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[ocynapcTBeHHbIN YHHBEPCHUTET,
Kae/ipa reHeTHKH U CesIeKIIHN:
Cankr-Iletep6ypr

 OcHOBHAs KOHLIENLUS FeHeTUKH
pa3BuTHs 0 AU depeHMaNIbHON K-
CMPeCcCHU reHoB, B COOTBETCTBUU C
KOTOPOIi B Pa3JIMUHbIX KJI€TKaxX pa3-
BUBAIOLLETrOCSl OPraHu3mMa aKcnpec-
CUPYIOTCSI Pa3Hble reHbl, NOJHOCTbIO
cripaBe/iMBa il BbICUIUX pacTe-
Huii. OfHaKo Bce BbicIIME PacTeHUsl
Mo CPaBHEHMIO C XKHBOTHbIMU Xa-
PaKTepPU3YIOTCS LeJIbIM PSIIOM OTJIU-
4yuTeNbHbIX yepT. OcHOBHbIE U3

HUX — HaJMuve MPOYHOI KJeTou-
HOU CTEHKH, 00YyCJOBIUBaIOLIEN He-
NOJBMKHOCTb OPraHu3ma, NnosTomy
pacTeHus B 3BOJIOLUMU U30pau
NPUHLUUNHUAIBHO UHYIO XKU3HEHHYIO
cTpareruio, CBI3aHHyIO ¢ ajanTauu-
eii. BeposiTHO, UMEHHO 3TUM 00bsIC-
HsieTcsl, YTO B MopdoreHese pacre-
HUI 3a1e/fiCTBOBAHO 3HAUUTEJLHO
GoJiblIee KOJUYECTBO PeryJsTop-
HbIX T€HOB, YeM Y XKUBOTHbBIX, CPeIU
KOTOPBIX IJ1aBHOE MeCTO 3aHUMAIOT
MADS-renbi. OT mecta 1 ypoBHS
9KCMPECCUU ITUX JIaBHBIX peryJs-
TOPOB Pa3BUTHUSI 3aBUCAT 0COGEHHO-
ctu MopdoreHesa BbICLIMX pacre-
HUI. 1151 HEKOTOPbIX TPAHCKPHUILIU-
OHHBIX ()aKTOPOB MOKAa3aHO, YTO UX
9KCNpeccusi HAXOAUTCS MOJ, nure-
HETHYeCKUM KOHTpoJieM. ITO 03Ha-
yaet, utro PHK urpaer kinouesyto
POJib B PEryJisiliy KJl0YeBbiX reHOB
pa3sutus. Kpome toro, nokasano,
yro small-PHK Takxe urpaer Bax-
HYIO POJib B poliecce pa3BUTHS,
BJIMSISl HA CTAOMJIBHOCTb TPAHCKPHUII-
TOB WJH TpaHcasuuio. B cratbe Ha
MoJeNu Pa3BUTHS LIBETKA PacCMOT-
peH mopdoreHe3 pacTeHuii, KOTo-
pblii o6ecrneunBaeTcst OOUIMEM U
pa3HooOpa3ueM peryjasiTopHbIX MO-
JIEKyJl CO MHOXKECTBOM MeXaHU3MOB,
peryJiupylolux ux aKCnpeccuio.

® KaioueBble cloBa: Mopdorenes
pacTeHuil; pasBUTHE LBETKA;
ABC-mopaenb; MADS-rensr; si-PHK

MOP®OIEHE3 PACTEHMU N 3KCMNPECCUA
OCHOBHbIX PErYNATOPHbIX TEHOB
HA NMPUMEPE PA3BUTUA LUBETKA *

BBEJJEHVE

[eneTka pasBUTHs SIBJISIETCS OJIHON U3 COBPEMEHHbBIX 00J1acTell Hece10Ba-
HUSI, JiexKaLleld Ha cTbiKe MOP(OIOruH, (PU3HOJIOTHH, SMOPHOJIOTHH, TEHETHKH,
MOJIEKYJISTPHOI GHOJIOTHH M TEHHOH MHXKeHepHH. PacTeHus oKaszajuch B ToJie
3pEHHsI TEHETHKHM Pa3BUTHS 1M03:Ke, UeM KUBOTHBIE. [1osTOMy Uit U3ydeHus
Pa3BUTHS PACTEHUI OblIH 3aMMCTBOBAHbI MOJXO/Ibl U HEKOTOPbIE METOJIbI, pas-
paboTaHHble J/1s1 2KUBOTHbLIX 06beKTOB. Kpome Toro, ObIH UCMOJb30BaHbl U
COBpEMEHHbIE MOJIEKYJISIPHO-TeHETHYECKHE METO/Ibl, B TOM YHCJIe U crielrdny -
Hbl€ JUI5l PACTUTEJNbHBIX 0G'bEKTOB.

[Tpotecc muddepeHIUPOBKH y paCTEHHH MOXKHO UCCJIEIOBATD B PA3JIMUHbBIX
acrekTax:

1. TucddhepeHIMPOBKY MOXKHO H3ydaThb MO €€ pedysbTaTaM, OTPaXKEHHbIM B
CTPOEHHH B3POCJIOro pacTeHus. PagnnuaioT BHELIHIOW W BHYTPEHHIO0 audde-
peHUUpoBKy. [Tox BHelHel nuddepeHIPOBKON MOHUMAIOT BHELIHEE CTPOe-
HHe BereTaTUBHbIX W MeHEPaTHBHLIX OpraHoB pactenus. [Ipu sToM, BHellHss
b depeHIIHpoBKa ABIsSETCS OTpakKeHHeM BHYTpeHHeH TuddepeHInpoBKH,
3aTparMBatolleil CTPYKTypy OTIE/bHBIX KJETOK UJIH CHCTEM TKAHEH pacTeHHs.

2. MOXXHO UCCJIEN0BATh IMHAMUKY MPOLLEeCCOB AU hepeHIIMPOBKU B XOJI€ OH-
TOreHesa.

3. BaxKHbIM M0/1X0/10M K H3y4EeHHIO MEXaHH3Ma peryJisiliii AuddepeHIMPOBKH
SIBJISIETCS] UCCIIEIOBAHHE BJIMSIHUS (DaKTOPOB OKPY2KAIOLLEH CPe/ibl, KOHTPOJIHPY-
FOLIMX CKOPOCTh M HaMpaBJieHHe Pa3JIMUHBIX MOP(HOreHETHIECKHX MPOLIECCOB.

4. Tny6oKoe TIOHUMaHHe NPOLECCOB TUPPePeHIIPOBKH TPeGYeT NMOAPOGHO-
rO U3ydeHHsl MOJIEKYJISPHO-(PU3UOJSOTHUECKUX UBMEHEHUH, MPOUCXOAALINX KaK
B 11€/JIOM OpraHu3Me, TaK U B €ro OTIEJbHbIX K/IeTKaX.

5. BbisiBJieHHe U IeTa/bHbIH FeHeTHYECKHI aHaIn3 hopM, MPOSIBJISTIOLLIMX Te
WM MHble HapylleHus AuddepeHIHpoBKH, N03BOJsIET HACHTHPHLIHMPOBATL H
0XapaKTePHU30BaTh I'eHbl, KOHTPOJHUPYIOLIHE pas/nuHble MOP(HOreHeTHIECKHE
npotecchl. [TpuB/eueHre JaHHBIX O MyTaHTaX ¢ MOBPEXKIEHHBIMH POrpaMma-
MH Pa3BUTHSI — MYTAHTOB PA3BUTHS — MO3BOJIUJIM BOCCO3/ATh KAPTHHY IMO-
puoreHesa y »kUBOTHbIX. C MOMOLIbIO MyTalMil yaaeTcsi MpepBaTh MW MOJM-
(bULIUPOBATD MPOLLECC PA3BUTHS, OCTABUB HEM3MEHHBIMH Apyrue (PyHKIHH opra-
Huama. [lo aHanu3dy MyTaHTOB WJIM FE€HETHUYECKHMX XMMEP MOXKHO CYAMTH O
B3aUMOCBSI35IX TTOBPEXKIEHHBIX MOP(HOreHETHIECKHX MTPOrPamMM.

BesycsioBHO, cocTaBienye 1eNOCTHONH KapTHHBI 0 MeXxaHuaMax auddepen-
LIMPOBKH BO3MOKHO JIHILb NPY OGbEIMHEHUH BCEX MATH MEPEUUCIEHHBIX MO/
X0110B [2].

J17151 TOro 4TOGbI MOJYUUTh UCXOAHBIA MaTepHal — MyTaHTOB Mo auddepeH-
LHPOBKE, TPAIMLMOHHO HCIOJIb3YIOT 1Ba MyTH. OMH M3 HUX MpelycMaTprUBaeT
CrelHabHyI0 MyTareHHy1o 06paGoTKy HOpMaJbHBIX PACTEHHI C TTOCeTYIOIIHM

— 110 MaTepHa/IaM MieHapHoro J0K/aja Ha LKoJe no sKkosorudeckoil reverike 07.06.2005
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0TGOPOM MYTAHTHBIX (DOPM, XapaKTEPHU3YIOLIMXCS H3MEHEH -
HbIM Mopdorene3oM. Bropoii nyThb npeanoJsiaraet BoisiBJie-
HHE MPUPOJHBIX POPM, PA3/IHUAIOIIUXCS POSBJIEHUEM TEX
WM HHBIX MOP(OreHeTHIECKHX MPOLECCOB.

Ecsny 60/1bLIMHCTBA XKUBOTHBIX OPraHOTeHe3 OXBAThI-
BaeT CPaBHUTEJbHO HeGOJMBLIOH OTPE30OK BPEMEHH, TO Y
pacTeHHl opraHoreHe3 MpojoJKaeTest Ha MPOTSKEHUH
BCel XKM3HU. B oT/iHUMe OT XKUBOTHBIX UHCJIO OPTaHOB pa-
CTeHHUs1 ¢/1a00 eTepMUHUPOBaHO. HTOOLI IPUMEHUTD K pa-
CTEHUSM T10JX0Jbl, pa3paboTaHHble FeHETUKON Pa3BUTHS
JKHBOTHBIX, HEOOXOAUM MOJEJbHBIH NMpoLecc, KOTOPbIi
JKECTKO JIeTEPMHHHPOBAH BO BPEMEHH M B IPOCTPAHCTBE.

Opnnoit u3 Han6oJiee ynoOGHbIX MOjieJIel /sl U3yueHUs
MOphOreHeTHIECKHX MTPOILECCOB Y PACTEHHS SBJISETCS LBE-
TOK. DTO CBSI3aHO C TE€M, UTO, HECMOTPSI HA OTHOCHTEJIBHO
KOPOTKHH MepHoJl CBOET0 Pa3BUTHS, LBETOK COAEPHKHT
60J1blI0E KOJMUECTBO padHooOpasHbIx CTPyKTyp. Kpome
TOr0, OrPOMHOE BHUMaHUe, yaessieMoe M hepeHIIHpOBKe
Pa3JIMYHBIX OPTAHOB 1IBETKA, 00YCJIOBJIEHO T€M, UTO B TIPO-
ecce UX pa3BUTHS MPOUCXOIUT UepeloBaHHE TaMeTO(HT-
HOTO ¥ COPOMUTHOTO MOKOJIEHHH, XapaKTe pU3YIOLLHX Crie-
LUH(UKY 2KH3HEHHOTO 1IUKJA TIOKPBITOCEMEHHBIX PACTEHHUH.
[IBeToK — BakKHelllas pernpoayKTHBHAsI CTPYKTypa Mo-
KPbITOCEMEHHbIX, C HEMOCPECTBEHHBIM YYaCTHEM KOTOPOi
MPOUCXOIMT MUKPO- M MeracroporeHes, orblJeHHe U OIl-
JIONOTBOPEHHE, PA3BUTHE 3apOJbIIA, U, B KOHEUHOM cye-
Te, —o0pa3oBaHHe CeMsiH H IJI0J0B.

