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l TpaHcnaumsa = cuHTes benka

PHK

benok
SAKCNpeccusi reHoB - TpaHckpunuus - cuHte3 PHK. O6pasyetcsa Hespenas PHK,
nocrneaoBaTenibHOCTb peakumi Ha NyTu coAepXalllast y4acTku, COOTBETCTBYIOLLME 3K30HaAM U

OT reHa K 6enky = npouecc nepegadu NHTPOHaM
reHeTudeckon nHgopmauum ot AAHK

MpoueccuHr - Bbipe3aHne y4acTKkoB, COOTBETCTBYHOLLMNX
yepe3 PHK k nonvnentuaam n 6enkam. pou P y ytoLl

NHTPOHaM,

CnnawucuHr - clumaHue yvactkoB PHK, TpaHckpmnbupyembix ¢
9K30HOB, B pe3ynbraTe 4ero obpasyetrca matpuyHasa PHK

TpaHcnauma - cuHTe3 6enka B UMTonnasmMe KneTku npu
y4yactmm pubdocom




'eH - npoTaXkeHHbIN ydacTok JJHK, HecyLwnin uenocTHy MHGOpMaLMIo O
CTPOEHUM ogHOW monekysbl 6ernka nnu ogHon monekysnol PHK. I'eH
BKITHOYAET y4aCTKW, COOTBETCTBYOLLME IK30HAM U MHTPOHAaM, CTapT
TpaHCKpUNunu, caut TepMUHaLMN TPAHCKPUNLIUN,

Crapt Caunt TepMmmnHaumm

TpaHCKpununn TpaHCKpl/II'ILl,I/IVI
5’cpnaHkupyrowmmn (bnaHKMpyrou.wm
pg)uou Py ‘l' I/IHTpOH1 VIHTpOHZ pauou

OK30H 1 (K3OH 2 /y

PanoHebl, peryinvpyronue TpaHCKPUIILIUIO

[ToHsiTHE TEHA HE OTPAaHUYECHO TOJILKO KoaupyrommM yuyactkoM JJHK, a pencrapnser
co00i1 00s1ee MUPOKYIO0 KOHIIEIIHNIO, BKJIFOUAIOIIYIO B CE0s U MOCJICI0BATEILHOCTH,
PETYIUPYIONINE TPAHCKPUIILUIO. PErysiTOpHBIE MOCIEI0BATENBHOCTH MOTYT HAXOAUTHCS
Kak B 5’- 1 3’-QuaHKUPYIOIMMX pailoHaX T€Ha, TaKk U B HHTPOHAX.

PerynsatopHbie mOCI€10BAaTENBHOCTH MOTYT HAXOAUTHCS KaK B HEITOCPEACTBEHHOM
OJM30CTH OT CTapTa TPAHCKPHUIIIMHU, TaK U Ha pACCTOSSHUM MHOTUX MUJJIMOHOB TIap
OCHOBaHUW (HYKJICOTHJOB) OT Hadyaya TPAHCKPHUIITA.



Peryn;lum IKCMpeccun reHoB MOXeT OCYLLECTBIIATbCA HA
BCEX 3TAllax.

TpaHcKkpunuua - NnepsBbIn 3Tamn, Ha KOTOPOM
OCYLLECTBNAETCS BbIOOP, OyAET reH aKCnpeccnpoBaTbCH
UIN HET.

PaccmMoTpum Tpu Bonpoca
- KaK OCYLLeCTBNSAETCA TpaHCKpUnuns
- YeM onpenensaeTtcs ctapTt TpaHCKpunuum

- KakKne MEeXaHN3Mbl B KITETKE PEryJsimpyroT
MHTEHCNBHOCTb TPaHCKMNUWUn



Mogekyasl PHK u IHK — JiuHelHbIE reTeponojuMepbl, MOCTPOCHHbIE U3 HYKJICOTHA0B
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onpegensieTca no3nyusimm yrnepop,Hblx aToMOB, B3aUMOAENCTBYIOLLNX C (*)OCdJaTHbIMI/I rpynnamu (5’ unun 3’), 1 KOHLbI
Lenen Takke odbo3Ha4vaTcs Kak 5 n 3’', cooTBETCTBEHHO

Genetics A Conceptual Approach Benjamin Pierce (Baylor U.), Ch.10, P.13



TPAHCKPUIIIIUS - CMHTE3 MOJIEKYJIBI PHK, KOMINIMMEHTAPHOM "1
AHTHUIAPAJUIEJIBHON OJTHOM U3 HENNEN THK (MATPUYHOMH IIEIIN)
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MATPUYHAA LIEITb

B nporecce TpaHCKpUIIIUKA BMECTO TAMUHOBOTO HYKJIEOTH/1a, BKIItoUaromero ocHoBanue T (tumuH), B PHK
BKJIIOYAETCS YPAIUIOBBIN HYKICOTHU L, coAepxamiuii ocHoBanue U (ypariun).

Hens IHK, Ha ocHOBE KOTOPO# cTpOoUTCs KoMIIMMeHTapHas uenb PHK, Ha3piBaeTCsI MATPUYHOM L ENbIO.
Hpyras nens JIHK Ha3piBaeTcs KoAMpYyIonien Henblo, MOCKOJIBKY €€ IOCJIEI0BAaTEIbHOCTh HICHTUYHA
nocnegoarenbHocTH PHK (¢ yueToM 3amMeHbl THMUHOBOTO HYKJICOTH/Ia HA YPaIUIIOBBIN).

Genetics A Conceptual Approach Benjamin Pierce (Baylor U.),
Ch.13, P.357



PACITIOJIO’)KEHUE 'EHOB HA XPOMOCOME: BU3YAJIM3AIIUSA B BA3E
EntrezGene (http://www.ncbi.nlm.nih.gov/gene/)
(15-ast xpoMocoMa 4YesI0BeKA)

58| - |2 cyplal human - Gene -... | 23 CYP1AL cytochrome ..,

& NCBI  Resources @ How To

Gene — -
« Genomic context Limits  Advanced
Display Settings: (V] Full Report Send to: V)
Location: 15924.1 CYP1A1 cytochrome P450, family 1, subfamily A, polypeptide 1
Sequence: Chromosome: 15; NC_000015.9 [ Homo sapiens (human) ]

