA3N Ha rpaHnLIE 3K30Ha C UHTPOHOM. |

LYy ]
[TocnenoBaTenbHOCTb MHTPOHA yOanseTcs, a ABa 9K30Ha ain Spoed mANA
COEOMHSIOTCA.

O6pasoBaHue 3',5'-pocdoamnacmnpHoOn CBA3N MeXay ABYMS
ak3oHamu katanuampyt MaPHK (manble agepHble PHK),
BXOAsLLNE B CTPYKTYPY CMnianCoCoMbil.



Bbipe3aHue MHTPOHOB C NOMOLLIO
cnna3mocom (MAPHK+6enok)

mstPHK M PHK
f\_\ DK30H

mstPHK
B3aUMO/ICUCTBYET
¢ 5 KOHIIOM MHTPOHA

9K30H |

UHTPOH

Mopmupyercsi
criaiceocoma

1 obOpasyercst netrsis
MHTPOHA

5 KOHEIl MHTPOHA pa3pe3aeTcs «1acco»
U IIPUKPEIVISIETCs K 3 KOHILY,
oOpasys 1eTJIeByIO

CTPYKTYPY THIIA “Jracco”

IK30HBI BbIPE3aloTCsl, @ ...
CIIaiiceocoMBbl -
pazbupaloTcst 9K30H __ 9K30H

spesiass MPHK 7 5 3



AJIBTEPHATUBHBIN CIJIAMCUHT —

3TO 00pa3zoBaHue pa3Hbix BUIOB M-PHK Ha 0CHOBE ogHOM
He3penou PH /( \

Ilpumepoi:

* 1) OnuH 1 TOT K€ T'eH B KJIETKAX IIATOBUIHOM JKEJIC3bI
OTBEUAET 32 CUHTE3 KAJbILUTOHHHA, a B HEPBHOU TKAHU —
3a CHHTE3 HEHpoIenTuaa.

* 2) AbTepHATUBHBIN CIIJIACUHT XapaKTEPEH B CUCTEME
F€HOB HMMYHOIJIOOYJIMHOB y MyIeKoTuTaromux. OH
O3BOJISICT (DOPMUPOBATH HA OCHOBE OaHOM He3penoi PHK
HECKOJIbKO BUJ10B  MU-PHK ny1g cuHTE3a pa3sHbix BUI0OB
QHTUTEI.




[Mpoueccuur TPHK

5 3 . &
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) npe-TPHK




Moandoukaumm npe-TPHK.

B npouecce nocTTpaHCKPUNUUOHHBLIX
Moaundukaumm nepBuYHbIX TpaHckpuntoB TPHK:

* MOJIEKYIbI YKOpaymBarTCcA € 5'- U 3'-KOHLIOB U
yoandaeTtca UHTPOH; ¢ 10—15% a3oTucTbix
OCHOBaHMW B Monekynax moanduumpyeTcs;

* Ha 3'-KOHLIE POPMUMPYETCHA aKUENTOPHbLIN
yyacTtok (-CCA) anga npncoegmnHeHUs
aMWHOKWUCIOT, a B cpegHen YyacTm aHTUKOOOH —
TPUNNET HYKNeoTnaoB, obecrneynBatoLLnn
B3anmoaeunctene TPHK ¢ kopoHom mMPHK



IIpouieccunr pP

Oﬁuuua pubocom

ApnepHas
Membpaxa

/ &
Uurtonnaama



[loCTTpaHCKPUNLNOHHLIE
Moandukaumm npe-pPHK

conpoBoXxaatoTcs 00pa3oBaHNUEM U3 BbICOKOMOJIEKYNSAPHOIO
npegwecTtBeHHnKa 28S. 18S n 5.8S «3penbix» pPHK, Bxoaawmnx
B pnbOCOMY ~ OpraHensy KrneTkn, y4acTBYIOLLYIO B OMOCUHTE3E
benka. B coctaB pnbocom Bxoaat pPHK n 6enku,
BbIMOJTHAIOLLME CTPYKTYPHYIO, PENYNATOPHYHO N KaTanUTUYECKYHO
doyHkunun. Pnbocoma aykapmotoB (80S) cocTomnT n3 aByx
(6onbLion n manon) cyoreanHuy — 60S 1 40S. BennunHa S
XapaKTepuayeT CKOPOCTb oceaaHuns (ceanMmeHTaumn)
cyobeanHuy, pubocom npu ynbTpa ueHTpudyrmposanmn. OHa
nponopuuoHanbHa MONeKynapHomn macce 4actuu. Pubocoma
npokapunoTtoB (70S) coctout n3 50S n 30S. Pndocomel
9YKapuoTOB M MPOKapUOTOB pPasnmnyatoTcs No MOJSIEKYIAPHON
mMacce cyobeaunHuy, konmndectsy pPHK, macce pPHK,
KONMU4YeCTBY U pasHoobpa3suto 6ekoB, COCOOHbIX CBA3bIBATb
cneunduyeckme nuraHabl



