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Llenmpanvnoti npobremotl Ouonozuu pazeumus s6AAEMCs BONPOC O MOM, KAKUM 00pasom
MHOSOKPAMHOE OeJleHue 6ce20 00HOU KIeMKU NPUSOOUNM K YOPMUPOBAHUIO OP2AHU3MA, 0011adarwe2o
MHO2OKJIEMOYHBIMU CUCEMAMU OP2AHO8 U MKAHEl, He noX0dcux opye Ha opyea. Omeem na 3mom
B0NPOC, KAK NPABUIO, JeAHCUM 8 OUDDEPEHYUATbHOU IKCNPECCUU 2eHO8 8 KIeMKAX, COCMABNAIOUWUX
omu mxanu u opeansvi. Hmenno oupgpepenyuanvhas akmueHocms 2eHOMA — OCHOBA U CIMPYKIMYPHbLX,
U DYHKYUOHANBHBIX PA3IUYULL MeHCOY PASHBIMU KIEMKAMU OOHO20 U MO20 Jice Op2aHusmda, m.e.
Kiemounou oupgepenyuposku. HmeHHO 2eHOM CIAYICUM OCHOGHBIM HOCUmMeneM UHGopmayuu o
MOM, KAK PACMeHUuio npoumu nyms om cemenu 00 cemenu. OOHAKO 2eH (yHKYUOHUpyem 6 HeKoll
cpede, KOmopas He MOJCem He OKA3bleamb GIusHUe Ha Xapakmep ezo skcnpeccuu. [losmomy
peanusayus uHpopmayul, 3aKuT04eHHOl 8 2eHome, Oyoem 3a8ucems He MOIbKO OM HYKIEOMUOHbIX
noC1e008amenbHOCMell KOHKPEMHbIX 2eHO8, HO MAKdce U OMm GHEWHUX YCI08Ull, COCTOSHUSL
xpomamuna, moougpuxayuii [JHK u ee mpanckpunmos, m.e. HaxoOumvcs noo NULEHEMUYecKum
xkoumpoaem. C80e00paA3HbLIMU «NEPEKTIOUAMENIMUY NPOSPAMM PA3GUMUSL KIEMOK MO2YIM maKice
cayacums omkpoimole HeoasHo maavie PHK.

Knrouesvie cnosa: buonozcus pazgumusi pacmenuil, MpaHCKPUNYUOHHvle (aKkmopsl, dnUceHemuKd,
moougurkayus JJHK u cucmonos, manvie PHK, mukpoPHK.

T'eHbI-pery.IsiTopbl pasBUTHSA pacTeHuii HOPMAaJIbHOTO OPTaHa Pa3BUBAETCS OPraH APYTro-

['eHbI, KOTOPBIE IETEPMUHHUPYIOT IPOIECCHI
pocta ¥ AU(GGEPEHIUPOBKH, YaCTO HAa3bIBAIOT
2EHAMU-PEe2YTSIMOPAMU (nepexniouamensmu,)
pazeumus. OHU KOTUPYIOT OCOOBbIe OCIKH —
TPAHCKPHUIIIMOHHBIE (aKTOPhI, KOHTPOIHPYIO-
mue nporpaMmbl (OpMHUpOBaHHS OPraHOB U
TKaHe#l pacTeHus. MHOrA 3TH T€HbI TAKXKe Ha-
3BIBAIOT 20Meo3uUcHbiMu. MyTalluu B TOMEO-
3UCHBIX T€HAaX MOTYT BbI3BaTh TPaH(OPMAIIHIO
OJHOW YacTH Tejla B APYryro. [oMeo3HCHBIMH

MYTaHTAMH1 HA3bIBAKOTCA TC, Y KOTOPbBIX Ha MECTC

ro tumna. Hanpumep, y Apo30(QuIibl npu My Taluu
antennapedia (opMupyeTCs aHTEHHAa BMECTO
Horu (Abbott, Kaufman, 1986). ['omomoruunsie
reHaMm JIpo30(UJIsl TOMEO3UCHBIC I'eHBI UIACHTH-
(UIMPOBAHBI U Y IPYTHX KUBOTHBIX. Y PaCTH-
TEIbHBIX OPTaHU3MOB TAK)KE M3BECTHBI IPOIIEC-
CBI, KOTOPBIE KOHTPOJIHPYIOTCS TOMEO3UCHBIMH
reHaMu: (QUIIOTAKCHC, Pa3BUTHE IBETKOB U CO-
usetnit (Coen, 1991; Weigel, Meyerowitz, 1993).

IMogcunTaHo, YTO BBICIINE PACTEHUSI MOT'YT

comepxkats ot 25000 mo 50000 renos (Tyagi,
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2001). TpeTp U3 HUX DKCIPECCHUPYETCS BO BCEX
OpraHax pacTHUTENBFHOIO OpraHusMa (XOTs u
Ha Pa3sHOM YPOBHE), MPOAYKTHl BTOPOH TpeTu
MIPUCYTCTBYIOT JIUIIb B HEKOTOPBHIX OpraHax, a
OCTAJIBHBIE TEHBI AIKCIPECCUPYIOTCS TONBKO B
KaKOM-TO OIHOM OpraHe. AHajM3 3KCIPECCHH
8300 renoB apaOujoricuca, NPOBENEHHBIA B
2001 r. rpynmnoit aMepuKaHCKUX UCCIIeI0BaTeNei
noj pykoBoactBoM Zhu, nokasai, 4to 64 rena
crenu(pUIECKH IKCIIPECCUPYIOTCS TOJIBKO B KOP-
HSX, 94 — B IMCTHSIX, 3 — B LIBETOHOCAX, a 36 — B
LBETKAaX pacTeHuil. B cocraBe reHoB, KOTOpbIC
SKCIPECCUPYIOTCS TOJIBKO B OMpPEIENEHHBIX Op-
raHax, OblJTM HaliICHBI IPOMOTOPEI, 0Oecre nBa-
IOIHE OpraH-CHenu(pHUECKyI0 IKCIPECCHIO T'e-
HOB, IPHYEM B OIIPEJEIICHHOE BpeMs. Y BBICIINX
pacTeHuil Hamboiee XOpOIIO H3Y4YeHO (QYHK-
LIMOHUPOBAaHKE JIByX THIIOB F€HOB-PETYJISATOPOB
pa3BUTHS: TOMEOOOKCCONEPKAUX U TEHOB C
MADS-60kcom.

Tomeobokccodepocawue 2eHvl OMpenens-

I0TCS TI0 HAJINYHUIO XapaKTepHOHW IocienoBa-
teapHoctd JIHK w3 mpubnusutensuo 180 map
HYKJICOTHAOB (TOMe00OO0Kca), KOTUPYIOIIeH roMe-
OZIOMEH — KOHCEPBATHBHBII y4aCcTOK psiJia TPaHC-
KPUIIMOHHBIX (haKTOPOB. JTa HYKJICOTHIHAS
HOCJIE/IOBATENbHOCTh THUIIMYHA JIJIsi TCHOB Ka-
ckagHoro tumna perynsuuu passutus (Chan et
al., 1998; Reiser et al., 2000).

[lepBBIM KJIOHMPOBAHHBIM T'€HOM pacTe-
HUM, KOAMPYIOUIUM TOMEOAOMEHCOAEpH AU
6enok, 661 KNOTTEDI (KNI) kykypy3sl. My-
Tanus knotted 1 mpuBOIUT K TOMY, 4TO TeH KN/
HauMHAET 3KCIPECCHPOBATHCS B HECOOTBET-
CTBYIOII[EE BPEMsI M HE B TOM MecTe. Y MYTaHTOB
knl Boxpyr yxe nmudpdepeHIHPOBAaHHBIX KICTOK
JICTA TOSIBIISIIOTCS TPYMIBI KJIETOK, KOTOpbIE
eme mponomkaroT aenutbes (Hake, Ori, 2002).
I'pynmbl nensmuxcsi KIETOK, PaCHOIOKEHHbIE
BJIOJIb COCYIMCTBHIX 3JIEMEHTOB IO BCEH JIMCTO-
BOIl MacTHUHKE, 00pa3yloT TaK Ha3bIBaeMble

y31sl (knots). [To3gHee ObLI0 00HAPYIKEHO TIeT0e

CceMeHCTBO T'eHOB, Mogo0HbIX KNI, Ha3BaHHOE
KNOX (KNOTTEDI-like HOMEOBOX). Cepx-
JKCIIpeccus TeHOB cemeiicTBa KNOX Takke uc-
kaxkaet pa3sutue nucta (Hake, Ori, 2002).

Cpenu KNOX-reHOB pacTeHHit HambOosee
JETaTbHO WCCIeNOBaHa OOJNbIIAsi TPYIINA, yda-
CTByIOI[asi B PETyJSILUU JAESTENbHOCTH allu-
KaJIBHOW MEPUCTEMBI TOOETOB U B PA3BUTHH JIH-
cteeB: KNI u RSI (rough sheath 1) KyKypy3sl;
KNATI (KNOTTED-like for Arabidopsis thali-
anal), KNAT2 (KNOTTED-like for Arabidopsis
thaliana 2) n STM (shoot meristemless) apaOu-
noricuca; HVKNOX3 (Hordeum vulgare KNOX3)
stamens U OSHI (Oryza sativa HOMEOBOXI)
puca (Williams, 1998; Scofield et al., 2007).
I'enst KNI, STM n ux (HyHKIIMOHAJIBHBIE aHAJIO-
I'¥ OTBEYAIOT 32 MOJACPKAHUE JIeJICHUS KIIETOK
MEpPHCTEM, perpeccupys UX AalTbHEHITYI0 Tud-
(bepeHIPOBKY. DTH T'€HbI IKCIIPECCUPYIOTCS B
alMKaIBHBIX MEPUCTEMAaX MOOETOB, a TaKXkKe BO
(GII0panbHBIX MEpUCTEMAX.

Lenvi, codeporcawue MADS-bokc. TepMuu

«MADS-060kc» 00pa3oBaH HayalbHBIMH OYyK-
BaMM ueThlpex reHoB: MCMI ppoxxel, AG
apabujgoncuca, DEF npBUHOTO 3¢Ba U SRF Miie-
konurtatromux. K renam, cogepxkamum MADS-
00KC, OTHOCSITCSI, B YaCTHOCTH, AG (AGAMOUS),
DEF (DEFICIENCE), APl (APETALAI) n AP3
(APETALA3), TFLI (TERMINAL FLOWER),
PI (PISTILLATA). T'eHsl 3TOrO THIIA PETYIUpY-
10T (IIOpUTEHE3 W OMPEACIISIOT CYAb0y KJIETOK
B CEMSIOYKE, WX DKCIIPECCHs BBHISIBICHA B 3a-
poapblie, KOpHsAx U JucThix (Bodt et al., 2003;
Xu, Kong, 2007). K MADS-00kc-reHaM OTHO-
CHUTCS OOJIBIIIMHCTBO TOMEO3UCHBIX T€HOB pacTe-
HUU, B YaCTHOCTHU T'e€HBI HICHTUIHOCTH OPTaHOB
userka. [Ipeamonaraercsi, 4To BO3HHMKHOBEHHE
HOBEIX OpPraHOB B TIPOLECCE IPOTPECCHBHON
SBOJIIOLIMM PACTCHUH, HANPUMEp CEMSIOYEK U
CEeMsH, CONPOBOXKIAJOCH TIOSBICHHEM HOBBIX
nonacemeiricts uMmeHHO MADS-60kc-reHoB (Ng,
Yanofsky, 2001).
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DKcnpeccusi TeHOB-PEryJIsiTOPOB Pa3BUTHS
KOHTPOJIMPYETCS PSIIOM BHYTPEHHHX W BHEII-
HuX QaxTopoB. K BHyTpeHHUM (akTOpam, Bius-
IOIIMM Ha X aKTHBHOCTB, OTHOCSATCSI TOPMOHBI,
caxapo3a ¥ HEKOTOpbIe MUHEPaJIbHBIC AJIEMEHTBI,
K BHEUIHMM — TeMIlepaTypa U cBeT. B peryms-
UHU TpoieccoB UM HEPSHIIMPOBKHA U Pa3BUTHS
Ba)KHAs pOJIb PUHALIICKHUT T'€HaM, KOTOPBIE CO-
JepKaT MPOMOTOPBI, YyBCTBUTEIbHbIE U CIICIU-
(ugHBIe K GUTOrOPMOHAM U K TaKUM (DakTOpam
BHEIIHEW cpelibl, Kak CBeT U TemIeparypa. B co-
CTaBe MPOMOTOPOB OYEHb MHOTHX I'€HOB, aKTHB-
HOCTh KOTOPBIX peryiupyercs (UTOropMoHa-
MU, BBISIBJICHBI TPAHCKPHUIILIUOHHBIE 3JIEMEHTHI,
OIIpeeIISIONINe TOPMOHAIBHYIO  crieruduy-
HOCTH POCTOBBIX peakuwii pacrennii (MenBenes,
[Tapoga, 2010).

