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BBEAEHUE

B otiimune oT XKMBOTHBIX, POCT paCTeHUI, IIPOMC-
XOJSIIWNA B TEUEHUE BCEI XXKU3HU PACTUTEIBHOTO Op-
raHmsmMa, MOCTAMOPHOHAJIBHBIN HEIIPEePBIBHBIN
MpOLECC, OCHOBAHHbLIN Ha ASJICHUN KJIECTOK U YBEJIN-
YeHUM UX pa3MepoB. OJHAKO IPUMEHUTEIbHO K pac-
TEHUSIM lieJecoobpa3Hee paccMaTpuBaTh HE IPOCTO
PETY/ISILIMIO AeJIeHMs KJIETOK, a TOBOPUTh O KJIETOY-
HOM TIponndepalin, BKIIIoUapIiei B ce0st KOHTPOJIb
COOCTBEHHO MUTOTMYECKOIO LIMKJIA, a TakKXKe IIPo-
rpaMMHUPYEMBIM BBIXOI M3 IMKJIA U €ro peakTUBa-
muio. be3yciioBHO, pa3audHbIE BapUaHTHI peain3a-
LIMY KJIETOYHOTO LIMKJIa (3HIOMMUTO3, SHIOPEAYIUIM-
Kalusg W Op.) BMecTe ¢ audddepeHOUaueii u
riu0eIbio KIETOK — (DAKTOPHI, OIPEALIISIONINE POCT U
pa3BUTHE paCTeHUI. DTU MPOLIECCHI, paccMaTpUBae-
MBI Ha KJIETOYHOM YPOBHE, JIOJDKHEI ObITH CBSI3aHbI
C OIIpeneIeHHBIMUA OHTOI€HETMYSCKUMM IIPOrpaM-
MaMMU.

Hapyirenust KiieTOUHO TIposrdepanin y pacTe-
HUM MOXET UMETh CEepbe3HBbIE ITOCIEACTBUS, XOTS
pacTeHUsl OCTaTOYHO YCTOWYMBBI K U3MEHEHUSIM
VPOBHSI PETYIATOPOB KIETOYHOTO IMKiIa. M3ydeHue
TeHOB, KOMUPYIOIINX OEIKH, YIIPABISIONINE KIIETOT-
HbIM LIMKJIOM, POJU (PUTOTOPMOHOB U UX PELENTO-

Coxpawenus: ALK — amuHOIMKIIOTIpOIIaH- 1 -KapOoHOBasT KKC-
sora; I — mokosimmiicst nentp; BrdU — 5-6pomo-2'-me3o0kcu-
ypunuH; CAK — CDK-aktuBupyemasi KuHasa, rae CDK — nuk-
nuH-3aBucuMasi nporemHkunHaza; CKI — wmaruourop CDK;
CPK — kanpnuii-zaBucumast mporenHkrHaza; CYC — LIMKIIVH;
RBR — 6eok, cXOmHBIN ¢ TPOAYKTOM IeHa peTUHOOJIACTOMBI;
KRP — 6enok, cxonnsrii ¢ 6eikoMm KIP; Pre-RC — npeperiuka-
TUBHBII KOMILJIEKC.

Adpec o0aa koppecnondenyuu: HoBukoBa lanvHa BukropoBHa.
127276 MockBa, boranuueckas yi., 35. MHcTUTYT DMrsnonorun
pactenuii uM. K.A. Tumupsizesa PAH. ®axc: 007 (499) 977-80-18;
9JIEKTPOHHAs MoyYTa: gv.novikova@mail.ru

POB, a TaKXKe ITyTei Tepeaadyd TOPMOHATbHBIX CUTHA-
JIOB B HACTOSIIIIee BpeMsT TPUOOPETO CYIIIeCTBEHHBIM
pa3max. Ctajio OYeBUIHBIM, YTO 3a IMPOXOXKACHUE
KJIETOYHOTO ITUKJIA OTBEYaeT MHOTOKOMITOHECHTHAsI
peTyJIsITOpHAasI CUCTeMa, BKITIOJAloas KOHTPOJIHUPY-
eMYyI0 TpaHCKpPUIILIUIO, Oel0K—OEJKOBbIE B3aUMO-
JIelicTBusI, mpouecchl (ocdoprirpoBaHusi/aedoc-
¢dopunmpoBaHMsI, a TakKKe Aerpaganuio 0enkoB [1—
3]. B HacTos11eM 0630pe MpoBeieH aHAIN3 JUTepa-
Typbl, Kacalolllelcs MOJEKYJSIPHbIX MeXaHU3MOB
KOHTPOJII (DUTOTOPMOHAMU TIpOordepaiui KIETOK
pacTeHum.