CTabunbHOCTb N BPEMS XKN3HU
mMaTpuyHon PHK

Y HekoTopbix MPHK B nx 3'-UTR panoHax BcTpeyvatotcs ARE anemeHTol (AU-rich
element), ¢ Bbicokon YacTtoTon ageHnHa (A) n ypuauHa (U)

Ce4asbiBaHue psiga 6enkoB n3 cemenctsa RBP (RNA-binding proteins) ¢ ARE
arneMeHToM nHayumpyet gerpagaumio MPHK.

[eHbl paHHEro OTBETA, KOTOPblE OTBEYAIOT Ha LUMPOKNN CAEKTP BHELLHMX CUrHaNoB,
BKItOYasA OHKOreHbl U LIMTOKUHbI, MMEIOT OTHOCUTENBHO KOPOTKOE BPEMSI XKU3HU N3-
3a ARE anemeHTOB B nx mPHK

Opyron Tnn RBP 6enkos., Bkrtovasa HUR, cesasbiBasicb ¢ ARE perynupyet
ctabunbHocTb MPHK 3a c4eT npenaTcTBuA SOCTYNa K Hel 9HO0HYKIeas.

Stabilization ‘ Decay

TIA1 @
- ( ) \ l // ’PABP)

(_J 1 AHE —— AAAAA
| |
5-UTR 3-UTR




TpaHcnopT matpnyHon PHK

3penble MPHK pacnosHatoTca no Hanmuuio mogndukaumm n nokmaaroT 94p0

Yyepes aaepHble nopbl

B untonnasme MPHK obpasyeTt HykreonpoTenaHble KOMMSIeKChl -
MHOPMOCOMbI, B COCTaBe KOTOPbIX TPAHCMOPTUPYETCS K pubocomam

Muorne mPHK cogep>kat curHarnbl, KOTopble onpeaensitoT nx nokanmaauuto

A 4

Transcnption

EJC
__elEdAllll

\ 4

(HRPa8) ) (HRP4S)

Splicing

HRPa8) ) (HRP48)

SrAAIETZ)

(HRP4S Y _g,t Mago)

e

e

Cytoplasm

(HRP48) ) (HRP48)




SHXAHCED

WHCYNATOP

Juxancep (aHrn. enhancer) —
Hebonbwon y4actok AHK, kOTOpbI#
NOCNE CBA3bIBAHUA C HUM (PAKTOPOR
TPEHCKPUN UMW CTUMYANPDYET
TPAHCKPUN LMD € OCHOBHbIX
NPOMOTOPOR réHa UAW rPynnbl réHOE.
Cannencep {aurn. silencer) —
nocneaoEaTeENbHOCTL JIHK, € KOTOPO#
CBAIbLIBATCA BENKU-PENPECCOPbI
{thakTopbl TRPAHCKPUNUKMK). CeA3biBaHME
62nNKOB-PENPECCOPOE € CANNEHCEPAMM
NPUBOANT K NOHWKEHWID WAW K
NOSIHOMY NOAdEBNEHNIO CMHTE3E PHK
dhepmerHTom AHK-3asucrmon PHK-
NoOAUMEPI30N.
MHCynATOPBI — NOCNEea0BaTENBHOCTH
JHK, 0co6bie perynaTOpPHbIE
SNEMEHTLI, KOTOPbLIE 06Nana0T
CNOCOBHOCTLIO BNOKUPOBATL CUTHANDI,
WCXOAALLME OT OKPYIKEHUA.



