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B3AMMOOENCTBUE TPAHCKPUMNLUMOHHbIX ®AKTOPOB
N ®UTOrOPMOHOB B PETYJISILIMU AKTUBHOCTU
MEPUCTEM Y PACTEHUA

BBEJJEHVIE

BoisiB/ieHre MEXaHH3MOB Perysisiliii aKTHBHOCTH MEPUCTEM SBJISETCS OJIHOM
M3 BayKHEMNIIINX 3a/1a4 COBpeMeHHOH OMOJIOTHH pacTeHni. baaronapst nanuuuio me-
pucTeM, 0coOBIX 30H MPOJH(EPALHH KIETOK, Y PACTeHHH BO3ZMOKHO (hOPMHPOBA-
HUE HOBBIX OPTAHOB W TKaHEH Ha MPOTSKEHUH BCEro MOCTIMOPHOHAILHOTO MepH-
ofia. Y 9BOJIIOLMOHHO JIPEBHUX TPYII BBICIIHX PACTEHHH — MXOB, MarnOPOTHUKOB,
XBOLLEH M MHOTMX TJIayHOOOPA3HBIX, — POCT PACTEHUH OCYLIECTBJISCTCA 33 CUET
AKTHBHOCTH BEPXYIIEUHbIX KJIE€TOK, TaK Ha3bIBAEMbIX TOUEK POCTa, OJIHA H3 KOTOPBIX
pacrioJioykeHa Ha Bepxyllke nobera, a ipyrast — Ha KoHunke kopHs (Cunnor, 1963).
Y ManopoTHUKOB M CEMEHHbIX PACTEHHH TOUKH POCTa, MPEJICTABJIEHHbIE alTHKAJIb-
HBIMH MEPHCTEMAMH, B 11€710M HMEIOT HoJiee CJI0KHYIO OPraHu3aluio U NpeJicTaBJle-
Hbl GOJIBILIMM YHCJIOM KJIETOK. AMUKa/bHbIe MEPUCTEMbI KOPHS U MoGera, HeCMOTPS
Ha XapaKTepHble /s HUX pa3/ivuks, UMeloT 00le YepThl opranusatuu. s Toro
4TOOBI arMKa bHble MEPUCTEMbI MOTJI 00€CMeUMBATh MOCTOSTHCTBO PA3BUTHS, OHHU
JIOJIZKHBI 00/1a71aTh OCOOBIMH CBOUCTBAMH: C OHOH CTOPOHBI, 4ACThb KJIETOK MEPHCTE -
MbI JIOJ?KHA MOCTOSTHHO MOJUIEPXKUBATh HeM(depeHIIMPOBAHHOE COCTOSIHUE U CIIO-
coGHOCTb K MpOoJIHepaly, a ¢ APyroil CTOPOHbI, MepUCTEMa J0JKHA MPOIYLIHPO-
BaTh KJIETKH, CIIOCOOHbIE K 1 hepeHIIPOBKe H (POPMUPOBAHHIO HOBBIX OPTaHOB.

B Mepucreme BbIeNSIOT 0COObIe MOMYJIALMH KIETOK, KOTOPbIE U OMTPEIEJISIOT 9TH
cBoticTBa. K HUM OTHOCAT Tak Ha3blBaeMble CTBOJIOBbIE KJIeTKH (Sablowski, 2007),
npuJeratoliye K opranugyiouiemy teHtpy (OLL) mepucremsi (puc. 1).

[Tpennonaraercs, uto kaetkn OLL ynpaBasioT aKTHBHOCTbIO MEPUCTEMBI: TTO-
JIABJSIOT TUPPEPEeHIIMPOBKY MPUIEKALIMX CTBOJOBBIX KJIETOK M CTHMYJHUPYIOT
nposucepaunio Knetok mepucremsl (Perales, Reddy, 2012, Sablowski, 2007).
O61eit ocobennoctbio KaeTok OLL siBsieTest To, 4TO OHU IEJIATCS OTHOCHTEJIBHO
MEJITIEHHO 10 CPABHEHHUIO C JIPYTUMH KJIETKAMH MEPHUCTEMBI.

B noGeropo#i anukanbHoilt Mepucteme (ITAM) cTBOJIOBBIE KJIETKH M pacrioJio-
YKeHHbIH B Gosiee TiyGoKuX cosX KaeTok OLL HaxonsTes B LieHTpasibHOI 30He. Eé
OKpY?KaloT nepudeprueckasi ¥ MoJACTHIAIONIAs 30HbI, TIPEJICTABIEHHbBIE TOTOMKAMH
KJIETOK 11IEHTPAJIbHOMN 30HbI. B HUX CKOPOCTD JieJIeHHs! KIETOK BbIllle, UeM B 1leHTPaIb-
HOH 30He; KJIETKH NepHhe pHIECKOH 30HBI AAIOT HAYAJI0 J1aTepasibHbIM OpraHam rnobe-
ra — 3ayaTkaM JIMCThEB, KJIETKH MOACTHAIONIEH 30HBl — TKaHsM cTe6.s (Perales,
Reddy, 2012). B xopneBoii anukanbHoil Mmepucteme (KAM) OLL (koTopblit mostyuu
Ha3BaHWe MOKOSAIIErocs LIEHTPA ) OKPYKEH CTBOJIOBLIMH KJIETKAMM, TAK HA3bIBAEMbI-
MU KeTKaMu-uHuuransivMu. OHH 1A10T Havas10 JMCTaNbHBIM (KosymMesna ), Jatepab-
HBIM (J1aTepaJibHask YaCTh KOPHEBOTO UEXJIMKA M STIHIEPMA ) H TPOKCHMAaJTbHBIM (KOpa,
SHIOIEpMA U cTes1a) TKaHsm KopHs (Sarkar et al., 2007, Stahl, Simon, 2010).

M3yueHne peryJisiiiii akTHBHOCTH MEPHCTEM, OMpPEIEISIONIMX POCT U Pa3BH-
THE pACTEHHi, ObIIO MPEJAMETOM aKTHBHBIX UCCJEIOBAHUI HA TPOTSIKEHHU MHO-
THX JI€CATKOB JieT. PoCTOBBIE BelllecTBa, CMOCOOHbIE BAMSTH Ha TMPOLECCH POCTa
W pa3BUTHS PACTEHUH, CTaJM NMPEMETOM aKTHUBHOTO U3ydeHus enle ¢ 30-X ropoB
XX Beka. Dbl OTKPBITHI OCHOBHbIE KJ1ACChl PUTOMOPMOHOB — SHJIOTE€HHBIX Pery-
JISTOPOB PA3BUTHS U YKU3HEJIEATEbHOCTH PACTEHUI.

Cpenu (bUTOrOPMOHOB B PAa3BUTHH MepHCTeM HanboJjiee BaXKHYIO poJib Hrpa-
0T UMTOKUHHMHbBI, ayKCHHbI U THOOepessiiHbl. [IUTOKHHUHBI MPeICTaBaSIOT CO-
60¥ pas/jnuHble MPOU3BOJIHbIE AMHHOMYPUHOB, ayKCHHbI — MPOU3BOJIHbIE HHJIO-
Ja, ru66epesIMHbl SBJASIOTCS AuTeprieHonnamMi. LIMTOKMHUHBI CUHTE3UPYIOTCS
NPEUMYIIIECTBEHHO B KOpHE, OTKyAa Mo GoJbliell yactu nepeHocstcs B [TAM.
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[panuent KoHUeHTpaLKH
CHTHaJIbHOTO (haKTopa OT
OpraHH3YIOLIEro LEeHTpa

Knetku, HauaBiine
U hepeHIPOBKY

CTBOJIOBBIE KJIETKH

OpraHusyouui LeHTp

Puc. 1. O6mias cxema opranuzaimu MepucteM (Moguduimposato no Sablowski, 2007)

Mx cunres katanusupyercs pepmentamu ISOPENTENYL
TRANSFERASE (IPT) u LONELY GUY (LOG). (Ka-
mada-Nobusada et al., 2009, Kurakawa et al., 2007).
PenienTopbl LUTOKMHUHOB — CEHCOPHbIE TMCTHAMH-KHHA-
3bl ARABIDOPSIS HYSTIDIN KINASE (AHK) — Jio0-
Ka/lM30BaHbl Ha MJagMasemMme, Mepefada CHTHaAsla opra-
HHU30BaHA MO TIPUHLMIY Kackaga (ochopuanpoBanus,
B KOTOPOM MPHHUMAIOT ydacTHe MepeHOCUnKH docdar-
ueix rpynn ARABIDOPSIS HISTIDINE-CONTAINING
PHOSPHOTRANSFER FACTOR (AHP), uuroknHuu-
peryaupyembie T® ARR-B (Type B ARABIDOPSIS RE-
SPONSE REGULATOR) 1 uHru6utopsl nepeaauu curuaga
ARR-A (To, Kieber, 2008).

AyKCHHBI CHHTE3UPYIOTCST B MOJIOJIBIX JIHCThsIX. MIX cHH-
Te3 KOHTPOJHPYETCS MHOYKECTBOM Pa3JIMUHbIX F€HOB, Opra-
HH30BaHHBIX B ceMelicTBa. bosblast vacTh aykciHa TpaHc-
TIOPTHPYETCS U3 CHHTE3UPYIOLMX ero TKaHeH uepes (pIosmy;
3TOT BUJ TPAHCTopTa He perymupyercs. TakxKe cyliecTByeT
6osiee MeIJICHHDBIH, PeryJMpyeMbld TPAHCIOPT Yepe3 KJeT-
KH, OMOCPELOBAHHBIF MEMOPAHHBIMU O€JKOBBIMH TE€PEHOC-
uynkamu: AUXIN TRANSPORTER PROTEIN 1 (AUXI)
1 PIN-FORMED (PIN). Perynsinpsi TpaHcriopra aykcuHa,
KOTOpast OCYLIECTBJSIETCST 32 CUET MOJYJSILMH SKCrpec-
cuu reHoB PIN WM akTUBHOCTH KOAMPYEMbIX UMH O€JIKOB,
KpariHe BayKHA B PA3BUTHH PACTEHHSI.

Peuientop aykcnna — uutonsasmatnueckui 6esok TIR 1
(TRANSPORT INHIBITOR RESPONSE 1) — sBasiercs
KOMIOHEHTOM YOUKBHTHH-JHTa3HOro Komrsekca. B nasb-
HeHLIel nepeiaye CUrHaJ/a NPUHUMAIOT Y4aCTHE TPAHCKPHIT-
unonnsle paxropel rpynnsl AUXIN RESPONSE FACTORS
(ARF), a Takxke MHTUOUTOPbI AyKCHHOBOTO CHUIHAJIMHIa —
6enku AUXIN/INDOLE-3-ACETIC ACID (Aux/IAA).
AykcHH iesiaeT Bo3MoxkHbIM BanmozieiictBue TIR1 ¢ Gesnka-
Mu Aux/IAA, TeM caMbIM TPUBOJS K MX Jlerpajialiit B ITpoTe -
acome (Tan et al., 2007). CyuiecTByeT Tak:ke MeMOPaHHbIH

peuentop aykcuHa — Oenok ABP1 (AUXIN-BINDING
PROTEIN 1). O mexaHuamax ero JIelCTBUsI Ha CErOJHSIII -
HHUI JIeHb U3BECTHO oueHb MaJio (Sauer et al., 2011).

