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BBEJJEHVIE

Perynsiuusi KJA€TOUHBIX JeJNeHHN U JUPPEPEHIIUPOBKH SBJISETCA BaKHOM
COCTaBJIAIONIEH MPOLECCOB POCTA U PA3BUTHS pacTeHHH. XOTS B X0Jle pa3Bu-
TS CMIOCOOHOCTb K KJIETOUHBIM JICIEHUAM COXPAHSIETCS MOUYTH Y BCEX KHUBBIX
3peJibIX TKaHEH pacTeHWi, akTHBHAs TpoJaudepalns KJICTOK XapakTepHa s
oOpa3oBare/ibHbIX TKaHel pacTeHMd — MepucteM. [loanep:kanue akTHB-
HbIX KJICTOUHBIX JIeIEHUH, COXpaHeHHe 3anaca Helu(QepeHIIHPOBAHHBIX KJle-
TOK B MEpHUCTEMax PeryJjupyercss mepucreM-creuuduunbiMu renamu. Cpe-
AW HUX KJloueBbIMH reHamu  siasioress SHOOTMERISTEMLESS (STM)
u WUSCHEL (WUS), konupyioliie roMmeoloMeH- CojieprKallie TPaHCKPHUILH -
OHHble (hakTopbl, oTHOCALIMecs K rpynnam KNOX u WOX, cooTBeTCTBEHHO.

[en STM skenpeccupyetcs B KJIETKAX alMKaJbHOH MEPUCTEMbI U TPENSTCTBYET
ux auddepeHIpoBKe, a skcnpeccusi reHa WUS Habuonaercst B Tpymne KJIeTOK
LEHTPAJIbHON 30Hbl MEPUCTEMBI, «TTOOYKIAIOLIUX> K AKTUBHbIM JICJICHUSAM MPUJIe-
JKallne KJIeTKH MepucTeMbl. AKTHBHOCTB rera WUS HeoOxoauMa Jutst oJyie prKaHusi
3araca CTBOJIOBBIX KJIETOK B LIEHTPaALHON 30He MepucTeMbl nodera [28].

[EHbI FPYIIMbl KNOX Y PACTEHNN

Fen STM otHOocHUTCS K TOMEOJOMEH-COJEpKAlIUM TPAHCKPHUITLIMOH -
ubiM pakropam cemeiictBa TALE (Three Amino Acid Loop Extension).
B orsiMuMe oT THIHYHOTO roMeojoMeHa, COCTOsALEero U3 60 aMUHOKUCIIOT,
roMeoJOMeHbl TpaHCKPUNIKHOHHBIX hakTopos cemeiicTtBa TALE conepsxkat
3 I0MOJIHUTEIbHbIE AMHUHOKHUCJIOTHI.

Y pacrenuii cemeiictBo TALE npencraBsieno, riaBHbiM 06pa3oM, IByMst KJiac-
camu reHoB KNOX (KNOTTED 1 -like homeobox): KNOX [ u KNOX II. TTomumo
koncepsarusHoro JIHK-cBsisbiBaioniero romeogomena (HD) npoaykrbl renos
KNOX conepkar KNOX nomeH, HeoOXOmUMbIH ji/isi Ge/0K-6e/KOBbIX B3aUMO-
neiictBuil. Takxke B CTpyKType TpaHCKpUNUKMOHHBIX hakTopoB KNOX BbiiesisfioT
GSE (o6oratennblii amuHokucaotamu Gly (G), Ser(S), Glu(E)) u ELK (060-
rauteHHbl amuHokueaotamu Glu (E), Leu (L), Lys(K)) nomensr. [1peanosara-
emoil dyHkuunein GSE nomeHa siBsisieTcs peryJsiius cTabuIbHOCTH GeJika, moc-
KOJIbKY B 9TOM JlomeHe Jiokasnudyercess PEST nocienoBaresibHocTh (06oratiieHHast
amuHokucaotamu Pro (P), Glu (E), Ser (S), Thr (T)), cayxauias curHanom ajs
yOUKBUTHH-3aBUCUMON jerpanatinn 6enkoB. Pyukuuss ELK nomena we sicua,
MpearnosaraeTesi, UTo OH HeoOXOAUM 11 6esI0K-OeJTKOBbIX B3AUMOACHCTBUI UJTH
SBJISICTCS CUTHAJIOM sIIEPHON JioKanu3auuu (puc. 1).

OJiHUM U3 NepBbIX HICHTU(HUUHUPOBAHHBIX '€HOB JaHHOTO CeMEHCTBa
y pactenuii 6ot reH KNOTTED 1 kykypy3ssbl, ren KNOX | knacca, romosioru
KOTOPOTro cefuac ONMUCaHbl y APYrUX pacTeHUH.

B renome apa6uponcuca BbisiBJIEHO HeCKOJIbKO reHoB KNOX, noJiyuuBIIMX Ha-
3Banne KNAT (Knotted-like of Arabidopsis thaliana). Dtu renni apadunorncuca, B
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4 TEHETHKA TTOINYJISILIMA H 9BOJITOLIHS
related homeobox). Tenbt WOX KomupyloT TroMeonOMeH-
N | | kwox | [ese] ey HD | ] ¢ comepaumie TpPaHCKPHMLMOHHBIE (DaKTOPbl C  ATHIHYHBIM

Puc. 1. Cxema domenroti opearusayuu munuuroeo 6eaxa KNOX
(Scofield, Murray, 2006). llosicHenus 8 mekcme

CBOIO 0uepeip, noapasaestorcs Haapakiaacea: [ull. [Tpustom
rennl | knacca (STM, KNATI/BP (BREVIPEDICELLUS),
KNAT2 v KNAT6) sKcripeccHpyroTest peMMyLIeCTBEHHO B Me-
pucremax, a reusi 1l rpynnbt (KNAT3, KNAT4, KNATS) umeior
6osiee 1LIMPOKYI0 061acThb aKenpeccuu [31; 38]. B wactHocTH,
u3BecTHO, uto retbl KNAT3, KNAT4, KNATS sxkcnipeccupyiot-
csl B KOpHsiX apabuuoncuca [38].