MonenbHbIM 06BEKTOM, IIHPOKO UCIOJIb3yeMbIM B re-
HeTHKe Pa3BUTHS LBETKA, SBJISETCS OJHOJETHEE KPECTOLL-
BeTHOe pactenue apabunoncuc (Arabidopsis thaliana 1..).
LIBeToK apabuuorncuca, Kak H MHOIHe JIpyrue MpeacTaBu-
TEJIM CEMEHCTBA KPECTOLBETHDIX, XapaKTepPU3yeTcs aKTH-
HOMOP(HOH CTPYKTYpOH M COJAEPKUT 4 uallesncTHKa,
4 nenecTka, 6 THIUMHOK (4 UIMHHBIX H 2 KOPOTKHX ), a TaK-
ke | nectuk, o6pa3oBaHHbIN ABYMSI CPOCIUMMHUCS 1010~
JIMCTHKAMHU. 3aKJ/ajika STHX OPraHoB MPOUCXO/UT B CTPOTO
onpeneneHHoM nopsiike. CHava a popMHPYIOTCS Yalllen-
CTHKM W 3a4aTKH TEPBbIX JIeNeCTKOB. MoJiojible JIenecTKH
OCTaHABJIMBAIOTCSA B CBOEM Pa3BUTHH JI0 TeX MOp, TIOKA He
TPOHYTCS B POCT 3a4aTKH rHHeles. JIMlIb 1oc/e 9TOro Ha-
YHHAIOT PA3BUBATLCS ThIUMHKU: CHAYaJ/a JUIMHHBIE (TO €CTh
BHYTPEHHHME ), @ 3aTeM KOPOTKHE (BHELLHHUE).

LIBeToK mpezcTaBJsieT co60il BUIOH3MEHEHHBIH OTHOOC-
HbIH MOGETr ¢ OrpaHHYEHHBIM POCTOM, MPEIHA3HAYEHHBIH JIsi
MoJIOBOTO (FeHepaTHBHOTO ) pa3MHOKeHHs. Pa3BuTe 11BeT-
Ka MPOXOIUT Yepe3 HECKOJbKO CTallui, KOTOpPbIE B C/yvyae
apabujorcuca cocTosT B caeyiolieM [ 12]:

— (hopMHpOBaHHe BereTaTHBHOMN alMKaJbHOH MepUCTe-
MbI 1o6era;

— TIpeBpallleHHe BereTaTHBHOH arnuKalbHOH MephcTe-
Mbl B F€HEPATUBHYIO (MEPUCTEMY COLIBETHS );

— (opMHUpOBaHHE MEPUCTEM OT/IE/ILHBIX IBETKOB ( hJ10-
paJibHbIX MEPUCTEM );

— 3aKJlaJKa OT/eJIbHbIX OPraHoB LIBETKA.

M3yyeHHe reHeTHUECKOrO KOHTPOJIS PAa3BUTHS pacTe-
HUs1 1 0COOEHHO 1IBETKA CTaJl0 BOSMOXKHbBIM B pe3yJibTare
LIMPOKOMACHITAOHBIX PAGOT MO MOJYYEHHIO U JIETaJIbHO-
MY H3y4eHHIO MYTaHTOB, 1e(PeKTHbLIX M0 Pa3nIHbIM Ta-
naM peaJsii3allid reHepaTHBHBIX Mporpamm. B mepsyio
ouepe/ib, Moo6HbIe pabOThl MPOBOASATCS HA apaGHIOTCH-
ce M JbBMHOM 3€Be — MOJEJbHBIX 00BEKTaX MeHeTHKH
pacrennii. HecMoTps Ha TaKCOHOMHUECKYIO Y/laJ € HHOCTh
THX BUJIOB, 001asi CXeMa FeHEeTHUECKOr0 KOHTPOJIS pas-
BUTHsI 1IBETKA 0KA3a/iacb Y HUX OJMHAKOBOH, a MHOTrHE
reHbl, BOBJIEUEHHbIE B 3TOT KOHTPOJb — TOMOJIOTHYHbI-
mMu [16, 17, 45]. B nocJieinue rojibl CXOJHbIE Pe3yJIbTaThl
HaKarmJMBaloTCA M JIJIsT MHOTHX JIPYTHX BHUOB JBYIOJbHbIX
¥ OJIHOJIOJIbHBIX, UTO CBUJIETEJLCTBYET O BHICOKOH 9BOJIIO-
LIMOHHOW KOHCEPBATHBHOCTH MEXAaHU3MOB F€HETHUECKOTO
KOHTPOJISI Pa3BUTHS LIBETKA.

PEIVIiALMS OCHOBHbIX TEHOB,
SATYCKAOLNX MNMPOrPAMMY LIBETEHWIS

3anyck nporpaMmm LBeTeHUs1 ob6ecneynBaet npespatiie-
HHE BereTaTHBHONH MEpUCTEMbl B TeHEPATUBHYIO M PErYJIH-
pyeTcst pazHo06pa3HbIMU (haKTOpPaMH KaK 9K30reHHOH, TaK
¥ 9HI0TeHHOU pupoibl. K hakTopam BHelIHEH cpejibl, OKa-
3bIBAIOLINM CYLIECTBEHHOE BJMSIHHE Ha (hIOPaJbHYIO HH-
JYKLMIO y apaduioncuca, OTHOCATCS JIJIMHA CBETOBOTO JHS,
TeMIepaTypHble yCI0BUS U THOOepesinH. [IuHHbIH cBe-
TOBO# JieHb (6osiee 14— 16 uacoB) croco6CTBYeT paHHeMY
nepexojy K IIBETE€HWI0, B TO BpeMs, KaK KOPOTKHI
(8—10 uvacoB) — 3anep:kuBaeT MAOPANLHYIO HHIYKIIHIO.
Pannemy 11BeTeHHIO CMIOCOOCTBYET H KpaTKOBpeMeHHast 00-
paGoTKa MPOPOCTKOB HU3KOU TeMrepaTypoll (BepHaJmu3a-
tust). [Tostyuen tiedibii psiji MyTaHTOB ¢ H3MEHEHHOH peak-
uuell Ha nepeyucyeHHble GakTopbl BHellHel cpeubl. He-
KOTOpbIe W3 3THX MyTaHToB (fca, fd, fe, fha, [lc, fpa, ft, fve,
Jwa, fy v 1p.) HEUYBCTBUTEJbHbI K JITTAHHOMY CBETOBOMY JIHIO
¥ HU3KOM TemIiepaType, B TO BpeMsi Kak apyrue (elf1, elf2,
elf3, emfl, emf2, spy, tfl v np.), HAMPOTHB, CNOCOGHBI K
ObICTPOMY 3alIBETAHUIO HE3ABUCHMO OT MPOJIOJIIKUTE/IBHO -
CTH CBeTOBOrO JHs1 [43].

PanHee 1pereHne obecrneynBaeTcsl MyTalUsMHU B reHax
EARLY FLOWERING (ELFI1, 2, 3), EMBRYONIC
FLOWER (EMF 1, 2), a takike TERMINAL FLOWER
(TFL). K Go/iee nosnHemy LBETEHHIO PUBOAAT MyTallM1 B
renax CO, FCA, FD, FLA, FE, FPA, FR], FT, FVE, FY,
GI, LD, GAL

Jist myrantos emfl v emf2 (embryonic flower) xapak-
TEPHO (POPMHPOBAHHUE €IMHCTBEHHOTO 1IBETKA MOUTH Cpady
nocJsie npopactanusi cemsH. Cyfist o TOMy, 4TO Y 9THX My-
TAHTOB MPOIIyLLEHA MOUYTH BCsl BereTaTUBHAS CTA/IUs pa3BU-
THs1, HOpMaJIbHbII NpoaykT reHa EMF neobxonum s 3a-
JIEPXKKH TeHEPATUBHbBIX MTPOrpaMM, B pesyJbTaTe yero pac-
TeHHE yCreBaeT MPOUTH A0CTATOUYHO MPOAOJIKHUTEIbHYIO
BereTaTHBHYyI0 ctajuuio. [Ipensoxena mMosesb, ONUCHIBAIO-
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OVNKAA TUN

leafy

leafy apetala 1 terminal flower

Puc 1. Cxemamuueckoe usobpascenue pacmenuil Arabidopsis
thaliana dukoeo muna u MymaHmuelx N0 2eHaM UOeHMULHO-
cmu gaoparvroll mepucmenol (cmpeskami 0003HaAUEHA Me-
pucmema coygemust, C8EMAbIMU KPYICKAMU — HOPMANLHbLE
UsemiKu, MemMHoIMIU KPYICKAMU — AHOMAAbHbLE YBCMKLL)

1asi nepexojl K UBETEHHI0, LIEHTPaJIbHYIO POJib B KOTOPOH
UrpaeT penpeccop, OJOKHPYIOLHMH MePEeKIIOUeHHEe OT Be-
reTaTHBHOW CTAJIUM Pa3BUTHA K reHepaTuBHoil. Kannunara-
MU Ha poJib peripeccopa sijsitioresi redbl EMF1 1 EMF2.
[en EMF2 oTHOCHTCSI K TPaHCKPHITLUHMOHHBIM (hakTopaM,
KOJUPYEMbIH UM GeJIOK MMEET JIOMEH THIA < IUHKOBBIE MaJb-
upl». [1o cBoelt crpykType 6eiok romosiornien Gesiky reHa
FIS2 (fertilization independ seed), KoTOpbIi OTHECEH K ce-
meiicTBy polycomb renos. @yHkuusi Gesika, KOAMpPyeMoro
renom EMF1, HeusBecTHa, HO COMIACHO €ro CTPYKType OH
OTHECEH TaKKe K TPAHCKPUITLHOHHBIM (haKTOpaM 1 yyacTByeT
B hopmupoBanuu polycomb cucrembl. Takum 06pasom, reHbl
EMF1 u EMF2 urpatot ueHTpasbHyI0 poJib MPH Mepexojie K
uBeteHuto. JIpyrue reubl, Bxousiue B cucremy FTG (flower
time genes), GOPMHPYIOT F'€HHYIO CEThb, YCHJIMBAS HJIH OC-
JabJisisi 3ppeKT 0OCHOBHOTO pernpeccopa. ¥ MyTaHToOB emf B
MPOPOCTKAX IKTOMNIECKH SKCcTipeccupyiotesi renbl AP 1 u AG,
UTO YKa3bIBaeT Ha WX POJib KaK HETaTHBHBIX PETYJSTOPOB

rmé6epensivHol

/

AnnHa CBeToBOro gHqA

|

FT
AGL20 —

6oJiee TO3HUX reHOB 1BeTeHus [ 26]. Myrtaumn ¢ (ferminal
Jlower), Takxke NPUBOAAT K GoJjiee paHHEMY (hOPMHPOBAHHIO
reHepaTHBHOK MEPUCTEMBI, UTO MPUBOJUT K PE3KOMY COKpa-
IEHUIO BereTaTUBHOM hasbl (puc. ).

Bce renbl, yuacTByiolige B mporpaMme repexoja K 1pe-
TeHMI0, pa3/ie/ieHbl Ha TpU rpynmbl. OCHOBHASK Ipyrma re-
HOB OTHOCHTCSI K aBTOHOMHOMY ITyTH T1€PeX0/ia K LIBETEHHIO,
cpenn kotopoit red FLC (flowering locus C) siBasiercsi
IJIaBHBIM. DTOT I'eH OTHECEH K TPAHCKPUIIIMOHHBIM (hakK-
topam, conepxatum MADS-nomen. [en FLC umeer kpyr-
HBIA HHTPOH JYIMHOHU 3,5 kb, KoTopbIi siBAsieTes cis-pery-
JISITOPHBIM 3/7eMeHTOM. OCHOBHAs (DYHKIHS 3TOTO reHa —
penpeccusi 1IBETEHHUS], OH SIBJSETCS] OCHOBHBIM aHTaroHHC-
TOM T€HOB, KOHTPOJIMPYIOLIMX MEPEXo]l K LBeTeHU0. B pe-
ryJsiyn skenpeccuu reda FLC yuacTBYIOT HECKOJIBKO Te-
HOB U HCIOJIb3YIOTCS Pa3JiMuHble MeXaHu3Mbl (puc. 2). Tak,
reubl FCA, FLK, FPA u FY perysupyior skcnpeccuto rena
FLC uepes PHK-npoueccunr, a renst FLD u FVE — ue-
pe3 (hopMHpOBaHHe THCTOH-IHALUTHIA3HOTO KOMIIJIEKCa.
Akenpecenst rena FLC — 370 10303aBHCHMBIH TTpoliecc,
peryJupyeMmblit IJIHHON iHs U ru66epesinHoM [39]. Takum
06pasoMm, MPOJ0J/KUTENbHASI BEreTaTUBHAS CTajlUsl Pa3BHU-
THs1 06eCreurBaeTCs y pacTeHuIl 3a CueT aKTHBHOTO MOJIaB-
JIeHUsI TeHepaTUBHBIX MporpaMM. BHelnne akTopbl —
JUIMHHBIE CBETOBOH JIeHb, KDATKOBPEMEHHbIE BO3/EHCTBHS
HH3KOM TeMIepaTypbl U TOPMOHbBI — CMOCOOHBI 0CJAABIATH
9TO MOJABJICHUE, TEM CAMbIM CIIOCOOCTBYSI O0JIee paHHEMY
LBETEHHUIO.