MEXAHW3MbI PEI'YJIAUNN KIETOYHOI'O
HONKITA

Y pacTeHuii, Kak y BCeX 3YKapHuoT, Mpoliecc Kie-
TOYHOTO JIeJICHUS BKITIOYaeT (pa3bl peTINKAIIN U Ce-
rperaiiuu JIHK: S-¢azy (S) u muto3 (M). Mexmny
HuMU umeetcs asa uHtepaia G1 u G2: G1 — npo-
MEXYTOK Mexay M- u S-¢pazamu, a G2 — Mexny S- u
M-dazamu. Hdiasg Toro, 4ToOBI KaxKmas ITOYEpPHSIST
KJIeTKa MoJIyYynia ONMHAKOBBIN HAOOp HACIeACTBEH-
HOTO MarepHaia, HEOOXOOUMO KOHTPOJIMPOBATH
G1/S- n G2/M-niepexonbl. OCHOBHBIMU PETYJISITO-
pamMu, obGecrieunBaIOIMMUA 3TU MEPeXolbl ¥ pacTe-
HUIi, KaK W y JOPYTUX OPraHW3MOB, SIBIISIIOTCS
Cep/Tpe UMKIMH-3aBUCHUMBIE IMPOTCMHKWHA3BI
(CDK, ot Cyclin-Dependent Kinase), KoTopble ak-
TUBUPYIOTCSI B pe3yJibTaTe CBSI3bIBAHUS C PETYJISITOP-
HbeIMU Oenkamu nukimHaMu (CYC) (tabauiia).

VY Arabidopsis CDK pa3gessioT Ha ceMb KJIAaCCOB:
oT A 1o G, — Ha OCHOBaHUM CXOJCTBa IOCJIEeIOBa-
TeabHOCTEM ToMeHOB cBsi3biBaHus ¢ CYC [4]. VY Bcex
asykapuoT CDKA — rnaBHble peryisitopel G1/S- u
G2/M-niepexonoB (Tabiauiia), UMeIOLIMe KOHCepBa-
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HunknuH-3aBucumble nporenHkrHa3bl (CDK) Arabidopsis

HOBUKOBA wu np.

Y LIMKJIMHBI, PETYJIUPYIOLINE KJIIETOYHBINA LK

Peryssitop HpCﬂCT?BI/ITeﬂb da3za KJIETOUHOTrO
ceMelicTBa LMKJIa
CDK

A 1 G1/SuG2

B 1;1 G2/M

B 1;2 G2/M

B 2;1 G2

B 2;2 G2

TTUKIHHBI

A 1;1/1;2 G1/S (G2/M)

A 2:;1/2;2/2;3/2;4 G1/S (G2/M)

A 3;1/3;2/3;3/3;4 G1/S (G2/M)

B 1;1/1;2/1;3/1;4 G2 wm G2/M

B 2;1/2;2/2;3/2;4 G2 wm G2/M

B 3;1 G2 unu G2/M

D 1;1 G0/G1/S

D 2;1 G0/G1/S

D 3;1/3;2/3;3 G0/G1/S

D 4;1/4;2 G2/M

D 5;1 G0/G1/S

D 6;1 G0/G1/S

D 7:1 G0/G1/S

tuBHBIN PSTAIRE-MotuB cBs3biBanus ¢ CYC [4, 5].
Kunase knacca CDKB, oGHapyXeHHBIE TOJIBKO
y pacteHuii [6], cBasbiBatoTcsd ¢ CYC mpu mmoMoliu
PPTA/TLRE-MoTuBa U paboTaIOT MOYTU UCKIIOYU-
tenbHO mpu mepexome G2/M [7]. IlpencraBurenau
CDKD n CDKF 1o cTtpykType n GYHKIUASIM OJIIEKe
npoternHkrHazaM CAK (or CDK-Activating Kinase)
[5, 8]. OTHOCHUTENIBLHO IIPEAIIoIaraeMbIX MECT PabOThI
CDKE, CDKC u CDKG cBeneHmit B auTeparype Imo-
Ka HeT.