B wmeraGonnsme ru66epessiMHOB HauboJee  BayKHYIO
pOJIb UTPAIOT OKCHIA3bl THOOEPEJITMHOBOH KUCI0ThI 20 1 3,
GA200x (Gibberellic Acid-20 oxidase) u GA30x, cuHTEe3H-
pytoliiie akTuBHbIe (hOpMbI THOGEPEITIHHOB, a Takke GA20X,
nHaktusupytoiasi ru66epesnunsl (Hedden, Thomas, 2012).
[M66epeyIMHOBBIF  CHTHAJIMHT  OCYLLECTBJISIETCS 32  CUET
yOUKBUTHH-3aBUCUMOH JIeTPalaliik  PEnpeccopoB  ruboe-
pennnnoBoro otBeta — T® DELLA nocpenctBom nx cBsi-
3piBanusl ¢ perenropoM rudbepesmmnios GIBBERELLIN
INSENSITIVE DWARF1 (GID1), KoMrnoHeHTOM yOUKBH-
THH-JiMrazHoro komriekea (Gao et al., 2011).

AyKCHHBI CTUMYJIUPYIOT pa3BUTHE KOpHEH, LHUTOKH-
HuHBl — pasBuTHe noderos (Skoog, Miller, 1957). Ilpu
5ToM B [TAM LHUTOKMHUHBI CTHMYJHPYIOT NPOJHdepalmio
KJIE€TOK, B YACTHOCTH 3a CUET aKTHBALIMH SKCIIPECCHH TeHa,
koaupytotero unkanH D3 (Riou-Khamlichi et al., 1999).
Aykcunbl u ru66epesnunbl B [TAM crumynupytor aude-
PEHLHPOBKY KJIETOK H Pa3BUTHE JaTepasbHbIX OPTaHOB.
B KAM, HanpoTuB, ayKCHUHbI HEOOXOJAUMBI JI/Is1 TTOJJIEPKa -
HHS HUIIM CTBOJIOBBIX KJETOK, 8 IMTOKMHUHBI CTUMYJIHPY-
10T I PepeHIHpoBKY. [MOGepesIMHbI CTOCOOCTBYIOT YBE -
JudyeHuto pasmepoB KAM, crumynupysi jesieHue KJIeTOK
B suoepme (Galinha et al., 2009).

Takum 06pasoM, oiHU U Te 2Ke PUTOTOPMOHbI JIEHCTBYIOT
HEO/IMHAKOBO B rodere 1 KopHe. DTO 3acTaB/sieT MpPero-
JIOXKUTB, YTO Hapsily ¢ (PUTOrOpMOHAMM pa3BHTHE pacTe-
HUH PETyJMUpYIOT U JIpyrue pakTopbl, MPH TOM HAOOP ITHX
(hakTOpoB crielduUeH JIsT PasHBIX OPraHoOB PACTEHHS.
JleficTBUTEIBHO, K HACTOSILIIEMY BPEMEHH Yy pacTeHUH oxa-
pPaKTEePHU30BaHbl T'€Hbl, KOAUPYIOLIHE TPAHCKPHUMLIHOHHbBIE
daxropsl (Td) — peryaaropel paboThl APYTHX TE€HOB —
MHOTHE M3 KOTOPBIX MrpaloT BaXKHYIO POJIb B PETyJsUH
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nposnudeparn 1 AU(QepeHIHPOBKH PACTHTENBHBIX KJe-
ToK. MyTaHThl 0 reHam, Komupytomum takue TP, xapak-
TEpPU3YIOTCSl Pa3NUUHBIMM aHOMAJHSIMH Pa3BUTHST pacTe-
HHI, B TOM YHMCJie 0OyCJIOBJIEHHBIMH HapyLIEHHEM PaOOThbI
MepHCTEM.

Td, konTposMpylolife aKTHBHOCTb MEPHCTEM, OTHOCSIT-
sl K pagHbIM 0esKoBbIM ceMeficTBaM. Cpennt Hux ectb T,
BCTpEUAIOIHecs y APYTHX TPy 3yKapHoT, KaK, Hanpumep,
Td ¢ romeonomenom (cemeiictea KNOX (KNOTTED-LIKE
HOMEOBOX), WOX (WUSCHEL—LIKE HOMEOBOX).
Ectb 1 yHukasbHble 4715 pactennii rpynmnsl TO — nanpumep,
Td usz cemeiticts GRAS (SHORTROOT, SCARECROW)
1 APETALA2 (PLETHORA).

Kaxum xe o6pazom TO n putoropmoHs KOOpAUHUPYIOT
CBOM JIEHCTBHUSI B PETYJISILUN pa3BUTHST MepucTeM? Kakosa
nepapxust T 1 GUTOrOPMOHOB B peryJisiliui pa3BUTHS Me-
pUCTEM U CyLIeCTBYeT Ji oHa? B Hacrosiiiiem 0630pe Mbl
TMOMBITAEMCST HAUTH OTBETBI HA 9TH BOMPOCHl HA OCHOBAHWH
M3BECTHBIX JAHHBIX O BJAMSHHU APYT HA APyra OCHOBHBIX Me-
pucremarnueckux TP n BarkHEHIINX (PUTOTOPMOHOB B KOHT-
poJie Pa3BUTHSI U AKTHBHOCTH MEPUCTEM.

B3AVMOLENCTBUE Td C ®UTOMOPMOHAMU
B TAM

K uncny ocnoBubix peryasitopos [TAM otnocsites T
C roMeoJIOMeHOM, MpuHaexkalue K cemeiictBam KNOX
1 WOX. MyTaHTbl 10 reHam, Kopupytoliim takue T, xapak-
TepuaytoTcs HenopasputueM [TAM, uTo ykasbiBaeT Ha He0O -
xomuMmocTb 3Tux T it ctumyanpoBanus nposudepainm
1 TIoJ1aBJieHus M hEePEHIIUPOBKH KJIETOK MEPHCTEMBI.

Huina crBosioBbix Ka1eToK B [TAM nomiepkuBaetcs ¢ no-
MOLIBIO CHCTEMbl OTPHULIATEJLHOH OOpPATHOH CBA3H MEXKy
crBostoBeIMH KaeTKamu 1 OLL. Kaetku OLL cunresupytor TO
WUSHEL (WUS), nonaasitoniuii e peHIpoBKy CTBO-
JoBbIX KeTok (van der Graaff et al., 2009). On npunae-
XKUT K cemeiictBy WOX, K KOTOPOMY TaKxKe OTHOCHTCS OJIHH
u3 kmoueBbix peryaaropos KAM — Td WUSCHEL-LIKE
HOMEOBOX 5 (on Oyzner 6osiee moapoGHO paccMOTpeH
B CJIE/yIOlIeM pasfiede).

Besok WUS, Murpupysi B CTBOJIOBblE KJIETKH, HHJLY-
IIUPYeT CHHTE3 CEKPETHPYEMOro CHTHAJbHOTO MEeNTHAaA
CLAVATAS3 (CLV3) (Yadav, Reddy, 2012). CLV3 npuna-
nnexut K rpynne CLE-nentuaos (CLAVATA3/EMBRYO
SURROUNDING REGION), koTopble BbIIeJIAIOT B 0CO-
6b11 K1acc nenTuAHbIX TopMoHoB. CLV3 monasasieT sxe-
npeccuto rena WUS, cBsibiBasich ¢ COOCTBEHHBIMH MeMG-
pannbiMu perieniropamu CLV1 1 2 (CLAVATAL n2), u CRN
(CORYNE), u Takum 06pa3om orpaHuunBaet 006J1acTh aK-
tuHoctu TO WUS B [TAM (Miiller et al., 2008).

[TomumMo hOpPMHPOBaHHST ¥ TMOJIEPIKAHHS  aKTHBHOCTH
[TAM B xone HOpMasbHOTO pasBuTHs pactennst, WUS Heo6-
XOJIUM TaKxKe JI/Isl pereHepalii noderoB i COMaTHUECKOTO SM-
OpHoreHe3a, B X0/Ie KOTOPBIX OH TAKXKe OMpeJiesisieT BO3HUKHO-
BeHue U passuthe [TAM (Chen et al., 2009, Atta et al., 2009).

Baxknyio posb B mommepxkanun [TAM wurpaior rensr
cemeiictea KNOX (Hamant, Pautot., 2010). Tenst KNOX
oOHapy»KeHbl Y BCEX MCCJE0BAHHBIX BHIOB OJHOMOJb-
HbIX W JIBYIOJIbHBIX PACTEHWH, U MX OCHOBHOH (DyHKIIHEH
SIBJISIETCS]  PEryJIsiiusl MepHCTeMATHUeCKOH aKTHBHOCTH
Ka1etok B pacteHud. CemeiictBo KNOX nenutcs Ha JBa
Knacca reHoB. [lis renoB mepmoro kmacca (KNOX-I),
Br/touatotero rewsl STM  (SHOOTMERISTEMLESS),
KNAT1 (KNotted in Arabidopsis Thaliana), win BP
(BREVIPEDICELLUS ), KNAT2 n KNAT6, nokazaHo yuac-
tHe B pa3sutin [TAM.

Ten STM — onun u3 Hanbosee BakHbIX reHoB KNOX
nepsoro kjacca. B xome BereratuBHoro passutus STM
IKCTIPECCHPYETCs B LIEHTPAJbHOH U nepudepuueckoi 30-
nax [TAM (Scofield et al., 2006). Ten KNATI umeet 60Jb-
1IOH MPOLEHT cXoicTBa ¢ STM, U ceiiuac yCcTaHOBJIEHO, UTO
sTa napa o6pazoBaJjack B peayJbTaTe TeHHOH AyMIHKALUH
(Scofield, Murray, 2006). B TTAM T® rpynner KNOX-I
SIBJISIIOTCST AaHTArOHUCTaMU (DAKTOPOB, 3aMyCKAIOUINX AU(D-
(hepeHIMPOBKY KJIETOK M PA3BUTHE JIUCTOBBIX MPHUMOP/HER
(B uactnoctu, TOG ASYMMETRIC LEAVES 1 u 2).

B ITAM ropmonbI pacTeHuil pacnpesiesieHbl HepaBHOMEp-
Ho. Tak, Haubosiee BBICOKAsT KOHLEHTPALMS LIHTOKHHUHOB
HaOJII0/IaeTCs B LEHTPAJLHOKN 30HE, TJIe OHU CTUMYJIMPYIOT
NpoJIUdepalnio KJIETOK U TTOAABSIOT HX AUPPEPEHIIUPOBKY.
AyKcHHBI U rHOGEpEJIIUHBI, HAPOTHUB, CTUMYJIMPYIOT TH-
(hepeHIMPOBKY K/IeTOK B nepudepuieckor 3one [TAM, rne
TPOUCKXOJIUT 3aKAJKa JUCTOBBIX MPUMOP/HEB.