B uesiom, okosio 40 reHoB BOBJIEUEHO B 3aITyCK MTPOrpaM-
MBI 11BeTeHHsI. BazkHyI0 poJsib TIPH Mepexofie K [BETEHHIO
urpatot mMoJsiekysbl PHK. PHK-3aBucumblit KonTposib reH-
HOM SKCIPECCHH TIPH Mepexojie K 1IBETEHHIO OCYLIeCTBJIs-
eTCs Kak Ha MOCTTPAHCKPUIIIHOHHOM YPOBHE, PEryJupys

co3peBaHne PHK

FY

Jlokyc uBeteHus C

| LD
FLD

AeauetunnpoBaHune rmCToHOB

Puc 2. Cxema peeyrsiyuu nepexoda K ysemeruto y apabudoncuca
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CTabUJILHOCTDL TPAHCKPHIITOB, TaK W HA TPAHCKPHITLMOH-
HOM — 3a CdeT MOJM(MHUKALMKE CTPYKTYPbl XPOMATHHA HJTH
meruanpoBanus JITHK [39].

OSKClPECCUA N'EHOB, KOHTPOJINPYIOLLNX
OOPMUPOBAHWE MEPUCTEMbI LIBETKA

dopmupoBaHKEe MEPUCTEMBI OTAEJAbHOTO LBETKA TPE-
cTaBJ/sieT co6oil ouepeiHoe Uu3MeHeHre (hyHKLUMOHAIBHOTO
THNa MepucTeMbl. B 1aHHOM cilyyae MepucTeMa COLBETHS
npeo6pasyeTcsi B MEpUCTEMY LiBETKa (piopasbHyro MepH-
cremy). [To cpaBHeHHIO ¢ 3aMycKOM NpOrpaMm LBETEHHS,
thopmupoBaHue JopasbHON MEPUCTEMbI B TOPa3n0 MeHb-
1Iel cTereHH 3aBUCHUT OT (PAKTOPOB BHELHEH cpeibl U 60-
Jiee 2KeCTKO KOHTPOJIUPYETCsl FeHOTUIIOM pacTeHusi. Y apa-
Ouzoncuca U JIbBMHOTO 3eBa MOJYYeH psiji MyTaHTOB, Jie-
(beKTHBIX 110 06pa30BAHHI0 MEPHCTEMBI LIBETKA BIJIOTH JIO
ee MOJIHOTO OTCYTCTBHUS. [eHeTHUECKUIT aHATU3 THX MyTaH-
TOB MO3BOJIUJI MIEHTH(HIIHPOBATH KOHKPETHbBIE TEHbI, KOH-
Tpoaupytoe GopMHUpoBaHUe (HJIOPATbHOH MEPUCTEMBI.

Myranthi lfy (leafy) (em. puc. 1), HecnocoGHbI hOpMH-
poBaTh HOpMaJlbHble MEPHUCTEMbI LIBETKOB, BMECTO KOTO-
PbIX 3aKJa/bIBAIOTCS BTOPHUHbIE MEPUCTEMbl COLBETHMH
[17]. CnenyeT oTMETHTB, UTO B HOPME BTOPHUHBIE COLIBE-
THs1 BO3HHKAIOT y apaOMI0TNICHCa TOJBKO B CAMOH HUXKHEH
(Han6osiee paHo opmupyiolieiics) yactu cousetus. [Ipu
9TOM Y MyTaHTOB [fy o6pa3oBanue GJopabHbIX MEPUCTEM
OKa3bIBaeTCs CABUHYTHIM Ha BepxHHe (GoJiee MosiHo dop-
MHPYIOLLHeCs ) 30Hbl COLBETHS, IPUYEM 3aKJajiblBatoLLHe-
Csl LIBETKH COXPAHSIOT LeJIbIH PSiJl MTPU3HAKOB, MPHCYILIUX
COLIBETHIO: PA3BUBAIOTCSI MPHUIBETHBIE JHCThSI, OTCYTCTBY-
I0LIME Y LIBETKOB JIMKOTO THIIA, HO UMEIOIIHECs Yy COLBETHH;
opraHbl LBETKA PACroslaraloTesi B CupasibHON MocsieioBa-
TEJILHOCTH; PACcCTOsTHHE MEXK/y OpraHaMH B LIBETKE OKa3bl-
BAeTCsl 3HAYUTEJIbHO OOJIbIIUM, HEXKeJH B HOPMaJibHbIX
1BeTKax. JKcnpeccus rena LFY nadmonaercs 8 AM (anu-
KaJIbHOH MepucTeMe ) pu GOPMHUPOBAHUH JIMCTOBBIX MPH-
MOPJIMEB U yCUJIMBAETCS ¢ Bo3pacToM pacrenuit. [Ipeano-
JlaraeTcsl, YTo JIOCTHXKEHHE MOPOTOBOIO YPOBHS IKCIIpec-
cuu rena LFY sBasiercs Tem kputnueckum akrtopom,
KOTOpbIil oGecrieurBaer nepekaodenne AM pacreHuii ¢
npotiecca (GopMHPOBAHHST MPUMOPANEB JINCTHEB Ha TIPOLeCe
(opmupoBanust hopaNbHBIX TTPUMOPANEB. Baxnas posb
reda LFY B o6pazoBanuu duiopaibHbIX TPUMOPAHEB Oblyia
MOATBEPKACHA U B 3KCIIEPUMEHTAX C TPAHCTEHHBIMHU pac-
tenusiMu A. thaliana, B kotopbix reH LFY KOHCTHTYTHBHO
IKCIPECCUPYETCs MOl KOHTPOJIEM aKTHBHOIO IIPOMOTOPA
reHa 35S BHpyca MO3auKH LBETHOH KamycTbl. Popmupo-
BAHHE LIBETOB Y TPAHCTCHHLIX pacTeHUH HabJ01aId 3HA-
YMTEJILHO PaHbLIE U B TEX YUaCTKaX, TJle y pacTeHHH AMKOTo
THNa 06bIYHO (POPMUPOBAJIUCH CTeOJIEBbIE JIUCThS C MA3YLL-
HbIMM MOYKaMH. MHTepecHo, 4To sKTOMMYeCKas sKcrpec-
cust rena LFY wus A. thaliana B tpancrennbix (35S::LFY)
pactenusx ocubl (Populus tremula x tremuloides) Takxke

BBI3bIBAJIA 3HAYUTENIBHOE YCKOPEHHE 1IBETEHHUSI (y cCeMUMe-
CSIUHBIX TPAHCTEHHBIX PACTEHMIT), B TO BpeMs KaK B HOpMe
1IBETEHHE HAUMHAETCs TOJbKO B Bo3pacte 8 jieT [1].

JlocTaTouHo cxoHble MPOSIBJICHUST CBOMCTBEHHbI MyTa-
uusm apl. Tak, y pacTeHn#, rOMO3UTOTHBIX 110 MyTaHTHOM
anenu apl—1 (em. puc. 1), o6pasyioniyecs IBETKH Coiep-
»KaT BTOPHYHbIE LIBETOUHbIE MEPUCTEMbI, 3aKJ/1a/1bIBAOLLH -
ecsl B Masyxax 4allleJJUCTHKOB. BHYTpHU 3THX BTOPHUHbIX
IBETKOB MOTYT aHAJIOTHUHO PA3BUBATLCS TPETHUHbIE 1IBE-
TOUHbIE MEPUCTEMBI.

Cygst o peHoTHIy ABOHHBIX MyTaHTOB Ify apl (nosiHoe
npeBpallleHue COLBETHH B BeretaTuBHble MoGeru)
(cM. puc. 1), NTPOYKTbl COOTBETCTBYIOLLHMX F€HOB KOHTPO-
JINPYIOT NapaJsiiesibHble MepeKpbIBAIOLIHECs TyTH, BEJIyIHe
K (hOPMHPOBAHHUIO PIOPATLHON MEPUCTEMbI. AHATIOTHUHbBIE
pesysibTaThl nosiyueHbl U st mytauuit flo (floricaula) n
squa (squamosa) y JbBHHOTO 3eBa.

[enbl LFY n AP1 apa6umoncuca, a takxke FLO n SQUA
JIbBUHOTO 3¢Ba Obl/IM KJIOHHPOBaHbl H CEKBEHHPOBAHDI [ 17,
44]. PesynbTaThl MOJIEKYISIPHO-TEHETHUECKOTO aHaAJINH3a
nokasaJgu, uto reibl FLO u LFY KomupytoT romosioruusbie
6eJIKH C TIPOJIHH-00raThIMH YUaCTKAMHU, XapaKTe PHbIMHU 151
TPaHCKPUILMOHHBIX hakTopoB. [IpencTaBaenus o Tom, uTo
npoaykt resa LEY siB/isieTcst perysisiTopoM TpaHCKPHIILIMH,
KOCBEHHO MOJTBEPKAAIOTCS JAHHBIMU O BHYTPHSIEPHOM
JloKasmMaaium storo 6enka [45]. Peayneratel anannsa re-
1o AP1 n SQUA noarBepau/iu ux roMoJIOrHYHOCTD JAPYT
JIPYTY, a TaKKe MO3BOJIMIM OTHECTH HX K LIMPOKO M3BECT-
HOMY Y MHOTHX OPraHM3MOB CEMEHCTBY TPAHCKPHUITLIMOHHbIX
tbaxropoB MADS. Kpome Toro, 6b10 MoKasaHo, 4To Bce
YeThIpe TeHa SKCIPECCHPYIOTCST Ha CAMBIX PAHHUX CTaUsIX
pasBUTHST (JI0PATbHONH MEpPHUCTEMBI, UTO COTJIacyeTcs ¢
npejrnogaraeMoi poJblo UX MPOAYKTOB B KauecTBe (PaKTo-
POB, OTIPEIE/SAIONINX PA3BUTHE MEPUCTEMbI LIBeTKA [44].