(7501 18837501 7951 ? Complement) Gene ID: 1543, updated on 15-Sep-2013

Chromosome 15 - NC_000015.9 IIpOTsHKEHHOCTH JTMHHUK CO
[ 74398327 - (750955390 CTpEIKaMM COOTBETCTBYET
CL K e CYPiAt@e CYPiAZm=p  NIR4S1GE= JuIiHaM TeHoB. CTpeakaMu
£0cs @ — CSK > 0003HaYEHO HAPABIEHUE, B
KOTOPOM OCYIIECTBIISACTCS
CYP1AT ~-464  -4621 -18909 -21992 ; TPAHCKPUIILIHSI TEHOB.
] -1829
’ | ’ ' ’ 4 ’ | Yyactok MEXAY CTapTaMU TPpaHCKPUIIIUU T'€HOB
ll T | T | 1 { CYP1Al u CYP1AZ2 sBusiercs peryiasTOPHBIM
| | | paiioHOM U1 00OHX IF'€HOB

22852, 18704 4412 1329 Cypras
Lenu JHK, Bxozsmue B cOCTaB XpOMOCOMBI, 0003HAYAIOTCS KaK OpsaMas («-+» [enb) 1 o0paTHas («-» 1ens) . Jis
«t» nemu JJHK orcuer no3unuii HyKJI€OTHA0B HA XPOMOCOME CJIEBA HAIIPABO COOTBETCTBYET HANMPABICHUIO LIETTN
JHK ot 5’ x 3’ koniry. s «-» nenu JJHK orcuer no3unuii HykJIeOTH0B Ha XPOMOCOME CJIEBa HApaBo
cootBeTcTByeT HanpasieHuto nenu JJHK ot 3’ k 5’ koH1y.
Ecnu TpaHckpumys reHa oCyIiecTBIIsIeTCS cieBa HarpaBo, To npsimas nenb JJHK Oynet nyist nanHoro rena
KOJIUPYIOLIEH (HEMaTpUYHOM) .
Ecnu TpaHckpuIys reHa oCyIiecTBIsSeTCs ClipaBa HaleBo, To npsmas 1ens JJHK Oyner ans mannoro rena
MaTpH4YHOH, a oOparHas uenb JIHK Oyner konupyromeit



PHK-ITIOJIMMEPA3A
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CHUHTE3 PHK

TPAHCKPUMNUUA OCYLUECTBNAETCA NPU YHACTUN PEPMEHTA - PHK
NMOJIMMEPASbI.

PHK-NMOJIMMEPA3A B XOOE TPAHCKPUIMUWUU BbINOJIHAET CNEOYOLWWE ®YHKLUUMN :
- ABBUXEHUE BOOJIb LENMU OHK
- PACTIJIETAHUE U 3AMJNIETAHUE OHK

- CUHTE3 PHK (CxopocTh cuHTe3a B OaKTepHaIbHBIX KIETKaX cocTaniseT 40 HyKJIICOTH/IOB B CEKYHLY
nipu 37° C).
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Transcription in Escherichia colir

P. P. Dennis!-*, M. Ehrenberg2, D. Fange2, and H. Bremer3

Author Affiliations Cxopoctb Tpanckpunuuu y E. coli

ABSTRACT (CTa[lI/IH JIOHTALMH)

The value of the rRNA chain elongation rate in bacteria is an important
physiological parameter, as it affects not only the rRNA promoter activity but also
the free-RNA polymerase concentration and tifereby the r‘anscrlp Ton of all ggnes. 80-90 HYKJICOTHIOB / cex
On average, rENA chains elongate at a rate Uf Jand

the transcription of an entire rr7 operon takes's v ; ‘

analyzed a reported distribution obtained from electron micrographs of RNA
polymerase molecules along rrm7 operons in £ coligrowing at 2.5 doublings per 250 H}’KJ’ICOTI/II{OB / CCK
hour (5. Quan, N. Zhang, S. French, and C. L. Squires, J. Bacteriol. 187:1632-1638,

2005). The distribution exhibits two peaks of higher polymerase density centered

within the 165 and 235 rRNA genes. An evaluation of this distribution indicates 400 /
A hes the 57 Ieader reglon at speeds up to or greater HYKJIICOTHIOB / CCK

D N the spacer region between the 165 and 235
genes, slowfg again to about 65 nt/s in the 35 region, and finally speeds up to a
rate greater|than 400 nt/s near the end of fhe operon. We suggest that the slowing




MEXAHU3UM TPAHCKPUMNMUUUN MMEET CBOU OCOBEHHOCTMW Y PA3HbLIX
OPrAHU3MOB. Mbl BYAEM PACCMATPUBATb 1IBA HAOLAPCTBA:

[MpoKkapuoTbl — OpraHn3mbl , KNeTKU KOTOPbIX He UMEKOT OrpaHUYeHHOro
MeMbpaHou sigpa. To Bce bakTepumn, BKIoYas apxe- U umaHob6akrepmun. AHanor
aapa — cTpyktypa, cocrosawan ns AJHK, 6enkos n PHK (reHodop) 3akpenneH Ha
MeMOpaHe KNneTokK.

NMpeactaButenb E.Coli — KMWeYHaa nanoyka.

JAYKapUoTbl - OpraHn3Mbl, KIIeTKU KOTOPbIX coaepxaTt opopMIreHHble aapa.
NMpumepbl — BbiCLUME XXUBOTHbIE U PAaCTeHUS, OOHOKJIETOYHbI€ U MHOIOKIEeTOYHbIe
BOAOPOCSIU, FPUOLI.




ITPOKAPHUOTDI - OTAIIbBI TPAHCKPHUIILIUH:

l-as craaus: SaKprTLIﬁ KOMIIJICKC

G;mp PHK-nonnmepasa JTHK
— = n\\\‘_;’/

2-asi CTaJIAS: OTKPBITHIA KOMITJICKC

g
p— < PHK-noniimepaza JTHK

~PHK=fommepasa JTHK

o-takrop ;
B < JPHK (2-9 ocHoBanmit)

JIHK

PHK

{-1oauMepasa

Casa3bIBaHuE PHK-HOJII/IMeDa3bI C IPOMOTOPOM
PHK-monmmmepasa npu yuacTuu BCioMoraTenbHbIx 0emnkoB (y E.coli
0-(paKTOpBI) CBA3BIBAETCS C IPOMOTOPOM M (POPMHUPYET 3aKPBITHII
KoMmIuiekc, B kotopom /IHK coxpansieT qeycnupanbHyrO CTPYKTYpY.
Ha stoit cranuu PHK-nnonumepasa eiie He cnocoOHa HauaTh CUHTE3
PHK. Jlanee 3akpbITbIi KOMIIJIEKC IIPEBPALIAETCS B OTKPBITHIN, B
kotopoMm PHK-nonumepasa pacmeraer asoiinyro cnmpans JJHK B
palioHe TOYKE MHULHALMY TPAHCKPHUIILIHH.