B mnHactosimee BpeMms uIaeHTH(GHIHpPOBa-
HBI KJIIOYEBBIE T'€HbI, KOTOPbIE KOHTPOJIUPYIOT
IpoLeccsl dMOpHoreHesa, crapeHuss u Qoro-
MopdoreHesa, peryiupyor (yHKIHOHHPOBa-
HUE aluKalIbHBIX, JJaATePAIbHBIX U (IOPaIBHBIX
MEpPHUCTEM, OTBEYAIOT 32 POPMHUPOBAHUE KOPHSI,
JUCTHEB U cocyoB. Hanbomee xopomo n3ydeHa
9KCIIPECCUs T€HOB, PETYIHPYIOIIUX pPa3BUTHE
1nBeTKoB. Ha ocHOBe mMmeromeiicst B HacTosiee
BpeMsI FeHeTHYECKOW MHPOpPMAaLNK, MaTeMaTH-
YEeCKOr'0 alrapara i KOMIBIOTEPHBIX IPOr'PAMM
(Babu et al., 2004; Alvarez-Buylla et al., 2007)
CTajJ0 BO3MOXXHBIM IIOCTPOEHHE TaK Ha3bIBae-
MBIX T@HETHYECKUX PETYJISATOPHBIX ceTel (gene
regulatory network — GRN), xoTopslie mo3Bo-
JISIFOT OLEHUTh BECh CIEKTP B3aUMOIECHCTBUH
MEXY Pa3IMYHBIMH PEryISTOPHBIMH I'€HAMHU
B mporecce AU GepeHIIMPOBKH KIECTOK U (op-
MHpOBaHMS OpraHoB pacteHus. OTaenbHbIC
9JIEMEHTBl ATUX CETed CIIOCOOHBI Ha pasHbIX
JTanax pas3BUTHS KOHTPOJIUPOBATH HECKOIBKO
npoueccoB. [loaTomMy MyTtanuu, 3arparubaro-
II¥e pa3Hble YYacTKH OJHOTO PEryJsTOPHOI'O
reHa, MOTYT OTJIMYaThCSl CBOMM (DEHOTHUIUYE-

CKHUM IIPOABJIICHUCM.

TpanckpunuuoHHbIe GaKTOPBI

HemnocpencTBeHHBIH KOHTPOJIb 33 pa3BUTH-
€M OpPT'aHOB U TKaHEH PaCTeHHS OCYLIECTBIISIETCS
mparnckpunyuonusvimu gaxmopamu (TD) — Gen-
KaMH, KOTOPBIE [TOCTIe IEPEeMEIIEeHU S B IAPO KJIeT-
KM PEryJIupyIOT TPAaHCKPHUIIIIHIO, Criel(puIecKn
B3aumozeiictBys ¢ JIHK nub6o ¢ apyrumu 6en-
KaMH, KOTOpBIE MOTYT 00pa30BbIBaTh KOMIIJIEKC
oenok-IHK (Latchman, 1997). DykapruoTudeckue
T® 00BIYHO COCTOSAT U3 ABYX (PYHKIIMOHAIBHBIX
nomeHoB: JIHK-cBsi3pIBatoero u akTUBUPYIO-
mero TpaHckpunuuwo. JHK-cBs3piBarommi
JIOMEH OTBeYaeT 3a cBs3biBaHHEe Td ¢ HyKJeo-
THJHOH MOCIIENA0BATEIbHOCTHIO-MHUILICHBIO, TOT-
Jla KaKk akTuBupyrowmuii tomeH Td npurumaer
ydactue B 0€JI0K-OeJIKOBBIX B3aMMOJICHCTBHUSAX C
JIpyTrUMHU OEJIKOBBIMH (hakTopamHu (alantepami,
aKTHBAaTOpPaMH, BCIOMOIaTEJIbHBIMH Oelkamn).
Hexotopeie T® 001amal0T SH3UMATUYECKOH aK-
THBHOCTBIO U CLIOCOOHBI OCYIECTBIISATH )epMEH-
TaTUBHBIC MOIU(DUKAIIMH OCITKOBBIX (PAKTOPOB U
JHK. T® obOecrieunBaroT CHIKEHHUE (perpecco-
pBI) HJIM TOBBIIIEHHE (AKTHBATOPHI) KOHCTAHTHI
ces3piBanusi PHK-nmomumepassl ¢ perynsarop-
HBIMH TIOCJIEIOBATEIIBHOCTSIMHU PETryIHUPYyeMOTo
reHa. Imenno T® oTBe4aroT 3a CENEKTUBHOCTh
U crielipUIHOCTh TEHHOW PEryJIsIK B Pa3Jind-
HBIX KJIETKaX U TKaHSAX PACTUTEIBHOIO OpPTraHH3-
Ma. B mporiecce kiieTouHoi audhepeHInpOBKU
UMEHHO TOsBJICHHE HOBOro T® ciyXHT cUrHa-
JIOM JUISL aKTHBAIUU (WJIM MOAABIEHUS) TpaHC-
KPHUILMYA TeHOB HA ONPEAETICHHON CTaIui MOp-
¢oreneza U MosiBICHUS HEOOXOAMMBIX T'€HHBIX
nponyktoB (Lobe, 1992).

B pacteHusx ompeneneHbl NPaKTHYECKU
BCE THITBl TPAHCKPHUIIIHOHHBIX (PAKTOPOB, KO-
TOpble (PYHKIUOHUPYIOT Y KUBOTHBIX M JIPOXK-
xel. Y apabuoncuca ycranosneHnsl 6onee 1800
OEJIKOB-PEryJIsITOPOB TPAHCKPHIILIHMU, KOTOpbIC
00b19HO KnaccuuuupyroT mo crpoenuto JJHK-
cBs3bIBaroIUX qoMeHOB (Riechmann, 2002; Guo
et al., 2008; Pérez-Rodriguez et al., 2010).
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Lomeodomencoodepocawue benxu. Xapak-

TepHOH OCOOCHHOCTBIO A3TOro cemeictBa T
ABJISIETCSL HAJUYHE IMOcenoBaTeIbHOCTH U3 60
AMUHOKHCIIOTHBIX OCTaTKOB, KOTOPYIO Ha3bIBa-
10T romeogomeHoM (homeodomain, HD). 'omeo-
JIOMEH CIIOCOOEH pacro3HaBaTh HeOOJbIINE HY-
KJICOTHIHBIE TIOCIJIEIOBATENILHOCTH (HAIpUMep,
TCCT, GATC u ap.) ¥ KOHTPOIUPOBATh, TAKIM
00pa3oM, OJKCIPECCUIO OIpeNeeHHbIX TI'€HOB
(Chan et al., 1998 Smith et al., 2002). I'omeomo-
MEHCOJepKallie OeJIKH PacTeHUH PeryiupyroT
(YHKIIMOHMPOBAHNE AalMKaJIbHOH MEpPHCTEMBI
no6ero, (GopMHpOBaHME JIMCTA, CTEONI U CO-
CYZOB, pa3BUTHE KOPHS, POrpaMMHUPOBAHHYIO
rubenb KIeToK, nporecc u3beranus renu (Hake,
Ori, 2002).

VY apabuponcuca BeIsiBIEHO OKoio 90 Gen-
KOB 3TOro THma. K HUM OTHOCSATCS, B YaCTHOCTH,
ATHB-2 (Arabidopsis thaliana HOMEBOX-2),
ATHB-8, ATHB-13, BELI (BELLI), GL2
(GLABRA2), KNAT1, LD (LUMINIDEPEN-
DEN), PHB (PHABULOSA), PHV (PHAVOLU-
TA), STM (SHOOT MERISTEMLESS). [Tomu-
MO TOMEOJOMEHA 3TH OCJIKM MOTYT COIepXaTb
neiinnHoBY0 MonHMIO (leucine zipper), Zn- u
PHD-nansmsr (fingers), kKoTopsie oOecrneunBa-
FOT BO3MOXKHOCTH cBsi3piBanus ¢ JIHK. B cocras
TOMEOIOMEHCOJIEPKANTNX OEIKOB MOTYT TaKXke
BxoauTh nomenbl (ELK, MEINOX), npuHuma-
IoIMe y4yacTue B OeIOK-OEeKOBBIX B3aMMOJEH-
CTBUSIX. Y HEKOTOPHIX OEJIKOB B JOMOJIHEHHE K
TOMEOJIOMEHY M JICHIIMHOBOH MOJIHUM HMeEeTCs
Taxxe creposicBsasbiBaronuit fomeH START (ste-
roidogenic acute regulatory protein-related lipid
transfer domain). Beiiensitor 6 kj1accoB romeo-
noMeHcoaepkamux 6enxxor: HD-ZIP (homeodo-
main-leucine zipper), HD-PHD (homeodomain
associated to a finger domain and leucine zipper),
WUS (WUSCHEL), HD-KNOX (homeodomain-
KNOTTED related), HD-BELL (homeodomain-
bell domain) u HD-ZF (homeodomain-zink fin-
ger) (Riechmann, 2002; Ariel et al., 2007).

MADS-6enxu. Munieasmu MADS-0ekoB
CITy>KaT T'€HBI, B TPOMOTOPHOU 00JIACTH KOTOPBIX
umeercs crenuduyeckas 10-HyKkiIeoTHIHAS T10-
caenoBarenbHOCTh — CC(AT)sGG, HazbiBacMmas
CArG-6okcoM. B cocraBe Bcex MADS-6enkoB
HMeeTCsl CHCIU(PUISCKHA, COCTOAIUNA u3 56
aMuHOKHUCIOT, JIHK-cBA3BIBatOmMiA JOMEH, KO-
TOpEIN oOeclieunBaeT paclo3HaBaHUE STOH IO-
caenoBareiabHocTd  (Riechmann, Meyerowitz,
1997; Folter, Angenent, 2006; Xu, Kong, 2007).
MADS-6enku  crocoOHbl (popMHpOBATh reTe-
POIUMEPEI, KOTOPBIE Pa3IMYarOTCS MO CHOC00-
HoctH cBs3bBaThes ¢ JIHK u mo Tpanckpum-
nuoHHOW akTUBHOCTH (Riechmann et al., 1996;
Honma, Goto, 2001). boyiee yem y MOJIOBUHBI
MADS-6enxoB nmeetcs K-nomen (keratin-like),
KOTOPBI oOecrieunBaeT OeJIOK-OEIKOBbIE B3au-
MOJCHCTBHS B BO3MOXXHOCTD ISl TUMEPH3AIIH.

OTO0 ceMeilcTBO TPaHCKPHUIILIMOHHBIX (hak-
TOpoB BKJIOUaeT 6oee 100 OenKoB, K KOTOPBIM
otHocaTcst AGAMOUS (AG), APETALAL (AP1)
APETALA3 (AP3), PISTILLATA (PL), CAL
(CAULIFLOWER), FLC (FLOWERING LOCUS
C), FUL (FRUTFULL), SEP1 (SEPALLATAL),
SEP2 (SEPALLATA2), SEP3 (SEPALLATA3),
SHP1 (SHATTER PROOF1), SHP2 (SHATTER
PROOF2), SOC1 (SUPPRESSOR OF CON-
STANS OVEREXPRESSION), SVP (SHORT
VEGETATIVE PHASE). MADS-06enku peryiu-
pyoT popMHpOBaHUE IBETKOB H IJIOAOB, MPH-
HHUMAIOT YYacTHE B PEryJISLUH Pa3BUTUSA KOPHS
U CEMSH, HEKOTOPBIE U3 HUX CIIOCOOHBI KOHTPO-
JINPOBATh TOMEO3HUCHBIE MTPOLIECCHI.