B npoTHBONOMOKHOCTD PACCMOTPEHHBIM BbILLIE M€HAM,
KOJMPYIOLIUM MO3UTHBHBIE PETYJSITOPHI (hOPMUPOBAHHUS
thnopagbHoit Mepuctemsbl, npoaykt rena 7L 1 (TERMINAL
FLOWER 1) kpome peryasitinu ¢asbl nepexoja K 1iBeTe-
HHUIO TaKKe MOJABJSIeT MpeBpallleHHe MepHCTEMBI COLBe-
THS B MEPUCTEMbI 1IBETKOB. [IefCTBUTENBHO, MYTAHTHI 10
9TOMY TeHy 00pasyloT HeGoJIblloe COllBETHE BCEro ¢ He-
CKOJIbKHMH 1IBETKaMH, 3aKaHYHBalolleecs TepMHHAJbHO
pacroJsoxKeHHbIM UBETKOM (cM. puc. 1). [Tpu sTom BTOpHY-
Hble MEPUCTEMBI COLBETHH He 00pasyloTcsl COBCEM, a Tep-
MHHAJIbHbBIH 1IBETOK COCTOUT M3 JIBYX WJIH TPEX HEMOJHbIX
1BeTKOB. Takum 0O6pasoM, y MyTaHTOB {f[-BTOpUUHbIE Me-
pUCTEMbl COLBETHI, B HOPME 3aKJajiblBatolldecs y pacre-
HUH JIMKOTO THIA, OKa3bIBAIOTCS 3aMellleHHBIMU Ha MEpHC-
TeMbl OTAEJbHbIX LBeTKOB. [lepBuuHas MepucTema cole-
THS TpeTepreBaeT y 93TUX MyTaHTOB MpeBpallcHHE B
JBe-Tpu OJM3KO pacrosioxKeHHble (opajbHble MEpUCTe-
Mbl, B TO BpeMs KakK B HOPMe y 9TOTO BHIA TIepBUUHAS Me-
pUCTEeMa COLBETHSI MOTEHLMANbHO HeOrPaHHYEHHA B CBO-
€M pocTe M HUKOra He npeoOpasyetcst Bo (hJopalibHylo.
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[Tponyxt rena TFLI BeposITHO sIBJISIeTCS aHTarOHUCTOM
npoaykToB reHoB LFY u APl u cniocoGeH NoaBJsiTh UX aK-
TUBHOCTb B [1€PBHYHON MepucTeMe colpeTus. B coorser-
CTBHH C 9TUM, MIPOsiBJeHHe MyTalui ][ cBsi3aHO ¢ paciiu-
peHHEeM 30H aKTHBHOCTH, CBOFCTBeHHbIX reHaM LFY n AP1
[9, 42, 44]. OnHoii 3 rnaBHbIX GyHKIHI reHoB LFY n AP1
SIBJISICTCS] HHULMALLUS TPAHCKPUIILLMM OCHOBHBIX M'€HOB, KO-
TOpBIe KOHTPOJHUPYIOT (POPMHUPOBAHHE OPraHOB 11BETKA [25].

OKCTIPECCUA MTEHOB, KOHTPOJINPYIOLLNX
POPMUPOBAHVE OPIrAHOB LIBETKA

duopanbHas MeprcTeMa apaCUIoNcHca, Kak i MHOTHX
JIDYTHX BHJIOB L[BETKOBbIX pacTeHUi, popMupyet 4 Tuna
OpraHoB, /iJ1sl KOTOPbIX XapaKTePHO KPYroBOe PacrioJioxkKe-
Hue B 11BeTKe. [Ipn 3TOM B3auMHOe pacrosioykeHHe Kpyros,
06pa3oBaHHbIX OpraHaMM KaxkKJIoro THIa, 0CTaeTcsl BCeraa
HEHU3MEHHBIM: MePBbIH (BHELIHUE ) KPYT 3aHAT YalleJIMCTH -
KaMH, BTOPOH — JierecTKaMH, TPeTHH — ThIUMHKAMH H,
HAKOHELl, YeTBEPTHIH (LEHTPAJIbHbIH ) KPYT 3aHSIT 010U -
CTHKaMu. BMecte ¢ TeM, moJiyueH psii MyTaHTHBIX GOpM C
HapyLIeHHOH MOC/IeI0BATENBHOCTLIO PACIIOOKEH ST ITHX
KpPYyroB B 1LiBeTKe (puc. 3). XapakTepHo# 0COOEHHOCTbIO
TAKUX MyTaHTHBIX POPM ObLIM HApylIeHUs cpasy B JBYX
COCEJIHUX Kpyrax.

Oco06biil HHTEpeC CPe/IU BCeX MePeUrC/IeHHbIX BbILIE r'e-
HOB BbI3bIBAIOT romeosucHbie renbl AP1, AP2, AP3, Pl u
AG. MyTauuu B 3THX TeHaX MPUBOJUT K 3aMeHe OJIHUX
CTPYKTYp LiBeTKa Ha jipyrue [0, 7]. Tak, y MyTaHToB 1o re-
nam APETALA 1 u 2 (APl u AP2) npoucxoaut 3amena
YalleJMCTUKOB Ha MJIOA0JUCTUKONON00HbBIE CTPYKTYPbI, a

pistillata agamous

Puc 3. l[semku pacmenuii Arabidopsis thaliana, mymarnm-
HOLX N0 2eHAM UOeHMUYHOCTU OPeaHO8 UBEmKa

JIETIECTKOB — Ha TBIYUHKH, B pe3ysbTaTe Yero pacnoyo-
’KeHHe OpraHoB B L[BETKAX y MyTaHToB apl/ap2 okasbl-
BAETCS CJIEAYIOUIUM: MJIOA0JUCTHKH — ThIYHHKU — ThIUHH-
KU —r10a0aucTiKY. MyTatuu B rene APETALA 3 (AP3)
BBI3LIBAIOT MpeBpallleHue JerneCcTKOB B YallleJUCTHKH, a
TBIUHHOK — B MJ100JHCTHKH. K Tomy ke apdekTy mpu-
BojsAT U mytauuu B reHe PISTILATA (PI). [Tostomy uBer-
KH y MyTaHTOB ap3 U pi UMEIOT CJeyloliee pacrosoxke-
HHE OpPTaHoB!

yallleJUCTUKN —YalleTUCTHKY — TJIO0JUCTUKH — [J10J10-
JMCTHKY [ 6, 7]. B caiyuae mytatuu B reie AGAMOUS (AG)
MPOUCXOJUT NMpeBpalleHre ThIYHHOK B JIEMIECTKH, a MJI0J10-
JIMCTHKOB — B yallle/IMCTHKH. Kpome TOoro, MyTaHThbI 110
reHy AG xapakTepH3yrTCs HeJleTepPMUHUPOBAHHbBIM PA3BH-
THEM LBETOUHON Mepucrembl. [T03TOMYy LBETOK y MyTaH-
TOB ag COJEP’KUT MHOTOKPATHO MOBTOPSIOLIMECS MOCTEN0-
BaTEJIbHOCTH OPraHoB: — YallleJJHCTHKH —JIeNeCTKH —Jie-
MeCTKU —YalleJUCTHKH.

B 1991 rony nepeunciieHHble Bbille JaHHbIE OblJIH 0006+
LleHbl B pad0y4ylo TUNOTE3y, 00bACHAIOLLYI B3aUMOAeH -
CTBHE TOMEO3HCHBIX TeHOB LiBeTKa. JlaHHas runoresa no-
Jyausia Hazpanune « ABC» Mojie/in Wik TEOPUH «BOHHBI KPY-
rop» [17] (puc. 4):

1. B xozie cBOEro pa3BuTHsi MEpUCTEMa LBETKA 110/pas-
JieJIsieTcsl Ha 4 KOHIIEHTPHUUECKHX YUacTKa, YCJOBHO Ha3bl-
BaeMbIX «KpyraMu» W HOMEpPYEeMbIX C TIEPBOTO MO YeTBep-
ThII TI0 HATIPABJIEHHIO OT MEPU(PEPUH K LIEHTPY 1IBETKA.

2. B pas/inuHbIX Kpyrax 9KCrpeccUpyloTest TPU THIIA aK-
THBHOCTeH: akTHBHOCTHL A — B I W Il Kpyre, akTHBHOCTD
B — Bo [T u Il xpyre u aktuBnocts C — B Il u IV kpyre.
[Tpu 31OM akTHBHOCTH A W C SIBJSIOTCA aHTarOHUCTAMH U
B3aUMHO MOAABJISIIOT SKCIIPECCHIO APYT JIpyTa.

3. Cyabba KaxkIoro OT/IEIbLHOTO 3aUaTKa B LIBETKE OTIpe-
Jies1sieTest KoMOMHAUMeH akTUBHOCTEH, 9KCIPECCHPYEMbIX B
cooTBeTCTBYIOIIEM Kpyre. [1pu 5ToM akKTHBHOCTH A npuBoO-
JIUT K [0SIBJICHHIO YaLIeJIMCTHKOB, B3aUMOJIEHCTBHE aKTHB-
Hoctell A U B — K o6pasoBaHHIo JIeNecTKOB, B3aHMOJIEH -

Kpyr 1 2 3 4

opraH Y n T n

GRUELET] A. majus nepekpbiBaHne
A AP1, AP2 SQUA, FIM [IOMEHOB 3KCMPECCHn
B AP3, PI DEF. GLO FOMEO3MCHBIX FEHOB
B MPUMOPANM LiBeTKa
C AG PLE

Puc 4. ABC-mnodeav pazsumus opearos ysemsa
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ctBue aktuBHOCTel B 1 C — K opMHPOBAHHIO THIUMHOK, a
AKTHBHOCTb C — K BO3HHKHOBEHHIO TJIOJIOJIUCTHKOB.

B cootBeTcTBHH € 3TOH CXEMOIT, 1e(DEeKTHOCTb 110 AKTHB-
HOCTH A NMPUBOIHUT K TOMY, YTO aKTHBHOCTb C HaUMHAET K-
CIIPeCCHPOBATLCST BO BCeX yeThipex Kpyrax. Takum o6pa-
30M, JIOKaJIM3alHsi aAKTUBHOCTEH BO (hJ10pasibHOM MepHCTe-
me 6ynet caenytouleit: C BC BC C, uto npuBoaut K
(hopMHpPOBAHHIO I[BETKA, COAEPIKAIIETO: MIOIOJHCTHKI —
THIYHHKH — ThIYHHKH — [JI0/IOJIHCTUKH. TaKOH LIBETOK MOJTHO-
CTbIO JILLIEH JienecTKoB (petals), 4To 1 nocJyKu1o Ha3Ba-
Huem coorBetctBytolidM redam: APETALA 1 u 2 (AP1 u
AP2) — GesJieriecTKoOBbIA. MyTallyu, 3aTparuBarolime aKk-
THBHOCTb B, NpUBOAST K c/ie/ytoliieMy pacnpe/e/ieHuio aK-
tuBHOCTeH B MepucTeMe 1BeTka: A A C C. Dta cxema pas-
BUTHSA 0OecreunBaeT GopMUPOBAHHUE 1IBETKOB, Y KOTOPbIX
MOJIHOCTBIO OTCYTCTBYIOT JIE[IECTKH U ThIUMHKH, 8 BMECTO
HUX UMEIOTCsI IOMOJHUTE IbHbIE KPYTH YalleJUCTHKOB U
TUIOJOJIMCTHKOB. Kak okasasoch, Takue pacTeHwsi, colep-
Kalllhe B CBOUX I[BETKAX UYallleJJUCTHKU —YalleTUCTHKH —
TMJIOJIOJIMCTUKH — MJIOJIOJIMCTHKH, MOTYT BO3HMKATh 33 CUET
MyTalllH B IBYX reHax, noJyunBiuux Hazsanne APETALA 3
(AP3-6esnenectkosbiit) u PISTILLATA (PI — wmHorore-
CTHYHBIH ). MyTalllH, HapyLIaolne akTHBHOCTb C, TPUBO-
JST K TOMY, YTO aHTaroHUCTHYecKast aKTHBHOCTb A (TIpo-
IyKT reHa AP2) mpucyTcTByeT BO BCEX UEThIpeX Kpyrax.
Takum 06pasoM, COOTBETCTBYIOIIHE MyTaHThl XapaKTepH-
3YIOTCS CJIe/lyIOLIHM THITOM (hjiopaJsibHOi MeprcTembl: A AB
AB A (vaiescTHKU —J1eMeCTKH —1eMeCTKH —YallleJIHCTH -
ki ). [Tofo6HbIe MyTaHTDI TTOJIHOCTBIO JIMILIEHBI COOCTBEHHO
reHepaTHBHBIX CTPYKTYP LBETKA (TBIYMHOK U TMJIOIOJHCTH-
KOB), YTO TMO3BOJIUJIO HA3BaTh COOTBETCTBYIOUIUI reH
AGAMOUS (AG) — 6ecnoabiii. CienyeT OTMETHUTD, UTO
MyTaHTbl ag XapaKTePU3YIOTCS HEJeTEPMUHUPOBAHHBIM
pa3BUTHEM (PJIOPATLHON MEPUCTEMDI, & TOTOMY COflepKaT
B CBOHX LIBETKAX MHOTOKPATHO MMOBTOPEHHbIE KPYTH yallle-
JIUCTHKOB H JIETIECTKOB.