Nuauuuanus

Cuntes kopotkoit rienu PHK (2-9 ocHoBaHMif), KOMIUTIMEHTAPHOM
MarpuuHoi nenu JIHK; DTot sTan 3aBepinaeTcs quccouanuei
komriekca PHK-nonumepassl ¢ 6enkamu, 00ecrieduBIIMME €€
cnerupuyeckoe B3auMOJICHCTBUE C MPOMOTOPOM: G-(hakTopom (y
MPOKapUOT) 1100 6a3aTbHBIMU TPAHCKPUIIIIMOHHBIMHU
(dhaxkTopamu(y 3yKapuoT).

DJIOHT AU

Hemxenne PHK-nomumepassl Bnons JIHK, B xone kotoporo
ocymectsisgercs cunte3 PHK, a taxke pacruieranue u
3ameranne JTHK.

TepmuHanus

OxoHuanue TpaHckpuniuu, kommieke « JHK-PHK-
MOJIMMEpPa3ay pacnagaeTcs, U TPAHCKPUIILIHS
3akaHunBaercs. [Ipoucxonut nocie pacro3HaBaHUs
TEepPMHHATOpA




F’EHOM E.coli - 4*10° nap ocHOBaHuUMn

Kaknm obpasom PHK-nonumepasa HaxoanUT Hy>XHOe
MeCTO, C KOTOPOro AOfMKHa Ha4yaTbCs TPaHCKpUnuus

[TIPOMOTOP — y4acToK, npunerarowmn K ctapTty TpaHckpunuun. Coaepxur
pPerynaTtopHbIe 3NeMEHTbI, KOTOPbIe OrNo3HaKTCs ¢ bernkamu,
obecneymBaroLWMm TOYHYO nocagky PHK-nonvvepas B panoHe cTapToB
TPaHCKPUMLUUM N UHULMALMIO TPAHCKPUNLMK

KopoBbI NPOMOTOP — y4acToK npubnusntensHo — 40 +50

[IpOMOTOPHbLIN PanNoH — 5’ dpraHKMPYOLMIA panoH BNNOTb 40 CTapTa
TpaHCcKpUnumu

—

-150 -100 50 +1 +50

H—I

KopoBbi NpoMoTOp

ﬁ—/

[TpOMOTOpPHbIN panoH




AHanun3 nocnepoBaTtenbHocTten 6ornee 100 npomoTopoB y E.coli BbiIsBUN cxopHoe
CTpoeHue:

1) B paioHe cTapTa TpaHCKpUNLUUnN — nypuHbl, 4acto «CAT»

2) B no3uuun «-10» rekcamep TATAAT (nocnepoBatesnibHOCTb «—10»)

3) B no3uummn «-35» rekcamep TTGACA (nocnegoBaTtenbHOCTb «—35»)

4) paccTosiHMe Mexay nocriegoBatesibHOCTAMMU «-35» M «-10» ~16-18 HykneoTnaoB

-35 -10 —
| |
. .
N3yyeHune TTGACA TATAAT CAT
doyHKLUM
y4yacTka
C NOMOLLbIO
MYTaLUWOHHOIO MyTauuun sameansior MyTauumn 3ameansitot
aHanmaa CKOPOCTb NocaaKu o6pasoBaHme
KoMnneKkca curMa-hakTop  grypiiToro Komnnekca

- nonnmepasa Ha AHK



Fromaoter

tep

tRMATYT

lac

recd

rraly

araB, A0

Consensus
SEQUENCes

-35
region

TTGACA

TTTACA

TTTACA

TTGATA

TTGTGC

CTGACG

TTGACA

KOHCCHCYCHa}I ITOCJICAOBATCJIIbHOCTD

16-18
hase pairs ba
.ﬂ_"_\.

-0

region Iranscription

TTAACT

TATGAT

TATGTT

TATAAT

TATAAT

TACTGT

TATAAT

-7
s& pairs
—

L

start site

KoHceHcycHas mociie10BaTelIbHOCTh MPEICTABIISET
c000M1 pe3yapTaT MHOKECTBEHHOTO BBIPABHUBAHUS
HYKJICOTUIHBIX MMOCJIEI0BATEIbHOCTEN,
BKJTIOYAIOIINX OJMHAKOBBIC IO (YHKIIUSIM MOTHBBI.
KoHCceHcycHas mociie10BaTelIbHOCTh MTOKA3bIBAET,
KaKHe HYKJICOTHIbl HauboJiee MPeICTaBICHbI B
KaXJI0W MO3UIINU BBIPABHUBAHUA.

Hanpumep, peanbHast IOCI€A0BATEIBHOCTD «-10» MPOMOTOPOB MPOKAPUOT OTIANYAETCS OT
rekcanykieotuaa « TATAAT», KOTOPBIH SBASETCAS KOHCEHCYCHOM MOCIEN0BATEIbHOCTHIO
3TOTO y4acTKa.

Genetics A Conceptual Approach Benjamin Pierce (Baylor U.), Ch.13, P.363



CYBBEJJMHUYHBIN COCTAB KOMILIEKCA
CUI'MA ®PAKTOP — PHK ITOJIMMEPA3A (E.coli)

Mon. Konu-

cy6reamHuua Macca (k) | 4yecTBO

Jlokanusauusn PyHKUUA

anbda 40.000 2 PHK nonumepa3sa C6opka cpepmeHTa

MonumepasHoe
AeucTBMue: KatanmsmpyeTt
cunte3 PHK.
OcyuwecTtBnser
WHULMaUMIO N ynipaBnseT
3noHraumen

Geta 155.000 1 PHK nonumepa3sa

Hecneuudunyeckun

GeTta 160.000 1 PHK nonumepasa cBssbiBaetcA ¢ AHK

BocctaHaBnuBaeTt

PHK nonumepasa AeHaTtypupoBaHHyr0 PHK-

omMera 10.1 nonumMmepasy B

AeecnocobHyro chopmy in
Vitro.