AP2/ERF (APETALAZ2/ethylene response
factor) cemeiicTBO TpPaHCKPUNIMOHHBIX (hak-
TOPOB BKJIOYAaeT OKOJO 150 OenkoB, KOTOpHIC
YYacCTBYIOT B PETYJSIIUU Pa3BUTHUs I[BETKOB U
CEeMsH, a TaK)Ke B Iiepeadye ITHICHOBOTO CHT-
Hana (Wessler, 2005). JIHK-cBsi3piBaronuii yua-
CTOK 3THX O€NIKOB, Ha3bIBaeMbIll AP-moMeHOM,
CONIEPKUT JIBa TIOBTOPA U3 68 aMUHOKHCIOTHBIX

octarkoB (Feng et al., 2005). Umenno AP-momen
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CIIOCOOEH pacio3HaBaTh HYKJICOTUAHYIO MMOCIe-
noBatenbHOCTh GCC-00KC B IPOMOTOpAX I€HOB,
koHTposupyembix AP2/ERF-0enkamu. K renam,
KOTOpBIE KOAMPYIOT 3TOT Tl T®, oTHOCATCA
AP2 (APETALA2), ANT (AINTEGUMENTA) u
ERFs (ethylene response factors).

MYB-6eaxu (myeloblastosis) npuHaanexar
K CaMOMy MHOroduciieHHoMy tuny Td pacte-
uuii (Martin, Paz-Ares, 1997; Chen et al., 2006).
Ot1o cemeiictBo T® Brirodaer okomo 200 Gen-
KOB, KOHTPOJIMPYIOUIMX TaKHE MPOIECChl, Kak
pa3BUTHE KOPHSI, IaATTEPHUPOBAHHE JIUCTA, HOp-
MHUPOBaHHE TPUXOM, KJIETOYHBINA LUKJI, IIUPKa]-
HBIE PUTMBI, Tiepenadyy GUTOXPOMHOTO CUTHAJA.
JHK-cBsi3piBaromuii jomen MY B-6enkoB co-
JIEPXKUT OT OJHOrO 0 TPEX HOBTOPOB M3 IPH-
onusutensHo 50 amuHOKMCIOT. OtoT THn T
crieliu(HYeCKH B3aMMOACHCTBYET C T€HaMu, CO-
nepxamumu  (C/T)AAC(G/T)G-HyKICOTHAHBIE
B  MYB-cemeiicTBo
TPAHCKPHUIIIIMOHHBIX (aKTOPOB BXOMAT OENKH
ALP (altered phloem development), AS1 (asym-
metric leaves 1), AtMYB2, AtMYB4, CCA (cir-
cadian clock associated), CPC (CAPRICE), LHY
(late elongated hypocotyl), TT2 (transparent testa
2), WER (WEREWOLF), GL1 (GLABRALI).

bHLH-b6enxu (basic helix-loop-helix) ot-

HOCATCA K TPAHCKPUNIIMOHHBIM (1)aKTOpaM,

IIOCIEA0OBATCIIBHOCTH.

umeromuM ocHoBHBIM JIHK-cBs3bIBatOmMMi 10-
MEH THIa «cnupaib-netis-cunupaiby. Ux JHK-
CBSI3BIBAIOLINI ydacTOK U3 9-11 MOJIOXKHUTENBHO
3apsDKEHHBIX aMHUHOKHCIIOT 00EcreunBaeT pac-
M03HaBaHUE CIEUPUUECKOH HYKICOTHIHOH I10-
CJIEIOBATENIBHOCTH, Ha3bIBaeMoi E-OokcoM, B TO
BpeMs kak HLH-nomeH oGecrieunBaeT BO3MOX-
HOCTB ISl TOMO- M I'eTepoAMMepH3alu Oeska
u B3aumozeiicteue ¢ JJHK (Heim et al., 2003).
B 310 cemeiictBo T® Bxoasar okono 140 0enkos,
BKJIFOUasi Takue Oeyiku apadumoricuca, kak GL3
(GLABRA3), SPT (SPATULA) u TTS (transpar-
ent testa 8). benku bHLH yuwactBytor B pery-

JISIOAW Pa3BUTHA KOpHCﬁ, TPUXOM U IJIOAOJTIU-

CTHKOB, B Iepeaade (puTOXpOMHOrO CUTHala, a
Takxe B hopMmupoBannu ycTeul (Serna, 2007).

bZIP-6enxu (basic leucine zipper) — cemeii-
CTBO TPAHCKPHUIIIHMOHHBIX (h)aKTOPOB C OCHOB-
HbIM JIHK-cBsSI3bIBaIOIMM TOMEHOM THIIA «JIEH-
LIMHOBAsl 3aCTEXKa-MOJIHUSI». B sTomM momene
OCTaTKH JICHIMHA PACIOJIOKEHbI Yepe3 Kaxble
IIECTh AMHUHOKHCJIOTHBIX OCTAaTKOB HAa PaBHOM
paccTosiHUM JIPYT OT ApPyTa W OKa3bIBaIOTCS Ha
OJHOI CTOpOHE O-CIMpaIH Yepe3 KaKIble /Ba
BuTKa. Takue qoMeHbl He cBa3biBatoTces ¢ JTHK,
HO 00EcIeunBalOT JUMEPU3ALUIO CONEPKAIIUX
WX TPAHCKPHIIIIMOHHBIX (haKTOPOB IIyTEM B3au-
MOIIPOHMKHOBEHUS JICHIIMHOBBIX 0-CIIHpaJIei,
KOTOpBIE MEperieTarTcs APYT C IPYroM, Kak B
3aCTeXKe-MOJHUM. B pesynbrare B Jumepe Io-
SIBIISIIOTCS JIBE IPABHIIBHO PACIIOIOKEHHBIE JIPYT
OTHOCHTEJIBHO APYTa MOJIUIEN THAHBIE LIETH, CO-
CTaBJICHHBIE PEUMYILIECTBEHHO M3 OCHOBHBIX
AMHHOKHUCIIOTHBIX OCTaTKOB, KOTOPBIE 00pa3yIoT
JIHK-cBsi3pIBatoniuii neHTp pakTopa TpaHCKpUII-
uHU. DTOT JJOMEH o0ecreunBaeT crienuduieckoe
CBSI3BIBAHME C TaKMMH HYKJICOTHIHBIMU IIO-
cienoBarenpHOCTIMH, Kak CCACGTCA, CCA-
CGTGG u TGACGTAA (Foster et al., 1994).
bZIP-6enku y4acTBYIOT B PETYJISAIUANA OTBETHBIX
peakuuii pacternuii Ha ABK u rudbepenauusi,
KOHTPOJMPYIOT CHHTE3 THOOEpeNInHOB, (HOTO-
MopdoreHes3, pa3BUTHE [[BETKa U JucTa. B pac-
TEHHUSIX apabuoIicuca BEISIBICHO 0Koto 80 bZIP-
oenkos, Hanpumep ABIS(ABA-insensitive 5) u
HYS5 (long hypocotyls 5).

NAC-6eaxu (NAM, ATAF1, 2, CUP2) xoH-
TPOJUPYIOT Pa3BUTHE MEpPHCTEM U (POPMHPOBa-
HUE OpPraHoOB, a TaKXKe Y4YacTBYIOT B Iepeaade
aykcrnHoBoro curtana (Xie et al., 2000; Olsen et
al., 2005). K NAC-tuny otHocstcs T® ANAC
(Arabidopsis NAC), NAM (no apical meristem),
CUP (CUPULIFORMIS), CUC1 (CUP-shaped
cotyledon 1), CUC2 (CUP-shaped cotyledon 2)
u CUC3 (CUP-shaped cotyledon 3), VND (vas-

cular-related NAC-domain). Perymsinust ypoBHs
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NAC-6enkoB MOXET OCYLIECTBISATHCS JBYMS
nyTsmu: 1) yOUKBUTHH-3aBUCHMBIM MPOTEOINH-
30M, 2) mukpoPHK-3aBucHMBIM paciienieHuemM
ux MPHK.

ARF-cemeiicTBo (auxin response factor)
TPAHCKPHUIIIIMOHHBIX (PaKTOPOB BKIIOYaeT 00-
nee 20 OexKoB, y4acTBYIOUIUX B Iepenade ayk-
CHHOBOTO CHTHajla, SMOpPHOTCHE3e, PETYISIINI
¢dbopmupoBanus 1BeTkoB u cocynos (Guilfoyle,
Hagen, 2007). Bce ARF Ha N-KoHIIe MOJIEKYITBI
comepxxkar JIHK-cBs3wpiBatomuii gomen (DBD,
DNA-binding domain). Psg ARF comepxkar ak-
tuBupytomuid nomen (AD, activation domain),
B COCTaBe IPYTHX HMEETCS PEIpecCHPYIOIU
nomeH (RD, repression domain). C-xoner; 00Jib-
muHcTBa ARF Bkarouwaetr nBa gomena (111 u
IV) nns numepusanuu (MX Takke Ha3bIBAIOT
CTD-momenbr — C-terminal domains). ARF-
6enku cnenuduuecku cesaspiBarores ¢ TGTCTC-
MTOCIIEIOBATEIEHOCTAME ayKCHH-PEryIHPYEMBIX
reHOB U (DYHKIIMOHUPYIOT BMECTE C Perpecco-
pom >Tux reHoB Aux/IAA (Auxin/TAA).

C2H2(Zn)-6enKky OTHOCATCS. K TPaHCKPHII-
OHOHHBIM (PaKTOpaM, COICPIKAIINM (IIHHKOBBIC
nanblb»y. OHU OTBEYAIOT 32 MPOLIECCHl AMOPHO-
reHes3a, peryjIupyloT pa3BUTHE IIBETKOB, mobe-
TOB M CEMsH, KOHTPOJIMPYIOT BpeMs IBETCHHUS
u popmuposanue knydenbkoB (Takatsuji, 1999).
K stomy cemeiictBy T®D, KOTOpOE HACUHUTHIBAECT
6onee cotHH OenkoB, mpuHaIexkar EMF2 (em-
bryonic flower 2), FIS2 (fertilization independent
seed 2), RHLA41 (roothairless 41), SUP (SUPER-
MAN), VRN2 (VERNALIZATION?2).

GRAS-cemetictBo TD Bxirouaer Gonee 30
OE€JIKOB, Y4YacCTBYIOIIUX B PETYJSLHHA Pa3BUTHUS
KODHSI ¥ IOOETOB, B OTBETHBIX PEAKIUAX HA THO-
OepesuInHbL, B epenade GUTOXPOMHOr0 CUTHaJIa
(Pysh et al., 1999; Richards et al., 2000; Bolle,
2004). K aum oTHOCcsATCs Takue Oenku, kak GAI
(gibberellic acid insensitive), PAT1 (phytochrome
A signal transduction), RGA1 (repressor of GA1),
SCR (SCARECROW), SHR (short root).