[unoreza «ABC» xopotiio coryiacyetest u ¢ peHOTHTIA-
MH MHOXKECTBEHHbIX MyTaHTOB. Tak, IBOHHBIM MyTaHTaM
ap2 ap3/pi (C C C C) cBOMCTBEHHBI IBETKH, COCTOSILIHE
U3 OJIHUX MJIOAOJUCTHKOB. HeneTepMunnpoBaHHblie 11BeT-
KH JIBOFHBIX MyTauTos apd/piag(AAAA)conepKar To/b-
KO valllesIucTuku. JIBoiiHbie mytantel ap2 ag (-B B-) He-
CYT HEJIETEPMUHHPOBAHHbIE 1IBETKH, COJlepKAllHe JIUCTO-
nopoOHble 00Pa30BaHUs, a TAKXKE YPOJJIUBbBIE CTPYKTYPHI,
OJIHOBPEMEHHO HAMOMHUHAIOIIME U JIETIECTKH, U ThIUMHKH.
Hakoneuw, Tpoiinbie mytanthi ap2 ap3/pi ag (— — — —)
XapaKTepUayloTCcs MpeBpallleHHeM [IBETKOB B HeJleTepMH-
HHPOBaHHble aHAJIOTH BETeTaTHBHBIX MEPHCTEM CO CITH-
pasbHBIM PacroJoXKeHHeM THIHUHBIX JHCTOMOA0OHBIX
CTPYKTYP. DTOT (haKT yOEAUTENLHO CBUIETENLCTBYET O TOM,
UTO LBETOK JIEHCTBUTEJILHO MPEJICTABISIET COO0H MOIUPHU-
LMPOBaHHbIH MoGer.

Briocnencruu moziesib ABC Gbliia HECKOJILKO MOJIHHLIM-
pOBaHa ¢ y4eTOM HOBBIX JIAHHBIX O FeHaX HIEHTHYHOCTH Opra-

HOB 1IBETKA W B3aUMOJIEHCTBHH HX MPOyKTOB. Tak, BbisiBJIEeH
JIOTIOJIHUTENILHBIE KOMITOHEHT aKTHBHOCTH A, KOJAHPYeMbIil
reHom AP, mpudem ero KCrpeccust B Kpyrax 3 U 4 HeraTus-
Ho perymupyetcsi renom AG. B 1o e Bpemsi cam ren AG Hera-
THUBHO PeryJIUpyeTcs MPOayKToM rera AP2, KOoTopblil Moias-
JisieT ero skcrpeccuio B kpyrax 1 u 2. B 1995 rony k mozesu
ABC 6bli1a 1o6aBsieHa yHkius D. AKTHBHOCTB reHOB D 006ec-
reunBaeT Pa3BUTHE 3aBSA3H,  UX CBEPXIKCIPECCHS TPUBOUT
K (DOPMHPOBAHMIO 3aBSA3U B 1-M 1 2-M Kpyrax. B MyTaHTHBIX,
3atparuBatoliux D akTUBHOCTb, BMECTO 3aBsi3H (POPMUPYIOT-
cs1 moposuetuku. K renam ¢ dynkuueit D y apabunoricuca
otecensl SHP (SHATTER PROOF) u K(SEEDSTICK). B
2002 rony k Tpamuiontoi Monesnn ABC 6bina Takke no6aB-
JeHa ¢ynkuus E. Y apabuponcuca 3to ren SEP
(SEPALLATA), KOTOpBIi BBIMOJHSIET POJTb KO(AKTOPA U KOH-
TPOJIUPYET HIAEHTHYHOCTb TPEX BHYTPEHHUX KPYTOB.

@enortunbl, mytantos no reiam AP2, AP3, Pl u AG
CBHUJIETE/ILCTBYIOT O TOM, YTO MPOJYKTbl 9THX F€HOB Bbl-
TOJIHSAIOT LeJbIH PSiJl PYHKIMI: BO-TIEPBbIX, BCE OHH MPH-
HUMalOT yuacTHe B OTpeJieJIeHHH MIEHTHUHOCTH OpPTraHoB
IBETKA; BO-BTOPbIX, M~3MEHEHHOE KOJIMUECTBO 3aKJ/1a/IbIBa -
eMbIX OPTaHOB B 1IBETKAX y MyTaHTOB ap2 W ag (JBa 1nJjo-
JIOJIMCTHKA BMECTO YETbIpeX YalleJUCTUKOB U LIECThb Thl-
YHHOK BMECTO YeTbIpeX JIeMEeCTKOB B ciyyae ap2 U oopar-
HOe COOTHOIIEHHE B Cjydae ag) CBHIETENbCTBYET O
BJAMSHUM 3THX '€HOB HAa MHMILHALMIO 3a4aTKOB OPraHoB
IBETKA; B-TPETbHX, €llle OJHOH (PYHKIMEH MPOyKTa reHa
ag SIBJSIETCS] yCTAHOBJIEHUE JIETEPMUHUPOBAHHOTO THIA
pa3BUTHS (DJIOpPaIbHO MEPUCTEMBI.

B mocJieue rofibl MOSIBUIOCH MHOTO (haKTOB, yKa3blBa-
rolIMx Ha posib miRNA B pa3BuTHH pacTeHUil, B TOM YHCIIe
YUACTBYIOLIMX B PETYJSALMH IKCIPECCHH OCHOBHBIX T€HOB,
KOHTpOJNpyIoux pasputhe 1BeTka [39]. [Ipennoxkena mo-
NieJib, wutoctTpupyioiiast yuactue miRNA B mudpdepeniiu-
poBKe kJjeTok pactenuil [34]. CorsiacHo 3TOl MojeJH,
miRNAs MoryT siBASITbCST CBOe0GPa3HBIME «ITepeKJIioyare -
JISMH» TIPOrpaMMbl Pa3BUTHS KJIeTKU. B onHO# U3 nouep-
HUX KJeToK cuHTesupytores miRNA, koTopbie onocpesy-
10T paspesanue coorBetcTBytox MPHK; uto nepeonpe-
JeqisieT cyabOy NaHHOU KJIeTOUHOH JIMHUH.

BoJ/IbLIMHCTBO IeHOB, KCTpeccHsi KOTOPBIX peryJ/aupy-
ercss MiRNA, KOJHPYIOT TPaHCKPHITIIHOHHbBIE PAKTOPbI,
KOHTPOJIMPYIOLIIHE pa3BUTHE pacTeHui [3, 5, 27, 34, 39].
miRNAs urpaioT BaxkHyt0 poJib B Pa3JMUHbIX MOpdoreHe-
THUECKHX Tpolleccax:

— pa3BUTHE JIUCTA:

miR164 (CUCI, CUC2);
miR165(PHABULOSA, PHAVOLUTA, REVOLUTA),
miRNA-JAW (TC2-4, TCP10, TCP24),

— pa3BUTHE 1IBETKA!

miR 172 (peryaupyiot skcnpeccuto rena AP2 u AP2-
NoJ0OHbIe TPAHCKPUITIMOHHBIE (DAKTOPHI );
miRNA EAT (perynupyer res TOE);
— pa3BUTHE KOPHSI:
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miR170, miR171 (GRAS tpaHcKpHIIHOHHbIE (aKTOpEI )
miR164 (NACI).

Kpowme Toro, peryasiust skenpeccnu renoB DCL 1 AGO,
KOJMPYIOLLIMX OeJIKH, 3aleHCTBOBAHHbIE B MeTab0JIM3Me ca-
mux miRNAs, Takke ocyliiecTBsieTcst ¢ momoiipio miRNAs
(miR162 1 miR168 coorBerctBenHO) [3, 4, 22, 41].

Mutrensamu gevicrsust miR160 u miR167 sasJustioTest
tpanckpuntsl reHoB ARFs (auxin response factors),
TPAHCKPUMUUOHHBLIX (DAKTOPOB, OTMOCPEAYIOUIUX OTBET
K/JETKH Ha JeHCTBHE TOPMOHA ayKCHHA, UIPAIOLIEro KJIO-
YEBYIO POJib B PA3BUTHH PACTEHMUI.

[Tpumepom miRNAs, peryampyromunx sKCnpeccuio re-
HOB pacTtenwii, fBsercs miR-JAW, B3aumoneiictBytomias
¢ TpaHckpuntamu TCP-reHoB, KOHTPOJUPYIOLIMX Pa3BH-
te jucta [30, 35]. Myrauus jaw-D nosiyueHa ¢ nomo-
ubto T-JIHK uHcepuoHHoro myrareHesa: y MyTaHTOB
jaw-D noBbiteHHbIH ypoBeHb skcnpeccn miR-JAW (ren
nonas 1oji CUJbHbIH MPOMOTOP), YTO MPUBOAMUT K jerpa-
naunu TpaHckpuntos reHoB TCP. ¥V Takux MyTaHTOB cMOp-
ILIEHHBIE JIUCTbSA, YTO (PEHOTUIHYECKH HATIOMHHAET MyTa-
uuto no TCP-reHam.

Jpyroii npumep peryJsidy 9KCIPeCCHn reHa ¢ ydac-
teM MiRNAs — Bausinue miR172 Ha skcnpeccuio reHa
AP2[2, 11]. DTOT reH yuyacTByeT B pOPMHPOBAHHHU 1IBET-
Ka, OH paGoTaeT B JIByX BHEIIHUX KPyrax [BETOUHOH Me-
pucTeMbl. ¥ MyTaHToB Mo reHy AP2 oTcyTcTBytOT Hatie-
JIUCTUKK U JienecTKU. DeHOTUN TPaHCTeHHbIX paCTeHHH
35S::MIR172a-1 noBTopsieT heHOTUITHUECKOE TPOsIBJIE-
Hue mytaimu ap2—9 [11]. MiR172 cBsi3biBaeTes ¢ npak-
THYECKH MOJIHOCTbIO KOMIJIEMEHTAPHBIM €l y4acTKOM
TpaHckpunrta AP2 u uHruGupyet tpancasuuio AP2 u
AP2-1101106HBIX TPAHCKPUITOB. DTOT CaIyvall SBJSIETCS CBO-
€ro Pojla HCKJIIUEHHEM, OCKOMBKY Y pacteHnit miRNAs B
ocHOBHOM orocpenytot aerpanamuio MPHK. mPHK AP2
o0pasyeTcst BO BCeX Kpyrax MEpUCTeMbl LIBETKA, HO 6eJI0K
AP2 — TosibKO B JIByX BHEILIHUX Kpyrax (3auaTkd uariie-
JIMCTUKOB M JIEMIECTKOB), TaK KakK BO BHYTPEHHHX Kpyrax
Joxanudyetrcs miR172, onocpenyiomas pemnpeccuio
tpancsiunu AP2 [39].

XapakTepHo, UTO aKTHBHOCTb F€HOB MICHTHUHOCTH Op-
raHoB [IBETKA peryJupyercs ¢ nomolibio revos LEY u API
[45], KOoTOpble 3KCIpeccupyoTesi He TOJbKO MPH HHHUIIKA-
MK (PJIOpaLHOM MEPUCTEMbBI, HO H B TeUEHHE PA3BUTHS
upertka [42, 44]. B uactHoCcTH, nponykThl reHoB LFY u API
aKTUBHPYIOT sKcnpecchto reHoB AP3 u Pl u perysmupyior
xapakrep skcrnpeccun reda AG. Takum oGpasom, mpotec-
Cbl HHULIMALMH (PJIOPAJIbHON MEPUCTEMbI H YCTAHOBJICHHUS
WIEHTHYHOCTH OPTraHOB 1IBETKA OKa3bIBAlOTCS TECHO CBS-
3aHHBIMH.