B Hacrosiiiiee Bpemsi HAKOIMJIEHO MHOMKECTBO JAHHBIX
o B3aumozierictein TO KNOX-I n WOX ¢ stumu ropmonamu
B KOHTpoJie paspuths [TAM.

B3AUMOLENCTBUE Td WUS U AYKCHHOB

[Tockosibky T WUS B 1iesiom nozasssiet auddepeHiin-
POBKy KJ1eTOK B [TAM, MOXKHO NPENOJIONKUTD, UTO OH MOJIAB-
JsieT paboTy ayKcHHOB. HeMHorouncieHHble ee/1e/10BaHus,
CBSI3aHHBIE C TOH MPOOJIEMOH, MOATBEPKAAIOT STO MPEATNO-
Joxkenue. Hanpumep, nogasienne skcnpeccun rena WUS
(¢ nomoliiblo cBepxaKenpeccuu reHa CLV3 nnu ¢ nomotibio
PHK-untepdepenunun camoro WUS) Bei3biBaeT B nepude-
puueckoit 3oHe [TAM yBesiueHNe 0/ KIETOK C aKTHBHbBIM
AyKCHH-UyBCTBHTEJIbLHBLIM IPOMOTOPOM (B JaHHOH paboTe He-
MOJIb30BANH CHHTETHYECKHUI AayKCHH-YYBCTBHTEJILHBIA MPO-
motop DRS). Takum o6pasom, TO WUS, BeposTHO, CHHXKAET
UUCJIO ayKCHH-UYBCTBUTENBHBIX KJIETOK B TepH(epHIecKOil
30He WJIM 2Ke YMEHbIIaeT KOJMUeCTBO ayKCHHA B 3TOH 30He,
YTO MPUBOJIUT K OTPaHHUEHHIO uuca AnddepeHIrpyIoIHXCs
kaetok (Yadav et al., 2010). Takxke WUS Hanpsimyto BausieT
Ha SKCIMPECCHIO TEHOB, OTBEUAIOINX 32 HCTBHE ayKCHHOB!
OH CTUMYJIUpYeT 3Kcnpeccuto reHa TOPLESS, wHru6uTopa
aykcuHoBoro curnanuura (Busch et al., 2010).

B npomotope rena WUS apabumoncuca u 1ByX ero op-
tosioroBy Populus trichocarpa (PopWUS 1 u PopWUS2)
HaﬁlﬂeHbI pa3januiyHbie ayKCUH-YYBCTBUTEJbHbIC 3JIEMEH -
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toi: AuxRE, NTBBFIARROLB n SURECOREATSULT
RI1 (Bao et al., 2009), ogHako naHHbIe O BJHSHUM Ca-
MHX ayKCHHOB Ha pa6oTy WUS HeoHO3HauHbl. B 0ocHOB-
HOM OHH MOJIYUYE€HBI B XOJ¢e l/ICCJIQJlOBElHI/IﬁI perenepauuu
pacTeHHH.

Y KOPHEBbIX 3KCIIJIAaHTOB apaOMoICcHCa TIPH CBEPXIKC-
npeccun reda ARFI( yBenMunBaeTcsi YHC/IO PereHepupy-
IOLHMX MOOEroB W MOBBLILIAETCA YPOBEHb YKCIIPECCHH Pl
Mepl/lCTEM-CﬂeLLl/l(i)l/l'-leIX FC€HOB, Cpe/li KOTOPbIX €CTb U I'€H
WUS (Qiao et al., 2012). Mcxoas U3 9Toro, MOXKHO Mpeno-
JIOXKUTD, YTO aYKCHHDI MMOJIOKUTEJBHO BJUAIOT Ha KCIIPEC-
cuto WUS.

B kasycax JoLepHbl, OIHAKO, 9K30MeHHbIH ayKCHH
He Bausiet Ha coaepxkanve PHK rena WUS (Chen et al.,
2009).

B npyrux uccnenoBanusx, MOCBsIIEHHBIX pereHepalun
pacTeHuil, HabGIOAIM OTPULIATENbHBIH S(PPEKT ayKCHHOB
Ha skcnpeccuio WUS. B uactnocTH, o6pasoBanne nobe-
rOB Ha KaJutyce y apabuoncuca TpedyeT npeiBapuTe/bHOM
00pa00TKH AyKCHHOM H MOCJIEIYIOUIEr0 YMEHBILICHHST €ero
KOHLIEHTPALMH B Cpejle, YTO COIPOBOXKIAAETCS MOsIBJEHHEM
cantoB skcnpeceun WUS (Atta et al., 2009).

Ha kannycax apabumoncuca 66110 TakxkKe MoKasaHo, UTo
npeaBapuTesibHasi KyJbTUBallMsl MEPBUYHBIX COMATUYECKHUX
SMOPHOHOB B Cpeie C ONPEAeNEHHON KOHLeHTpaluen aykK-
CHHa HeoOXOoIMMa JIJIsi ocIeTytolei sKenpeccud rena WUS
¥ COMaTHYECKOro sMOpHOreHe3a, OJHAKO 3TH COObITHS Ha-
6JtoialoTes JIMLL MOoc/e YAa/JdeHHsl 9K30M€HHOro aykCHHa
u3 cpenpl. Ha cpese 6e3 no6apjeHnst ayKcuHa SKCrpeccHs
rena WUS B sMOpPHOTeHHBIX KaJTycax HabJoanach nocse
YCTaHOBJICHUsT T'paJlMEHTa KOHUEHTPpAUHWHW ayKCHHa HEMoC-
peaCTBeHHO B TKaHsx Kasyca. [1pu stom WUS sxenpeccu-
pPOBAJICS B 30HAX C HU3KOW KOHLIEHTPALIMEH ayKCUHA H B 30-
Hax, OKpyzKaloluluX MaKCHUMyMbl KOHUEHTpAUHWW ayKChUHa
(Su et al., 2009).

Kpome Toro, Ha apabuioncuce NnoKasaHo, 4To MpPH HC-
KyCCTBEHHOH cTuMynsituu pabotel rena WUS B kopHsx
B caiiTax ero sKcrpeccuu HabJjionaercsi popMUpPOBAHHE K-
Tonuyecknx noberos. [lo6aBaenune B cpejty A/s1 KyJbTHBALUH
ayKcHHa MeHsieT xapakrep pa6oTel sToro Td: BMecTo 3KTO-
MUYeCKUX MOGEroB Ha KOPHSX (POPMUPYIOTCST COMaTHUECKHE
sm6puonsl (Gallois et al., 2004 ).

Takum o6pasom, BiHsIHME ayKCHHOB Ha paboTy W 3KC-
npeccuto WUS He 0IHO3HAUHO, OJTHAKO MOXKHO YTBEPKIATD,
4TO, BO-TEPBbIX, AyKCHHbI BO3/ICHCTBYIOT HA SKCIIPECCHIO
reHa WUS (BO3MOXKHO, OTIOCPEJIOBAHHO, Yepe3 H3MEHEHHE
9KCIPECCHU JIPYrUX FE€HOB) H, BO-BTOPBIX, ayKCHHbI B3au-
MOﬂQﬁCTByDT C CUTHAJIbHBIMHU MYTAMHA 3TOTO T — Harpu-
Mep, 3a CUET BJIMSIHUSI HA T€ K€ I'eHbl-MHUUIEHU. TaK, He-
JIaBHO ObIJIO MOKa3aHo, 4To B poMoTope rena Helianthus
annuus LEAFY COTYLEDONI-LIKE (Hal 1L), yuacTBy-
IOLLEro B COMAaTHYECKOM M 3HFOTHYECKOM 3MOpHOreHese,
€CTh TMOCJIEN0BATENBHOCTH, C KOTOPHIMU CBsi3biBaeTcst T
WUS, a rtakkKe ayKCHH-peryJjupyemblie MOC/e10BaTe N b-
noctu (Salvini et al., 2012).

B3AWMOLENCTBUE WUS U UNTOKUHWHOB

Baanmoseiictre nTokUHUHOB 1 T® WUS uzyueno 6osiee
noapo6Ho. PesysibraThl Mccie/loBaHui perenepaiin nooeron
U3 KaJutycoB apabuoncuca (Atta et al., 2009) u comaruuec-
Koro sMOpuoreHesa y Jioteptbl (Chen et al., 2009) roBopsit
0 TOM, HTO UMTOKMHHUHBI MOBBIIAIOT YPOBEHL SKCIIPECCHUU I'€Ha
WUS B kamycax (kak Gblio ckaszaHo Bbillie, WUS Heo6xo0-
JIUM JJIs STUX TIPOLLECCOB ). AHAJIOrHUHbBIH 3¢hheKT Habo1au
B noOerax apabUaorcuca ¢ MoMOLIbI0 THOPUIN3ALINH irl Sifu
(Buechel et al., 2010), a Tak:ke B 6eCKOPHEBbIX IKCIIAHTAX
Raphanus sativus (Jlyrosa u ap., 2008).

Bbuio nokasano Ha apabuponcuce, YTo LUTOKMHHHDBI M10-
JIABJSIOT 3Kenpeccuto reHa CLVI, yuacTBylollero B penpec-
cun WUS (Lindsay et al., 2006). OnHako y MyTaHTOB C M0Te-
peit pynkupnn reno CLV I nm CLV3 06paboTka HUTOKHHHHOM
TaKxKe MOBbIIAeT ypoBeHb sKcnpeccun WUS. Takum o6pa-
30M, CYLLIECTBYeT U He3aBucHMblil 0T cucTeMbl CLAVATA nyTh
aKTHBALMHK 3Kcnpeccud rena WUS unToknHUHAMH.

LIMTOKHHUHBI aKTHBHUPYIOT 3Kcrpeccuto reHa WUS
M B CJllyyae TNpeaBapUTe/bHOH 00paOOTKH PACTeHHH LMK-
JIOTEKCUMMJIOM (HHIHOUTOPOM CHHTe3a Oesika), a B Tpo-
mortope rena WUS apaGuponcuca M JBYX €ro OpToJIOroB
y P. trichocarpa (PopWUS 1 n PopWUSZ2) naiiietbl 1UTO-
KUHWH-uyBcTBUTENbHBIE 371eMeHThl ARRIAT 1 CPBCSPOR
(Bao et al., 2009).

Jis CLV-HezaBucHMOi HHAYKLMH 3Kcnpeccun reHa WUS
HUTOKWHHHOM H€O6XOILI/IMI:>I HUTOKHMHUHOBbIC PEUENTOPbI
AHK2 u AHK4, no ne AHK3. B nomene skcnpeccun WUS
Ha6J/1101aeTCsl MOBHIIIEHHBIH ypoBeHb sKcnpeccnn AHK4, uto,
BUIHMMO, obecrneunBaeT YPOBE€Hb UHTEHCUBHOCTH LHHUTOKWHH-
HOBOTO OTBETA, JIOCTATOUHBIA YISl HHIYKIMKU padothl WUS
(Gordon et al., 2009).