CBa3biBaHue C

curma 32-92.000 1 curma caktop POMOTOPOM




E.coli uMeeT Heckonbko curma paktopoB , cneununyHbIX AN
Pa3NUYHbIX CUTYaLMUK, KOTOpPbie Pacno3HaT NPOMOTOPbI Pa3HbIX
rpynn reHoB

Mon. «-35»
«-10»
Mpumep | DPyHKUUA Macca |nocnepoBa <
cneucep nocnepoBa-
c¢akTopa reHoB curma -
TeNnbHOCTb
¢pakTOopa | TeNIbHOCTb
o/0 obwan 70.000 TTGACA 16-18 n.o. TATAAT
G32 Te":::m" 32.000 |CCCTTGAA| 13-15n.0. | CCCGATNT
o54 | OTOYTCTBUE | 5/ 000 | CTGGNA 6 n.o. TTGCA
asoTa
o028 xemotakcuc | 28.000 CTAAA 15 n.o. GCCGATAA
-35 -10 >
: |
TTGACA TATAAT CAT

638 (RpoS) - o0muii crpece u cTarimoHapHas ¢asa

628 (RpOF) - KIyTHKOBBIN arapar U XeMOTaKCHUC

6?4 (RpOE) - BHELMTOIIIA3MaTHYECKUE TEHBI M DKCTPEMAJIbHBIN TEILIOBOM

IIOK

o!® (Fecl) - Tpancnopr nurpara xenesa (red fec) u BHEHUTOIUIA3MATHYECKHUE T€HEI



OCOBEHHOCTU TPAHCKPUINUUN Y SYKAPUOT:

-A) Y syKapuoT TpaHCKpHUMIYS ocyliecTBisercs npu yyactuu PHK-nmonruMepas Tpex TUMOB,
KoTopble 0003HauaroTcs kak pol I, pol 11, u pol III. MoxxHO BBIAEIUTH TPU TPYIIbI T€HOB:

- pol | rpanckpubupyemsie: reasl pPHK (18S, 5.8S u 28S)

- pol Il TparCcKpHOHpyeMEBIe: Bee OelToK-Koaupyromme relsl + reasl MHoruX MIPHK (U1, U2,
U4, U5, Ull, Ul2 u aop.)

- pol 11l Tparckpubupyemsie : reasl TPHK + rensr anskomonekymsipasix PHK (5S pPHK, 7SL
PHK, U6 PHK, 7SK PHK wu np.)

b) Kaxxnas PHK-nmonumepasza uMeeT Ca0KHOE, MHOTOCYObEAMHUYHOE CTPOCHHE, HallpUMeED,
pol II Bkirouaet Oosnee 10 cyObenuHuII;

B) [nsa tounoit nocaaku PHK-nonumepas Ha y4acTok, MpHIeKaIuid K CTapTy TPAHCKPUIIIUH,
HYKHBI BCTIOMOTaTeJIbHbIE OCIKU — 0a3ajibHbIC (MM 00IME) TPAHCKPUIIIIUOHHBIE (DaKTOPHI;

I') s nocTuxeHuss He0OXOMMOTO YPOBHS TPAHCKPHUIIIIMHU KaXA0TO TeHa, TOMHUMO
0a3zaIbHBIX (OOIIMX) TPAHCKPUIIIIMOHHBIX (PaKTOPOB, TPEOYIOTCS IPyTrue OCIKU
(TpaHCKpHUIILIMOHHBIE (DAKTOPHI, KOAKTUBATOPHI, KOPETIPECCOPHI, METUATOPHI U JP.);

J1) IIpoMOTOpBI TEHOB, TPAHCKPUOUPYEMBIX KaXKIbIM THIIOM MOJIUMEPA3, UMEIOT XapaKTEPHOE
CTPOECHUE

E) Tpanckpunuus TeHOB 3yKapUOT 3aBUCUT OT COCTOSIHMS XPOMAaTHHA U TIJIOTHOCTH
HYKJIEOCOMHOU YIIAKOBKMU.




CNEUMPUNYHHOCTDb PHK-NMOJIMMEPA3 9YKAPUOT:
reHbl, TpaHckpubupyembie PHK-nonnmepasamum

PHK-nmosmmepasa I PHK-nmonumepasa Il | PHK-monumepasa 111

- [IpeIEecTBEHHHK - Bce MPHK (y uenoBeka ~ - Bce TpaHcnoptHsie PHK,
. 20500 reHoB, KOAUPYIOIINX -Hu3KoMoJeKyisipasie PHK,
BBICOKOMOJIEKYISPHOM 5
. CJIKU BBITIOJIHSIFOLITUX Ba)KHbIE
pudocomuoit PHK (mpe-pPHK, y ): =
- MHOTHE MaJlble SiZICPHBIC BHYTPHUKJIETOUHbIE (DYHKITHU:

yenoBeka 45S rRNA ), koTopsiii
PHK (Hanpumep, Takue Kak 5S pPHK,
3aTeM PaCUICIUISETCS C

o6pasoBanrem 18S, 5.8S 1 28S U1, U2, U4, U5, Ull, U12) 7SL PHK (BHyTpUKIIETOUHBIN TPAHCIIOPT

pubocomusix PHK (pPHK) - 6ompumHcTBO MUPHK OenkoB),
-U6 PHK (cmmaiicuar MPHK),

OpraHHz0BaHBI B OPME IOBTOPOB. -PHK-kommionenT pubonykieazst MRP

VY yenoBeka JT0KaJIM30BaHbI Ha 13, MJICKOTIMTAIOIIUX (MOCT-

14, 15, 21 u 22 XxpoMOCOMaXx. TPaHCKPUILIHOHHBIN TTporieccudr TPHK,
KonnuecTBo konuii pa3anyHo B cospesanne PHK-npaiimepa npu
3aBHCHMOCTH OT XPOMOCOMBI U perukanun MuToxoHapuansHoi JIHK),
CrIeIUpHUIHO IS KaXKI0TO - 7SK PHK (perynsiuus akrusaoctu PHK-
uHauBuaa. B cpegnem o 30-40 nosnuMepassl || Ha cTaguu >moHTaK Y
MOBTOPOB Ha KaXJIOH XpPOMOCOME. MMO3BOHOYHBIX ),

He aHHOTMPOBAaHbI HA TEKYIIIEH - BC1 m BC200 PHK (perynsums
BEpCUHM I€HOMA YCJIOBCKA. tpancisinuu PHK B neHpuTHBIX KileTkax
I'PHI3yHOB U IPUMATOB)

[ pynribl reHOB

bomap1mmasg yacTe
reHOoMa

Ennnunbie reHrnl



CxemaTn4yeckoe CTpOeHHe KJIacTepa reHos, Tpanckpuoupyembix PHK-
noaumMepasoii | m koqupyromux pre-rRNA (45S rRNA)

Nontranscribed spacer Transcription unit
A
4 N

N BN D VD B D U B D S B e

(a) Tandem array of DNA - Mo,
transcription units / Transcribed =
P spacer TR
o Y yenoBeka TaHACMHBIC
(b) One DNA 18s [N sesll|  28s IIOBTOPBI T€HOB,

w0 T (OVPyiounx 455 IRNA

JoKanu3oBaHel Ha 13, 14, 15,
Transcription by 21 1 22 XpoMocoMmax.
RNA polymerase | KomnuecTBO KOIHit pasiIndHO
B 3aBUCHMOCTH OT
(o) Pre<RNA (455) [ [NBSIN  BES WNEESHNI | houocoMt i cnemnduio
IS KaKI0T0 HHanBHIa. B
RNA processing cpeneM 1o 30-40 moBTopoB

(cleavage) Transcribed spacers Ha KaxJ0ou xpomocome. He
degraded AHHOTUPOBAHBI HA TEKYIIECH

BCpCHUH IrCHOMA YCJIIOBCKA.
(d) Mature rRNA _
N e N

18S 5.8S 28S
rRNA rRNA rRNA

© 2012 Pearson Education, Inc.