Kak yxxe 6bl10 oT™MeueHo, npoaykt rena AGAMOUS
SIBJISIETCSl KJIOYEBOHU MOJIEKYJIOH, KOHTPOJUPYIOLLLEH pas-
BUTHE COGCTBEHHO PENPOLYKTHBHBIX OPraHOB LIBETKA ( Thl-
YHHOK W MJIOJ0JMCTHKOB). BmecTe ¢ TeM, 3TOT ke ren
obecreynBaeT 1eTePMUHUPOBAHHBIA THI Pa3BUTHS (hJ10-

panbHO# MepucteMbl. Cyzisi IO TOMY, UTO Yy BCEX H3BeCT-
HBIX MyTaHTOB ag HabJIIOIaeTCsl OAHOBPEMEHHOE Hapylle -
Hue o6enx (PyHKLHUH, COOTBETCTBYIOLIME AKTUBHbIE LIEHT-
Pbl MOJIEKYJIbl JIUOO MepeKpbIBAIOTCS, MO0 HECTTOCOOHDI
K HOpMaJsIbHOMY (DYHKLIHOHHPOBAHUIO MOoAMHOYKe. Bme-
cTe C TeM, NPH TpaHc(OpMallUd HOPMAJbHBIX pacTeHUH
apabuorncuca aHTHCMBICJOBBIMU KonusiMu rena AG, moj-
COEJIMHEHHBIMH K CHJILHOMY KOHCTHUTYTHBHOMY TPOMOTO-
py 35S-CaMV, ynanoch NosyduTb TPAHCT€HHBIE PACTEHHUS
TPeX TUMOB!

- TpaHcopMaHTbl | THIA, MOMHOCTBIO CXOAHbIE C MY-
TaHTaMH ag;

- TpancdopmanTsl 11 THna, o6pasyroririe HeleTePMUHH -
POBaHHbIE 1IBETKH C JIUIIb YACTHUHO U3MEHEHHBIMU PENpoO-
JIYKTUBHBIMH OpraHamu;

- TpancdopmanTtsl Il Tuna, dopmupyiolime Heaerep-
MHHHPOBAHHBIE 1IBETKM C HOPMAJIbHO PA3BUTBIMH ThIUMH-
KaMH U MJ10J0JMUCTHKAMHU. Takne UBeTKH 00pasytoT BHYTpU
CBO€l 3aBs131 HOBbI€ KPYI'H THIUMHOK H TJIOI0JHUCTHKOB, a
noToMy OBIJIH HA3BaHbl «MaTPEIIKaAMU».

Taxkum obpasom, pasjenerne 1Byx (yHKUHi Genka AG
NPUHUMITHAILHO BO3MOXKHO U TpeOyeT ONpeieseHHOrO
YPOBHsI ero skcrnpeccuu. [1pu Takom ypoBHe 3KcrpeccHu
KOJIMYeCcTBO MoJsiekys AG, 1Mo-BUANMOMY, OKa3biBaeTcsl
BIOJIHE JIOCTATOUHBIM JUIsl HOPMAJBHOTO Pa3BUTHS PEMpo-
JIYKTUBHBIX OPraHOB, HO HEIOCTATOUYHBIM JUIst IeTepMUHA-
UMK PJIOPasIbHON MEPUCTEMBI.

Ien AG Tak ke, kKak 1 red FLC, umeeT 60JIbLIOH HHT-
pon jyinHoi B 3 kb. Ero skcnpeccusi perysupyercst snu-
FeHETHYECKH M 3aBUCHUT OT (DaKTOPOB, 00eCNeYHBAIOLLUX
npoueccuir PHK. ¥Vxke BbisiBsieHo 1o KpaliHelt mepe 4 rena
(HUA1, HUA2, HEN2 (NUA ENHANCER) u HEN4),
KoTopele KouTposupyioT npoueccunr PHK rena AG [38].

[en AG siBsisieTcst OfHUM U3 [IPeJICTaBUTE e LIEJIOT0 Ce-
MeficTBa reHoB, Koaupywomnx AG-nono6Hble TpaHCKPHIT-
LMOHHbIE (DAaKTOPb. DTH TeHbl MoJiydun Ha3zBaHue AGL
(ot AGAMOUS-like), B Hacrosiiiiee BpeMsi y apabuuorn-
cuca onucano 6ogee 20 AGL-renoB. Cpey HUX 10CTATOU-
HO MOAPOGHO OXapaKTepHU30BaHbl LIeCTb reHoB. [Tockob-
Ky HUX TPAHCKPHUIMLMS OCYLLECTBISAETCH B anuKalbHOH Me-
pucteme nocse ee 1updepeHIHPoBKH BO (J10paJsbHYIo,
COOTBETCTBYIOLME GEJIKH, BEPOSITHO, TAKXKe SIBJSIOTCS
KOMIMOHEHTAMH PETYJASTOPHOTO KacKana. JleficTBUTeIbHO,
reH AGL5 conepKut B cBoe# MpoMOTOPHO# 061aCTH yua-
cToK crneuuduueckoro yauasanus s MADS-6esnkoB u
He 3KcIpeccupyeTes y MyTaHToB ag. Hanpotus, TpaHc-
kpunuusi reva AGL6 y Tex ke MyTAHTOB OKa3biBaeTCsi
noebilieHHo#. Takum oGpasom, Gesok reHa AG crocobeH
NPSIMO HJIM KOCBEHHO BJIHSITb HA TPAHCKPHILMIO APYTHX
MADS -renos. C npyroii cToponsl, skcrpeccusi rena AGL
14 ocyuiecTBJsieTest 3310410 10 HavyaJ a TPaHCKPUITLHU
rena AG.

C HeKoTOpbIMH Gesikamu cemelicTBa reHos AGL npoayKT
rera AG, 1Mo-BHIUMOMY, MOXKET BCTYNaTh B 06pa3oBaHue
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numMepoB. Tako# BBIBOJL ¢/leJlaH HAa OCHOBAHUH PE3YJIbTaTOB,
MOJIyYEHHDIX C HCOJIb30BAHHEM JIPOAIKEBOH U HOPUIHON
cuctembl. Okazagoch, uto K-nomen 6eska rena AG croco-
6eH BeTynaTh B apdekTuBHOE B3aumoekicTrre ¢ K-nome-
Hamu npoaykros renos AGL2, AGL4, AGL6 u AGL9. Ta-
KHM 06pa3oM, BIOJIHE BEPOSITHO, uTo Gesiok rena AG B Hop-
Me 06pasyeT He TOJHKO FOMOIMMEpPHbIE KOMIJIEKCHI, HO U
pa3JIMYHBIE THITbI TETEPOIMMEPOB.

HAPYIVIE MEHbI, YYACTBYIOLWVE
B ®OPMVPOBAHWW LIBETKA

Jlns yenemnoft TepMuHaLnd (pJIOPATBbHON MEPHCTEMBI
HEOOXOAMMa aKTHBHOCTD, 110 KpalHel Mepe, ellle HeCKOJIb-
kux retoB (AG, FON, CLV u SUP), BbIsiBJIeHHBIX B pe3yJib-
TaTe aHaJiM3a MyTaHTHbIX (hopM apabujoncuca.

Ienst CLAVATA, SUPERMAN u FLORAL ORGAN
NUMBER peryanpyioT KoJauuecTBo 3aK/1abIBaIOIIMXCS B
[IBeTKE 3a4aTKOB, a TaKXkKe JeTePMHHHPOBAHHOCTH (hJI0-
pPaNbHON MEPUCTEMBI.

Onucano Heckoabko reHoB CLAVATA (CLV1, CLV2 u
CLV3), myrauuu B KOTOPbIX 06J1aJIaI0T CXOHBIM (PeHOTH-
nuueckum nposisyennem [ 12, 13, 14, 25]. OcobeHHo noJ-
HO TPOAHaJM3UPOBAHbI MyTaHTbI C HAPYILIEHUSAMH B reHax
CLVI u CLV3. Takue pacteHus XapakTepHU3YyIOTCS YBeJH-
UEHHBIMH pa3MepaMu BCEX THUIOB alMKaJbHbIX MEPUCTEM
nobera: BereTaTHBHON, MEPUCTEMbI COLIBETHSI U MEpHCTE-
Mbl LIBETKA. YBeJHUYEHHAs! aluKajdbHas MepucTeMa coaep-
JKUT Godibliiee KOJIMYEeCTBO aKTHBHO JeJIsILMXCS Heudde-
PEHIIUPOBAHHBIX KJETOK, UTO TIPUBOJIMT K 00Pa30BaHHIO HA
Hell 60JIbIIEro KOJIMUECTBA 1IBETKOB (B CJIyuae MEPUCTEMbI
COLIBETHS ) HJIH OT/EJIbHBIX OPTAHOB 1IBETKA (B Cjlydae Me-
pucTeMbl 1BeTKa). MyrantHbiil heHotun clol nposisisier-
Cs1 B pa3BUTHH JIOTIOJHUTEJ/IbHbIX TJI0/I0JIMCTHKOB BHYTPH 3a-
Bs3H. OnHaKo jlaxke B ciydae HauboJiee YeTKO MposiBJIsiio-
LIMXCA MYTaHTHBIX aqgenet (clol-1 v civl-4) poct u
pa3BUTHE JOMOJHUTENLHBIX MJIOJ0JAUCTHKOB OTPAHHUEHbI U
He TIPUBOJIAAT K paspbiBy CTeHOK 3aBsisu [ 12]. B uesnom pas-
Mep arnuKalbHOH MepPUCTEMbI MOIEPAKUBAETCS aKTHBHOC-
Th10 IByX ocHOBHbIX reHoB WUS u CLV. Eciiu dhynkiusi rena
WUS cBoauTest K NOJIEPKAHHUIO JIeJICHHST CTBOJIOBbIX KJl€-
TOK, TO TIPOAYKTHI ceMericTBa reHoB CLV nmoxapstioT neste-
HHE KJIETOK H aKTUBUPYIOT HX MePeXojL K AU depeHIpoB-
ke. KoHTposib 32 STUM MPOLLECCOM OCYLIECTBISAETCS 110 Me-
XaHu3My o6paTHOU HeraTUBHON peryasuuu. [Ipoaykrom
reHa CLV3 siBjisieTcst 9KCTpaKIeTOUHbIH GeJI0K, CToCOGHbIH
K cekpetn. Cekpetupysich, npoaykr rena CLV3 o6pasyet
KOMILJIEKC C TeTepPOMMEPHBbIM OeJIKOM, KOTOpPbIA 0Opa3sy-
eTcst U3 IByX 6eKoB, KopupyeMbix reHamu CLV1 u CLV2.
Takum o6pasom, npoaykr rena CLV3 sBJasieTcsl cUrHasb-
HOU MoJiekyJioi, a npoayKTbl renoB CLV 1 u CLV2 o6pasy-
10T pelenTopHblil Kommuieke. ChopMHUpOBaBLIKHCS KOMIT-
JIEKC KaK peayJibTaT sKcnpeccuu reHos cemeiictsa CLV or-
paHuuMBaet (nonasJsier) akcnpeccuto rena WUS. C npyroit

CTOPOHBI, UCXO/IS U3 MeXaHH3Ma 00PaTHON HeraTUBHOH pe-
ryasunu, reH WUS cam KOHTpoJIMpyeT SKCTPEeCcCHio reHa
CLV3, crioco6eryst hopmupoBanuto CLV-kommiiekca. e
CLV1 KOHTPOJIMPYET CUHTE3 THITMUHOH TpaHCcMeMOpaHHOM
nporertkuHasbl [ 10, 40]. Utak, myrauun B renax CLV nipu-
BOJAIT K YBEJIMYEHHIO UMC/1a OPraHoB LBETKA U 3aMejl/IeH -
HOH TepMHHALMU (DJIOPATBLHON MEPUCTEMBI 3@ CUET YBeJIHU-
YEHHBIX PA3MEPOB CaMOH MEPUCTEMBI.

JIpyruM MexaHu3MOM yBeJIMUEHHS YHC/Ia OPTAHOB 1IBET-
Ka U yCTAHOBJIEHUS HEJIeTEPMUHUPOBAHHOTO PA3BUTHS (pJ10-
paJibHOM MEPUCTEMBbI SIBJSICTCS TIPOJIOHTALUS aKTUBHOCTH
MepHUCTeMBbI, TIPUBOJISIILAS K TPOIOJIKEHHIO (DYHKIIHOHHPO-
BaHUs MEPUCTEMbI 1ocjie (hOPMHUPOBAHUS TPUMOPJIMEB Mep-
BbIX TpeX KPYroB opraHa usetka. [To TakoMy NpuUHLHIY
MPOUCXOJIUT YBEJHUEHHE KOJHUECTBA OPTaHOB LBETKA Y
pacrenuii, myranTHbix o reny FON (FLORAL ORGAN
NUMBER) [28]. B uperkax Takux pacteHuil yBeJuueHO
KOJIMYECTBO TOJIBKO ThIYMHOK M MJIOI0JHCTHKOB.