Akenpeceus renoB KNOX | knacca HeoGxoma Jijist ripa-
BUJIBHOTO Pa3BUTHS U (PYHKIMOHHPOBAHHUS anHKaJIbHOH Me-
pucrembl ro6era, Jyisi oJylepKaHUsi KJI€TOK B HeMdepeH-
LIMUPOBAHHOM COCTOSIHUM. MI3BECTHO, UTO TPAHCKPUTTLIMOHHbIH
daxrop STM npensitetByet nuchepeHIpoBKe KIeTOK. AK-
TUBHOCTL rera STM HeoOxoauMa sl 3aKJIAAKHU allMKaJbHOM
MepHcTeMbl 1obera B smOproreHese. Y MyTaHTOB 10 I'eHy
STM npoucxomut HapylleHHe (OpMHPOBAHUS aNUKalbHOM
MEPUCTEMbI, OT MOJHOH PEIyKUMH 0 YMEHbLIEHHS pa3me-
pa MepUCTEeMbl, B 3aBUCHMOCTH OT XapaKTepa MyTallud Stm.
Y wmytanra apabuponcuca bp (brevipedicellus) mo reny
KNAT1/BP wab6monaetcs HapylleHHe DA3BHTHS COLBETHS,
PENKLHS LBETOHOXKEK, YKOPOUEHHUE MEXKI0Y3JHi [22].

J1/1s1 HOpMAJILHOTO PA3BUTHS JIMCTA HEOOXOIUMO MOJIAB-
JIEHHE IKCMPECCUH MEPUCTEM-Crelu(UUHBIX T€HOB B 06-
JIACTH JIMCTOBOTO MPUMOP/HS. 3a MOJAaBJIEHHE SKCIPECCHH
reHos KNATI, KNAT2, KNAT6 orsetctBeHHbl 6Geku AS 1
1 AS2 (ASYMMETRIC LEAVES 1,2), kourtpoJupyioiiue
nepexoJ KAeTok B muddepeHinpoBaHoe cocTosiHue [23].
B 1o ke BpeMs, Uit TPaBUIILHOTO (PYHKLIIMOHHPOBAHUS Me-
pucTeMbl HeOOXOAUMO MOIaBJIeHHE aKTUBHOCTU reHoB AS
1 AS2 B KJIeTKaX MEPUCTEMbI. DTy (PYHKLIHIO OCYLIIECTBJSACT
TpaHCKpUNUKOHHBIH pakTop STM. B uactHocTH, y MyTaH-
toB 1o reny STM, skcnpeccusi rena AS | He nogasssieTcst u
HabJioaeTes B 00J1aCTH MepUCTEMBI [D].

[TonaBnenue skcnpeccun renoB KNOX [ kinacca
B JIICTOBOM MPUMOPJHHU XapaKTepHO I apabuioncu-
ca, UMelollero npoctole AucThs. OHAKO y pacTeHUH co
CJIOXKHBIMHU JIMCTHSIMU, HATIPUMEDP y TOMATa, IKCIIPECCHS
renos KNOX I ksacca nHabJaionaercst 1 B 001aCTH JIMCTO -
BbIX puMopaueB. Tak, ren LeT6 Tomarta, romoJsior reHa
STM apabuponcuca, 3KCHpeccupyercs Kak B JIMCTO-
BOM MPUMOPIAMH, TAK U B aluKaJbHOH Mepucreme [4].
[TokazaHo, uTO U3MeHeHHe MOP(OJIOTHH JUCTA B XOJ/€
9BOJIIOLMM PACTEHUI CBA3aHO C MBMEHEHUEM XapaKTepa
skcnpeccuu reHoB KNOX B anekce notGera [ 18].

[FEHbI FPYIIMbl WOX Y PACTEHUN

Ten WUSCHEL (WUS), BriepBble 00HAPYKEHHBbII y apa-
Ountonicuca, otHocutest K rpynne revoB WOX (WUSCHEL —

rOMEOIOMEHOM, COCTOSILLIUM M3 66 aMHHOKHCIOTHBIX OCTATKOB.

CpaBHeHMe aMUHOKMCJIOTHBIX Noc/ieioBaTesibiocTelt WUS
1 €ro TperosaraeMblX OPTOJIOTOB y JIPYTUX BHIOB BbISIBUJIO
Hasimuue B C-TepMHUHAILHON 06/1aCTH OeJIKa KOHCEPBATHBHOTO
nomena u3 8 amuHokucsot (TLPLFPMH), nazsannoro WUS-
6okcoM (puc. 2). CxoaHblil MOTHB Obl1 HAlIEH Y BCEX TpaHC-
KPHUILIMOHHBIX akTopoB rpynnbl WOX, 3a UCK/IOUEHHEM OT-
JIeJIbHBIX ee TipejicTaButeer (Hanpumep, WOX13)[12].

[en WUS skcnpeccupyeTcsi B LIEHTpaJbHON 30HE amu-
KaJIbHOU MepUCTeMbl B HEOOJIbLION TIpyIie KJAETOK LeHT-
pasibHON 30HBI MEPUCTEMbI, 0OPA3YIOIINX TaK HA3bIBAEMbIi
«OPraHu3yIolMi LeHTp». KaeTkn opraHusyiolero 1eHTpa
MHTOTHYECKH MEHEE aKTUBHBbI, TI0 CPABHEHHIO C OCTA/bLHBIMU
KJIeTKaMU MepucTeMbl. CUMTAeTCs, UTO KJIETKH OpPraHu3ylo-
1IEro UEeHTpa «MOOYKAAI0T» K aKTUBHBIM JICJICHUSIM MTPUJIE-
JKalllhe KJ1eTKH Mepucrembl [ 28].