OmuH U3 reHos 6WocuHTe3a nutokuaunos, LOG4, sKe-
npeccupyercst B cioe L1 B [TAM. [Ipeanonaraior, uto
Bo3HMKalommi 3a cuér LOG4 rpaaueHT UMTOKHHMHOB
oT L1 K BHyTpeHHUM CJ1061M, a TakKe FpaieHT HHIHOUTOpa
WUS CLV3 ot ueHTpasbHOM 30HBI K MOJACTHJIAIONIEN 30HE,
BMecTe obecneunBatoT sKkcrpeccuto WUS B cTporo orpe-
nenénnom paitone [TAM (Chickarmane et al., 2012).

C npyroit ctoponbl, y apatunoncuca T WUS Hanps-
MYIO TIOJIaBJISIET 3Kcnpeccuto reHa ARR7, uHruGuTopa 1u-
TOKMHMHOBOIO OTBeTa. BhISIBJIEHO HEraTHBHOE BJIMSIHHE
WUS u Ha 3Kcnpeccuio Apyrux reHoB u3 rpynnbl ARR A
(Leibfried et al., 2005).

Takum 06pasom, sKcriepuMeHTa/bHbIE JaHHbIE, TTIOJyUeHHbIe
Ha CerofiHs, mpeanosaratoT Haanuve B [TAM netsm nosoxku-
TeJIbHOH 06paTHOH CBS3M MexKTy IMTOKHHHHAaMK 1 TP WUS.

T® KNOX-I 1 UUTOKUHWHbI

[ensr KNOX mepBoro kjacca U LHUTOKHHHHBI I€HCTBYIOT
OJIHOHAMPABJIEHHO: (DEHOTHI PACTEHHI CO CBEPXIKCIPECCH-
el THX FeHOB CXOfIeH ¢ (PeHOTHIIOM PACTEHHH C MOBBIILIEH-
HbIM coJiepaKaHleM HUTOKUHUHOB (Sinha et al., 1993).
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B T10 ke Bpemsi paGora renoB KNOX-I npuomut
K YBeJMUEHHIO COfiepKaHUsl LUTOKMHHHOB. B wacrHoc-
TH, cBepxakcrpeccusi rena kimacca KNOX-I y kapTode-
ast (POTATO HOMEOBOX 1) B HecKONBKO pa3 yBeJH-
uhBaeT cojieprKaHue LUTOKHHHHOB B KOHYMKAX MoGeros
(Chen et al., 2003).

JIncToBble 3KcmIaHThl Tabaka €O CBepXdKCrpecchen
reva MdKN1 (Malus domestica KNOTTED1) si6sionu crio-
COOHBI K pereHepanuu no6erop Ha 6€3ropMOHaJ/IbHON Cpe-
JIe — 3TO FOBOPHUT O MOBBILIEHHOM COJIEPIKAHHN SHAOTEHHBIX
IIMTOKHHUHOB Y TakuX pacteHuit (Srinivasan et al., 2011).

Kaxum e o6pazom rensl KNOX-/ yBennuuBalor cosep-
YKaHHe IUTOKMHUHOB?

Boino nokasano, uto aktupaius TO STM apaduioncu-
ca yBeJIMUHBAeT YPOBEHb IKCMPECCHH IeHOB M30MEHTEHN -
tpancdepas [PT5 n [PT7, yuacTHUKOB GHOCHHTE3a LIUTOKH -
nuHoB (Jasinski et al., 2005).

Taxoke mokasano, uto axkrupaius apyrux Td rpymnmel
KNOX-I — KNAT1 1 KNAT2 — BelIET K yBeJIMUEHHIO YPOB-
st skenpecenu rena [PT7. Ipennonarator, uro rex /P77 siB-
JisieTcst ocHOBHOH MuuIeHbio akropos KNOX-I B peryusi-
1IMM ypoBHSA MTOKMHKHOB (Yanai et al., 2005).

CaepxaKkenpeceus rena Brassica napus BnSTM B xop-
HEBBIX 3KCTJIaHTaX apabHjoncuca CTHMYJHPYeT pereHe-
pauuio moGeros, a TakKe TOBBIIIAET YPOBEHb 3KCIpec-
CHH TeHOB pelenTtopoB 1uTokuHuHOB: CKI1 (CYTOKININ
INSENSITIVET) w AHK4. Taxxe B sKcniantax apabu-
joricuca sKenpeceuss BnSTM axktuBupyeT paboTy TEHOB
ARR B-runa, y4yacTHHKOB LIUTOKHHHHOBOI'O OTBETA, U MHIM-
OupyeT sKcrpeccHto psiga reHoB ARR A-Tuna — HHIHOUTO-
poB 1utokuHUHOBOrO oTBeTa ( Elhiti, Stasola, 2012).

Takum o6pasom, TO KNOX-I nosokutenbHO BJHSIOT
Kak Ha OMOCHHTE3, TaK M HA CUTHAJMHT LUTOKMHHHOB.

Jlanuble o BAMSIHMM LUTOKHHMHOB Ha padory KNOX-I
60J1€€ MPOTUBOPEUHBHI.

B TpaHcreHHbIX pacTeHHsiX apabHI0IICcHCca CO CBEPXIKC-
npeccuell reHa LUTOKMHUH-OKCHAA3bl (3TOT (DEPMEHT HHa-
KTHBUPYET LIMUTOKHHUHBI) opxuaen Dendrobium sonia
CYTOKININ OXIDASE/DEHYDROGENASE 1, ypoBuu sKc-
npeccuu reHoB KNATT u STM cumkennl (Yang et al., 2003).

B npopoctkax apaGuponcuca, 3KCIPeCCHPYIOLINX TeH
CHHTe3a LIMTOKUHUHOB ipt us Agrobacterium tumefaciens
B TeueHHe JByX Hejlesdb, Oblla MOBBIIEHA 3KCIpec-
cust reHoB STM u KNATI B creGjie U MOJIOIBIX JIHCTbSAX
(Rupp et al., 1999). Onnako, corjiacHO JaHHBIM JIPYroi
paGoThl, sKcrpeccus ipt B TeueHue 48 UacoB He U3MeEHs-
qa yposun PHK renos STM u KNATI, XxoTs B mpopocTKax
HaOJIoa/IM yeHuieHue sKcrpeccun rea ARRS — wmap-
Kepa 1uTokuHuHOBoro otBeta (Craft et al., 2005). Boiio
BBIIBHHYTO TIPEINOJIOKEHHE O TOM, UTO JABYXHEIEJbHAs
CTHMYJISILIUST PACTE€HNH SHAOTEHHBIM LIUTOKMHMHOM B 3KC-
nepumente Rupp et al. MoxkeT npuBecTH K Mopdosornyec-
KM M3MEHEHMsIM, HanmpuMmep, K yBeJNUeHUIO KOJIHYeCTBa
npuaatouHsix Mepucrem. Ilostomy nabsonaemast B [aHHOM
IKcrepuMenTe aktupauust Tpanckpununn KNATI u STM

MOXKET ObITb 00YCJIOBJICHA HE YBEJMYCHHEM YHCJ/a TPAHC-
KPUTITOB 3THX T€HOB Ha KJETKY, a YBeJHUeHHEeM OTHOCH-
TEJIbHOTO KOJIMYECTBA MEePUCTEMATHUECKHX KJIETOK B 1Tpobe
(Craft et al., 2005).

Tem He MeHee, ObUIM MOJIyUY€HbI JaHHbIE, TOBOPSIIME
0 HeOOJIbIION, HO 3HAYUMON HHyKIMH reHoB STM, KNAT
KNAT2 n KNAT6 B anekcax npopoCTKOB apabuiorncuca mnpu
TMOBBILIEHUH YPOBHSI 9HJOT€HHbBIX [MTOKMHUHOB B TeUeHHe
KOPOTKOTO Meprojia BpeMeHH. B Ipyrux dactsix mpopocTKoB
VHJIYKIMHU BbISIBJIEHO He OblJ10. B rHMOKOTHIISX SKCTpeccHs
rena STM, HanMpoTHUB, MOAABJAIACH TPH KPATKOBPEMEHHOM
yBeJIMUEHHH YPOBHS LIMTOKHHUHOB (Soucek et al., 2007).

Ten BroSTM, romoJior rena STM y B. oleracea, Takxe
WHJIYLMPYETCS B OTBET Ha KpaTKOBpeMeHHyo (4 uaca) 06-
paboTKy LIMTOKMHUHOM B cTe6JIeBBIX dKCmIanTax. Ero sxe-
Tpeccust acCoLMMpOBaHa C pereHeparyel mo6eros U3 sKc-
nsiantoB (Teo et al., 2001).

Axkenpeccust rena GmKNT! Glycine max, 6113K0ro T0-
mosiora STM, nopassisiercst umrokniunamu (Liu et al., 2008).

JlaHHble, 1oJlydeHHble MPH LIHpoKOMaclTaOHOM aHa-
JIU3e TeHOB, UYBCTBUTEJILHBIX K IIMTOKUHUHY, HE MOKa3aJu
MOBbIIEHUS YPOBHSA 3Kcrpeccuu STM B OTBET Ha HHJIyK-
1110 6MOCHHTE3a UMTOKMHHHOB, OJIHAKO HabJ/110/1a/10Ch Bpe-
MeHHas akTuBauus reva KNATI (noc/ie 6 yacoB HHAYKIMH
6MOCHHTE3a LIMTOKHHHWHOB), KOTOpas B aJibHEHIIEM Hcye-
3ana (Hoth et al., 2003). Takum o6pazom, MOKHO MPeJro-
JIOXKHTh, UTO peryasius skcnpeccuu reHoB KNOX-I unto-
KUHUHAMM HMeeT ONpesie/IEHHYI0 BPEMEHHYIO CrelnprKy
(Soucek et al., 2007).

KNOX-I I TMBBEPEJIJINIHbI

AU PaKTOPbI BBIMOJHAIOT NPOTUBOIMOJOKHbBIE (DYHKIIUH
B [TAM, u Biusinue renoB KNOX-/ na paGoty ru66epesiiu-
HOB M3YY€HO JJOCTAaTOYHO NMOAPOOHO.

Bbllo MokazaHo, uTO CBepX3KCMpeccHs reHa Kjacca
KNOX-I Oryza sativa HOMEOBOX I (OSHI) B TpaHcreH-
HBIX pacTeHHsIX Tabaka MPUBOIUT K MOP(OJOTHUECKUM H3-
MEHEHHUSIM, aCCOLMMPOBAHHBIM CO CHI?KEHHEM YPOBHEH aK-
THBHBIX (popm ru66epenunos (Kusaba et al., 1998a). [1pu
9TOM 00paboTKa PACTEHUH AKTUBHBLIMM THOOEpesJIMHAMU
MPUBOANT K YAaCTHIHOMY BOCCTAHOBJIEHHIO HOPMAJBHOTO
tbenoruna. Mexomst 13 3TOro, MOXKHO OBIIO TIPEATOIOKHTD,
uto redbl KNOX-[ 1eficTBYIOT He Ha Tepeauy CHTHaIa 3THX
FOPMOHOB, a Ha HX MeTa0o0J/1u3M. M 1eficTBUTe/IbHO, KaK OKa-
3asoch, cBepxakcnpeccuss OSHI NMPUBOIUT K CHHXKEHMIO
YPOBHS 5KCMPECCHH MeHa OKCHIA3bl THOOEPEesIIIMHOBOH KHC-
J0Tb1-20 (GA200x), 0HOTO U3 OCHOBHBIX (PepMEHTOB GHO-
cuHTe3a rn66epennHoB (Kusaba et al., 1998b).

