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¥ BeIcimx pacteHnil romeobokcconepkamue redsl nogcemeiictB KNOX 1 WOX urpatoT KITr04eByO poirb
B TOJiIep>KaHUM IyJla CTBOJIOBBIX KJIETOK MEPUCTEM, PErYIHMPYIOT Npoiudepauio U NpeoTBpalaloT
nudpepeHIMPOBKY KieToK. [lokazaHo, 4To MepucTeMocneupnIHbIe TeHbI PErYIUPYIOTCS (PHTOrOPMO-
HaMHU ¥ BIUSIIOT HA MeTa00JIn3M (PUTOTOPMOHOB, B YaCTHOCTY [UTOKUHUHOB. ONYyXOJIM pacTeHM IUPOKO
UCIIONB3YIOTCS KaK MOAEIb JIJIsl M3YUYCHHUSI FeHETHIECKOTO KOHTPOUIS ielieHns U AuppepeHIPOBKH KiTe-
TOK. BBIfIeISI0T OnyXxonu, HHAYIUPOBAaHHbIE TATOT€HAMH, U TEHETHUECKUE OMYXOJIU, Pa3BUTHE KOTOPBIX
3aBHCHT OT T'€HOTHUIIA pacTeHHs. Ha omyxoisix pa3HOro NMPOMCXOXKJCHMS MOKa3aHO M3MEHEHUE YPOBHEN
9KCIPECCUH TEHOB PETYISTOPOB KIETOYHOIO IMKJIA, MEPUCTEMOCIEM(UIHBIX T€HOB, a TaKKe T'€HOB,
KOHTPOJIMPYIOIIAX MeTa00IM3M U Nepefady curxana puToropMoHoB. OTMEUYEHO CXOICTBO MEXaHU3MOB
00pa3oBaHus ONyXOJIell y pACTEHUI M SKUBOTHBIX, B YACTHOCTH CBSI3b IKCIIPECCHH T€HOB PETYJISITOPOB KJle-
TOYHOTO IUKJIA C omyxolieoOpa3zoBanneM. TpaHckpunuuoHHble akTopsl noacemeiictea KNOX y pacre-
HUI OOHAPYXXMBAIOT CXOJICTBO IO CTPYKTYPE W NMPEAIOIOXKHUTENLHO UMEIOT 00lee MPONCXOX/ECHUE C
TPaHCKPUIMIMOHHBIMA (pakTopamMu MEISy SKHBOTHBIX, BEICOKasi aKTHBHOCTH KOTOPBIX HAOIIOAeTCs B pa-
KOBBIX KJIeTKax. B 0030pe mpejcraBiena xapakTepuCTHKa TPAHCKPHUIIMOHHBIX (PAaKTOPOB MOJCEMENCTB
KNOX u WOX, ux ¢pyHKIIUH B pa3BUTUU MEPHUCTEM U B3aMMOJICHICTBHAE C TOPMOHAIBHON CHCTEMO pacTe-
Huit. O6cyXaaercss poilb TOMEOJOMEHCOIEPKAIUX TPAHCKPUIIIMOHHBIX (PaKTOPOB B (pOpMHUPOBAHUM
OIIyXOJIell pacTeHM! U KMBOTHBIX. Ha mprMepe reHeTHYeCKHX OIyXOJiel, HOMYYSHHBIX IIPU MyTareHes3e
y Arabidopsisthaliana, u onyxoseil y ”HOpEeTHBIX JIMHUI pefinca 006CyKAaeTCst POIb MEPUCTEMOCITECU(UT-
HBIX T€HOB 1 (PUTOTOPMOHOB IIPH OIyX0JIe00pa30BaHuH.

Katouesvie caosa: onyxoneobpa3oBanue, ToMeojoMeHbl, MepucreMocnenuguynbie reabl, KNOX, WOX,

¢puTOropMOHSBI.

CHCTeMHBII KOHTPOJIb KJIECTOYHBIX IeJICHUI 1 -
(pepeHIMPOBKY HEOOXOMM JIJIsI pPA3BUTHS BCEX MHOTO-
KJIETOYHBIX OpPTaHW3MOB. AKTHBHas Tponmdepanys
SIBJISIETCST XapaKTEPHUCTUKON CTBOJIOBBIX KIIETOK, B TO
BpeMsI KaK B CIICIMATIN3NPOBAHHBIX TKAHSX YHCIIO KJIe-
TOYHBIX [CIICHAN COKPAILAETC — TAKUM O0pa3oM, fie-
neHue u audepeHIpoBKa KIETOK pacCMaTpUBalOTCA
KakK JIBa IPOTUBOIOJIOKHBIX, TECHO B3aMMOCBSI3aHHBIX
nporecca (Jakoby, Schnittger, 2004). B aBosroruu ayka-
PHOT OBLJIO BbIPAOOTAHO MHOKECTBO PErYJISITOPHBIX
cHcTeM, MOAAEPKUBAIOIIMX TOMEOCTa3 fieTICHUs U iudp-
(pbepeHIMPOBKY KIIETOK.

Y pacreHuil MOKHO BBIIEJTUTh KAK MUHUMYM TPH
OCHOBHBIX YPOBHSI KOHTPOJISl JieieHus U ucppepeH-
mpoBku KieTok (Doduevaet a., 2007). I1epssrit ypo-
BEHb BKJIFOUAET B ce0sl KOHCEPBATUBHBIC JIJIsI dYKapH-

I pagora noppepxkaHa PoccuiickuM poHOM (pyHIaMEHTANBHBIX
uccnenoBanmil (mpoekT Ne 05-04-48583), depepanbHOil 1ee-
BOH mporpammoit “Bricuine HayuyHble mkomabl” (mpoekTt HIII
7623.2006.4) 1 AMepuKkaHCKEM (DOHAOM I'PaKTAHCKUX HCCIIe-
noBaHuit 1 pa3sutusi (npoektbl CRDF ST-012-0 u BP2M12).

OT MEXaHU3Mbl, HEMOCPEJCTBEHHO y4YacTBYIOIINE B
KOHTpOJIE KJIETOYHOrO IWMKJA, CIEAYIOUIUd ypPOBEHb
KOHTPOJUPYET pabOTy MEPUCTEM, a TPETHUIL CBSI3aH C
(puTOrOpMOHANIBHON pErysiueil NpoieccoB Mopgo-
reHesa.

O030p HOCBAIIEH PaCCMOTPEHUIO POJM MEpUCTe-
MocHel(UIHBIX F€HOB BBICIIINX PACTEHHII B KOHTPOJIE
omyxojeBoro pocra. OmyxoseoO6pa3oBaHUe SBISETCS
OJHOH W3 ONTUMAJILHBIX MOJIETIEN [JI N3YYEHNsI MeXa-
HU3MOB KOHTPOJIS feieHns B A pepeHIMPOBKY Kile-
ToK. [Tpy nepexopie K oIyxoneBoMy pocTy IPOUCXOANT
nenudepeHIIpOBKa U peaKTUBALMS JIETeHUS KIETOK
B CIIEIMANN3UPOBAHHBIX TKAHSIX, YTO MOXKHO paccMart-
pHUBaTh KaK BO3BpAT K CTAaTyCy CTBOJIOBOM KIIETKH (Ja-
koby, Schnittger, 2004). Takum 0OGpa3oM, OMyXOJH pac-
TEHUH MPEJICTABIISIIOT CO00i OYaru aHOMaJbHOI MEpH-
crematnyeckoil axktuBHocTH. [lo sumTepaTypHBIM
[aHHBIM, IPH 0OpPa30BaHMUHU OIYXOJIEH y pacTeHNU! nMe-
€T MECTO TOBBIIICHNAE YPOBHEN 3KCIIPECCUH I€HOB pe-
ryasitopoB MepucteM (Feng, Kung, 1994; Harrar et d.,
2003; Leeet d., 2004; Osipovaet d., 2006).
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Puc. 1. Ponb TpaHCKpUNIMOHHBIX (pakTOpoB ceMeficTBa TALE B peryssiuum KIeTOYHOro IUKJIa y >KUBOTHBIX (@) U pacTenuii (6).

KOHTPOIIb KIIETOYHOI'O LIIMKJIA
Y PACTEHUU

Bce aTans! K71€TOYHOr0 LKA 3yKApHOT HAXOfSIT-
csl MOJ] KOHTPOJIEM CEMENCTBa CEepUH/TPEOHNHOBBIX
NPOTEUHKUHA3, U3BECTHBIX KaK LUKJIMH3aBHCHMBbIC
nporenHkuHasbl (CDK) (puc. 1). Kuna3znast akTus-
Hocth CDK 3amyckaercs mpu mpucOeMHEHUH KaTa-
JUTHYECKOH CyObEAMHILIBI — MOJIEKYJIbI IUKJINHA, KO-
TOpasi OmpefieNseT CyOCTpaTHYIO CrenuuIHOCTD
CDK. LIukuHBI pa3HbIX KIIACCOB Y PACTEHUI KOHTPO-
JUPYIOT pa3Hble 3Talbl KIETOYHOTO IuKIa: Kinacca D
(CycD) — nepexon G,—=S kyacca A (CycA) — dazy S
u nepexon G,—M, knacca B (CycB) — HopmanbubIit
xop u 3aBepiienne muto3a (Oakenfull et al., 2002; We-
ingartner et a., 2004; Menges et d., 2005). Onrum u3
KJIIOYEBBIX COOBITUI B KOHTPOJIE KJIETOYHOIO LUKJIA
sBrsieTcst pochoprimpoBaHue Geka peTHHOOIIACTO-
MbI (PB) [MKIMH3aBUCMMBIMY KHHA3aMU, B PE3YJIBTATE
YEero MPOMCXOAUT €ro AUCCOLHUAIsl C TPaHKPHIIHOH-
HbIME (pakTopamu E2F (Ebd et al., 2004). 3t dpakro-
Pbl PErylUpPYyIOT 3KCIPECCUI0 TE€HOB, KOHTPOJIMUPYIO-
mux pemmmkammio JHK u guHamMuky XpomaTuHa
(Vandepodleet d., 2005). Cyberpatamu CDK Takske siB-
JSI0TCS GeIKM IPEepeIUIMKalMIOHHOTO KOMIUIEKCa, I'H-
CTOHBI, 3JIEMEHTBI IMTOCKENETa 1 OEJIKY SIIEPHON MeM-
6panbl (Castellano et al., 2001).

Baxnyro posib B KOHTpOJIE KIETOYHOTO IIUKJIA UT-
PalOT TPAHCKPHUILMOHHAS PETYJIISALMS T€HOB, KOAHUPY-

OHTOI'EHE3 Tom 38 Ne 6 2007

rommx CDK ¥ OUKINHBL, ¥ TOCTTPAHCISIIIMOHHAST MO-
mudukanys CDK /uukmHOBBIX KoMIuteKcoB (De Jager
et a., 2005). B perymsinun akcnpeccun renos CDK u
[UKJIMHOB TIPUHAMAIOT YYacThe TPAHCKPHUIIOHHbIE
dakTopsr E2F (Boudolf et al., 2004; De Jager et d.,
2005); skcrnepuMeHTalbHbIEe TaHHbIE CBUETENLCTBY-
FOT 00 y9acTuM B KOHTPOJIE WX 9KCIPECCUN CEMENCTBA
TPaHCKPHUIIIMOHHBIX pakTopoB Myb (Araki et al.,
2004) u MAP-kunasmoro kackama (Krysan et a.,
2002). Jast psija T€HOB, YYacTBYIOIIMX B KOHTpOJIE
KJIETOYHOTO IMKJa y pacTeHuil, XxapaktepHa (puTo-
rOpMOHaNbHast peryssiuust TpaHck purnimu (Riou-Kham-
lichi et a., 1999; Hu et d., 2000; Roudier et a., 2003;
Rashotte et al., 2003). HanGonee n3ydyeHHbIN Mexa-
HU3M TIOCTTPAHCISIUOHHON PETyJSIUA aKTHBHOCTH
CDK/iMKITMHOBBIX KOMILIEKCOB CBsi3aH ¢ hochopuiiu-
poBaHneM-eocOpIITUPOBAHNEM, OCHOBHYIO POJIb B
kotopom mrparot kuHaza WEEL, docdaraza CDC25
(Sorrel et a., 2002; Landrieu et al., 2004), a Takske rpyr-
na 6enkoB CAK (CDK Activating Kinases), orHocs-
muxcst K cemerictey CDK (Yamaguchi et a., 2003). Emie
OfIuH MyTh MopypoBanus akTuBHocTH CDK cBsizaH ¢
ux B3anmopeicreueM ¢ Genkamu |CK/KRP (Inhibitors
of CDK/KIP-Related Proteins), koTopble SIBIISTFOTCS TO-
mosoramu uHruouTOopoB CDK cemeiictea KIP/CIP xxu-
BoTHBIX (Vandepodeet al., 2005).