Y MyTaHTOB 10 reHy WUS HapylieHo pa3BUTHE MEpUCTE-
Mbl ioGera: oHa Jin6o He GOpMUPYeTCs B Mpoliecce IMOPHO-
reHesa, MO0 UMeET TJIOCKYIO CTPYKTYPY.

s renoB WOX nokazana skcnpeccusi B Xxozie smGpuore-
He3a B 3UTOTE U B KJIETKaX-MPEIILIECTBEHHUIAX allHKaNIbHON
MepucTeMbl nobera u KopHsi [ 12].

Cucrema renos CLAVATA (CLVI, CLV2, CLV3) neraTus-
HO perynupyet sKcnpeccuio reHa WUS, orpanuunBas 061acTb
ero skenpeccuu. [Ipomykrbl reHoB CLVI u CLVZ2 saBasiioTcs
PELENnTOPHbIMU KHHA3aMH, pabOTaIOLIMMK B BUJIE T€TEPOJIU-
mepa CLVI /CLV2, a nponyxt rena CLV.3 — juranj, KOTopbiii
CBA3bIBACTCA C pelenTopHbIM Kommaekcom CLV I /CLV2, uto
MPUBOIUT K 3aIyCKY CUTHAJIBHOIO KacKajla, HeraTUBHO pery-
Jupytoltero skenpeccuto rea WUS [7] (puc.3).

[1pu 3TOoM TpaHcKpuniuMoHHbI pakrop WUS no mexa-
HU3My 0OpaTHOM CBSI3U CMOCOOCTBYET AKTUBALIMKM IKCIIPEC-
cun CLV3[26, 30]. MyranTbl clavata xapakrepuaytores yBe-
JIMUEHHEM aMUKaJbHONH MEPUCTEMBbI.

[enbl STM u WUS KOHTPOJIHPYIOT aKTUBHOCTb MEPHUCTE-
MbI apaJiieIbHO U He3aBUCHMO APy oT apyra. Crenuduka-
LIMS1 CTBOJIOBBIX KJIETOK, KOHTpoJupyemas reHom WUS, He
TpebyeT akTUBHOCTH reHa STM, u nao6opor, STM nopas-
Jisiet qudhepeHIMPOBKY KJIETOK B MEPUCTEME HE3ABUCUMO
ot WUS [22].

AxkrtnHocTb reHoB STM u WUS naGnionaercst B HeaeTep-
MUHUPOBAHHON BEreTaTMBHOM MepUCTEME W B HEJNeTepPMHU-
HUPOBAHHON MepHUCTEMe COLBETHS, a TAKXKE M B MEPUCTEME
1IBETKA JI0 TPEKPALEeHNs €€ MUTOTHUECKOH aKTHBHOCTH [24].
B xone pasBuTHs UBeTKA TPAHCKPUNLIMOHHbIHA (aktop WUS
aktuBupyet sxcnpeccuio rena AGAMOUS (AG). Ten AG ske-

WUS -6okc

B 1°

N HD

291 a0,

Puc. 2. Cmpykmypa mpanckpunyuornoeo gpaxmopa WUS
apabudoncuca. lloscrenus 8 mekcme
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Puc. 3. Peeynayus axcnpeccuu cena WUS ¢ yuacmuen cucmenot CLV
(modughuyuposaro no Clark, 2001 ). [loscrenus 8 mekcme

NPECCUPYETCs B TPETheH U UeTBEPTOH MyTOBKAX (POPMHUPYIO-
1Ierocsl 1BeTKa, ero akTUBHOCTb HEOOXOAMMA /sl Pa3BUTHSI
reHepatuBHbIX opranoB. [Ipomykr rena AG — TtpaHckpurl-
LMOHHBIN (haKTOP, KOTOPbIH perpeccupyer akTUBHOCThL reHa
WUS B mepucTeMme 1BeTKa, MOCJIE YEr0 MEPUCTEMA CTAHOBUT-
csl IETEPMUHUPOBAHHON U OKa3blBaeTcsi 6oJiee HeCOCOOHOM
MOJIEP?KUBATH CBOIO MHTOTHUECKYIO aKTUBHOCTB [ 11, 22].

9KCINPECCHS TOMOJIOrOB F’EHOB STM
N WUS B KOPHSX PACTEHUN

M3BecTHO, UTO B KOPHSX (DYHKLIMOHUPYIOT FTOMOJIOTH Te-
HoB STM u WUS. Tomosioru rena STM u3 cemelicTBa reHoB
KNOX, reunt KNATT, KNAT3, KNAT4, KNAT5 skcenipeccupy-
10TCsl B KOpHsIX apabujoncuca. Haubosbliass akTMBHOCTb
rera KNAT3 B 3pesiom KopHe HabJII0IAeTCs B KOPTEKCE, Tie-
pHIIHKJe, HI0epMe, sKenpeccust reHa KNAT4 takxke 006-
Hapy»KUBAETCA B 9TUX TKAHSX, a TAKXKE BO i03Me, B 30HE
pacTsKeHusi U B 30He MU pepeHIInPOBKH. AKTHBHOCTb reHa
KNATS orpannunBaetcst snuaepMasibHbIME KJIETKAMH Ha
rpaHulle MEXKIy 30HOH JeJieHUs U 30HOU pacTskeHus. [en
KNAT1 skcnpeccupyetcst B 061aCTH TIPUMOP/IHST GOKOBOTO
KOPH$1 y OCHOBaHUs1 GOKOBBIX KopHe# [38].