NTHI15, ren KNOX-1 y TaGaka, HanpsiMyto UHIHOUPYET
9KCIpeccHto reHa 6uocuHTesa ru66epenntios NTCI12 (oH
toxe Kopupyet GA200x), CBSI3bIBasCh ¢ HEGOJBILIMM ydacT-
KOM B IepBOM HHTpoHe 3Toro rena (Sakamoto et al., 2001).
Cxonnble pesynbrathl Obuti nosydensl u st T knacca
KNOX-1y kaprodens (Chen et al., 2004).
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Kpowme Toro, 6bi10 nokaszaHo, uro akrubaius T® STM
y apabujoncuca MPUBOAUT K yBEJHUEHHIO YPOBHEH 3KC-
npeccuu reHoB GA20x2 w GA20x4. OnHONO/NbHBIE TaKXKe
obnanaioT cucremoil B3aumuoi peryasuun T@ KNOX-I
v ru66epessnHoB. Ha kykypyse (Zea mais) Oblia noka-
3aHa npsimas aktuBauys rena GA2ox1 renom KNOTTEDI
otHocsiuMest K rpynne KNOX-1. Dtot akTop CBf3bIBA-
eTCsl C LMC-PETyNUPYIOLUIUM 3JIeMEHTOM B HHTPOHE TeHa
GAZ20x1. 1omensl sxcnipeccnu renoB KNI n GA2ox1 nepe-
KpbiBatoTest B ocHoBanuu [TAM, a Tak:ke Ha rpaHHIax ¢ oc-
HOBaHUSIMH (DOPMHUPYIOLIMXCST JHCThEB. TakuM o6pazom,
BepositHo, KNI mnoamepKuBaeT rpaHuily Mexuay audde-
PEHLMPOBAHHBIMU U HeAU((epPeHIINPOBAHHBIMY KJI€TKAMH
(Bolduc, Hake, 2009).

Takum o6pasom, HH3KHH ypoBeHb THOOEPENTHHOB
B [TAM nosaziep:kuBaeTcst He TOJIBKO 3a CUET MOAABJEHHUST HX
CHHTE3a, HO M 3@ CYET HHAKTUBALIMK THOOEPE/IIMHOB, KOTO-
pble MOTYT TIOCTYNATh M3 APYTHX YacTel pacTeHus!.

Bmsinne ru66epesmioB Ha renel KNOX-/ nsyueno
B MeHbllell crenenu. [Tokazano, uro o6paboTka ru6oepes-
JIMHAMK SMOPHOTeHHBIX 3KerianToB Cocos nucifera ne Tonb-
KO MTPUBOJIUT K YBEJTMYEHHUIO YHCIAa COMATHUECKHX SMOPHOHOB,
HO M CTUMYyJIpYeT sKcnpeccuto reHa CnKNOXI, npuHaze-
)atitero K kinaccy KNOX-1 (Montero-Cortes et al., 2010).

B 6osiee panneii paboTe 6GblJI0 TOKA3aHO, YTO Yy paCTEHUI
TOMAaTa, B KOTOPbIX HAapylLIeHa CHCTeMa MOAaBJIeHUs THOOe-
peJIJTMHOBOTO CUTHAJIIMHTA (MYTaHT procera) Wi ey pac-
TEHHIl ¢ HapyllIeHHeM CHHTe3a rHO6epeuIMHOB (MyTaHT gib 1,
gibberellin-deficient ') ypoBenb akcnpeccuu renoB KNOX-1
TKN1 (Tomato KNI') u TKN2 ne Obla 3HaUUMO H3MEHEH.
Tem He menee, MyTanTbl gib ! 1eMOHCTPHPOBAJIH HAPYILIEHHS
MOP(OJIOTHH JIHCTBEB, XapaKTepHBbIE /71l PACTEHHI C MOBBI-
1eHHol sKcrpeccrelt renoB KNOX-I (paccedéHHOCTb JHC-
TheB, HAJMUHME SKTOMUYECKHX MEPUCTEM Ha JIUCTBSIX U TIp. ).
ABTOpBI CTaThM MpeJoaraior, 4to ru66epesHbl Heroc-
PEeJICTBEHHO He PeryanpyioT skcnpeccuio renos KNOX-1, o-
HAKO CHHJKEHHEe KOHIEHTPaluK ru66epesiTHHOB MOXKET ClIe-
JIaTh TKaHH JIUCTbEB GoJjiee YyBCTBUTEJNbHBIMH K JEHCTBHIO
s1ux TO (Jasinski et al., 2008).

BosmoxkHO TakkKe, uyTO THOOEpPEHHBI  PEryanpyioT
padoty renoB KNOX-/ Ha mocT-TpaHCKPUTILIMOHHOM YPOB-
He. B yacTHocTH nokasano, uto 0o6paboTKa KaJlIycoB puca
rHOOEPEVIMHOM MPUBOAUT K NMEepeMelleHHI0 OEJIKOB IpyIl-
bl KNOX-1 OsKN2 (Oryza sativa KN2) u OsKN3 ¢ met-
kot GFP u3 sipa B uMTONIa3My M siiepHyr0 000JOUKY
(Kujit et al., 2004).

Takum oOpasom, OJHO3HAUHO YcTaHOBJeHO, uto T
KNOX-I nanpsimyio croco6CTBYIOT CHUXKEHHIO KOHIEHTpa-
uuu ru6oepessiiHoB B I[TAM, uTo mojiep:KuBaeT KJIETKH
3TOH 30HBI B HefM((hepeHIIMPOBAHHOM cocTosiHUH. [1G6e-
PeJIIHHBL B CBOIO OU€PE/ib, BEPOSITHO, CMTOCOGHBI MOAABJISATS
ekt reHoB KNOX-/. Takoe B3aumoieficTBIE HEOOXOIH -
MO He TOJIbKO 75t paGoTsl [TAM, Ho U A1 popMupoBanus
CJIOKHBIX U TIPOCTBIX JIHCTHEB C PA3JHUHON apXHUTEKTYPOH
y Bhicinx pactenuit (Hay et al., 2002).

KNOX-1 1 AYKCUHbI

Baaumoneiicteue renoB KNOX-I u ayKCHHOB JieTajlb-
HO He u3ydeHo. OKasbBasi MPOTHBOMOJOXKHBIE 3(PQEKThI
Ha TIpoJiudepalyio n U depeHIPOBKY KIETOK, OHU BJS-
torest antaronucramu (Scofield, Murray, 2006), onHako KoH-
KPETHBIX JAHHBIX 00 X B3aUMOJICHCTBUH OUEHb MaJIO.

Caepxsxenpeccusi rena Brassica napus BnSTM B skc-
njaHTax apabHioNCHca MOBBIIIAET YPOBEHb 3KCIPECCHH
psifia renoB Aux/IAA — WHPMGHTOPOB ayKCMHOBOTO OTBETA
(Elhiti, Stasola, 2012).

B nnctbsx co cBepxskenpeccueit rena KNAT nabmona-
JI CMellleHHe aKTHBHOCTH rpoMoTtopa resa PINI, KOHTpo-
JIUPYIOLLLETO MOJAPHBIN TPAHCMOPT ayKCHHOB, K Oa3a/bHbIM
YacTsIM H yMeHblIIeHHe aKTHBHOCTH ayKCHH-UyBCTBUTEJ/IBHO-
ro npomoropa DR5, uTo CBUIETEILCTBYET 00 YMEHbIIEHHH
KOJIMIECTBA AyKCHHOB WJIM O MOAABJEHHHM HMX CHTHAJIMHTA
(Hay et al., 2006).

Takum o6pazom, UMelolIHeCs JaHHbIe MPEANoNAraloT oT-
puliaTesnbHoe BausHue reHoB KNOX-1 Ha TpaHCNOPT U nepe-
Jlauy CHrHasa ayKCHHOB.

O6parHoe BHUsIHME, BEPOSITHO, TAKXKe SIBJASIETCS He-
raTUBHBIM: 3KcrepuMenTsl ¢ Genkamu KNOX-I  puca
OsKN2 u 3 ¢ merkoit GFP (Green Fluorescent Protein)
nokasaJu, 4yto o6padoTka KaaaycoB puca aykcuHom HYK
(HadpTHIIYKCYyCHAsT KHCJOTA) TPHBOAMT K BBIXOTY O€JKOB
OsKN2-GFP u OsKN3-GFP us sinpa B untoniasmy u suep-
Hy10 060J104Ky. Hanpotus, o6paboTka KasycoB HHTMOUTO-
pom tpaHcriopra aykcuHa (NPA, 1-N-Naphthylphthalamic
acid, wan 1-N-nacptundranamonast Kucaora) MpHUBOAHIIA
K KOHIIeHTpaluu 3THx 6esikoB B siape (Kujit et al., 2004).

Oxkcrpecenst Bcex renos KNOX-/ knacca apabuuoncu-
ca Obla yBeJMueHA B PEMPOJIYKTHBHBIX OpraHax pacre-
HHUH, MyTaHTHBIX MO TeHaMm ayKCMHOBOTO CHMTHAJHHTA —
ARF6 n ARFS (Tabata et al., 2010).

B wmyranrax apabuponcuca no reny AUXIN-
RESISTANCE 1 (AXR1), kopupyollieMy OJIMH U3 yUaCTHHKOB
AyKCHHOBOTO CUTHAJIMHTA, HAOJI0IaeTCsT SKTONHIecKast 9KC-
npeccus rea KNATI B muctbsax (Hay et al., 2006). K sto-
My 2Ke 3(pdeKTy MPUBOAUT U TMOJABJIeHHEe IKCIIPECCHH TeHa
PINI vy uHrHO6UpPOBaHKE MOJSIPHOTO TPAHCIOPTA ayKCHHOB
B JIMCThsIX ¢ nomoltibio NPA (Hay et al., 2006).

Y 6auskoro poxactBennuika A. thaliana — Cardamine
hirsuta — renbl KNOX-[ sKcripeccupytoTcesi B 30He OCH JIHC-
TheB JI/15 PEJIOTBPAllleHHs MTPeXIeBpeMeHHON T depeH-
LIMPOBKH KJIETOK H PA3BUTHSI CJIOKHBIX TUCTheB. O6paboTKa
JINCTBEB AYKCHHOM TPHUBOJUT K MOAABJEHHIO IKCIPECCHH
STM (Barkoulas et al., 2008).

Onnako B pacreHusix apabunornicuca, o0OpaboTaH-
HBIX JIPYTMM MHTHOMTOPOM TpaHcrmopTa aykchHa, TIBA
(2,3,5-triiodobenzoic acid, wiu 2, 3, 5-TpuitonoGeH3oiHas
KHCJIOTA ), He ObIIO BbISIBJEHO IKTOMUYECKOH IKCMPECCHH
renoB KNOX-[ (Tsiantis et al., 1999). bosee Toro, B ipyrom
uccie1oBalnuu nokasano, uyto TIBA nopaBsisieT crmocoOHOCTD
K SMOpHOreHe3y y sMOPHOTreHHbIX KaJlJlyCOB apaOuI0NcHca,
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OJIHAKO CBepX3KCnpecchs reHoB STM pa3uuHbIX BUAOB pojia
Brassica B xannycax cinMaet 3710t sddekr TIBA u nenaer
MX CroCOGHBIMH (DOPMHPOBATL COMATHUECKHE IMOPHOHBI
(Elhiti, Stasola, 2011).