B ortimnune or CDK LuKIMHBI (PYHKIIMOHUPYIOT
OPaAKTUYECKU MCKIIIOUUTEILHO B ACIISIIMXCS KIIET-
KaX, a MX KOJIMYECTBO MEHSETCS B X0/ KJIIETOYHOI'O
UKIa. Y OOJNBIIMHCTBA LIUKJIMHOB UMEETCSI MOCJIe-
JIOBaTEJIbHOCTh, cocTosiuass u3 100 aMMHOKUCIOT
(Cyclin box, C-box), KoTopast HeoOXoauMa IJIsl CBSI-
3piBaHUsA ¢ CDK, a takxke D-box (ot Destruction
box) — mociemoBaTeIbHOCTh, ONpEACIISIoNniasi BO3-
MOXHOCTb YOMKBUTUHHMPOBAHMSI, KOTOPOE BEIET K
obIcTpoii ipoteonuTudeckoi aerpagauuu CYC [9].

Ilo cpaBHEHUIO C XMBOTHBIMHM, UMeOIIUMHU 13
knaccoB CYC (A—-L u T), nHabop CYC pacreHuii Me-
Hee pa3HooOpa3eH; TeM He MeHee, y Arabidopsis nme-
ercs 40 paznnunbix CYC [10]. Huknuubl A 1 B Ha3bI-
BalOT MUTOTWYECKMMM (Tabauiia), TaK KaK MUK UX
OKCIPECCUN TMPUXOAUTCSI, COOTBETCTBEHHO, Ha
S/G2/M u G2/M, rne GYHKILMUIO UX MTAPTHEPOB BbI-

noaHsoT CDKA u CDKB [6]. [TockoabKy B MOJIEKY -
nax CYCA u CYCB umeercss D-box, ToO MOHSITHO, UYTO
3TU UUKJIMHBI ITOJBEPraroTCsl YOUKBUTUH-3aBUCUMO-
My TipoTeonunsy [5, 10].

ItaBHbIe peryasitopbl G1/S-nepexona — CYCD,
umMmetolue B N-koHieBol oonactu LxCx(D/E)-mo-
TuB cBA3bIBaHMs ¢ 0e1koM RBR (ot Retinoblastoma-
Related) u PEST-MoTuB, obecrnieunBaloliuii gerpa-
JalUIo MO MpoTeacoMHOMY ITyTu. Yalie Bcero napTt-
Hepamu CYCD gsnsitoress CDKA u CDKB [5, 6, 11].

JJ1s1 yCTIeIrHOro MpoXoXaeHWe KJIETOYHOTO 1IUK-
JJa HeoOxommMo, 4ToOBl KoMIniekc CDK-nmkimiH
HaXOOWJICS B aKTUBHOM COCTOSIHUU. AKTHMBHOCTH
KoMIuieKcoB CDK—1MKIMH peryaupyeTcsl Tpynmnoi
0eJIKoB, KoTophle nMetoT obmiee HazBaHue CKI (ot
CDK Inhibitor). K aToii rpynne orHocsarcst ICK (ot
Interactor/Inhibitor of Cdc2 kinase), KoTtopsle, mo-
BUAUMOMY, akTUBHBI U ipu G1/S-, u ipu G2/M-11e-
pexomax, XoTsl HanboJiee BEpOSITHO, YTO (PYHKIIMOHM -
poBanue ICK Heobxommmo s Bxona B S-dazy. Kpo-
Me Toro, y Arabidopsis nmeetcst ceMb 0esikoB CKI,
nonyuuBinre HaszBanne KRP (ot Kip-Related Pro-
tein) [12, 13]. YTouHMM, 9YTO B COBPEMEHHOM JINTEPA-
type HazBaHus ICK 1 KRP ncnonb3ytoTcst Kak CMUHO-
HuMbl. ITokazaHo, yto Bce KRP criocoOHbI MHIrMoM-
poBaTh KMHA3HYI0 AaKTMBHOCTh KOMILIEKCOB
CYCD2-CDKA u CYCD2-CDKB, ogHako cTerneHb
MHIMOMPOBAaHUS 3aBUCUT OT TOrO, KakKoil U3 CeMU
uHauBUAyanbHbIx OenkoB KRP  3ameiicTBoBaH.
Brnionne BepositHo, utro KRP Moryr BBINOTHSTH
(byHKIIMIO HETaTUBHBIX PEryasATOpoB Kak nmpu G1/S-,
tak n1 G2/M-nepexogax. OmHako, IIPMHHMAasl BO
BHUMaHUE pa3JIMuMs B CTEIIEHU MTHTMOMPOBAaHUS aK-
TUBHOCTM KWHa3, acconuupoBaHHbIX ¢ CYCD2,
MOXHO IIPENIIOJIOXUTh, YTO Kaxablii Oemok KRP
MMEET CBOU COOCTBEHHBIE (PYHKIIMU B PETYJISIIIMU aK-
TUBHOCTU KoMITiekcoB CDK—nuknuH [6, 10, 14].

