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Hna munumuszayuy 6nuAHUA HeuHell cpedbl pACmeHUs UCHOb3YI0M HeCKoIbKo cmpameuii. OOna u3 Hux —
nacnedyemvie MOOUPUKAYULU 2eHHOU DKCHpeccull, ocyujecmeniembvle be3 usMeHens nocied08amenbHocmuy
nyxneomuoos AHK (snucenemuxa). Cucnanvnviii nymo Rb-E2F/DP (pemunobnacmoma (Rb)—mpancxpun-
yuonnvle pakmopuvl E2F/DP) cesazvieaem xnemounviil yura u pakmopul moougurayuu JJHK u xpomamuna,
a makoce KOOpOUHUpyem KAemounylo npoaugepayuio u ouggepenyuayuio 6 3a8UcumMocmuy Om 6HeuHUxX
so30elicmeull. B 0630pe cucmemamuszupogansl 0annvie 00 akmusHocmu cueHaibHoeo nymu Rb-E2F/DP u
e20 c6Aa3u ¢ anuzenemuyeckumu usmenenuavu JJHK y pacmenuil.

Knwowuesvie crosa: JJHK, mpanckpunyuonnsiii pakmop E2F, xpomamun-pemooynupyrowue KOMNIeKCyl,

onuceHemuKd.

Jlenenue n nuddepeHnumanust KIeToK, HyHKIIUOHUPO-
BaHUE MEPUCTEM H BCeoOllee pa3BUTHE PACTCHHI 3a-
BHCAT OT KOOPANHUPOBAHHOI aKTUBHOCTH T€HOB KJIE-
TOYHOIO0 LHKJA. [3-3a NOCTOSHHOTO BO3AECHCTBUSA
BHEIIHEH cpelbl peryssiuus KIeTOYHOW mpoiudepa-
uun ¥ auddepeHnnanun y pacTeHUi, a Takke CBS3b
MEXy KOHTPOJIEM KJIIETOYHBIX JIEJICHHH U pa3BUTHEM
pPacTUTENBLHOTO OpraHM3Ma MPHOOPETAIOT —IUIaCTHY-
HOCTB, YTO JaeT BO3MOXKHOCTB MPHCIIOCA0IUBATHCS U
BEDKHMBATh B Pa3HOOOpPA3HBIX YCIOBUAX. Perymsmms
KJIETOYHOTO ITMKJIa COCTOUT U3 MHOXKECTBEHHBIX ITyHK-
ToB KoHTpons /IHK u ee smurenernyecknx usmeHe-
uuit. [pu 1ro60m Hapymennu ctpyktypsl JJHK nmpounc-
XOAMT 3alepXKa KJIETOYHOrO IUKIA, HeoO0Xoaumas
Ul ee penapanud, U GOpMUPYIOTCS MEXaHU3MBI 3a-
uuThl JJHK oT Bo3MoxHBIX TOBpexaeHuii [1].

Ha craguu perumkanun JJHK nHaunbonee ysa3suma,
[I03TOMY OJIMH U3 OCHOBHBIX 3TaIlOB KOHTPOJIS POUC-
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xogut mpu mnepexone u3 G- B S-¢pazy. Y wmie-
KONMUTAIOIMMX nepexol G,-S 3aBUCUT, B OCHOBHOM, OT
AKTHBHOCTH TPAHCKPHUTIIIHOHHBIX akTopoB E2F/DP u
penpeccopHoro 6enka peruHobmacromsl (Rb) [2]. C
cepenuubl G,-Qa3pl aKTHUBHBIM KOMIUIEKC, oOpasye-
MBI{ HUKIMHAMHU D (KOJMYECTBO U aKTUBHOCTH KOTO-
PBIX 3aBUCAT OT BHEIIHUX CUTHAJIOB [3]), W IUKINH
D-3aBucuMBIME TIpOTEHHKHHA3aMH, (Hochopmimpyer
RbD (puc. 1). Rb HaxoauTcs B CBA3aHHOM C TPAHCKPHII-
nuoHHbIMU (hakTopamu E2F/DP cocrosinum u penpec-
cupyeT ux akTuBHOCTh. PochopunmpoBanuslii Rb Te-
psiet cpoactBo ¢ E2F/DP, B pesyibraTe yero mociuen-
HUE OCBOOOXKIAIOTCS W aKTHBHPYIOT TPAHCKPHUIILIHIO
Tak Ha3biBaeMbIX E2F-peryianpyemMbix reHoB, MpoMo-
TOPBI KOTOPBIX WMEIOT CalThl cBs3bBaHus ¢ E2F.
E2F-perynmupyembie TeHbl 00€CHEYMBAIOT IMPOrpecc
kietoyHoro nukia u cunre3 JJHK, ee perukanuio u
BOCCTAaHOBJICHUE, HEOOPAaTUMO HAaIpaBisisl KIETKY B

S-¢azy.
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Baxnoctb curnanbsHoro myta Rb-E2F/DP noka3zbi-
BalOT HCCJIEIOBaHMs, OOHAPY)KMBAIOUINE IOYTH BO
BCEX OITyXOJIIX MIIEKOIUTAIONIMX MOTEPI0 KOHTPOIIS
perymsiun - Rb u E2F/DP [4—6]. YcTaHoBieHO, 4TO
Rb-E2F/DP-nyTh y pacTeHuii KOHCEpBaTHBEH, TOMO-
noru 6enkoB Rb, E2F u DP mo ctpykType u Onoxumu-
YECKUM CBOMCTBAM CXOJIHBI C TAKOBBIMHU Y KHBOTHBIX
[7-9], a ux sKkcmpeccus orpaHrUYeHa 00JIaCTHI0 MEPH-
cteM (Arabidopsis thaliana) v OCyIIECTBIAETCS B paH-
Hel S-dasze [5].

CKpHHUHT TEHOMOB PaCTEHHH MOKa3all, YTO JBY-
JOJIbHBIE BUJIBI COJEPKAT €AMHUYHBINA reH Rb, a 0fHO-
nonbHBIE — 1Ba reHa Rb [10]. Y Arabidopsis obnapy-
»KEH OJ1H TOMOJIOT )KUBOTHOTO Rb [11]. MHOXKECTBEH-
Hble TOMOJIOTH Rb BBISIBIGHBI Y KyKYpy3bl U Tabaka
[12].

B nmokosimuxcs k1eTkax uin Bo BpeMs paHHel G-
(a3bl Tpanckpuruonabie Gaktopsl E2F BoBICueHS!,
B OCHOBHOM, B PEIIPECCHUIO Psiia TEHOB, PETYIUPYEMBIX
B KJIETOYHOM IIMKIIE, a pH nepexoze u3 G- B S-hazy
(B pesynbTate OCBOOOXKICHHS TPAHCKPHUIILIMOHHO aK-
tuBHBIX E2F-dakropoB) npoucxoaur E2F-3aBucumast
AKTUBAIMS HECKOJIBKUX TEHOB, KOAUPYIOMIUX PETyIIs-
TOpHBIE OENKH M (PEPMEHTHI CHHTE3a HYKJICOTHIOB U
JHK. Cuutaetcs, 9T0 y pacTeHUU T€HBI, PETyIupye-
Mble TpaHCKPUMIMOHHBIMU (pakTopamu E2F, Brnusior
Ha MOCTAMOpPHOHAIEHOE Pa3BUTHE W KOHTPOIUPYIOT
nepexo KIETOK 00 K AeJeHnIo, 100 K tuddepeH-
nuaruu. Takas aBoriHas poib E2F o0bsicHsieT, moueMy
ATH TPAHCKPHUIIIIHOHHBIC (HaKTOPHI MOTYT OBITH JTHOO
MMO3UTUBHBIMU, JHOO HETATUBHBIMU PETYJIATOPaMU
KJIETOYHOW mpojudepanuyd B 3aBUCHMOCTH OT THIA
KJICTOK U CTaguu pa3sutus [13].

WnTepecHbIM SBISETCS TOT (PAKT, YTO CUTHATBHBIH
yTh Rb-E2F/DP B3aumojeiicTByeT ¢ MoupuIupyro-
IIMMU CTPYKTYPY XpoMatrHa (hakTopamH (JieameTuia-
36l U MeTHITpaHcdepasbl THCToHOB, SWI-SNF-koM-
IUIEKC), KOTOPBIE CIIOCOOHBI aKTHBHO PENPEecCUpOBaTh
Tpanckpunuuio E2F-perynupyembix reHoB, OIOKUPYsI
JIOCTYII IPYTUX TPAHCKPUIITHOHHBIX (DAaKTOPOB B 00-
JIacTh, ONMM3KYTO K caiitam cBs3biBanms ¢ E2F [13]. Tem
camMbIM oOecrieunBaeTcst CBsizb Rb-E2F/DP-curnans-
HOIO MYTH € 3NUreHeTu4eckumMu u3MmeHenusimu JJTHK
[14]. VY pacTenwuii (B OTIUYHE OT KUBOTHBIX ) H3MCHE-
HUsl aKTUBHOCTH KaKOT'0-JIHO0O U3 3JICMEHTOB CUTHAJIb-
Horo nmyTu Rb-E2F/DP He BenyT K JieTaabHBIM TOCIIE-
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CTBHSIM, UTO JeNIaeT UX YJO0OHOH MOAEIBIO IS U3yue-
HUS PETYISAIUN TaKOTO MyTH.