Tem He MeHee, Ha CGFO[LHHUJHI/lﬁ JICHb TMMOJIyY€HbI JINIIb
JaHHbIe, TOBOpPYLIHE 00 OTpULIATEJIbHOM BJAUSAHUNU ayKCHUHOB
Ha sKcrpeccuio renos KNOX-/; Takum o6pasom, 3TH (akTo-
Pbl B3AUMHO MOJABJSAIOT APYT ApYyra, 4yTo, BEPOATHO, HEOO-
XOJIUMO /s (DOPMHUPOBAHHUST APXUTEKTYPbI JTUCTHEB U MOJjIE-
pKanus aktuBHocTH [TAM, Kak 1 B cirydae B3aUMOJIEHCTBHS
KNOX-I 1 ru66epesniHoB.

B3AVMOLENCTBUE Td C ®UTOMOPMOHAMU
B KAM

Hecmotpst Ha To, uto KAM HMeeT MHOTO yHHKATBHBIX OCO-
Gennocredt, otnuaiomux eé or [TAM, B uesiom KAM u [TAM
06s1a1a10T  OOIIMMH  MPUHLIMIIAMH  OPraHHU3aluH, KOTOPHBIE,
B YaCTHOCTH, CBsidaHbl ¢ Hajnuvem OLL mepucremsl v Hui
CTBOJIOBBIX KJIETOK, 0 YéM TOBOPHJIOCH BhILIIe. Bo3MozKHO, TaKoe
CXOJICTBO CBSI3aHO C OOLIUM 3BOJIOLHOHHBIM TPOHUCXOXIEHHEM
ITHX POCTOBBIX LieHTPOB pacrenuit. HaGop TD, perymmpyto-
X aktuBHOCTHL KAM, BrJtouaeT B ce6st Kak npejicTaBuTeei
cemericts T®, paboraiomux Tomeko B KAM, tak n Td ce-
MeHCTB, 0OIIMX /15 PasHbIX TUMOB MepucTeM. K nociennim
otHocsites renbl cemerictsa WOX. Kak B [TAM, tak 1 B KAM,
ujieHbl 3TOro ceMmelicTBa obecneunBator padoty OLL mepuc-
teM. Tak, BakHeHIIMM perynsitopoM passutust KAM, skc-
npeccupytoiumes B eé OLL, asasercs ren WUSCHEL-LIKE
HOMEOBOX 5 (WOX5) — napasior rena WUS, neiictByio-
wero B OLL TTAM. WOX5 neo6xomum B KAM 11 nogasJ/ieHust
nuhepeHIHPOBKH CTBOOBBIX K1eTOK (Sarkar et al., 2007).

B KAM BrisiBnena sxenpeccust CLV3-moo6HbIX TeHOB!
CLE19w CLE40, xonupytotnx CLE-nentuapt. /1na nentuna
CLE40 6bl1 o6HApyKeH ero MpeJrooKUTe/bHbIH pelern-
top — ACR4 (Arabidopsis Crinkly 4), cxonnbiii ¢ CLV1.
[Ipennonarator, uro CLE40 moxer orpanuuuBaTh 06/1aCTh
skerpecenn WOX5 B MeprcTeMe KOPHST TAKHM Ke 06pa3oMm,
kak CLE-nentnn CLV3 orpanuunBaet 06/1acTh SKCIpeccHu
rena WUS B mepucteme notera (Stahl, Simon, 2009).

M3 Bcex M3BECTHBIX PETyJSITOPOB PAa3BUTHSI MEPUCTEM
uMeHHo redbl WOX5 nu WUS npencraBasitor co6oil napy ro-
MOJIOTOB, BBIMOJIHSAOLIMX cX0o/Hble (hyHKIMH B [TAM 1 KAM:
oGecrnieuenue ¢yHkuponupoBanuss OLL mepucrem. Takum
o6pasoM, o0lire cTpyKTypHble ocobeHHocTH [TAM 1 KAM
onpenensiiorest TO, popcTBEHHBIMH JIPYT APYTY.

Td PLETHORA | u 2 (PLT | u 2) takke sBAAOTCS
BayKHBIMU peryasitopamn pa3sutust KAM. Onu nopepxu-
pator OLl KAM u gesnenne CTBOMOBLIX KJIETOK JUCTAbHBIX
TKaHel KopHs (Aida et al., 2004; Ishida et al., 2009).

Hns  dyuxkuponupoannst OLL KAM u nommepxa-
HUST AKTMBHOCTH TIPUJIEXKAIMX CTBOJIOBBIX KJETOK BaxK-
HoiMu  sBgsitotest takke TO  SCARECROW  (SCR)
1 SHORTROOT (SHR), npunamiexaiipe cemelcTBY
GRAS (GAI/REPRESSOR of GAI/SCARECROW).

[Torepst pynkiyn renos SCR u SHR npuBoauT K Hapyle-
HUIO (DYHKLIMOHHPOBAHHUS MOKOSIIEr0ocs LIeHTpa U K H3Me-
HEHHIO paauanbHoi cTPyKTyphl KopHst. Muuensio TO SCR
1 SHR sBssitoTCA reHbl LIMKAWHOB Kaacca D, skenpeccus
KOTOPBIX He06X0MMa /sl aKTUBALMK NPoJH(epaLn pac-
TUTEJbHBIX KJIeTOK (Sozzani et al., 2010). SHR sxcnpec-
cupyercst B cresie KopHsa. On murpupyet B OLL, cTBoOJIO-
Bble KJIETKH KOPbl U KOPHS H B SH0AEPMY, IJl€ HHIYLHPYeT
skenpeccrio rena SCR. [Tomumo xoutposst pynkuuu OLL
KAM, T® SCR u SHR onpezensitor panpaibHyto CTPyKTY-
Py KOpH$, B 4aCTHOCTH crnielinukaiuio suaoaepmol (Cui et
al., 2007; Helariutta et al., 2000).

Kaxnm ke o6pazom ocnoBHbele T® KAM B3anmopneiic-
TBYIOT C (PUTOrOPMOHAMH?

B3AVMOLENCTBUE WOX5 Y ®UTOMOPMOHOB

[Tokasano, uro aykcuhbl B KAM, cpenu mpouero, ocy-
IIECTBASIOT (DYHKIHIO, TIPOTHBOMOJIOXKHYIO (M0  KpaiHe
Mepe, 4dacTuuHo) (yHkiun WOX5H: crumynupytor audde-
PEHLMPOBKY KJIETOK KOJyMebl. B qacTHocTH, npH U30bITKe
AyKCHHOB B KOHUHKe KOpHsl Habtofanach audhepeHipoB-
Ka CTBOJIOBBIX KJIETOK KOJyMeJUTbl, H, HA000POT, y MyTaHTOB
110 reHaM, KOJIMPYIOLIUM (hepMEHTBI CHHTEe3a ayKCHHA UJTH €ro
tpancnoptepsl rpynmsl PIN, muddepeninposka KIeTok Ko-
Jgymesibl Gbiia nofassena (Ding, Friml, 2010). ¥ myraHnToB
wox5 -1 HaKoMJIeHHe ayKCHHOB MPOUCXOAHT, Cy/sl 10 BCEMY,
TaK ke, KaK i B HOPMe ( €CJTH CYUTh 110 SKCTIPECCHH PeropTep-
Horo rena GUS (B-GLUCURONIDASE) noji CHHTETHYECKUM
AyKCHH-UyBCTBUTE/IbHBIM TTpoMoTopoM DR5 (Sarkar et al.,
2007). ITokazaHo, 4To y IBOHHBIX MyTAHTOB MO IeHaM TPaHC-
MOPTEPOB ayKCHHA (TO €CTh ¢ HEJIOCTATKOM ayKCHHOB B KAM)
u o reny WOX5 na6monaercs micdepeHHpoBKa CTBOJIO-
BBIX KJIETOK KOJIyMeJ1JIbl TAK 7K€, KAK Y MyTaHTOB TOJIBKO JIUIIb
no reny WOX5. Ilpu cBepxakenpeccun rena WOX5 oreyre-
TBHE JU(PPEPEHIHPOBKH KIETOK KOJYMEJIbl HaOII01aeTcst
Jlaxke B cj1ydae 100aBJeHUsT OOJBLINX 103 ayKCHHOB B CPELy.
OTH IaHHbIE TI03BOJISIIOT CJIE1aTh BBIBOJ O TOM, UTO B IAHHOH
cucreme sKcnpeccus reHa WOX5 KoHTposipyeTcesi ayKcHHa -
MH, a He Hao6opot (Ding, Friml, 2010).

Takum oGpasom, BepositHo, B KAM ayKcHHBI CTUMYIHPY-
10T I e PEHIPOBKY KJIETOK KOJTYMEJJIbl 32 CUET MMOAABIEHHS
skenpeccun reHa WOX5. Bblio TakKe 1MoKazaHo, 4To B ayk-
CHHOBO peryJsitind akenpeccurt WOX) yuacTByeT perpeccop
tpanckpurniin AXR3 (AUXIN-RESPONSIVE PROTEIN 3)
(npunamiexxatmii k rpynne AUX/IAA), a Takke dakropbl
aykcuHoBoro orBeta ARF10 u ARF16 (Ding, Friml, 2010).

B pse sxcrnepuMeHTOB MokaszaHo, uto B KAM aykcHHbI
nopasasitoT sxkenpeccuto WOX5, onnako nanuslil a¢hexr Ha-
6umonaetcst TobKo B KAM nepBuunoro KopHst. B 60koBbIX
KopHsix akenpeccusi WOX5 B OLL He MeHsieTcst pH IeHCTBUH
AyKCHHOB.

BoJsiee Toro, B oaHo# M3 paboT MoKaszaHo, YTO TO-
tanpHoe KosuiectBo MPHK rena WOX5 B mpopocrtkax
apabujorncuca yBeJMUHBAETCsl MOJ BAUSHHEM ayKCHHOB.
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B o701 2ke paboTe BbicKa3aHo MPEoN0KEeHHE O TOM, YTO
JIOKaJbHOE yBeJHUeHHe KOHLEHTPAlluM ayKCHHa B KOpHe
MPUBOAUT K (POPMHUPOBAHHUIO B TOM MeECTe TIPUMOPAHS HO-
BOTO JIaTE€PaJBHOTO KOPHS, B YaCTHOCTH 3 CUET HHIYKIIHH
rena WOX5 (Gonzali et al., 2005). Cxonnasi curyauus
Ha0J1t0/laeTCs ¥ MPU 00Pa30BAHNH KJIYOCHBKOB Y 6000BBIX
pacrenuii (Osipova et al., 2012).