B o6usactu nokosiierocst LUEeHTpa B MEPUCTEME KOPHS
BbISIBJIEHA YKCIpeccus romodiora reva WUS u3 cemeiict-Ba
reHoB WOX, rena WOX5 [12]. ¥ puca B nokosiieMcst LIeHTpe
KOpH$ TakxKe Oblja 06HapyKeHa aKTUBHOCTb I'eHa, FTOMOJI0-
ra rena WUS, nagBannoro QHB (quiescent-center-specific
homeobox) [19]. Kak npeamnonaraior aBTopbl paboT, roMo-
Jor reHa WUS B KopHe OTBeuaeT 3a TojiepKaHue CTBOJIO-
BbIX KJETOK B MepucTeMe KopHs [ 19].

AxktusHoctb rena WOX9 apaGuponcuca, Tak »e M3BeCT-
Horo, kak STIMPY (STIP), neobxonuma 1/isi pocTa Berera-
tuBHON Mepucrembl [40]. TTockosnbKy y myrtaHToB stip Ha-
OJioaeTcs HapylleHHe Pa3BUTHS anUKalbHOH MEPHUCTEMbI
1 OoTcyTCTBHE 3Kcrpeccuu reHoB WUS u CLV3 B anukasib-
HON MepucTeMe Tobera, Npeanosaraercs, 4tTo B HOpMe r'eH
STIMPY/WOX9 nipsiMo M KOCBEHHO BJMSIET HA AKTHBHOCTh
rena WUS. Kpome Toro, y mytantoB stip Habsionaercsi pe-
JYKIUsi MepUcTeMbl KopHst. Takum 06pa3oM, akTUBHOCTb I'eHa
STIMPY/WOX9 neoGxoauma st NoIeP2KAHUS KIAE€TOUHBIX
JIeJIEHHH B anuKa/bHbIX MeprucTeMax nodera u kophs [40].

Tor dakr, uro cemeiicta WOX u KNOX y pacreHui
NpeaCTaB/ieHbl LEeJbIM PSAIOM MapaJorHuHbIX T€HOB, IKC-
NPECCUPYIOLIMXCS KaK B mobere, Tak U B KOPHE, yKasbl-
BAeT Ha BAXKHYIO POJIb THX I'€HOB B PA3BUTHH PACTEHHH.
OnHako BOMpOC 0 TOM, KAKOBbI MHUIIEHH JICHCTBUS TpaHC-
kpunuronnblx dakropos WOX u KNOX u kakum obpa-
30M 3TH TPAHCKPUILMOHHBIE (PAKTOPBI PErYJUPYIOT MPO-
Judepanuio U aAUPhepeHUpPoOBKY KJIETOK y pacTeHHH,
ocTaercs MajoudyuyeHHbIM. Celuac HauMHAIOT HaKarliu-
BaTbCS IAHHbIE O CBA3M TPAHCKPUILIMOHHBIX (hakTopoB WOX
1 KNOX ¢ ropMoHa/IbHOl CHCTEMOH pacTeHHH.

CB513b TPAHCKPUIMNLUWNOHHbBIX ®AKTOPOB
KNOX 11 WOX C FTOPMOHAJIbHOV CUCTEMOU
PACTEHUN

M3BecTHO, 4TO (DEHOTUN pacTEeHHl CO CBEpXKcrpec-
cueil reHoB KNOX HarnomuHaeT (DEHOTHN PacTeHHH C TMo-
BbILIEHHBIM COJIep2KaHUeM LIMTOKHHUHOB [9, 16, 17]. Tak, y
TPAHCIEHHBIX pACTeHUH Tabaka CO CBEpX3KCMpeccHer reHa
KyKypy3bl KNI HabJ110/1a710Ch CHATHE alTMKaJIbHOTO TOMUHH -
poOBaHus, y pacTeHUH apabuaorcuca co CBepX3dKCnpecuen
rena KNATI npoucxoauao (GopMHPOBAHHE «JIOJbUATHIX
JIUCTHEB ¢ MHOTOUHUC/ICHHBIMH SKTOMUUYECKUMH MEPUCTEMA-
MH B [1a3yXax TaKuX JIICTbEB, HHTHOUPOBaHKWE POCTa KOPHEH
pactszkeHueM. [lonoGHble QeHoTHNHUECKHEe MPOSBJACHHS
Ha0J1I01a/IMCh M Y TPAHCT€HHBIX PACTEHHI CO CBEpPXIKCIpec-
cuell 6aKTepUasbLHOTO reHa ipf, KOHTPOJUPYIOLIETO CHHTE3
uuToKMHKUHA. Takoro poja HaOJIOAEHUS] CBUAETE/LCTBYIOT
0 TOM, 4TO LUTOKHHHUHBI ¥ reHbl KNOX, Bo3MOKHO, 3aeiic-
TBOBaHbI B OOLIUX PETYNATOPHBIX MEXaHU3MaX.

Y TpaHCTeHHbIX pacTeHuii co cBepxakcrnpeccueid KNAT|
Ha6J110/1a/10Ch yBEJUUEHHE COJIePXKAHUS IUTOKUHUHOB H30-
MEHTEHUJIOBOTO THIMA (M30MEHTEHUIACHUHA U H30TIEHTE -
HUJIaJIEHO3WHA ), KPOME TOro, TaKue pPacTeHUsl XapakTe-
pH30BAJIUCh H3MeHeHHeM (OPMbI JIMCTA, HapylleHUEM
XapakTepa KUJIKOBaHHUs, peyKLHeH WX MOJHBIM OTCYTC-
TBUEM KJIETOK MaJUCAIHON MapeHXUMbI, YCTbull. [Togo6HO-
ro poja (peHOTUNHUECKHE TMPOSABJIEHUS CBEPXIKCIPECCHH
KNAT| nomrBepKaaioT poJib 3TOrO reHa Kak aHTaroHucTa
KJAETOYHON auddepeHnpoBkr. HakonseHue LUHTOKUHU-
HOB M30MEHTEHUJIOBOTO THIA TPOUCXOAUJIO JIOKAJIbHO B
TEX TKaHfX, KOTOPble JAEMOHCTPUPOBAJH HauboJee 3Ha-
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YUTEeJIbHbIE (PEHOTHNIHUECKHE U3MEHEHUS: B 00JaCToX, Ije
3aKJ/1aJIbIBaJIUCh MEPUCTEMO-TIOJI0OHBIE CTPYKTYpbI [ 14].