Y >KUBOTHBIX HapyllIeHUs B paboTe psifja TEHOB, BO-
BJIEYEHHBIX B KOHTPOIIb KJIETOYHOI'O LIUKJIA, BbI3bIBA-
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0T runepnponugepanuio KIETOK, MPUBOAAINYIO K
omyxoseobpa3oBanuto (Tamuraet a., 2004). Y pacre-
HUIl TIOBBIIIEHWE YPOBHs 3Kcnpeccun reHos CycD3
(Riou-Khamlichi et a., 1999; Dewitte et al., 2003),
CycA3;2 (Yu et a., 2003), CDKA (Boucheron et a.,
2002; Yamaguchi et al., 2003), CAK (Yamaguchi et a.,
2003) Takke BbI3bIBAET AeAu(PHEepEeHINPOBKY U BO3-
o6HOBIIeHNe nposmdepanuy AnpdepeHIIPOBAHHBIX
kneTok. K cynpeccopam onyxoneoOpa3oBaHus y pac-
TEHUH OTHOCHUTCS] BBICOKOKOHCEPBATUBHBIN [JIs 9yKa-
puot Oenok PB. M3BecTHO, 4TO MyTauuu MO TEHY,
konupyrouemMy 6enok PB, sBnstoTcs nmpuunHoit oOpa-
30BaHUSI HEKOTOPBIX THUIOB ONMYyXOJIEH y >KUBOTHBIX
(van Deursen, 2007) u HapyILIEHUs] OpraHA3alul MEPU-
crem y pacrenmit (Ebel et al., 2004). I3BecTHO, YTO OH-
KOOEJIKH psifia BUPYCOB, BBI3BIBAIOIINX OMYXOJIH Y K-
BOTHBIX, ICHICTBYIOT 32 CUET CBSI3bIBAHMSI 1 THAKTUBA-
uuu ¢ 6enkom PB (Caracciolo et al., 2006). PB-cBs-
3BIBAIONIAN MOTUB UMEETCS TAaKKe Y psifja OEIKOB Te-
MHUHHUBHPYCOB, TMoOpaxkarolux pactenusi (Guttierez,
2000) u y 6enka ORF13 Agrobacterium rhizogenes —
(puTomaToreHHol OaKTepuu, KOTOpasi BBI3bIBACT Y
pacTeHusl 3KTONMUYECKYIO MPOIU(EpaLiio KIETOK C
nocyenyromenn  audepeHIPOBKON  TPUIATOUYHBIX
kopHeii (Stieger et al., 2004).

PEI'YJIIALIA PASBUTUA MEPUCTEM

OcoOEHHOCTBIO PACTEHUI SIBISIETCS HAMINE MEPH-
creM — 00pa3oBaTeNIbHbIX TKaHEH, comepKalux Myl
CTBOJIOBBIX KJIETOK. Y BBICHIUX PACTEHUI BBIAEISIOT
anmkajabHble MepucTeMbl (AM) nobera u KOpHs, BO3-
HUKAFOIIYE U3 IEPBIYHBIX MEPHUCTEM 3apOfbIIIIA, JIaTe-
panbHbIE MEPUCTEMBI, ICTOYHIUKOM KOTOPBIX SIBIISTEOT-
csl MpokaMOuil 1 KaMOMit, 1 BCTaBOYHbIE (MHTEPKaJIsIp-
HbIe) MepucTeMbl Mexpnoy3muit (Scofield, Murray,
2006). AM noGera u KOpHsl, a TaKxKe JJaTepalibHbIe Me-
pHUCTEMBI YCTPOEHBI IO CXOHOMY IIJIaHy: OHU COCTOSIT
U3 HECKOJIbKHX CJIOEB KJIETOK, KaXKAbIA U3 KOTOPBIX
MIMEET CBOM ITaH KJIETOYHBIX JIEJICHUI U TaeT Hadyaao
ompefieNieHHbIM ThaM TKarei. B AM mo6era n kopHst
BBIJICJISIFOT LEHTPANBHYIO M NEepU(EPHUUECKYIO 30HBI.
LlenTpanbHast BKIIOYaeT B ce0s1 HOMYJISILAIO MEAJIEHHO
HETSIIIUXCST CTBOJIOBBIX KJIETOK, KoTopast B AM mobera
HOCUT Ha3BaHMe opranmsyromero nexrtpa (OLl), a B
AM kopust — mnokosimerocst tentpa (ITLI) (Jang,
Feldman, 2005; Aida, Tasaka, 2006). ITepucepnueckast
30Ha COCTOMT U3 OBICTPO JIEMSIIMXCS KIETOK, KOTOphIE
[alOT Ha4yaJlo pa3HbIM THUIaM TKaHeil. B AM noGera B
9TOH 30HE IMTPOUCXOUT (POPMUPOBaHKE 3a4aTKOB JIaTe-
paJILHBIX OpPraHoOB (JIMCTheB WK 1BeTKOB) (Aida, Tasar
ka 2006), a B KOpHE HHUIMALIAS JIATEPATBHBIX OPTaHOB
mpoucxonuT BHe AM, B BhIenesKarnei nuggepeHu-
posanHoi¥1 30He (Jang, Feldman, 2005). Momnekysipabie
MeXaHu3Mbl peryisiiqua AM Takke MMEIOT Psf CXOfi-
HBIX YEPT; pa3INuusi MEXaHN3MOB KOHTPOJIS AETICHUS 1
nupepeHIMPOBKY KIETOK B OOETe U KOPHE CBSI3aHbI
[NIaBHBIM O0pa3oM ¢ HAa0OpPOM TPAHCKPHUIIMOHHBIX

JTIYTOBA, TOIYEBA

takTopoB, peryaupyronmx wux passutue (Scofied,
Murray, 2006).

OCHOBHYO pOJTb B TIOICP>KaHIN OaTaHCa ICICHUS
u nupepeHIUpPOBKY KIETOK B MEPUCTEMAX UTPAIOT
HECKOJIBKO CEMENCTB rOMe0OOKCCOIepIKAIIUX TEHOB.
IIpopykTamu 9TUX T€HOB, KOHTPOJIHUPYIOLIHX (POPMH-
pOBaHKe TIaHa Tejla Y BCeX MHOTOKJIETOYHBIX Opra-
HHU3MOB, SIBIISIETCSI OONBIIOE CEMEUCTBO TPAHCKPHUII-
[IMOHHBIX (PaKTOPOB, OCOOEHHOCTh KOTOPBIX COCTOUT B
HAJIMYMU TOMEOJIOMEHAa — BBICOKOKOHCEPBATHBHOTO
JTHK-cBsi3b1Batortiero fomena (Burglin, 1997). s pas-
HBIX CEMEIICTB FOMEOJJOMEHCOIEP3KAIIX TPAHCK PHUILIH-
OHHBIX (PaKTOPOB KMBOTHBIX MOKA3aHO IPSMOE MIIH
OTOCPETIOBAHHOE YYaCTHE B PETYISIINKA TPAHCKPHITIN
I€HOB, KOHTPOIIMPYIOIIMX KJIETOYHbI LUK (Bene,
Wittbrodt, 2005), y pacteHuit OHM TPEAIONIOXKUTETHHO
BBINOJHSIIOT Te ke pynkimu (Burglin, 1997).

IToka3aHo BaxkHOe 3HauYeHHE B KOHTPOJIE pa3BHU-
THSI MEPUCTEM Y PACTEHHI TOMEOIOMEHCOAEPKAIIIX
TPaHCKPUNIIMOHHBIX (pakTOpoB cemerictBa TALE
(Three Amino acid Loop Extension), nmpegcraButenn
KOTOPOTO UMEIOTCS Y BCeX BBICHIMX 9YKapuoT. B oT-
Jr4Yye OT TUIMYHOIO TOMEOJOMEHa, cofiepkaitnero 60
aMHIHOKHUCIIOT, TakoBble 6enkoB TALE copepxkar Tpu
MONOJHUTENBHBIX AMHUHOKUCIOTHI MEXAYy HEepBON M
Bropoi crmpansimu (Burglin, 1997). Y >KMBOTHBIX
TPaHCKPUIILIMOHHBIE (pakTOphel ceMmeiictBa TALE
NpeAcTaBIeHbl YETHIPbMSI OCHOBHBIMH TPYNIIAMH —
PBC/PBX, MEIS, TGIF u IRO; y rputos k 3Tomy ce-
MeicTBy oTHocsATcsl 6enku M-ATY P, onpenensoiue
TUII criapuBanus y apoxckeit (Burglin, 1997). Cemeit-
ctBo TALE y pacrennit BKito4aeT B cebs mojceMet-
crBa KNOX, WOX, BELL u HD-ZIP (Scofield , Mur-
ray, 2006); B HacTosimiee BpeMsi HanOolee M3y4eHbI
¢ynkumn 6enkoB nopcemerictB KNOX u WOX.

Y KuBOTHBIX reHbl cemefictBa TALE yuacTByroT B
KOHTpOJIE KJIETOYHOTO IWKIA. [[7151 MPOAyKTOB T€HOB
MEISu PBX miekonuTaromux moka3aHo B3auMOJIe-
CTBHE C TOMEOIOMEHCOICPXKAIIUMH TPAHCKPUIILOH-
HbIMU (pakTOpaMu HOX, KOTOpBIE CYyIpeCCUpPYIOT IPO-
mudepanro KIEeTOK, HaMpsIMyl0 CTUMYJIHPYS SKC-
NPECCUI0 TeHa, KOAMPYIOLIEro OellOK-MHIHOUTOP
UKJIMH3aBuCcUMbIX KuHa3 P21/ClP1. B3anmopeiicTere
c 6enkamu TALE Bnusier Ha 3ppeKTUBHOCTD CBSI3bI-
BaHMs TPAHCKPUILIMOHHBIX (pakTOpoB HOX ¢ mpomoTo-
pom rena p21 (Fujino et a., 2001). Myrauuu no HeKo-
TopbIM reHaM TALE, Tak ke Kak ¥ MyTalliy 10 TeHaM
Hox, MOTyT BBI3bIBaTh OINyX0JIEOOpa30BaHUE Y K-
BOTHBIX (Geerts et al., 2003). HecMoTpsi Ha MOBBIIIICH-
HBII YPOBEHb 3KCIPECCUM T€HOB KJIETOYHOI'O IIMKJIa B
Mepucremax pacrenmit (Gegas, Doonan, 2006), et
MaHHBIX OO YYacTHH TPAHCKPHUIIMOHHBIX (PaKTOPOB
KNOX u WOX B perymisiuun 3KCIpeccuy 3THX TeHOB.