Uccnenys akruBHOCTh IyTH Rb-E2F/DP 1 ero B3a-
UMOCBsI3b ¢ pakropamu Mmogudukanuu JJHK u xpoma-
THHA, MOYXHO YCTAHOBHUTH MEXaHU3M KOOpPIUHAINH
KJIETOYHOU Tponudepanuu u qudepeHInanum B 3a-
BHCUMOCTH OT BHEIIHUX Bo3JeiicTBuil. Llenbio 0630pa
SIBJIIETCS] CUCTEMAaTH3aIUs TaHHBIX 00 aKTUBHOCTH I'e-
HOB Rb-E2F/DP u ux CBsI31 C SIIUTEHETHIECKOH pery-
JILHUEH y pacTeHUM.

CemelicTBO TPaHCKPHNIHOHHBIX (PAKTOPOB
E2F/DP. IleponauansHo E2F wupenTuduimpoaiu
KaK KIETOYHBIH (DaKTOp, aKTHBUPYIOMIHHA IPOMOTOP
ageHoBupyca E2 [15], oTkyaa 1 mpoU301LIO €ro Ha3Ba-
Hue. BriocneacTBun 00HapyKUIIOCh, UTO OH PETyJINpY-
€T MHOXKECTBO Pa3HOOOpa3HbIX I'€HOB, BKJIIOYasl T€HbI
KJICTOYHOT'O IIMKJIA U PEryJIATOPHbIC TeHbI (LIUKIMHBI,
Rb), rens! perummkanuu u penapauuu JHK (JHK-no-
aumepazol o, CDC6, ORCI) n TeHBI, KOIUPYIOIINE
CTPYKTypHBIE OeJKN XpoMaTHHa (THCTOHBI) [16].

I'enom Arabidopsis copep>xuT BoceMb I'eHOB Oel-
KOB, CTPYKTYpHO poacTBeHHBbIX E2F-cemeiicTBy:
AtE2Fa (romomor xxuBotHoro E2F3), AtE2Fb (E2F1),
AtE2Fc (E2F2), nBa DP Genka (distant-related pro-
teins, AtDPa, AtDPb) u Tpu DEL (DP- and E2F-like,
AtDEL1, AtDEL2, AtDEL3 unu AtE2F1-3) (6a3a gan-
HBIX ncbi, http://www.ncbi.org).

Benxu E2F u DP oOHapy»keHbI TakKe y MIIEHULIBI,
tabaka, mMopkoBu u puca [13, 14, 17]. AtDELI-
AtDEL3 nokanm3oBansl B siape, AtDPa n AtDPb BEIsB-
JIGHbl KaK B LUTOIUIa3Me, Tak U B supe, a AtE2Fa—
AtE2Fc MoryT HaXouThCsl B IIUTOIUIA3ME H/WIIH SJIPE
B 3aBUCHMOCTH OT THIIa KJIeTOK [18].

st TpaHckpumuoHHBIX ¢akropoB E2F xapak-
TEpPHO HAJIMYMe KOHCEPBAaTUBHOTO JOMEHA, CBSI3bIBAIO-
mero JHK, a taxxe noMeHa nuMepu3alvii U JOMEHA
aKTHBALlUU TPAHCKPUIILKHU, B KOTOPbHI BXOOUT CaMT
cBsi3bpIBaHUs ¢ OenkoM Rb (puc. 1).

VY pacteHui, KaK 1 y )KHBOTHBIX, Oenku E2F u DP
(YHKIMOHUPYIOT B BUJE I€TEPOJUMEPHOIO KOMIIIEK-
ca, 4To o0ecreynBaeT Crequ(pUIHOCTb CBA3BIBAHUS C
HHK. Tak, y Arabidopsis E2Fa (AtE2F3) u AtE2Fb
(AtE2F1) sBnsioTCs axkTHUBATOpPaMH TPAHCKPHUIIIIUU
TOJIBKO TIpHU B3aumozeicteuu ¢ DPa, B TO BpeMs Kak
AtE2Fc (AtE2F2) He TpaHCaKTHBHUPYETCS IaXe B KOM-
wiekce ¢ apyrumu DP-Oenkamu [18, 19]. E2Fa—E2Fc
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Puc. 1. Jlo menHas ctpyk Typa 6en ko E2F/DP [14] (Copyri  ght 2002
¢ paspemenust  Elsevier)

AMEIOT CTPYKTYPY, CXOTHYIO C OCITKaMHU )KUBOTHBIX, CO
cnernuduaeckuM qomeHoM y3Hasaaus JJHK, nomenom
rerepoaumepusanuu DP, momeHowm cBsi3piBanus ¢ Rb u
JIOMEHOM TpaHcaktuBaiuu. M naodopot, E2Fd-E2Ff,
romogiorn E2F7 u E2F8 >xuBOTHEIX, HE comepkaT J0-
MeHa rerepoaumepusanuu DP 1 joMeHa cBs3bpIBaHUS C
Rb. Bmecto 3TOr0 y HUX MMeEeTCs yOJUKaT JJOMEHA
ces3biBanus ¢ JIHK, 4To gaeT BO3MOXKHOCTH B3aUMO-
neiicrBoBate ¢ JIHK 6e3 aumepuzanuu ¢ DP-6enkom
[20, 21]. Homenn! cBs3biBanus ¢ JJHK y renoB E2F u
DP BkmovanT cnenuGuyeckuii MOTHUB y3HaBaHUS
JHK RRxYD (x — mr000# HyKIICOTHI).

[Tockonbky caiiT cs3biBaHus ¢ Rb nepekpbiBaercs
¢ nomeHnoMm akruBaiuu E2F, komminexe Rb-E2F/DP pa-
0oTaeT Kak perpeccop TPaHCKPHUIIITUH.

He tak naBHO oOHapy»XeH HOBBIH KJIacC peryiis-
topHbix OenkoB DEL (DP- and E2F-like). B renome
Arabidopsis oun mnpencrasiensl Oenxkamu AtDELL,
AtDEL2, AtDEL3 unu AtE2F1-3. B aTy rpynmy BXo-
JSIT OCITIKY C YHUKAJIBHBIMH XapaKTePUCTHKAMU, OTCYT-
CTBYIOIIUMHU y OenkoB kHBOTHBIX [14]. DEL-Oenku
comepxat aBa E2F-momo0HBIX caifTa cBA3BIBaHMS (KaK
¢ E2F, tak u ¢ DP), kaxap1ii U3 KOTOPBIX BKJIFOYAET

RRxYD-Mo0THB, HO IOM€Ha akTUBaIuU Y HUX HeET. [To-
aToMy MOHOMepHEIH 6emok DEL meficTByeT kak KOH-
kypeHt E2F/DP-6enkam, CBA3BIBAsICh C OJTHUMH B TEMU
e cis-AeHCTBYIOIIMMHU 3JIeMeHTaMU mpomoTopa. [Toc-
konbky DEL nuiiensr JoMeHa akTUBaum, OH (DyHK-
IHOHUPYIOT Kak penpeccopsl E2F/DP-perymupyembix
redoB [13]. DToT myTh AaeT BO3MOXHOCTh U30€XKAaTh
nepexona G,-S B yCIOBHUSX, HEOJArONPUATHBIX AJIS
Hadana permmukanuu JJHK (mospexnenne AHK wmu
ctpecc) [11].

VYpoBeHb TPaHCKPHUIILIUU PACTUTENBHBIX T€HOB Ce-
merictBa E2F B 001emM HeBBICOK. B 0ocHOBHOM 0HHU DKC-
MIPECCUPYIOTCS B OPTaHAX C aKTUBHO MIPOTH(EPUpPYIO-
IIUMH TKaHIMH (MepucTeMsbl) [5]. Dkcrnpeccus HeKo-
TOPBIX T'€HOB DP CYyLIECTBEHHO YBEJIMYUBAETCS NPU
BXOXKJICHUH KJIETOK B S-(hazy, a wiensl DEL-ceMelncT-
Ba, HA00OPOT, SKCIIPECCUPYIOTCS TIPH ATOM ci1abo [13].

Caepxakcnpeccust E2F'y )KUBOTHBIX BBI3BIBACT I1€-
pexon B S-¢dazy u paszsutHe anontosa [22]. Y Arabi-
dopsis csepxakcnpeccusi E2Fa/DPa puBOIUT K TIPO-
noinkutenbHoMy cuntesy JJHK 6e3 nenenuit (snm0pe-
TYTITUKAIHS ), SKTOIMNYECKOMY KIETOYHOMY JIEJIEHUIO
¥ TIPUOCTAHOBKE POCTa HA PaHHUX cTamusx [5]. OnmHa-
KO TIPU 3TOM arolTO3 He pa3BUBACTCA. Y CUJIICHHE DH-
JOPEAYIUIMKAIIMHA MOXKET ObITh BBI3BAHO KOMOMHAIIUEH
noBeIIeHHON akTuBHOCTH E2Fa/DPa u orpanndernem
9KCIIPECCHH MUTOTHYECKHUX TE€HOB. AHAJIHN3 CBEPXIKC-
npeccun AtE2Fc u DPa 'y Tabaka BBISIBIII, YTO aKTHB-
HocTh E2F siBiisercst mpuunHoii Havana S-hasbl U Mpo-
TOJDKUTETHHOTO KIETOYHOTO IHUKJIA WIIM €T0 OCTaHOB-
KM, IIPU 3TOM MOJAYJIUPYETCS POCT TKAHU U OpraHa B
MPUCYTCTBUM JTUOO B OTCYTCTBHE APYTUX (HaKTOpOB,
ACCOIIMMPOBAHHBIX C KJIETOYHBIM ITUKIOM (MUTOTHYEC-
kue GaxTopsl) [9]. OmHAKO YETKOW KOPPEISIIUN MEX-
Iy Jnokanuzanuein OenxoB cemeiictBa E2F u dazamu
KJICTOYHOTO ITUKJIa He BBISBIICHO [ 14].