3a nocsieiHee BpeMsi B psifie paboT MoJyueHbl JaHHbIE,
CBUJIETE/ILCTBYIOIHE O BaUsHUM reHoB KNOX Ha 6GuocuH-
Te3 UMTOKUHUHOB [16, 20, 42]. [lng u3yuyeHus reHoB-MH-
lIeHel TpaHCKpunuuoHHoro dakropa STM aBTopbl padoT
MCIOJb30BaH THOPUAHYIO KOHCTPYKLMIO (35S::STM-GR),
coziepakalityio red STM, «CUIMTBIA» ¢ 4aCTblO IeHa IJII0KO-
KopTHKouHoro perenropa (glucocorticoid receptor, GR).
[Tpu no6aBseHUM TOPMOHA JIeKCaMeTa30Ha MPOUCXO/IHII TTe -
peHOoC THOPUIHOTO NMPOJYKTA U3 LIMTOMIA3Mbl B PO, H, KaK
CJIE[ICTBHE, AKTHBALMSl FeHOB-MULIeHeld. ABTOPbI MOKa3a-
g, 4To akTuBauus STM NpUBOAUT K yBEJMUEHHIO IKCTIpeC-
CHH LIMTOKUHUH - peryipyemoro reda ARR-5 (Arabidopsis
response regulator ) v reno AHPTS u AHPT7, yuactBy-
olux B 6uocuHTe3e uuTokuHuHa [20]. B paGore npyrux
ucc/ae10BaTe/ el ¢ HCNO0Jb30BAHUEM aHAJIOTUYHON CHCTEMbL
ansi aktuBaunu KNAT2 taxkske Ha6/110a70Ch yBeJHUEHHE
sKkenpeccun rena AHPT7 [16]. B 6uocunTe3 LUTOKMHUHOB
BoOBJIeueHa eJiasi rpynna renos AHPT (AHPTI — AtIPT 9)
[33]. [Tocko/abKy B 9KCIIEPUMEHTAX M0 U3YYEHHUIO BJIUSHUS
redoB KNOX (STM, KNAT1, KNAT2) Gbi0 BBISIBICHO W3-
MEHEHHEe 3KCIPECCHH TOJBbKO ABYX reHos AtIPT, aBTophl
MPEANONOXKUIN, UTO CYLECTBYET BA MyTH OMOCHHTE3A L1~
tTokuHuHa: KNOX-3aBucumblii 1 KNOX-He3aBUCHMBIH.

M3BeCTHO, UTO ayKCHH MIPaeT BaXKHYIO POJib B POPMHPO-
BaHUK OPraHoB pacTeHuil. B o6sacT HHULMALIMK JIUCTOBOTO
MPUMOP/IUS POUCXOUT JIOKAJBbHOE YBEJHUEHHE CONIepPIKAHHS
ayKCHHa, UTO COBMAJAEeT C MECTOM MOJABJEHUS IKCIPECCHH
STM. Tlpeanonaraercsi, 4To ayKCHH MOJABJSAET IKCIPECCHIO
STM B 3auaTke pa3BUBAIOLIETOCH JUCTA. DKCIIEPUMEHTHI €
MCMO0JIb30BAHUEM MHIHOUTOPOB TPAHCIOPTA ayKCHHA MoKa3a-
JIM, UTO TIPH KyJILTUBUPOBAHUHU alleKCOB KyKypy3bl Ha cpefie ¢

LinToKnHMH

LuTonnasmaTtuueckas
MmembpaHa

Canp>

| ARR TMNaB

LIMTOKMHWHOBbIN

Aapo

Puc. 4. Yaacmue mparckpunyuorroeo gpaxmopa WUS s peeyrsyuu
UUMOKUHUHOB020 omeema. [losicHenus 8 mekcme

UHTUGUTOPOM MOJISIPHOIO TPAHCIOPTa ayKCHHA HaTHIITA -
sgamoBoit kucsotoil (HOK) npoucxonuso napyienue dop-
MHPOBAHHS JIMCTHEB, CBA3aHHOE C COXPAHEHHEM SKCIPECCHH
reHoB KNOX B o6/1acTH 3aK1a1Ku npumopus [29].

Bblio HeesenoBaHo Tak:ke B3aUMOIECHCTBHE MEXKIY TOp-
MOHAMH W TpaHCKpHMioHHbIM (hakTopom WUS. V3BecTHo,
uro reubl ARR tuna A (Arabidopsis Response Regulators
A-type) sIBASIIOTCS reHAMH MEPBUYHOTO OTBETA HA IIUTOKH-
uut (puc. 4). [1pu 3ToM akTUBaLWst TPAHCKPUIILUK TeHOB ARR
THIa A OCyIIeCTB/ISIeTCsT GeIKAMU - PErYJISITOPAMHU APYTro# MOJI-
rpymbl 6esikoB ARR, orHocsimxest K tury B. MaBectHo, uto
aktuBatimst 6eskoB ARR tuna B npoucxomut npu ux gocdo-
PWIHPOBAHWU B pe3yJibTaTe Nepeaun CHrHa/Ma OT LIMTOKHHU-
Hosoro petenropa. besiku ARR tuna B urpaiot Baxkuyio posib
B LUTOKUHHHOBOM OTBETE, 3arlycKasi SKCIPECCHIO TeHOB-MH-
wieHedt. Besiku, komupyemblie renamu ARR tuna A, siBsisiorcst
HEraTHBHLIMU PETryJITOPAMH LIMTOKHHMHOBOTO OTBETA, aHTa-
ronucramu 6esikoB ARR tuna B [39]. Takum o6pasom, rembi
ARR tuna A yd4acTBYIOT B aBTOPETYJISILUH LUTOKHHUHOBOIO
OTBETA 110 MEXaHU3My OTpHLATEe/IbHOI 06paTHOH CBSI3H.

