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Pesrome

Poct pacrenuit oOecrieurBaeTCsi IBYMsI OCHOBHBIMH TIPOIECCAMH, a HMMEHHO [EJICHHEM KICTOK |
KJIETOYHBIM pacTskeHHeM. KieTouHoe [eieHue B PacTeHHSX KOHTPOIMPYESTCS MHOXKECTBOM BHEIIHUX W
BHYTPEHHUX pErYISTOPOB, HPH 3TOM BaKHEHIIAs pPOJNb OTBOAUTCS SHIOTCHHBIM (TEHETHYECCKHM)
(aktopam. OCHOBHBIMH PETYISTOPaMU KJICTOYHOTO [EJICHUS B PACTCHUSX SBISIOTCS (DUTOTOPMOHBI,
TPAHCKPUITIHOHHBIE (DaKTOPBI, a TaKXKe UKIMHBI U HUKIHH-3aBUCHMBIC TIPOTEHHKUHA3BL. [laHHBIA 0030p
MOCBSIIICH PAaCCMOTPCHHIO O3THX BAXKHEHIIMX KOMIIOHEHTOB KJIETOYHON CHIHATH3ALMA B ACIEKTe
perymsiuun KietouHoi nposudeparmu. B cratbe Take onuckiBatotes oenkn ARGOS u CLE-nentujsi,
KOTOPBIC PEKE PACCMATPUBAIOTCS B PAMKAX U3YYCHUS PETYJSILUH KIETOYHOTO ACICHHUS B PACTCHHSX.

KawueBble ciioBa: mnposiudepanus KISTOK, KISTOYHOE JeieHHe, (DUTOrOPMOHBI, TPAHCKPHITIHOHHbIC
¢daxTopsr, ARGOS, CLE-nentup!, HUKIHHBI, TAKITAH-3aBUCHMBIC TPOTCHHKUHA3BI

Beenenne
Poct pacrenuii obecrieunBaercst 3a CYET IBYX
OCHOBHBIX IIPOIECCOB, & IMEHHO KJIETOYHOTO IETICHUS U
KJIETOYHOTO PpACTSDKEHMS, IpUYEM MEpBbI M3 ITHX
MIPOLIECCOB HMEET OMpeJesdoniee 3HAYeHHe s
peryisiiMy  pasMEpPOB OPraHOB M NPOAYKTUBHOCTH
pacteHuil. B cBsiz3u ¢ 3TUM NO3HAHHE MOJEKYJSIPHBIX

MEXaHNU3MOB perymsmun KIJIETOYHOTO JIeTICHST
HEOOXOAMMO JUIS  PEIICHUS TaKoH  KpaeyroJbHOM
po0OIeMBI pacTeHHEeBOACTBA Kak TTOBBIIICHUE

YpO’KafHOCTH pacTEeHUH, KaK MPH HOPMATBHBIX YCIIOBHUIX
Npou3pacTaHusi, TaK W TpPH JACHCTBUU CTPECCOBBIX
(axTOpOB.

VY pacTeHuil, kak U y BCeX 3YKapHOT, MpoLecc
KJICTOYHOTO JIENEHHUS BKIIOYaeT (pa3pl perumKanuu M
cerperatmu JIHK: S-dazy (S) u murtoz (M). Mexny
HUMH wuMmeercs aBa uHTepBata Gl mw G2: Gl —
IIPOMEXYTOK Mex1y M- n S-dazamu, a G2 — Mexny S- u
M-dazamu. KieTkn pacTeHU BCTYMAHOT B KJICTOYHBIN
LUK U ocymiectBisitoT cunte3 JJHK B oTBeT Ha BHEmHME
MUTOTEHHBIE ~ CTUMYJBI.  AYKCHUHBI,  LUTOKHHHUHBI,
OpaccHHOCTEPOUIHI, ruOOepeIUTHHEL, MeNTHIHBIE
peryiaTopsl pocTa W JIpyrue, B3aHMMOJEHUCTBYS CO
CBOMMH DPELENTOPaMH Ha MOBEPXHOCTH KIIETOK WIIH XK€
BHYTPH  KJIETOK, HWHAYOHPYIOT KacKag  peakIii
dochopumupoBanus BHYTPHUKIIETOUHBIX OCITKOB,
COTIPOBOXKIAIOIIUXCS Tepeavyeil CUrHajla K SApy H

WHIYKIHEH SKCIIPECCHH COOTBETCTBYIOIIMX T'€HOB yYepes
TPaHCKpPHUIILIMOHHbIE QakTopsl. B 3TOoM mponecce
Y4YaCTBYIOT, B TEPBYIO ouepelb, peuenTopsbl
(UTOTOPMOHOB W BTOpPHYHBIC TOCpeqHHKH. Kpome
peLenTopoB B KJIETKaX pacTeHHH HMeeTcs OoJIblIoe
KOJIMYECTBO OCNIKOB, YYacTBYIOLIMX B TPaHCAYKLHUH
(bUTOrOpMOHANBHBIX CUTHATOB. K TakOBBIM MOXKHO
OTHECTH, Harpumep, JIOKaJIM30BaHHbIC Ha
SHJIOTUIA3MATHYECKOM PETHKYIyMe OelKku cemeiicTBa
ARGOS [Feng et al., 2011]. IMocne 6enkoe ARGOS u
IpYrux OEJIKOBBIX MOJIEKYJ CHTHAN, CYIsd IO BCEMY,
IIOCTYIIA€T K MHTOIEH-aKTUBUPYEMBIM W IPYI'UM
NPOTEHHKHHA3aM, AKTUBHPYIOLIUM TPAHCKPUIILOHHBIE

(bakTopbl, KOTOpbIe, B CBOK OYepelb, 3aIlyCKaroT
IKCTIPECCHIO UKJINHOB u UKITHH-3aBUCUMBIX
MPOTEUHKHHA3, a TaKKe OEJIKOB, HEMOCPEICTBEHHO

y4acTBYIOIIMX B 0OeCHeYeHHH KIETOYHOTO JCNECHUS
[Tapuesckuii, 2001; Koukun, 2010].

3a nocnennue 20 geT OBUIO U3YYEHO HECKOJIBKO
JIECSITKOB CEeMEICTB T'€HOB M MX OCNKOBBHIX MPOIYKTOB,
YYacTBYIOIINX B PEryJSIIUU U 00ECHEYEHUH KIETOYHOTO
neneHns. be3ycnoBHO, B peryisiuy KJIETOYHOTO JeTCHUS
y4acTBYIOT HE JECSATKH, a CKOpPEEe BCEro COTHH I'€HOB,
puYeM BCE YCIIOKHACTCS BOBJIEYECHHEM
MHOTOYHCIICHHBIX PETYJIATOPHBIX MOJICKY] HEOEIKOBOM
npupoabl W OSIMUTCHCTUYCCKUX MEXaHU3MOB. HCHBIO
JaHHOW  pabOThl  SBISUIOCH  PACCMOTPEHUE  JIMIIb
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Ba)XHEHIINX PETyIATOPOB KIETOYHOTO JEJCHUS, TaKHX
kak (utoropmonsl, Oenku cemerictea ARGOS, CLE-
HENTHIbl, TPAHCKPHIIIUOHHBIE (DAKTOPBI, IHMKIMHBI |
LUKJIMH-3aBUCHMbIE TIPOTEMHKWHA3bl. benkn u npyrue
OMOMOJIEKYJTBI ~ HEMOCPEICTBEHHO  00ecTIeunBaronIne
JIeJICHNE KJIETOK B PAaCTEHMSX, a TAK)Ke SIUTCHETHIECKUE
U 9K30TeHHBIE PETYIIATOPHI KISTOYHOH Iposdepannn B
CTaThe HE PACCMATPUBAKOTCS.

DUTOrOPMOHBI

K ¢urtoropmonam mno pasHbIM JaHHBIM OTHOCSIT
OO0 8 Tpymn COeAMHEHMH: ayKCHHBI, LUTOKHHHHEL,
rubbepemmnbl, ABK, OpaccuHocTeponapl, 3THIIEH,
KAaCMOHATBI u CaITMIIMJIATHI. Hecmotpst Ha
MHOKECTBCHHOCTh 3¢ peKToB (bUTOTOPMOHOB,
NEpBUYHbIE PEAKIMU, KOTOPbIE OHHM BBI3BIBAIOT IPH
B3aHMOJICHCTBUH C KICTKAMH-MHUIICHAMH, HTPAKTHYCCKH
BO BCEX CIIy4asx OJMHAKOBBI ¥ HAYMHAIOTCS CO
CBSI3BIBaHUS ¢duroropmona c PeLenTopoM.
[Mocnenyromuii OTBET 3aBHCHT OT JBYX (haKTOPOB, BO-
HEepBBIX, OT CHENUANM3alMU KICTKH, ONpelesieMoi
Ha0OPOM TEHOB, KOTOPBIE JKCIIPECCHUPYIOTCS B MOMEHT
BO3/ICIICTBUSI TOPMOHA, M, BO-BTOPBIX, OT KOHIIEHTPALUH
JOPYTUX CUTHAJIBHBIX MOJIEKYJL.

Aykcunel. BaxHedylo posib B peryisluu
pocTa M pPa3BUTHS PACTEHHWH BBINOJHIIOT AYKCHHBI,
KOTOPbIE CIIOCOOHBI WHIYLHPOBATH JIEJICHHE KIETOK B
KaJLTyCHOH KyJIbType B NPHCYTCTBHH IIMTOKMHHUHOB, a
TaKKe AaKTHBUPOBaTh  JIEJICHWE  KIETOK  KaMOus
[LprankoBa u ap., 2005]. [Toka3aHo, 4TO HaKOILUICHHE
aykCMHa B KJIETKaX  IEpULMKIa  yIpaBisieT
o0OpazoBaHHEM JIaTepaJbHbIX KOPHEH NyTeM HHIYKIHH
nenennss kietok [HosukoBa m map., 2013]. Cyams mo
BCEMY, PETYJALUS ayKCHHAMH MHTOTHYECKOTO IHKIA
obecrieunBaeTcss  uepes OeNKOBBIE  KOMILICKCHI,
COCTOSIIME W3 ILHMKIWH-3aBUCHMON  MPOTCHHKHHA3BI
(CDK - cyclin-dependent kinases) u tukmuua (CYC).
Hanpumep, npu o0OpaboTke ayKCMHAMH B KJIETKaX H
opraHax pacteHuit wunaynupyercs cunte3 CDC2aAt
MPOTeMHKHHA3bI, NpuHaiexaneid k A-kinaccy CDK,

KOTOPBIH ~ COBMECTHO C  IHUKJIHHOM CYCD3;1
HHIYLUPYET MPOX0XKJICHUE S-(ha3bl KIETOYHOTO IMKIIA.
Takke mMOKa3aHo, 4YT0 Tmpu 00paboTKe KOpHEH
9K30TCHHBIM  AyKCHHOM W  ayKCHH-aKTHBHPYEMOM
00pa3oBaHMU  JIATEPAIbHBIX ~ KOPHEH  IMOBBIIIAIOTCS
ypoBHH 3Kcmpeccun He Toinbko reHoB CYCAZ2;4,

CYCBL;1, CYCD3;1, CYCD6;1, CDKB2;1, CDKB2;2,
HO M TEHOB, KOJUPYIOIIUX OENKH, BOBJCYCHHBIE B
nepefady CUTHaja ayKCHHA, TPAHCIOPT U CHHTE3 3TOrO
ropmona [HosukoBa u ap., 2013]. Tlpu orcyrcTBuM
ayKCHHA B CYCICH3MOHHOM KyJIbTYpe KIETOK CHUXAJIHICh
ypoBan akcnpeccun renoB  CYCA2:1, CYCA2:2,
CYCB1:1, CYCB2:2 [IpirankoBa u ap., 2005]. Tlpu
9K30TeHHOW  o0paboTke  mmcTheB  Tabaka MYK
noseimanock cogepxkanue MPHK  renoB nukmnna

NtCYCD3;1 w 1UMKIMH-3aBUCUMOW TMPOTCHHKUHA3HI
CDKB1;1 [Kuluev et al., 2015]. AykcuHbl HEOOXOUMBI
HE TOJNBKO I8 OOCCIEeYCHHS OKCIPECCHH IHKIHMH-
3aBUCHMBIX KHHA3 TUHA A, HO U Uil COOPKH aKTHBHBIX
CDKA-acconnupoBanHbIx kKomiuiekcoB [Harashima et
al., 2007]. Uwmerorcss Takxke CBEOCHUS O HETaTHBHOM
BIMSHMM ayKCHHOB Ha KJICTOYHOE JeJeHHe, HO MpH
HCIIONIb30BAHUH BBICOKHX KOHLEHTPALMH 3TOW TPYIIIbI
ropmoHoB. Hanpumep, 2,4-/] B koHIEeHTparuu Beime 1,5
HM 3amemmsim  poct kopueir A. thaliana uepes
WHTUOMPOBaHUE KaK PACTSDKEHHMS, TAK U JEICHHS KIETOK
[Ounun, Wsanos 2016]. AyKCHHBI y9acTBYIOT B
PEryJsIMU SKCHPECCUH OOJBIIOr0 KOJIMYECTBA OEIKOB-
pEryJiaTOpoB KJIETOYHOTO JejeHusi. Hampumep, mon
KOHTPOJIEM ayKCHHOBOT'O CUTHAJIMHI'a HAXOUTCS TPyIia
TpaHCKpUNUMOHHBIX  QakropoB  AINTEGUMENTA
(ANT), yvacTByIOIIMX B PpEryasiliud  KIETOYHOTO
JeNeHUsT B 3avaTkax JarepanpHbix opraHoB [Krizek,
2009; Manchado-Rojo et al, 2014]. Aykcumbl
KOHTPOJIMPYIOT 3Kcnpeccuto OenkoB ARGOS, koropsie
Yy4acTBYIOT B DETySIIUH KJIETOYHOTO IENeHHS B
MOJIOJIBIX pacTymux opranax pacrenuit [Hu et al., 2003].
Ora rpynna (UTOTOPMOHOB TaKXKe CTAOMIM3UPYET
MOJIEKYINIBI perynsitopHoro Oenka EBPI, koTopwiii B
CBOIO ouepenb HeoOxomum it 3kcrpeccun CYCD3;1,
pubonykiaeotuyn penykrazet 2 u  CDKBI1;1, 4ro
CIMOCOOCTBYET aKTHBAIMHU KIIETOYHOTO JeneHus [Horvath
et al, 2006].  PesymbraThl ~ MHOTOYHCIEHHBIX
HCCIIEIOBAHUM TTOKa3bIBAIOT, YTO KJIETOYHBIH OTBET Ha
ayKCUHBI peanu3yeTcsi, B ToM uucie, uyepe3 MAPK-
KacKaJHbIH MEXaHU3M (MUTOTEH-aKTUBHPYyEMEbIE
MpOoTeWHKMHA3bl). Hampumep, Ha KyJabTypax KIETOK
tabaka BY modyd4eHBl IaHHBIE O CTHMYIHPYIOIIEM
BIIMSIHUU CUHTETHYecKHX aykcuHoB 2,4-/1 m HVYK, a

TaKxKe MPUPOTHOTO ayKcrHa NYK Ha
(dbochopuHpyOMYyI0 aKTHBHOCTH OCHOBHOTO Oenka
MHENUHa, a Takke pekoMmOuHanTtHO MAPK. V