Caepxakcnpeccusi E2Fa npuBOAUT K MOSBICHUIO
OOJBLIET0 KOJUYECTBA KIETOK Yy PAaCTEHHH M3-3a DKC-
TPanocTIMOPHUOHATIBHBIX KJICTOYHBIX JIeJcHM. Tak, B
KopHAX Arabidopsis co cBepxdkcnpeccueit E2Fa u
DPa xOpHEBOW YEXJIMK COAEPIKHUT OOJbIee KOJTHIec-
TBO KJIETOK, Y€M B KOHTpPOJIE, HO OHHM CYyIIECTBEHHO
MeHbIIIe 1o pa3mepam. N36s1Tok ketok y E2Fa-pacre-
HUH MOKET OBITh PE3YIBTATOM YKOPOUEHHS KIETOYHO-
ro UUKJIA WK YIJUHEHUs $a3sl npoiudepaniy Kie-
TOK [5]. Cunraercs, uro E2Fa/DPa unrubupyer pacrsi-
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YKEHHE KJIETOK, MOCKOJIBbKY Yy TPAHCTE€HHBIX PacTeHUH ¢
BBIPOKEHHBIMU SKTOMHMYECKUMHU JIEJICHUSIMH KIETOK
pa3Mepsbl JIMCTOBBIX IVTACTUHOK HE YBEIMYUBAIOTCS, a
CKOp€e YMEHBIIAOTCSI.

VY nBaxasl TpaHC(HOPMHUPOBAHHBIX pacTeHUN Ara-
bidopsis reramu, kogupyromuMu kak E2Fa, Tak u DPa,
3aMeUISIeTCs POCT U MPOUCXOIUT 3aKpyUUBaHHE JIHC-
TheB [5] BCIIeACTBHE YCUIICHHOM mpoind)epaliuy aiak-
CHAJTBHBIX KJIETOK Me30(IIIIa HA BHEUTHEH CTOPOHE U
penpeccupoBaHusl KJIETOYHOTO JENieHHS Ha a0akcH-
anpHOM cTopone [9].

CpaBHHUTEIIBHBIM aHATTN30M ITOCJICI0BATEILHOCTEH
HYKJIEOTH/IOB YCTaHOBIIEHO, 4TO Arabidopsis nmeer
6onee 30 TeHOB, BOBJICUCHHBIX B PErYJISILMIO KIETOY-
HOTO IWKJIa, perukamnuio u pemapanuo JHK u co-
JepKalux B CBOMX MPOMOTOpPaxX ONWH Wiau nBa E2F-
CBsI3bIBarOIMX caiTa [14, 18].

IToxazano, uro E2F-cBs3pIBarone canTbl BasKHbI
JUTS TKaHECTIeN(PHUIECKOH U peryIupyeMon B KIeTO4-
HOM LHUKJIE 3KCIPECCUN HEKOTOPBIX T'€HOB PACTECHUH,
OTBETCTBEHHBIX 3a pemnukaruio JHK [23, 24]. IIpo-
MOTOpHI T€HOB pUOOHYKIeoTHApenyKTassl (RNR) u
MCM3 y Nicotiana tabacum, Orisa sativa n A. tha-
liana conmepkaT calThl CBS3BIBAHUS C KOMILJIEKCAMHU
E2F/DP pactenuii u perynupytoT S-¢a3y 1 TKaHecIe-
nnpuyecKkyro sKcmpeccuio B wmepucreme [18, 23].
Oo6napyxeHno, uyro aBa E2F-cBs3piBaromux caiita B
npomorope RNR2 Ttabaka MOryT (yHKUHOHHUPOBATbH
KaK aKTHBaTOPBI IKCIPECCHU TeHOB NpH nepexoze G-
S, B To BpeMms kak npyrue E2F-cBs3pBarommme caiThbl
BBINIOJIHSIOT POJIb CKOPEE PEMPECCOPOB IKCIPECCHH B
¢daze G,. Ananmornuno, oguH u3 E2F-cBszpiBaronmx
caiitoB B mpomotope MCM3'y Arabidopsis monaBnsiet
skcnpeccuio B G,. B ¢BsI3u ¢ 3TUM mpearnonaraercs,
yto E2F-cBs3bIBaromme caiTbl MOTYT peryJnpoBaTh
nepexon G,-S kKak HEraTUBHO, TaK ¥ TTO3UTHUBHO [23].

B nienom ke moBeimeHHas aktuBHOCTH E2F/DP 3a-
myckaeT nposnepanuio KIETOK U IHIOpENyIUTHKa-
LU0 KJIETOYHOCTICHU(PHUYESCKH U BO3MOXHO, YTO MOP-
(hosmornyeckue N3MEHEHUST B OIPENIEICHHBIX TKAHIX U
OopraHax TpPaHCT€HHbIX PACTEHUN BBI3BAaHbBI MMEHHO
kieTouHocnerupuueckum neticreuem E2F/DP. Cre-
JyeT OTMETHTh, YTO OalaHc MEX/Y JIeJICHHEeM U JTU}-
(hepeHIMaIEll UTpaeT CyIIECTBEHHYIO POJIb B Pa3BH-
THU pacTeHUH. PocT pacTeHNit MOXET MpHUOCTaHABIIH-
BaThCsI U3-3a 3aJIepKKH AuddepeHnnanum uim B pesy-
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JIbTaTe HApYyIIEHUs B3aMMOJECHCTBHUS KJIETOK B pa3iIny-
HBIX TKaHSIX. B CBS3M C 3TUM Ba)KHO yCTaHOBUTH, Ka-
KuM 00pa3oM TpaHCcKpunuuoHHble (akTopsl E2F/DP
KOHTpOJIMPYIOT nepexoa G,-S U Kak Ipu 3TOM OcCyIIie-
CTBJIIETCS Pa3BUTHE PACTEHUH.

Cas3pb curHajbuoro nytu Rb-E2F/DP ¢ snure-
HeTuyeckumu u3menenusimu JAHK. uddepenuna-
LUl KJIETOK KOHTPOJUPYETCs KaK aKTHBAIMeH, Tak U
«MOJTYaHUEM» OTpEIeICHHBIX TeHOB. Crenudrdaec-
KU{ THIT TEHHON 3KCIIPECCUU OJDKEH OBITh CTa0MIIb-
HBIM BO MHOTMX ITOKOJIEHHSIX KJIETOK U OCTAaBaThCs Ta-
KOBBIM HAJI0JITO ITOCJIE UCUE3HOBEHUS HH Iy IUPYIOIIIe-
ro curiajia. ['eHeTHueckuMu U OMOXMMHUYECKUMH HC-
CIIEIOBaHMSIMH JIPOKKEH, MIOTOBOW MYIIKH, MIIEKO-
MUTAIONIMX U PACTEHUH NTOKa3aHO, YTO U3MEHEHUS T'eH-
HOMW 3KCIIPECCUM MOTYT COINPOBOXKIATHCSA MEPECTPOM-
KaMU CTPYKTYpPbl XpOMaTHHA B MIPOMOTOpax I'€HOB U
npyrux perynsaropHeix yuactkax JJHK [25, 26]. B sape
JAHK 3akpyuyeHa BOKpYI OKTaMEpOB, COCTOSIIMX W3
rucronoB H2A, H2B, H3 u H4. Takue oO6pazoBanus —
HYKJIEOCOMBI — SIBJIIIOTCS OCHOBHBIMH CTPYKTYPHBIMHU
eMHULIAMU XpOMaTHHA, a PEryJIsIIHs ero OpraHu3a-
nu (9y-, TeTePOXPOMATHH ) TIPEICTABIIAET COOOM OMH
13 MEXaHW3MOB KOHTPOJISI TPAHCKPUIILIMK. Y TaKOBKa
JIHK B HYKJI€0COMBI U CTPYKTYpPBI BBICHIETO MOPSAIKA
MIPETSITCTBYET AOCTYINY OENKOB, CBS3BIBAIOIINXCS C
JHK- u PHK-monmnmepaszamu, perpeccupyst Takum 00-
pa3oM TreHeTH4ecKylo HH(popManuio (rerepoxpoma-
TuH). [Ipu 3ToM N-KOHEIl THCTOHOB HYKJIEOCOM IOJ-
BEpraeTcsi NOCTTPAHCIIALUOHHBIM MOIUGHUKALIMAM, Ta-
KMM  Kak  aueTWJIMpPOBaHHWE,  METHIMPOBAHUE,
(dbochopmwimpoBanne, YOUKBUTUHU3ALNS, TITUKO3UIIH-
poBanue, A JI®-pubo3unupoBanue u T. . Takue Moau-
(ukanuu copmectHo ¢ MeTmimpoBanneM JJHK cmoco-
OCTBYIOT IIEpeX0/ly KOMITAKTHU3aUH HYKJICOCOM B «3a-
KpBITYIO» (pempeccupoBaHre TPAHCKPHUIIIUHM) JHO0
«OTKPBITYI0» KOH(UTYpaLuio (AKTUBALMS TPAHCKPHUII-
LUH), YTO ONOCPEYeT MPOXOKICHHUE CUTHAIOB Kile-
TouHOro oTBeTa. Ilepenaya cnenmduveckoro TpaHc-
KPHUIILMOHHOIO COCTOSIHMS JOYEPHUM KJIETKaM 4epes3
MHUTO3 MJIM MEHO03 BeAeT K CTaOMIbHOMY HaclleoBa-
HUIO CTPYKTYpP XpOMaTHHA.