[1pu aHaIM3e SKCIPECCHU YUACTBYIOLIUX B LIMTOKHHU -
HoBom otBere reHoB ARR tuna A (ARRS, ARR6, ARR7,
ARR1) 6bl10 yeranosiseno, uto WUS siBjsieTcst pernpec-
copom ux TpaHckpunuuu [41] (puc. 4). Takum oGpasom,
TPAHCKPUMUHKOHHBIH hakTop WUS KOHTPOJIUPYET LUTO-
KHH-3aBUCHMbIE PEAKIMH B MEPHUCTEME.

JlelicTBre MepUCTEM-ClieLlU(DUUHBIX TeHOB U PUTOTOP-
MOHOB, B TI€pPBYIO ouepejib, LIMTOKUHHHA T€CHO B3aHMO-
cBsAzaHo (puc. b). Iennl KNOX neficTByIOT uepe3 npsamylo
JIOKAJIbHYIO aKTHBALMIO OMOCHHTE3a LMTOKMHUHOB, aK-
TUBUPYIOLIMX KJIETOUHbIE JeJICHUS B allUKaJlbHOH MepHC-
TeMme, Toraa Kak redn WUS okasbiBaeT BJMsiHME Ha pac-
npocTpaHeHne UUTOKHHUHOBOrO oTBeTa. Taknum o6pasom,
B KJIETKAX MEPUCTEMbI ICHCTBUE LIUPKYJIHPYIOLIHX TOPMO-
HOB JIOKAJIbHO PEryJUPYeTCsl TPAHCKPUIIIMOHHBIMU (aK-
TOpamHu, MPOIyKTAMH MEPUCTEMHBIX T€HOB, YTO OMpEe-
JsieT 0cCOOEHHOCTH U (DYHKIMU STOH TKAHH.

FTOMOJIOr TPAHCKPUTILIMOHHbBIX
DOAKTOPOB WOX U KNOX Y XKMBOTHbIX

MsBecTHO, 4YTO TroMeoJOMeH-cojepxKallie TpaHe-
KPUIUMOHHBIE (DaKTOPbl UTPAIOT BaXKHYIO POJib B Pa3BHU-
THHM JKHBOTHBIX. [IJ11 MHOIMX roMeoJoMeH-cojepaKaliux
TPAHCKPHUIMUUOHHBIX (DAKTOPOB XKMBOTHBIX MOKA3aHO B3a-

STM AtlPT——p uut v ARRTHNAB | wep |IyroknnmoBbIil
A4 oTBeT
ARR Ttuna A ~

pres]

Puc. 5. Yuacmue mpanckpunyuonnolx pakmopos WUS u STM
8 peeyasyuu delicmeus yumokununa. [losicnenus 8 mekcme
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MUMOJIeHCTBHE ¢ GeIKAMH, KOHTPOJUPYIOIIUMH KJI€TOYHBIH
uuka [6]. Hanpumep, y Mbllieii, roMeo60Ke-coepKaliuil
reH Six! QyHKUHOHUPYET NPH PA3BUTUH HEPBHOMH CUCTE-
Mbl, JIbIXaTeJbHbIX MyTeH, CKeJEeTHBIX MbILILL, KPOME TOTO,
skenpeccust Six! Oblia oOGHApY»KeHA U B PAKOBbIX KJIET-
Kax. bbuio nmokazano, uto 6esok Sixl siBiseTcs npsAMbiM
peryJisiTopoM TPAHCKPUIILUK reHa unkanua Al [37].

Tpanckpunuuonnsie daxktopsl cemeiictBa TALE,
K KOTOpbIM oTHOocATcs Gesakn KNOX pacreHuii, mupoko
pacrnpocTpaHeHbl U y KUBOTHBIX. ¥ KUBOTHBIX TpaHC-
kpunuponnsie haktopsl TALE mpeacrtaB/ieHbl 4eThipbMsi
ocHoHbiMU rpynnamu: PBC/PBX, MEIS, TGIF, IRO.
Y rpu6oB Takke oGHapyxeHbl Oeskn cemerictBa TALE
(B wactHocTH, Geskn M-ATYP, onpenenstiotie Tun cna-
PUBaHUS y IPOXKIKeil ). BesKoB, poJICTBEHHBIX TPAHCKPHUIT-
uMoHHbIM pakTopam WOX pacTeHui, y Ipyrux npejcra-
BUTEJIEH 3yKapuoT He obHapy:xkeHo [ 12].

MHTepecHO OTMETHTb, UTO OJKH >KHBOTHBIX TPYyII
MEIS u 6enkn pactenuit rpynnsl KNOX, noMUMO KOH-
CEepBATHUBHbBIX TOMEOJOMEHOB, COAEPKAT CXOXKHE MO aMHU-
HOKHMCJIOTHBIM MOC/E0BATE/NLHOCTSM JIOMEHbI, HA3BaHHbIE
MEIS u KNOX. [lpennonaraercsi, 4T0 3T JOMEHbI BOB-
JledeHbl B 0eJioK-0OeJKoBble B3auMopelcTusi. CXOACTBO
AMUHOKUCJIOTHBIX [ocJenoBaresbHoctell gomenos MEIS
1 KNOX 1o3BoJ/in/I0 NPeinosoKuTh, YTO OHU MPOU3OLLLIH
0T 001IEero APeBHEro AoMeHa, MPUCYTCTBYIONIETo Y o0l1ile-
ro Mpejka PaCTeHWH M XKUBOTHBIX. DTOT MMIOTETHUECKHI
npenKoBblil 1oMeH Obl1 HagBaH MEINOX [8].