Perynaumna akcnpeccun reHoB Yy
NPoOKapuoT

OrnepoH — 3TO TECHO CBA3aHHasd rnocriegoBaTefibHOCTb
CTPYKTYPHbIX rEHOB, ONpeaensowmx CMHTE3 rpynnbsl 0enkos,
KOTOPblE Yy4acTBYIOT B OOAHOW Lenn BUOXMMNYECKNX
npeobpasoBaHnin. Hanpumep, 3To MOryT ObITb reHbl, KOTOPbIE
OeTEPMUHUPYIOT CUHTE3 PEPMEHTOB, Y4aCTBYHOLLNX B
MeTabofiname Kakoro-nmbo BeLlecTBa Ui B CUHTE3E KAaKOro-To
KOMMOHEHTA KneTkn. OnepoHHaa moaenb perynaumm
9KCrnpeccuun reHoB npeanonaraeTt Hanuyne eanHou cUCTEMBbI
perynaumm y Takmx oobeanHeHHbIX B OOAUH ONEPOH CTPYKTYPHbIX
reHoB, MMEeKLMX ODLLMKA MPOMOTOP 1 onepaTop.



Peryisiiiisi paboThbl T€HOB Y IIPOKAPUOT

M Kaxo6. /K Mauo. 1961 r

WHnumaTop

Mex-
Mpomotop  onepartop CTPYKTYpHbIE reHbl TepmuHaTop

— | BTN | Q)

EonHuua perynsuumm TpaHCKPUNLUK -ONEpPOoOH, B
COCTaB KOTOPOro BXOAOAT:

e [lpomoTOp-MmecTo npukpenneHUa PHK-nonmmepasbi

e [eH-onepartop-peryampyet pooctyn PHK-nonumepasbl K
CTPYKTYPHbIM reHam, B3aMMOAEUCTBYA C PEryASTOPHbIMU
benkamu

* AHMUMATOP-MECTO Hauyana CUUTbIBAHUA FTEHETUUECKOM
UHOOpMaLUU

* CTPYKTYPHbIE TeHbl-0NpPeAenftoT CUHTE3 OEeNnKOB-
depmeHTOoB, 06ecneumBaroLMe LeNb NOCAEAOBATENAbHbIX
OMOXMMUUYECKUX peaKLUin

* TepMuHaATOP-NOCAEAOBATEABHOCTb HYKA€OTUAOB
3aBepliarowan TPaAHCKPUNUUIO




HeratuBHas v Nno3UTUBHAaA perynsauumda reHoB
dKTUBHOCTMN.

B 3aBuCMMOCTH OT XapakTepa B3auMOAECHCTBHS oniepaTopa U peryasiTOPHOTO OeJKa y MPOKApUOT
pa3IMYaroT 1Ba TUNA PETYISALMN AKTUBHOCTH IT'€HOB B OIIEPOHE: HETaTUBHYI0 U MO3UTHBHYIO.
[Ipu HeraTUBHOM, WM OTPUIIATEIBHOM, PETYISAIIUNA CBA3BIBAHUE PETYIISITOPHOTO OENKa
C OMEPATOPOM PEMPECCUPYET PadOTy OMEPOHA, a TPU MO3ZUTUBHON ~-HA0OOPOT, AKTUBUPYET €TO.
B cBo10 ouepep HeraTUBHOM M MO3UTUBHOM MOTYT ObITh KaK MHAYKIIMS, TaK U penpeccus. B
CJlydae HETaTUBHOW MHIYKIIMU UHIYKTOP JEIaeT PEryISATOPHbIN OEIOK HECTIOCOOHBIM
CBA3BIBATHCS C ONEPATOPOM, U MPU 3TOM CTPYKTYPHBIE T€HBI TPAHCKPUOUPYIOTCS Kak,
HaIpuMep, B JJAKTO3HOM oriepoHe. [Ipy HeraTUBHOM ke penpeccuu peryaaToOpHbIA OeIoK
npruoOpeTaeT CBOMCTBA peIpeccopa Mocie B3auMOIEUCTBUS ¢ KOoperpeccopoM. Takum
KOPEINpeccopoM B TPUIITO(PaHOBOM OTIEPOHE CIIYKUT HAKOIUJICHHBIN B KJIETKE TpUnTodaH,
B3aMMO/JICMCTBUE €T0 C PETYJIATOPHBIN OCIKOM MPUBOJUT K MOJIABICHUIO TpaHCKpuniuu. [Ipu
IIO3UTUBHOW, UM MOJOKUATEIbHON, UHIYKIHUU IO BIIMSHUEM UHIYKTOPA PETYJISATOPHBIN
0esok (amouHAYKTOP) CB3bIBaETCA ¢ oneparopoM u nomoraet PHK-nonumepase nauatp
TPAHCKPUIILIUIO. B ciydae e HO3UTUBHOU PENPECCUN KOPEIIPECCOP MHAKTUBUPYET
ANIOMHIYKTOP U TEM CaMbIM CIOCOOCTBYET MPEKPAILIECHUIO TPAHCKPHUIILINH.