Awnanus nBoitHeix MyTtanToB o renam CLV1 n FON no-
KasaJi, 4TO 3TH T'eHbl KOHTPOJNHPYIOT Pa3BUTHE (opasb-
HOH MEepHUCTeMbl, HCMOJIb3Ysl pa3Hble nyTH. JlelicTBu-
TeJIbHO, JIBOKHBIE MyTaHThl clul fonl w clvd fonl xa-
pakTepusyloTcs 6oJiee BbIpaKeHHBIMH HAPYLIEHUSIMHU B
JIeTEPMUHHPOBAHHOCTH (hJIOPATIbLHOH MEPUCTEMBI H YBEJIH-
YEeHHEM YMCJIa OPTAHOB LBETKA, UeM OJMHOUYHbIE MYTAHTbI
no 3TuM reHam. Tak, B LIBeTKaxX IBOMHBIX MyTaHTOB Pa3BH-
BAETCs 3HAUUTENBHO OOJIbLIEE KOJHUECTBO THIYHHOK H /10~
JIOJIMCTUKOB, YEM B LIBETKAX OJMHOYHbBIX MYTAHTOB IO Te-
Ham CLV1 unu FON. B To :xe Bpemsi, y IBOHHbBIX MyTaHTOB
clvl-4 fonl -1 nabmonaercsi ropaso 6oJiee HHTEHCUBHbIH
POCT U pa3BUTHE JOTOJHUTENLHBIX MJIOJ0JUCTHKOB BHYTPH
3aBsi3H, UeM y OJIMHOUYHBIX MyTaHTOB clvl-4. B oTnenbHbIX
IBETKAX BHYTPEHHHE MJIOJOJUCTHKH MPOPHIBAIOT CTEHKY
3aBSI3H U TIOJIHOCTHIO PA3BUBAIOTCS B JIOMOJHUTE/bHBIE TTe-
CTHKH. ¥ JIBOHHBIX MyTaHTOB reHotuna clv3-2 fonl-1 B
HEKOTOPbIX HauboJiee MO3AHUX LUBETKAX KJETKH (uiopasb-
HOH MepHCTeMBI MPOAOJIKAIOT AEJUThCS Mocae 06pa3oBa-
HHUsT OPTAHOB 1IBETKA, 06pasysi BHYTPH 3aBS3H He JIOTIOJHH -
TeJbHble MJIOJIOJIMCTHKH, a Maccy HeanddepeHIInPOBAHHBIX
KJIETOK.

Takum o6paszom, aktuBHocTh reHoB CLV 1 1 FON neo6-
XoMMa /151 YCIelIHoH TepMHHALMK (hJIopalbHOR MepHc-
TEMbl, TIPUYEM 3TH TeHbl UCMOJB3YIOT HE3aBUCHMbIE MyTH
KOHTPOJISt Pa3BUTHS MEPUCTEMbI U Pa3JIMUHbIE MEXaHU3MbI
OrpaHHueHHs ee aKTUBHOCTH.

K reHam, KOHTPOJUPYIOLIMM KOJMUYECTBO OPraHOB B
upetke, orHocuresi u ren SUPERMAN (SUP)[36, 8]. My-
TAHTHBII (DEHOTHIT Sup TPOsIBJSETCS B (POPMHUPOBAHHH He-
CKOJIBKMX KPYIOB ThIYHHOK, KOJIMYECTBO KOTOPLIX BAPbHPYET
ot 8 110 26 [8]. HauboJsiee ueTKo MposiBAAIOLIMECST MyTaHT-
Hbl€ aJlJIeJIH, TAKHE KaK Sup- I, JIeMOHCTPUPYIOT 3HAUUTE b+
HO€ yBeJIMUE€HHE YHCJIA ThIUMHOK B LIBETKE, COMPOBOXKIAIO-
1eecst 0ObIYHO MOTepei MI010JMMCTHKOB. Kak nokasas ana-
JIU3 JIBOHHBIX MYTAHTOB Sup ap3 W sup pi, NPOLYKT reHa
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SUP HeraTuBHO perysiupyet sKcnpeccto reHos AP3 n Pl
B UETBEPTOM Kpyre OpraHoB LBeTKa. B cooTBeTCTBHU C
9TUM, MyTaHTHbIH (PEHOTUN CBSA3aH C pacrnpocTpaHeHHEM
skenpeccud renos AP3 u Pl, B HopMe sKcnpeccupyomimx-
Cs1 TOJIBKO BO BTOPOM M TPETbEM KPyTe, H Ha YeTBEPThIH KPYT.
[en SUP He onpezesisieT HAEHTHYHOCTb OPraHOB LIBETKA BO
BTOPOM H TPETbEM Kpyre, ero akTHBHOCTb BaxkKHa Ha 0oJiee
MO3/IHUX STarnax Jjis Mo/yleprKaHNs TPAHULIBI MEXKY STUMU
Kpyramu [36]. B 10 »ke Bpemsi, o6pazoBaHue Ha (uiopasib-
HOIl MEpPUCTEME HECKOJILKHUX JOMOJHUTEJIbHBIX KPYTroB, CO-
JIeP2KALLMX ThIUMHKH, CBUICTEIbCTBYET O HEIETEPMUHUPO-
BaHHOCTH (DJIOPANLHON MePUCTEMBI Y MyTaHTHBIX MO TeHy
SUP pacrenuii.

TepMuHauus iopajbHON MEPUCTEMbI MOXKET ObITh Ha-
pyllieHa U B cJlyuae BO3BPAllleHHSI MEPUCTEMBI K GoJiee paH-
Hell mporpamMme pasBuTHsl. [TogoGHOe siBJeHHE CBSI3aHO ¢
HapyLIEHUSIMU B MOJIEP2KAHUH HIEHTHUHOCTH (hJ10paJIbHOM
MepucTeMbl. [To nMetomMest TaHHbIM, MOIe P2KaHHE HIICH -
THYHOCTH (DJIOPAJILHON MePUCTEMbI TpeOyeT aKTHBHOCTH T10
MeHbIIIel Mepe JIByX MeHOB, BBIMOJIHAIOUINX U JIpyTHe Bax-
Hble PeryaTopHble PyHKIHH. Takue BbIBOIbI OblIM caesa-
Hbl Ha OCHOBE aHaJIM3a OT/EJbHbIX C/IyuaeB peBepcuu (iio-
paJIbHOH MEpPHUCTEMbI, TO €CThb BO3BPAT MEPUCTEMbI LIBETKA
K (yHKLIHOHHPOBAHUIO N0 TUIY BEreTaTHBHOH MEPUCTEMBI.
[Tono6HbIE peBepCcHy, MPUBOJSIINE K PA3BUTHIO BEr€TATHB -
HOTO nobera U3 1BeTKa, MOXKHO HHIyLMPOBATH MyTeM Ma-
HUMYJALUWEA ¢ (POTONEPUOIOM Y PACTEHHH, MyTAHTHbBIX MO
rety AG, a Takxke reteposurort 1o reuy LFY. Kak 6bu10 ot-
MeueHo Bbillle, reH AG HeoOXO0IMM JUIsl yCTAHOBJIEHHST HIIEH -
TUYHOCTH TFeHepPaTHBHBIX OPTraHOB 1IBETKA M TEpPMHHALUK
thyiopasibHO# MepucTeMbl, B TO BpeMsi kak reH LFY onpe-
JIeJIIeT WIECHTUUHOCTD (DJI0PAJbHOH MEPUCTEMbI BO BpeMs
ee 06pa3oBaHUs U PEryJHpyeT aKTUBHOCTb HEKOTOPBIX T0-
MEO3UCHBIX T€HOB.

HeynuBuresbHO TakKe, UTO B peryJisiidi pa3BUTHsI LBET-
Ka BaxkHyto poJib urpaet red WUS (WUSHEL). On skern-
peccupyeTcs B LIEHTPe LIBETKOBOH MEPUCTEMbI U HEOOXOIUM
JUIsl oJyiepakatust ee aktuBHoct. WUS Koaupyer romeo-
JIOMEH, COAePKALINI TPAHCKPHITLHOHHBIH (PAKTOP, KOTOPLIIT
Cr1ocoOeH CBA3bIBATLCSA € PEryJISTOPHOH MOCIe0BATENbHO-
CTbI0 BTOpOro uHTpoHa reHa AG. TpaHCKpHUITIHMOHHBIN (ak-
Top, Koaupyemblil reHom LEY, Takke cBsi3biBaeTcsi ¢ 3TUM
paiionom rena AG. Takum o6pasom, rensl WUS u LFY axrtu-
BUPYIOT 3Kcnpeccuio reHa AG B LieHTpe 1BeTKa [25].

AnaJjina IBORHbLIX MyTaHTOB A g WUS U MyTAHTOB WUS I10-
kagas, uto WUS tpebyercs 1Jisi HeJleTepMUHUPOBAHHOTO
Pa3BUTHSI MyTAHTHBIX LIBETKOB ag. DTH pe3yJibTaThl pejl-
noJaratot, uto reH AG uHrnoupyer ren WUS B 11eHTpe
MepucteMbl 1iBeTKa. Mrtak, renbl WUS 1 AG siBsisitoTCst KOM-
MOHEHTAMM €JIMHOH CUCTEMbl HETATUBHOM PETYJSAINH, B
kortopoit ren WUS akrusupyet ren AG npu popmupoBa-
HHM OpPTaHoB 1IBETKA, a Ha GoJsiee nosaHel craauu red AG
unruoupyer ren WUS, jies1asi 11BETKOBYIO MepHCTEMY Jie-
TEPMUHHPOBAHHOM [25].

Takum o6pazom, mporece TepMHHALMH (JI0PaTbHON
MepHCTEMbl TECHO CBSi3aH C JIPyTHMH acrieKTaMH pa3BH-
TUSl IBETKA W KOHTPOJIMPYETCS MPU aKTHBHOM YUacTHH
LeJIOro psiia MOJHPYHKIMOHANBHbBIX T€HOB.

Elte oMt TN TeHOB, KOTOPbIH YUacTBYeT B PeryJisiuuu
pasBuTHs BeTKa, — 370 reH CLF (curly leaf). MyTtanTbl
110 3TOMY I'eHYy XapaKTepH3YIOTCSl KypuaBbIMH JIMCTbSIMH,
YalleJMCTUKA HATIOMHHAIOT MECTHKH, a JIETeCTKH — Thl-
YUHKH. Tako# (heHOTHI MOXKHO MOJYUHTh TIPH IKTONHYEC-
Ko# skcrnpeccuu rena AG, Harpumep, y TpaHCreHHbIX pa-
crenuit p35S::AG. TeH KJIOHUPOBAH M COMJIACHO CBOEH
CTPYKType oTHeceH K polycomb renam. Ero 6esok romo-
JorudeH 6esky rena Enhancer of zeste E (z) npo3oduibr.
[To anasornst oCHOBHOH ero (pyHKIIHEH SIBAsSETCS pernpec-
CHSl OCHOBHBIX PEryJIITOPHbBIX TeHOB pa3BuTHs. Hanpumep,
y 1po30duibl MyTalsi 1o reny E(z) npuBOJUT K 3KTOMK-
UeCKOH 9KCIPECCHH CeJIeKTOPHBIX TOMEO3UCHBIX MeHOB
cemericta BITHORAX.

Y MyTaHTa clf-2 o6HapyKeHO yBeJHUYeHHOe KOJHYe-
crBo MPHK rena AG, B ToM 4ncJ/ie B JIUCTbSIX, MPH UX OT-
cyreruu B HopMe. Takum o6pasom, ren CLF perysupy-
eT sKcrpeccuio reda AG, siBJisisiCh €10 HeraTUBHbLIM pe-
ryasitopom. AG — 310 romeosucHbiii, MADS-6okc
coJleprKallluil TeH, HO He TOMe0oOOKC coflepKalllil TeH,
Kak y 1po3ocussl. Takum o6pasom, sBoaionus polycomb
FeHOB B 9THX 11apCTBax II1a HeaaBucHMo. OHaKO TeHe-
THUECKHE CHCTeMbl PeryJisiiuu 3a cueT polycomb rexos
KOHCEPBATHUBHBI.