[enbt MELS y »KUBOTHBIX HIPAIOT BA2KHYIO POJib B PA3BUTHU
HEPBHOH CHCTEMbI, MX aKTHBHOCTb PEryjiupyeT auddepeH-
LUMPOBKY M CTUMYJIUPYET MPOJH(Epalnio KJIETOK HEPBHOTO
rpe6Hs B xozie sMOproreHesa. Kpome toro, renbt MELS BaxHbI
npu hOPMHUPOBAHHUH MPOKCHMAJILHO-IMCTAIBHON OCH KOHeU -
Hocrel. [lpeanonaraetces, 4yto MUILLIEHAMH ACHCTBUS TPaHC-
KpUMIHOHHBIX (hakTopoB MEIS MoryT GbITh reHbl IMKJIHHOB,
LMKJIMH-3aBUCUMbIX KHHA3, aHTHAMONTOTHUECKUX OEJIKOB, a
TaKXKe Pa3/IMUHbIX PETYJIATOPOB MOpdoreHesa [39].

Bblio mokazaHo Takxke, uto reHbl MEIS siBasitoTes npo-
TOOHKOI'€HAMH, MX aKTMBHOCTb HabJioaeTcs Mpu pasBu-
THUH JieHiKeMuH, HelipoGaactombl. [en MEIS | Gbli BriepBble
WIECHTH(ULMPOBAH KaK CAHT HHTETrpallui BUpYyCa JeHKeMUH
Mbllel. B onyxoJieBbIX KaeTKax HaOJMI01a/M0Ch YCHICHHE
sKcenpeccud reHa MEIS 1, BbI3BaHHOE HHTErpalldelt BUPY-
ca. B knerkax HefipoGJsiacToMbl TakxKe Obljla BblsiBJACHA
skenpeccus rena MEIS2 w napyrux 6eJIKOB-NPeICTaBUTE -
aeit cemeitictea TALE: PBX1, PBX2, TGIF1, TGIF2 [35].

CXOICTBO  CTPYKTYpbl  TPAHCKPHUIMOHHBIX  (haKTo-
poB MEIS u KNOX nosBosisieT NpeanosoKutb, 4To 3TH
FeHbl MOTYT BBIMOJHATL CX0XKHe (DYHKIMH, YHUBEPCAJbHbIE
Y PACTEHHI 1 Y 2KHBOTHBIX. JlefCTBUTEBHO, TPAHCKPHITIIHOH -
uble pakropbl KNOX 1 MEIS BoBsieueHbl B 061111€e NPOLECCHI:
B PETyJIALMIO MpoJudepalund U 1uddepeHIMPOBKH KIETOK.
AktusHOCTb reHoB MEIS »KUBOTHBIX HAG/TIOIAETCS B PAKOBBIX
OMyX0JIsIX. Y pacTeHn# MpH OIyXoseoOpasoBaHUN TakkKe 06-
Hapy»keHo u3MeHeHue aktusHocT KNOX renos [ 13, 36].

POJIb BEJIKOB KNOX
B OMNyXOJIEOGPA30OBAHWWN Y PACTEHUN

Haubonee nayueHHbI npuMep reHeTHIECKUX OMyXOJIeH
pacTeHuil NPeJICTaBSIOT COOO0K OIyX0JH, POPMUPYIOLIHECs
y MEeXKBHAOBLIX THOPUI0B poaa Nicotiana. V3BecTHo, uTo
BaXKHYIO POJIb B TIpollecce 0nyxo/1e00pa3oBaHus y pacTeHHi
UrpatoT PUTOrOPMOHBI, TPEXK/E BCETrO ayKCHHbI U LIMTOKHHH -
Hbl [ 1]. Cpesnt reHOB, aKTHBHBIX B OMyX0JIsIX TAOAKOB, BbISIB-
JICHBI TeHbI, KOIUPYIOLIHE TOMEOIOMEH-CO/IEPKaLIIUe TPAHC-
KpUnuuoHHble aktopbl rpynnbl KNOX, B 4aCTHOCTH, reHbl
Hot (Homeobox in tobacco)[ 13]. [Tpu aHanuze sxcnpeccuu
reHOB y MEXKBHJI0BbIX THOPUI0B TabakoB Nicotiana glauca
x Nicotiana langsdorffii w Nicotiana glauca x Nicotiana
suaveolens B OMyXoJieBbIX TKaHAX Oblia 0OHAPYXKEHA Bbl-
cokasi akTuBHocTb reHoB NTHI15 u NTH20 (renst KNOX 1
knacca) u NTH23 (ren KNOX 1 knacca) [36].

Jlpyrum mnpuMepoM TeHeTHUeCKHX OIyXoJiel Yy pac-
TEeHUH $IBJSIOTCS OMyXoJid, oOpasylolludecsd y HHOpen-
HBIX JIMHUE pennca Raphanus sativus w3 [leteprodcekoii
FEeHETHYECKOH KOJIJIEKIMHU, CO3JaHHOK B JlabopaTopuu
reHetukn pacrenuit buHWMM CII6IY [2]. Hekoropbie
JIMHUM M3 3TOH KOJUICKUMH XapaKTepPU3YIOTCS OMyxoJie-
BbIM POCTOM: (DOPMHPOBAHHEM OMyXOJieH HA KOPHEMJIOJE
U PAa3BUTHEM «U3pACTAHUK», aHOMaJIbHbIX 0OerooOpas-
HBIX CTPYKTYp B 3aBsidu |2, 3]|. ABTOpamu 1aHHOro 0630-
pa 6blIO MOKA3aHO YCUJIEHHE aKTUBHOCTH reHoB RSSTM u
RsWUS (romosioros renos STM u WUS y peauca) B orny-
XOJIEBBIX CTPYKTYpax B 3aB3H, M0 CPABHEHHUIO C TKAHSAMH,
MMEIOLIMMK HOPMaJibHY10 MopdoJioruio [ 15].