Arabidopsis thaliana

- CTPOEHHE KJIacTepa reHoB, komupywmux pre-rRNA
. .. (455TRNA)

rRNA gene units
\Rm

SP1 SP2 F ITS1  ITS2 m:Je_als |
sall-1| Sall-2| sai-3 gp [ SETS JET IGS2 .
T / =
-_/M_N_ — e 887 |GS = Intergenic spacer
28/29  30/31 10 20/11 21 22/23 12/13 24/25  26/27 14115 9 1617 2 1819 SP1, SP2 -spacer promoters

ETS =External non transcribed sequence,
ITS1, ITS2 = Internal transcribed sequence,
47S rRNA (M.HeKOHI/ITaIOllII/Ie) TIS = Transcription Initiation Site
rGene = rRNA gene,
Mammalian rDNA repeat UAS = Upstream activator sequences,
I es rRNA genes | T ter = transcriptional terminator region.
" Sal Box-Sall restriction site.

*UCE Core ”~
7

N\ Vd
E— == [ — H==2— DNA
T

SPT, P 185 58S 28S

45S pre-rRNA f

473 pre-rRNA

C@ ‘;i;; Q@ rRNAs

1858  5.8S 28S

.Pontvianne F et al., Nucleolin is required for DNA methylation state and the expression of rRNA gene variants in Arabidopsis thaliana. PLoS
Genet. 2010 Nov 24;6(11):e1001225.

Russell J1, Zomerdijk JC. RNA-polymerase-I-directed rDNA transcription, life and works. Trends Biochem Sci. 2005
Feb;30(2):87-96.



CYBEbEONHNYHBLI COCTAB PHK-MONMNMMEPA3 3YKAPUNOT

VY npoxcoxeit: PHK-nonumepasa I BkiatouaeT 13 cyObeauHMIL,
PHK-nmomumepasza II - 12 cyobeaunumiy
PHK-nonumepasa III - 15 cyobeaunui [ Archambault J. & Friesen J.D. 1993].

Cnoco06 00603HaueHUs CyObEeIUHUII, BXOASAIINX B COCTAB Pa3IMUYHBIX MOJIMMEpa3s:

Pol I - “Rpa” (RNA polymerase A),
Pol Il -“Rpb” (RNA polymerase B),
Pol 11l - “Rpc” (RNA polymerase C)

+

HoMep, pUCBOCHHBIN KaX101 CyObEIUHUIIE
koHKpeTHOU PHK-miommMepassl B mopsiake
yOBIBaHMS €€ MOJIEKYJISIPHOM MacChl

Hanpumep, cyobenunuiisl PHK-nnonumepasst I umerot ooo3nauennss RPB1-RPB12.

Cyobeaunuubsl PHK-nonumepasel 11 gpoxokeit

(S. cerevisiae):

Macca cyoweaunuiiel (KDa)| Ten
220 RPB1/RPO21
150 RPB2
45 RPB3
32 RPB4
27 RPB5
23 RPB6/RP026
16 RPB7
14.5 RPBS
13 RPB11
12 RPB9
10 RPC10
10 RPB10

Haubosiee kpynmHbIMU CyObEeIMHULIAMU BCEX
TPEX MOJUMEpPa3 3yKapuoT sBistorcs Rpal,
Rpcl. Y npoxokel HX MOJIEKYJISIpHAS
Macca COCTaBIISIET 190,‘m 160 x]1a
COOTBETCTBEHHO.
Bropelie mo MoneKyJIsipHO Macce
cyObeauHuIlbl dykapuotnueckux PHK-
noauMepas UMEroT 00o3HaueHue Rpa2,
Rpc2. x macca y apoxkeit - 135,
128 x/la.




CTpykKTypa nonHoro 12-cydbeanHU4HOro Kommnriekca

PHK-nonumepassbl || gpoxken (S. cerevisae).
«Bung ceepxy» no gaHHbIM Bxoga 1NT9 u3 baHka 6enkoBbix cTpykTyp (PDB).

YemoeTb ~_ . @, Hon Mg?* B akTUBHOM LIEHTpE

(Jaw) ¢ 1 LA

1Q-cyo
Koposas fatTs (Core
Kanan ~27 A —7%
(Bxox mst JJHK)
Q)

YenrocTh \,

(Jaw) )

CemnoBuna,

(BBIXOM TS (7%
PHK),

Mogenb MOCTpOCHa Ha OCHOBE JaHHBIX peHTreHOCTpYKTypHOTo anaiau3a [Bushnell DA, and Kornberg RD. 2003;
Armache K.J. et al., 2003]. DToT KOMIIJICKC, HATOMHUHAOIINI, KAK OTMEYAlOT aBTOPBI, KJICIIHIO Kpada HiIn
MIOJIYOTKPBITBIA POT JIATYIIKH, COCTOUT M3 KOPOBOM YacTH, BKItodaromen 10-cyObequHuIl U JOTIOJHUTEIFHON
4yacTH, BKIrovaromien cyoreauuauisl Rpb4 u Rpb7

[TokazaHo, 4TO KOpoBas YacTh hepMEHTa 00IaTaCT ITOHTAIIMOHHON aKTUBHOCTBIO, OJTHAKO TeTepOaUMED
Rpb4/Rpb7 Heobxoaum 11si THUIIMAIIANA TPAHCKPUTIIIAN U TIOJTHOIICHHOM PETYIISAIIUMA HA CIEAYIOMNUX CTaAUIX.



Cxema B3aMMHOIo pacnonoXXeHnsa OTAENbHbIX
doyHKUMOHaNbHbIX AOMEHOB 12-cyObeMHUYHOro KoMnekca
PHK-nonumepassb! || gpoxken (S. cerevisae).