PE3HCTEHTHBIX K BO3ICHCTBHIO ayKCHHA axXf4 MyTaHTax
A. thaliana otmeueHo cHMKEHHE KHHA3HO#H aKTHBHOCTH
6onee yem Ha 40% mpu oOpaboTke aykcHHOM. Taxke
ObT MICHTH(QUIMPOBAH €LIe OJWH PEryISTOPHBINA
koMroHeHT MAPK-curnanpHOro Myt aykcuHa —
MAPK docdaraza, perymupytomas aktuBHocTe MAPK
nyreM ero aehochopHIMpOBaHUs, U TOKa3aHa BayKHAs
poJIb 3TOrO (pepMeHTa B ayKCHH-HHIYLHPYEMOM pPOCTE
A. thaliana. Pomb ayKCHHOB B PEryJsiiUH KIETOYHOTO
JOeleHus ~ MHOTOTpaHHa ®  0Oojee  WOApOOHYIO
nHpopManMio 00  ayKCHH-PErylUpyeMbIX  T€Hax,
Y4acTBYIOIIMX B KOHTpOJE MAEJIEHHS KIETOK MOXKHO
nosy4uTh B 0030pe Lpirankosoit u ap. [2005].
Lumoxununsl TOMYYWIIM CBOE Ha3BaHHE W3-3a

CBOGH  CHOCOOHOCTHM  CTHMYIHMPOBaTb  IIUTOKHUHES.
HaunbGonee OoraTbl ~ IMTOKMHMHAMH  pa3iMyYHbIC
MEpPUCTEMAaTHYECKHE TKAaHH U OCOOEHHO aNnuKaJbHBIC
MEpHUCTEMBI KOpHEH. uToKMHUHBI LIMPOKO
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UCTIOJIB3YIOTCS B~ OMOTEXHOJIOTMM  PAacTeHUH  JuIs
CTUMYJISILIUH KJIETOYHOM nponudeparyun u
mo06erooOpa3oBaHusl. YCTAHOBJIEHO, YTO IMTOKHHUHBI
crumynupytot perumkanuio  JIHK wu  aktuBupyror
JIeJICHNE KIIETOK, perynupys nepexopl: u3 ¢aszet Gy B S
u3 G, B a3y muroza [Measenes, 2004]. LIuTOKUHUHEI
TaKke KaK M ayKCHHBI MPOSIBISIOT CBOI AKTHBHOCTh
4yepe3 BIMSHUE HA CHUHTE3 M AKTHBHOCTh LUKIUHOB W
LIUKINH-3aBUCUMBIX ~ MPOTeMHKHHA3. Hanpumep, vy
npopoctkoB A. thaliana mUTOKMHHHBI OBLTM CHOCOGHBI
nmoBbiateh dkcmpeccuto remoB  CDKA, CYCD1;1,
CYCD2;1 u CYCD3;1. Ilokazano, 4ro pobaBieHHE
3eaTHHa NP KyJIbTUBUPOBAHHH MPOTOTLIACTOB JIFOIIEPHBI
HE00X0AUMO I Iepexoa B S-pasy, mpuyeM 3TOT OTBET
Ha OK30TEHHBIM IMTOKMHUH CBSI3aH C AaKTUBALUEH
CDKAZL;1 u CDKBI;l. Ha xympTypax KIETOK Tabaka
BY2 OBLIIO MOKa3aHo, 910 G2/M-nepexon
(YHKIIMOHAIBHO obecrieunBaeTcst LUTOKMHUH-
perynupyembiM edocopunupoBannem OenkoB CDK
[HoBukoBa u ap., 2013]. Ilpu sk30reHHON 00paboTKe
BAII B MOnOOpIX NHCTRSAX Tabaka MOBBIIIAICS YPOBEHBb
skcpeccun reHa rukmHa  NtCYCDS3;1, ommako
cogepxkanrie MPHK renHa uukiInH-3aBHCHMON KHHA3bI
NtCDKB1;1 ocraBanoce HemsmennsiM [Kuluev et al.,
2015]. Ucxoast U3 3TUX MAHHBIX MOXKHO MPEANONIOKHUTb,
YTO IMTOKMHUHBI HMHIYLUPYIOT OSKCIPECCHUIO JIHIIb
onpexaenenubix reHoB CDK u CYC B 3aBucumocTH OT
CTaJuu pa3BUTHUS KIETOK. B amukanbHOM Mepucreme
mobera (AMII) OwmocWHTE3 IUTOKWHUHOB 3aBHCHUT OT
TOMEO/IOMEHCO/IEPKAIIIEro TPAHCKPUIILIMOHHOTO (hakTopa
SHOOT MERISTEMLESS wu3 cemeiicteBa KNOX,
KOTOPBIH perynupyer TPaHCKPHUIILIHIO
n3onenTmwiTpancoepas IPT5/7 (pepmentsr GrocuHTE3a
IIUTOKMHUHOB). [3-3a2 3TOro pacTeHusi ¢ IMOBBIIICHHBIM
ypoBaeMm akcrpeccun  KNOX-dakropoB oTinuarorcs
MTOBBIIICHHBIM COJICPXKAaHUEM HUTOKHHUHOB. C nmpyroit
CTOPOHBI,  pacTeHHsi C  IOBBILICHHBIM  YPOBHEM
OMOCHHTE3a NUTOKHHHHOB XapaKTePHU3YIOTCS BBICOKUM
ypoBHem  akcnpeccun  KNOX-paktopor  [JIyrosa,
Honyesa, 2007]. Kpome TOro, IUTOKHHHUHBI Yepes
cucteMy reHo mnepsudHoro otreera ARR (Arabidopsis
Response Regulators) cmocoGCTBYIOT — MOBBILICHUIO
YPOBHSI OKCIIPECCUU JPYrOr0 TOMEOIOMEHCOIEPIKAIIETO
TpaHckpunuuonuoro ¢akropa WUSHELL (WUS),
KOTOPBIN CIIOCOOCTBYET COXPAHEHHUIO CTBOJIOBBIX KJIETOK
B IeHTpasbHON 30He AMII B HemuddepeHmpoBaHHOM
COCTOSTHHHM, TPUYEM ITU KIIETKH JIENSATCS MEJICHHO U He
HmepexomsIT K akTWBHO# npomudepaunu [Dodsworth,
2009; Sablowski, 2011]. To ecTh B IIEHTpabHON 30HE
AMII UMTOKMHHHBI CAEPKHUBAIOT MEPEXOJ| CTBOJIOBBIX
KJIETOK Ha CTaJMI0 WMHTEHCUBHOW mposiudepanuu, a B
moberax u KaJuryce IUTOKHHUHBI, HA000pOT, B OCHOBHOM
CIOCOOCTBYIOT MPOJIU(EpaIK KIETOK, HO 33JICPKUBAIOT
Mepexo] KIETOK Ha cTaanio quddepeHnnanin. B kopHiIx
JIeWCTBHE  LUTOKMHWHOB  TaKKe  HEOJHO3HAYHO.

Hampumep, mokazaHo, 4YTO NMTOKMHHWHBI  MOTYT
YMEHbIIATE CKOPOCTH ACJICHUA KIIETOK HpOKCI/IMaHLHOﬁ
MEpHCTEMbI KOPHEH 1 CIIOCOOCTBOBATh MEPEXOAY KIETOK
Ha craguio auddepennuanuu. OIHAKO B MOKOSIIEMCS
LIEHTPE allMKAJIbHOM MEpPUCTEMbl KOpHEH IMTOKWHUHBI,
kak u B AMII, yyactByloT B NOIIEpXKaHUHU
MEpHUCTEeMAaTHIECKUX KIETOK B HeauddepeHnpoBaHHOM
MemieHHo gensuiemcst cocrostuuu [ Takatsuka, Umeda,
2014]. B memoM MHOTHE JTHTEPATyPHBIC TAHHBIC TOBOPST
0 TOM, YTO CIEUH(HYHOCTh BIMSHUS LUTOKMHMHOB Ha
KICTOYHYI0  mpojudepanuto U g HepeHIINAIUIO
3aBUCUT OT TKaHH M OpraHa, a TaKkkKe CTaJud Pa3BUTHUA
KJIETOK, OTKY/J]a U BBITEKa€T MHOTOTPAHHOCTH POJIH ITOH
rpynmnsl (GUTOTOPMOHOB B PETYISIIHMU JIEJICHUS KIIETOK.
[Ipu 5TOM Ba)KHYIO POJb B MOIYJIHPOBAHUHM aKTHBHOCTH
IIUTOKHMHHUHOB BBIIIOJIHAIOT MHOTI'OYUCIICHHBIC
b hepeHInaIbHO IKCIIPECCUPYIOLTHECS
TPaHCKPHUITLIMOHHBIE (PaKTOPBI.

T'ubbepennunvl dame BCEro pacCMaTPUBAIOTCS B
Ka4yecTBE pErylIsiTOPOB pOCTa KIETOK PpacTsHKEHHEM,
OJJHAKO yJJIMHEHHe CTeOJIs MO NIeWCTBUEM 3TOH IpyIIIbI
TOPMOHOB JIOCTHraeTcs 3a CYeT pe3KOH aKTHBALUH
NPOLIECCOB KaK pPACTSDKEHUsS, TaKk M JIEJICHUS] KIETOK
WHTepKaSIpHBIX  MepucteMm  [Sauter, Kende, 1992].
[Ipenmonaraercsi, 4ro rHOOEPENIIMHBI OCYLIECTBISIOT
CrIeln(UUYECKYI0 PpETyALHI0 KIETOYHOro IHKIA Ha
stane nepexoxa ot ¢asel G, k MuTo3y. OnHako B Tabake
rub0OepesTHBI CIOCOOCTBOBANN MOBBILICHUIO
conepxannuss MPHK we Tompko rena NtCDKB1;1l, Ho u
rera NtCYCDS3;1, OenkoBbIii MPOAYKT KOTOPOIO
MIPEIIOJIOKUTEIEHO Y4acTBYeT B PErysLUH Iepexoia
G4/S [Kuluev et al., 2015]. UurepecHO OTMETUTH, YTO
ruO0epeIIMHBl OKa3bIBAIM CTUMYIIUPYIOIIEee BIHSIHHE Ha
HCcIeIyeMble TeHBI TOJIBKO B PACTYIIHX JINCTHAX Tabaka,
OJTHAKO B BepxylIke mo0era, TJe BBICOK YPOBEHb
KIETOYHBIX  JICJICHUH, ap ekt OBLI BechMa
HE3HAYUTCIbHBIM. Ha  JHCTBSIX  KYKypy3bl  OBLIO
MOKa3aHO, YTO €CJIM KOHIECHTPAlHs LUTOKHHHHOB H
AayKCMHOB HauOojee BBICOKA B 30HE JIENICHHs, TO
MaKCUMyM COJEp)KaHUS OHOAKTHBHBIX THOOEpPEITMHOB
MPUXOJUTCS HAa TEpPeXOAHYI0 30HY, B  KOTOPOH
MPOUCXOAUT MEPCKIIOUCHUEC OT KIECTOYHBLIX }ICHCHI/Iﬁ K
pocty wierok pactsokenuem [Nelissen et al., 2012].
UccnenoBanne ruOOepeiMH-1eUINTHBIX ~ MYTaHTOB
gib-1 Tomara moKasago, YTO 3K30TeHHas 06paboTKa
rubbepemioBoii  kucnotoit  (I'K) atux  pacrenwmit
YBEJINYMBACT YPOBEHBb IKCIIPECCHH T'CHOB,
accouuupoBanHblx ¢ pemdkauued JHK, a umenHo
renoB rucronoB hl wu h2b, ommako ora rpymma
(UTOTOPMOHOB BCE ke 0oJiee CYLIECTBEHHOE BIHSHHE
OKa3bIBajia Ha KJIeTOYHOE pacTsukenue [van den Heuvel et
al., 2001]. OmHOBpEeMECHHOE YMEHBIIECHHE COMEPIKAHHS
ru00epeIUIMHOB ¥ CHIDKEHHWE YPOBHS  KJIETOYHOT'O
JIeneHuss Obuto  OOHapy)KeHO B TI0YKAaX WBHI TIOJ
BIIMSIHUEM KOPOTKOTO JIHs. DK30TeHHasi 00paboTka 3ThX
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mouek I'K; cmocoOcTBoBana 4-KpaTHOMY YBEITHYCHHUIO
YacTOThl ~ KJIETOYHBIX JACJIEHHH W  HMHAyIHpOBala
pacIycKaHWe TII0YeK HECMOTpsS Ha KOPOTKHH JEHb
[Hansen et al., 1999]. Ha oTtpe3kax rumokoTusieil orypia
ObUTO IOKA3aHO, YTO NPH PEreHEpaluu KOpbl CKOPOCTh
JIeTIeHNs] KJIETOK pEe3KO0 YMEHBINAETCS B OTCYTCTBUHU
CeMAI0NIeH, OJHAKO KIETOYHOE JCICHHE MOXKET OBITh
BO300HOBJICHO Ha IPEKHEM YpPOBHE IpH J0OAaBICHUH Ha
BepxHHE KOH4UMKH 3TuX Tunokotmiei 'K bomee toro
uHTHONTOp OmocuHTesa ['K yHUKOHA3071 MOIABIST
JIeNIEHNs]  KJIETOK  KOpbl ~ THUIOKOTWIIEH  Jaxke B
npucyrcTBun cemsionei [Asahina et al, 2002]. C
UCIIOJIb30BAaHUEM YHHMKOHA30JIa TaKkXKe ObLIO MOKa3aHo,
YTO HMPOPOCTKU YCTOHYMBOIO K INIyOOKOMY ITOCEBY COpTa
menuisl Hong Mang Mai B oTiiuue oT Apyrux COpToB
CHOCOOHBI  0o0Jiee  CYIIECTBEHHO Y/UIMHATH IEPBOE
MEXIOY3/IMe 3a CYeT OOJbIIeH YyBCTBUTEIBHOCTH K
rHO0CPEIUIMHY U CYIICCTBEHHOMY YBEITMUYCHHUIO YACTOTHI
nenenus kietok [Kato et al., 2011]. B xopusax I'K taxke
Yamie BCEro OKa3bIBAIOT BJIMSHHE Ha POCT KIETOK
pacTspkeHneM. OJHAKO B TNPOKCHMAIBHOH MEpHUCTEME
KOpHe# y MmyraHToB (al-3 m pacreHuii AWKOTO THIIA,
06paboTaHHBIX WHTUOUTOPOM O6uocuHTe3a 'K
maKio0yTpa3zosioM OBIIO  OOHAPY)KEHO YMEHBIICHHE
kosmuecTBa jgensimuxcs kinerok [Achard et al., 2009].
ABTOpHI HccnenoBaHus okazand, 9to 'K cocoOcTByIOT
npoydepany  KIETOK ITyTeM OrpaHHYEeHUs OEJIKOB
DELLA, mnopnaBnsisi skcrnpeccuto uHruoutopoB CDK.
Takum  oOpazoM, ruOOepessIMHBI HE  SBISIIOTCS
cneuu(pHUYECKUMH  PEryjsTopaMH  pocra  KJIETOK
pacTsDKEHHEM B PacTeHHUSX, & CKOPEE BCETro, OTHOCATCS K
MHOTOQYHKLMOHAJIBHBIM ~ PEryjasiTopaMm  pocra H|
pa3BUTHS, KaK U APYyTHE TPymsl puroropMoHoB. OqHAKO
PO THOOEPEIUNINHOB B PETYISALNH KJIETOYHOTO JETECHUS
[I0Ka OCTAETCSI MAJIOU3YUYEHHOM.