H3BectHo, uto kommieke Rb-E2F/DP cnocoben
aKTHUBHO PEIPECCUPOBaTh TPAHCKPHIILIUIO T€HOB OJa-
rogapsi B3auMOJCHCTBUIO C Pa3MYHBIMU (DaKTOpamu
MoIudUKalMid XpoMaTHHa. B 3aBucuMocTu OT THmHa
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Puc. 2. Ces13b Rb-E2F/DP curnansroro nytu c: a — SWI-SNF-kom-
mnekcom; b — neanerunazamu ructonoB (HDAC); ¢ — meTmntpanc-
(depazamu ructonos [14] (Copyright 2002 ¢ paspemenus Elsevier)

(YHKIMOHMPOBAHUS BBIACISIOT JIBE OCHOBHBIE T'PYyII-
bl XPOMaTHH-PEMOIYIUPYIONINX KOMIUIEKCOB: 1)
AT®-3aBUCHUMBIE KOMIUIEKCHI HCIIOJb3YIOT SHEPIUIO
AT® nas TOKaNbHOTO Pa3pyIICHUS WIH W3MECHCHUS
acconuanuu ructoHos ¢ JIHK 3a cueT nepenBuxeHus
OKTaMepOB THCTOHOB Ha HOBBIE TIO3UIIMH HITU UX BpE-
MeHHoro yaanenus u3 JJHK [27-29]; 2) komriekcsl,
BKITIOYaromue anetuaTpancdepassl ructoHoB (HAT) u
nearetmnasel TucTOHOB (HDAC), perynmupyior TpaHc-
KPHUIIIUOHHY0 aKTUBHOCTh T€HOB, ONPE/IeIIsIst yPOBEHb
aleTUINPOBaHusT N-KOHIIEBBIX JOMEHOB THCTOHOB
HyKIeocoM [ 14].

Axmuernocme SWI-SNF-xomnnexca. Hanboinee nz-
YYEHHBIM XPOMAaTHH-PEMOIYIUPYIONHM (HaKTOpOM
nepBoro tuma seisercs komrieke SWI-SNF  (puc. 2,
a). Cospemennas xmaccudukanuss ATD-3aBUCUMBIX
KOMILIIEKCOB OCHOBBIBaeTcs Ha Ture AT®a3bl, nenct-
BYIOLIEH Kak LEHTpajbHas KaTaJUTHYECKas eJUHUIIA.
MuHUMaIIbHYIO CEpALIEBUHHYI0 4YacTh KOMILIEKca
SWI-SNF y nposxokeit, Drosophila v aenoBeka cocTas-
nsier ogna AT®aza (hBRM unu BRG1 y uenoseka u
SWI2/SNF wunu Sthl y aposxokeit), aBa zipper-coaep-
kammx Oenka SANT/SWIRM/Leu, Ha3bIBaeMBIX
SWI3 (BAF155/BAF170 y uenoseka u SWI3/RSCS8y
nposxokeit), u ognoro 6esika SNF (hSNF5/INI1 y uerno-
Beka u SNF5/SNF1 y npoxokeit) [30]. SNF2 sBnsercs
nepBoit onucanHod AT®azoi kommiuekca SWI-SNF y
npoxoxeit. [Tomumo AT®Daznoro nomena SNF2-nozgo-
OHbIC OenKu conuepkaT oueHb pasHble N- u C-KoHIe-

BbIC JIOMEHBI JJIsl B3aUMOJICHCTBUS C JPYyTUMH OeJKa-
MU 3TOT0 KOMIUIEKCA HITH CIIEIU(UIECKIMH, aCCOIIHH-
pOBaHHBIMHU ¢ XpoMaTHHOM Oenkamu. Ilo Tumy sTHX
noMeHoB SNF2-0enku pa3zenstorT Ha HECKOJIBKO MO-
cemerictB: SWI2/SNF2, ISWI u CHD wmu (LSH)/
DDM1 (lymphoid-specific helicase) [25]. XpomaTuH-
PEMOAYIHPYIOLINE KOMILIEKCH HE 00JIaaioT croco0-
HOCThIO cBsi3bIBaThes ¢ JIHK HemocpencTBeHHO, OHU
COEIUHSIOTCS C y9acTKaMH IIPOMOTOPOB T€HOB Yepe3
TPAHCKPUIIITUOHHBIE (PaKTOPBI. BONIBIIMHCTBO dyKapH-
0TOB conepkuT MHOKecTBeHHBIE SWI-SNF AT®a3km!.
Tax, y Arabidopsis BEISIBICHBI YETHIPE YIEHA ATOTO Ce-
MEHCTBA, Y prca — TPH, Y TOTIOJIS — IIeCTh (HOMEHKIIa-
Typa 6a3bl nanHbIXx Chromo, http://www.chromdb.org
[29, 31]). YcraHoBiieHo, 4T reHoM Arabidopsis, a Tak-
K€ prca U TOTIONS COAepIKAT CAUHUIHBIN TeH BSH, mo-
no6ubiit SNFS5 y npoxokeit (http://www.chromdb.org),
U KOJUPYIOT HECKOJIbKO OeNKOB, 1mojo0Hbix SWI2, a
WMEHHO: 4eThIpe ToMosiora SWI3 — SWI3A, SWI3B,
SWI3C, SWI3D (http://www.chromdb.org/ [29]).

VY pacrennii rpynma SWI3-6enkoB Oomnee Bapua-
OelsibHA, YeM Y JKUBOTHBIX. B wactHocTu, SWI3B skc-
MIPECCUPYETCS BO BCEM PACTEHUH, IOKAIN30BaH B AIPE,
accoIMUpPOBaH ¢ xpoMatuHoM [32]. Hamuume y yxka-
3aHHOH IpymIbl OCIKOB KOHCEPBATUBHOIO Rb-CBsI3bI-
Barormero motuBa CxLxE mpenmomaraer, uro SWI-
SNF-xomrieke ydacTByeT B perynupyemoii Rb-E2F/
DP skcnpeccun renos. Heckomnbko romosioroB SWI2 y
Arabidopsis BpICOKOTOMOJOTHYHBI aHanoram BRM u
BRG1-SWI2 uenoseka [33]. B3aumoneiictBue Rb ¢
BRM u BRG1 Bo Bpems panHeit S-¢a3sl perpeccupy-
€T TeHbI IIUKINH-3aBUCUMOMN npoTenHKuHa3sl CDK/ u
nukiuHa CyCA, MpOIyKTHl KOTOPBIX HEOOXOIUMBI 1S
nepexoga G,-M [34]. He uckiitoueHo, 4TO TaKylo ke
POJIb BBITIOJHSAIOT M UX PACTUTEIbHBIC TOMOJIOTH.

Bbenkossie B3aumoaeiicTBus B npeaenax SWI-SNF-
KOMIUIEKCa M3y4YeHBI HETIOTHOCTHIO. Y JKUBOTHBIX MY-
Tanuu reHoB OenkoB komiiekca SWI-SNF npuBosat k
Pa3BUTHIO OITyXOJIEH, YTO JIOKA3bIBaeT ero poJib B IO-
JaBJICHUW OHKOTeHe3a [35].

CyI1ecTBYIOT JaHHBIE O B3aUMOJICHCTBUU Cep/IIie-
BUHHBIX CyOBEIMHHI] C HECEPALIEBUHHBIMU OelKaMH,
BKitouasi mukianHbl, SNF11 u Oenku ¢ Tak Ha3bIBae-
MbIM SET-nomenoM (cM. Hmxe). Takue Oenku, BOoBITe-
YEeHHBIC B OIIOCPEI0BaHNE pa3iInyHbIX QyHKIud SWI-
SNF-kommiekca, MOTYT BpEMEHHO aCCOIIMUPOBATHCS C
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HUM WIH MIPEJICTaBISATh €ro TKaHe- WM OPraHOCHelt-
(hnueckue TOTOTHUTEIBHBIC CYOhCTHHUIIBL.

Onaumu n3 takux OenkoB SWI-SNF-koMmmiekca
SIBJIIFOTCS JIBa aKTHH-CBSI3BIBAIONINX Oenika Arp7 u
Arp9 [36], 00yCcI0BIUBAIOIINX HYKJICAITUIO MUKPO(DH-
nmaMeHToB. [IpemamosraraeTcs, 9To 3TH OEIKH CIIOCOOCT-
BYIOT B3aMMOJEHCTBHIO KOMIIJIEKCOB, PEMOIYJIUPYIO-
IUX XPOMAaTHH, C JIPYTUMU aKTHUH-CBS3BIBAIOLUTUMU
OenkamMu OO ¢ SIACPHBIMU OelKaMu, K MpUMEpy, C
KOMITOHEHTaMH SIIEPHOTO MaTpUKCa WM JIake C ca-
muMm xpomaTtuHoM [37]. Taxxke HE UCKIIOUEHO, YTO,
MOCKOJIbKY OJlHa U3 (QYHKIIMH aKTHHA COCTOUT B o0ec-
MEYEHUH POCTa KIIETOK, B3aumoeicTeue Arp7 u Arp9
C XPOMATHH-PEMOAYJIUPYIOIIUMH KOMILJICKCAMHU, pe-
rynupyembiMu Rb-E2F/DP-curnansasiM myTem, 1oKa-
3pBaeT BiusHUE Rb-E2F/DP Ha pocToBBIe MpoIiecch B
KIIETKaX.