Kpome sToro, Ha JiolepHe MOKa3aHO, YTO YPOBEHb IKC-
npeccuu reda WOX5 cusibHo noBbitieH (B 997 pas o cpas-
HEHHIO C JINCTOM) B KOPHEOOPA3YIOUHX Kasllycax, KOTopble
06pasyloTcst M3 JIUCTOBBIX SKCMJIAHTOB Ha CPesie C ayKCHHOM.
[Ipu 3TOM ypoBeHb 3KCMPeCcCHH H3MEPSICS y KasTycoB, KO-
TOpbIE TOJBKO Havyau (POPMHPOBATHCS, TO €CTh Y HUX ellé
He Obl10 KopHefl. [ToBblllleHHe YpPOBHSI IKCIPECCUH TeHa
WOX5 na crosib paHHeM 3Tarie, BeposiTHO, FOBOPUT O €T0 POJIH
He ToJIbKO B (hopmupoBannu 1 nomiepxkannn OLL Ho 1 B chop-
MHUPOBAHWU HUII CTBOJIOBLIX KJIETOK, KOTOPOE MPEAIIECTBYET
o6pazoBanunio Kopuesoro npumopaust (Imin et al., 2007).

Jlannbie o BausHun WOXD Ha ayKCHHBI HEMHOTOUHCIEH -
ubl. [Tokazano, uto stor T nomaBnseT 3KCOPECCHIO TeHa
SUR2 (SUPERROOQOT?2), oTBeuaiollero 3a HHAKTHBAIHIO
aykcuHoB. Takum oGpazom, 3tor TO npeanosoKuTesbHO
CNocoOCTBYET YBeJHUEHHIO KOHIleHTpalun aykcuHoB (Teo-
poroBa, 2012, Gonzali et al., 2005).

LLI/ITOKI/IHI/IHbI TaKXKe OKa3bIBalOT BJHUSIHUE Ha SKCIpec-
cuto reHa WOX5. Kak Oblio ckazaHo Bbille, KyJbTHBALUSA
Ka/lyCOB Ha Cpele C ayKCHMHOM TPHBOAMT K 00pasoBa-
HHUIO KOPHEH, 4TO CONPOBOXKAAETCS MOBBILIEHUEM YPOBHS
skenpeccun WOX5. OnmHako ecit B cpejlie MPUCYTCTBYIOT
M LMTOKMHHH, M ayKCHH, TO BMeCTO 06pa3oBaHUsl KOpHEH
Ha KaJjycax HabOmonaetcss 00pa3oBaHME COMATHYECKHUX
sMOpuoHoB. B 3TOM ciyuae HabuogaeMblil ypoBeHb 3KC-
npeccuu rena WOX5 npumepHo B TpH pasa HUKe, UeM MpH
KyJITHBHPOBAHUH Ha cpefie TosbKo ¢ aykennoM (Chen et al.,
2009; Imin et al., 2006). MoxHo, TAKHM 06pa3oM, MPEJo-
JIOXKHUTb, UTO IIMTOKHHUHBI MOJABJSAT dKcnpeccuio WOXD,
HETOCPEJCTBEHHO WJIM 2Ke uepe3 MHTMOUPOBAaHHE IeHCTBHUA
AyKCHHOB.

T® PLT1, 2, SCR, SHR 1 ®DUTOMOPMOHbI.

Hau6osee noapo6Ho usyuero Bzaumoseiicrane TO PLT
¢ aykcnHamu. DBblIo mokasaHo, UTO ypoBeHb 3KCIpec-
cun reHoB PLTI n PLT2 yBenuunBaeTcss B OTBET Ha 00-
pabotky MYK nnmn HYK B unrepsane mexxuy 5 u 24 ua-
camu o6pabotku. IlaTTepH uX 3KCrpeccuH B 1EJOM
COBMA/AeT C MaTTEPHOM 3SKCIPECCHH PernopTepHOro reHa
GUS moj aykCHH-YyBCTBHTEJBHBIM TpOMOTOpoM DR5.
PLTI v PLT2 akTuBUpYIOTCS 32 CUET ayKCHH-UYBCTBUTEb-
Heix T® rpynnet ARF — MONOPTEROS u NON-PHO-
TOTROPHIC HYPOCOTYL 4 (nocnennuii neicTByeT
JUIIb B paHHeM 3sMmOpuorenese). CBepxsKcrpeccust reHa
SLR (SOLITARY-ROOT) 13 rpynmbl pernpeccopoB ayKCH-
Hosoro oteeta AUX/IAA mnofap/sieT CTUMYJALMIO ayKCH-
HoM skcripeccun PLTT v PLT2 (Aida et al., 2004).

Brio takke mokasano, uto pabora pelentopa ayk-
cuHa ABP1, dyHKUMOHMPYIOLLETO MapaJsiieibHO ¢ CHCTe-
moii AUX/IAA-ARF, Baxua ans skcripecchu renos PLT.
Korna pa6ory ABP1 mnopasasiii ¢ momollpio aHTHUTE,
3oHa skcnpeccund PLTI n 2 B KAM 3HauutesibHO cyxa-
sack (Tromas et al., 2009).

HenasHo Gblia BbIIBUHYTA IHIOTE3a, YTO ayKCHHbI KOHT-
pospyioT paboty PLT1 1 2 nocpeacTBOM MHIYKIIMH SKCITpec-
cun rena TPST (TYROSYLPROTEIN SULFOTRANSFERASE),
KOJIUPYIOLLETO  THPO3WIMPOTEHHCYIbPoTpaHcdepasdy. ITOT
(bepmeHT 3a CU€T Cy/b(PATHPOBAHHSI, KAK MPENIONaraeTcs,
AKTHUBHPYET Pl CHTHAJILHBIX MENTHIOB, B TOM Uicyie — (ak-
topos pocta KAM (RGF, Root meristem Growth Factors).
RGF 6b1711 OTKPBITHI HEAABHO. DTO CEKPETHPYEMBbIE MENTHJIbI,
KOTOpBbIe SKcrpeccupytotest B KAM 1 yqacTBytoT B moiepxa-
HUM HUILIK CTBOJIOBBIX KJIeToK (Matsuzaki et al., 2010).

Brino nokasano, uro o6padorka MYK nnayumnpyer sxc-
npeccuto reHoB TPST u RGF5—9. Kpome Toro, B MyTaHTax
no reny TPST yposenb skenpeccun PLTT 1w 2 CUJBHO yMEHb-
1IeH, 1 00paboTKa ayKCHHOM TaKUX MyTaHTOB HE MOBLIIIAET
ero 10 ypoBHs jKoro tvna (Zhou et al., 2010).

[Tokazano, 4To pesy/bTaToM BO3HHKHOBEHHS IpajMeHTa
KOHLIEHTpALIMH ayKCMHOB B KOHUHKE KOPHS ABJsieTCs TUdde-
peHlManbHast IKenpeccust reHoB PLT: BBICOKMH ypoBeHb MX
IKCIMPECCHH CMOCOGCTBYET MOIEPAKAHUIO CTBOJIOBBIX K/JIETOK,
6oJiee HU3KUI YPOBEHb MHIYLIMPYET MUTOTHUECKHE JIeJIEHHS
VHHIIMAJIeN, a TPY HAUMEHbIIIEM YPOBHE CTAHOBUTCS BO3MOXK-
Holt tnhpepentpoBka Knetok (Galinha et al., 2007).

B COOTBETCTBMH C 3THMM JaHHBIMH, pacrpejieseHne
6eskoB PIN, TpaHcrnopTépoB aykcuHa, BJMSIET HA maTTep-
Hbl 9KCMPECCHH ayKCHH-perysaupyeMbix renos PLTI u 2.
B cBoto ouepenb, PLTI v 2 BAMSAIOT HA SKCIIPECCHIO TEHOB
PIN. B uactHoctH, B MyTaHTax pltlplt2 B otivune ot HKO-
rO THMA, TPAKTHUECKH He JIETEKTHPYETCS IKCIPECCHs reHa
PIN4, a skenipeccust PINI 1 3 'y TaKMX MyTaHTOB OTCYTCTBYET
B rpoBackyJisipHoii 3oHe (Bilou et al., 2004).

Jannbix o Bzaumoneicteuu TO SHR n SCR ¢ durorop-
MoHamu B KAM Ha cerofiHAIIHUI IeHb TI0JIydeHO HEMHOTO.
[TokazaHo, uTo B mpopocTKax ¢ norepe# pyHkunn SHR koH-
LIeHTpallUsl ayKCHHOB B KOHUMKAX KOPHEH MOBbIILIEHA, a TaK-
JKe CHUYKEH YPOBeHb IKcrpeccHu renos PIN, KoHTpoJpyio-
ILIUX NOJISIPHBI TpaHenopT aykeuHos (Lucas et al., 2011).

MsBectno taxke, uto TO SHR 1 SCR nanpsimyio aktu-
BupytoT skcrpeccnio rena SCL3 (SCARECROW-LIKE3),
npuHajiexanero K tomy ke cemeiicty GRAS. SCL3,
B CBOIO OUepe/ib, aKTUBHPYET rMOOepeIIMHOBBIA CUTHAJIMHT
3a cuét anraronusma ¢ DELLA-Genkamu (takke TO ce-
meiictBa GRAS), nnru6uropamu ru66epesiyiItHoOBOro OTBETA
(Zhang et al., 201 1). Takum o6pazom, SHR u SCR onocpe-
JIOBAHHO CTUMYJIHPYIOT paboTy ru60epesIHHOB.

Takum o6pazom, B KAM cpein TOpMOHOB HaHOOJBIIYIO
poJib BO B3aumosiekicTBuu ¢ T® urpaet, no Beek BUAMMOCTH,
ayKCHH, OJIHAKO, BO3MOXKHO, 3Ta BBISIBJIEHHAsT 3aKOHOMEp-
HOCTb SIBJISIETCST CJIJICTBHEM HEOCTATOYHOH H3YYeHHOCTH
B3anmosierictBust TO 1 ropMOHOB B KOpHeE.
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SAKJIIOHEHWE

B 3akstoueHne XoTesoch Obl KPATKO H3JI0KHTb OCHOB-
Hble TEHIEHLMH BO B3aUMOJEHCTBHM MEPHUCTEMATHUECKHX
T® u ocHOBHBIX (PUTOTOPMOHOB.

B I[TAM T® WUS 1 UMTOKHHUHBI, 110-BHIHMOMY, CBsI-
3aHbl [10JI02KUTEJILHONH 0OpaTHOH CBAA3bI0. LIMTOKMHUHDI aK-
TUBHPYIOT 3Kcnpecchio rena WUS uepes CLV-3aBHCHMBII
1 CLV-He3aBucHMBIH NyTH, B TO BpeMs Kak WUS cTumysiu-
pYeT UMTOKHHUHOBBIN CUIHAJIMHT.

Baunsinue aykennoB Ha T® WUS HeoHO3HAUHO, B TO XKe
Bpemss WUS, coriacHO HMEIOLIUMCST IaHHBIM, TIOABAsET
JICUCTBUE ayKCHHOB.