Y pacrenuit romeoGoKccoepsKaiye reasl STM
(SHOOT MERISTEMLES) 1 WUS (WUSCHEL), a Tak-
ke renbl CLV/-CLV3 (CLAVATA) urpatoT OCHOBHYIO
ponb B pazsutin AM mo6era (puc. 2). 'enst WUS n
STM NO3UTHBHO PETYIMPYIOT €€ pa3Mep, Toraa Kak
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Puc. 2. ®ynkiun reHoB KNOX 1 WOX B perysnsiiun pa3BUTHSI alIMKAIbHON MEPHCTEMbI IIO0eTa.

CLV — geratusHo. I'en STM oTHOCHTCS K MTOACEMEN-
crBy KNOX, moTepst ero (oyHKIIMM Y MyTaHTOB IPUBO-
muT K peaykoun AM mo6era BIUIOTH IO NOJHOTO €€
OTCYTCTBHS Y TOMO3UTOT MO “CHUILHBIM aJiyedisiM Stm
(Long, Barton, 1998). F'en WUS kogupyrotiuii TpaHc-
KpHUMIMOHHBIN (hakTop moacemerictea WOX, urpaet
TJIAaBHYIO POJIb B IOJIIEPsKaHNH TTyJIa CTBOJIOBBIX KJIe-
TOK B IeHTpasbHO# yacT AM moGera (Haeker et d.,
2004). TpauckpunumonHusIil paktop WUS mHmynm-
pyet akcnpeccuio rera CLV3, kogupyromiero cekpe-
THPYEMBI OEII0K, KOTOPBIN SIBISIETCS JIUTAHAOM MJIST
PELEenTOPHON KUHA3bI, IPECTABISIIONICH cOO0M re-
tepopumep GenkoB CLV1 m CLV2. CurHanbHbII
nyts CLV orpanmumBaeT skcnpeccuto rena WUS u
TakuM OoOpa3oM peryiupyeT pa3Mep Iysia CTBOJIO-
BBIX KjaeTok (Schoof et a., 2000). T'ennr STM 1 WUS
KOHTPOJHUPYIOT aKTUBHOCTHE AM mobGera He3aBUCUMO
apyr ot ppyra. Cnenugukanys CTBOJIOBBIX KJIETOK,
KoHTponupyemas reHoM WUS He TpeGyeT aKTUBHO-
ctu reHa STM: o mopaBisieT nud@epeHInpOBKY
CTBOJIOBBIX KJIETOK He3aBucumo ot rena WUS (Len-
hard et al., 2002).

B kopue A. thaliana rensr mopcemeiictea KNOX
3KCIPECCHPYIOTCS B Pa3HBIX 30HAX W TKaHSIX, YTO
MO3BOJISIET TPEMNONOXKUTh UX yJacTHE B Pa3BUTHU
ompefeieHHbIX THMOB TKaHed (Dean et a., 2004;
Truernit et a., 2006). ITo anamorun ¢ AM mobGera
(pyHKIHSI TOMEOOOKCCOIEP3KAIIMX TE€HOB MOCEMEN-
ctBa WOX B AM KOpH# 3aKitovaeTcs B MOAepXKa-
HUM TyJa cTBOJOBBIX KieTok ITLI (Haecker et a.,
2004). B xnetkax AM kopmst A. thaliana rakske o6Ha-
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pyxena akcnpeccus renos CLE/9 u CLE40, romoo-
ruuabix CLV3, 1 ycTaHOBJIEHA UX POJIb B MOAIEpXKa-
aun AM (Casamitjana-Martinez et al., 2003).

T'EHBI [TIOJCEMEMCTBA KNOX

T'omeomomencopep:karme TPaHCKPUNIIMOHHbIE
¢akTops! nopcemerictea KNOX y pacrennit 6;m3Kka K
TakoBbIM MEIS y XMBOTHBIX: TOMUMO KOHCEPBATUB-
HBIX 115 cemetictBa TALE romeomoMeHoB oHE copiep-
KaT CXOJIHbIE 0 AMUHOKUCIIOTHBIM ITOCIIEIOBATEIBHO-
crsm omeHsl KNOX u MEIS, mpegnonosxkuteabHo
y4acTByIoLe B 0eOK-OEIKOBBIX B3aUMONEHCTBHSIX
(Burglin, 1997). CxoncTBoO JOMEHHOTO COCTaBa MO3BO-
JSIeT TPEeAIoNOXKUTh HAaIUYue OOLMX (DYHKIMA 3TUX
0OENKOB y pacTeHMil M JKMBOTHBIX. [leHCTBHTEIBHO,
TpanckpunmmonHbie (hakTopbl KNOX n MEIS BoBe-
YeHbl B peryisuuio nposudepanuu u gudgepeHy-
POBKH KJIETOK; OBBIIICHIE YPOBHS UX 3KCIIPECCUH Ha-
OnrofaeTcsd MpU ONyXoneoOpa3OoBaHUMM Yy PACTCHUN
(Feng, Kung, 1994; Frank et a., 2000; Leeet a., 2004)
u xkuBOTHBIX (Geerts et al., 2003).

Ponp romeoOokccopepkKalux TE€HOB MHOACEMEN-
crBa KNOX B pazsutnu AM noGera B HacTosiiee Bpe-
MsI W3ydeHa Hambosee moppoOHO. Buimensror aBa
KJIacca 3THX T€HOB, Pa3INYAIOMIUXCS 1O MOJIOXKEHUIO
I/IHTpOHOB n KOHCGpBaTI/IBHbIX AMUHOKHNCITOTHBLIX
OCTaTKOB B TOMEOJIOMEHAX COOTBETCTBYIOIINX Oell-
KOB, a TAKKe MeCTy 1 BpeMeHu akcipeccun (Bharathan
etal., 1999). [IpepcraBuTenin 000MX KIACCOB MIMEIOTCS
y OHONIOILHBIX U IBYJONBHBIX, CIEIOBATEIIHHO, Pa3-
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nenenue cemerictBa KNOX Ha jiBa Kjtacca mpon30IILIO
9BOJIIOIIMOHHO PaHBIIE, YeM pa3fieJIeHre ABYX Kjac-
coB mokpbIToceMeHHbIX (Bharathan et al., 1999; Reiser
eta., 2000). Boabmuncrso reroB KNOX kitacca | skc-
npeccupytorcsa TonbKo B AM mobera, skcnpeccus ux
OTCYTCTBYET B 3a4aTKaX OPraHOB, B TO BpeMsI KaK 3KC-
mpeccust reHoB Kiacca || HaGmromaeTcst B pa3HbIX Ya-
CTSIX pacTeHWsI, BKIFOUAs JaTepalibHbIe OpraHbl. Xa-
pakTep aKcnpeccuu IByX KiaccoB reHoB KNOX ceupie-
TEJILCTBYET O pa3HOW (PYHKIUH KOJUPYEMBIX UMH
TPaHCKPUTIIMOHHBIX (haKTOPOB.

T'ensr KNOX kiacca | y OTHOTOJIBHBIX U IBYIOIb-
HBbIX HAYMHAIOT ICICTBOBATh B 9MOpUOreHe3e U UT-
paroT MePBOCTENIEHHYIO poiib B hopmupoBarnu AM
noGera y 3apopbiiia. Hanpumep, y A. thaliana ren
STM HaumHaeT 3KCHpecCcHpOBaThCS HA CTA UM TII0-
OyJibl B IEHTpPE anuKalbHOTO JOMEHA, KOTOPBIA B
manbHelmeM gaeT Hayaiao AM mobera (Long, Barton,
1998). I'enst KNOX kiacca | MOXHO pa3menuTh Ha
JIBE TPYIIIbI COTIIACHO MIPOCTPAHCTBEHHOMY XapakTe-
py ux akcnpeccuu (Reiser et al., 2000). Skcnpeccust
TeHOB NEPBOI Tpynnbl OOHapy>keHa BO BCEX 30HAX
AM no6era u OTCyTCTBYET B IPUMOPMSIX JaTePallb-
HbIX opranoB. K weit otHocsT rensl STM A. thaliana
(Long, Barton, 1998), ZmKN/ (knotted/) kykypy3sl
(Smithetal., 1995), a rakxe ux opronoru — OSH/ pu-
ca, HVKNOX3 sumens; Let6 (Tkn/) Ttomara, SBH/
cou, NTHI5 Ttabaka (Reiser et a., 2000). Myranuu ¢
norepeit (PYHKIMU T€HOB 3TOM T'PYNIBI MPUBOMAAT K
cepbe3HbIM aHoManusM pasBuTusi AM mobera u
(pnopanbHbIX OpranoB. Hanmpumep, MyTanuu ¢ morte-
peit (pyHKIMU TeHa KN/ MpUBOASAT K COKpAIEHUIO
YHClla HBETKOB B COLBETHUSIX, aHOMAIILHOMY CTPOCHHIO
3aBsI3W, Pa3BUTHIO HECKOJIBKIX JIICTHEB B OTHOM Y3JI€;
TOMO3HIOTHI TI0 3THM MYyTalsM JEMOHCTPUPYIOT
nosnHoe orcyrerBue AM moOera u He pa3BUBAIOTCA
maneine craguu koneornruias (Vollbrecht et al., 2000).
B 10 ke Bpemst MyTanmy C ycuiieHneM (DYHKIUH FeHOB
3TOM TPYNIIBI BBI3BIBAIOT 3KTONMNYECKOE (hOPMHUPOBA-
HHUe MepucTeM n3 g epeHIIPOBAHHBIX TKaHEH: Ha-
npumep, y myTanTos 1o reny ZmKN/ HabitofgaeTcs
¢dopMupoBaHUE MEPUCTEMOMONOOHBIX  “‘y3€JKOB™
BMIOJIb XIITOK Jiucta (Smith et al., 1995). Takum o6pa-
30M, Te€HBbI 3TOH TPYNIBI UMEIOT MEePBOCTENEHHOE
3HauYeHue Ay popMHUPOBaHUS U nopgepxkanus AM
nobera.

Oxkcnpeccust Bropoii rpynnbl reHoB KNOX kiacca
| uckmrouena u3 neHTpanbHoil yactu AM mobera u
HabIrofaeTcs Ha epudepun, MeKy 3a9aTKaMu Op-
raHOB — B 30HAX, COOTBETCTBYIOLINX MEKIOY3IIUSIM
(Reiser et al., 2000), a Takke B kopHe (Dean et a.,
2004; Truernit et a., 2006). K aToit rpyrmine OTHOCITCS
reabl KNATZ, KNAT2 u KNAT6 A. thaliana, ZmKN3,
ZmKN4 1 ZmRS/ xykypy3bl, OKN3 u OSH/5 puca,
Tkn! Tomara, HtKNOT/ nogconneunuka (Reiser et al.,
2000). Myrauuu ¢ norepeil (pyHKIUM T€HOB 3TOMH
TPYIIBI He OKa3bIBAIOT CEPbE3HOTO BIMSHUS HA Pa3-
Bute AM moGera, HO MOBBIIIEHHBI YPOBEHb 3KC-
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MPECCUN HEKOTOPBIX U3 HUX BBI3bIBAET (DOPMUPOBA-
HUe akTonmuecknx Mmepucrem (Frugis et a., 2001;
Pautot et al., 2001; Dean et a., 2004; Chiapetta et d.,
2005).

K kmaccy |l reroB KNOX otHocsiT renbl A. thaliana
KNAT3, KNAT4 u KNATS (Serikawaet a., 1997). B ot-
JIMYME OT FeHOB Kitacca | OHM 3KCIIPecCHPYIOTCS Kak B
MepucTeMax, Tak U B A epeHINPOBAHHBIX TKAHIX
M, BO3MOXHO, BBINOJHSIOT Ooiiee pa3HOOOpa3HbIe
pyHKIHN.