CpaBHUTENIBHOE HU3Y4YEHHE IMOCIIEeI0BaTEIbHOCTEN
AMUHOKHCIIOT U (PHJIOTEHETHYECKH aHanu3 6osee uem
40 Bo3MOXHBIX SNF2-1mo100HbIX O6eTIKOB, HAeHTH(H-
LUPOBaHHBIX Y Arabidopsis, BbISBHIN HAINYUE YEThI-
pex OeKkoB, OJIM3KOPOICTBEHHBIX ¢ Brahma-komruiek-
coMm 1rogoBoi mymku [33]. Cpenn 3TUX OETKOB HaW-
6onee m3yuensl SPLAYED (SYD) m BRAHMA
(BRM), KOHTpOIUpYIOIMKUE BPEMEHHOE PETyIHpPOBa-
Hue (a3 pa3zButus pactenus. SYD oTBedaer 3a mepe-
XOJT MEX]Ty BET€TaTHBHBIM U T€HEPATUBHBIM Pa3BUTH-
eM U HEOOXOJHUM Ui HOPMAJILHOTO Pa3BUTHS ILJI0JI0-
JIUCTHKA U CEMATMOYKH. Y MYTaHTOB syd 0OHAPYKEHBI
MHOKE€CTBEHHBIE TIEHOTPOITHBIE AePEKTHI, 4TO AOKa-
3BIBACT PETyJISALMIO OTAeHbHbIMU wieHamMu SWI-SNF-
ceMeicTBa IIMPOKOro CHEKTpa TPaHCKPUIIIMOHHBIX
coOprtuit [38]. SYD Takxke KoHTponupyer cnenndu-
KaIlMIO KJIETOK B alTUKaJIbHON MepucTeme ctedust [39].

BRAHMA otBeuaer 3a pa3mep pacTeHU U BpeMs
LIBETEHUS Yepe3 PEnpeccuio TeHOB (OTONepruoIn3Ma.
B pesynbprare MONEKyISIPHOTO U MOP(OIOTHIESCKOTO
aHaJIM3a CJIEIaHO PE/III0NI0KEHHE, UTO Syd- U brm-my-
TaHTBl 0OHAPYKUBAIOT Kak MMOJI00HBIE, TaK M Pa3Iny-
Hble nedexTel. AtBRM KoHTpOIHpyeT pa3BuTHE CTEO-
1151 v riponiecc nereHus [40]. O0a MyTaHTa IO 3THUM Te-
HaM pacTyT MEJUICHHO, IEMOHCTPUPYIOT KapiuKO-
BOCTh M CHIDKEHHYIO aKTUBHOCTD alTMKaJIBHOTO TOMH-
HHUpOBaHUA B crebie [38], a Takke paHHEee IIBETCHUE
[25]. [TonoOuble GpeHOTUTIB ONTMCAHBI U AJISi MyTaHTOB
Ipyrux KoMrnoHeHToB komruiekca SWI-SNF.
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Heayemunuposanue cucmonos. Kak y pacTteHui,
TaK M y )KUBOTHBIX Rb-0e1oK CBsI3BIBaETCS C eaneTu-
Jla3aMU THCTOHOB Yepe3 acCOIMUpOBaHHbIN ¢ Rb pac-
TUTENBHBIN TOMOJIOT JKUBOTHOTO Oenka RbAp48 [41]
(puc. 2, b).

JleanieTnsnassl THCTOHOB — ATO (PEPMEHTHI, BIHSIO-
1€ HA TPAHCKPHIIIIHIO, U30UPATEIBHO JICAlETHIUPYS
€-aMUHOTPYIIY JU3MHA, PACHOJ0KEHHOTr0 B N-KOH-
IIEBBIX JOMEHAX THCTOHOB. Y pacTeHMI JIM3UH 5, 8, 12,
16,208 H4u 9, 14, 18, 23 8 H3 auerunupyercs HAT u
neaneruwupyetrcss HDAC [42]. B3aumopeiicTBue Mex-
ny HAT n HDAC cka3biBaeTcst Ha TMHAMUYECKOM PaB-
HOBECHH MEX]Ty alleTHIINPOBAHUEM H JIealleTHIINPOBa-
HHUEM TMCTOHOB B IPOMOTOPAX U PETyISATOPHBIX ydac-
TKa TEHOB, BIMSIONIMX HA CTPYKTYyPYy XpOMaTHHA U
TPAHCKPHUIIIUIO. ATIETHIIUPOBAHUE THCTOHOB CIIOCO0-
cTByeT penapanuu u pekomouHanmu JIHK. [leanern-
JINPOBAHUE XPOMATHHA KOPPEIUPYET C €TO KOHACHCH-
POBaHHBIM COCTOSIHHEM U «MOJTYaHUEM» TCHOB. Y de-
nmoBeka HapymeHne (yakuunonupoanns HDAC nHa-
OJIro/TaeTCsl MPU MHOTHX (DOPMAxX OHKOJIOTHYECKHX 3a-
6onesanmii. HDAC cBsi3bIBaeTcs co crieupUuecKUMU
JIOKyCaMH XPOMOCOM M HETIOCPEICTBEHHO WJIH C II0-
MOIIBIO JIONOJHUTENBHBIX (DaKTOPOB COEIAUHSETCS C
JHK-cBsizpiBaromumu ~ OenKaMu, peryJIupyrOmUIMH
pasButue. [loka3zaHo, 9TO y MIICKOTMHUTAIONIUX KOM-
mwekcbl HDAC-Rb-E2F HeoOX0oanMBI U1 IeaeTHIIN-
pOBaHUSA HYKICOCOM, PACIOJIOKCHHBIX B Mpeneiax
npomotopa rena nukimaa E (CycE), 910 cka3bIBaeTCs
Ha ero pemnpeccuu B paHHel G,-¢aze [10].

WuTepecHbIM sBIISIETCS TOT (aAKT, YTO IKCIIPECCHS
TeHOB JIealleTHIa3 3aBUCUT OT COCTOSHHUS BHYTPHKIIE-
TOYHON CETH aKTHHA. Tak, 3KCIEpUMEHTaMU Ha KYJIb-
Type kieTok Hela moka3aHo, 4TO JemoimMepu3anus
F-akTHa nOpPUBOIUT K MOSBICHUIO MHOXKECTBA pac-
TBOpUMBIX (hopM JearieTuias [43], peryaupys TakuMm
00pa3oM WX aKTHBHOCTb.

VY Arabidopsis BeisiBieHsI 18 mpennonaraeMbIx ro-
mosioroB HDAC u 12 mpenmonaraembix HAT, gto
MIPUOIM3UTEIIFHO PAaBHO KOJHUYECTBY JITHX OCIKOB Y
KUBOTHBIX. B ocHoBHOM, mnpenmnosaraempie HDAC
KOHCEPBaTHBHBI Y BCEX 3YKapHOTOB. Y Arabidopsis
Hambonee wu3yueHa peanetmnaza AtHD1 (HDA19)
(RPD3 y mpoxoxeit), Takke oOHApY>KEHBI IMOJ00HEIE
yJIeHbl ceMmercTBa aeaneruna’ HDA6-7 u 9. AtHD1
KaK IMO3UTUBHO, TAK M HETATUBHO PETYIUPYET IKCTIPEC-
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CHIO Pa3IMYHBIX TPYII '€HOB MPU Pa3BUTHH L[BETKOB U
nmuctheB [44]. HDAI9 cuiabHO SKCIPECCUpyeTCs B JIH-
CTBSIX, CTEOJSAX, IBETKAX U MOJIOJIBIX CTPYYKAX M BOB-
JIYEH B penpeccuro Tpanckpumnuuu [44, 45]. B Tpanc-
TeHHBIX pacTeHusax Arabidopsis c renom HDAI9 B aH-
TUCMBICJIOBOM opueHTaluu ructon H4 runepauermim-
poBaH, pacTeHusi OOHApy>KUBAIOT HATOJOTHH Pa3BU-
THs, BKJIIOYAs paHHEE CTapeHue, 0JaBIeHNE alTuKalb-
HOTO JIOMUHHPOBAHUS, MYKCKYIO M JKEHCKYIO CTEpH-
JIBHOCTb, 3a7epKKy LBeteHus [46]. HDA19 sBnserca
OJIHUM U3 3JIEMEHTOB PENPECCHH T'€HOB, OTBETCTBEH-
HBIX 32 opMUpOBaHKEe KOpHEH B crediie Arabidopsis B
sMmOpuorenese [47].