Td KNOX-I 1 LIHTOKMHUHBI TaK e, KaK H B ¢/1ydae C Lu-
TokuHMHaMU U WUS, CcBsi3aHbl MOJIOKHTEbHOH 00paTHOM
cBsi3bl0. [To-BUIMMOMY, MPUHLMIT MOJOKUTEJbHOH 0OpaT-
HOU CBSI3H SIBJISIETCS BAaXKHBIM PETYJIITOPHBIM MeXaHM3MOM
B MepHucTeMax. Takoil BHJ| CBSI3H TIO3BOJISIET YCUJIUBATD M0~
JIOXKUTENbHOE BiusHUe Td U ropMOHOB Ha mposidepatinio
KJIETOK U OOyCJIOBJMBAET OOJIbLIYIO YCTOHYHBOCTD PeryJisi-
TOPHO# CHCTEMbI K Pa3/JIHUHLIM U3MEHEHHSIM.

[u66epessIMHbl U ayKCHHBI SIBJSIOTCS aHTaroHWCTaMH

Td KNOX-I.

WTOKWHUH

\

CKI1 AHK4 AHK2

ARRA —| ARR’B

ru6BepennnH — GAzox !
l T~ \'}eAzuox !
Tl !

rubBepenuH-penyupyemele
reHbl

CLV3

|

cLv1

LLMTOKHHMH penynupyemsle

SSNKNOX-I -~

Jass KAM nosiyueHo ropas/io MeHblile JIaHHbIX, Kaca-
IOLIMXCS B3auMojleicTBUS padoTatolnx B Helt T u rop-
mMoHoB. HauGosbuiee Biausuue Ha T KAM okasbiBaloT
AyKCHHbI, KOTOpble CTHUMYJIMPYIOT 39KCIPECCHIO TE€HOB
PLTI n 2 (onu, B CBOIO Ouepesb, HHAYLUPYIOT SKCIpec-
CHUIO F€HOB TPAHCMOPTEPOB ayKCHHA) U 110aBJAIOT pado-
ty T WOX5. BausHue ayKCHHOB Ha 3KCMPECCHIO TeHa
WOX5 B 11e710M He BTIOJIHE OIHO3HAYHO; B YACTHOCTH, MPU
3aKJAaJIKe JlaTepasbHbIX KOPHEH, ayKCHHbI, 10 BCEH BH-
JMUMOCTH, HafpoTHB, CTUMYJUpPYIOT sKcnpeccrnto WOX5.
LINTOKMHHHBI, TTPEJTONOKHUTEIbHO, MOAABJSIOT SKCIpec-
cuio WOX5.

Boitee moapo6HO 3TH JaHHbIE H3I0XKEHBI HA PUCYHKAX 2 U 3.

MOo2KHO 3aMeTHTh, UTO B GOJIBILIMHCTBE CJIyYaeB BAUSTHHE
Td na puroropmonsl nydeHo 6oJjee MOAPOOHO, UEM BJIHSI-
Hue duroropmonos Ha padoty Td. Boamoxkno, 310 cBsizano
CO CJIOJKHOCTBIO I1POBEJEHHS] SKCIIEPUMEHTOB I10 BbIsIBJIE-
HHIO BJIMSIHYSI TOPMOHOB Ha 9KCIPECCHIO F€HOB.

JleficTBYE TOPMOHOB KOHTPOJIMPYETCS] € IIOMOLLBIO G0JIb-
LLIOTO YHCJIA TEHOB, OTBEYAIOLINX 3@ UX CHUHTE3, TPAHCIOPT,
aKTUBALMIO, erpajalitio, CUTHAJIMHT U [TpoYee.

Paccmotpennbie Hamu T, n3mMeHsist 5KCMpeccHio 3THX re-
HOB, PETYJIMPYIOT IEFICTBHE TOPMOHOB Ha PA3IMYHBIX YPOBHSIX.

ayKeuH

/

AuxilAA

TOPLESS

ARF10 u gpyrue ARF

Taowanedh

TeHbI -

aYKCUH-PENNUPYEMBIE TeHbI

lpin

Puc. 2. Baaumoneiictere ochoBHbiX TP 1 puroropmoros B [TAM T WUSCHEL (WUS), cuntesupyembiit B OLL, cTumysiupyeT skempeccHio

rena CLAVATA3 (CLV3) B uentpanboit 3one [TAM. CLV3, cekpeTHpyeMblil ENTH]I, MUTPUPYET K COCETHUM KJIETKAM H CBSI3bIBACT-
cst co cBouM peteniropom CLAVATAL (CLV1). Dtot curnan nonasssiet skenpeccuto WUS, orpannuusast eé B npeneax OLL [lurto-
KMHUHOBBII CHIHAJIMHT OCYLLIECTBJISIETCS Uepe3 ceHCopHble rueThirH-KuHasbl (B yactHoet, CYTOKININ INSENSITIVE] (CKI1),
ARABIDOPSIS HYSTIDIN KINASE 4 (AHK4) n AHK2), kotopbie nepenaior curtan va T® ARR B tuna (Type B ARABIDOPSIS
RESPONSE REGULATOR), ocyiiiecTBJsiiolie IITOKUHUHOBBIN 0TBeT, U ARR A-THna, HHrHOHUTOPBI IMTOKMHHHOBOTO CUTHAJIMHTA,
nonassstiotie neictsre ARR-B. [peanosiokutesibHo, MOCPEACTBOM 9TOTO CHIHAJILHOTO MyTH LUHTOKHHUH, MOJABJSIET IKCIIPECCHIO
CLV1, Tem cambIM cTUMyJiHypysi sKcrpeccuto reHa WUS. Takxke LMTOKHHUH, TTPENONOKUTENBHO, CTHMYIHPYET SKCIIPECCHIO MeHOB
KNOX-1, aT® KNOTTED-LIKE HOMOEOBOX I knacca (KNOX-I), B cBoto ouepe/ib, CTUMYJIHPYIOT SKCITPECCHIO FEHOB, OTBEYAI0-
1HX 32 cuHTe3 LUTOKUHUHOB, ISOPENTENYL TRANSFERASE 5 (IPT5) uIPT7, a Tak:Ke reHOB y4aCTHUKOB LIATOKHHOBOTO CUTHAJIHH -
ra, CKI1 n ARRB, n nonassisiior skcnpeccuio ARR-A. Takxxe KNOX-I cHiKal0T KOHIEHTPALUIO THOOEPE/UIHHOB 32 CUET PENpeccuu
Tpanckpuriuu rena GA20ox (Gibberellic Acid-20 oxidase), oTBeualolLIero 3a Ux CUHTE3, U HHAYKLUH 3Kcrpecct GA20X, MPOIyKT
KOTOPOTr0 MHAKTUBUPYET 3TH ropMOHbl. [MGGepeUTHHbI, B CBOIO 0Yepe/ib, TPEINOJI0KUTEILHO, HHIHOUPYIOT sKerpeccrio KNOX-1.
AYKCHHOBBII CHTHAJTMHT OCYILIECTBJISIETCS] 32 CUET MPOTE0/IM3a HHTHGMTOPOB aykerHosoro oteeta AUXIN/INDOLE-3-ACETIC ACID
(Aux/IAA), nonasasioux padoty T® AUXIN RESPONSE FACTOR (ARF). KNOX-1 unnyuupyiot Tpanckpunimio renos Awx/IAA,
T0/1aBJIsis AyKCHHOBbII OTBET, a TaKxKe MOAABJSAIOT sKenpeccuio reHoB PIN-FORMED (PIN), oTBeuatoliyx 3a TpaHCIOpT ayKCHHa.
AyKcHH, B CBOIO 0Uepe/b, MPEIOJNOKUTENbHO, ocpenctBoM paktopoB ARF 6 u 8, nonasasiet skenpeccuio retos KNOX-1. Takke
ayKCHH rojiasJisiet Tpanckpuniuio rena WUS uepes ARF10. WUS unnyuupyet sxenpeccuio rena TOPLESS, Konupyioliero iHruou-
TOp ayKCHMHOBOTO CUTHAJIMHTA, U, TAKUM 06pa3oM, NofaBsisieT paboTy aykcuHa. CTPEJIKH ¢ OCTPHIMH KOHLAMH — HHJyKLIHST, CTPEJIKH
C TYMbIMH KOHIIAMH — PEIpPeCcCHsl, MyHKTUPHbIE CTPEJIKK — MpPe/rioaraeMoe Bo3neHcTBHEe
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Puc. 3. Bzaumoneiictere octHoBHbiX T® u duroropmornos B KAM. T® WUSCHEL-LIKE HOMEOBOX (WOX5) nozaeJisier 3Kcnpec-

cuto rea SUPERROOT2 (SUR2), npoiyKT KOTOpOro MHakTHBHpYyeT aykcuH. Aykcun B KAM, B cBot ouepe/ib, yepes haktop
AUXIN-RESPONSIVE PROTEIN 3 (AXR3) (npuHaIeKHT K TpyTiTie HHTHOGHTOPOB ayKenHooro cunatunra AUXIN/INDOLE-3-
ACETIC ACID (Aux/IAA)) u T® AUXIN RESPONCE FACTORS (ARF) 10 1 16 nonasasier skenpecchio WOX5. Takke sKernpec-
cust WOX5, npennoioxuresibHo, uHruoupyercst uurokuautom. Yepes T rpynnsi ARF NONPHOTOTROPHIC HYPOCOTYL
4 (NPH4) 1 MONOPTEROS (MP) aykcun crumyaupyet skcnpeccuto revos PLETHORA | (PLT1) n PLT2. Bo3amoxHo, 3Ta
peryJisitist OCyLIeCTBIsieTCsl yepe3 uHiykiio sknpeccun reda TPST (Tyrosylprotein Sulfotransferase), Koaupytolero THpo-
susocdocyibporpatcdepasy, kotopast akrisrpyet curnasbhbie nentiibl ROOT GROWTH FACTORS 5-9 (RGF 5-9) 3a cuér
cyabdatupoBanusi. RGF5-9, B cBoto ouepenb, ctumynpyiot skenpeccuio PLTI w 2. PLT1 u 2 ctumysmupyloT sKCrpeccHio reHoB
PIN-FORMED (PIN), otseuatoriyx 3a tpancrnopt aykerna. T® SHORT-ROOT (SHR) u SCARECROW (SCR), narpoTHs, nojias-
Jsitor skenpeccuto PIN. Kpome toro, onu crumysupytot skerpeccuto rea SCARECROW-LIKE 3 (SCL3), Kotopblit crioco6eTByeT
paboTe ru6OEPEJIMHOB MOCPEACTBOM aHTaroHusma ¢ 6ejkamid DELLA, unruGuropamu ru66epesiiniooro orseta. CTpeJsiki ¢ 0CT-
PBIMHM KOHLUAMH — MHJIYKLHST, CTPEJIKH C TYMBIMH KOHLLAMHM — PENpeccHst, MyHKTUPHbIE CTPEJIKH — TIpe/riosiaraeMoe BO3eHCTBHE

Takum o6pasom, mepuctematiueckre Td, xapakrepusyloriye-
csl CrelU(UIHBIM MaTTePHOM SKCIPECCHH, JIOKAJIBHO MOy-
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