Perynsgropamu aktmBHOCTH KomiuieKcoB CDK-—
LMKJIMH MOTYT OBbITh y>K€ YITOMUHABIIUECS TTPOTEUH-
kuHasbl CAK, KOTOpbIe OCYIIECTBIISIIOT CIieMpUuIe-
ckyto aktuBanuio CDK myrem ¢pochopmnmupoBanHust
KoHcepBaTuBHOTro octatka Ipel60 [15]. CyiiecTBeH-
Has poab CAK kak aktuBaropa KoMriekcoB CDK—
oUKInH npuypodeHa K G1/S-nepexony, Ho padora-
1ot i CAK nipu G2/M-niepexoae HesicHO [7, 16].

HM3BecTHO, uYTO (YHKIMOHAIbHAsI aKTUBHOCTH
CDK, o6ecneunBaromux G2/M-nepexo, HAXOAUT-
Ccsl TI0J, HEraTMBHBIM KOHTPOJIEM IPOTEUHKWHA3bI
WEE, Torna kak nporenHpocdaraza CDC25 (ot Cell
Division Control) siBasieTCsl TO3UTUBHBIM PETYJISITO-
pom [17]. YV Arabidopsis WEE1 xuHa3za moxeTt doc-
dopunupoBats Tupl15 B CDKA;1, a8 CDKD;1, CD-
KD;2 u CDKD;3 — Tup23/24 [18]. DTu gaHHbBIE CO-
racylorcss ¢ HaOMIOJeHWEM O  PEryasuuu
aktuBHocTu CDKA kunazoit WEEI Bo Bpewms
G2/M-niepexona.

Honroe Bpems y pacTeHHI He yIaBaJoch 0OHapy-
>KWTh MMOJTHOpa3MepHylo (pocdartasy, OTBETCTBEHHYIO

®U3NOJTIOTUA PACTEHUM Ttom 60 Ned 2013
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KimoueBbie YY4aCTHUKU PETYIALINU KJIIE€TOYHOI'O HMKJIA U TOUYKU UX B3auMMOJEHCTBUS C ayKCUHOM, HUTOKUHWUHOM, ABK u atn-

JICHOM.

3a aktuBupywoliee nedochopmimpoanue CDK Ha
rpanune G2/M-niepexona [4, 6]. Tem He MeHee, y
pacteHuit Arabidopsis 1 puca UIEHTUPULIMPOBAHBI
Oe K1, UMEIOIIe TOJBKO KaTaTUTHIeCKU TOMEH,
KOTOPBIC in Vitro aKTUBUPOBAIN COOTBETCTBYIOIIYIO
KuHazy [19], HO Koaupyloliue 3TU OeJIKM TeHbl He
BOCCTaHaBIUBaIU (peHOTUIT MYTaHTOB Schizosaccha-
romyces pombe cdc25 [20].