Jpyrue 4neHsl 3TOro ceMeicTBa TeHOB IMpeICTaB-
JIeHBI BOCeMbI0 RPD3/HD [-11000HBIMU T€HAMH, JIBY-
MsI TOMOJIOTaMH JposxokeBoro SIR2, obmamaromiero
NAD -3aBucumoii aktusHocThI0 HDAC [48], 1 ueThI-
ppMsl criequUYecKUMHU AJIsl paCTeHUI reHaMu Oeika
HD2 [44] c ueBbIsicHeHHBIMU (pyHKIHAMU. BO3MOXKHO,
YTO pa3jMYHBIC YJICHBI dTOW TPYIITHI TEHOB OTBEYAIOT
3a pasuble pyHkunu. HD2 KyKypy3bl SBIsieTCS ClIeLH-
¢udeckuM, HE POJCTBEHHBIM JAPYTHM H3BECTHBIM
HDAC-dpepmenTtam [49]. OH tokann30BaH B SAPHITIKE,
YTO TPEJIIIOIaraeT ero pojb B PETYISIIIHA TeHOB prOo-
comubeix PHK. TlocnegoBaTenbHOCTH YETBIpEX IIPO-
IyKTOB reHoB y Arabidopsis (HDA4, HDA3, HDA11l u
HDA13) oOHapy)uBatOT OOJBIIYIO TOMOJOTHIO C TI0-
cienoBarenbHOCTRIO Oenka HD2 y xykypysser [50].
U3zBectHO, uTo HDA3 npuyacted Kk SMOpHOHATEHOMY
pa3ButHio. Y TpaHcreHoB ¢ HDA3 B aHTUCMBICIOBOU
OpPHEHTAIMHU 3ala3AbIBacT POCT CTPYUKOB, Y HUX MHO-
ro adOpPTHPOBAaHHBIX CEMSIH, YTO CBUCTENBCTBYET 00
yuactun HDA3 B pa3BuTum 3apopiia. Y CTaHOBIICHO,
yTto HDAG6 urpaer CymecTBeHHYIO poib B HOJIEpPKa-
HUU METWIINpOBaHuA B HykJeotuaax CG, oJHaKo BHO-
CUT MUHHMMAaJIbHBIN BKJIAJ B pa3BUTHE, TOCKOJIBKY MYy-
TaHTBl C JEPUIMTOM SKCIPECCHU T€Ha HMEIOT HOp-
MAaJIbHBINA (PEHOTHII.

Memunuposanue eucmonos u JJHK. JIpyroit mexa-
HU3M «MOJTYaHHS» T€HOB TeTepOXpPOMAaTHHA, CBA3aH-
HBI C cuTHaIBHBIM myTeM Rb-E2F/DP — sato Metnnu-
poanme ructonoB u JHK [51, 52] (puc. 2, c).
AUETHIMPOBAaHUE CIEIUPHUUSCKUX OCTATKOB JIM3WHA
Ha N-konue rucroHoB H3 wmnum H4 accomuupoBanHo
[JIAaBHBIM 00Pa3oM C aKTUBALMEl TPaHCKPHUIILUH, B TO
BpeMs KaK METHJIMPOBAHUE 3TUX OCTATKOB CBA3BIBAIOT

100 ¢ TPAaHCKPUIIIMOHHON aKTHBHOCTBIO, JINOO C ee
penpeccupoBaHNEM B 3aBUCIMOCTH OT TOTO, KaKOH JIH-
3MH METHJIMPOBAH, U KOJIMYECTBA METUIBHBIX TPYIII.
CunTaroT, 4TO MapKepaMH PerpecCUpOBaHHON CTPYK-
Typbl XpoMmMaTHHa siBisieTca MmetwiaupoBanue H3KO,
H3K27 n H4K20 B kOMOWHAIIMK C THITOAIIETHINPOBA-
HUEM THCTOHOB U MeTtunupoBanueM JJHK, mockonbky
OHO BIMSET Ha (QOPMHPOBAHUE TETEPOXpOMATHHA,
MHAKTUBALUIO X-XpPOMOCOMBI U «MOJYAHHUE» I'€HOB
syxpomatuHa. MetunupoBanue H3K4, H3K36 wu
H3K79 u runepanerunupoBanue ructrona H4 ssisror-
Cs MapKepaMu «OTKPBITOI» CTPYKTYypbl XpOMaTHHA
(moTeHIMATbHO TPAHCKPHUITITHOHHO ).

Bonee Toro, monomerunuposanue H3K9, H3K27 n
H3K79 cBs3zano ¢ akTuBalueil TpaHCKPUIIIUH, a TPU-
METHJIMPOBAHUE 3TUX TPEX OCTATKOB aCCOLIMUPYIOT C
NoAaBJIeHUM TeHHOHM 3kcmpeccun [53, 54]. CunbHoe
MeTtunuposanue au3uHa 4 (K4) u cnaboe metunmposa-
aue ym3uHa 9 (K9) cunraroTcs MogupuKamsIMu THUC-
ToHa H3, THOMYHBIMU 1711 TPAHCKPUIILIMOHHO AKTHUB-
HOTO 3yXpoMaTHHa. JyXpoMaTuH-criequduyeckoe Me-
tunupoBanue H3K4 u H3K36 BricokokoOHCEpBAaTHBHO
CpeaM 3yKapuoTOB, B TO BPEMS KaK MapKUPOBaHHE
rerepoxpoMatnHa MetwinpoBanueM H3K9, H3K27 n
H4K20 6onee BapuabenbHo [42].

V pacreHuil BBISBIICHBI JBa TUIA PacHpeieieHUs
metunuposanHoro H3K9, 3aBucsmue ot pasmepa re-
Homa. Jlyist pacTenuii ¢ ManbiM resomoM — < 500-10° 1.
H. (Bkito4as Arabidopsis) — cuinbHOE METHINPOBAHKE
H3K9 orpanndeno 0071acThi0 KOHCTUTYTHBHOTO TETE-
poxpomartuHa. Y pacTeHHid ¢ OOJBIINM I'€HOMOM Me-
tunupoBanHblil H3K9 pacnpenenen paBHomepHo. B
MIPOTHUBOTIOJIOKHOCTh 3TOMY M HE3aBHCHUMO OT pa3Me-
poB renoMa Metunuposanue H3K4 ycunusaercs B 3y-
XpoMaTHHe Bcex BHIOB. [Ipenmnonaraercsi, 4to 00Jb-
IIMe TeHOMBI ¢ OOJIBIINM KOJHYECTBOM PAacCESHHBIX
[IOBTOPSIOLINXCSI IOCIIE0BATEILHOCTEH HOJIKHBI ACp-
KaTh 3TH MOCIIET0BATEIBLHOCTH B HEAKTUBHOM COCTOS-
Huu. [lo3ToMy Takue sMHUreHeTHYecKHe H3MEHEHHS,
kak metmwupoBanue JIHK m H3K9, o0napyxuBarotTcs
U B dyxpomatuse [53].

Benxu, criocoOHbIe METHITUPOBATH OCTATKHU JIM3MHA
B ructonax H3 wmu H4, cogeprkat obmuit SET-nomen
n3 130 aMHHOKHMCIIOTHBIX OCTAaTKOB, Ha3BaHHBIM ITO
TpeM Oenkam Drosophila, BOBICUCHHBIM B SITUT€HETH-
yeckue Mmoaudukammu — Su(var)3-9 (suppressor of va-
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riegation 3-9), Enhanser of zeste, Trithorax [55]. SET-
JIOMEHHBIE OCJIKHU PeryIHpyIOT aKTHBHOCTh XpPOMAaTH-
Ha ¥ 3MUTCHeTHYECcKoe HacnenoBanue (puc. 2, ¢). He-
kotopeie Oenkn SET otHocaT k winenam rpymnn Poly-
comb (PcG) nnmmn Trizorax (trxG), penpeccupyronmx
WIM aKTUBUPYIOIIUX TPAHCKPUIILHIO FOMEOTHYECKUX
TCHOB B IIPOLIECCE PA3BUTHS PACTEHUH U )KUBOTHBIX.

I'enom Arabidopsis xonupyrot 32 SET-6enka, u3
koTopsix 30 akcmpeccupyrores. VX pasmensior Ha de-
THIpE KOHCEPBAaTUBHEIX ceMelicTBa — E(Z), TRZ, ASH1
u Su(var)3—9 — u HeOOJIBIIIOE TATOS CEMEICTBO, Xapak-
TEpHOE TOJIBKO JIJ1s pacTenuii [56]. bonpmioe xonmnyec-
TBO reHoB 11 SET-6enkoB B reHOMe Arabidopsis yka-
3bIBacT Ha TO, YTO METWIMPOBAHUE TUCTOHOB CIIY>KUT
PETYISTOPHBIM (PaKTOPOM B pa3IMYHBIX aCHIEKTax I'eH-
HOMW HKCIPECCHH, BKJIIOUYasi KOHTPOJIb '€HOB PAa3BUTHS.
Haubonee n3yueHo cemerictBo Su(var)3-9 MmeTuntpan-
cdepa3 ructoHoB. J[Ba wiena cemeiictBa Su(var)3-9
(KRYPTONITE (KYP)/SUVH4 u SUVH2) koHTpo-
nupyroT gumerunupoBanue H3K9 rerepoxpomaruna u
(YHKIMOHUPYIOT i1 ViVO KaK TeTepOXpOMaTHH-CIICLH-
¢uueckne H3K9-meruntpancdepaszsr [57]. [puuem
OoJiee akTHUBHAS POJIb B IPOLIECCE METUIMPOBAHUS JIU-
3uHa 9 u 27 B H3 rerepoxpoMaTHa NpPUHAAIEKHUT
SUVH2. MyTaHT kyp sIBISETCS pEIPeccCOpOM «MOJTda-
HUs» TeHOB B IoKyce SUPERMAN y Arabidopsis. Kyp-
MYTAHTBI HE BBIBISIIOT MOPQOJIOrHUECKUX 1e(EKTOB
y IUKOTO TUIIA, HA OCHOBAHHWHU Y€r0 MOYKHO IPE/I0I0-
*uThb, uTo KYP HanpsiMmyro He ydacTByeT B KOHTPOJIE
pa3BuTus pactenus [58]. B aroit rpymiie y Arabidopsis
TaK)Ke MPEICTABIICHbI I€BITh aKTUBHBIX reHoB SUVH
(SUVHI-SUVHY9) unsate SUVR-reHoB [59], mpu 5ToM
SUVR-6enku sustorest cueruudeckumu SET-mo-
MEHHBIMH O€JIKaMU PaCTEHUI.