Front

Francisco J. Asturias and John L. Craighead
RNA polymerase Il at initiation. PNAS, 2003, 100, 12, 6893-6895



Cxemartuyeckoe n peancTtaBrieHmne KoOMrsieKkca

PHK-nonumepaasa |l / AHK / PHK Ha ctaguu anoHrauum
«BUO CBEPXY».

...................................... I'nOpuaHbIit
................ . yuactok PHK-JTHK
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I'ony6piM 0603Hauena matuunas nens JJHK, 3enensim - Hemarpuunas (koaupytomas) uens JJHK, kpacHbIM — BHOBB
cunTesupoBannas rerns PHK. Mg?* - won maruus, pacnonoxenusiii B aktuHoM 1ieatpe PHK-monmumepaser I1. B

PSIMOYTOJIbHUKAX, 0OBEICHHBIX ITYHKTUPOM, JaHbI Ha3BaHUA (GYHKIIHOHATLHBIX JoMeHOB PHK-momumepassr I1.
[Tpencrasneno no [Gnatt A.L. et al., 2001] ¢ 1onoTHEHHSIMH.



Pomxep Kopaoepr — HoOeneBckuit naypear B 00J1aCTH XUMHH,
yJIOCTOCHHBIN HAarpaasl 3a IUKJI padOT, B KOTOPBIX UCCJICIOBAaHA
TpeXMepHas CTpykTypa apoxskeBor PHK-nmommumepassr |l u ee
KoMIUIEKCOB ¢ JIHK Ha 0CHOBE JJAHHBIX PEHTTCHOCTPYKTYPHOI'O aHAJIN3a

Pomxep dBua Kopuoepr ponuics B 1947 rogy B CILIA. Ero orel, Toxke HOOeNeBCKUi aypear
Aptyp KopuOepr, npu3HaHHbBIN aBTOPUTET B 00JACTH OMOXUMHUHU (PEPMEHTOB, MOJIYUUI IPEMHUIO IO
¢buznonorun u meaunuHe B 1959 rony. 12-netnuit Pomkep npucyTcTBOBal Ha IEPEMOHUU BPYUYEHUS
Harpazsl otiy. B 1967 rony Kopubepr okonuunn ['apBapackuil yHUBEPCUTET, uepe3 MATh JIET MOTyduI
yU4eHylo cTeneHsb gokTtopa B CTaH(opackoM yHuBepcurere. B kadecTBe cOTpyIHUKa HAyYHO-
uccienoBarenbckoi Jaboparopun nopadoran B KemOpumpkckom yHuBepcutere B Benukoopuranuu.
JIBa rona nposen B ['apBapze Ha JOHKHOCTH JIOLIEHTA, a 3aTeM BepHyscs B CTaHA(OpP yKe B KauecTBe
npodeccopa. B 1997 rony Kopubepr cran naypearom [Ipemun Xapsu. A B 2006 rogy moaydut

Pomxep Kopubepr, HoOGeneBckyro nmpemMuio B 001acTU XMMHUH 32 UCCIIEIOBAHUS MEXaHW3Ma KOTTMPOBAHUS KIIETKaMU
Hob6eneBckuii reHeTnyeckoil uHpopmanuu (mosryuyeHue TouHbIX n300paxkenuit moiekyn PHK-noaumepassi B
naypear (2006 r.) pa3IUYHbIE MOMEHTHI MPOIECCa TPAHCKPUIILIUN)

Ap1yp KopHOepr - amepukaHCKUN OHOXHUMUK,
yaocToeHHbIN B 1959 HoGeneBckoit mpemuu 1o
dbusuonornu u meaunuHe (copmectHo ¢ C.Ouoa) 3a
OTKpBITHE ME€XaHH3Ma OMOCHUHTE3a HYKIEMHOBBIX KUCIIOT.
Hccnemys MexaHu3M CUHTE3a HYKJICOTHIOB —
monomepubIx equaull JIHK 1 PHK — A. Kopabepr
MOJIOIIEN K TIPOoOJIeMe UX COSAMHEHUSI IPYT C IPYTOM
(monumepuzanun). Beiaenun u ounctun GepMeHT,

¥ b . Aptyp KopubGepr , Aptyp KopubOepr (cnesa) u
Ha3zbIBaemblil Teneps JAHK-moaumepa3soii, KoTopblii HoGenesckiii Pojukep KoprGepr (cripasa).
KaTajausupyeT KonupoBaHue (perutukanuio) JHK mpu naypear (1959 1) 2006 .

JIeJIeHUU KIeTKU. Vcnonb3ys B KauecTBe MaTpHUILIbI
npuponnyto JIHK, A.KopuOGepr BrnepBbie OCyIIeCTBIII
cuHTe3 pyHkmoHanbHO akTuBHOW JIHK in vitro.



OCHOBHBbIE KJTACCbI BEJIKOB, PEI'YITMPYHOWKNX
TPAHCKPUNMUNKO SYKAPUOT:

1) PHK-nonnmepassl;

2) basanbHble TpaHCKPUNUMOHHbIE dPaKTopbI
= general transcription factors (GTFs);

3) TpaHCKPUNUNOHHbIE dOaKTOPHI,
4) benku-meanartopebl;

5) KoperynatopHble 0enku (KoakTuBaTopbl U
Kopenpeccopbl);



OlMNPEOEJIEHUNA:
~

(§a3aanble TpaHcKkpunumoHHeble dpaktopbl (GTFs = BT®) - ocobbin knacc
BCromMoraTtenbHbIX 6ernkoB, Heobxoanmbix ans TodHon nocagku PHK-
nonumMepas Ha ydactkm JHK, npunexaiuime K ctaptam TpaHCKPUNLIUMK.
BT® asnsoTca 00LWMMKW ANs1 BCEX TEHOB M BOBNEYEHbI B 0bpa3oBaHune

\_ npegnHuymaTtopHoro komnnekca (IMNAK) ; )

TpaHckpunumoHHble dhakTopbl (TP) Benku, cneumndnyeckm
ceasbiBatowmecs ¢ JHK n perynupytowime TpaHckpunumnto. OHm
B3aMMOLENCTBYIOT C KOPOTKMMU ydacTkamum [HK (cantamum
CBA3bIBaHUA), KOTOPbIE PACMOSIOKEHbI B Pa3fiNdHbIX PalOHaX reHOB.
T® cneundunyHO perynupytot onpegesieHHble rpynnbl reHoB ;

MpeanHnunatopHsin Komnnekc (MNMAK) nnmn 6asanbHbIN
TPaHCKPUNLMOHHBLIW KoMMneke - komnnekc PHK-nonnmepasbl ¢
6asarnbHbIMN TPAHCKPUMLUMOHHbLIMUK (hakTopamu, obecrnevmBaroLLnm
NHULMALNIO TPAHCKPUNLUNWN.