CylmecTByeT HECKOIIBKO MEXaHU3MOB PETYIISIIH
akcnpeccun reHoB KNOX. Bo-niepBbIx, MOXKHO Tpef-
MOOXUTh, uTo ogHN reHbl KNOX MoryT perymmpo-
BaTh 3KCIPECCUIO IPYTUX: HATIPUMED, SKTONMUIECKAs
akcnpeccus reHa STM Bei3biBaeT TakoByto KNAT/ u
KNAT2 (Lenhard et a., 2002). Bo-BTOPBIX, perysiTo-
pamu TpaHckpunimu reHoB KNOX saBnsitoTcs TpaHc-
kpunuuonnbie pakropsr cemeiictrea NAC CUCI,
CUC2 u CUC3 (Cup Shaped Cotyledones), ¢dyukiust
KOTOPBIX HEOOXouMa JIJIsl aKTUBALUKN 3KCIPECCUH
reHa STM Ha paHHHMX CTagusX SMOPHUOHATIBLHOTO pas-
putus (Hibara et a., 2003). Ha no3gHux cragusx oM-
OpuoreHe3a MpopyKT reHa STM perynmpyeT TpaHc-
kpunuuto reHoB CUC, orpannumBas ux 3KCHpPECCUto
mo HebombIIol 30HK Ha mepudgepun AM mobGera
(Takada, Tasaka, 2002). B-TpeTbux, K perynsitopam
akcrpeccun reHoB KNOX OTHOCSIT TpaHCKpHUIIUOH-
Hble pakTopnl AS/ u A A. thaliana, gpyuKkIueit KoTo-
PBIX sIBIIsieTCs penpeccus TpaHcKpumnimy reHoB KNOX
B pa3BuBaronuxcs aucthsx (Lin et a., 2003). Opromno-
ru rena AS/ oGHapyKeHbI y KyKypy3bl (Timmermans
etd., 1999) u neBuHOrO 3¢Ba (Waites et a., 1998).

POJIb PUUTOI'OPMOHOB B PEI'YJISAUMA
SKCITPECCHU 'EHOB KNOX

ITonmyyeHO MHOrO HaHHBIX O (PUTOrOPMOHANIBHOM
peryasiin akenpeccun renoB KNOX y A, thaliana u
ApYTUX BUAOB pacTeHUi. B 4acTHOCTH, NMPOIEMOH-
CTPHPOBAHA KOPPEJSIIUS MEXK/Y IKCIpeccueii FeHOB
KNOX 1 MmeTa6oau3MoM IUTOKUHUHOB. C OTHOI CTO-
POHBI, PACTEHUS C MOBBIIICHHBIM YPOBHEM OHMOCHHTE-
3a IIMTOKUHUHOB IEMOHCTPHUPYIOT MOBBIIICHHbII YPO-
BeHb akcnpeccun reHoB KNOX (Rupp et a., 1999;
Frank et al., 2000), Torga Kak CHUKEHUE KOHIEHTpPA-
MY UTOKMHUHOB 32 CYET CBEPXIKCIPECCUH TeHa -
tokuHnHOKcuaa3bl AtCKX3 A. thaliana mpuBomuT K
HefopassuTuio AM moGera (Jasinski et a., 2005). C
IIPYroil CTOPOHBI, PACTEHUSI C MOBBIIIICHHBIM YPOBHEM
akcnpeccnr reHoB KNOX IMErOT MOBBIIIEHHBIH YPO-
BeHb IUTOKNHUHOB B TKaHsAX. Hanpumep, y MyTaHTOB
Tabaka C MOBBIIICHHBIM YPOBHEM 3KCIPECCHH T'eHa
NTH/5 (Tamaoki et a., 1997) n y TpaHCreHHBIX pacre-
Huit A. thaliana, skcnipeccupyromux red STM mof po-
mMotopom 35SCaMV (Y anai et d., 2005), naGmronaercs
3HAUYNTEIHHOE TOBBIIICHUE CONEpIKAHUS 3eaTWHA B
mucThsX. DKenpeccus reHa ZMKN/ moj KOHCTUTY THB-
HbIM npoMoTopoM 35S CaMV npuBofuT K pa3BUTHIO
(peHOTHIIA, XaPAKTEPHOT'O JIJIS1 PACTEHUI C TIOBBIIICH-
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POJIb MEPMCTEMOCIIELIM®WYHBIX TEHOB PACTEHUM

HBIM YPOBHEM IIUTOKWHUHOB, M IATOKNHUHOHE3aBH-
CUMOMY POCTY TKaHEW y 3KCIUIAHTOB TPAHCTCHHBIX
pacrenuit Tabaka (Hewelt et al., 2000). Y Helianthus
tubertosus naGromaeTcs KOppesius MeEKIy IKC--
npeccueii reHa HIKNOT/, akkymysinme it TUTOKMHA-
HOB 1 (POPMHUPOBAHNEM IKTOMUYECKUX MOOETOB Ha
mucthsix (Chiapetta et al., 2005). Takum oGpa3zom,
MpenoiaraeTcs, YTO B KOHTPOJIe Pa3BUTHS pacTe-
Huit reabl KNOX 1 TUTOKMHUHBI IEUCTBYIOT B OTHOM
7 TOM K€ CUTHAJILHOM NyTH. [lefICTBUTENBHO, TIOKa-
3aHO, YTO TIOBBINICHUE YPOBHS IKCIPECCHU TEHOB
STM um KNAT/ akTuBHpyeT TpPaHCKPHIIMIO T'e€HOB
o6uocunTe3a nuTokuanHa AtIPTS u AtIPT7 (Arabidop-
sis thaliana Isopentenyl Transferases) (Jasinski et dl.,
2005; Yanai et d., 2005). Takxe reasl KNOX akTusu-
PYIOT Tiepefayy IUTOKWHUHOBOTO CHTHAja, O 4YeM
CBHJICTENLCTBYET TMOBBIIICHHBI YPOBEHb 3JKCIpEC-
CHM T€Ha NMEePBUYHOTO OTBeTa Ha IMUTOKWHUH ARRS
npu akTuBanun skcnpeccun reHoB STM u KNAT/ (Ja-
sinski et al., 2005; Yanai et al., 2005).

AyKCHHBI, KOTOpPbIE BBICTYIIAIOT B Ka4eCTBE aH-
TaroHNCTOB IIMTOKMHIHOB B KOHTPOIIE psifia MOpgo-
FeHETUIECKUX TMPOIECCOB, HETATHBHO PETYIUPYIOT
akcnpeccuro reHoB KNOX u paszsutne AM nobera
(Benkova et a., 2003). I'u66epeIMHbI TaKXKe SIBIISI-
IOTCSI HETATUBHBIMH PETYJISITOPaMH 3KCIIPECCUU Te-
moB KNOX. Y A. thaliana no6aBnenne 3K30reHHBIX
ru66epeTMHOB B KYJIBTYPAIBHYIO Cpefly WIH KOH-
CTUTYTUBHASl aKTHBAIWsI CUTHATLHOTO MyTH Tu6Oe-
pemHOB 3a cyeT MyTtanmuu 1o reny SPY (Spindly)
NPUBOST K BOCCTAHOBJIEHUIO HOPMAJILHOTO (PeHO-
THIIA Y PACTEHUN C 3KTOMMYECKON IKCIPECCUEN Te-
HOB KNOX u K ycuneHuro peHOTHIIa MyTaHTOB StM
(Hay et dl., 2002). C apyroit CTOpOHBI, BbISIBJICHA TIPSi-
Masl pelpeccusi TeHOB OMOCHHTe3a ruO0epesIIMHOB
TpanckpununoHHbIME pakTopamu KNOX: Tak, npo-
nyktel reHoB NTH/5 TtaGaka u STM A. thaliana no-
MaBISIIOT TPAHCKPUIIUIO T€HOB, KOMUPYIOMHX ep-
MeHT GnocuHTe3a rub6epennuaoB GA-20-okcuaasy,
CBsI3bIBAsICh ¢ WX mpomortopamu (Sakamoto et a.,
2001; Hay et al., 2002).

Hrak, renst noacemerictea KNOX urparort Baxk-
HYIO pOJib B MOAfep>KaHUK OanaHca IUTOKUHIUHOB U
ru60epeIIMHOB B MEPUCTEMAX, KOHTPOIMPYIOT IPO-
mucepaio KIeToK U AU epeHInpPOBKY HEKOTO-
PBIX TUIOB TKaHeH. DKTONMMYecKas IKCIPeccusi TeHOB
KNOX npuBomuT x aenuddepeHIpoBKe U BO300-
HOBJICHUIO ITposiuepanuy KIEeTOK, CIeJCTBUEM KO-
TOPOW SIBJISIETCS pa3BUTHE SKTOMMYECKAX MEPUCTEM.
Ha ocHoBanuu aToro ¢akra, no KkpaiiHeir Mmepe, He-
kotopsie reabl KNOX kitacca | MoryT ObITH OTHECE-
HbI K OHKOreHaM pacreHuil. ['ensl MEISmnexkonura-
rounux, oau3kue K reaam KNOX (Burglin, 1997), siB-
JSIFOTCSL IPOTOOHKOI'€HAaMH, MX aKTUBHOCTbH Hal-
JIFOlaeTCs IPU Pa3BUTUU JIEHKEMUU U HENPOOIacTo-
Mmbl (Geerts et al., 2003). B onyxonsix y pacreHuit
TaK>XKe BbISIBJIEH IOBBIIICHHBI YPOBEHb 3KCIpeEc-
cun renoB KNOX (Feng, Kung, 1994; Harrar et a.,
2003; Leeet al., 2004).
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I[TOICEMEVICTBO TEHOB WOX

IMoacemetictBo reHoB WOX yHHKAIBLHO TSI pac-
TEHWi1, UX TOMOJIOTOB Y IPYTUX 3YKapHOT HEe OOHApY-
keHo. Y A. thaliana x memy oTHOcsTCs reHsr WUS 1
WOX2-9 (Haecker et al., 2004). I'eabr WOX ygacTBy-
IOT B MOJJIEP>KaHUU MYJIOB CTBOJIOBBIX KIIETOK MEPH-
cTeM W B KOHTposie aMmOpuorenesa (Haecker et al.,
2004; Wu et a., 2005).

I'en WUS HaumHaeT SKCIpPEecCHpOBATHCS Ha
16-k71eTOYHOM CTaguM 3apofbllia B KIETKax, Jalo-
X Havao TKausM creoist (Mayer et al., 1998), u na
NOCTAIMOPUOHANILHON CTaul pa3BUTUSI — B IEH-
TpanbHOil 30He AM mo6era (Haecker et al., 2004).
denoTun MyTaHTOB ¢ oTepei (pyaknun reaa WUS
CXOJICH C TAaKOBBIM StM: y HUX MPOUCXOAUT OBICTpOE
npekpaienue pa3sutusa AM nobera 3a cuet norepu
myJia CTBOJIOBBIX KieTok (Laux et a., 1996). dpyroii
(pyHK1IMEI 3TOrO reHa sIBlIsieTCsd KOHTPOIIb crienupu-
kauuu kiaetok AM no6Gera. Tak, skTonmdeckast akc-
npeccust reHa WUSB KOpHSIX TpaHCTeHHBIX PaCTeHUN
A. thaliana mpuBoamiIa K (YOPMUPOBAHUIO HA KOHYH-
KaxX KOpHEN 3eJIeHBIX JINCTOMOAOOHBIX CTPYKTYP, CO-
fepKamux crnenuuyHbIe 715 TUCTHEB TUIIBI KIETOK
(TpPUXOMBI, YCTHHIIA), & TAK3KE BbI3bIBAJIA HHTYKIUIO
akcnpeccun reHa CLV3. Pacrtenus, Hecymue TeH
WUS o maRynm6ensHbIM TpoMoTopoM u TeH LFY
nop mpomotopoM 35S CaMV, hopmupoBanu Ha KOp-
HE [BETKM HOPMAIBHOTO IHMKJINYECKOTO CTPOCHHUS
(Galloiset a., 2004).