W3 paccMOTpeHHBIX JaHHBIX OYEBUIHO, YTO (poc-
dopunupoBaHue u jaedocopuanpoBaHue OCJIKOB,
corjacylolieecs ¢ OMOXUMUIECKUMU OCOOEHHOCTSI-
mu G1/S-u G2/M-11epexonoB, — ONMH U3 BAKHEUIINX
MEXaHU3MOB PETYJISILIMU TTpoUdepaliiu KIeToK.

DOUTOI'OPMOHDBI — PEI'YJIATOPDBI
IMPOJIMD®EPALIMN KIIETOK

IIpyu noMoIM TPagULIMOHHBIX U HOBEMUIIINX 9KC-
MEePUMEHTAJIBHBIX MOAXOA0B IT0KAa3aHO, YTO BHE- U
BHYTPUKJIETOYHbIE CUTHAJIbHBIE MOJIEKY/Ibl WUIpaioT
BaXKHEWIIIYI0 POJb B PEryIsalUMU JeJICHUS KJIETOK.
DUTOrOpMOHBI — BHYTPUKJIIETOYHBIC PETYISITOPHI,
SHAYCHUE KOTOPBIX IJIs nponmbepauwn HE€ BbI3bIBACT
COMHEHMI1. YCTaHOBJIEHO, YTO (DUTOTOPMOHBI CITO-
COOHBI JTMOO HAMPSIMYIO OMNPEACHSATh BCTYIUICHUE
KJIETOK B KJIETOYHBIA LIMKJI, JUOO padoTaTh yepe3
pa3HOOOpa3HbBIe PETyISITOPHEIC OCJIKU.

Bausnue aykcunos u yumokununos
Ha npoaugepayuio Kaemok

B xauecTBe NO3UTUBHBIX PETYISITOPOB KJIETOYHBIX
L[GHCHMIL;I AyKCHMHBI 1 TUTOKWHMWHBI U3YYCHBI Hal/l60—
Jee moapooHo. OOHapPYXKEHO, YTO 3TU (PUTOTOPMOHEI
OJHOHAIIPABJICHO BIIMSIOT Ha 3KCIPECCUI0 MHOTHX
T€HOB, OOCTY>KMBAIOILIMX KJIETOYHBIN LMK [9, 21-24].

D®U3NOJOTUA PACTEHUIN

Tom 60 Ne 4 2013

YoenuTenbHO MOKa3aHO, YTO HAKOIUJIEHNE ayKCU-
Ha B KJIETKax TepulMKJIIa yIpaBiseT odpa3oBaHUEM
JlaTepajbHbIX KOpHEH IyTeM WHAYKIUU JdeCHUS
KJIETOK [25]. YcTaHOBIEHO, YTO CYIIECTBEHHOE CHU-
JKeHue yurcia O0KOBbIX KOPHEH Y pelieCCUBHBIX MY-
TaHTOB Arabidopsis 1o reHy CYCD4;1 mMorio OBbITh
BOCCTAHOBJIEHO TPU MOMOIIU 0OpPabOTKU MPOPOCT-
KOB 3K30TNeHHBIM ayKCMHOM [26]. YBenuuyeHue 3KcC-
npeccuun CYCD3; I mpuBOAUIIO K YCUJIEHUIO OTBETa Ha
ayKCUH U YBEJIMYEHUIO MIOTHOCTH OOKOBBIX KOpHE
B npucyrctBuu 0.1 mwiu 1 MM HVYK [27], a mpu ayk-
CUH-aKTUBHUPYEMOM 00pa30BaHUM JiIaTepajdbHBIX
KOpHeil Bo3pacTajla 3KCIpeccusi He TOJbKO TeHOB
CYCD3;1, CYCDG6;1, CYCA2;4, CDKB2;1, CDKB2;2,
HO U T€HOB, KOAWPYIOIIMX O€JKM, BOBJIECYEHHbBIE B
nepegayy curHajaa aykKCuMHa, TPaHCHOPT W CUHTE3
3TOro ropmMoHa [27-29].