Benkn-meanatopsbl 1 KOPErynaTopHble 6enku (KoakTuBaTopbl U
Kopernpeccopbl) He nmetoT JHK-cBa3bIBalOWmMX JOMEHOB 1 Yy4aCTBYIOT
B perynsaymmn TpaHckpunuum 6e3 HernocpeacTBEHHOro cneungunyeckoro
B3anmogemncteua ¢ AHK



BA3AJIbHbIE TPAHCKPUTTUNOHHBIE PAKTOPbI (BTO)

-KJIaCcC BCIIOMOTaTeJIbHBIX O€IKOB, HEOOXOIMMBIX JIJIsI TOUHOM nocaaku PHK-
nonumepas Ha yuyactku JIHK, npunexamue k crapram tpanckpunuuu. bTO
SBJISIFOTCSI OOIIMMM J1J151 BCEX I'€HOB U BOBJICUEHBI B 00pa30BaHUeE
PEIMHUIIMATOPHOTO KOMILJIEKCa

Ha3zBaHus 0a3aabHBIX TPAHCKPHUIIIIMOHHBIX (pakTOpoB BKItoUaroT Tl PHK-
IOJINMEPA3, C KOTOPHIMU OHU B3aUMOJIEUCTBYIOT.

Hanpumep, 0a3aibHbIe TPAHCKPUIILIMOHHBIEC (DAKTOPHI, 00E€CIICUUBAIOIINE
WHUIIAALAIO0 TPAHCKPUIIIMK TeHOB ¢ yyactuem PHK-nommmepassi 11,

0003HAYAIOTCY KaK:

TFIA,
TFIIB,
TFIID,
TFIIE,
TFIIF,

TFIH.



POJ1b BA3AJIbHbIX TPAHCKPUTTUNOHHbBIX PAKTOPOB:

dopmuposaHmne npeagunHuymatopHoro komnriekca (MNAK),
obecnevymBaloLLEero:

A) TouHyto nocagky PHK-nonumepasbl Ha ydacTkn [HK,
npunexatlime K ctaptam TpaHCKpunumm

b) nHnymnauymio TpaHckpunuun PHK-nonnmepason

[lpeanonaraerca asa mexaHmama gpopmuposaHua MNUK:
1) lNowaroBas cbopka;

2) Cbopka c npuBne4YeHNeM X0r0o3H3NMa, BKITHOYAKOLLEND
PHK-nonnumepaay Il



Cxema nowaroBon cOOpKU NnpeanHULMATOPHOro KOMINeKca B
panoHe CTapTa TPaHCKPUNUMUN reHa, TpaHCKpUbnpyemoro
PHK-nonumepa3son Il

Ell t —

TEIIE TFHH
J MPEANHULIMATOPHBIN

KOMIIEKC
\f '

Nikolov D.B., Burley S.K. RNA polymerase Il transcription initiation: a structural view. Proc Natl Acad Sci U S A.
1997 94(1):15-22



Cxema c6opku npeanHuuunauuoHHoro komnnekca (MUK) n nnaeneHuna yvyacrtka
AHK B panoHe uHuyuauum TpaHckpunuum (no aaHHbiM Nature 2013)

—>

5 20-30 n.o. R
1 | =1 -TBP-IIA-1IB - - IIF - lIE -
BREu TATA BREd INR

He Y, Fang J, Taatjes DJ, Nogales E. Structural visualization of key steps in human transcription initiation. Nature. 2013, 495(7442):481-6.



UHnumauma TpaHCKpUnumm npuv y4acTmm XOono3H3uUMa,
Bkntrovarowero PHK-nonumepasy |l

@
%

KOPOBbIXA NPOMOTOP

TFIIF
XOJTIO9H3UM (12
TFIE_ TFIIB TFIIH
/
PHK nonumepasa Il
TF FIIF
TFIIE TFIB TFIIH

3HXaHcep

v
NMpoMOTOpPHLIN PpanoH



CyO0beqUHUYHBIA COCTAB U OCHOBHBIC (PYHKIMHN 0a3aJIbHbBIX
TpaHCKPUNUMOHHBIX (pakTOpoB 1 PHK nosmmmepassr 11

dakTop CyObeTMHUYHBIN OyHKIMA
COCTaB

PHK-nonmumepasza Il | 12 cyObenunun Nunnmanus tpanckpunuuu 1 3nonranus nenu PHK

(Pol 11)

TFIHA Jlumep u3 onrolt o | KonTaktupyer ¢ TBP; crabmmmsupyer B3aumopeiicteue TBP-TATA
U OJHOM P
CyOBEMHUIIBI

TFIIB OTnenbHbII CasspiBaercs ¢ kommuiekcom TBP/TATA; BeiOOp caiiTa MHUIIMAIINH;
MOJUTIETITH]T B3aUMOJICHCTBUE C AaKTUBAIIMOHHBIMU JJOMEHAMH TPAHCKPHUIITHOHHBIX

¢dakropoB u ¢ TAF-amu

TFIID TBP (=TATA CaszbiBaetcst ¢ TATA-Gokcom; cirykut neatpom coopku [1I1MK; TBP
binding protein) u | koHTakTHPYET ¢ akTHBaIMOHHBIMU AoMeHamu Td, ¢ TAFS, TFIIA,
00JbIIOE TFIB, u TFIIF;. TAFs koutaktupytot ¢ TFIIA, TFIIB u TFIIF u
koymmaecTtBo TAFS | cBsa3piBatoTesa ¢ INR u DPE snementamu na JIHK.
(= Transcription
Activation Factors)
VY npoxokeit 14
CyOBeIMHUIL

TFIE 2 cyOBbeAMHUILIBI CrniocoOcTBYyeT 00pa30BaHuUIO U CTAOUIN3AUU OTKPHITOIO KOMIUIEKCA,

ycuiuBaeT KuHasHyro 1 AT®a3Hyro aktuBHOCTH (haktopa TFITH.