Abcyuzosas  xucnoma (ABK) wame Bcero
paccMarpuBaeTcsi Kak HETaTUBHBIA PEryisTOp pOCTa.
Topmoskenue pocra, Bei3biBaeMoe ABK, conpoBoxaaercs
MOJIAaBJICHHEM CHUHTETHYECKHX IPOLECCOB M YCKOPEHUEM
craperus TkaHed. IIpenmomaraercs, uro pyakmmus ABK
KaKk HEraTUBHOTO pEryjsTopa JieJeHHs: oOecreuynBaeTcs
MyTeM CHHKEHUS IKCIPECCHUH I'€HOB, HEOOXOAUMBIX LIS
paunmanun  permkanmn  JJHK, wsampumep, CDTlaq,
KOMITOHEHTa NpeperinKkaTuBHoro Komiuiekca (pre-RC), a
take Tomomzomepassl | [HosukoBa u ap., 2013].
CHmwkeHHe Iposudepanu KIETOK IPHU CTpeccax WM
mocne o0pabotkm ABK Moxer OBITH pe3yabTaToM
AKTHBAIlMM OKCIIPECCHM T'€HOB, KOJIUPYIOIMX OenKku-
UHTUOUTOPBl  IIMKIMH-3aBUCHUMBIX  IPOTEHMHKHMHA3 -
ICK/KRP. TToka3zano, uto ABK HHAYIHPYET SKCIPECCHIO
KRP1, rena uaruouropa CDK, HO ymeHbIIaeT ypoBeHb
skcnpeccun rena CYCB1 [Takatsuka, Umeda, 2014].
Opnako Henb3s mnpunuceiBate ABK Tonbko poib
HETaTHBHOTO  PEryasTopa  KJIETOYHOTO  JICTICHUS.
Hanpumep, wumerorcst cooOmenwms, uro i1 ABK-

nebumuTHRIX ~ MyTantoB  aba2/ginl  xapakTepHsI
3HAYMTEIbHBIC 3aJIEP)KKA POCTa CEMSJIOJEeH, PO3ETOK,
cTeOneil, KOpHEH W CTPYYKOB JaXe B OTCYTCTBHE
cTpecca, a sk3oreHHas ABK ctumynupoBana poct y 3Tux
pacrenmii. BepositHee Bcero ABK akTuBHpyeT pocT mpu
HHU3KHX, HO TOPMO3UT €ro IPU BHICOKHX KOHLEHTPALHSIX.
B pacrenusx aba2/ginl cemsimonu MeHbiero pasmepa
00pa3yroTcs M3-3a YMEHBIICHUSI CKOPOCTH POCTA KIIETOK
pacTsDKeHHeM, a MaJeHbKHE PO3eTKH JIMCThEB — HW3-3a
COKpAILICHHUS YKCIIa KIETOK ¥ YMEHBIICHNS UX Pa3MepoB,
4yT0 roBOpuUT O BiusHuM ABK Ha neneHue kieTok Bo
Bpemst pasBuTHs JictheB [HoBukoBa w ap., 2013].
VMeroTcsi MHOTOYHCICHHBIC JaHHBIE O HEraTHBHOM
BnussHun ABK Ha KieTouHbIe JENEeHUsS W POCT KIETOK
pactspkeHueMm B kopHsix [Barlow, Pilet, 1984]. B 1o xe
BpeMsi HMMeEIOTCsl cBeieHHs 00 wuHrubupoBanun ABK
I GepeHIMPOBKU KIETOK B KOPHEBBIX MepHcTeMax A.
thaliana, 4to cnocoOCTBOBANO COXPAHEHUIO MOIYJISIIHH
CTBOJIOBBIX KIIETOK KOpHS B HeauddepeHInpoBaHHOM
cocrossHuu [Harris, 2015]. lHTepecHO OTMETHTb, YTO Y
puca ObUT WACHTHU(DUIHMPOBAH TeH IUKIWH-3aBUCUMOM
mporennkuHazbl Oryza;,CDKC;1, skcmpeccus KOTOPOro
UHIYIMPOBalach B pe3yjibTaTe COJEBOrO CcTpecca M
sk3orenHoi obpabotkn ABK [Huang et al., 2008]. Hamu
TOXE IIOJyYeHBl CXOJHBIE JaHHbIE 00 YBEIMYCHUH
cogepkanuss MPHK resoB NtCYCD3;1 u NtCDKB1;1 B
OTBET Ha OHK30reHHyl o0paborky 10 mMxM ABK u
saconenne [Kuluev et al., 2015]. Takum oGpasom, ABK
MOXET PacCMaTPUBAThCA U KaK MO3UTUBHBIA PEryJsTop

KIETOYHOTO  JIeJIeHUss OCOOCHHO TpU  JIeWCTBHH
HENICTAIbHBIX CTpeccoBBIX (akTopoB. OnHako 3Ta
ocobenHocth ABK ocraercs mourtm Heu3ydyeHHOM,

MMO3TOMY TIPOJOJDKEHHE WCCIEIOBAaHUA OCOOCHHOCTEH
PEryisiuuy 3TUM (DUTOTOPMOHOM KJICTOYHOTO JCNCHUS
MIPEACTABISIETCS] BEChbMa aKTYaJbHBIM.
bpaccunocmepouowr  (5C). Crumynupyioree
neiicteue BC Ha pPOCTOBBIE MPOIECCH CBA3aHO C
aKTUBALHel MPOIECCOB JEICHUS U PACTIKCHHUS KICTOK.
[ostomy B orTiauume ot ruddepennHoB bC BbI3bIBalOT
HE TOJIBKO YUIMHEHHE MEXI0Y3JIMeB PACTEHHH, HO U X
YTOJIICHHE 3a CYET AKTUBALMM KICTOYHBIX CJICHUI.
Xopouio U3BECTHO, YTO AyKCHHBI U OpPacCHHOCTEPOUIbI
00NamaroT CHHEPrUYHBIM  3PQPEeKTOM, OJHAKO OH
MIPOSIBIISICTCSL. TOJILKO B TOM Cilydyae, KOT/Ia PacTeHHUs
npenBaputenbHo obOpabateiBatorcss BC, a 3atem UYK
[Mengenes, 2004]. BC-medunmrasie Myrantsr dwf7-1
JEMOHCTPUpPOBaIM Oojiee MEAJICHHbIE TEMIIBl pOCTa
KaJUTYCHOW TKaHH M M0OEeroo0pa3oBaHus, YeM PacTeHHS
Jqukoro tuma. Takxke y myranroB dwf7-1 yMmeHbpmiamuch
WHJIEKC KICTOYHOTO JeJICHHUS U YPOBHH dKCIPECCUH psla
T'CHOB, BOBJICUCHHBIX B PETYISIHIO KIETOYHOTO JICIICHHS
[Cheon, 2010]. Ha apyrux BC-nedunuTHEIX MyTaHTax
cpd 6bUTO MOKA3aHO, YTO pasMepbl JIHUCTHEB Y HHX
YMEHBIIAIUCH ~ HM3-32  YBENMYCHHUS  JJIMTEIBHOCTH
KJIETOYHBIX JEJCHUH U OTCpOYEeHHOH muddepeHuunanmm
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KJIETOK. ABTOPBI I€TAIOT BBIBOJ, YTO bC KOHTPOIUPYIOT
OajaHC MEXIy KIETOYHBIM JEJICHHEM M KIETOYHBIM
pacTsbkeHHeM B pacTymmx jauctesx [Zhiponova et al.,
2013]. HakaminBaroTcsl TakXKe JI0Ka3aTeIbCTBA MPSMOTO
pmustauss BC Ha kieroynoe penenue. Hampumep, B
CYCIEH3MOHHBIX KynbTypax bC-aeHuHTHBIX MyTaHTOB
det2 mo6asnenne BC B cpemy crioco6CTBOBAIIO JETICHUIO
KJIETOK 4Yepe3  aKTHUBALMIO TPAHCKPHIIMHM  TeHa
CYCD3;1. Ilpuuem poOaBieHueM SHUOpacCHHONNAA
MOXHO OBUIO Jake 3aMEHUTh IUTOKHHUH IIpU
KYJIbTHBUPOBAaHUN KAJUTYCOB M CYCIEH3MOHHBIX KIJIETOK
A. thaliana [Hu et al., 2000]. Hamu Taxke MOSyYeHBI
JTAaHHBIE O ITO3UTUBHOM BIMSHHUM dK30reHHBIX BC Ha
ypoBens akcnpeccun rema NtCYCD3;1 [Kuluev et al.,
2015]. B wmepucremax kopHeil BC-HeYyBCTBHTENBHBIX
myTanToB Dri-116 ymenblraercsi ypoBeHb 3KCIPECCHH
TeHOB-PeryaTopoB kimetoynoro nemeHuss CYCBI;1,
KRP2 un KNOLLE, uTto yMeHbIIaeT MHUTOTHYECKYIO
aKTHMBHOCTh KJIETOK U CIIOCOOCTBYET yMEHBIICHHIO
pasmMepa MepuUCTeMBl. B To ke Bpems y MYTaHTOB C
MOBBINICHHBIM ypoBHeM curHammzaimn  bC  besl-D
KJIETKH  KOPHEBOH  MEpPHCTEMBl  IPEXJIEBPEMEHHO
BBIXOJAT M3 KIETOYHOrO IUKJIA W CIHUIIKOM pPaHo
IupPEepeHIUPYIOTCSI,  9TO  TaKkKe  CIIOCOOCTBYET
YMEHBIICHUIO pa3Mepa MEpUCTEMbl KOpHEH. ABTODSI
3akmrouaroT, 4ro BC WrparoT perynmmpymomyi poib B
KOHTpOJIE KJIETOYHOro LuKia W auddepeHuupoBKH U
cOanmancupoBaHHass curHanmsanuss bC  BaxkHa uis
onTHMaIbHOro pocTta KopHed [Gonzalez-Garcia et al.,
2011]. [dpyrumu HccieloBaTelsIMH  Takke ObLIO
MMOKa3aHoO, YTO B amUKaIbHOW Mepucreme kopHed BC
HEraTMBHO  peryaupywoT  HeaupdepeHunpoBaHHOE
COCTOSIHHE CTBOJOBBIX KIETOK, CIIOCOOCTBYS HX
nepexoqy Ha CTaJuio aKTHBHOW mponmdepanuu u
muddepentmposku [Takatsuka, Umeda, 2014]. Takum
00pazoM, COBOKYITHOCTh JaHHBIX JIUTEPATYPHI TI03BOJISET
npearnoiaraThb, YT0 0cHOBHas poiib bC 3akirouaercs: He
B PETYIALUHN KJIETOYHOTO JENICHHWS KaK TaKOBOH, a B
KOHTposie Haj (a30BBIMH IIEpEXOAaMu OT CTauid
CTBOJIOBBIX KJIETOK K aKTUBHOMY JEJICHHUIO, a 3aTEM U K
muddepeHIMpoBKE M POCTY KIETOK pacTshkeHueM. B
sToM oTHoIeHnr bC Hanbonee OIU3KH K IUTOKMHUHAM,
OCHOBHBIM OTJIMYHEM XK€ ABJsieTcs To, uyTo it bC moka
HE BBISBJIIEHA CIIOCOOHOCTb TOJICPKUBATh CTBOJIOBBIC
KJIIETKH B MEJICHHO JemsmemMes u
Henu(pPEepeHIUPOBAHHOM COCTOSSHUM B TOKOSIIMXCS
LEHTPAX alNKaIbHONH MEPUCTEMBI KOPHS M mooera.
Omunen xak (QUTOrOopMOH OoJbllle  BCEro
U3BECTEH CIIOCOOHOCTBIO TOPMO3HTh  POCT  4Yepe3
OCTaHOBKY kietouHbix aenenuit [Apelbaum, 1972]. B to
’KE BpPEMS HUMEIOTCS CBEJCHUS, YTO OTHJIEH MOXET

aktuBupoBaTh cuHre3 JHK u  crumynupoBatsb
9KCIIPECCHIO TeHOB MUTOTHYECKUX  IUKJIMHOB.
Hanpumep, STHIEH aKTUBHUPOBAT OKCIIPECCHIO TEHA