Tpauckpunuuonsslii paktop WUS sBrsieTcst pe-
TYJISITOPOM 3KCIIPECCHU Psiia TEHOB, CBS3aHHBIX C
pa3BUTHEM MEPUCTEM U OTBETOM Ha (PUTOrOPMOHBI.
Amnanu3 npocunent axkcrpeccun AM mobera y TpaHc-
reHHbix pacrenmit A. thaliana ¢ uHgynubenbHOI
akcnpeccuern reHa WUS mo3Bommii 0GHapyKuTh,
YTO TpaHCKpUNIUOHHLIN dakTop WUS HeratupHO
perynupyer okcnpeccnio 44 pa3nMYHBIX TEHOB
(Leibfried et al., 2005). OngHol U3 €ro MUILIEHEN SIB-
asetcst ren CLV3, kogupyronmii ceKpeTOpHbIN Oe-
JIOK, KOTOPBIA 3aIlyCKaeT aKTUBHOCTb PELECITOPHON
kuHa3bel CLV1-CLV2. B To Xe BpeMmsl aKkTHBaIWs
3TOH KMHA3BI penpeccupyeT akcnpeccuto reHa WUS
TakuM 00pa3oM OCYHICCTBIISISI HETAaTHBHYIO OOpart-
HYyIO cBsi3b B peryisitopaom iyt WUS-CLV (Schoof
et a., 2000). K renam, skcpeccust KOTOPBIX peryJi-
pyeTcst TpaHCKpUIMIUOHHBIM (hakTopoM WUS, oTHO-
csrest Takke redbl ARR A-tuma — ARRS-7 u ARRIS
(Leibfried et al., 2005), mpoayKThl KOTOPBIX SIBIISIFOT-
csl KOMIIOHEHTaMH KacKaja CHTHATBHOU TPaHCAYK-
LM IPU OTBETE HA IUTOKUHUH U OCYILIECTBISIOT pe-
mpeccuio NUTOKUHIUHOBOTrO oTBeTa (TO et al., 2004).
WUS-3aBucnmas penpeccusi reioB ARR A-tuna ycu-
JIWBaET Nepefavy curaajga [UTOKHHIHOB B AM moGe-
ra; AefCTBUTENBHO, noTeps ¢pyHknuu rena ABPHYL
KYKYpY3bI, MPOAYKTOM KOTOpOTO siBisiercss TeH ARR
A-tuna, npuBoguT K runepTpocpun AM moGera
(Giulini et a., 2004).
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Okcnpeccus rena WUSB cBoto ouepe/ib HaXOUTCS
NIOJ{ KOHTPOJIEM IIEJIOTO psiga pakTopoB. Bo-mepBbIx,
K HEraTHBHBIM PETYISATOpPaM €ro 3KCIpPeccud OTHO-
curcsa knHaza CLV 1-CLV2. Hanmane HeratuBHOM 00-
paTHo1 cBsi3u B perynsitopHom nyta WUS-CLV orpa-
HUYMBAET pa3Mep Mysla CTBOJOBBIX KieTok B OILJ
(Schaoof et a., 2000). Myrtauuu ¢ otepeit pyHKIMNA
nrob6oro u3 reroB CLV mpuBOAsAT K pacmimpeHuro
30HBI 3Kkcnpeccuu reHa WUS, pesynbraTomM 4ero
SBJISIETCS YBEJIMYEHUE MyJia CTBOJIOBBIX KJIETOK U
pa3mepoB AM no6Gera (Clark et al., 1995). K pery-
ngTopam akcrupeccnn WUS Takke OTHOCATCS TeHBI
AG (AGAMOUYS) u LFY (LEAFY), xoTopbie penpec-
CHPYIOT €TO0 NPH Pa3BUTUH (PIOPATBHON MEPHUCTEMBI
(Lenhard et a., 2002).

T'ern WOXS5 skcnpeccupyeTtcst B kinetrkax [11] u He-
00XOIM IS TIOJi/Iep>KaHMS IyJIa CTBOJIOBBIX KIIETOK
AM xopns, ananornuno rery WUS B AM moGera
(Haecker et a., 2004). Oprosor rera WOX5 — QHB
(quiescent-center-specific homeobox) 6w oGHapy-
keH y puca (Kamiyaet al., 2003).

T'en WOX9, takxke HasbiBaemblii STIP (Simpy),
BaxKeH Jj1s1 pa3BuTus Kak AM mobGera, Tak u KOpHSI.
Ero skcnpeccust OOHapy:KeHa B allUKaJIbLHOM JOMEHE
pa3BuBatomerocst 3apojbiima, AM mobera u KOpHS,
JIMCTOBBIX MPUMOPAMSX U opraHax npetka (Haecker
et d., 2004; Wu et al., 2005). [Iast MyTaHTOB C MOBBI-
IIEeHHBIM YpOBHeM 3Kkcnpeccnu reHa WOX9 xapakrep-
HO aHOMAaJILHOE ‘‘BOJTHUCTOE’ CTPOEHUE JINCTA 33 CYET
aKTUBAIAHN JIETIEHNUS KJIETOK B JINCTOBOM IUIACTUHKE, a
TakXe MHTEHCUBHOE noberoobpaszoBanue. B To ke
BpeMsi y MyTaHTOB Stip ¢ moTepeil (PyHKIUK 3TOTO Te-
Ha HaOIroaeTcs 3aepsKKa pa3BUTHUS U THOENb Ha IM-
OpHOHATHLHBIX CTAUSX UM HA cTaguy mpopoctka (Wu
et a., 2005). B AM noGera 3THX MyTaHTOB CHUXKEHO
YUCIIO KIIETOYHBIX IEJICHUN M OTCYTCTBYET IKCIIPEC-
cust reHoB WUSu CLV3, 94T0 cBUIETENIBCTBYET O POITN
reHa WOX9 kak perymnsropa akcnpeccun WUS u ero
NEPBOCTENICHHOM 3HAYCHUH B MOJIeP>KaHUU MOMYJIs-
1 cTBONTOBBIX KiteTok (Wu et a., 2005). B AM kopHhst
MYTaHTOB Stip Pe3KO MOHIKEH YPOBEHb KJIETOYHBIX
[EJEHUI1, YTO MPUBOJHUT K OBICTPON OCTAaHOBKE POCTA
riaBaoro kopus (Wu et al., 2005).

Hrak, ognoit 3 ynkumit reroB WOX sinstercst
Mofiep>KaHue IMyJIOB CTBOJIOBBIX KJIETOK B MEpHCTe-
Max. DKTONMYecKasi 3KCIPeccyst ITUX TeHOB He PUBO-
[UT K aKTUBAIWK Mpoimpepanui KIETOK, HO MOXKET
BBI3BaTh Aean(epeHIupOBKY TKaHEH W coMaThde-
CKMI1 9MOpHOreHe3 y 9KCIUIAaHTOB iN Vitro (Zuo et d.,
2002). O6 n3meHeHnn ypoBHs aKcnpeccun reHoB WOX
[IPH Pa3BUTHH OMYXOJIEH Y pACTEHUI JAHHBIX HET.

OITYXOJIN BBICIINX PACTEHUU
KAK MOJEJIb B TEHETUKE PA3BUTUA

Onyxoneo0Opa3oBaHue — OfiHA U3 MOAEJEH, HUcC-
MMOJIB3YEMBIX TSI U3YUCHUSI TEHETUIECKOTIO KOHTPO-
751 geneHuss U AudPepeHINPOBKU KIETOK BBICIINX
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pacrenuii. [IpuynHoil nepexofa K OIyX0JIE€BOMY PO-
CTY MOTYT OBITb MyTalli¥ IO FeHaM, JeACTBYIOIIAM
Ha Pa3HBIM YPOBHAX KOHTPOJIA IEJIEHNUS KIIETOK.

Onyxonu BBICIINX PacTeHUll MOXKHO pa3fie/IuTh Ha
iBe Goublime rpynmbl. K nepBoit OTHOCSTCS OMyXOJH
WHAYIUPOBAaHHbIC, BO3HUKAIOIIWE IPH B3aUMOJEH-
CTBMU C IaTOr€HaMU — GaKTepUsiMH, BUpycaMu, rpubda-
MU, HEMaTOJlaMH, HACEKOMBIMU. Y MHOTHX aTOTE€HOB
pacteHuil 6bIn OOHAPY>KEHBI FeHbI, TPOAYKTHI KOTO-
PBIX Y4aCTBYIOT B METa00Iu3Me IIUTOKUHIHOB U ayK-
CHHOB; U3MEHEHNe OallaHCca 3THX TOPMOHOB B TKaHSIX
PACTEHUS-XO35IMHA SBJISIETCS OCHOBHBIM MEXaHU3MOM
WHAYIMPOBAHHOTO OmyxosieoOpa3oBaHus (Jameson,
2000). Ponb yy>kepOogHbIX T€HOB B KOHTPOJIE TOPMO-
HAJIBHOTO OanaHca ¥ JIeleHUs] KIETOK PacTeHUI Hau-
Oonee xopowo u3ydyeHa Ha npumepe reHos T-JTHK
Agrobacterium tumefaciens u Agrobacterium rhizo-
genes (Escobar, Dandekar, 2003). Bo Bropyto rpymmy
BXOMST CIOHTaHHbIE OIyXOJU, Pa3BUTHE KOTOPBIX
3aBUCHT OT T'eHOTHIAa caMoro pactenms. OpHON U3
0o0IMX XapaKTEepUCTHK CIOHTAHHBIX U HMHAYLIHPO-
BaHHBIX OIYXOJICH PACTEHUN SIBISIETCS WU3MEHEHUE
GanaHca UUTOKMHUHOB U ayKCMHOB U CIIOCOGHOCTD K
ropMoHoHe3aBucuMoMy pocty (Ahuja, 1998; Jameson,
2000; Frank et al., 2000; Harrar €t d., 2003; Lee et d.,
2004; Matveevaet al., 2004). Kpome Toro, B onyxo-
JSX Pa3HOro HPOMCXOXKAEHUS OOHAPYKEH IOBBI-
LIEHHBI YPOBEHb 3IKCIIPECCUU I'€HOB KJIETOYHOTO
nukna (mukauaoB u CDK), mepucremocnenudguy-
HbIX (KNOX) u ropmoHoperynupyeMbix reHoB (ARR
A-tuma u Aux/IAA) (Bird, Koltai, 2000; Wang et al.,
2001; Harrar et a., 2003; Lee et al., 2004; Osipova
et al., 2006).

K HauGoiiee n3BECTHBIM MPUMEPAM CIIOHTAHHOTO
omnyxosieo0pa30BaHusl y PACTEHUIT OTHOCSITCS OMyXO-
nu y MexkBuoBbIx TuGpumoB Nicotiana (Ahuja, 1998),
TpaHcrennbix pacrenuii N. tabacum c cynpeccueit
tpanckpunuuu rena CHRK/ (Chitinase-like Receptor
Kinase) (Lee et a., 2004), myrantoB tsd (tumorous
shoot development) u pas (pasticcino) Arabidopsis
thaliana (Frank et a., 2002; Harrar et al., 2003), un-
Oopennbix aunMit Raphanus sativus (HapOyr, 1966;
Matveeva et a., 2004). OcraHoBUMCsI MOAPOGHO Ha
onyxosneoGpa3zoBanuu y myranTos A. thaliana u uH-
OpenHbIX TUHUN peauca.