GARP

¢dakropoB BkirouaeT Oomee 50 OexkoB (Riech-

CEMEHCTBO  TPAHCKPUIILIMOHHBIX
mann, 2002), KOTopele y4acTBYIOT B Ileperaue
IUTOKMHUHOBOTrO curHana (Hampumep, ARRI u
ARR2 — Arabidopsis response regulator) u ¢op-
MHPOBAHUHN JOP30-BEHTPANBHOH CHMMETPUHU
nucta (Hanpumep, KAN1 u KAN2 - KANADY).
Benrkun ARR B-tuma mpencraBisitor co0oit cBs-
3piBatomuecs ¢ JIHK u nokanuzoBanHbie B siape
(aKTOPHI TPAHCKPHUIIIIUH, KOTOPBIE MO IeHCTBHU-
€M LUTOKMHUHOB (poCHOpUINPYIOTCS U aKTUBU-
PYIOT (MU OJIOKUPYIOT) TPAHCKPHUIIIHIO psijia Te-
HoB niepBruHoro oresera (Heyl, Schmulling, 2003;
Ferreira, Kieber, 2005). Hexkotopbie u3 3THX re-
HOB KOJIUPYIOT OEJIKU-PEryJIsiTOpbl OTBETA TUIIA
A (ARR A). beaku ARR B-trma BoBiieueHBI B
paHHHE dTalbl Nepeaays UTOKUHUHOBOTO CHT-
Hana u uMeroT Ha C-koHue JJHK-cBs3piBarommit
momeH GARP (Golden2, ARR, Psrl), koTopsiii
nMeet romonoruro ¢ MY B-cemeiicTBoM (akTo-
pos TpaHckpunuuu. benku ARR B-tuma pac-
no3HaT Ha JIHK nocnenoBaTensHOCTh HYKIIEO-
o 5' — (A/G)GAT(T/C) — 3' (Hosoda et al.,
2002),

CCAAT-cemeiicTBO (DaKTOPOB TPAHCKPHII-
nuu crenupudecku cBaspiBaroTcs ¢ CCAAT-
6okcom 3a cuet JIHK-cBsa3bIBaromiero gomMeHa
bZIP-tuna. OHM y4YacTBYIOT B PEryJSIUU 3M-
OpuoreHe3a u BKJIOYaIOT Oosee 30 OelKOB, K
KOTOpbIM oTHocutcsi, Harpumep, LEC1 (leafy
cotyledon 1) (Lotan et al., 1998).

C2C2(Zn)-beaxu OTBEYAIOT 3a IPOIECCHI
MpOpacTaHus CEMsIH, LIUPKaJHbIE PUTMBI, pery-
JISAIAIO BPEMEHH [[BETCHUSI, TOP30-BEHTPAIBEHYIO
cummerputo (Riechmann, 2002). K C2C2(Zn)-
CEMEHCTBY TPaHCKPUIIIHOHHEIX (HaKTOPOB MpPH-
nagexar CO-momooOubie Oenku (CONSTANS-
like), a Takxe 6enkn YABBY-THma, B 4acTHOCTH,
CRC (crabs claw), FIL (filamentous flower) u INO
(inner no outer).

ABI3/VPI-06enki KOHTPOJHPYIOT 3MOpHO-

ICHE3, pa3BUTHUC U NPOpaCTaHUC CEMCHU, MEPE-
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naudy curnana ot ABK, nuddepenuuposky mia-
ctup (Stone et al., 2001). Dtot Tun TO BKIIFOYaeT
ABI3 (ABA-INSENSITIVES3), FUS3 (FUS-
CA3), LEC2 (LEAFY COTYLEDON2), VP1
(VIVIPAROUSI).

beaxu WRKY, oTHOCSIIIIECS K Ki1accy Oel-
KOB, COJIEPKAIINX «ITHHKOBBIE MaJIbILIbI», CXOIHBI
C ITHJICH-3aBUCHMBIMH (paKTOpaMu TPAaHCKPHII-
uuu, Hanpumep ¢ ERF1 (ethylene response fac-
tor 1). BOMBIIMHCTBO 3THX OETKOB COAEPIKAT TaK
HaseiBaemMble WRKY-nomMensl, cocTosimue us 60
AMHUHOKHUCIIOTHBIX OCTAaTKOB, B KOTOPBIE BXOIUT
OueHb KOHCEpBATUBHAsI TMOCJIEN0BATEIHHOCTh
amuHokucior — WRKYGQK na N-konue mo-
JIEKYJIBI. DTOT THII PETYIATOPOB TPAHCKPUIIIIHH
MMeeT BaXKHOE 3HAYCHHE B yCTOMYMBOCTH pacTe-
HUH K IaTOreHaM U aOMOTHYSCKUM CTPECCOBBIM
BO3JCHCTBHAM, KOTOpas GOPMHUPYETCS C yIACTH-
€M TaKuX TOPMOHOB, KaK CaJUIIMJIOBas, KACMO-
HOBasl M aOciu3oBas KuciaoTH. [lomMmmmo 3TOTO
WRKY-reHsl y4acTBYIOT B peryJsluu pa3BU-
THS W IPOPACTaHHUS CEMEHH, KOHTPOIHPYEMOM
rud0epemuHaMu, a TakXkKe mpolecca CTapeHus
(Eulgem et al., 2000; Ulker, Somssich, 2004). B
pacTEeHHX puca BBHISBJICHO OKOJIO COTHHU T'€HOB,
konupytomux WRKY-¢pakropsl TpaHCKpUIIIHH
(Ross et al., 2007).

InuUreHeTHYECKHEe MEXaHU3MBbI

MopdoreHe3a pacTeHui

AKTHBHOCTh TE€HOB 3aBHCUT HE TOJBKO OT
(GaKTOpOB TPAHCKPUILMH, CICHH(UYHBIX IS
JAHHOTO T'eHa, HO TaKXe OT IIeJI0r0 KOMILIEKCa
(baKTOpOB, CHOCOOHBIX MPSIMO MJIM KOCBEHHO
BIIUATH Ha CTPYKTYypy xpomartuHa (Lusser, 2002;
Exner, Hennig, 2008). TloaToMy y 3yKapHOTOB
BaXKHbIE 3JIEMEHTBI Pa3BUTHSI HAXOJISTCS TAKXKE U
TIO/] SIUTEHETHUECKUM KOHTPOJIEM. Dnucenemu-
Ka U3y4daeT CTabuIIbHbIe, [IepeaBaeMble B IJTNH-
HOM psiiy KJIETOYHBIX ACICHHH W Jaxe B PALY
NOKOJICHUH M3MEHEHUS! YPOBHS DKCIIPECCHU I'e-

HOB, HC CBA3aHHBIC C HM3MCHCHHAMMH IIOCJICIOO-

BarensHOCTH HyKieoTuaoB B JJHK (Mexsenes,
[Taposa, 2010). BnepBbie ke TEPMHUH «3IHUTECHE-
THKa» ObLI BBEJECH BBIJAIOIIMMCS aHTJIUHCKUM
sMOpuonorom u reHetnkoM Koupamom VYon-
nuarronom (Waddington, 1957) nias onucanwus
HaOIIONAIOIUXCS B XOJ€ PAa3BUTHS M3MEHCHHH
9KCIPECCUHU TEHOB.

OnnH u3 Haubosiee WM3BECTHBIX JSMHUIEHE-
THYECKHX (PEHOMEHOB, OMHMCAHHBIH Ha KYKYpYy-
3¢ elle B cepelauHe mpomioro Beka bapOapoii
MaxKmauatok (McClintock, 1950), — 310 1iukin-
YyecKkas aKTUBHOCTbH TpaHCIo30HOB. OH cocTo-
UT B TOM, YTO B PSAY MOKOJCHHI MPOUCXOTUT
MIEPUOAANYECKOE OCBOOOXKIEHNE TPAHCIIO30HOB
OT TeTEePOXPOMATHHOBOI'O IOJABICHHUS HX aK-
THBHOCTHU. SIpKUM NPHUMEPOM SHHUTEHETHUECKOMH
peryisiluruy MHANBUAYAIBHOIO Pa3BUTUS pacTe-
HUH ABISIETCS TAK)Ke perpeccus y apabumorncuca
r'eHa, KOTOPBIA KOIHMpYyeT MHTHOUpPYIOmuil 1Be-
teHue ¢akrop tpaHckpuniuun FLC (flowering
locus C) (Bastow et al., 2004; Dennis, Peacock,
2007). Pemmpeccust 3TOr0 IreHa MPOUCXOINT B IIPO-
L[ecce BepHAIN3aI[UH, UITH SPOBU3AINH, KOTOpas
HeoOXonnMa MHOTHUM PacTeHHSIM YyMEpPEHHBIX
IIUPOT I MHIYKIIMH IBeTeHUs. Bepnamuza-
LUl TOCTHTAeTCS BO3/ICHCTBHEM HA PAaCTCHHUS B
TEeYeHHE HECKOIBKUX THEH, HeleIb NITH MECSLIEB
HHU3KOH MOJIOKUTENBHOM TEeMIIEpaTyphl Ha TOM
WY MHOHM CTaguu MX BEreTaTHUBHOTO Pa3BUTHS.
Hanpumep, iBeTenne apaduioncrca 3HaYNTEIb-
HO yCKOpseTCs, €ClIi 3aMOYCHHBIE CEMEHa B Te-
YeHHe IBYX-TpeX JHel BbaepkuBaTh npu 2 °C.
[Ipoucxozsmias B 3TUX yCIOBUSIX PEIIPECCHS UH-
rubupytomero nserenue rena FLC coxpaHseTcs
Ha BCIO XM3Hb PAaCTEHUs HE3aBHCHUMO OT TOrO,
IIpH KaKOW TeMIlepaType OHO B JaJIbHEHIIIEM BbI-
pamuBaeTcs.

ONUTeHEeTHYECKUH  cTaTyCc  OpraHu3Ma
OmpeAensaeTcs XapakTepoM M YPOBHEM METHIIH-
poBanus JAHK, noctrpaHCisiqiuOHHBIMU MOJU-
(bUKaUSIMU THCTOHOB, IPUCYTCTBHEM M30()OpM

TACTOHOB U XapaKTCpPOM YKJIAAKHU XPOMATHHA

— 115 —



C.C. MCI[BCI[eB, E.N. H_[apOBa. T'eHeTnyeckas u SMUTCHETHYECKAS peryinianus pa3sBUTUSA pAaCTUTCIBHBIX OPraHU3MOB

(Vaillant, Paszkowski, 2007; Exner, Hennig,
2008). Hambosee XOpOIIO OMHMCAHHBIM O3ITHTE-
HETHYECKUM MEXaHU3MOM PEryJISLUU SBISETCS
verunuposanne JJHK (Bantomms, 2009).

Moouguxayus JIHK. DIUreHeTH4ecKue

MEXaHU3MBl PETYJSLUN JKCIPECCHH TEHOB B
OCHOBHOM pEaIU3yIOTCS MOCPEACTBOM CTOMKUX
Moaudukanuii XxpomMaTuHa B TeX ydJacTKax, IJe
9THU TE€HBI PACHOI0KEHBI. DNUTreHeTHIeCKas pe-
TYJSIUSl aKTUBHOCTH TE€HOB TJIABHBIM 00pa3zoM
HPOSBIISIETCS B HMX JONTOCPOYHOM pempeccuu.
V3BecTHO 3HAYMTENBHO MEHBLIE IIPUMEPOB
CTOMKOIO IIOBBILIEHUSI YPOBHA T'€HHOH 3KC-
npeccun. [loaTomy Hambomnee n3y4eHs! UMEHHO
MEXaHHU3MBI AHUTEHETUYECKON PElpeccuu, a He
aKTUBAallMM TEHOB. TpaHCKPUIIMOHHOE II0Ja-
BJICHHE T'€HOB JOCTUTAETCS PEMOJCIHNPOBAHUEM
xpoMatuHa, metunupoBanueM JHK u meru-
nupoBanueM ructoHoB (Lusser, 2002; Vaillant,
Paszkowski, 2007; Exner, Hennig, 2008).).
XPpOMAaTUH-PEMOJETUPYIOIINI  KOMIUIEKC
yyacTByeT B AT®-3aBUCUMOM CKOJbXEHUU THU-
CTOHOBBIX OKTaMEpOB, COCTABJISIOUINX SAPO
HyKJIeocoM, Bronb nemn JJHK. Takum oOpaszom,
JOCTUTAETCS PpEeOpraHu3anus HYyKJICOCOMHON
CTPYKTYpbl XxpoMatuHa. Hapymenne paboTsl
XPOMATHH-PEMOJICTUPYOIIET0
ddmli (decreased DNA methylation 1) u moml

(morpheus' molecule 1) myTranToB apabumorncu-

KOMILJIEKCA Y

ca o 1ByM AT®azHbM cyobpenuannam (MOMI1
u DDM1) (Vaillant et al., 2006; Exner, Hennig,
2008) mpHBOOMT K HapyIICHHIO 00pa3oBaHUS
XPOMOIICHTPOB, K PEaKTHBAIMH 3ariyIIeHHBIX
TPaHCIO30HOB, PETPOTPAHCIIO30HOB U TpaHCIe-
HOB H, B TO K€ BpeMs, K INIYLICHHIO Ps/ia ICHOB,
AKTUBHBIX Y HOPMAJIBHBIX PaCTEHUH.
ITockoneky nuukepHas JIHK Oomee mo-
CTYTIHA JUIsl TPAHCKPHUIILINH, YeM HYKJIEOCOMHasl,
YPOBEHb TPAHCKPHUIIIIMH MHOTHX T'€HOB MOMKET
ObITh M3MEHEH CaMHM (PAaKTOM NepeMeleHus
THCTOHOBBIX OKTaMepoB Boib Monekynsl JTHK.