¢axropa Tpanckpunun ERF114, xotopslii B cBOIO

o4yepeAb TO3UTHUBHO pPETYIMPYET OKCIPECCHIO TeHa
CYCD3;3, ob6ecrneunBatomero mepexoq Gi/S B
kneroudoMm 1ukie [Mehrnia et al., 2013]. Ins xynetyp
kierok A. thaliana mokasano coBmajeHre MaKCHMyMOB U
o0Iiero  xojJa KpHBBIX, OTPAXKAIOMIUX  IPOLECCHI
JMHAMUKH TPOAYKLIUH 3THIICHA, JOJIH S-(pa3HbIX KIETOK
U YAETHHON CKOPOCTH pocTa ducia kieTok. OO6paboTka
9K30TEHHBIM 3THIICHOM KYJIBTYPhI KIETOK uepe3 3 uaca
OPHBOIIIIA K YABOCHHIO KOJNHYECTBA S-(asHBIX KIETOK
[PomenkoB wu  gp., 2015]. DOrtminen  cmocobeH
HHIYIUPOBATh KICTOYHBIC JENCHUS B KaMOHAIbHBIX
kiaetkax Ttomois [Love et al, 2009]. Dror ropmoH B
TECHOM B3aHMOJICICTBHU C ayKCHHAMH y4aCTBYET TaKKe
B PEry/SIIAM JCNCHUSI KICTOK MEPHCTEMBI KODHSL
Hanpumep, y wmyranta etol, cBepXmpoaylupyIOIIEro
STHIICH, YHCJIO KIETOK B MOKOSIIEMCS IEHTpe ObLIO0
BBIIIE, YeM B AUKOM THIE. [Ipr 00paboTKe IK30TreHHBIM
STUIICHOM JTUJICH-HEYYBCTBUTEIBHOrO MyTaHTa Ctrl B
MOKOSIIEMCSl [ICHTPE (POPMHUPOBAIUCH JOMOIHUTEIbHBIE
kietku [HoBukoBa u gp., 2013]. Tawke wuMerorcs
CBEIICHUSI O TOM, YTO OSTHJCH HHIYLUPYET JelieHHe
CTBOJIOBBIX KJIETOK ITOKOSIIErOCS IIEHTPA MEPUCTEMBI
kopueit A. thaliana [Ortega-Martinez et al., 2007]. C
JpYroil CTOPOHBI, OTHUJCH BBI3BIBACT YMCHBIICHHUE
pa3Mepa KOPHEBOil MEpPHUCTEMBI ¥ YHCIa KICTOK B
MepuctemMe. BeposiTHee BCero, 3TO CBS3aHO C TEM, YTO
JIAHHBIA TOPMOH CIIOCOOCTBYET 0OJice paHHEMY TIEPEXOy
KJIETOK MEpUCTEeMbI K TU(depeHnaluy 1 PacTsHKEHUIO,
nonobno BC. B mroboM cimydae 4yBCTBHUTEIBHOCTH K
STUIICHY SBIISCTCS BAKHBIM MAPaMETPOM, HEOOXOIUMBIM
JUISL PEryNSlUA KICTOYHOTO MICICHHs, TaK KaKk TaKue
MyTaHTel, Kak etrl, ctrl wu ein2 ommyanuck
YMEHbBIIICHUEM YUCIIa ACNSUIMXCS KIeTOK. B 1enom poib
9TWJICHA B PEry/SIUUM KICTOYHOTO JENCHHUS TaKKe
0CTaeTCs He COBCEM TIOHSATHOM, TOATOMY HCCIICIOBAHUS B
9TOM HAMPABICHUH JOJDKHBI OBITH TPOI0JIKEHBI.
Kacmonameur. K coxaneHHIo CHEIMaIbHBIX
HCCIIEIOBAaHHUI POJIM JKACMOHATOB B PETYISIIIUU JICICHHS
KJIETOK HE MPOBOIMIOCH, OJTHAKO UMEIOTCS CBEICHHS, UTO
(UTOTOPMOHBI 3TOW TPYIIBl HEraTHBHO BIMSIOT Ha
KJIETOYHOE  JIeJIeHHEe M CIIOCOOHBI  OJOKHMpPOBATh
[IUTOKAHWHOBBIA OTBET, CTUMYIUPYIOIIHHA KIETOYHbIC
nenenust  [Stoynova-Bakalova et al, 2008]. TIpu
HAHECEHWH PaH B JIUCThSIX PACTCHHH MOBBIIIACTCS
KOHIICHTpALUSI JKACMOHATOB, KOTOPBIE CIOCOOCTBYIOT
3ajiep)KKe pOCTa, HO HE 3a CYET WHTHOMPOBAaHHS POCTa
KJIETOK PacTsDKEHHEM, a 33 CUET HEraTUBHOTO BIHMSHUS Ha
KJIeTouHyto nponudepanuto [Zhang, Turner, 2008]. Cyns
0 BCEeMY, JKACMOHAThl SIBISIIOTCS  HEraTHMBHBIMH
peryjsTopaMu pocTa PacTeHUA, IPH ATOM JaHHAs TPYyIIa
(UTOTOPMOHOB 3aTparkBacT B OCHOBHOM IIPOIIECCHI
KIETOYHOTO  JeneHus. bonee rimybokmit  aHamm3
MOKAa3bIBACT, YTO YKACMOHATHI YYACTBYIOT B PEryJSLUH
pOCTa JIMCTHEB, MOJABIAS TEPEXOJ OT MHUTOTHYECKOTO
KJIETOYHOTO LUKIA K LMKy SHAOPENYILIMKALUK. B TO xe
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BpeMsl HKacMOHAaThl HMHTHOWPYIOT MHTO3, CIIOCOOCTBYS
3ajiep)kaHnio kietok Ha ¢aze Gl u mpensarcTBys HX
nepexony Ha daszy S [Noir et al., 2013]. Heobxoaumo
OTMETHUTb, YTO JUISl )KACMOHATOB, KaK M JUIs BCEX APYTUX
rpynn  (UTOTOPMOHOB ~ MOXKHO — TOAOOpaTh  Kak
pOCTHHTHOMpYIOIIME, TaK M  POCTCTUMYJIHPYIOIIUE
KOHIeHTpanuu. Hampumep, 5sk3oreHHas o00paboTka
MIIEHUIBI METHJDKACMOHATOM B KOHLIEHTPALUH 107 M
CHOCOOCTBOBaNA YBEJIMYCHUIO WHTEHCHBHOCTH JICJTICHUS
KJIETOK anuKaJbHOU MEPHUCTEMBI KOpHEH
[CaxabyrounoBa u ap., 2009]. Micxoas U3 3TOro, MOKHO
IIpEeAroaraTb, 4YT0 B HEKOTOPBIX CIIy4asx, HAalpUMEp, B
CTPECCOBBIX YCIIOBHSX, )KACMOHATHI MOTYT BBICTYNATh U B
KaueCcTBe  IO3UTHBHBIX  DEryJSATOPOB  KIETOYHOTO
JIeTICHNSI.

Canuyunogas xucnoma. AHaINU3 JHUTEPaTypbI
MOKA3bIBAET, YTO CAIMIMIOBAS KHCIOTa TAKXKE MOXKET
SIBIISITBCSL HE TOJIBKO HEraTHMBHBIM, HO W MO3WTHBHBIM

peryinsaTopoM  KIETOYHOro  neneHus.  Hampumep,
CaIMIMIOBasl ~ KHCIOTa  MOXET  JeHCTBOBAaTh  Kak
antaronnct  ABK,  cmocobctBys — OIOKHpOBaHHUIO

uaTHONpYyromero neiictBus ABK depe3 ymeHbIIeHHe
ypoBHs 3kcnpeccuu renoB OSKRP4, OsKRP5, OsKRP6,
a TaKKe MOJIOKUTEIbHOE BIUsHUE Ha perumkanuio JHK
[Meguro, Sato, 2014]. TIpopoCTKH  MIICHHIIBI,
ob6paboTaHHBIE 50 MKM CATHULIAIIATOM,
XapaKTepU30BAIMCH MOBBIIIEHUEM CKOPOCTH KJIETOYHOTO
JIeTICHHST B BEPXYIIEUHON MepucTeme Kophei [Shakirova
et al, 2003]. B To ke Bpems CalMIWIAT
MPEUMYLIECTBEHHO HETraTHMBHO PETryJIHpYyeT KIETOYHBIE
JIeTIeHns, depe3 OJOKMPOBaHME OSKCIPECCHH TEHOB
CYCD3 [Rivas-San Vicente, Javier, 2011]. OueBunso,
YTO CaAJUOMIOBas KHCIOTa YYacTBYET B PETYIALUH
KJICTOYHOTO JEJIEHHs BO B3aHMMOJCHCTBHH C APYTUMH
¢uroropMoHaMd M OCOOCHHOCTH €ro BIIMSIHUS Ha
KJIETOYHOE JEJIEHHUE 3aBHUCAT OT KOHLEHTPAIIMH TOPMOHA,
CTaJMy pa3BUTHS KIETOK, a TaKkKe OT IPUCYTCTBUS
JPYIUX CHTHAJIbHBIX MOJEKYJd, OJHAKO 3TOT aCIeKT
(YHKIMOHMPOBAHUSl  CAIMIMIATOB  [OKa  OCTaeTcs
MaJIOU3yIECHHBIM.

B nuteparype mmeercst Tarke MHGOpPMAIHsS O
BJAMSHUM  JIPYTHX  TOPMOH-TIOJIOOHBIX  COEAMHEHUI
pacTeHMii Ha  KJeTOyHOoe  jesieHWe.  Hampumep,
(y3UKOKIIMH B KOHIICHTPAIIMU OT 10°® bi(o) 10° okaswiBan
HeraTuBHBIN 3((dexT Ha [eneHne KIETOK B IKCIUIAHTax
TomuHAMOypa, a Takke KoHumkax kopHed Vicia faba u
Allium cepa [Dalessandro, Borraccino, 1979].
HeraruHslil 3G dekT Ha KIETOUHOE JeICHHE TAaKXKe ObII
MOKa3aH AT 9K30TCHHBIX CTPUTAJIAKTOHOB Ha IpUMEpe
kaynoHemoB mxa Physcomitrella patens [Hoffmann et al.,
2014]. B ma3ymHbIX MOYKaxX CTPUTAIAKTOHBI MOBBIIIAIN
skcnpeccuto rena BRANCHEDI, koaupytoriero onus us3
peryjiiaTopoB  TPaHCKPHUIILMM,  y4acTBYIOIIETO B
MOJIEPKAHUH CTBOJIOBBIX KJIETOK B IOYKaxX B MEPHOI
1okosi. [{UTOKMHMHBI ke HAaoOOpOT CHIDKAINW YpPOBEHb

skcnpeccun TeHa BRANCHEDL1 wu cmocoGctBoBam
aKTHBallMM KIJIETOYHOTO JIEJEHHs, TO €CTh B IOYKax
OUTOKAHUHBI W CTPUTANAKTOHBl ~ HAXOOATCS B
aHaTaroHMCTHYeCKUX oTHoireHusx [Dun et al., 2012].
Tawke wumeercs  umHGOpMamuss O  IMO3UTUBHOM
PEryIHpOBaHUK KIETOYHOTO ACNICHUS CTPHIaTaKTOHAMH.
Hampumep, 53Ta rpynna COeOMHEHMM HHAYLUpPOBaa
KJIETOYHBIC JCJICHUS B MEKIYYKOBOM KaMOHH B CTEOISX
pa3NMuHBIX ~ pacTeHWd,  NpPUYEeM  CTPHUIAJIAKTOHBI
HaxXOJWINCh IIPH 3TOM B TECHOM B3aHMMOJCHCTBHU C
aykcuHamu [Agusti et al., 2011].

Wtak, IraBHBIMH IO3UTHBHBIMH PETYIATOPaMH
KJIETOYHOTO JICTICHUSI B PACTCHUSX SBISIOTCS ayKCHHBI U

UUTOKAHUHBI. OCHOBHAs pOJib THOOCPEIIIMHOB |
OpacCHHOCTEPOUJIOB, BUJIUMO, 3aKITI0YACTCS B
obecrieuennn  mepexojga  HeauddepeHIMpPOBaHHBIX
KJICTOK Ha  CTQJUI0  AaKTHBHOW  mpoimdepaiuy,

mddepennmanuy u pocta pacTsbkeHreM. K HeraTHBHBIM
peryiasropaM  KIETOYHOTO  JeJCHUs MOTYT  OBITbh
OTHECEHBI «cTpeccoBbie» (uroropmonsl ABK, stuien,
KACMOHATBl W CaJHLMIOBasg Kuciora. OXHAKO MpH
JCHCTBHM HENETAbHBIX CTPECCOBBIX (PAaKTOPOB 3TH
TPYIIIbI (UTOrOPMOHOB MOTYT  OKa3bIBaTb 5
TIOJIOKUTENBHBIN 3PQEKT Ha KIETOYHOE IeNieHHWe, YTO
MOXET CIIOCOOCTBOBATh NOJICPIKAHUIO POCTa PacTeHUil
Opyd  HeONarompusTHBIX — YCJIOBHAX cpenbl. Takue
MOJICKYJISIPHBIE MEXaHH3MBbl HIPalOT OYEHb BaXHYIO
(bM3MOJIOTUYECKYIO POJIb B )KU3HU pacTEHHH, HANpUMeEp,
IIPY aKTUBAallMK pocTa KOpHeW m3-3a neduimra Bnaru B
nouse [Komkun, 2010].

CLE-mentnasl

M3  Oompmioro  pa3HOOOpasWss  CHUTHAJIBHBIX
MENTUI0B PACTCHUM, BAXKHEUIIYIO POJIb B PEryISIUH
KJICTOYHOM Mposn(epallii BBIMNOJIHAIOT TaK Ha3bIBACMBIC
CLE-mentuasl, KOTOpBIC n3-3a CIIOCOOHOCTH
CEKPETHPOBAThCSI B MEXKKJICTOYHOE IPOCTPAHCTBO U
TPaHCIIOPTHPOBATHCS MO AMOIUIACTY WHOT/IA HAa3bIBAIOT
nenTUIHBIMU  (puToropmMoramMu. CeMeiCTBO MEeNTHIHBIX
(DUTOTOPMOHOB CLE (CLV3/ESR oT
CLAVATA3/ENDOSPERM SURROUNDING REGION)
MOJyYHJIO CBOE HAa3BaHHWE I[10 IICPBBIM BBIABICHHBIM
npeacrasutensim:  nentuny CLAVATA3 (CLV3) A
thaliana u 6Genkam ENDOSPERM SURROUNDING
REGION (ESR) xykypyssl [Hdomyesa u mp., 2013]. B
rerome A. thaliana mpucyrcTByioT 32 reHa, KOAUPYOIINE
CLE-nmenTuap! ¥ A7sl HEKOTOPBIX U3 HUX YXKE OIPEICIICHbI
¢yakmuun.  Hampumep, mnentunm CLV3  perymupyer
KJICTOYHYIO MPOJU(EpaIMI0 CTBOJOBBIX KIeTOK B AMII,
CLE40  BmImONIHSAET  aHAJOTHYHYIO  (QYHKIHIO B
anukanpHoW Mepucreme kopHs, CLE41 wu CLE44
KOHTPOJINPYIOT pa3sBUTHE MpokaMOus u kambus [Jloxyesa
u jp., 2013]. T'east CLAVATA (CLV1, CLV2, CLV3)
SIBISIFOTCSL  PETYJIATOPaMHU  KIETOYHOM mposudeparyy,
CIOCOOCTBYIOIINMHU ePexoy KJIETOK K
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muddepennuposke [Clark et al., 1997]. IIpoaykrom rena
CLV3 sBusiercs HEOOJNBIIOW  CEKPETHPYIOLIMMCS B
MEXKJIETOuHOe TpocTpancTBo mentua [Shinohara et al.,
2010]. CLV1 xoaupyeT peLENTOPHYH KHHA3y C
BHEKJICTOYHBIM  JIGHIMH-OOTaThIM  HOBTOPSIOLIAMCS
peLenTOpHBIM JOMEHOM u BHYTPUKJIETOYHOR
CepHH/TPEOHUH-KMHa3HOUW obnacthio. CLV2  kommpyer
OCJIOK ¢ BHEKJIECTOYHBIM JOMCHOM, MOXOXXHM Ha JOMCH
CLVI1, onnako y 3toro Oeiika OTCYTCTBYET KHHAa3HBIN
nomen [Clark et al, 1997]. Beulo mokasaHo, YTO
curHaibHBI 1yTh CLV3 BKIIIOYaeT Kak MUHHMYM TpH
Pa3IMYHBIX PELENTOPHBIX KOMILIEKCa, OAUH M3 KOTOPBIX
cocrout u3 romomumepa CLV1, Bropoii u3 CLV2/CRN
rerepoaumepa [Zhu et al., 2010], a Tpernit u3 RPK2
romomepa [Kinoshita et al., 2010]. B memnom curuan or
9THX  aKTHBHUPOBAHHBIX  PELENTOPHBIX  KOMIUIEKCOB
mepenaercss B sAOpo, Tae ero MumeHsto ciayxutr WUS-
¢daktop [OcumoBa wu ap., 2006], UATOKMHHHBI Ke
CHOCOOCTBYIOT TPEPHIBAHUIO STOW METIH OOPATHOU CBS3H

[Sablowski, 2011]. B  paMkax  HCCICIOBaHHI
MOJICKYJISIPHBIX ~ MEXaHM3MOB  DPErY/IALHMH  pPa3MepoB
OpraHoB, HAaMH paHee OBUIM CO3[aHbl TPAHCTCHHBIC

pacTteHus Tabaka ¢ KOHCTHTYTHBHOM S3KCIpeccHel IeHa
CLV3. Kak um mpemmonaranoch, TpaHCTEHHBIC PAaCTCHUS
XapaKTEepU30BaJIMCh YMEHBIICHHEM ITyla CTBOJIOBBIX
KJIETOK HM3-3a MX Oojee paHHEro mepexoia Ha CTaIuro
mudepeHIUaii U KaK CIEACTBUE, JIMCThA Tabaka
pa3BHBaNIMCh M3 MeHblIero uncia kierok. B 35S::CLV3
pacTeHHsX HamMH  OBIJIO  BBISBICHO  yBEJIWYEHHE
COJIepKaHUsl IMTOKUHUHOB, YTO BEPOSTHEE BCETO CBSI3aHO
C KOMIICHCATOPHBIMH MEXaHH3MaMH, KOTOpPbIE YAaCTHYHO
BOCTIOJIHSIOT OJIOKMPOBaHWE IIMTOKMHUHOBOTO CHTHANa
nentugoM CLV3 1 BO3MOXHO CHOCOOCTBYIOT CHMYKEHHIO

YPOBHS 9KCIIPECCHU 3TOTO HenTHIa B
cBepxakcnpeccupytomux ren CLV3 pacrenusix Ttabaka
[Hypraneesa,  Kymnyes, 2014;  Kynyes, 2015].