TFIIF 2 cyOBbeAMHMUIIBL: Boginiekaet Pol Il B coctas I[IHK. B cocrare [THK nokanu3syercs Ha
Rap74 (Tfgl), u y4acTKe MPOMOTOpa B MO3ULMX OT -24 10 -1.
Rap30(Tfg2)

TFIIH Mmuorocyosenuan | Brmouaet cyobenuuaunnbl ¢ JJHK-3apucumoit ATdaznoit, ATD-

YHBIA KOMILIEKC

3aBUCHMOW KMHA3HOM U IeJIMKA3HOM AKTUBHOCTBSIMH, a TAKKE CEPUH-
TPEOHHUH-KHHA3HON aKTUBHOCTBIO, 00€CTICUrBAIOIIICH
dochopumuposanne CTD PHK-monmumepassr |11. Heobxomum mst
00pa30BaHMs OTKPHITOrO KOMILIEKCA.




IIpu B3aumopeiicteum ¢ TBP (TATA cBs3biBarommii 6eok ) JTHK
usrudaercs

Genetics A Conceptual Approach Benjamin Pierce (Baylor U.),
Ch.13, P.369



MOJEJIb KOMITJIEKCA POL Il JPOXKEU C BA3AJIbHBIM
TPAHCKPUIIIITMOHHBIM ®AKTOPOM TFIIF

Jaw lobe

Entering
DNA

Jlomen Rpb4/7 maxomurcs B TecHOM KoHTakTe ¢ TFIIF

Hahn S. Structure and mechanism of the RNA Polymerase Il transcription machinery.
Nat. Struct. Mol. Biol. 2004 May; 11(5): 394-403.



TUITMYHBIE SJIEMEHTHBI KOPOBOI'O I[TPOMOTOPA Pol 11
TPAHCKPUBHUPYEMbDIX I'EHOB.

Koposbiii (0azanbHblii) npoMoTtop - yuactok JJHK MuHMManbHOM JUIMHBL B OKPECTHOCTAX CTapTa TPAHCKPUIILIUY T'eHa,
HEO0OXOMUMBIN 1J1s1 (HOPMUPOBAHUS MPETUHUIIUATOPHOTO KOMIUIeKca. [[oHATHE KOPOBOTO MTPOMOTOPA HE COACPKUT CTPOTUX
JAHHBIX O €T0 pa3Mepax U TOYHOH JIOKAJTU3AIMK OTHOCUTEIBHO CTapTa TpaHCKpUNuu. KopoBbIM MPOMOTOPOM UMEHYIOT
100 OYeHb KOPOTKUM yuacTokK (-35 u + 35 OTHOCUTENBHO CTapTa TPAHCKPUIILIMK ) JTO0 OoJiee MPOTSKEHHBIN palioH,
Harpumep, ot -60 10+40
TFIIB recognition
element (BRE)

—G/C G/C G/C CGCC TATAA —— Py PyAN T/APYy Py —Pu G A/T CGTG—
| | | | |

Downstream

core promoter
TATA box Inr anemeHT element (DPE)

-38 -32 -26 1 +30 M 8
[ID %
=
an
B — -
=
A S
¥
lIE, IIH, Polll O
apo3oduia
Tvnbl KOPOBLIX MPOMOTOPOB:
TATA+ Inr+; «Py» — mupumuuH «Cy» mubdo «T»
TATA+ Inr-; «Pu» mypun «A» 6o «G»
TATA- Inr+;

TATA 60xkc BoisiBisieTcs B 33-35% KOpOBBIX MPOMOTOPOB
TATA- Inr-; yenoBeka v B 33-43% KOPOBBIX TPOMOTOPOB APO30(HITBI

Transcription Regulation in Eukaryotes. Caley M., Smale S.T. Cold Spring Harbor Laboratory Press, Cold Spring
Harbor, New York, 2000, 640 p. (p.8)



IIpoMOTOpPBI T€HOB, TPAHCKPUOUPYEMBIX KAXKIABIM THIIOM
MoJiMMepas, UMEIT XapaKTePHOe CTPOEeHH e

Upstream cortrol element

Core piomoter

r &) g N
Startpoint
-180 -107 —45 +1 +20
DNA Transcription
(a) Promoter for RNA polymerase |
BRE TATA box Inr DPE
r = NG 2 )
Startpoint

Coding-strand sequences: (e/c)(o/cuom)cocc

S —25' \\\ +1 /
ks i_‘- i _
DNA Transcription -
(b) Core promoter elements for RNA polymerase Il
Promoter foI tRNA gene
4 N
Startpoint
_:1 Box A Box B
| e —
| | |
DNA Transcription .
Promoter for §S-rHNA gene
s =,
Startpoint
11 Box A Box C
| ==
| | ——| T
DNA Transcription .

(c) Two types of promoters for RNA polymerase Il

© 2012 Pearson Education, Inc.

G-C-6orarwii A-T-6oratsiit Craproeas Touka

yuacTok Yy§acToK Inri
fippo npomotopa
-40 -30 20 -10

B # 3NEMEHT Nnp p:
-170 -160 -150 -140 -130 -120 -110

UBF cBa3uiBaercs ¢ P P

B ce6s KOp-C

dep PHK passi I # (hakrop
(core binding factor) (SL1), Poiii C SAPO NP P

4.5 TpacCHKpUNuuoHHas eauHuua ans PHK-nonumepass I Bknoyaet B cebs sAPO NpoMOTO-

Pa, yRANEHHOE OT BbIWENEKALEro NPOMOTOPHOTO 3NeMeHTa NpUMepHo Ha 70 nH. CeasbiBanue UBF

¢ UPE yBenuuuBaer cnoco6HOCTL KOP-CBA

0 hakTopa A C AAPOM NPOMOTOPA.

Kop-ceasbiBatowui daktop (SL1) nosuymonupyet PHK-nonumepasy I Ha craprosoit Touke



MOZAEJIb PEryndaumm TPAHCKPUINUUUN SYKAPUOTUHECKOI'O 'EHA
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[IpoMOTOpHBIN pariOH, DHXAHCEPHI, CAUICHCEPHI -
PET'YJIATOPHBIE EJAWMHUIIBI

PerynatopHbie €IMHUILIBI — BKIIFOYAIOT CANTHI
CBSI3bIBAHUS TPAHCKPUNIIMOHHBIX (DaKTOPOB.

TpaHCKpUNIIMOHHBIE (PAKTOPBI — OCTIKH, CIICIU(PUIECCKH
cesasbiBaroiuecs ¢ JIHK u perynupyromme
TPAHCKPHUIIIHIO.

K0aKTHBATOPBI M KOPEMPECCOPBI, METUATOPBL — OEJIKH,
He B3aumozeuctpyromme ¢ JIHK. Ouu Takxe
PETYIUPYIOT TPAHCKPUIILIUIO, OIIOCPENYS BIUSIHUE
TPAHCKPUMNIIMOHHBIX (DAKTOPOB.




Konen 1-ou jgexiuun