OITYXOITEOBPA3YIOIIME MYTAHTDBI
Arabidopsis thaliana

Y A thaliana o6pa3oBaHue onyxoueit, CmoCOOHBIX

K TOPMOHOHE3aBHCHMOMY POCTY, BIIEPBBIE BBISBIIC-
HO KaK pe3yJIbTaT COMaTHYECKUX MYyTaIil TP Y-00-
ayqyernn (Campell, Town, 1991). B nanbheiimem 14
OIYXOJIEBBIX JJUHUI ObLIN MOJIYYEHBI IPH 00paboTKe
IpOpaCTAlOIIUX  CEMSIH  STHIMETaHCYJIb(OHATOM
OMC) (Frank et a., 2000). OTnebHbIE TPOPOCTKH
JIEMOHCTPHPOBAIIN CHOHTAHHYIO e hepeHIpOB-
Ky TKaHEH BCKOpe NOCJe MpOopacTaHus U B JalbHEH-
IIeM MOIePXKUBAINCh Ha OE3rOPMOHANIBHON cpefie
OHTOTEHE3 Ne 6
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KaK aKTHBHO PO EepUPYIOLIHI TOPMOHOHE3aBUCH-
Mblil Kannyc. HekoTopble auHuM Kaninyca ObLIU CIO-
COOHBI KO BTOpHYHON JudepeHIpoBKe KOpHEN
unm no6eros. [TokazaHo, 4TO OONBIIMHCTBO KOPHEOO-
Pa3yIoMX JUHAN MMEIOT MHOTOKPATHO IOBBIIICH-
HBIIl YPOBEHb CBOOOTHON MHAOJIMIYKCYCHOIN KUCIOTBI
(MYK) u ee koHbIOraToB. Pe3kK0o noBblllIeHHAsT KOH-
LEHTpalysl IMTOKVHIHOB Oblila BBISIBJICHA Y OJHOM
JUHAY, HECHOCOOHON KO BTOpHWYHON fucdepeHim-
POBKe; 03%e ObUIO MOKAa3aHO, YTO 3Ta JIMHUSI IMEET
NOHMXXEHHYIO aKTUBHOCTh LUTOKMHUMHOKcuAas. Ilo-
IIBITKY pereHepupoBaTh pacTeHuUsl U3 MoOero- u Kop-
HeoOpa3yloNMX KajIycoB HE JaBajil pe3yJbTaToB.
Tonbko U3 ogHON NMHUK TOOEro00Opa3yIOLIETro Kall-
nyca ObUTH pereHepUPOBaHbl (PepTUIILHBIE PACTEHNUS;
TeHeTHYECKUIl aHallu3 TOKa3all, YTO CMOCOOHOCTh K
CIIOHTAaHHOMY O0pa30BaHUIO NOOEroo0pas3yroLero
KaJljlyca ONPEEseTCs PEeUeCCUBHON MyTanuen, Ko-
Topas Oblla KapTHpOBaHa BO BTOPOHl XpOMOCOME
(Frank et a., 2000). YpoBHE 3Kcnpeccnl HECKOIBKUX
FeHOB NMepBUYHOTO OTBeTa Ha aykcuH (IAA/, |1AA2),
kaetounoro nukia (CDKA, CycD3) u mepucremo-
cnerupnaabix TeHoB (STM, KNAT/) 6putn mpoaHa-
JU3UPOBaHbl y MyTaHTHBIX JIMHUI Kamnyca. HekoTo-
pble JIMHUU KOpHEeoOpa3yrolero u HegudggepeHnu-
POBAHHOI'O KaJuIyca MMEJH NOBBILIECHHBI YPOBEHb
TparckpunToB |IAA1 u IAA2, Bce nuHNEI MO6Er0006-
PasyIolero Kajujayca — MOBBIMICHHBIN YPOBEHb 9KC-
npeccun TeHOB KNAT/ n STM. [171s1 HEKOTOpBIX JIH-
HUANA TakXe OblI OTMEYEH IOBBIIICHHBII YPOBEHBb
akcnpeccun rera CDKA, ypoBeHb aKcrpeccuy reHa
CycD3 y onyxoJIeBBIX JUHWI HE OTINIATICS OT JUKO-
ro tumna (Frank et a., 2000).

B panbeitmiem y Arabidopsis thaliana 6bum
UIeHTU(PUIMPOBAHBI elle [IBe TPYIIbI ONMyXOJIEeBbIX
MYTaHTOB CO CXOAHbIM (peHoTHIOM — tSd u pas (Faure
etal., 1998; Frank et a., 2002). OnyxoneoOpa3oBanue
y MyTaHTOB {Sd 1 pas HaunMHaeTCsl BCKOpe Mocie Mpo-
pacraHuss u 3aTparuBaeT AM molera, JNHCTOBbIE
NPUMOPJUN U TKAHU TUMIOKOTWIIS. B pe3ynbrare my-
TaHTBI Pas u tSd JeMOHCTPUPYIOT pe3KO MOHMXKEH-
HYIO >KH3HECIIOCOOHOCTb M MOTYT IOfAJEeP>KUBATHCS
TOJILKO B KYJIbType in Vitro. Pa3sutue myranTos tsd
OCTAHABJIMBAETCS HA CTAJMU MPOPOCTKA, MYTaHTbI
pas MOryT focTUraTh CTafiuy LBETECHUS U laBaTh CTe-
puibHbIE IBETKH. [1eheKThl pa3BUTHSI HAOMIOAAIOT-
cs y myTaHToB tsd/, ts02 u tsd3 maumHast ¢ mo3gHUX
SMOPHOHAJBHBIX CTAU; OCIE IPOPACTAHUS Y NTPO-
poctkoB tsd Ha Mecre AM mnoGera ¢opmupyercs
KaJuryconofgoOHast OIyXoJieBasi TKaHb, CIIOCOOHAs KO
BTOpUYHON AU epeHInpoOBKe IJIUCTONOJOOHBIX
crpykryp (Frank et al., 2002). Inst MmyTanToB pas xa-
PaKkTepHbI MEHEE BhIpaKeHHbIE eeKThl Mopdore-
He3a, yeM i tsd. derorun npopocTkoB pas/, pas?
1 pPas’ HamOMHMHAEeT TaKOBOW pacTeHU IUKOro TUMa,
BbIpAIL[EeHHBIX Ha CPEfie C MOBBILICHHBIM COflePKaHu-
€M LUTOKHMHUHA: [JI1 HUX XapaKTepeH KOPOTKUU U
TOJICTBII I'MIIOKOTUIIb, U3MEHEHHasi (hopMa ceMsiio-
Jel, OTCYTCTBUE aNMKaJIbLHOTO KPIOYKa IpU BhIpa-
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IMBAaHUM B TEMHOTE. [ MCTONOTMUYECKHN aHAIIN3 TO-
KazaJ, YTO THIOKOTUIIb IPOPOCTKOB Pas/ MMeeT J0-
MOJIHUTEJIBbHBI NOBEPXHOCTHBIA CIOH XaOTUYHO
PACIONOXEHHBIX, aKTUBHO JACISIIIMXCS KIETOK, K-
TONNYECKHUE 30HbI KIIETOUHBIX [ICJICHUI B SNIUICPMU-
ce M NEPBUYHON KOpE, a TaKXKe MOHMXEHHBIN ypo-
BeHb KJeTOo4YHOoW apresmu. CTpoeHHe anmKadbHOM
MEpHUCTEeMBbI Mobera y MyTaHTOB Pas OoueHb BapHa-
0eJIbHO: OT IIOJTHOI'O OTCYTCTBHUS 10 OYEHb OOJIBIIIOTO
pa3mepa (Faure et al., 1998). OcoGeHHOCThIO 06enx
IPYIII MYTAaHTOB SIBISIETCSI OTCYTCTBUE W3MEHECHHS
YPOBHEW ayKCHHOB M LIUTOKWHUHOB B TKaHSIX. B TO
3Ke BpeMsi MyTaHThI tS0 1 pas pearnpyror Ha 9K30TeH-
Hble IUTOKMHUHBI YCHIICHHEM Nponudepanuu Kie-
TOK B runokorune u AM nob6era (Faure et a., 1998;
Frank et a., 2002). ¥ 2TuX MyTaHTOB MOBBIIICH YPO-
BEHb 9KCIPECCHN T'€HOB NEPBUYHOIO OTBETa HA LH-
tokuHIHbI ARRS 1 ARRG. Y myTtanTOB tSU TakKe mo-
BBIIIIEHA 3KCIPECCHs] TEHOB MEPBUYHOTO OTBETA HA
aykcuubl |AA] u |AA2 (Frank et al., 2002; Harrar et al.,
2003) u CKIl/, mpolyKTOM KOTOPOTO SIBIISIETCST OJIMH
U3 pelenTopoB K HUTOKWHNHY. PaHee ObII0 moKasa-
HO, 9TO cBepxakcnpeccust reHa CKl/ y TpaHCreHHBIX
pacrenuii A. thaliana BeI3bIBaeT IMTOKNHUHOHE3ABH-
cumyro nponudepanuto kamryca (Kakimoto et al.,
1996). Takum oOpa3oM, OfgHOW W3 (PYHKIMI T€HOB
TSD MokeT GbITh HeTaTHBHAS PETYJISIIUS SKCIpec-
CHUM I'eHa HUTOKMHUHOBOrO penentopa CKl/. Y my-
TaHTOB Pas HaONIOfaeTCs] MOBBILICHHBIH YPOBEHb
9KCIPECCHH psifia TeHOB KieToyHoro nukia (CycD3,
CycBI, CDKA) (Harrar et a., 2003), B To ke Bpems
ypoBeHb aKcnpeccun reHoB CycD3 y myTanTOB tSd He
otimuanca or gukoro tuna (Frank et a., 2002). Y
006€uX IPYII MyTaHTOB BBISIBJICH MOBBIIIEHHBIH YPO-
BeHb aKcnpeccun reHoB KNOX kmacca | (STM,
KNAT/, KNAT2, KNAT6). Beiio noka3aHo, 4TO B Me-
pUCTEMaTHYECKUX 30HAX KaJUTyCOMOAOOHBIX CTPYK-
Typ, 3aMemaromux AM MmyTaHTOB tSd, ecTh HECKOIIb-
KO 0YaroB NMOBbIeHHOM 3Kcnpeccun reHoB KNAT/ u
KNAT2, coBmaparomux ¢ 30HaMi aKTUBHOW IMPOJIH-
tepanuu knetok (Frank et al., 2002). TeficTBue cuiib-
HOTO MYTaHTHOTO ayljiesisi St MoXeT ObITh cylpec-
cupoBano myranueit pas?2 (Harrar et al., 2003). Takum
o6pazom, pyrkims renoB PASu TS npennonoxku-
TEJIBHO CBSI3aHA C HETATUBHOM PEryJssuueii aKkcnpec-
cuu renoB KNOX.