Ha cBssb renoB KNOX ¢ npoueccamu onyxoJieo6pa3oBa-
HHUSL Yy PACTEHUI YKA3bIBAIOT TAKXKE W PE3yJbTaTbl SKCHEPH-
MEHTOB MO CBEPXIKCIPECCHH arpoOaKTepHA/bHBIX OHKOre-
HOB 6b 1 orfl 3 B reHOMe pacTeHHil. B JIMCTbsIX TpaHCTeHHbIX
pacreHuii Tabaka W apabUIoNCcKca, COIEprKalllX OHKOreH 6b
Agrobacterium tumefaciens, HabmonaIaCh aKTHBHAS 3KTO-
nudeckasi skcnpeccusi renoB KNOX: NTH15, NTHI, NTH20
u STM, KNAT1, KNAT2, KNAT6, cootBetcTBenHo. [1pu aToMm
TPAHCreHHbIE PACTEHUS] XapaKTEPHU30BAJIUCh  Pa3IHUHBIMU
AHOMAJIUSMH Pa3BUTHS, MOPLIMHUCTBIMH JIHCTBSIMH C JIMCTO-
No7I06HBIMH BBIPOCTAMK Ha abaKcHa IbHOK CTOpoHe siucta [27].
Caepxakcnpeceust rena orfl 3 Agrobacterium rhizogenes
y TpaHCreHHbIX pacTeHuil Tomara lycopersicon esculentum
TaKKe MPUBOJMIA K SKTONHUECKOH sKcrpeceun reHa KNOX |
kaacca LeT6 v renoB KNOX Il knacca LeT12 u TKN4 v k dop-
MHPOBAHHIO BLIDOCTOB Ha abaKkcHasibHOK CTOpOHe JiucTa [34].

SAKJIIOYEHUE

Hecmotpst Ha mpUHUMNHAJbHbIE PA3JIMYKST B XapaKTepe
Mopdorenesa, y pacTeHU# U XKMBOTHBIX CYLECTBYIOT YHUBEP-
CaJIbHble MEXaHU3Mbl PEryJISIUU KJIOUEBbIX COCTABJSIOIIMX
pas3BuTHs — nposudepaiud U 1UdHepeHIMPOBKH KIETOK.
Baxtyio poJib B 3THX [IPOLIECCAX HIPAIOT TPAHCKPUTILHOHHBIE
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thakTopbl, colepKallde rOMEOJIOMEH. Y PacTeHHH roMeo10-
MeH-CcojiepKalllie TPAHCKPUITLHOHHbIE (hakTopbl rpynn WOX
1 KNOX yuacTtByloT B nojiepkaHii aKTHBHOCTH MEPHCTEM,
obpasoBarte/ibHbIX TKaHel pactenuil. Mcenenosannsi noc-
JIGJHUX JIET T0KA3aJIM BaXKHYIO POJIb 9THX TPAHCKPHUITLIHOH-
HbIX (paKTOPOB B KOHTpOJE MeTahoJsiu3Ma (UTOrOPMOHOB,
B YaCTHOCTH, LUMTOKMHHHA. Boripoc o ToM, KakuM 06pa3om
TpaHckpunironHble paxkroppl WOX u KNOX perynupytor
npouecchl npoJudepalyi KJIeToK U OJOKUPYIOT X JU-
(hepeHUMPOBKY, 0 KOHIIA HEe H3yueH. TpaHCKPUMLMOHHbIE
caxropbl KNOX NeMOHCTPUPYIOT CTPYKTYPHOE CXOJICTBO C
TPAHCKPUMLMOHHBIMU (pakTopamu MEIS y »KUBOTHBIX, ak-
TUBHOCTb KOTOPBIX HaOJIOAeTCd B PAKOBBIX OMYXOJsX. ¥
pacTeHuil pu onyxoseo0pa3oBaHUK TaKKe 0OHAPYKEHO U3-
MeHeHHe akTuBHOoCTH reHoB KNOX. Takue naHHble CBUIETEIb-
CTBYIOT O CYLIECTBOBAHHUH OOLIMX MEXaHH3MOB PETyJISILIUHU
nposudepauyy KJIETOK y PACTEHUH U KUBOTHbBIX C y4aCTHEM
TpaHcKpuniMoHHbIX pakropoB MEIS u KNOX, kortopbie, Be-
POSITHO, CJIOXKUJIMCh HA PAHHUX STanax BOJIOLHH 3yKapuOT
y 00LLIero Npeka pacTeHUH U XKUBOTHbIX.
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Role of WOX and KNOX transcription factors in plant
development and tumor formation

M. A. Osipova, E. A. Dolgikh, L.A. Lutova

& SUMMARY: Homeodomain-containing transcription factors are
the important regulators of multicellular organism’s development.
Plant transcription factors WOX and KNOX play the key role in mer-
istem maintenance, controlling cell proliferation and preventing
differentiation. The precise mechanism of WOX and KNOX action
hasn’t been well studied, however these transcription factors were
shown to play the important role in plant hormones homeostasis,
cytokinins in particular.

Plant transcription factors of KNOX group demonstrate the simi-
larities in structure and are supposed have the common origin
with animal transcription factors of MEIS group. This review de-
scribes WOX and KNOX transcription factor families, their inter-
action with plant hormones. The role of homeodomain-contain-
ing transcription factors in plant and animal tumor formation is
discussed.

% KEY WORDS: homeodomains, meristem-specific genes, KNOX, WOX,
tumor formation
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