Hpyrue SET-6enku metmnupytotr K4, K9, K27,
K36 y H3 nim K20 y H4.

Metunrpancdepassr genmoBeka SUV39OH1 u KYP/
SUVH4, cnemuduueckn metmmpys H3K9, cospator
kox Juis npusnedeHust HP1 (koHcepBaTHBHBIN Oenok
rerepoxpomarnna 1). HP1 u ero roMonoru sBiIsiroTCst
KJIIOYEBBIMM KOMIIOHEHTaMH TIe€TepoXpoMaThHa Y
npoxokeit, Neurospora, Drosophila, MIeKonATaIONIIX
u pactenuit. [Ipeanonararot, gto 6enox HP1 nmetictBy-
€T KaK OpraHHu3aTop XpOMAaTHHA, y4acTBYs B cOOpke
MYJIBTHOEIKOBBIX KOMILJIEKCOB, CIIOCOOCTBYIOIINX
«MOJTYAHUIO» TEHOB DYXPOMaTHHA U SKCIIPECCHH OIIpe-
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JIeJIEHHBIX TeHoB rerepoxpomarnHa. HP1 comepxxur
TaK Ha3bIBAEMBIN XPOMOJIOMEH M XPOMOTEHEBOH J0-
MeH. Xpomogomen HP1 cnemmduueckn B3ammomei-
crByeT ¢ H3K9, uro 00bscHsIET acconuanuio 3Tux Oe-
KOB ¢ Terepoxpomaruaom [60].

[Tocnenyromast onuromepusanus HP1 yepes xpo-
MOTEHEBOM JIOMEH paclpOoCTpaHsIeT U MOAAEPKUBAET
CTPYKTYpBI T€TepOXpoMaTHHa, oOecrieunBasi «MorJya-
HHUE» TeHOB [25]. EAMHCTBEHHBIN T'eH, KOAUPYIONTHi
o6emox LHP1 (LIKE HP1), anamor HP1, BeIsiBIEH y
Arabidopsis [57]. Y Arabidopsis LHP1 akTuBeH He B
reTepoxXpoMaTHHe, a MPEUMYIIECTBEHHO B yYacTKax
9yXpOMaTHHA M perpeccupyer crenuduyeckue reHsl
pasButusa. MyTauuu no reny LHP [ BBI3bIBalOT paHHEE
LIBETEHUE, YMEHbIIIEHNE KOJIMYECTBA SMHUIePMaIIbHBIX
KJIETOK B JIUCTBSX M IPyTHE TIPU3HAKH [61].

Takum o6pazom, LHP1 mMoxer ObITh HeOOXOAMM
JUISL «MOJTYaHHS» TEHOB, BOBJICYEHHBIX B MEPEXO] K
LIBETEHUIO U JIPYTHE MPOIIECCHl Pa3BUTHSI.

Ho ne Tonpko metunupoBanue H3K9 npusnekaer
HPI1, x aToMy mpoueccy MOTYT ObITb NPUYACTHBI
npyrue HP1-B3aumoseiicTByromye Oenku, K mpumMepy,
perunobmacroma [62]. Y uemoBeka SET-momen-me-
tuntpancdepaza Suv39H1 cesspiBaercs ¢ Rb u crienu-
¢udeckn MeTunupyet Tu3uH 9 rucrona H3, penpeccu-
pys aktuBHOCTH E2F [63]. Takum o6pazom, perpeccus
tpaHckpunuuu E2F-perynupyembix reHoB Suv39H1
omocpenyercsi cBsa3biBanneM Oenka HP1 ¢ metunupo-
Ba"HbIM H3.

Hamnume y pacrenuii 6enka LHP1 poxaspiBaer
npucyrcteue LHP1-HMT-Rb-E2F-kommnekcos, pen-
peccupyromux padoty E2F-reHos [61, 64].

Pempeccrs TpaHCKPHUTIIIUHU TOCTUTAETCS TAaK)Ke He-
nocpencTseHHbiM Metunuposanuem JJHK. M3BecTHO,
yro merunupoBanue JIHK mpoucxomut B mpouecce
pa3BUTHSA B OTBET Ha JEHCTBHE BHENIHUX (DaKTOPOB
[65]. TloBwimeHHbIH ypoBeHb MeTHHpoBanus JIHK
oOHapy>KeH B PacCTCHUAX M3 30HBI YepHOOBUISI B mep-
BBIC TOJIBI TIOCTIC aBapuu [66], 4TO CBUACTEIBLCTBYET O
Ba)XHOCTH 3nureHernyeckux uamenenut JJHK B npu-
CHOCOOJIEHUH K XPOHUYECKOM panaiu. Y )KUBOTHBIX
JIHK metunupyetcs BCIEACTBHE METHJIMPOBAHUS 1IH-
TO3WHA TIaBHBIM 00pa3zoMm B cumMmeTpuyHbix CG-au-
HYKJIEOTH/AX, B TO BPeMs KaK Y paCT€HHI LINTO3HH Me-
tunupyetcst He Toabko B CG, Ho 1 B CNG (N — mo60i
nykieotun) u CHH (H=A, Cunu T) [65, 67]. B reno-
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Me Arabidopsis npucytcrBytor Tpu kiacca JJHK-me-
TUATpancdepas.

Cuanraercg, yro METHYLTRANSFERASE 1
(MET1) (romomor xwuBoTHOH Dnmtl) HeoOxommma
JUIsl IOJIEPKaHNsl METHIIMPOBaHHOM cTpykTypsl JIHK
s pacrennii metmmpoBanne CNG kaTanmm3upyer
Bropoii kiacc mermirpancpepas — CHROMOME-
THYLASE 3 (CMT3), cnetnudu4HbIi 711 pacTeHUH.
Taxoke CMT ocymiecTBIsIET aCUMMETPHIHOE METHITH-
poBanne CHH nokyc-cienuduyueckum odpazom [42,
67]. IlocnenHuil U3 U3BECTHBIX Ha CErOAHA KJIaccoB —
DOMAIN REARRANGED METHYLTRANSFE-
RASES (Dnm3) — roMOOTHYHBIN )KHBOTHOH Dnmt3
[67, 68] 1 ocylIecTBIsIET METWIMPOBaHUE de nOovo
OCTaTKOB IIUTO3MHA B CHMMETPHYHBIX U aCUMMETPHY-
HBIX MOTHBAX.

VY mnexormmratonux JJHK-metunrpancdepasa cps-
3pIBaeTcsi ¢ Komiuiekcom Rb-E2F u penpeccupyer
TPAHCKPUIIIUIO TEHOB IIPOMOTOPOB, UMEIOIINX CANTHI
cBs3bpiBaHus ¢ E2F. B oTinune oT pacTeHUi y )KUBOT-
HBIX ToTepss QyHKOMM 000 U3 MertwiaTpanchepas
MIPUBOJUT K JIETAIBHOMY UCXOMY.

[Ipeanonaraercsi, 4TO pa3iaMyHbIC TUIBI MOAU(U-
kanuii ructonoB u JIHK B3aumoneicTByIOoT Apyr C
JOPYroM, | Y€ CYIIECTBYIOIINE MOAN(DUKAILIMH TUCTO-
HOB BJIEKYT 3a cO00H mocneayrommue [ 14]. Ananmus my-
Tauil Mo reHam MmetunTpanchepas ructoHoB ¢ SET-
nomeHoM y Neurospora n Arabidopsis BbISIBUI, YTO
METHJINPOBAHHBIE THCTOHBI CITy’KaT OCHOBAMH JJISl M€-
tunupoBanwst JJIHK [55]. Tak, 6emok LHP1 u ero romo-
soru cesazbiBatoTes ¢ H3K9mel,2 u npusiekator me-
tuntpancgepassl JJTHK. MyTtanuu kyp canxarot ypo-
BeHb MeTHIHpoBanmst H3K9 B onpeeneHHbBIX JIOKycax
in vivo W BBI3bIBAIOT yYMEHBIICHHE METHIIMPOBAHMUS
JIHK B caifrax CNG. M0HO NpeArnonoK uTh, 4TO Me-
tunupoBanne H3K9 xontpomupyer CNG-metumupo-
Banne JIHK.