O,I[HaKO 9TO HC I'JIaBHAA NPpHUYXHA ITTYIICHUA I'e-

HOB. ['opa3no BaxxHee To, 9YTO paboTa XpOMAaTHH-

pPEMOJIENNPYIOIIEro  KOMIUIEKCa HeoOxonuma
IUIsL JaJIbHEMIUX MoIu(HKAIMi XpoMaTHHa,
IJIaBHOHM M3 KOTOPBIX SIBIISETCSI METHJINPOBAHUE
JIHK — BaxxHelimas 1eTepMUHAHTA SITUTEHETUKHU
(Zilberman, 2008). [Tostomy y ddml MyTaHTOB B
LIEJIOM PEe3KO CHIDKEH YPOBEHb METHJIMPOBAHHS
JHK, HO npH 3TOM METHIIMPYIOTCS U pENpeccu-
PYIOTCSI HEKOTOPBIE T'€HbI, HEMETHJINPOBAHHBIE U
AKTHBHBIE Y HOPMaJIbHBIX PACTCHHH.
MeTunupoBaHu0 TMOABEPrarOTCs OCTaT-
KM IUTO3WHA B MOJOXKEHHH 5, YTO NPUBOIUT
K TIYIIEHHIO TPAHCKPUIILHUU B 30HE METHJIH-
posarHoro mpomotopa (Finnegan et al., 1998,
Banromun, 2009). YV KUBOTHBIX MOJ00HAs

Moau(dUKanusg MOXET MPOUCXOAUTh TOJIb-
ko B CG-mocnenoBaTeabHOCTH. Y pacTEeHUH
5-MeTunuuTO3MH OOHapyxeH Takxke B CNG-
MOCJIEIOBATEIBHOCTAX, e N — 10001 HYKJI€O-
tua, 1 B CXX-OCIeN0BaTeILHOCTAX, TIe X —
J000# HYKJICOTH I, KpoMe ryaHo3uH(pochaTa.

Haubonee ryctomy METHJIMPOBAHUIO ITOJ-
BEPraroTCsl 4acThle MOBTOPHI, IPHYEM yPOBEHBb
X METHUJIMPOBAHUS KOPPEIUPYET CO CTEHEHBIO
UX penpeccuu. 3aMOJIKaHHE TPAHCTCHOB TaKKe
CBSI3aHO C UX T'yCTBIM METHUIIMPOBAHHMEM IO ITH-
TO3uHY. ECTB psii IpMepOB METHIIMPOBAHUS H-
JIOTEHHBIX T€HOB, KOINPYIOIINX OCITKH, BKIIIOYast
(akTopsl TpaHcKpunuuu. Hanpumep, reHOMHBbIi
UMIPHUHTUHT 4acTO JIOCTUTAETCsl IOCPEACTBOM
n30MPaTEeNbHOI0 METHIMPOBAHUS HIH JEMETH-
nupoBaHus TeHoB. OOBIYHO perpeccupoBaHHbIE
B BEreTaTHBHBIX TKaHSIX apaOuaolcuca TeHBbI
MEA v FWA MeTUupoBaHBI B 00JIACTH MTPOMO-
TOpoB. PeakTuBamus 3TUX I'€HOB B DHJOCIEPME,
IJie 9KCIIPECCHPYIOTCS TeHBI, MMEIOIUe MaTe-
PUHCKOE IPOUCXOXKJCHHE, CBSI3aHA C UX JeMe-
TUIMPOBAaHUEM B JKEHCKOM TaMeTo(QHTe Iepern
OIIOJOTBOPEHHEM.

T'enst PHABULOSA u PHAVOLUTA, xo-
qupytomuye (GakTopel TPaHCKPUIILMK Kiacca

HD-ZIP, Taxxe coumepxar S-METHJILHMTO3MH.
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OTH TeHbl y4acTBYIOT B CTAHOBJIEHUH JOP30BEH-
TpPaJIbHOH CUMMeTpuM Jnucta. WX skcrpeccus
HO/IABJISIETCS TOJIBKO HA a0aKCHaJIbHOW CTOPOHE
JUCTOBOTO mMpumopaus (Oyayuield HIDKHEH cTo-
POHE JTUCTA).

VY apabuponcuca uzBectHo mecsath JHK-
MeTHiaTpaHcepas, Cpean KOTOPhIX Haubosee
n3yuena MET1, metunupyromas nurosut B CG-
MOCTIeIOBATEIbHOCTH, U YHUKAJIbHAS JJIs pacTe-
Huii CMT3, MeTunupyoomas UUTO3UH B APYTHX
nojoxeHusix. MerunupoBanue JJHK noBonbHO
ycroifumBas MoauduKanus, U AEMETHINPOBa-
HUe mpoucxoquT penko. OHO mocTuraercs mpu
yuactuu JJHK-rnukosunas, yaausomux METU-
nupoBaHHBIN UTO3UH. AkTHBHOCTE METI Tec-
HO CBs3aHA ¢ (YHKIMOHMPOBAHHWEM XPOMATHH-
PEMOZIETUPYIOUIETO KOMIUIEKCa M HapylleHa y
myTaHTa ddml. AxtuBHocte CMT3 3aBucut ot
METHJIMPOBAHUSA THCTOHOB, IPEICTaBIAIOLIETO
co0O¥ elie OAMH OYEHb BAXKHBIH SIHUIEHETHYE-
CKHMI MEXaHU3M PETYIISIIUU SKCIIPECCUH I'C€HOB.

Moouduxayus cucmonos. Exe onHuM 3mu-

FEHETHYECKMM MEXaHH3MOM, IO3BOJISIONUM
KOHTPOJUPOBATH IKCIPECCUIO T'€HOB, SIBIISIIOT-
Csl XMMHYCCKHE MOAM(DUKAIIMU THCTOHOB. AK-
TUBHOCTh THCTOHOB B PACTEHUSX, KaK U y KHU-
BOTHBIX, MOXKET MOIU(MDUIIUPOBATHCS MyTEM HX
METHJIMPOBaHUs, anetuiuposanus, (ochopu-
JINPOBAHMS, TIIMKO3WJIMPOBAHUS U YOUKBUTHHH-
poOBaHus ¢ ocieayomuM nporeonusom (Lusser,
2002; Pfluger, Wagner, 2007).

I'MCTOHBI B COCTaBE HYKJIEOCOMBI HUMEIOT
oOpartieHHbIe HApYKy N-KOHIIBI TOJUIICITHIOB,
KOTOPbIE MOTYT IOABEPraThCsi MHOTOYHCIICH-
HBIM MOAUGHUKANHIM. DTH MOAUPHUKALINHA OYCHB
CHJIBHO BJIMSIIOT HA YPOBEHb TPAHCKPHIIIIUU
ICHOB, HAXOJSIIUXCS B KOHTAKTe C MOAM(UIIH-
POBaHHBIMH THUCTOHaMH. HeKOTOphle W3 3ITHUX
MomauduKaui, Takue Kak (pochopunupoBanue
U, B MEHbIIICH CTEIEHH, alleTHINPOBAHUE, HOCSIT
JUHAMUYHBIA xapakTep. OHU MOTYT IOBOJIBHO

6LICTpO BO3HHMKATh M HcYe3aTh. Haubonee cra-

TUYHBIN XapakTep HOCUT METHJINPOBAHHE TUCTO-
HOB. TakuM 00pa3om, METHJINPOBAHUE THCTOHOB
MOXKET PacCMaTPHUBATHCS KaK 3MHUTEHETHYECKas
METKa, XOTS C TIOMOIIBIO CHEIHATbHBIX THCTOH-
JeMeTHJIa3 OHO BCe-TaKM MOXKET CHHMAThCA.
dochopnuapoBaHUIO TOIBEPralOTCs OCTATKH
OKCHaMHHOKHCIOT: cepuHa (S) u tpeonuna (T).
AneTunupoBaHue U METHIINPOBaHIE B OCHOBHOM
MIPOUCXOIAT TI0 £-aMHUHOT'PYIIIE OCTATKOB JIU3H-
Ha (K), mprueM K OZHOMY OCTaTKY JIM3HMHA MOT'Y T
MIPUCOEANHATHCS 10 TPEX METUIIBHBIX rpynm. K
OCTaTKaM JIM3WHA MOCPEICTBOM H30MENTHIHON
CBA3M MOXET TaKXKe IPHUCOCIUHITHCSI OENoK
youkBuTHH. Kpome TOro, MOryT METHIMPOBATh-
cs1 HEKOTOphIe ocTaTku apruauHa (R).

Ha puc.1 npencrasiens! Mogudukannu, Ko-
TOpPBIM NoABepxKeHbI N-KoHITbI TucTOHOB (Lusser,
2002). 'mcton H3 moxet oOparumo dhochoprrm-
posatbes o S10 u S28, anerunuposatses o K9,
K14, K18 u K23, merunupoBarbcs no R2, K4,
K9, K14, R17, K18, K23, R26, K27 n K36. I'ucton
H4 moxet Gocdopunuposarses o Sl, anerninu-
poBatbes o K5, K8, K12, K16 u K20, metunu-
poBatbes o R3 u K20. 'mcton H2A nonsepskeH
dbochopunupoBanuio mo Sl, aneTUIUPOBAHUIO
mo K5 u K9, youxsuruauposanuio mo K119, a
H2B moxeTt anerunuposatbes no K5, K12, K15,
K20 u youkBuTuHUpOBaThCs 110 K120.