Hudopmanyum o nocieoBaTeIbHOCTA U (DYHKIMA
reHoB TSD He monydeHo. I3BeCTHO, YTO MPOAYKTOM
reHa PAS/ sBnsieTcss GeloK U3 ceMelcTBa MMMYHO-
(punnuHOB, OoTHOCsmuiCH K moacemeiictsy FKBP.
NMMyHODUIIIIIHBI BCTPEYAIOTCSl ¥ BCEX 3YKApUOT 1
BBINOJIHAIOT Pa3HOOOpa3Hble (PYHKIUH B KJIETKe. Y
A thaliana BeIsiBIeHO 52 ”MMyHODWIIIIAHA, IS He-
KOTOPBIX M3 HUX NIPEJIIOIAratoTCs BaXKHbIe (DYHKIINN
B KOHTpOJIIE Pa3BUTHUSI PACTEHUIl: HAIIPUMEP, OTEPst
(pyHKIMM OTHOTO U3 TeHOB IMMYHO(DMIIITHHOB — TWD
(Twisted Dwarf) mpuBonuT K cepbe3HbIM eeKTaM B
KOOpAAMHUPOBAaHHOM pocre TKaHeil (Scheidt et al.,
2006). Momnekyna Oenka PASl cogepxur Tpu
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FKBP12-nmomo6ubix moMeHa B N-KOHIIEBOI 4acTu U
TPR-MOTHB, OCYIIECTBISIONUN (PYHKIUIO OEOK-
O€eJIKOBBIX B3anMojeicTBUi B C-KOHI[EBOM JOMEHE
(Smyczynski et al., 2006). MyTanuu, HapyIaoIue
cTpyktypy C-koHueBoro nomena 6enka PASI, npu-
BOJAT K aHOMAaJIMSM Pa3BUTUS, TUIMYHBIM IJI MYy-
TaHTOB Pas/. Brino mokazano, uro C-KOHIIEBOI J10-
MeH 6enmka PASI] ompepensieT ero pacmpeneneHue
BHYTPU KJIETKU U TpeOyeTcs M B3aUMOAEHCTBUS C
TpaHckpunuuoHHbIM (pakTopoM FAN (FKBP-Asso-
ciated NAC) w pmanpHeilero TpaHCIOPTa 3TOTO
dakTopa B sipo (Smyczynski et a., 2006). ITpucyrt-
cTBHE 000UX GEJIKOB OOHAPYKEHO B sifipax nmpoJiuge-
PHUPYIOLINX KIETOK, B TO K€ BPEMSI OHM OTCYTCTBYIOT
B sfpax KIETOK audpepeHupOBaHHbIX TKaHEW;
cepxnponykiust 60enka FAN moxeT cynpeccupo-
BaTh (PEHOTHUII MYTAHTOB Pas/ — 3T AaHHbIE IO3BO-
JSTIOT MIPENONIOKUTD, UTO 6enok PASI MoxkeT pery-
JIUPOBATh paboTy TPAaHCKPHUIIIMOHHBIX (DAKTOPOB Ce-
meiictrBa NAC B ofgHOM W3 HEW3YUYEHHBIX MyTen
KOHTPOJIs Ipostudepanuu KiIeToK.

IMpoaykroMm rena PAS? saBnseTcs Gemok cemeit-
crBa PTPL (Protein Tyrosine Phosphatase-Like) (Bel-
lec et a., 2002). Benku PTPL koHCcepBaTHBHBI ISt
BCEX 3YKapHOT, OOIIeH UX OCOOCHHOCTBIO SIBIISIETCS
MyTanuss B KaTaJUTHYECKOM CailiTe W OTCyTCTBHE
(ocdarazHoit akTUBHOCTU. Y KMBOTHBIX U JPOXK-
KEel 3TN OEeNKN HeOOXOMMMBI JIIS SKH3HECIIOCOOHO-
CTHU KJIETKH: HallpuMep, fiesiensi romonora rena PAS?
NPUBOIUT K JeTambHOMY addekTy y Sacharomyces
cerevisiae u BbI3bIBaeT Ae(PeKThI B qudPepEeHIIIPOB-
Ke Muopubpwin y miekomuraromux (Bellec et al.,
2002). Benok PAS2 Arabidopsis thaliana Bzaumopeii-
cTByeT ¢ pochopuanpoBaHHON (POPMOI ITUKIIMH3A-
pucumoit kuaaszsl CDKA, HO HecmocoOeH K B3anuMO-
AEeUCTBUIO ¢ ee He(pocOPMINPOBAHHON (POPMOI, B
TO Xe BpeMs noteps pyHkun reaa PAS2 npuBogut
K nedochopunupoBannio CDKA u morepe ee Ku-
naznoii aktuBHoctu (Da Costa et al., 2006). Takum
00pa3oM, ONyXoJeBblil (PEHOTHII MYTAHTOB Pas’ sB-
NsIeTCs Pe3yIbTaTOM CTUMYJISIIAN KJIETOYHBIX JieJie-
HUI 32 CUET MOBBIIECHUS KATATUTHIECKON aKTUBHO-
ctu CDKA. DT0oT (pakT MO3BOJISET MPEAIONIOXKNTD,
yto 6enok PAS2 u apyrue 6enku PTPL moryTt koH-
KYpHpPOBaTh C aKTUBHBIMHU (pocaTa3aMil B UX B3au-
MopelcTBun ¢ (pocOpUIMpOBaHHBIME CcyOcTpara-
MU, TaKuM 00pa3oM, aHTudocdaraza PAS2 moxer
ObITh anTaroHncrom ¢ocgarassl CDC25 B KOHTpO-
Jie KJIETOYHOTro IUKJa. [1J1s1 TPaHCTEHHBIX paCTEHUM
TabaKka C MOBBIIICHHBIM YPOBHEM 3KCIPECCUM TeHa
PAS2 nog mpomotopom 35S CaMV xapakTepHb 3a-
MEMJIEHHBIE POCT, Pa3BUTHE U [IeJICHHE KIETOK B CyC-
MEH3WOHHON KYJIbType, YTO TOATBEPXKAAET POJb Te-
Ha PAS? B HeraTBHOM KOHTpOJIE IEJICHUS KIETOK Y
pacrennii (Da Costa et a., 2006).

Wrak, u3yyenue onyxosieBbix MyTaHToB A. thaliana
MO3BOJIIIO OOHAPYKUTH IBa HOBBIX MEXaHMW3Ma Pery-
JISIAA KIICTOYHOTO IUKJIA PACTEHHM, OfJMH 13 KOTOPBIX
cBsi3aH ¢ perymsmued aktuBHocTn CDKA, a npyroit —
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TPaHCIOPTa TPAHCKPUIIMOHHBIX (DAaKTOPOB ceMel-
crBa NAC.

CIIOHTAHHOE OITYXOJIEOBPA3SOBAHUE
Y MHBEPEJHBIX JINMHWUN

CroHTaHHOE OmyXoJeoOpa3oBaHUE OINMCAHO Y
MHOTUX BHJIOB BbICIIMX pacTeHuil. PopmupoBaHue
OTmyXxoJieil OTMeYeHO Ha JTUCThsAX Thea Sinensis, cemsi-
monsx Pharbitis nil, 6okoseix moGerax Picea glaucan
Sequoia sempervirens, crpyukax Pisum sativum, 3assi-
3sx Sorgumbicolor (Ahuja, 1998). Tauuble 0 reHeTH-
YEeCKOM KOHTPOJIe ONyXoyieoOpa3oBaHHs COOpPaHBI
mast Pisum sativum (Nuttal, Lyall, 1964): pa3putue
OMyXOJIell Y ropoxa 3aBUCUT OT MOJIYTOMHUHAHTHOTO
reHa Np, Tokanu3oBaHHOTO B XpoMocome Y.

Y nepeKpecTHOONBUISIOIINXCS BUAOB HWHOPUAUHT
MPUBOAUT K TOMO3HUIOTH3AIUN PEECCUBHBIX MyTa-
LU, BKIFOYasi MyTallly 1O TeHaM, CBSI3aHHBIM C KOH-
TpoJneM AeneHns u nudepeHITupoBKN KiIeToK. O6-
pa3oBaHMe OMYyXOJel OTMEYEHO JIJIsi THOPEIHBIX -
Huit Melilotus alba (Ahuja, 1998) n Raphanus sativus
(Hap6yT, 1966).

I'enetnyeckas Koyteknus peauca (Raphanus sati-
vus var. Radicula Pers.)) 6n11a 3anoxena B 60-x IT.
XX B. IyTEM CaMOOTIbIIICHUS] MHANBUAYATIbHBIX pac-
TEHUH TPEX COPTOB U B HACTOSLEE BPEMS BKIIFOYAET
B ce0s 33 BbICOKOMHOpPENHbIE JINHUY, [JIs1 MHOTHX W3
KOTOPBIX XapaKTePHbI pa3IMuHble HAPYILICHUS MOP-
¢orenesa (Matveeva et al., 2004). OnHoit U3 aHOMA-
T pa3BUTHUS Y MTHOPEHBIX JTMHUT peauca sSBIsSeTCs
onyxojeoOpa3oBanue (HapOyt, 1967): y gecsatu uH-
OpefHBbIX JIMHUU pENHuca BbISBICHO OOpa30BaHUE
ONyXOJieil Ha KOPHEIJIOfe B MePHO/] IIBETEHUS C Yya-
croroit 50% u 6onee (HapOyT u fip., 1995) (puc. 3, a),
y OHOW JIMHUM OTMEYEHO OOpa30BaHME SKTONUYE-
CKUX MEPHCTEM M3 TKAaHEW CTEHKH 3aBsi3u — TaK Ha-
3bIBaeMble u3pactanus 3aBs3u (Osipova et al., 2006)
(puc. 3, 6). Onyxoau Ha KOPHEIUIOAAX Peirca BO3HU-
KaloT B pe3yJibTaTe aKTUBHOW Mpoiudepanun Kie-
TOK JipeBecMHHON napeHxuMbl (Mneuna u ap., 2006).
ITpuunnoil onyxoneoOpa3oBaHus y UHOPEIHBIX JU-
HUH pefuca sIBISIeTCs U3MEHEeHne GajlaHca IUTOKU-
HUHOB 1 ayKCHHOB. BbII10 0GHapyXeHO, YTO YPOBEHb
CBOOOJIHOTO 3€aTHHA B TKAHSIX OMYX0JIEOOPa3yOIINAX
JVHAN B HECKOJIBKO Pa3 BBIIIE, YeM B TAKOBBIX 0€3-
OIIyXOJIEBBIX, B TO € BpeMs IpH 0OpPa30BaHNHU OIIY-
XOJIEHl Ha KOPHEIUIOfiE peauca HaOII0JaeTcsl CHIKE-
Hue Kouuentpamuu MYK (Matveeva et a., 2004).
Tpanchopmanus 6e30MyX0IeBbIX JUHUI pefuca re-
HOM GHOCHHTE3a IUTOKMHIHOB i pt A. tumefaciens u re-
HoM rolC A. rhizogenes, npenoaoKUTEeNbHO y4acT-
BYIOILIMM B KOHTpPOJIE MeTa0oIn3Ma 1 epegaye Chr-
Haja IUTOKUHUHOB, TOXE NPUBOJUT K Pa3BUTHUIO
onyxoneit (Pponosa u ap., 2004; Honyesa u ap.,
2005). Ananoruysblii 3¢¢ekT HaOmrofancs Npu
AJIATEIBHON 00paboTKE MONOABIX pPACTEHUN O€301y-
XOJIEBBIX JIMHMI pepuca yuTokuHuHamu (MnbuHa n
ap., 2006).
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Puc. 3. OnyxoneoGpa3oBaHue y HHOPEIHBIX TUHAN PEArca: a — ONMYXOJIb Ha KOPHEIUIOAEe, 6 — U3pacTaHue 3aBsi3u.

OKCIUIaHThI OMyXO0JICOOPA3YIOIIKX JIMHUI penyca
XapaKTEepU3yIOTCd TMOBBIIIEHHOW YYBCTBUTEIHLHO-
CTBIO K INTOKMHMHAM U aykcnHaM (by3oBkuHa 1 fip.,
1993a; Lutovaet d., 1997, MatseeBa u fip., 2000), a Tak-
>Ke TIOBBIIIEHHBIM KalllTycOOOpa30BaHMEM Ha cpefiax ¢
IUTOKUHUHAMU U B 6€3ropMOHabHOM cpefie (JIyToBa u
np., 1994; Unwuna u ap., 2006). [1pu perenepaiuu pac-
TEHUI pefrca U3 N30IMPOBAHHBIX alleKCOB Ha CPefiax C
UUTOKHHUHAMH Y MOJIOZIBIX PacTE€HUIl ONyXOJEBbIX JIU-
HHI pa3BUBAIOTCS OIYXOJIH, CIIOCOOHBIE K TOPMOHOHE-
3aBucuMoMy pocty (by3oBkuHa u ap., 19936).