HeraTHBHBIH KOHTPOJIb

Onepatop
., [TpomoTop .
CTpYKTYPHBIH I'eH
—>TpaHCKpHIILHA
MPHK PHK-noaumepasa
HMHaKTHBHPOBAHHBIH
OestoK-penpeccop
e Muaykrop
AKTHBHBIH
benok-penpeccop
Oneparop
len-peryasrop CTpYKTYpPHBIH I'eH

TpaHcKpHIILMKY HET

[TpomoTop
PHK-
nonuuepasa

AKTHUBUPOBaHHBIH
Genok-penpeccop
HeaKkTHBHbIIA ®

GeoK-penpeccop Kopenpeccop

MHAyKUIMA

l'en-perynarop

iMPHK

NN

|
Q

HeakTUBHBIN

anoMHAYKTOp
Penpeccus

['eH-peryasarop

iMPHK

NN

AKTHBHBIH
AMOMHAYKTOP

[To3UTUBHBIH KOHTPO/Ib
[IpomoTop
CTpPYKTYpHBIH reH

k A |
—>TpaHckpunuus
PHK-nonnmepasa

Oneparop

|

MPHK
AKTHBUPOBAHHBIH
\. anoMHAYKTOP
Uuaykrop
Oneparop lpomorop
CTPyKTYpHBIH reH
AT,

TpaHckpunumu Her

PHK-
@ nonnmepaaa

HaKTHBHPOBaHHbIH

‘ /<anonwop

Kopenpeccop



HeratnBHas nHOyKUUs Ha npumepe
NTAaKTO3HOro OnNepoHa

JlakTo3HbIH onepoH (lac operon) cocTOUT U3 TPEX CTPYKTYPHBIX
T€HOB, MPOMOTOPA, OlepaTopa U TepMUHATOpa. IHOrja MpUHUMAETCS, YTO B COCTAB OMEPOHA BXOAUT
TaKXe TeH-PEryJsTOP, KOTOPBIA KOAUPYET OCIOK-pEenpeccop (XOTs OH HAXOJIUTCS B IPYTOM YUaCTKE
r€HOMa U HE UMEET OOILErO C JAKTO3HBIM OIEPOHOM IMPOMOTOPA).

CTpyKTypHBIC I'eHbI JaKTO3HOro onepoHa — lacZ, lacY u lacA:

lacZ xomupyet dhepmeHT B-ramakTo3umaasy, KOTopas pacieIuisieT Jucaxapul JaKTo3y
Ha TJIFOKO3Y U rajakTosy,

lacY xomupyer B-ramakrozumanepmeasy, MEMOpPaHHBIN TPAHCTIOPTHBIN OCIIOK, KOTOPHIN TIEPEHOCHUT JIAKTO3Y
BHYTPb KJIETKH.

lacA xoaupyeT B-raakTo3uATpaHCcaeTHIa3y, (PePMEHT, IIEPEHOCSIITUH alleTHIBHYIO TPYIITY OT aIleTHII-
KoA nHa OeTa-rajakTo3UIbI.

Jliist kaTabom3Ma JTaKTO3bl HEOOXOAMMBI TOJLKO TTPOAYKTHI reHoB lacZ u lacY; pons nmpomykra rena lacA ue
scHa. BO3MOXHO, 4TO peakius aleTHINPOBAHUS JAeT OAKTEPUSAM NPEUMYIIECTBO MPU POCTE B
OPUCYTCTBHH ONPENETEHHBIX HEMETA0O0IN3UPYEMBIX AHAJIOTOB O€Ta-TalaKTO3HI0B, TIOCKOJIBbKY 3Ta
MO (UKaLINS BEAET K UX JETOKCUKALMY U BBIBEICHUIO U3 KIIETKH.

buoJiornyecKu CMBICJI

biiaromapst onucaHHOMY MEXaHU3MY PETYJSIIUU TPAHCKPUIILUU T'€HOB, BXOISIIMX B COCTAB JIAKTO3HOIO
orepoHa, 0aKTEPUH ONTUMHU3UPYIOT YHEPTETUUECKUE 3aTPAThl, CHHTE3UPYs PepMEHTHI METa0OIU3Ma
JaKTO3bl HE MOCTOSTHHO, a JIMIIb TOT/Aa, KOT/1a KJIETKe 3TO Heo0Xx0auMo. CXOIHBIA MEXaHU3M PEryJIsuu
uMeeTcs y OOJIBIIMHCTBA MPOKAPUOT; Y AYKApPUOT OH YCTPOEH 3HAYUTEILHO CIOXKHEE.
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TpuntodaHOBbLIX ONEpPOH
(HeraTuBHaA penpeccusn)