Y npopocTkoB Arabidopsis TATOKUHUHBI TOAOOHO
ayKCMHaM ObLIM CMOCOOHBI TOBBIIIATH 3KCITPECCUIO
renoB CDKA, CYCDI;1, CYCD2;1 n CYCD3;1, Torna
KaKk B OTBET Ha OOpabOTKYy LIMTOKWHWHAMM TpaH-
ckpunuusi KRP4 cauxanace [23]. [TokazaHo, 4To 10-
OaBjieHMEe 3eaTuHa MpPU KYyJBTMBUPOBAaHUU TIPOTO-
TIACTOB JIIOLIEPHBI HEOOXOAUMO JIJIST Havaia S-ga3bl
(pYMCYHOK), MPUYEM 3TOT OTBET Ha BK30T€HHBIN LIU-
TOKMHUH cBg3aH c¢ axktmBanomeitn CDKAIL;1 u
CDKBI1;1. be3 nobGasieHuUsT IUTOKMHWHA OCJIOK
CDKAI;1 cuHTe3npoBaJjcs, HO €ro SH3MMaTu4decKast
aKTUBHOCTb, @ UMEHHO: CIIOCOOHOCTh (pochoprin-
poBatb TMcTOH H1, — orcyrcrBoBana (pucyHok). Ha-
npotuB, G2/M-kuHazbl, Hanpumep CDKBI1;1, pyHK-
IMOHAJILHO aKTUBHBI B OTCYTCTBHE 3eatrHa [30].

B nonpo6HO ucciienoBaHHON MOJEbHOM CUCTE-
Me — KYJIBTUBUPYEMBIX in Vitro KJleTkax Tabaka BY2 —
G2/M-nepexo 3aBUCUT OT CHHTE3a 3eaTUHA M €TI0
pubo3uaa (pucyHoK). DTOT (hakT ObLI JoKa3aH MpU
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WUCIIOJIb30BAHUM  JIOBACTATMHA, KOTOPBIA 4YacTo
MPUMEHSICTCSI B KaueCcTBe MHTMOUTOpa CUHTE3a 1M-
TOKMHUHOB, XOTSI CITeU(PUIHOCTh HA3BAHHOIO Be-
ILIECTBA HEJIb3s MPU3HATh BbICOKOI. TeM He MeHee, B
KyJIbType KieToK BY2 joBacTaTuH okasajcs Crocoo-
HBIM HE TOJIbKO MOAABJISITh CHHTE3 IUTOKUHUHOB, HO
n O6nxokupoBatb G2/M-nepexon. Ho ecim kietku
BY2 tpanchopmupoBats reHoM Spedc25u3 S. pombe,
TO CYCNIEH3MOHHasi KyJbTypa IMpojaoJKajia ocy-
LIECTBIISITh KJIETOUHBIE IeJICHUS TaXKe B IPUCYTCTBUU
noBactatuHa [31]. Ha ocHOBaHWM JaHHBIX, TOJIYYCH-
HBIX C UCIOJb30BaHUEeM KieToK BY2, skcmpeccupy-
omux Spede25, n noBactaTuHa, MOXHO caesiaTh 00-
nee obmiee 3akmoueHue: G2/M-nepexon (yHKIIMO-
HaJIbHO OO0ECIeYrBaeTCsl LUTOKMHUH-PETyIUpyeMbIM
nedochopmmpoBanuem oenka CDK.

Abcyuzoeas Kucaoma e kawecmee KOHmMpoaepa
KaemouHol npoaugepavyuu

AbcumzoBas kuciota (ABK) perynupyer poct u
pa3BUTUE PACTEHU TTOCPEACTBOM CUTHAJILHOM CETH,
(GYHKIMOHMPOBAHME KOTOPOI YyBCTBUTEIIBHO K pa3-
HOOOpPa3HBIM CTpeccOBBIM dakTopaM [32]. Ob6pabor-
Ka sk3oreHHoi ABK kynbsTypsI Kiietok BY2 ocranas-
JMBaja KjeTku Ha rpanute G1/S (pucyHoKk), HO, TTO-
BUIMMOMY, HE BIMsJIa Ha Ipyrue (a3bl KIIETOYHOTO
nukia [33]. @yukuusgs ABK Kak HeraTUBHOro pery-
JISITOpa AeJeHUs KJIETOK, CKopee Bcero, odecrneyrna-
€TCs IIyTeM CHMKEHUSI DKCIIPECCUM T€HOB, HEO0XO-
ITUMBIX 11 nHUuanuu pervmmkauuu JAHK, nampu-
mep, CDTla, KOMIIOHEHTa TNpepernInKaTUBHOIO
kommiekca (pre-RC) [34], a Takke Toron3zomepassl 1
[35]. Cnienyet moguepKHYTh, 4TO 00padoTka ABK -
CTBhEB JIIOLIEPHBI CHXala akTuBHOCTh CDK nmaxke B
MPUCYTCTBUU ayKCUHOB Y LIMTOKUHUHOB [36].