JleficTBUTENNbHO paHee OBIJIO TIOKa3aHO MHOTOKpPaTHOE
CHIDKEHHE ypoBHeH skcmpeccuu reHoB CLE rpymmer A
JaXe MpU KPAaTKOBPEMEHHOM BO3/IEHCTBUM LIUTOKMHUHA
[Momyesa u gap., 2013]. B xopmsx A. thaliana
cBepxakcnpeccus nentunaoB CLE14 u 20 marnGuposana
POCT 3a cyeT OJIOKUPOBAHUS KIETOYHOTO JIEJICHUS, OTHAKO
00paboTKa IK30T€HHBIMU [ATOKHHUHAMH CIIOCOOCTBOBAJIA
BO3Bpary pocra KopHeil k Hopme [Meng, Feldman, 2010].
Bce 9TH 1aHHBIE MOTYT OBITH OOBSICHEHBI TEM, YTO MHOTHE
CLE-nentuapl mHaynupyoT auddepeHnnanmo KIEToK,
TOr/Ia KaK IIMTOKMHHHBI, TI0 KpailHel Mepe, B BepXylIKax
nobera U KOPHS Y4acTBYIOT B MOJJICP)KAHUH CTBOJIOBBIX
KJIETOK LEHTPaJIbHON 30HBI AaNMKaJbHON MEpPUCTEMBI B
HenupPepeHIIMPOBAHHOM  COCTOSIHUH. B nuteparype
TaK)Ke€ HMMEETCS MHOXECTBO JAaHHBIX O MOJIOXHUTEIbHOM
piustHui CLE-nentumoB Ha jeneHre KIeTOK B PACTCHHUSIX.
Hamnpumep, CBEpXIKCIIpeccust CLE41 0JI00HO
9K30T€HHOMY  ayKCHHY  HWHIyLUUpOBajla  JeleHHe
cocynucteix kinerok [Whitford et al., 2008]. CLE-niertu st

BeChbMa CXOXH ¢ (UTOTOPMOHAMH HE TOJBKO IIO
CIOCOOHOCTH TPAHCIOPTHPOBATHCS MO TKAHSIM PaCTCHHUS,
HO M HAIMYHEM Y HUX CICIUATbHBIX CUTHAJIBHBIX CUCTEM,
KOHTPOJHUPYIOIIHX IKCHPECCHIO MHOTHX TEHOB.
Hanpumep, moJi peryJMpyronuM Ha4ajaoM 3TUX HEeNTH/I0B
Haxomutcst Oenok U-O6okc E3 yOukeurmH nmraza PUB4,
KOTOPBIN B CBOIO OUepe/ib KOHTPOIUPYET ACHMMETPUIHBIE
KJIETOYHbIC JISJICHUSI B MEpHCTEMax KOPHS d4epes
akTuBaiuio skcnpeccun reda CYCDG6;1 [Kinoshita et al.,
2015].

TpancmemoOpannble eiiku cemeiictBa ARGOS

WNHaynupyeMblii ayKCHHAMH W LUTOKHHUHAMH
rean AtARGOS (ot Auxin-Regulated Gene involved in
Organ Size) A. thaliana xoaupyer TpancMeMOpaHHBIN
Genok ¢ OSR-momenom (or Organ Size Related),
pacroararonuncs Ha SHJIOTIIA3MATHICCKOM
perukyiayme u anmapare Lomsmxu [Shi et al., 2016] u
Yy4YaCTBYIOIIMN B MeEpefadye CHUTHAIOB OT ayKCHHOB U
LUTOKWHUHOB K TPAaHCKPUIILUOHHBIM (akTopam [Feng et
al., 2011]. Nmerorcst cBelieHMs, YTO CHIHAIbI OT OejKa
ARGOS nmepematoTcssi Ha TeH TPaHCKPUIIIHOHHOTO
¢axropa ANT, KOTOpBIH B CBOIO O4epeab KOHTPOJIUPYET
KJICTOYHBIC JICNICHHS B 3a4aTKaX HaJ3eMHbBIX OPraHOB H B
cemsmoykax uepe3 perymsaiuio skcrnpeccun CYCDS3;1
[Dewitte et al., 2003; Hu et al., 2003]. Tpaucreunsie
pactenus A. thaliana, cBepakcnpeccupyomue reH
AtARGOS, xapakTepu30BaINCh YBEIMUCHHEM pa3MEpOB
BCEX HAaJ3EMHBIX OPraHOB, KOTOpOe O0O0YCIaBINBAIOCH
pocToM umcia KieTok. [losrydeHHble JaHHbBIE O3BOJIMIN
mpeanonoxuts, d9ro TeH AtARGOS cmocobcTByeT
COXPAaHECHHI0  MEpPHCTEMATHYECKOW  KOMIICTEHTHOCTH
KJIETOK B 3auyarkax jucTheB [Hu et al., 2003]. Merogom
OT-IIIIP ObiTO MOKAa3aHO, YTO TOBBIIIEHHE YPOBHSA
skcnipeccun reHa ARGOS yBennumBaeT TpaHCKPHIILIUIO
takux reHoB, kak ANT, CYCD3;1, AtGIF]1,
PEryIupyoLImx KieTounyo nponudpepanuto [Hu et al.,
2003; Wang et al., 2009a, b]. bsl10 Moka3aHo, YTO I'eHBI
cemeiictea ARGOS A, thaliana wmoryr GbITh
HCIIOJIb30BaHBI JJIs1 MOJTU(PHUKALMH [TApPaMETPOB POCTa U B
TETePONIOTHYHBIX ~ YCIOBHUSIX, Hampumep, B Tabake
[Kynyes u ap., 2014], pance [Muxaiinosa, Kynyes, 2015]
u amapante [Kynyes wu gp., 2016]. Tlocnenyromue
nccienoBanus reHoB cemerictBa ARGOS moka3zanu, 4to
OHU KOJUPYIOT OCNIKH, SIBISIIOIIMECS HEraTUBHBIMU
perymsitopamMu dTieHOBoro curHaia [Shi et al., 2015].
bouto mokaszano, 4yro 6enok ARGOS umest 0IHHAKOBYIO
JIOKAJTU3ALIUIO c 9TUIICHOBBIM peLenTopom,
B3aumojeicTByeT ¢ HuUM depe3 Oenkun RTE um RTL m
TaKMM 00pa3oM y4acTBYET B PELEMHIUU U TPAHCIYKIHU
stusieHoBoro curnana [Shi et al., 2016]. B cesi3u ¢ aTumu
JaHHBIMH, MOXHO TIpEIIoJarath, 4YTO [O3UTUBHOE
perymupoBanue Oenkamu ARGOS ki1eTo4HOro JeeHuUs
MOJXET YaCTHYHO PEaln30BaThCd U 4Yepe3 HEraTHBHYIO
PErYISILHUIO STUICHOBOTO CUTHATIA.
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TpanckpunuuoHHble GaKTOPbI

TpaHCcKpUNIIIMOHHBIE (axTopsl UTPAIOT
KIIIOUEBYIO pOJIb B PEry/SIIMU  3KCIPECCHH  OEIKOB,
KOHTPOJIUPYIOIIMX W OOECHeUUBAOUINX  KJIETOYHOE
nenenue. Cyas 1o BceMy B PETYIALUHM  KJIETOYHOTO
JETCHUs]  3aJeCTBOBaHBI  OOJILIIMHCTBO  CEMEHCTB
TPAHCKPHUIIIIMOHHBIX (akTopoB. Hamboriee W3BECTHRIM
ceMeiicTBOM TPaHCKPUITIIMOHHBIX (axTOpoB,
YYaCTBYIOIIUX B PETYISIUN KJICTOYHOT'O HHUKJIA SABJISAIOTCA
TaK  Ha3blBaGMble  T'OMEOJOMEHCOJEpKalue  OenmKu
[Mensenes, Ilaposa, 2010]. K oartoéi  rpymme
TPAaHCKPHUIIIUOHHBIX (DAKTOPOB OTHOCATCS, HAIPHMED,
SHOOT MERISTEMLESS u WUS, xortopsle SBISIOTCS

[JIABHBIMU PETYJIATOPAMHU KIIETOYHOW mponudepanuud u

MOJJIEP>)KaHUA CTBOJIOBBIX KJIETOK B uHeHTpe AMII
[Dodsworth, 2009; Sablowski, 2011]. Tomeomomen-
CoNepXKamuii  TPaHCKPUNIUOHHBIA  ¢aktop  WUS,

otHocsiuiicss k noarpymne WOX, skcnpeccupyercs B
LIEHTPAIEHOW 30HE aTMKAIEHOW MEPHCTEMBI B HEOOIBIIION
Ipymnie KIETOK, KOTOpBIE COCTABISIOT OPraHU3YIOMIMH
LEHTp, MOAAEPXKHUBas KIETKH B HenuddepeHnnpoBaHHOM
cocrosiauu [Leibfried et al., 2005]. TpaHCKpUMIMOHHBIN
¢daxrop WUS HeraTuBHO pery;iMpyer 3KCIPECCHUI0 FeHOB
ARR THma A, crepXUBAIOIMIKX IepeIady TUTOKHHIHOBOTO
curnana [lkeda et al., 2009]. IIUTOKUHHUHBI AKTHBUPYIOT
mponaykTel reHoB ARR Tmma B, HO, B TO Xe Bpewms,
OIIOCPEJIOBAHHO CIIOCOOCTBYIOT akThBauuu reHoB ARR
THATIa A, pa3pbIBalOMIMX 3alyIIEeHHYI0 JTOW TPYNIOH
ropMoHoB 1enb curHagoB. WUS-dakrop Onokupyer oty
HEeTII0 OOpaTHOW CBSI3W, YTO ITIPOSBIISETCS B IIMTOKWHHH-
pEeTyIHpyeMOM TIOJUIEPKAHUHM CTBOJIOBBIX KJIETOK B
Henu(pPepeHIIMPOBAHHOM COCTOSIHMH. Takum 00pazom,
LUTOKMHUHBI B  LIEHTPAJIBHOM  30HE  alMKaJbHOU
MEpPHUCTEMBI MOTYT OKa3blBaTh CBOH 3(QeKT B MNOIHON
Mepe TOJBKO B KIETKAaX, aKTUBHO 3KCIPECCHUPYIOLIMX
perymsatopusiii 6emox WUS. Bonee TOro, OHHTOKHHUHBI
caMu crocoOHBI YBEIMYHMBATh YPOBEHb JKCIIPECCHUM TI'€HA
WUS uepe3 penenropusiii kommmieke AHK4 [Sablowski,
2011].

B perymamum KJIETOYHOTO IMKIA  TaKkKe
yuactBytor MYB-6enku  (ALP, AS1l, AtMYB2,
AtMYB4, CCA, LHY wu np.). TpaHckpuIlMOHHBIE
(aKkToOpel 3TOH TpyIIBl W3BECTHBI B OCHOBHOM Kak
MO3UTHBHBIE  PETYJSTOPHI  KIETOYHOTO  JICJICHUSI.
Hanpumep, TPAHCKPHUIIIIHNOHHBINA (daxTop AS1
IKCIIPECCHPYETCS B TKAHAX C aKTUBHOM KJIETOYHOM
nposdepaneil 1 KOHTPOJIUPYET KIETOYHbIE ACIECHUS U
panHue craguu auddepeHIHpoBKH KiIeTok [Sun et al.,
2002].

Hpyroe ceMeicTBO TPaHCKPUITIIMOHHBIX
dakropo AP2/ERF y A. thaliana mpexacrasneno 146
OemkamMy, mpu 3TOM 15 #W3 HUX OTHOCATCS K
noacemeiictey AP2 [Riechmann et al., 2000]. Bce
N3ydEeHHBIC K [aHHOMY BpPEMEHH TPaHCKPHIIMOHHbIE
¢dakTopsl moxacemeiictBa AP2  skcmpeccHpyroTcs B