Tpunrodan

Benok-penpeccop: cesizbiBaercs ¢ O,

PHKnoammepasa [ 141, k0, econ csizan ¢ tpunrodanom

I'en-peryasitop

Pr R P(np(mm'op) O(mlcpa'rop) tr [)E tl‘pD trpC tl’])B
‘ (CTPYRTYPHBIE [€HbI)
Cunres ' . ‘ .
desIka-penpeccopa Cunres tpunrodana



CxemMa HeraTuBHoM
pernpeccuun

PHK-mmomvep a3a
2 L)

AKTHBHBIH peInp eccop

OnepoH cuHTe3a Tpuntapana y £. cofi
* COABPMWT S LWMCTPOHOE

* LlncTpoHel KognpytoT hepMeHTE
nocneaoeaTeNLHOW Len peakLmi
CHHTE3a TPUNToMaHa

¢ B HOpMe OrNnepoH BKNKOYeH
Benok - penpeccop HeAKTUBEH -B
hopme ano-penpeccopa - OH He
CrocoBeH CaguTbCa Ha ONepaTop
Knetke HyxHO N monekyn
TpunTapaHa
N+1-aa monekyna B3aumogencTByer ¢
ano-penpeccopon
ano-penpeccop MeHaeT
KOH(POPMALWKD, B3AMMOOSHUCTBYET C
ONepaTopom

cuHTe3 PHK npekpawaercs.
Cxema perynaumu - HerarmeHa «
penpeccus, NOToMY YTO BENnoK
penpeccop "euianiiouasT" ONepPoH

MomMumo "rpyBon cxembl” BKIMOYEHUS -
BLIKITKOYEHUA, €CTb W TOHKAA
perynaumMa CMHTE3a TpunTadPaHa -
ATTEHYALMS




Cxema
NO3UTUBHOM

UHOY KUK

DeJIOK-pENpeccop

PHEK-noiEMepaza
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0eIOK-AKTHBATOP

A apaduunoza

Ara-onepoHd £, coli coaepKur

* 3 UUCTPOHA, KOTOPLIE KOAWPYHOT
depMeHThl, pacLlennae e
caxap apabuHo3y

* B HOPME ONEPOH 3aKPLIT

Benok - Penpeccop CBA3aH C
Oneparopom

Korga B Knertky nonagaer
apabuHo3sa, oHa
B3aMMOASUCTBYET C Denkom —
penpeccopom

Benok - penpeccop MeHaeT
KOH (hopmMaumnio 1 npeBpauiaeTcs
13 penpeccopa B akTuBaTop,
B3aUMOASUCTBYIOLLIVIA C
NPOMOTOPOM K oONneryvaloLmia
nocagky PHK-nonumMepass Ha
NPOMOTOP

3Ta cxema perynsauum
HA3LIBAESTCH MO3AT VB HOW
UHOYKUME, NOCKOSLKY
KOHTPONUPYIOLIUIA 3IEMEHT -
Benok - aktmeaTop "Briovast”
pabory onepoHa



Cxema NO3UTUBHOU pernpeccumn

PHEK-nonuMepaza

" reHbl (epMEeHTOB
CHHTe3a p HiodTaBuHAa

TeHbl PepVeHTos
crHTe3a pubopaapuHa

— @
N-® ()

puiodurasuH

OnepoH cuHTesa pubodnasuHa
Bacilus subtifis cogepxur

* LUMCTPOHEI PepMeHTOB CUHTE3a
pubochrnaBuHa

* ecTb benok-akTueaTop,
obecnedusaollia nocagry PHK-
NorMMepasbl Ha NPoOMOTOPR

* BHOPME ONepoH OTKPLIT

Obpasyerca N monekyn
prbodnaesmHa

N+1-aa monekyna (nuHan)
B3aMMOESNCTBYET C aKTUBATOPOM
W OH TepseT cnocobHOCTh
aKTvBUpoBaTh nocagky PHK-
NoNMMEPasH Ha NPoMOTOP

MNosuTMBHas penpeccns,
MOCKOMNbLKY B Perynauyum ydacTByeT
Denok - akTmearop, a cama
perynauusa 3aknoyasica B
BBIKIMTHOYSHUW TPAHCKPUILIAA