Y onyxoneBbIX JIMHAN pefrca OOHAPYKEHO MOBbI-
LIEHUE YPOBHS 9KCIPECCUH FeHa NEPBUYHOTO OTBETA
Ha nuToknHuH RSARRS npu KynbTHBanum pacTeHui
Ha IUTOKMHUHCOMEPKAIUX Cpefiax, YTO CBUIETENb-
CTBYeT 00 yCHJIeHNH IUTOKUHUHOBOTO oTBeTa. Kpo-
M€ TOTO, y JUHUH C HanOOJbIIEH YaCTOTOM OMyXOoe-
00pa3oBaHUs BRICOKUT ypOBeHB akcnpeccnu RSARRS
B TKaHSX pacTeHUil HaOIIOAaeTCsl MPHU OTCYTCTBUM
UUTOKMHUHA B CPeJie, UTO MO3BOJISIET MPENNONOKUTD
KOHCTUTYTHUBHYIO aKTHUBAIMIO OTBETA HA [UTOKUHUH
(Homyesa, 2007). B TkaHgx onyxoJeil Ha KOpPHETIO-
fax W OMyXOJleH, MHAYUMPOBAHHBIX IUTOKMHUHOM Y
pacCTEeHU-pEr€eHEPAaHTOB pefKca, HAOMogaeTcs mo-
BBIIICHHBIN ypoBeHb 3Kcnpeccuu rena RSCycD3 u re-
Ha KNOX kmacca | RsKNAT/ (Homyesa, 2007). Ha
PaHHHUX CTagusIX pa3BUTHUS B KOPHEIUIOfAaXx pefuca
akcnpeccust reHoB RsSCycD3 u RSKNAT/ npencrasie-
Ha Ha HU3KOM YPOBHE, a pe3Koe ee MOBBIIICHUE Ha-
OuroaeTcs Npu nepexofe K IBETEHUIO, T. €. Ha CTa-
WU, KOTja MPOUCXOAUT aKTUBALUS JIETIEHUS KIETOK
B IPEBECHHHOI NapeHXNMe KOPHEIUIONa W MHAYKIIHS
onyxoneoOpa3opanus. IIpeanonaraercs, 4To ycune-
Hue skcnpeccun RSKNAT/ B KopHemofax onmyxoJe-
00pa3yIoIIKX JIUHUI SBISETCS NPUUNHON MOSBICHUS
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0YaroB MEPUCTEMATHIECKON aKTUBHOCTH B TAPEHXH-
Me, a TaKKe MOBBIIEHHOTO COIep>KaHUsT MUTOKUHU-
HoB (Honyesa, 2007). B uzpacraromnux 3aBs3sx peu-
ca Tak>Ke OTMEUEH IOBBIIIEHHBIN YPOBEHB 9KCIIpec-
cun reHoB RSCycD3 m RSKNAT/ mo cpaBHeHuio c
3aBs359MH C HOpMaJIbHON MOP(OJIOTHEH; KpPOME TOTO,
B HAX OOHapy>KeHa 9KTONMYIeCcKast IKCIIPECCusi TeHOB,
KOTOpbl€ B HOPME 3KCIPECCUPYIOTCS TONbKO B AM
nmo6Gera, — romosioroB reaoB STM u WUS RsSTM u
RSWUS (Osipova et a., 2006). BeposiTHO, 3KTONMAYE-
CKasl 3KCMPECCHSI ITUX TEHOB SIBIISIETCSI IPUUUHON Jie-
muPEepEeHIUPOBKY KJIETOK CTEHKH 3aBSI3U U BO3-
HUKHOBEHUST MEPUCTEM.

Hannune HECKOIBKUX YPOBHEH KOHTPOJISI TUIHY-
HO Ul KaCKAa[[HOW PEryJSIUU Pa3BUTUSI MHOTOKIIE-
TOYHBIX OPraHU3MOB. Y PpACTEHHIl MPEANOIaraeTcs
CYILIECTBOBAHKME TPEX OCHOBHBIX YPOBHEH KOHTPOJIS
KJIICTOYHBIX JICJICHUIT: PETyJISIus KIETOYHOTO IHUKIIA,
KOHTPOJIb Pa3BUTHS MEPUCTEM M (DUTOrOPMOHAIb-
HbBII KOHTPOIb pa3BuTusi. ONMUcaHbl B3aUMOJCHCTBUS
ME3K/y Pa3HbIMHU YPOBHSIMH PETYJISIUN ICICHUS KITe-
TOK Yy pacTeHuit: HampuMep, UTOKMHUHBI ¥ ayKCHHBI
PETYIMPYIOT KCIPECCHIO HEKOTOPBIX TEHOB KIIETOY-
noro nukia (Riou-Khamlichi et al., 1999; Roudier et dl.,
2003; Rashotte et d., 2003), reast KNOX 1 1uTOKMHM-
HbI TIO3UTUBHO PEryaUpYIOT Apyr apyra (Rupp et al.,
1999; Yanai et d., 2005), res WUSO3UTHBHO peryJin-
pyer umTokuHuHOBBIN oTBeT (Leibfred et a., 2005).
BzanmopeficTBist MeXJly pa3HbIMH KOMIIOHEHTAMU
KOHTpPOJISI JIEJICHUST KIETOK pacTeHHil 06pas3yroT
CJIOKHYIO PETYJSITOPHYIO CETh, N3MEHEHNsI B paboTe
JFOGOTO U3 3IEMEHTOB KOTOPOI MOTYT MPUBECTH K
onyxoJjeo0pa3oBaHuI0. B Hacrosiee BpeMst ONUcaHo
MHOXKECTBO TaKHX MPUMEPOB Y BBICIINX PACTCHUIL.
OnHOIT 13 OOIINX XapaKTEPUCTUK PACTUTEIBHBIX OITY-
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XOJIel pa3HOTO MPOUCXOXKJICHHSI SIBIISIETCS] U3MEHEHME
6anaHca IUTOKMHIHOB U ayKCHHOB, KOTOPOE MOXKET
3aKJIF0YAThCs B TIOBBIIIEHIN KOHIEHTPALMH UTOKH-
HUHOB 1 ( B psAfe ciydaeB) aykcuHoB (Jameson, 2000;
Frank et a., 2000; Harrar et d., 2003; Lee et d., 2004;
Matveevaet d., 2004) win B OBBILIICHAN YYBCTBUTEIb-
HOCTH TKaHell pacreHusl K 3TuM (puroropmonam (By-
30BKHHA U Jip., 1993a; Frank et d., 2000; Harrar et d.,
2003). dpyrum oOIImM NPU3HAKOM SIBIISIETCSI U3MEHE-
HHUE YPOBHEN 9KCIPECCUH TEHOB KJIETOYHOTO IUKJIA 1
T€HOB, CBSI3aHHBIX C KOHTPOJIEM Pa3BUTHSI MEPUCTEM.
Hanpumep, NOBBIIIEHHBI YPOBEHb 3KCIPECCUU Te-
HOB IUKIUHOB 1 CDKA 6b11 06HApY3KEH B OIyXOJISIX,
MHIYIUPOBAaHHBIX TAJIIIO00Pa3yIOMIMA OaKTE PUSIMHI
(De O Manes et a., 2001), CHIOHTaHHBIX OMYXOJISIX Y
myTtantoB A. thaliana (Frank et al., 2000, 2002; Harrar
et al., 2003), CHRK/-TpaHcreHHbIX pacTeHmil Tabaka
(Leeetal., 2004) u unOpenubIx aunuil peuca (Osipo-
va et a., 2006; TonayeBa, 2007). Dkcmpeccusi reHa
yarkanbHOro nukianHa GTCycC HabmromaeTcst TOIBKO
B OINYXOJISIX Y MEKBHAOBBIX rubpumoB Tabaka (Wang
et al., 2001). Bbicokmil ypoBeHb KCIPECCUH T'€HOB
KNOX koppenupyet ¢c o06pa3oBaHHeM OMyXOJIeH, NH-
NyUUPOBAaHHBIX HEKOTOpbIME TaToreHamu (Bird,
Koltai, 2000), omyxoneit y MeXBHAOBBIX TMOPHIOB
tabaka (Feng, Kung, 1994; Lee et a., 2004), myTan-
toB A. thaliana (Frank et d., 2002; Harrar et al., 2003),
CHRK/-Tpancrennbix pacrenmii Tabaka (Lee et a.,
2004) n wHOpenubix auHui penuca (Osipova et al.,
2006; onyesa, 2007). Takum o6pa3zoM, Omyxoiieod-
pa3oBaHKe Y pacTeHMIl MOXKET ObITh BbI3BAHO H3Me-
HEHWEM YpOBHEH 3KCIIPECCHH IIEJIOTO psijla TeHOB,
IPONYKTHI KOTOPBIX ACHCTBYIOT Ha Pa3HBIX 3Tamax
KOHTPOJISI IEJICHUS KIIETOK. ITO OOCTOSITETLCTBO 3a-
TPYAHSIET BLISIBJICHHE T€HOB, BIMSIOIINX Ha OMyXOJle-
oOpa3oBaHNE B clIydae MOJIUT€HHOrO0 KOHTPOIIS 3TO-
ro NpU3HAaKa, B YaCTHOCTH Y MEKBHIOBBIX TMOPUOB
Tabaka ¥ MHOPEOHBIX JUHMI pepuca. B To ke Bpemst
U3YUYEHUE OIyX0Ieo0pa30BaHus y pAaCTEHUI NO3BOIH-
710 OGHAPYKUTh HECKOIIBKO HOBBIX T€HOB, BOBJICUECH-
HBIX B PETyJSIIMIO KIETOYHBIX jeneHmit. Cpefu HuX
romonorn oukorenoB T-JTHK Agrobacterium rhizo-
genes, KoTopble ObUIM OOHApPY:KEHBI B TEHOMAX psijia
BuyoB Nicotiana (Intrieri, Buiatti, 2001), petentopHast
kuHaza CHRKI1 (Lee et al., 2003), ummyHODWILIMH
PAS] (Smyczynski et a., 2006), anutudocdarasa
PAS2 (Da Costa et d., 2006), 6enok Agrobacterium
rhizogenes ORF13, HanpsiMyto B3aMMOJICHCTBYFOIIIHIL C
6enkoMm PB pacrennii (Stieger et a., 2004) u 1. 1. Ta-
KHIM 00pa3oM, flabHEeNIIee H3yIeHHe OMyXOoJel BbIC-
X PpacTEHWIl MOXKET CYIECTBEHHO pAaCIIUPUTh
npejcTaBiIeHe O MEXaHU3MaX CUCTEMHOTO KOHTPOJIIS
JIeJICHUSI KIIETOK.
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Abstract—In higher plants, homeobox genes of the KNOX and WOX subfamilies plays a key role in mainte-
nance of the pool of stem cells, regulate proliferation, and prevent cell differentiation. It has been shown that
meristem-specific genes are regulated by phytohormones and affect their metabolism, specifically that of cyto-
kinins. Plant tumors are widely used as a model for studying the genetic control of cell division and differenti-
ation. The tumors induced by pathogens and genetic tumors, whose development depends on the plant geno-
type, are distinguished. The changes in the levels of expression of genes - regulators of cell cycle, meristem-
specific genes, and genes controlling metabolism and transmission of the signal of phytohormones were de-
scribed on tumors of different origin. The mechanisms underlying tumor formation in plants and animals were
shown to be similar, specifically as concerns the relationship between the genes - cell cycle regulators and tu-
morigenesis. In plants, transcriptional factors of the subfamily KNOX have similarity in structure and, suppos-
edly, common origin with transcriptional factors MEIS in animals, which are very active in neoplastic cells.
The review presents the characteristics of KNOX and WOX transcriptional factors, their functions in meristem
development, and interaction with the plant hormonal system. The role of homeodomain-containing transcrip-
tional factors in tumorigenesis in plants and animals is discussed. The role of meristem-specific genes and phy-
tohormones in tumorigenesis is discussed on the example of genetic tumors obtained by mutagenesis in Arabi-

dopsis thaliana and tumors in the radish inbred lines.

Key words: tumorigenesis, homeodomains, meristem-specific genes, KNOX, WOX, phytohormones.
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