CyuectByeT npeacrabieHue, yto AbK, oopazyto-
masics IIpy aOMOTUIECKHUX CTPECCaXx, IMOJABIISIET POCT
pacTeHUi1 3a CUET CHUKEHUSI CKOPOCTH JEJICHUST KJle-
TOK KOpHEI 1 TUCTheB. OTHAKO JJIsI INCThEB KYKypY-
3Bl ¥ MIIEHUIIBI IIPY TTOMOINY aHTUTEJI IPOTUB aMU-
HokucyaoTHOI mnocnenoBaTeabHOoCTU PSTAIRE mo-
Ka3zaHo, 4YTo MHOpu 3acyxe KojudectBo Cdc2-
nonxooHoro oenka (CDK) ne mensiimocs [37]. Hamom-
HUM, YTO YKa3aHHBIM KOHCEPBAaTUBHBII MOTUB CBSI-
3bIBaHUS ¢ LMKIUHaMu umeetcsa y CDKA, kotopbie
peryaupyotr G1/S- n G2/M-niepexonsl. C apyroit
CTOpPOHBI, B KOpHSX Arabidopsis, o0pabOTaHHBIX
100 MM NaCl, cHU:XaJIOCh YMCJIO JESIIMXCSI KJIETOK
W HAOMIOJaNoch BpEMEHHOE ITaJicHUE aKTHUBHOCTU
CDK [38].

CHixeHwue TIpoandepalii KJISTOK P cTpeccax
unn nociae oopadotku ABK MoxkeT ObITh pe3yibTa-
TOM aKTUBAlIUM 3KCIPECCHUU T€HOB, KOAWPYIOIINX
YIIOMUHABIIIHECS BBIIIIE OeJIKN-MHTMOUTOPBI
ICK/KRP [39]. IToka3zaHo, uro ICK1/KRP1 nonas-
nsier akTuBHOCTh CDK [40—42]. Ecau yyecTh, 4TO
akcnpeccus ICKI u ICK2 nagynupyeTcss o0pa3yio-
mieiics mpu crpecce ABK [43], TO MOXKHO 3aK/TIOUUTb,
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yto pabota mmytu nepegadu curHaiia AbK, mpusosi-
mast K akcnpeccun ICK/KRP, GyHKIIMOHUPOBAHUE
KoTopbix Heobxoaumo misi G0/G1/S-niepexona, —
HauOosiee JIOTUYHBIK CMOCOO MHOTOYPOBHEBOIO
KOHTPOJISI MPEXAEBPEMEHHOIO 3amycka KJIETOYHOTo
LMKJIa TIpY HeOJaronpusiTHbIX ycaoBusix. [locie
npoxoxaeHus S-daspl ICK1/KRP criocobHbI 6510-
KHUPpOBaTh KJIeTKU Ha rpanulie G2/M-niepexona (pu-
CYHOK), YTO MOXET BECTU K DHAOPEeAyIUIMKaluu. Y
Arabidopsis 6enok KRP2, perynupylomuii mepexomn
KJIETOK K DHAOLIMKJIIaM, MOXET CJIYXUThb CyOCTpaTOM
CDKBI1;1, npuuem 310 hochopuinpoBaHue MpUBO-
INT K cHkeHuio ctabmwibHocT KRP2 [13]. Meii-
CTBUTEJIBHO, Y JIIOLIEpHBI KOMILIEKCh G2/M-KuHa3
YyBCTBUTEIbHEE K PEKOMOMHAHTHOMY WHTUOUTOPY
KRP xneroxk monepHBI, 4YeM KMHa3bl S-da3bl [44].
OJIHaKO CKa3aHHOE HE O3HAuYaeT, UTO KJIETKU, Nepe-
Hieaie K SHAOPENYIIMKALIMU, TOCe CHSITUS
cTpecca He MOTYT BHOBb BEPHYTHCSI B MUTO3.