Pasubie Mmogudukaiuu N-KOHIIOB THCTOHOB
MoryT BiHATH npyr Ha apyra (Lusser, 2002).
Ou4eBHAHO, YTO €CIM OCTAaTOK JIM3MHA aleTH-
JUPOBaH, TO OH MOXKET OBITH ITPOMETHINPOBAH
TOJIBKO TIOCIIE AealeTuianpoBanus. Kpome toro,
HaOIonaeTcs BIMSHNUE OpYyT HA Apyra Moau(pu-
Kalu{, 3aTparuBarolliMX pa3jJnyHbIE CAWThI -
cronoB. Hanpumep, ¢ochoprimposanne H3S10
n Mmetunupoanne H3K4 momamisior meTwin-
poBanue H3K9. IlepeuncneHHble BbIlIE MOJU-
¢buKaUK MO-pa3sHOMY BIIMSIIOT Ha JKCIPECCHUIO
reroB. @ocdopuinrpoBanre U aleTHINPOBAHHUE
TUCTOHOB TPHUBOAST K aKTUBAIIMH TPAHCKPHUII-

nud. DPPEeKT 3THX Monu(UKAIII 00BICHIETCS
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Puc. 1. Moaudukamnuu N-KOHIEBBIX yU4aCTKOB I'MCTOHOB, BXOASIIMX B COCTaB HykieocoMsl (mo: Lusser, 2002):
M — meTunupoBanue, A — auetunuposanue, P — pocdopunuposanue, U —yOUKBUTHHHPOBaHHE

IJIaBHBIM 00pa3oM TeM, YTO OHH YMEHBIIAOT
MIOJIOKUTENBHBIA 3aps] THCTOHOB, Oyaromaps
KOTOPOMY THCTOHBI B3aMMOJEHCTBYIOT C KHC-
no#t /IHK. Brnussaue mMeTunnpoBaHus THCTOHOB
Ha TPAHCKPHUIILHUIO I'€HOB 3aBUCUT OT TOTO, IJE
OHO MPOUCXONUT. Tak, TUMETHIMPOBAHUE IO
H3K9 (H3K9me?) cBsi3aHO ¢ O4Y€Hb CUIBHBIM I'e-
TEPOXPOMATHHOBBIM MOAABIECHNUEM T'€HOB, a JH-
u tpumerunupoBanue no H3K27 (H3K27me? u
H3K27me®) — rnaBHBIM 006pa3oM ¢ permpeccueit
T'eHOB, PACIIOJIOKEHHBIX B 9YXpOMaTHHE.
MeTunupoBanue H3 mo pacmonoxeHHO-
My B UYETBEPTOM IIOJIOKEHHU OCTATKY JH3UHA
(H3K4me?), HanmpOoTHB, MPUBOAKUT K aKTHBAIIUH
reHoB. Pa3HOHamNpaBIEHHOCTh BIMSHUH METH-
JIUPOBAHMS TUCTOHOB HA TPAHCKPHUIIUIO T'€HOB
OOBSICHAETCS TEM, YTO METHIIMPOBAHHE N3MCHSI-
€T TPaHCKPUIIIMIO HE caMo Mo cede, a IpuBJe-
Kasi HHTHOUTOPBI ¥ aKTUBATOPHI TPAHCKPUIILINH.
[Ipenmonaraercs, 4To XapakTep METHJINPOBAHUS
TUCTOHOB IIPE/ACTAaBISIET COOOH «THCTOHOBBIM
KOI[», KOTOPBIIl MPOYUTHIBAETCS APYrUMH Oel-
KaMHM C ITOMOUIBIO CIEHAIbHBIX JOMEHOB. Tak,
MOJaBJICHNE TPAHCKPUIIIINH I'€HOB ITOCPEACTBOM

H3K9me? u H3K27me?* mopudukamnuii cBsizaHo ¢

TEM, YTO 3TH MOAM(UKANHN y3HAIOTCS OeIKaMu,
HMEIOIINMH TaK Ha3bIBa€MBIH XPOMOAOMEH. Y
apabuoncuca XpoMoJOMEH OOHapyXXeH y Me-
tuntpancdepasst CMT3, metunupytomeit JJTHK
10 IUTO3HMHY, U Yy HHTHOUTOPHOTO, CIIOCOOCTBY-
IOIEro IJIOTHOM yIaKOBKE XpoMaTHHa Oeyika
LHP1 (like heterochromatin protein 1).

MHorue rucToH-MeTHITpaHchepasbl, KOH-
TPOJHUPYIONIIHE METHIMPOBAHNE THCTOHOB, XOPO-
IO U3y UeHbI. Y apaOHI0TICHCa UX HACUUTHIBACTCS
29. K uum otHocutesa KYP, kotopast Mmetunupyet
H3K9 B xome oOpa3oBaHHs reTepOXPOMATHHA.
Omna pabotaer TonbKo B Tex yuactkax JJHK, rae
¢ nomonrsio MET] mpoMeTunupoBaH UTO3UH B
CG-mocnenoBaTeNbHOCTSX, MMO3TOMY Y MYTaH-
TOB metl pe3ko cHIKeHo comepkanne H3K9me?
u H3K9me®. T'ucron-merunrpancdepasbl, OTHO-
csmuecst K Trithorax rpymre (trx-G), BBI3bIBAIOT
oueHb cToiikoe MetunupoBanne H3K4, kotopoe
MPUBOIUT K JUTUTEIBHONW aKTHBAI[UU T€HOB 3IH-
TeHEeTUYECKOI0 XapaKTepa.

BaxxHyro poib B IUIMTENIBHOM pENPECCUU
YHHUKaJIbHBIX nocaenoBaTenpHocTeil [JHK B ayx-
pOMaTHHE HMIpalOT TUCTOH-METHITpPaHC(epasbl
Polycomb rpynmst (PcG) (Schubert et al., 2005).
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C ux T[OMOIIBI IPOUCXOAUT OOpa3oBaHUE
H3K27me?, H3K27me? u, Bo3moxxno, H3K9me?.
VY apabunoncuca k PcG renam otHocstes CLF,
MEA, SWN, FIE, VRNI, VRN2. Myrtauuu B
PcG renax BBI3BIBAIOT FOMEO3UCHBIC IMpeodpa-
30BaHus. Tak, MyTaHThl clf U swn GOPMHUPYIOT
OecuBeTHYI0 KaJulycHylo Maccy. OdeBuIHO,
4TO M30MpaTEeNbHOE U JJIUTEIbHOE MMOJaBICHUE
TPAHCKPHIIIIMK T'eHOB ¢ ydyacTreM PcG ructoH-
MeTHITpaHchepas UMeeT Ype3BbIYANHO BAKHOE
3HaYeHue st quddepeHnnanuu Kietok. Jlei-
ctBue PcG B OCHOBHOM HaIpaBleHO Ha (PaKTOPEI
TPAHCKPHUIIIMK. Y pacTeHHi Hauboisiee sSPKOU
JeMOHCTpanuei akTuBHOCTH PcG OeITKOB MOKET
CIyXuTh penpeccust MADS-nomeHcoaepxkaimx
¢akropoB Tpanckpuniuun FLC 1 AGAMOUS.
(H3K27me?,
H3K27me®, H3K9me?) B okpyxenun resa FLC,

KOJUPYIOIIEro WHTHOMTOP IBETCHHUS, IMPOUC-

MerunupoBanue TUCTOHOB

XOIUT B TIPOIECCE BEPHATHM3AIUU C MOMOIIBIO
VRNI1 u VRN2. B raymenuun AGAMOUS, xo-
TOPBIH AKCIPECCHPYETCS TONBKO B IIpoIecce
(hopMHUpPOBaHKS T'EHEPATHBHBIX YacTEH I[BETKa,
yuactByeT CLF.

Takum 00pa3oM, XpOMaTHHOBAs PEIPecCus
TEHOB MPOUCXOTUT ONaromapsi KOOPIUHUPOBAH-
HOW pabOTe HECKOJBKHX OCIKOBBIX KOMITJICKCOB,
MomupuIupymux xpoMaTuH. [Ipu obpa3oa-
HHUHM TE€TePOXpOMATHHA OHHU MPENNOIOKUTEIb-
HO paboTalOT B TaKoOi MOCIEIOBATEIHFHOCTH
(puc. 2.) Brauane xpoMaTHH-PEMOJESTUPY FOIIHI
KOMIUIEKC OIpPEACTICHHBIM 00pa3oM pa3MeInaeT
nykaeocoMbl Bronb JIHK (Lusser, 2002). 3to
nomoraetr MET1 wnaiitu nocryn k CG caiitam
U TMPOMETUIHUPOBATh MX MO MHUTO3UHY. 3aTeM
rucroH-feanetuiaasieie komiuiekcsl (HDAC), B
COCTaB KOTOPBIX BXOIST O€NKH, CBA3BIBAIOIIHNE-
cs ¢ meruinupoBanHbiMu CG calitamu, aeale-
TUJIUPYIOT Crenu(UYECKUe OCTATKU JIU3WHA Y
H3 u H4, uto no3BonseTr rucroameTrniiaze KYP
npomeruiaupoBarb H3K9. Caiiter H3K9me?, B

CBOKO OYCpCAb, IPUBJICKAOT COACPIKAIINUEC XPO-
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Puc. 2. OOpazoBaHWe IUIOTHO YMaKOBaHHOTO,
HeTpaHCcKpuOupyemoro xpomatusa (mo: Lusser, 2002)
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moznomeH JJHK-meTunrpanchepasy CMT3 u pe-
npeccopuslid 6eok LHP1, uTo mpuBonuT K 1anb-
Heimemy MetunupoBanutio JIHK u ymioTHeHHIO
XpOMaTHHA.

CocTosiHIE XpOMaTHHA OYeHb U3MEHSIETCS B
XOJZie pa3BUTHs pacTeHUl. B nemnom coxepxanue
reTepoxpoMaTuHa Bo3pactaeT npu auddepeH-
LUPOBKE U (POPMHUPOBAHNN OPTaHOB, a B KaJLIYy-
C€ U MPOTOIJacTax OHO CHMKaeTcsa. OZHAKO 110
CHX IIOp HE U3BECTHBI MEXaHU3MBI, HOCPEACTBOM
koTopbix ynakoBka JIHK B simpe BiusieT Ha pas-

BUTHE PACTEHUI.

Yuyactue maabix PHK

B peryJsiliiy dKCIpecCuy reHoB

OTkpsiTHe 1enoro Mupa Mansix PHK (small
RNAs, sRNAs), perymupymomux 3KCIpecCHIO
reHoB, mpou3ouuio B koHue 1990-x rr, a B 2006
I. aBTOpaM 3TOT0 OTKpeITHS DHupio Daitepy u
Kpeiiry Menno (Andrew Fire & Kraig Mello)
Obuta npucyskaeHa HoOeneBckas npemust B 00-
JacTH (PU3MOJIOTHH M MEAMLHHEI 3a paboTHI 110
uzyuenuto PHK-uHTEepdepeHunn y Hemaroisl
Caenorhabditis elegans (PHK-unmepgepenyueii
Ha3bIBAIOT TIPOLECC IMOJABICHUS 3KCIPECCHHI
reHa (CaliJIEHCHHT) Ha CTaAMM TPAHCKPUIIIIUH,
TPaHCISINH, NeaeHUINPOBAHUS UK JeTpajaa-
uuu MPHK nipu momomu mansrx PHK).

IIpn n3yueHHM NOJABIEHUSI I'€HHOW 3KC-
npeccuu ¢ nomouplo antucmseicaoBod PHK y
Hemaronbl Caenorhabditis elegans D. ®aepom
u K. Memno (Fire et al., 1998) 6b11 00HapykeH
HOpa3uTeabHbI (DEHOMEH, KOTOpPbIii BHauaie
MOCTaBWII MX B TynuK. OKa3ai1och, 4TO MOAaBIIe-
HUE SKCIPECCUU T€HA MOJKHO BBI3BAaTh HE TOJIBKO
BBeJIcHHEM B KiIeTKH aHTHcMEBIcIoBor PHK, HO
u ¢ nomoinbio cMeicioBoit PHK. Ho B necatku u
coTHH pa3 Oonee 3P PeKTUBHEIM OBLIO BBEICHUE
CMECH CMBICJIOBOM M aHTUCMBICTI0BOM PHK, nHBbI-
MM cJI0BaMHu, BBeAeHue aByxuenouyeuHord PHK.