MOJIEKYJISIPHBIE MEXAHV3Mb!
PA3BUTVISA LIBETKA

OnHUM U3 BaxKHEHLINX (PAKTOB, YCTAHOBJIEHHBIX B XOJIE
MCCIEIOBAHUI FEHETHYECKOTO KOHTPOJISl PAa3BUTHS 11BETKA,
SIBJISICTCS TPUHALIEKHOCTL MHOTHX PACCMOTPEHHBIX BblLIE
FeHOB K KOHCEPBATHBHOM IpyTIe TPAaHCKPUIIMOHHBIX (haK-
TOPOB, NPEACTABJCHHON B N'€HOMAX HE TOJbKO PaCTeHMH,
HO U JIPYTUX TPYIIN XKUBbIX OPraHU3MOB.

[Tponyktbl reHoB AP2, AP3, Pl u AG siBaisitoTcst TpaHe-
KpPUMIMOHHBIM (hakTopaMu. Ecan 6enok AP2 npencrag-
JisieT co60i OpUTHHAJBHBIHA THIT TPAHCKPUTILIMOHHBIX (haK-
TOpoB, To NpoaykThl reHoB AP3, PI u AG coznep:kat Bbl-
cokokonceppatuBHubolii JIHK-cBsizpiBatommii fomen
(MADS-omen). 10T 56-aMUHOKUCJIOTHDIN JOMEH T0J1y-
YMJI CBOE Ha3BaHUe 110 MepBbiM OYKBaM YeThblpeX reHOB, KO-
JUPYIOULIMX TPAHCKPUITLHOHHBIE (haKTOPbl C BBICOKO FOMO-
goruynbiMi JIHK-cBsizbiBatoimMu jomeHamu [47]:

- MCMI — n1poxKeBOH reH, KOHTPOJUPYIOLLHH KO-
MUIHOCTb MUHUXPOMOCOM B KJIETKE;

- AGAMOUS — romeo3ucHbIit reH apaGuaorncHea;

- DEFICIENS — romeo3ucHbIH I'eH JIbBUHOIO 3€Ba,
COOTBeTCTBYIOLIMI reHy AP3;

- SRF — ren uesoBeka, KOAMPYIOUIMH PETYISITOPHbBIH
(haKTOp CHIBOPOTKH.
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[Tpoaykrer MADS-renoB (MADS-6esK1) He TOJBKO
coziepkat BbicOKO KoHcepBaTuBHbIH JIHK-cBs3biBaonm
JIOMEH, HO H UMEIOT CXOAHbIH nuan crpoeHust. Kaxaplil u3
HUX BKJIOYaeT B ce6s 5 nomenos: N-kouuesoi; MADS-
(HeoOxonuM Jyist cnielindurdeckoro csizbiBanus ¢ JIHK[47];
[- (cmabo KoHcepBaTHBEH, 0OecreYnBaeT AUMEPU3ALIUIO
Oedika); K- (HeceT cxonHble ¢ KepaTHHAMU 110C/1€10BaTeb-
HOCTH, TaKKe OTBeualollie 3a auMepusaiuio 6eska; |20,
21, 28] u C-xoHueBO# (cnab0 KOHCEPBATHBEH, HEOOXOIUM
st pynxunonnposanus). Bce MADS-6esiku siaisitorest
numepami. [pu sTom, ecn npoayktsl reHoB APl u AG 06-
pa3yT HCKIIFOUHTEILHO TOMOJIMMeEpbI, To 6esiki AP3 u Pl
(PyHKLIMOHHPYIOT TOJBKO B BUJIE TETEPOIUMEPHBIX KOMIT/IEK -
coB. MiMeHHO 1nosTOMy MyTaluu ap3 W pi 00/1a1al0T CXO/-
HbIM (hDEHOTHITMUECKUM MPOSBJICHHEM.

HMwmest Boicoko koHcepBaTuBHbIN JIHK-cBsizbiBatonumii
noMeH, Bce MADS-6esiku 06J1a1a10T ClIOCOGHOCTBIO CBSI-
3bIBATHCS OJMIOHYKJIEOTHHBIM MOTHBOM CC(A/T)GGG,
nosiyunBiium HazBanue CArG-6okca. JlefictBuTeIbHO, pas-
sunble MADS-6enku apabuoncuca ycreuHo KOHKypH-
PYIOT JPYT € PYroM in vitro 3a CBA3bIBAHUE C OJHUMU H
TEMH K€ HYKJEOTHJIHbIMU NOc/eIoBaTeIbHOCTIMU. Bmec-
Te C TeM, He BbI3bIBAET COMHEHMH, UTO KaxKIOMY THITYy
MADS-6e/1KOB CBOWCTBEHHA BIOJIHE CAMOCTOSITEJIbHAS
TPAHCKPUITIMOHHAS aKTUBHOCTb. 11 paspelieHus 3TOro
napanokca OblJIH CO31aHbl XUMepHble KOHCTPYKIIMH, B KO-
topbix C-konueBbie yactu retos AP, AP3, Pl u AG (Bkitio-
yasi ux I-, K- u C-nomensr) 6b11 noacoenunens K MADS-
nomenam reios  SRF u  MEF2  KUBOTHBIX.
Hecmorpst Ha HeckosbKo padnuunble JJHK-cBsasbiBatoiye
crniocobHocTH 6esKoB, KopupyeMblx reHamMu SREF n MEF2,

MPOYKThI 00eMX XMMEPHBIX KOHCTPYKIIHH OKA3aJMCh MOJI -
HbIMH (DYHKIIMOHAJIbHBIMH aHaJloraMi HOpMaJibHbIX GeJi-
KoB, Komupyembix renamut AP, AP3, P1 u AG[32, 33]. Ta-
KHM 06pasoM, crelinruuHocTh aeicteuss MADS-6eskoB
onpeaensiercst He Tosbko ux JJHK-cBasbiBatoumu nome -
Hamu. BboJjiee Toro, MoKasaHo, uTo NpoaykThl reHoB AP3 1
PI, a Takxke ux romoJioroB u3 JjibBuHoro 3esa (DEFA u
GLO cooTBeTcTBEHHO), He crocoOHbI cBsi3biBaThest ¢ JIHK
Mo OTAEJbHOCTH, HO, 00PA30BaB reTePOAUMEp, YCIEIHO
CBSI3BLIBAIOTCS C MOCJIENI0BATENBbHOCTbIO-MUILIeHbI0. He-
JIaBHUE MOJIEKYJISIpHbIE UCCJIEIOBAHUS T0KA3aJH, UTO aK-
THBHast Gopma Bcex npojaykroB MADS-reHoB npeacras-
JisieT co00i TOMO- WJIH FeTepoUMeEp, TIPUUYEM 3a IUMEPH -
3aiuto otBeyaet uMeHHo MADS-nomen [32, 33].

SAKJIIOHEHVE

Ananuz pasHo06pa3HbIX MyTaHTOB apaGuIoIcHca, po-
SIBJISIIOIIUX T€ WJWM UHbBIC aHOMaJIMh B PA3BUTHH LIBETKA,
MO3BOJIMJI BbIABUHYTb MIIOTE3y O KACKAAHOW PEeryJisiiiuu
3TOrO Mpoliecca Ha TPAHCKPUIILUOHHOM YPOBHE (pHC. H).
B yacTHOCTH, HCC/IEI0OBAHKE TOMEO3HCHBIX MyTAHTOB apa-
GUJIOTICHCA TTPUBEJIO K CO3JIAHKI0 MOJIEJIH PA3BHTHS LIBET-
Ka.AHaﬂOFHquK3MyTaHTbIHOﬂyqubHiyﬂpyFOW)MOﬂeﬂb-
HOTO 00beKTa — JIbBUHOTO 3eBa (Antirrhinum majus),
CUCTEeMaTUYeCKH BeCbMa JaJeKOoro OoT KpeCTOUBETHbIX.
ITOT (aKT CBUIETENBCTBYET O TOM, UTO M€HETHUECKHH
KOHTPOJIb PA3BUTHSI LIBETKA, 110-BUAKMOMY, YHHBEpCAIEH
[16, 17, 45].

B pesysibrate nccsie0BaHuil TeHETHUECKOTO KOHTPOJIS
pa3BUTHs UBETKa CTaJl0 O4YEBHUIHBIM, YTO 3TH MPOLLECChI KOH -

Temneparypa aBTOHOMHbI NyTb choTonepuon
A (xonon) CUHUIA unn YO-A ceeT
A
" Ny o .

\

HYawenncTnkmn

nenecTtkun

Puc 5. Cxema peeyarsiyuu popmuposanus ysemra

TbIYNHKUN

W W‘

AGL11? SEP
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TPOJIMPYIOTCST GOJBIIAM KOJMUECTBOM PETYJISITOPHBIX TEHOB,
COCTaBJISIIOLLNX OYEHb CJI02KHYIO CeTb, B KOTOPOU pas/iMuHble
3JIEMEHTbI TECHO B3aUMOJIEHCTBYIOT JIPYT ¢ Apyrom. Kaknbii
9JIEMEHT 3TOH CETH MOXKET KOHTPOJIMPOBATh CPa3y HECKOJILKO
pasyimuHbIX npoueccoB. MHorue retbl, Takue kak TFL1 u
AP1, yyactByloT B 60Jiee 4eM OJTHOM 3Tarle Pa3BUTHsI LIBET-
Ka, M3 Yero CJIeIyeT, YTO OJIUH U TOT XKe PeryJ/siTopHbIi Ge-
JIOK Ha Pa3HbIX 3Tanax pasBUTHs CocoOeH B3aUMOJACHCTBO-
BaTh C Pa3IMUHbIMH reHaMH. B COOTBETCTBHUH C 3TUM, MyTa-
LU, 3aTParkBalolye PasIHUHbIe yUACTKH OJHOTO U TOTO 2Ke
PEryJIITOPHOrO reHa, MOryT XapaKTepU30BaThCsl BeCbMa pas-
HOOOpasHbIM MPOsIBICHHEM. DoJIbLIYIO PoJib B peryJisiliiu
IKCIIPECCHH T'€HOB HUIPAIOT SMUIeHETHYECKHE MeXaHH3MBl.
Takum 0GpasoM, seTanbHOe H3yueHHe (YHKIHH TOJ0OHBIX
reHOB HEBO3MOXKHO Ge3 BOBJIeYeHHsl B aHa/M3 KaK MOXKHO
6oJiee LIMPOKOTO Kpyra MyTallii, 3aTparuBatolIix pasJiny-
Hbl€ acreKThbl PA3BUTHS LIBETKA.
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General morphogenetic events and regulatory genes expres-
sion in flower development

Lutova L.A.
Saint-Petersburg State University

& SUMMARY: The main genetics of development conception is differen-
tial genes expression for different types of cells in developed organisms. That
is correct for higher plants, too. Otherwise, all the higher plants, in compar-
ing to animals, are characterized by some unique traits. The main of them is
a strong cell wall leading to the immobility of organism, so plants chose
principally different life strategy, connecting to the adaptation. Sequencing
of several plant genomes revealed that there are much more genes involved
in plant morphogenesis than in animal are. The main of plant morphogene-
sis genes are MADS-genes, the place and the level of expression of them
define unique features of morphogenesis. Some data confirmed that expres-
sion of some transcription factors is under epigenetic control. It means that
RNA plays a key role in the regulation of the main genes in development.
So, the absence of homeosis gene AP2 expression in inner myroskax of de-
velop flower is a result of active miRNA172 gene expression in that regions.
The genetic, molecular and biochemical basis of the action of the MADS
domain proteins in the plant life cycle are reviewed here. Moreover, in this
reviewer, we focus on examples of signaling and gene regulation, where strik-
ing progress has been made in recent years.

% KEY WORDS: plant morphogenesis; flower development; ABC-model;
MADS-genes; si-RNA
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