MOJIOZBIX, PACTYIIUX OpPraHax ¥ NPHHUMAIOT y4acTHE B
peryssiiuu pocta u passutus [Nole-Wilson et al., 2005].
Hanpuwmep, CBEPXIKCITPECCHs AP2/ERF
TPAHCKPUILIUOHHOTO (axTopa LaAP2L1
CIIOCOOCTBOBaJIA YBEIMYCHHIO pPa3MEpPOB OPraHoB H
Oromacchl uepe3 CTUMY/IILMIO KJIETOYHOTO JIEJICHUS,
IpUYeM 3TOT (aKkTOp YBEIHUYHMBANI YPOBEHBH JKCIIPECCHH
resoB ANT, EBP1 u CYCD3;1 [Li et al, 2013]. B
nojcemelictBe AP2 Takke OTIENBHO BBIACISAIOT TPYIITY
ANT, HambGosiee M3BECTHBIM IPEICTABUTEIEM KOTOPOTO
SIBIISIETCS cam TPAHCKPHUMIHOHHbIH dbakrop
AINTEGUMENTA (ANT) [Krizek et al., 1999]. Oxnoii
u3 mumener ANT sBusiercss ren CYCD3;1, KOTOpBIi
pEerylupyer KJIETOYHOE JIeJIeHHE U  CII0COOCTBYET
nepexoqy kietok Ha craauio S [Mizukami, Fischer,
2000]. Beut0 MOKa3aHO, YTO TPAHCTCHHBIC PACTCHHUS,
skcnpeccupytormmrie reH ANT mox xoTpomem 35S
MIPOMOTOPA, XaPaKTEPHU3YIOTCS HECKOJBKO OOJBIINMH
pasMepamu He TOJbKO TeHepatwBHBIX [Krizek et al.,
1999], Ho u BereratuBHBIX opranos [Mizukami, Fischer,
2000] 3a cuer cTumynSAIAH AeneHus KieTok. Ha mpumepe
TPAHCTECHHBIX pacTeHuil Tabaka Takxke OBUIO MOKa3aHo,
9YTO KOHCTHUTYTHBHAS OSKCIPECCHSI TPAHCKPHIIIMOHHOTO
¢akTtopa ANT crmocoOCTBYeT YBEIWYECHUIO pPa3MEpOB
OpraHoOB 3a CYET TIIOJIOKMTEJFHOTO BIIMSHUS — Ha
kiaerounoe menenne [Kymyes u ap., 2013]. B 1o ke
BpeMsl, KOHCTHUTYTHBHAsi JKCIpeccusi (parMeHTOB reHa
ANT B aHTHCMBICIOBOH OpHEHTAIIMH CHOCOOCTBOBANA
YMEHBIICHUIO Pa3MEpPOB OPraHOB Yy TPAHCTCHHBIX
pacrenuii tabaka [Kymyes u ap., 2012]. CoBoKymHOCTb
MOJYYEHHBIX JAHHBIX IO3BOJISIET Hpearojaratb, 4YTo
ocHoBHOH (ynkiuelr ANT-¢akropa sBiIseTCS HE TOJBKO
NoJJep)KaHue MepHCTeMaTHYecKod KOMIETEHTHOCTH B
3ayaTKax JarepaibHbBIX opraHoB [Mizukami, Fischer,
2000], HO ¥ peryJsiuus KIETOYHOTO JEJIEHUS B PACTYIIUX
opranax B nemom [Kuluev et al.,, 2015]. B renome A.
thaliana conepkarcs eme 7 TeHOB, 00JaqarOINX
BBICOKAM ypoBHeM cxoxkecTu ¢ reHoM ANT, xotopsre
nonyumnn  HazBanus AINTEGUMENTA-like (AIL) ¢
nopsakoBeiMu Homepamu oT 1 no 7 [Nole-Wilson et al.,
2005]. T'ensr AIL2, AIL3 u AlL4 Gosbliie W3BECTHBI MOA
Ha3BaHUSIMU BABY BOOM, PLETHORA1 u
PLETHORAZ2 cooTBeTCTBEHHO, MpHYEeM TEPBBIA U3 HUX
MIPU  CBEPXIKCIIPECCHH CIIOCOOCTBYET COMATHYECKOMY
sMmbOprorenesy B mpopoctkax [Boutilier et al., 2002], a
JIBa TOCJIEAHUX YYaCTBYIOT B PETYISAILHMH KICTOYHOTO
JeicHAsT B anMKaIbHOM Mepucreme kopus [Aida et al.,
2004]. YpoBeHb 3KCHPECCHU OCTAbHBIX WICHOB HaHHOM
rpymiel, a umenHo reroB AILL, AILS, AIL6 u AIL7 Taxxke
OKazasics Hauboyiee BBICOKHM B MOJIOJBIX, aKTHBHO
pacTylMX TKaHSIX M HHU3KHM B 3pEbIX JHCTBAX H
cre0sax [Nole-Wilson et al., 2005].

AYKCHHOBBI CUTHAJ MOCTYIAeT B KJIETKY Yepes
peunenrtop TIR1, koTopbelii mpm B3aWMOIEHCTBUU C
TOPMOHOM CIIOCOOCTBYET pa3pyLIeHHIO Oelka perpeccopa
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Aux/IAA, koTopeili, B CBOIO oOdYepelb, OIOKHPYET
aKTMBHOCTb ~ 0CO0OH  TIpynmbl  TPaHCKPHUIIIMOHHBIX
¢daxropoB ARF-cemeiictBa (Auxin Response Factor) [Li et
al., 2016]. Tak Kak ayKCHHBI PErYIHPYIOT KJIETOYHOE
JeNeHne, MOXHO Tpexdmoyarate, 49ro MHorme ARF-
(baKkTOpBI TaKXKe 3aeHCTBOBAHBI B PETYISIIMN KIETOYHOTO
nenenns. HTEpecHO OTMETHTh, YTO B JIHTEpAType dYalle
BCEro BeTpedaeTcs HHQOPMALUs O HeraTHBHOM PeryJsiiuu

wieroynoro jenenus ARF-dakropamu. Hampumep, y
TPAHCT€HHBIX PACTEHUH TOMATOB C  IOBBILIEHHOU
skcmpeccueii rerna SIARF9  pasmepbl miomoB  Obuin

YMEHBIICHBl M3-32 CHIDKEHHS aKTUBHOCTH KIJIETOYHOTO
JIeNieHHsl, TOrJa Kak TPAaHCTCHHBIC  PACTCHHSA  C
MTOHUKEHHOM AKCIIPECCUEe 3TOTO Ir'eHa XapaKkTepru30BaJnuCh
MpOTUBOMOJIOKHBIM (eroturiom [Jong et al., 2015]. B A.
thaliana wmyramus B reme ARF2 cmoco6erBoBana
YBCJIMYCHUIO Pa3MEpPOB OPraHOB 3a CYET YBEIUYCHUS
KOJTMYECTBA KJIETOK, B CBSA3M C YEM MPEIoaraercsi, uro
TpaHCKpUNUUOHHBIH (aktop ARF2 Takke sBisercs
HETaTUBHBIM PEryIATOPOM KIEeTO4YHOro aeneHus [Schruff
et al., 2006]. Bruto mokasano, yro red LATERAL ORGAN
BOUNDARIES DOMAIN 18 (LBD18) B xomOunaiuu c
LBD16 npunuMaer y4yactie B OOpa3OBaHWU KOpHS, MpH
9TOM B LENU T'CHHOW PEryisudy OHU HaXOMATCS HIDKE
ARF7 n ARF19 B nyTn nepenayu ayKCHHOBBIX CUTHAJIOB.
Oxazanoce, uro skcrpeccusi ANT-¢akTopa momaBnseTcs
noJ BiusHUeM npoaykra rena LBD18 [Lee, Kim, 2010]. B
CBSI3M C OTHMH JaHHBIMH MOMHO MPEIIoiararhb, YTO
HEeraTUBHAs  PEry/silUs  KICTOYHOW  Hposudepannu
BBICOKHMH KOHIICHTPALUSIMH ayKCHHOB PEAM3yeTcs, B
ToMm umcie, gyepe3 ARF-hakropsr.

Emie o7Ha rpymna TpaHCKPHITIIMOHHBIX (aKTOPOB,
3a1e{CTBOBaHHBIX B PETYISIUHU KIETOYHOTO JCNECHUS, 3TO
GRF-dakroper (Growth-Regulating Factor). Otu Oenku
9KCIIPECCHPYIOTCSI  MPEUMYIECTBEHHO B AKTHBHO
pacTymIMX MOJIOABIX TKaHSX, HAIpUMep, B BEpXYIIKe
nobera, 1BETOYHBIX MouYkax U KopHsax [Kim et al., 2003].
Nmerotcst cBemenns, duro oskcnpeccus GRF-¢gakropos
HeratuBHO  peryaupyercs MmukpoPHK miR396. B
TPAHCTEHHBIX PACTEHUSAX C HU3OBITOYHOW OJKCIpeccuei
miR396 YpOBEHb SKCIIPECCUU GRF-daxkTopos
YMEHBINAICS, W TPH 3TOM HAOIIOMAINCh HApYIICHUS B
Pa3BUTHH JIMCTa, OOYCIIOBJICHHBIC CHIXKCHHEM CKOPOCTH
KJICTOYHOH  mponudepanut ©W  OKCOPECCHMH  T'€HOB
KJIETOYHOTO TMKIa. B To ke Bpems MiR396
9KCIPECCHPYETCsl B OCHOBHOM B TKAaHSX, TJ€ KICTOYHBIC
nenenusi  yke 3aBepmenst [Wang et al, 2011].
KoakruBatopamu GRF-dakropos sBnstorcs 6enxu GIF
(GRF-Interacting  Factor), moHmXeHHass DKCIPECCHS
KOTOPBIX CIOCOOCTBOBANa, TakkKe Kak M y Qrf-myranros,
Pa3BUTHIO y3KHX JINCTHECB M JICTICCTKOB M3-32 YMEHBIICHHSI
KOJIMYECTBAa KJIETOK BIOJNb OCH INUPHHBEI sucta [Kim,
Kende, 2004]. Ceepxakcrpeccus AtGRF5-dakropa 1 reHa
ANGUSTIFOLIA, komupytomero oaun u3 6enkoB GIF,
CIocoOCTBOBAIA YBEIMUCHUIO Pa3MEPOB OPTraHOB 3a CYUET

cTuMynsiu - Kierounoro nenenust [Horiguchi et al.,
2005].

B perymsiuuu KIETOYHOTO ACICHUS NPHHUMAIOT
yuactue Takke bBHLH-Genku (basic Helix-Loop-Helix),
KOTOPBIE OTHOCATCS K TPAHCKPHIILHOHHBIM (aKTopam,
umeromuM JTHK-cBs3bIBaOIuil JOMEH THUIA «CIUPATIb-
nemisi-cimpansy. Hanpumep, msa bHLH rerepomumepa,
kotopeie cocrtoar w3 LONESOME HIGHWAY wu
TARGET OF MONOPTEROS 5 (TMO5)/TMO5-LIKE1
(T5L1) y9acTBYyIOT B pEry/silid IEPUKIMHATBHBIX
KJIETOYHBIX  JISICHMH B  COCYIMCTBIX  KJIETKax B
anuKagpHOM Mepucteme KopHeil. Kpome Toro »stu
KOMITJIEKCHl  PErynupyroT aupQdepeHnanio KCHUIEMbI
[Katayama et al., 2015]. bHLH-dakrop SPATULA (SPT)
IKCIIPECCHPYETCsl B OCHOBHOM B 0a3aJbHOW 4YacTH
JHUCThEB, TJe Hamboyiee BBICOK YPOBEHb KIETOYHOU
npoimudepamu.  MyTtaHTBl  SPt XapaKTepH30BalKCh
YBEJIMYCHHBIMH pa3MepaMH JIMCTHEB 32 CUET YyBEINYCHHS B
HHX KOJIMYECTBA KJICTOK. B TO ke BpeMsi CBEpXIKCIIpECcCHs
rena SPT npuBoamia K yBETMUYEHHIO pa3MepOB JIHCTHEB,
HO KOJIMYECTBO KJICTOK B OpraHe IPH 3TOM YMEHbIIAIOCh.
Hcxons U3 3TUX JAHHBIX, aBTOPHI ACNAIOT BBIBOA, YTO
TPaHCKPUIILMOHHBIA (akrop SPT sBisercs OomHUM H3
HETaTHBHBIX PETYISATOPOB Kietounoro aemenus [Ichihashi
et al., 2010].

NAC-6enkn  (NAM, ATAF1/2, Ccuc?)
KOHTPOJIUPYIOT pa3BUTHE MEpUCTEM M (OpMHpOBaHUE
OpraHoB, a TaK)Xe Y4acTBYIOT B Mepelade ayKCHHOBOTO
curnana [Mensenes, Illaposa, 2010] u paccmarpuBaroTcs
B KauecTBE PEryJsITOpoB KieTouHoro aeienus. Hampumep,
MemoOpanocBs3anabiii NAC-¢pakrop HassBaembiii NTM1
BBICBOOOXK/Ia€TCSI OT MeMOpaHbl M aKTHBHUPYETCS B
pe3yiabTaTte MPOTEOIUTHYECKOTrO pPACLICIUICHUS, IPHYEM

9TOT nporiecc HaXOJUTCS noJ KOHTPOJIEM
IIUTOKMHUHOBOTO CUTHAJIMHIA. B MyTaHTHBIX paCTEHHSX C
KOHCTUTYTHBHOH JKCIpeccueit reHa NTM1

oOHapy)XUBaeTcs OTCTaBaHHE B pocTe, OOYyCIOBICHHOE
CHIDKEHHEM CKOPOCTH KIETOYHOU mponmdeparnyn. B 3tux
MYTaHTHBIX  PacTeHUsX  HaOmoAanach  WHIYKIHS
skcnipeccun KIP-cBsI3aHHBIX OEIKOB, KOTOPBIE SIBISIOTCS
MHTUONTOpaMH IMKJIMH-3aBUCUMBIX KHHa3. [Ipu stom B
MYTaHTHBIX PpAacTeHUsX OOHAPYKUBAJIOCH YMEHBIICHHE
AKTUBHOCTH THUCTOHAa H4 W UUKIMH-3aBUCHMBIX KHHA3.
HHTEpecHO OTMETHTh, YTO B TO K€ BPEMs LIUTOKMHUHBI
crabmmzupytor 6emoxk NTMI1. Hcxons U3 3TUX DaHHBIX,
aBTOPBI JIEJAIOT BBIBOJ, YTO PETYISIHS CTaOMIBHOCTH
NTM1  muTOKMHMHaMH  CHOCOOCTBYET — MOIYJISIAH
CYCD3-cBsi3aHHOr0 LUMTOKMHHHOBOIO CHTHAJIMHTA B
TeYeHHUe KJIETOYHOTO LUKJIA, YTO BHAMMO U o0ecrednBaeT
cOaaHCHPOBaHHOE PErYJIMPOBAaHHE KICTOYHOIO JACIICHUS
B pacrenusx [Kim et al, 2006]. K wHeratuBHbIM
peryimsropaM  KICTOYHOH Ipoiudepalyii  OTHOCHTCS
TpaHCKpUIIMOHHBIA (akrop OBP4, kotopslit siBiseTcs
npencrasuteneM rpymmsl pakropos DOF (DNA binding
with One Finger). KoncrutyruBHas u uHaynubenbHas
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CBEpXIKCIpeccust TpaHcKpuniuonHoro ¢akropa OBP4
crocoOCTBOBalla Pa3BUTHIO KapJIMKOBBIX PAacTEHUH,
KOTOpBIE XapaKTEPU30BAINCh CHIDKEHHEM KOJIMYECTBA
KJIETOK B OpraHax, a TaKX€ YMEHBIICHHEM pPa3MepOB
KJIeTok. IIpm  3TOM B  TPaHCTEHHBIX PACTCHUAX
HaOJI0aJIOCh YMEHBIIEHHUE YPOBHS 3KCIIPECCHU T'€HOB
CYCB1;1 u CDKB1;1 [Xu et al, 2016]. GRAS-
CEeMEHCTBO TPAaHCKPHUIIIMOHHBIX (AaKTOPOB BKIIOYAET
6onee 30 OeaKOB, YIaCTBYIOIIUX B PErYISIIUU Pa3BUTHS
KOpHsS © 1noberoB. HekoTropele #3 HHUX Takke
3a/IeCTBOBAHbl B PETYJISIIMM KJIETOYHOTO JIEJICHHUS.
Hamnpumep, tpanckpunuuonusiii Gakrop SCARECROW
y4acTByeT B (OPMHUPOBAHMM OOKOBBIX KOpHEH uepes
WUHAYKIHIO MEPUKIINHAIBHBIX JieJIeHU
MEpHCTEMaTHYECKUX KJIETOK B OPraHU3YIONIMX LEHTPax
nepunukia [Goh et al., 2016].