Ho y pacrenuii metunuposanue JIHK He Bcerna 3a-
BHCHT OT METHJIMPOBAHUS TUCTOHOB [26]. DTO 0IHO U3
OCHOBAHUH /JIs1 YTBEPXKAEHUS O TOM, YTO UMEHHO Me-
tunupoBanue JHK npenmectByer MerunupoBaHHUIO
ructoHoB [69]. [Ipeanonaraercsi, 4ToO METUINPOBAHUE
JIHK B CG-nocieoBaTeIbHOCTIX CIIOCOOCTBYET Me-
tuipoBanuto ructonoB H3K9 B xpomonenrpax. 13-
MeHeHus B ypoBHe MeTminposanusa J{HK conpoBox-
JIAI0TCs pacciuabiIeHneM XpOMOIIGHTPOB IreTepoXpoMa-

TuHa. B nporuBoBec MetmnupoBanuio B CG-caitax
MetunupoBanue BHe CG He OKa3bIBaCT HUKAKOTO BO3-
NEHCTBYS HA METWIMPOBAHHE THCTOHOB, HO, B CBOIO
ouepelb, METUJIMPOBAHUE THCTOHOB PEryJIUPYET Me-
tunupoanue JIHK B CNG-caiitax. MyTaHTHI 110 Te-
HaMm H3K9me2-crienududaeckoir meTmirpancdepassl
rucronoB  KYP/SUVH4 u JIHK-metuntpancdepasst
CMT3 He comepkaT METUIUPOBAHHBIX OCTATKOB IU-
to3nHa B CNG-caittax. Cuuraercs, 9To sl IPUBIICUC-
Huss CMT3 HeoOxoammo metuupoBaHue kak H3KO,
tak 1 H3K2. Kpome TOro, akTHBHOCTH METHIITpaHC(e-
pa3bl ructonoB SUVH2, ydacTBylomieil B METHIHPO-
BaHWHU BCEX TeTEPOXPOMATHH-CIIEIIU(DUIECKIX METOK,
3aBucuT oT MET1, Ho He oTr CMT3 [42].

OTKpbITHE Y MJICKOMUTAIONINX JIOKyca ddml, xo-
TUPYIOHIET0 OeNIOK, TOMOJIOTUYHBIA PEMOIYITUPYIO-
meit xpomarua AT®aze swl2/snf2 gpoxoxeit, cBume-
TEIbCTBYET O TOM (haKTe, YTO U3MCHEHUS Ha YPOBHE
HYKJIEOCOM CIIOCOOHBI BIIMATH Ha METHJIMNPOBAHHE
JHK u sxcnipeccuto reHoB. Hanbosee BeposiTHa TUTIO-
T€3a 0 TOM, YTO PEMOYJIHNpYIoIas akTuBHOCTE DDM 1
ycunuBaeT joctynHocts JJHK-metuntpancdepas st
nonymerunupoBanHot JJHK B HoBopemmuuupoBaH-
HOM XpOMaTHHE. JTO TMPEAIOJIOKEHNE OOBSICHSIET
cwibHOe Bo3jerictBue ddml Ha meTmmpoBanue JIHK
B KOMITAKTHOM T€TE€pPOXpOMATHHE IO CPaBHEHHUIO C
y4JacTKaMHM 3yXxpomaTuHa [25].

Takum 00pa3oM, B HACTOSIIEEC BPEMsI OYCBHIHO,
YTO CBSA3b MEXKIY METUIMpoBaHueM I'McToHOB U JIHK
SIBIISIETCS CIIO’KHBIM B3aMMO3aBHCHMBIM TTPOIIECCOM.

['eneTnueckue ucciaenoBanus pssia reHOB, KOTUPY-
IOLIMX KOMIIOHEHTHI (PaKTOPOB MEPECTPOCK XPOMAaTH-
Ha HDAC, HMT u DNMT, noka3aiu, 9To S1IUTeHETH-
YECKUEe MEXaHM3Mbl KOHCEPBATUBHBI U JICHCTBYIOT Ha
MHOTHX CTaJIUAX PA3BUTH PACTCHUM, BKIIIOYAs IPOJIU-
(deparmuio SMOPHOHATBHBIX M MEPUCTEMATHICCKUX
TKaHEeH u KIeTouHyo auddepenuamio [29].

KoBanentneie mogudukarmu odpatumsl. HecMoT-
ps Ha 1O, utro HAT u HDAC ocymectBustor obparu-
MO€ aleTHINPOBaHNE/IealleTUIINPOBAaHIE THCTOHOB,
METHWJIMPOBaHHE THUCTOHOB cTabmibHO. [Ipenmomnara-
I0T, 4TO 0OPATUMOE AllCTHIUPOBAaHUE/ CalETUIINPOBA-
HHE TUCTOHOB KOOPAMHHUPYET BOCIPHUAITHUE CUTHAIIOB
13 BHEIIHEH Cpeibl U TAKUM 00pa30oM pPeryJnpyerT pas-
BUTHE pacTeHUil. BHemHue cuUrHanbl NPUBOIATCA B
JIEHCTBUE YePE3 CBSI3h C TPAHCKPHUIITHOHHBIMU aKTHUBA-
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TOpaMH, PEIPeccopaMu W/UITH MOJICKYJIaMH, TPUYACT-
HBEIMH K TIepeaade CUTHama. Taknue MOJICKYIIbI TPUTSI-
TUBAIOT Jl€alleTUIa3bl THCTOHOB K IPOMOTOPAaM I'€HOB,
YYBCTBUTEIBHBIX K BHEITHUM BO3JICHCTBUSIM U BIUSIO-
IIMX Ha pa3BUTHE, YTO, B CBOIO OUEPE/Ib, IEPECTPAUBA-
€T XpOMAaTHH U aKTUBUPYET WUJIU PENPECCUPYET TPaHC-
KpPUIILIMIO OMNPEICICHHBIX TeHOB. IloCKONbKY 3TOT
nporecc oOpaTuM, YCUJICHHAS TPAHCKPHUIIIUS MOXKET
BO3BpAIAThCS K «HOPMAIbHOM» B OTCYTCTBUE CUTHAJIA
[44].

CBs13b XpOMATUH-MOTUPUITUPYIONIHX (HAKTOPOB C
Rb-E2F-curnanbHeiM TyTeM SIBISIETCS OCHOBaHUEM
JUISL TIPEATIONIOAKEHUSI O TOM, YTO CYIIECTBYET SIIUTEeHE-
TUYECKUH KOHTPOIIb HAJ[ KIICTOYHBIM JICIICHUEM U AU (-
(depennuanueii. Usydyenue aeraseit Takoi B3aMMOCBSI-
31 TIOMOXKET BBISIBUTH MEXAHH3M BIIUSHHUS BHEITHEH
cpensl Ha MopdoreHe3 pacTeHnii. OOpaTUMOCTh «MOJI-
YaIIero» COCTOSHUS XpOMaTHHA MIPEICTABISCT 3HAUU-
TEJIbHBIA MHTEPEC JIJIs1 OHKOOMOJOTHH U TPAHCI'CHHBIX
TexHosoruil. Kpome Toro, npocTpaHcTBEHHO-BPEMEH-
HBIC Pa3JINYMsl BETETATUBHBIX M PEreHEPATUBHBIX (a3
pa3BUTHS PaCTCHUI JAIOT BOZMOXXHOCTh U3y4aTh JIIH-
TEHETHYECKOE HaCJIeIOBAaHUE CIEIN(DPHICCKIX CTPYK-
Typ XpOMaTHHA, TPUOOPETEHHBIX BO BPEMS BETeTaTHB-
HOro pa3Butus. HacieioBanue 3TUX U3BMEHEHUN U UX
pOJb B X0Ji€ 3BOJIOLMHU PACTEHUU SABJISIETCSA Mpeame-
TOM JaJIbHEUIIINX UCCIIEI0OBAHUMI.

G. V. Shevchenko
Cell cycle and epigenetic changes of plant DNA

Summary

Plants can apply various strategies to minimize environmental
impact. One of the strategies is heritable modifications of gene exp-
ression which occur without changing original DNA sequence and
are known as epigenetic. Signaling pathway Rb-E2F (retinoblas-
toma (Rb)-transcription factor E2F/DP) connects the cell cycle
with factors, modifying structure of chromatin and DNA. It also co-
ordinates cell proliferation and differentiation influenced by ex-
ternal stimuli. The article highlights the activity of Rb-E2F/DP sig-
naling pathway and its connection with the epigenetic changes of
DNA in plants.

Keywords: DNA, transcription factor E2F, chromatin-modify-
ing complexes, epigenetic.

I'. B. lllesuenxo
Kuituaanii nukn i eniresernyni 3minu JJHK y pocinn

Pesrome

l]o6 minimizyeamu 6nau8 OO0BKiNA POCAUHU BUKOPUCIOBYIOMb
Odekinvka cmpameeziti. OOHa 3 HUX — Ye HACATOY8AHHA MOOUPIKayill
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2eHHOl excnpecii, AKi 6i00ysaromvcs 0e3 3MiHU NOCAI008HOCMI
nykareomudie JJHK (enicenemuxa). Cucnanronuti wiasx Rb-E2F/DP
(pemunobnacmoma (Rb)—mpanckpunyiini ¢axkmopu E2F/DP)
NOEOHYE KNIMUHHUN YUK 3 pakmopamu mooughixayii THK i xpoma-
MuHy ma KoOopoOuHye nponigpepayiro i oughepenyiayito Kiimuu 3a-
JIeXHCHO 810 308HIUHBbO2O 6NAUEY. B 021401 cucmemamuzosano oami
w000 akmuenocmi cuenanbno2o wiasaxy Rb-E2F/DP iiioeo 36 'A3Ky 3
enieenemuunumu sminamu JJHK y pocaun.

Knwuosi crosa: JIHK, mpanckpunyitinuti gaxmop E2F, komn-
JleKCU, Wo pemooya0ioms XpoOMamuH, eniceHemuxa.
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