B panbHelmeM BBISICHHIIOCH, YTO caMa II0

cebe nByxuenouyeunas PHK nrHepTHa 1 He cro-

co0Ha K JlajbHEHIIeMy ClIapUBAHHIO OCHOBaHHM
no Yorcony-Kpuky. OnHako oHa MOXKET BBICTY-
narb tpurrepoMm PHK-unTepdepenunn Oiaaro-
Japsi TOMy, 9TO B KJIETKaX paboTaeT MOIIHBIH U
BBICOKOCTICIU(HUYHBIA MEXaHH3M IPOLECCUHTa
npyxuenoueunsix PHK ¢ mpeBpamennem ux B
BBICOKOAKTHUBHBIE KOPOTKHE OHOIETIOUYEIHBIE
sPHK nmmuaoit 21-26 myxneormmor (Hannon,
2002). Otu sPHK wu sBustorcs arentamu PHK-
nHTepdepeHnn, HeoOXOIUMOM KaK Il METH-
nupoBanus JIHK u rucToHOB, Tak U A7l yCTOM-
YUBOH  ITOCTTPAHCKPUIIIMOHHOW  PENpeccHu
I'€HOB, TIEpeAaBaeMoil MpU KJIETOYHOM JEICHUU
KaK MeTacTabuIIbHOE COCTOSHHUE IUTOILIAa3MBI.
PHK-unTepdepeniuss oOHapyKeHa Y IKHUBOT-
HBIX, PaCTeHHH W TPHOOB M HUIPaeT BaXKHYIO
pOJIb B 3aIIUTE KJIETOK OT TPAHCIIO30HOB U BUPY-
COB, a TAKXE B PETYJISIIIUM PA3BUTHS OpTaHU3Ma.
Mainsie PHK nenstcs Ha nBe Goblnye rpymnis:
MukpoPHK (miRNAs) u mansle uHTEphEpHpY-
rorue PHK (short interfering RNAs, siRNAs).
OHM 3HAUMTENBHO OTIMYAIOTCS APYT OT JIpyra
II0 CBOEMY T'€HE3UCY U II0 XapaKTepy ACHCTBHSA
(Bonnet et al., 2006).
MukpoPHK pacmenuti. K wmuxpoPHK

(miPHK) otnocatcs snmorennsie PHK, koro-

pble HE KOAMPYIOT OCJIIKM M UTPAIOT KIIOYEBYIO
pOJIb B TIOAABJIEHUU 3KCIPECCUH I'€HOB WM ITy-
TeM pAacCIIeIJIeHUS! TPAHCKPHUIITOB 3THX TEHOB,
WIU 3a cueT OnokupoBaHus TpaHcusnuu MPHK
(Reihart et al., 2002; Palatnik et al., 2003). Ta-
kuM crmocobom MukpoPHK moryr koHTpOIH-
pOBaTh YPOBEHb IKCIPECCUU MOYTH ITOJOBHHBI
N3BECTHBIX T€HOB, KOAUPYIONINX CHHTE3 (aKTo-
poB Tpanckpuniuu. MukpoPHK 3akonupoBaHbl
Ha COOCTBEHHBIX T€HaX M TPAHCKPUOMPYIOTCS C
nomotnsio PHK-nonumepasst 11 B qimuHHBIE, CO-
CTOSIIIHE MPUMEPHO U3 OAHOH THICSYH HYKJEO-
THUJOB TepBUYHbIe TpaHcKpunThl (pri-miPHK),
KOTOpBIE, TOT00HO KonupyromuM Oexku MPHK,
K3IIMPOBAHBl U MOJIUAaJACHUINPOBaHHI (Vazques,

2006). [lepBUYHBIE TPAHCKPHUIITH KOXUPYIOIIHX
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Puc. 3. Ilponeccunr miRNAs 1 ra-siRNAs u ux nelicTBue Ha TPAHCKPUIILIMOHHOM M MOCTTPAHCKPUIIIHOHHOM

ypoBHsX (m10: Vazques, 2006, ¢ ©3BMECHEHUSIMH)

miPHK reHoB uMeroT B cBOEH cpenHei yacTu xa-
PaKTEPHYIO CTPYKTYPY «UIMUIBKHY, COCTOSAIIEH
H3 «CTeOeIbKa» U «TOJIOBKH.

B siape npoucxonut paspesanue pri-miPHK
¢ momomibio Oenka DCLI (Dicer like 1), comep-
JKalero JBa JAoMeHa ¢ akTUBHOCThI0O PHKa3zbl
III. Pa3pe3anue ocylecTBisieTcs B JABa JTarma.
CHauajia IpoOUCXOJUT BEIPE3aHNe U3 IEPBUIHOTO
TPAHCKPHIITA «IIMUIBKIY, BKIFOYAIOIIEH 00bI4-
HO OoJiee cTa HyKJICOTHUIOB M 0003HaYaeMOM Kak
pre-miPHK (Bonnet et al., 2006; Vazques, 20006).
3arem u3 obnactu «credenbkay pre-miPHK BbI-
pe3aeTcs KOPOTKUH BYXIICTIOYETHBIN (PparMeHT
nnuHoit 20-24 mykneotuaa (puc. 3). Jns mpa-
BuibHOTO cozpeBanust miPHK xpome DCLI Tpe-
oyetcst Taxxke 6emok HYL1 (Hyponastic leaves
1), y3narommii nyxnemnoueunsle PHK, n Gemox
HENI, xotopsrit metunupyet 2' OH-rpymmsr 3'-

KOHIIEBBIX OCTAaTKOB pI/I603H Y ABYXIICIIOYCYHBIX

PHK. I'en HENI(HUA enhancer 1) BaxeH mis
pabotel reHa HUAI(Hua mo-KuTaliCcKy O3HAYa-
€T I[BETOK), YYacCTBYIOIIErOo B (DOPMHUPOBAHUH
TBIYMHOK U IUIOJIOJMCTUKOB U TaKUM 0Opa3oMm
BBITIOJTHSFOIIIETO COBMECTHO ¢ reHoM AGAMOUS
¢yukuuio C B ABC-Mozenu ueHTUUKALUH Op-
raHoB 1BeTka (Chen and Meyerowitz, 1999).
Hymieke miPHK 00b194HO mepeHOCHTCS B
OUTOILIa3My M BCTYHAaeT BO B3aMMOJACHCTBHUE C
o6enkom AGOIl (Argonaute), oOgaarOmUM aK-
tuBHOcThI0O PHKassr H (Vaucheret, 2008). On-
JIOHyKJIea3bl ceMedcTBa Argonaute SIBIISIOTCS
KaTaJINTHYECKHAM DIIEMEHTOM KOMILIeKca OEITKOB
nox HazBanueM RISC (RNA-induced silencing
complex), ¢ KOTOPBIM IIPOUCXOAUT CBSI3BIBAHUE
miPHK. /Ins B3aumoneiicteus qymiekca miPHK
¢ AGOLl BaxHsbI pochonudpupHbIe CBA3M, KOTO-
pPBIMH COEIMHEHbI Ha 00OMX KOHI[AX IyIUIeKCa

5'-KOHULEBOI HYKJIEOTU] OJHOM LI U BTOPOIL C
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3'-koH1a HyKJIeoTU 1 Apyroit nenu. benok AGOI
TUJIPOJIU3YET OJHY U3 LIETIEH yILJIEKCa U IPOYHO
coefMHseTCs ¢ Apyroi uensto. B xomruiekce c
AGOIL 3penas ogHonenoueyHass miPHK croco0-
Ha BBI3BIBATh M30MparenbHblil rugponn3 MPHK,
a B komIuiekce ¢ AGO4 — BIMATh HA METHUJIU-
poBaHHME XpOMaTHHA B KOMILIEMEHTApHBIX el
yuactkax JJHK. Bcero y apabumoncuca nuMeroT-
cd necsath romosiornyHbeiXx AGO1 Genkos.

Manvie unmepgepupviowue PHK pacme-

nuti. Mansie unrepgpepupytomune PHK (siPHK)
CIIOCOOHBI OCYIIECTBIISTH HAIIPaBJICHHYIO [ie-
rpaganuio uinu 6mokuposaTh TpaHchsiuio PHK
OIIpEIeNICHHON TI0CIIEI0BATEIHFHOCTH 1 y4aCTBO-
BaTh, TAKMUM 00pPa30M, B PETYISIUU IKCIIPECCUU
TSHOB U 3aIuTe TeHoMma oT BupycoB (Mlotshwa
et al.,, 2008) u Tpancmo3onoB (Lisch, 2009).
Breperie siPHK kak ¢dakTop riaymeHus reHoB
Obutn omucaHbl rpynmnoi Jssuaa Baulcombe y
pactutenpHBIX opranu3MoB (Hamilton, Baul-
combe, 1999).

B otnmune ot miPHK HemocpencTBeHHBIME
npenmectBeHHuKkamMu siPHK sBasroTcst mosaHo-
CThIO KOMIUIEMEHTAapHBIE JIMHHBIE IBYXLEIO-
yeuHble PHK, koToprie B 60NBIINHCTBE CiIy4yaeB
obOpasyrorcs B pesynbrare aktuBHOCTH PHK-
3aBucuMbIXx PHK-nommmepas (RDR), nampas-
JneHHou Ha oxHoruenoueynsle PHK sx30rennoro
U SHAOTEHHOro IpoucxoxiaeHus. HopmaasHbIE
MPHK nenoctynusl s PHK-3aBucumbix PHK-
nojumepas Onarojaps X KAIHPOBAHUIO U I1O-
PHK-

IoJIMMepa3bl MOTYT cOOMpaTh BTOPYIO LieNb Ha

nuaneHunupoBanuto. PHK-3aBucumble

onnouenoyeunoit PHK Bupouios, Ha npoaykTax
Tpanckpuniuu BupycHoit JIHK u TpaHcreHoB.
OuporeHHsiMu cyoctpatamu RDR moryT ObITH
TpaHCKpUNTHI MOBTOPOB (Vazques, 2006). B pe-
3yJbTaTe npoueccuHra apyxuenodeyHbix PHK,
coOpaHHBIX Ha TPAHCKPHUIITAX TIOBTOPOB, BO3HU-
karoT ra-siPHK (repeat-associated siRNAs). Bro-
pasi Lienb MOXKET cOOMpAaThCsl TaK)Ke Ha TPaHC-

KpPHUIITaxX 0COOBIX T€HOB, Kogupyromux ta-siPHK

(trans-acting siRNAs). Kpome Toro, nByxiiemno-
gegHnble PHK MOTyT MOsIBIATECS B KJIETKaX U 0€3
yuactuss PHK-3aBucumeix PHK-mommmepas, a
Oiraromapst ToMy, 9TO B reHoMe uMeroTest 10 20 %
T'€HOB, TOCIEAO0BATEIBHOCTH KOTOPBIX YACTUIHO
MIEPEKPBIBAIOTCS B AHTHCMBICIIOBOI OpHEHTALIN Y.
B pe3ynbpTate TpaHCKPUIITHI 3TUX T'€HOB YaCTHY-
HO KOMIIJIEMEHTApHBI APYT APYTY U CHAPHBAIOT-
csi. Manbie siPHK, oOpa3yromiuecs: Takum mytem,
ob6o3nHavaroTcs kak nat-siPHK (natural antisense
transcript derived siRNAs).

Ipoueccunr siPHK (puc. 3) cxonen ¢ mpo-
neccuiromM miPHK, u B Hem y4acTByroT Te ke
O6enku unu ux romonoru: DCL2, DCL3, HYLI,
HENI1, AGOIl, AGO4 u npyrue. /IByxmenoued-
uble PHK pa3spesatorcs Ha 21-26-HyKJI€OTUHbIE
JIByXLIeNloueuHble ()parMeHThl, KOTOpbIe Ha 000-
WX KOHIAX HUMEIT ¢ochonmdpupHyO CBSI3b
MEXAYy 5'-KOHLEBBIM HYKJIEOTHIOM H BTOPBIM
¢ 3'-KOHLA HYKJIEOTHUIOM KOMILJIEMEHTapHOU
LIETH, a TaK)ke MeTUIupoBaHHble 2'-OH-rpynmnst
3'-KOHIIEBBIX OCTATKOB prO03EL. Jlaee qymieKchl
siPHK B3aumogeiictBytor ¢ AGO, B pe3ynbrare
Yero oJHa eNb AYIIJIEKCa T'HIPOIU3YETCs, & BTO-
past ocTaeTcsi IpovHO cBsi3anHoi ¢ AGO1/4 u mo-
KET eIy )uTh areaToM PHK-unTEpdepennun.