[pu mpoxoxaennu rpanuisl G1/S uHAYIHpYETCS
TPaHCKPHIILUS ['€HOB, KOJUPYIOLINX OCJIKH, BOBJICUCHHBIE
B cunre3 JHK. [ng TpaHCKpUIILIMM MHOTHUX TI€HOB,
BOBJICUEHHBIX B CHHTE3 JHK, TpeOyroTCs
TpaHcKpunuoHHBIH ¢aktop E2F cemeiicTBa, KoTOpbIe
XapaKTepHBI KaK JJIs1 )KUBOTHBIX, TaK M [UISl PACTEHUH. DTH
TPaHCKPHITLIUOHHbIE (axTopsl PEryJupyoT
TPAaHCKPHIIIIMIO TE€HOB, KOAWPYIOUINX TaKue OENKH, Kak
qurunpodoaTpeykTasa, TUMHIWiIarcuHrerasa, JIHK-
nonmmepasa, reHoB CYCE, CYCA, rema PCNA. V
JKMBOTHBIX JI0 aKTHUBAIlMM TPAHCKPHIIHOHHBIA (haKTop
E2F HAXOAUTCS B CBSI3aHHOM c 6emxoM
perunoOnactomuoro rea Rb (pRB) cocrostHun u 3ToT
TPaHCKPHUIILMOHHBIH (akTop HE MOMKET aKTUBHPOBAThH
KJIETOYHblEe fAeneHus. Ilpum  fmeficTBUM  MHTOTEHHBIX
curHaioB  Oeirok PRB B cepemune  Gl-dasbr
dochopunupyercst  komruiekcom CYCD-CDK4/6, uto
CIIOCOOCTBYET ~ BBICBOOOXKJICHHIO — TPAHCKPUIIIMOHHOTO
¢dakropa E2F, koTopwlii yke MOXKET aKTHBHPOBATh
TPAHCKPHIILUIO Pa3IUYHBIX TEHOB, INPOIYKTHI KOTOPBIX
y4acTBylOT B Kietoudom nenenum [Helin, 1998]. B
pacTeHHsIX Takke ObUI OOHapyKeH peTHHOOIacTOMa-
nomoOueii  Gemok  RBR  (Retinoblastoma-Related -
romoJior 6enka peruHooaactomsl Rb yenoBeka), KoTopbIit
cBs3piBaeTcst ¢ E2F-hakTopamMum M MHaKTHBHpYET WX
[Harashima, Sugimoto, 2016]. Mmerorcst cBeneHus, YTO B
pacrenusix E2Fa-C  Oenkm  reTepomuMMepU3yOTCS  C
6enkamu DPA umu DPB u takum oOpaszom dopmupyercs
aKTHUBHBIA TPAHCKPHUITIHOHHBINA (akTop. E2Fa m E2Fb
(YHKIMOHMPYIOT ~ KaK  [O3MTHUBHBIE  PETrYJISTOPHI
KJIETOYHOTO JICNICHHS, CIOCOOCTBYS BXOAY KIJIETOK B
KJIETOYHBIM IUKJI, OJHAKO 3TH OEJIKM YYacTBYIOT U B
perymsinuu  sHuonukiaa [Del Pozo et al, 2007].
JefCTBUTENBHO TETEPOJUMEDPHBI  TPaHCKPUILIMOHHBIN
¢akrop E2Fa-DPa  cmocoGen  uHAyIMpOBaTH  Kak
KIETOYHBIE  JEJCHUS  IOCPEACTBOM  CTUMYILSIIAU
skcnpeccun CDKBI1;1, Tak W mepexoj Ha JHIOIMKIL.
CDKBI1;1 B cBOI0 ouepeab CTHMYIHPYET KIECTOYHbIC
JeieHns M OloKupyeT sHnopeayuinkanuio [Boudolf et al.,

2004]. 13 3THX JaHHBIX CIEAYET, YTO TPAHCKPUILMOHHBIN
¢daxrop E2Fa-DPa crumymupyer mepexon K SHAOLMKILY
JUIIG B TeX KIETKax, rae Hu3koe comaepxxanne CDKBI1;1 u
aktuBanust skcrpeccun 31oii CDK TpaHcKpunimoHHBIM
taxTopom E2Fa-DPa 6moxmposana, Buaumo 6eixxom RBR.
[IpoTeocomHas perpaganusi TPaHCKPUIILIMOHHOTO (hakTopa
AtE2Fc  ompepensercs  E3  yOMKBHUTHH-THra3zHbIM
KOMILIEKCOM (y6I/IKBI/ITI/IH-SCFAtSKPZ) W 3aBHCUT OT
(hochopunupoBanus LUKJINH-3aBUCUMBIMH
NPOTEHHKHHA3aMH. B  ayKCHH-PE3UCTEHTBIX MYTaHTax
axrl-12, B xoropeix ocnabnen CUL1 xomnonent B E3
YOMKBUTHHINTa3HOM  KOMIUIEKCE  OOHapyXHBArOTCA
BbICOKHE ypoBHU AtE2FC GenkoB, 4TO CBHIETEIBCTBYET O
JUCOYHKIMM B  KOHTpOJE CTa0MJIBHOCTH  JIaHHOTO
TPAaHCKPUIIIHMOHHOTO  (hakTopa. B  cBOl  ovepenp
ceepxakcnpeccust AtE2Fc-pakropa oTpHUIIaTeIEHO BIUSET
Ha KJICTOYHOE JCJICHUE, TIPH 3TOM HAOJIOaeTCs CHU)KCHHUE
JKCIPECCHH TeHa-peryisitopa kierounoro nukia AtCDCG6.
Hcxoast u3 Toro, 4To mpoTeocoMHast aerpananus AtE2Fc-
(hakTOpa CTUMYIUPYETCS CBETOM, aBTOPHI 3aKITI0YAIOT, YTO
TPaHCKPHUITITHOHHBIH (haktop AtE2Fc SIBJISIETCS
HETaTHBHBIM  PEryJIATOPOM KJICTOYHOTO JeJCHHS H
BEpOSITHO ero (yHKIUS BakHAa NpU Mepexoje OT
ckoTomMopdoreresa k hotomopdorenesy [Del Pozo et al.,
2002].

B memoM,  TpaHCKPHNUIHOHHBIE  (DAKTOPHI
SBJSIFOTCSL  BKHEHIIMMHU  PEryJasITOpaMH  KJIETOYHOTO
JICTICHUs, TIPUYEM aKTHBHOCTh MHOTHMX H3 HHX YacTo
peanmsyercst  4epe3  MHAYUUPOBAHUE  OKCIIPECCHU
LUKJIMHOB Y IIMKJIMH-3aBUCUMBIX IPOTENHKHHA3.

uKJIMHBI M HUKJIWH-3aBUCHMbIe IPOTEHHKHHA3BI

ITon BIMAHMEM MHUTOTHYECKUX CUTHAJIOB y BCEX
JYKapHOT OJHUMH U3 MEPBBIX AKTUBUPYIOTCS TEHBI,
KOIMpYIOIINe OCeNKd IHUKIMHBL, TOJydMBIIHE CBOE
Ha3BaHWE OT TOro, YTO MX BHYTPUKIECTOYHAs
KOHIICHTpALUsI IEPUOJMYECKH M3MEHSeTCS M0 Mepe
MIPOXOXKICHNS KJIETOK Yepe3 KJICTOUHBIN MUK, TOCTHUTrast
MaKkCUMyMa Ha €ro ONpeAeTeHHBIX CTamusX. L{MKIHMHBI
ABIISIFOTCSL CHEUU(UIECKUMH aKTHBAaTOPaMH CEMEWCTBa
LIUKJINH-3aBUCUMBIX TpoTenHknHa3 (CDK) - xirodeBbIx

Y4aCTHHUKOB HHIYKIIUH OKCIIPECCHHU I'€HOB,
KOHTPOJIUPYIOIUX ~ KICTOYHBIA  MHKI.  AKTHBaIus
unpuBuayanbHod  CDK  mpoumcxomuT  mocie  ee

B3aMMOJACHCTBHSI CO CHENU(DUISCKAM IUKINHOM, U
00pa3oBaHUE 3TOr0 KOMITJIEKCA CTAHOBHUTCS BO3MOYKHBIM
mociie OCTHOKEHHUS LMKJINHOM KPUTHICCKOH
KOHIICHTPAIIHMH. B OTBET Ha YMEHbIIICHUE
BHYTPUKIETOYHON KOHIIEHTPAIMH KOHKPETHOTO ITUKIMHA
MPOUCXOUT 0OpaTHMast HHAKTHBAIIHS COOTBETCTBYIOIICH
CDK. Kaxaplii THII LUKIMHOB, 0003HAaYaeMEIX OT A J10
H, nMeeT TOMOJIOTTIHBIH Y4acTOK (100
AMUHOKHUCJIOTHBIX OCTaTKOB, HAa3bIBAEMbIH "I[UKIMHOBBIN
60Kkc"). DTOT yyacTok oTBeyaeT 3a cBs3siBanne ¢ CDK. Y
A. thaliana umeercsa cemp kinaccoB CDK: ot A mo G,
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npudeM y Beex aykapuoT CDKA — rnaBHbIE perynsTopbl
G1/S- u G2/M-niepexo0B, UMEIOIINE KOHCEPBATHBHBIM
PSTAIRE-motuB cBs3siBanus ¢ CYC [Doonan et al.,
2009]. Kunassr kinacca CDKB cesissiBatorest ¢ CYC mpu
nomom PPTA/TLRE-motnBa W (QYHKIHOHUPYIOT B
ocHoBHOM mipu niepexojie G2/M [Hosukosa u jp., 2013].
B memom y A. thaliana wumeercs 40 pasmnuHbIX
LUKJIMHOB, COJCP)KAaHUE KOTOPBIX MEHSAETCS B XOJIE
kieTouHoro nukia [Wang et al., 2004]. IMuk skcrpeccuu
MUTOTHYECKUX LUKIMHOB A u B  mnpuxoxurcs,
cooTBeTcTBeHHO, Ha S/G2/M u G2/M mnepexojpl, rie
¢ysakmuio ux maptaepoB BemodHAIOT CDKA u CDKB.
I'maBubiMu  peryastopamu  Gl/S-mepexonma  sSBISIOTCS
CYCD, umeromue B N-konuesoi odmactu LxCx(D/E)-
MOTHB cBs3biBanusg ¢ Oeakom RBR, a Taxxe PEST-
MOTHUB, KOTOpBIH, B CBOIO oO4Yepenb, olecreuuBaer
Jerpajaliio 10 MpOoTeacOMHOMY IyTH. Yamie Bcero
naptaepamu CYCD sBasitorcss CDKA u CDKB. Tlocne
MPUCOEANHEHUS IMKIIMHA K npoTenHase komiuieke CDK-
CYC nomkeH ObITh elle aKTUBUPOBaH. AKTHBHOCTDH
komriekcoB  CDK-mukiawH — perynmupyercs TPYHIOM
OemkoB, koTopbie MeroT obmee HazBanue CKI (or CDK
Inhibitor). K oaroii rpymne orHocsatcs ICK (ot
Interactor/Inhibitor of Cdc2 kinase), koTopble, TO-
BUAUMOMY, akTuBHBl M mpu GI1/S-, nu nmpu G2/M-
nepexonax, XOTA npexroaraercs, 41O
¢ynxunonnpoBanne ICK  HeoOxommmo, B IepBylO
ouepeb, s Bxoja B S-tasy [Hosukosa u mp., 2013].

B Hacrosimmee Bpemst B JMTEpaType HMEETCs
0oJybLIIOE  KOJIMYECTBO CBEACHHH O MOJIEKYISIPHBIX
MEXaHH3MaxX TOTO, KaK LUKJIHHBI THIIA D KOHTpOIMpyIoT
mepexox u3 ¢assl Gl B S uyepe3 Tak Ha3bIBaeMbId
IIUKJIMH-PETHHOOTACTOMHBIH MyTh (CYCD/RBR)
[Huntley et al, 1998]. KnroueBass ~ meuns
dochopumupoBanuss D-IUKIHHOBBIX KHHAa3 — OCJIOK
RBR, KOTOp®Ii yCHIHBAaeT THCTOH-ICALCTIIIA3HYIO
AKTUBHOCTh TPAaHCKPUIIIHOHHBIX (aktopoB E2F/DP,
UHTHOHMpYs TpaHckpunuio E2F-perynmpyempIXx TeHOB.
®dochopunuposanre RBR npuBoauT k morepe CBs3U C
E2F-pakropamu, mpHBOAS K BBICBOOOKICHHIO OT
TPaHCKPHUIIMOHHOIO cailnencunra E2F-perymupyeMsix
IeHOB M TOCIEayIoIero nepexoaa B S-asy [de Jager,
Murray, 1999].

Iposenéunnie uccnenoBanus CYCD-cBsa3anHBIX
reHoB B renome A. thaliana moxkasamu, 4uro cymectByer
necsatb reHoB CYCD, ¢opmupyrommx 6-7  rpymm,
OOJBIIMHCTBO W3 KOTOPBHIX emlé MOIPOOHO HE HM3yUCHHI.
I'pynma CYCD3 Bximto4aer Tpu TeHa, M3 KOTOPBIX
CYCD3;1 cran HanboJjiee NIMPOKO M3BECTHBIM O1aromapst
psany nyonukanuii [Oakenfull et al., 2002; Vandepoele et
al., 2002]. Bsuio TmOKa3aHO, YTO OJKCIPECCHs TIe€Ha
CYCD3;1 cBsizana ¢ npoiuepupyroluMi TKaHSIMUA |
OTCYTCTBYET B 3pernbix opraHax [Dewitte et al., 2003]. B
KyabType kierok ypoBenb MPHK CYCD3;1 He 3aBucut
OT CTaJMM KJIETOYHOTO IHKJA, KaK 3TO XapaKTEePHO IS

9KCTIPECCHH  MUTOTHYECKUX ILUKIMHOB. ODKCIpPECcCHs
CYCD3;1 3aBucuT B HepByIO ouepeab OT JOCTYIHOCTH
cykuMHUI-KoA u (bUTOTOPMOHOB. IToBTOpHOE
nobasieHue CyKIMHWI-KOA K KIETOYHBIM KyJIbTypam,
JUIICHHBIM €r0, NPUBOOUT K WHIYKIHHA 3KCIPECCHH
CYCD3;1 B mo3nueit G1-gaze [Menges, Murray, 2002].
Brocnencreun  comepxanne MPHK rema CYCDS3;l
ocTaéTcs Ha OTHOCHUTENBHO TIIOCTOSSHHOM VPOBHE B
JeNIuxcs  KIeTkax. boisiee Toro, mocie OTBETHOM
peakmyu Ha cyknuHWI-KoA, CYCD3;1 uHOymupyercs ¢
MOMOIIbI0 IUTOKMHUHOB M, B MEHBIIEH CTENeHH, C
MTOMOIIBIO OPAaCCHHOCTEPOMAOB M JPYTUX MHUTOTEHHBIX
(UTOTOPMOHOB, BKIIOYAsh ayKCHMHBI M THOOEPEIUIMHEI,
npu4éM 5TO MPOUCXOJMT KaK B KIETOYHBIX KYJIBTYpax,
Tak u B nenbix pacrenusx [Riou-Khamlichi et al., 1999;
Hu et al,, 2000; Oakenfull et al., 2002]. Kpome ToroO,
SKCIUIAHTHI JUCTHEB, KOTOPBIE TTOCTOSTHHO
skcnpeccupyror CYCD3;1, cnocoOHbI 00pa3oBBIBATH
KaJUTyCBI B OTCYTCTBHE DK30T€HHOTO ITMTOKHHUHA [RioU-
Khamlichi et al., 1999]. Axruanus CYCD3;1 B Teuenue
¢daser G1, BMecTe ¢ peakmuei Ha BHEIHUE (PaKTOPHI, B
TOM 4YHCIEC W Ha (PUTOTOPMOHEI, KOTOPBIC SBIISIOTCS
KITFOYEBBIMU peryisTopamMmu nposdepaniu u
muddepernuaryy, roBoput o Tom, uto CYCD3;1 mMoxer
MIPUHUMATh y4acTHE B WHTETPaLUK NPOIH(EPaTUBHBIX U
IpYTUX CUTHAJIOB. Uto661 MIPOaHATTU3UPOBATH
BO3MO>KHYIO poJib CYCD3;l1 B mpoueccax
nposmbepannn U auddepeHnnanud  ObUTH  CO3/IaHBI
TpaHcreHHnsle pacteHus A. thaliana ¢ mnoBbleHHO
skcrpeccueii rena CYCD3;1 [Dewitte et al., 2003].
CpaBHEHHE YpOBHEH IJIOMAHOCTH TOKA3aj0, YTO KICTKH
pacrtenuii co ceepxakcnpeccueii rena CYCD3;1 Obutu mo
Oonpmieil yacTH HEOOCTAaTOYHO IU(QEepeHINPOBAHBI, H
umMenu aomto siaep ¢ cogepxanuem JHK >4C, B To Bpems
KaK pO3ETOYHBIE JIMCThS JUKOTO THUIA UMEJH JIOJIO SAep
¢ JHK 8C, 16C u 32C [Dewitte et al., 2003]. B
TPAHCTEHHBIX PACTECHUAX YPOBEHb FKcrpeccud RBR Obin
YBEITMYEH, W aBTOPHI CBS3BIBAIOT 3TO C TEM, YTO 3TOT
Oenok siBisieTcss HeraTuBHBIM perynsitopom CYCD3;1-
CBS3aHHOW KWHA3HOM aKTUBHOCTH. TakuMm oOpazom,
koHctuTyTuBHass okcnpeccuss CYCD3;1  ymensbmaer
00bembl KIETOK B (aze Gl KIETOYHOrO IHMKIA |
MPUBOJAUT K THIEpHpoiudepanud  SHUIepPMaTbHBIX
TKaHEH JIMCTa, B LEJIOM 3aMeJylsisl Pa3sBUTHE PAaCTCHUS U
TIPUBOIS K HAPYMICHUSM TH(PQPEepeHINANH B TKAHAX H3-
3a 3amemieHuss Gaspl GO B JIMCTBAX W CEMSIOJSX.
[IponcxoauT pa3zbeqHEHHE KIETOYHOTO IMKIIA W POCTa
xierok B AMII wu nwmereax. [nsg  HopmaiabHOTrO
MPOTEKAHMs TPOIEccoB U GEepeHINaN  Pa3TuIHBIX
TUTIOB KJIETOK, KOTOpOE KOpPpETHpyeT C MO3THUMHU
craausamu passutus swmcra [Donnelly et al, 1999],
TpeOyeTcst 3aBepIIeHNe KICTOYHOTO NUKIa. MBI cunTaeM,
yro akrtuBanms skcnpeccun CYCD3;1 u nmpyrux moka
HEU3BECTHBIX TEHOB TPAHCKPHUIIIHOHHBEIM (HaKTOPOM
ANT — BaxHblli (akTOp B 3alycke pocTa KIETOK
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pacTshkeHHeM U aubdepeHnuanuy B pacrenusx [Kuluev
et al., 2015]. CoBOKYMHOCTh TIONYYEHHBIX JAHHBIX
CBHJCTEIBCTBYET O BOKHOW POJIM MMEHHO MPOJIYKTa FeHa
CYCD3;1 npu nepexoze OT KJIETOUYHOH Nposndepannu K
KOHEUHBIM cramusMm auddepenmumanun [Dewitte et al.,
2003].

Kak oTMeuanoch Bbllle, pa3Mepbl OpPraHOB H
CTPOCHUE PACTEHHS B LICJIOM 3aBHCAT OT YHCIA KIIETOK,
KOTOpbIE  MOCJE  OINPENEJCHHOIO 4YHCla  JeJICHUit
00513aTeNbHO NPOXOJAT CTAMK KICTOYHOTO PACTSKEHUS
u QYHKIMOHAJIBHOU crieruanu3anuu [den Boer, Murray,
2000]. Kierounas mupdepeHnmanuss gacto ObIBacT
CKOOPIMHUPOBAaHA C YMEHBIICHHEM aKTHBHOCTH WIH
nake ocraHoBkou genenus [Donnelly et al., 1999],
OJTHAKO TIIOMBITKH ONPEICTUTh MOJICKYJISAPHBIC CBS3H
MEX Ty KOHTPOJIEM KJIETOYHOTO [HKJIa u
maddepeHnInanuell moka He YBEeHUAIHCh yCIeXoM. bbuto
MOKa3aHO, YTO MAHHUMYJIAHH C  KOMIIOHCHTaMH
KIETOYHOTO  [MKJIA, BKJIIOYAs  LUKIMH-3aBUCHMBIC
kuHa3el  (CDK),  OGenku-uaruomropsr CDK  wu
mutoTHyeckue ImkanHel [Doerner et al., 1996] Baustor
Ha JUIMTENBHOCTh (a3 KIECTOYHOro LUKIA, YHCIIO
KJIETOYHBIX IIMKIOB W B IIEJIOM Ha OKOHYATEIbHBIC
pasMepsl  KIeTKH. JlaHHBIE  PEryisaTOpHl  BIHSIOT
HEMOCPE/ICTBEHHO HA KIICTOYHBIH MK M HE HapYIIAOT
nporeccsl auddepenimanuy. YMEHbIIEHHE dKCIIPECCHU
CDK-akTuBUpYIOIMX KMHA3 CHIDKaeT akThBHOCTh CDK
U crnocobctByeT nuddepeHIHanui MEPUCTEMAaTHICCKUX
KJIETOK B KOPHSX, OJHAKO OCTAHOBKA KJIETOYHOTO IHKJIA
MPOUCXOAUT mociie nudGepeHIIMAIIN U HE MOXKET OBITh

BOCIIPOU3BENEHA  OJIOKATOPAMU  KJIETOYHOIO LUK
[Umeda et al, 2000]. CnemoBarenbHO, MEXaHH3MBI,
KOHTPOJIUPYIOIITIE g depeHInanuio, MOTYT

(YHKIMOHMPOBATh HE3aBUCHMO OT KJIETOYHOTO [IMKJIA.
Cyoctpatamn CDK/IUKIMHOBBIX KOMILJICKCOB
SIBJIAIOTCS OCIIKH, PETYIHPYIOLIHE TPAHCKPHITLHIO, OSITKH
LUTOCKENeTa, OeNKH, acCOLMUPOBAHHBIE C XPOMATHHOM
(tucton H1), 6enku ssomepHONt MEeMOpaHBI, PETyISITOPHBIH
oerok RBR, a Takke MHOTOUYHMCIEGHHas TIpymia
BIMAIONIMX Ha IOJMMEPH3AINI0, CTAaOMIBHOCTE H
MIPOCTPAHCTBEHHOE PACIOJIOKEHUE MHKPOTPYOOUEK W
AKTHHOBBIX ()MIIAMEHTOB OEJIKOB-CTa0MIN3aTOPOB HIIH
JNEeCTaOWIIN3aTOPOB M MOTOPHBIX O€NKOB, K YHCIY
KOTOPBIX OTHOCSATCS pasHbie Buasl MAP, Oenkwy,
YYacTBYyIOIIME B JecTabWIM3allid  MHKPOTPYOOUeK,
TPaHCJIOKATOPl ~ MHUKPOTPYOOYEK, YydYacTBYIOIIHE B
00pa3oBaHUM MHTOTHYECKOTO BEpeTeHa M MOTOpPHBIC
KLPs Oenku, mnOIAEepKUBAIONIME €ro OHITOISIPHYIO
CTpYKTYpy. LIMKIMH-3aBHCHMBIE MPOTEMHKHUHA3Bl TaKkKe
AKTHBUPYIOT a-TyOyJIHH, acCOIMUPOBaHHBIC c
MUKpPOTpYOOUKaMu O€NKH, OENKH LEHTPOCOM, TOMOJIOTOB
¢daktopa osmomrammu EFl-0 wm gpyrmx  Genkos,
y4acTBYIOIIMX B (OPMHUPOBAHWUM ILIEHTpOcOM. Takxke
komiutekcel  CDK/CYC  dochoprumupyror  Genkw,
y4YacTBYIOIIME B KOHTPOJIE OpraHu3alMd aKTHHOB:

OCTKU-MHUO3UHBI, JWHCHH-TIOJOOHBIC  TIOJUTICIITHIEI,
OCTIKU-TOMOJIOTH KHUHE3MHA U OCJIKH, aCCOI[MMPOBAHHBIC C
akTHHOBbIMU (pumamentamu [LlpirankoBa u mp., 2005].
Takum o6paszom, nmeHHO CDK/ITUKIMHOBBIE KOMITICKCHI
SIBIISTEIOTCS] KITFOYEBBIM 3BCHOM B PETYJIIHHA KIETOYHOTO
JCNICHHsI, KOTOPHIC HEMOCPEJACTBEHHO W AaKTHBUPYIOT
MHOTOYHCIIEHHBIC OCJKH, YyJIacTBYIONIHE B oOecreueHnn
JENICHUsT KJIETOK. JTO O3HA4aeT, YTO TCHBI IUKIWHOB U
[UKIAH-3aBUCUMBIX  MPOTEHHKHHA3  MOTYT  CTaTh
KIIOYEBHIMH ~ MHUIIEHSMH TOpH  TeHHO-HHXCHEPHBIX
MaHUMYISIUSIX B [EAX PErYJISAIUN KICTOYHOTO JCICHUS
B PacTEHISIX.

3akarovyeHue

JlemeHne KIETOK y PAacTEHUHA IPEICTABISACT
co0Oil CIIOKHBII M CKOOPAMHUPOBAHHBIA IPOIIECC,
KOTOPBI KOHTPOJMPYETCS MHOYKECTBOM 3K30TCHHBIX H
SHJIOTEHHBIX (PAKTOPOB Ha KJIETOYHOM, TKAaHEBOM WU
OpraHU3MEHHOM YpOBHSAX. OCHOBHBIE KOMIIOHEHTHI
KJICTOYHON CUTHAJIM3alUU, TaKue Kak (HUTOTOPMOHBHI,
penenTopsl, BTOPHYHBIE MOCPETHHUKH, HOHBI KaJIBIIHS,
MPOTEHHA3EI, MpOoTeHH(OCPaTa3bl, TPaHCKPHUIIHOHHBIE
¢daktopsl, komiutekebl CDK/IUMKIMH Ha CEeromHsIIHUN
JICHb JIOBOJIFHO TIOAPOOHO HMCCIIEOBAHEL. B TO ke BpeMs
pOJIb CUTHAJIBHBIX MENTHJOB, CHCTEM TPAHCAYKIUU
BHYTPUKJIETOUHBbIX curHaioB, MukpoPHK, a Ttaxxe
SMUTNeHETUYECKUX MEXAaHU3MOB B PETYJISLUU KIETOUYHOIO
JlelIeHnss  ocraercss ManousydeHHo. He 1o koHua
W3Y4YEHHBIMH TaKXKe OCTAIOTCS  HEMOCPEICTBEHHBIE
YYaCTHHKHM KJIETOYHOTO JEJeHHS M MEXaHU3MBl HX
aKTHBAIlMA. DTH JAaHHBIC AaKTYyaJdbHBI HE TOJBKO JUIA
(hyHIAMEHTAILHOW HAYKH, HO W JUIS TEHHOW MHXCHEPUH,
CeNIeKIIMN PACTeHWH ¥ PACTCHHEBOJACTBA, TaK Kak
MOJTyYCHHBIC 3HAHUS MOTYT OBITh HCIIOJNB30BaHEI B
CENICKOM XO3HCTBE M MpH IUIAHHUPOBAHUH DPabOT IO
CO3/IaHUI0 HOBHIX COPTOB KYIBTYPHBIX pPacTeHUH C
XO34MCTBEHHO-IIEHHBIMU  Tpu3Hakamu. B mepByro
ouepenb, UIT MOAYISINH KICTOYHON Tpoiudepanny B
pacTeHusiX MOTYT OBITh HCIIOJb30BaHbl JK30T'CHHBIE
(UTOTOPMOHBI, HO OHHM HMEIOT  CYIIECTBEHHOE
OTpaHUYEHUE, TaK KaK OKa3bIBAIOT CBOE IOJIOKUTEIHHOE
JefcTBUE JHUIIb TOTAA, KOTZa B PAcTEHHH IO Pa3HBIM
MIPUYHHAM HEIOCTaeT SHIOTEHHBIX TOPMOHOB.
OCHOBHBIMM ~ MHUIIEHSAMH 1S  T€HHO-MHXKEHEPHBIX
MaHUIYJAUUMH € LEJNbI0  MOAYISLUM  KIETOYHOM
nposmdepadd  MOTYT  OBITh  NPEIJIOKEHBI — T'€HBI
TPAHCKPHUIIIUOHHBIX ()aKTOPOB, LUKIMHOB W LUKIHH-
3aBUCUMBIX MpOTEeUHKHHA3. OHako Uil TEeHHOM
WH)XEHEPHUH B 3TOHM 00J1aCTH TaKXKe CYIIECTBYET OOJIBIIOE
KOJMYECTBO HEPCUICHHBIX MpoO0iieM, HampuMmep, B
TPAHCTEHHBIX PACTEHHUAX YacTO YyJIAeTCs TIOBBICUTH

YPOBEHb  JKCIPECCHMH  OENKOB, YYacTBYIONIUX B
peryasluy  KJIETOYHOTO JIeJIEHUS, OJHAaKO KJIETKU
CITIOCOOHBI COXPaHSATh MEpPHCTEMATHYECKYFO

KOMIICTCHTHOCTb JIMIIb Ha OIPEACIICHHOC BpEMA, UYTO
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4acTO OrpaHM4YUBAacT JeWcTBUE TpaHcreHa. bomee Toro,
CBEPXIKCIIPECCHsI  JIMIIb  PETYISITOPOB  KJIETOYHOIO
JICJICHHs 4Yallle BCEro HE MPUBOJUT K YBEIUYEHUIO

NPOJYKTUBHOCTH, TaK KaK KIETKH TII0CIe JeIeHHS
00s13aTeNbHO  JTOJDKHBI €€ PAaCTH  PACTSHKEHHEM H
muddepeHnnpoBarbCs.
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REGULATORS OF CELL DIVISION AND PROLIFERATION IN PLANTS

Kuluev B.R.

Institute of Biochemistry and Genetics of Ufa Scientific Center of RAS, Ufa, kuluev@bk.ru

Resume
Growth of plants is provided by two main processes, namely cell division and cell expansion. Cell division
in plants is controlled by a variety of external and internal regulators, with the endogenous (genetic) factors
being the most important. The main regulators of cell division in plants are phytohormones, transcription
factors, as well as cyclins and cyclin-dependent protein kinases. This review is devoted to consideration of
these important components of cellular signaling in the aspect of cell proliferation regulation. The article
also describes the ARGOS proteins and CLE-peptides, which are less often considered in the study of

regulation of cell division in plants.

Key words: cell proliferation, cell division, phytohormones, CLE-peptides, transcription factors, ARGOS, cyclins,

cyclin-dependent protein kinases.

135