PHK-unTepdepeHuus, ocyuiecTisemas c
momomnbio Mansix PHK, MoxeT BEI3BaTh M301pa-
TEJBHYIO PEIPECCHIO T'eHOB KaK Ha TPAHCKPHII-
LIMOHHOM, Tak M Ha IOCTTPaHCKPUIIIMOHHOM
ypoBHsx, mnpudem PHK-3aBucumas pemnpec-
CHSl TGHOB YacTO HOCHUT JJIUTENBHBIH XapakTep
(Vazques, 2006). Hakonuiock HeMaso (akToB,
JIOKa3bIBAIOIINX, YTO METUIIMPOBAHHUE 3HJOT€H-
HBIX T€HOB M 00pa30BaHUeE reTePOXPOMATHHA Ha-
npasiisietcss manbiMu PHK. Tak, y MyTanToB no
AGOI u DCLI napyuieH mporecc o0pa3oBaHHUs
reTepoxpoMaTHHa. Y apabHIoINcuca METHIHPO-
BaHME peTpoTpaHcno3oHa AtSN1 mpoucxoaut ¢
moMoIkko onpeneneHHol ra-siPHK u Hapymaer-
¢y mytanTa mo AGO4. I'en apabunornicuca FWA,

MGTI/IJ'II/IpOBaHHHﬁ B NPpUPOAHBIX YCJIOBUAX, 11O-
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CJIe ero0 PEMHTPONYKIIUU B PACTEHUs IIyTeM Oak-
TEpUATbHOW TpaHCHOPMAIMH PEMETHINPYETCS
npu yuactuu siPHK, u aror nmpornecc nonasis-
ercst mpu Hapymenun ¢ynknuit DCL3 u PHK-
3aBucumoii PHK-nmonumepassl. MetunupoBanue
JHK renos PHAVOLUTA n PHABULOSA y apa-
Oujorncuca MpoMCXOMUT NpH y4dactun miR165
u miR166. MexaHu3M, MOCPEACTBOM KOTOPOTO
mansle PHK Br3piBator mermnuposanmne JJHK
U TIyLIEHWE TPAHCKPUILHUH T[EHOB, OCTaeTCs
Mason3y4deHHbIM. Bo3moxkno, PHK-3aBucumoe
merunupoanue JHK omocpenoano PHK-
3aBHCHUMBIM METHJIHPOBAHMEM THCTOHOB. He-
SICHO Tak)ke, B3auMoJeHCcTBYIOT u Majibie PHK
HETIOCPEACTBEHHO C KOMIUIEMEHTapHBIMH MM
yuyactkamu JITHK wnnu ¢ ux HapoxIaromuMucs
TPAHCKPHUIITaMHU.

3HAYUTENBHO JIydllle H3y4YeH MEXaHU3M
PHK-3aBucumoii pemnpeccun TeHOB Ha IOCT-
TPAaHCKPUIIIMOHHOM YypoBHe. OHa MOXET 0Cy-
MIECTBIATHCS MocpeacTBoM ruaponusa MPHK,
HMemKuX komieMeHnTapasie MainbiM PHK mo-
CJIEZIOBATENBHOCTH. DTOT MPOIECC IPOUCXOTUT
cienyromum oopazom. Manas PHK B xommiexce
¢ AGOI1 cagutcs Ha KOMIIJIEMEHTapHBIH el yua-
ctok MPHK u Takum 00pa3om co3gaeT pparMeHT
neyxuenoueuHorr PHK (Vazques, 2006). 3arem
6naronaps PHKaznoii akrusHoctn AGO, Harpas-
neHHo# Ha aByxuenouyeunyio PHK, npoucxonut
pa3psiB MPHK B cepennne xoMmiaeMeHTapHOTO
ygactka (Mexnay 10-m u 11-M HykIeoTtuzamu
sPHK).

Conepxanne siPHK B kineTkax 3HaYUTENb-
Ho BoIte, ueM miPHK. I'maBras pons siPHK co-
cTout B 3amute oT uyxeponueix PHK u JTHK.
YcTOIHYMBOCTH PAaCTECHHH K BUPycaM B OOJIBIINH-
CTBE CIIy4aeB CBsI3aHA HE C PA3BUTHEM PEaKINU
CBEPXYYBCTBUTEIBHOCTH, HO C BBICOKOCIIEIU-
¢uuHbIM paspeiBoM BupycHoit PHK mpu yua-
ctuu siPHK (Mlotshwa et al., 2008). 9Tu manbie
PHK sBngroTCs Tak)ke OCHOBHBIMH ar€HTaMH 3a-

MoInkaHus TpaHcreHoB. Kpome Toro, siPHK, kak

yK€ OTMEYaJIOCh, YYACTBYIOT B PEIPECCHHU I1O-
sropoB /IHK, B nepByto ouepenb TpaHCIO30HOB
u perporpancnozonoB (Lisch, 2009). [leiicTBue
siPHK, 3a uckmtouenuem ta-siPHK, mampasie-
HO Ha T€ I0CJIe0BaTEeIbHOCTH, HA KOTOPBIX OHH
CHHTE3MPOBAHBI, YTO CYIIECTBEHHO OTIMYACT UX
ot miPHK, cunTe3upyrouuxcs Ha coOOCTBEHHBIX

IcéHax.

Poab maabix PHK B perynsiunu

Pa3BUTHSA pacTeHHIl

B xaxoM pacTeHnu, H0-BUANMOMY, COZIEp-
xatcs coTHH pasznuyHeix MUKpoPHK (Bonnet
et al., 2006; Barakat et al., 2007). Ix ctpoeHue
SBOJIIOIIMOHHO KOHCEPBAaTHBHO, M HaOJrogaeTcs
BeIcOKas creneHb romosiorun miPHK nserko-
Bbix ¢ miPHK XBOITHBIX, MAaIOPOTHUKOB U MXOB.
MuxkpoPHK moryT nepenaBarbcst 1o CUMILIACTY
OT KJIETKH K KJIETKE, a TAaK)Ke MePeBUTaThCS 110
¢oame Ha Gombmue paccrostHus. Manbie PHK
JKU3HEHHO HeoOxoauMbl pacTeHusiM. 06 3TOM
CBUJICTENIBCTBYIOT JIeTaJIbHBIE 3((EKTH HyJe-
BbIX MyTaluii apabugoncuca o AGOI u DCLI —
reHaM, YYacTBYIOIIMM B CO3PEBAHHU MaJbIX
PHK. T'ubenp 3aponplineil MpoUCXOIUT yKe Ha
craguu riooyiel (Vazques, 20006).

VYV apabumoncuca moutu 70 % Bcex wu3-
BecTHbIX MHUKpO-PHK nmeroT cBoeil MuIIeHbIO
¢akrops! Tpanckpunuuu. [Toatomy mukpoPHK,
KaK ¥ (DaKTOpbl TPAaHCKPUIINH, I10-BUIUMOMY,
TaK)X€ MOTYT BBIIIOJHATh (DYHKIIMH IIEPEKJIIO-
yaresnei» mporpaMm pa3BuTHs KieTok (Bonnet
et al., 2006). Kak TOJbKO B KJIETKE CHHTE3UPY-
totcs MukpoPHK (BpI3BIBaromue nerpamaiiuio
cootsercTByomux MPHK), 3To mpuBoauT x u3-
MEHEHHUIO CyAbOBl JaHHOW KJIETOYHOW JIMHUU.
Xopouio u3ydeHa Pernpeccus MOCPEACTBOM ce-
meirictBa miR165 u miR166 renos PHABULOSA,
PHAVOLUTA wn REVOLUTA,

¢daktopel TpaHckpunuuu cemelictBa HD-ZIP,

KOAUPYIOIIHNX

KOTOPBIC BaXXHBI 1JI1 CTAHOBJICHUA IOP30BCH-

TpaJ'ILHOﬁ CUMMETPUHU JINCTA. Penpeccm{ JAOCTH-
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raetcs pa3peiBoM MPHK. B renax PHABULOSA
u PHAVOLUTA xpoMe TOro IpOUCXOOUT METH-
nupoanne JIHK. [Ipyrum sipkuM mpumepom
yuactusi Mukpo-PHK B perynauuum passutus
pacTeHUN MOXKET CIIYXHUTh PEHpPEeccHs MOCpPea-
ctBoM miR172 ¢mopansHoro rena APETALA2 B
MPUMOPIUAX TUIOJOTUCTHUKOB U THIYMHOK. Mu-
kpoPHK npuHuMalor yyactue B peryJssiuu dM-
OpuoreHe3a u (HopMHUpPOBaHHs ceMeHH, MOp(o-
TeHe3a JINCTa U KOPHSI, poiudepannn KJISTOK B
MepucTeMax U (OPMUPOBAHUS OPTaHOB LIBETKa,
TpaHCAYKIMH TOPMOHAJBHBIX curHanoB (Mal-
lory, Vaucheret, 2004; Chuck et al., 2009).

B Hacrosimiee BpeMsi 04€BUIHO, YTO MaJIble
PHK (sPHK) BBINOITHSAIOT MHOXECTBO KIIIOUE-
BBIX (DYHKIIMH y 5yKapHOTHYECKUX OPraHU3MOB,
U M03TOMY OINKCHIBAaTh pabOTy reHOMa MPOCTOM
cxemoit « JTHK — PHK — 6emok» yke HeBO3MOX-
Ho. [Iponiecc PHK-unTepdepennnn urpaer Bax-

HYIO pOJIb HE TOJIBKO B 3aIIUTC KJICTOK OT TpaHC-

MIO30HOB M BHUPYCOB, HO TaKXe B PETYISAIUU
IIPOLIECCOB PA3BUTHA M psila APYTUX (QYHKIHHA
pacTUTENbHBIX OopraHu3MoB. Ecnu ydects, uTo,
HampuMmep, y apaOHaoIcHca BBISBICHO OKOJIO
25000 reHoB, KOAUPYIONIUX OCIKH, U UTO KaxKaas
MukpoPHK Bruser Ha paboTy HECKOJNBKUX H3
HHX, TO BBIXOAUT, YTO MO KOHTPOJIb MUKPOPHK
TIOTa/1aeT OKOJIO YETBEPTH PACTHTEIBHOTO I'€HO-
Ma. Cucrema peryasanuu paboThsl TeHOMA yCIOXK-
HsleTcs ewe u TeM, uto mainsle PHK Biusior He
tonsko Ha MPHK, HO u npyr Ha npyra. OgHako
HECMOTPSI Ha BHYIINTEIBHBIH 00beM 3HAaHUH, 110-
JyYEeHHBIN B T€YCHHE HECKOJIBKHUX JIET TOCIHE OT-
kpbiTus sSPHK, MHOTHE acmekTs! nX (hopMupoBa-
HUs U QYHKLIMHU TI0Ka elle OCTAI0TCSl HESICHBIMHU.
He uzyuena spomtounst MukpoPHK y sykapuor.
TpebyeT manpHeiimero aHaan3a BOIpoc 06 yHH-
BepcasnbHocTH Manbix PHK u sPHK-3aBucumbix
MIPOLIECCOB Y IYKApHOT M BHYTPHU LApPCTBa pac-

TUTCJIBbHBIX OPraHU3MOB.

Paboma noooepocana epanmom PODU 08-04-00566.
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The completion of the Arabidopsis thaliana genome sequencing in 2000 was the key event in plant
biology. Over the past 10 years, genomes of another three plant species (rice, alfalfa and poplar) were
almost completely sequenced. The sequencing of maize, wheat, barley, vine and tomato genomes is in
progress. It is arising a new science — genomics, that investigates nucleotide composition of genome,
principles of individual genes and their complexes functioning, as well as genome evolution. Biology
turns into so called post-genomic period of its history, in which predominant researches start with
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genome and protein sequencing and complete with determination of individual genes and proteins
functions, and their evolutionary origin too. On the other hand, genes activity depends not only on
the transcription factors specific to the given genes but also on the whole complex of factors able
to directly or indirectly influence chromatin structure. For this reason, realization of information
enclosed in genome depends not only on nucleotide sequence of given genes but also on environment,
chromatin state, modifications of DNA and its transcripts, i.e. it is under epigenetic control. Epigenetic
state of plant organisms is determined by levels and patterns of DNA methylation, post-translational
modifications of histones, the presence of histone variants and chromatin compaction. Recently
discovered noncoding microRNAs, playing key role in genes silencing by cleavage of genes transcripts
or by repression of mRNA translation, may serve as a kind of «switchesy for cell developmental
programs. It is becoming evident that small RNAs perform a wealth of key functions in eukaryotic
organisms, and therefore it is now impossible to use the simple scheme «DNA-RNA-proteiny for
description of genome work. In the article, it is discussed the role that transcription factors, small
RNAs, modifications of DNA and chromatin play in the regulation of plant growth and development.

Keywords: plant development, transcription factors, epigenetics, DNA and histone modifications,
small RNA, microRNA