Oo6cyxnasa pyHkinu ABK B kauecTBe perysitopa
npoaudepallud, HENpPaBUIbHO IIPUITMCATh 3TOMY
(buTOrOpMOHY POJIb UCKIIOUMUTEIHLHO WHIMOUTODA.
006 3TOM, B TOM YHCJIE, CBUACTEIBCTBYIOT MCCIIEIOBA-
Hus ponu reHa ABA2/GIN 1 Arabidopsis. Coob1ianoch
[45], yto y ABK-neduuuTHbix MyTaHTOB abal/ginl
UMEJIMCh 3HAYUTENIbHbIE 3aJIep>XKKU POCTa CEeMSII0-
JIei, po3eToK, cTeOsieli, KOpHell U CTPYYKOB Jaxe B
oTcyTcTBUE cTpecca, a ABK ctumynuposana pocr.
MoxHo nipenrnonoxuthb, uto ABK aktuBmpyeT poct
MPpU HU3KHUX, HO TOPMO3UT €ro MpPU BBICOKUX KOH-
neHTpauusx. B pacrenusix aba2/gin I, no-suauMomy,
CeMSII0JIU MEHBIIIEro pa3Mepa 00pa3yloTcs U3-3a oT-
CYTCTBUSI POCTa pacTsiKeHUEM, a MaJIeHbKIUE PO3ETKHU
JIUCTEB — U3-32 COKpallleHUsI 4YMCa KJIETOK U
YMEHbIIEHUS UX Pa3MEPOB, yKa3biBasi Ha BJIMSIHUE
ABK, Bo3MOXHO, KOCBEHHOE, Ha JeJICHUE KJIETOK BO
BpeMsl pa3BUTUsI JUCTbeB [45]. AHajlloTUUHBIE pe-
3ynbraTel ObUIM TIONMy4YeHBI ¢ ABK-medunmurHbEIMU
MyTaHTaMu ToMata [46]. MHTepecHO, 4TO GOIBIINH-
CTBO MYTaHTOB, IMOJYYEHHBIX Ha OCHOBAaHUU U3ME-
HEHHOTO OTBETa Ha 2K30T€HHbIEe caxapa, KOTOpble
HEOO0XOUMBI JJ1s1 TPAaBUJIBHOTO NTPOPACTaHUS CEMSTH
YW paHHETO Pa3BUTUS MMPOPOCTKOB, cBsI3aHbI ¢ ABK.

Dmunern — cmumyasamop uau UHeubumop
npoaugepayuu Kaemox ?

B panHux nccienoBaHusIX IIpeaCcTaBIeHBI IPOTU-
BOpEUYMBBIC TaHHbIE O BIUSTHUM 3TUJIEHA Ha POCT, KO-
TOPBIA 00eCeYnBAETCSl STUIICH-PETYIUPYEMBIM Je-
JiIeHreM KJieToK. IToka3aHo, 4TO 3TujIeH MHTMOUpPO-
Banr cuHTe3 JHK, a Takke cTuMyampoBan
9KCIIPECCUI0 TEHOB MUTOTMYECKUX IUKIWHOB [21].
HenaBHO moka3aHo, YTO 3TUJIEH TTOJABIISIET AeICHUE
KJIETOK (PHCYHOK), CKOp€e BCETO, MOCPEACTBOM HH-
ruorpoBaHusl LIMTOKMHE3a [47]. DToT adpdeKkT oka-
3aJIcsl OOpaTUMBIM, U TIOCJIE YIJIEHUSI 9K30TEHHOTO
TOPMOHaA JIeJICHUE KJIETOK B 3MUIEPMUCE TUITOKOTH -
JIell oryplia YCWJIMBAJIOCh, 00pa30BbIBAJIUCh MHOTO-
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KJIETOYHbIC TPUXOMbI M YCThUIIA C YBEJIMYECHHBIM
YUCJIOM KJICTOK-CITyTHHII [48].

WUccnenpoBaHusi BAWSIHUSL STWJIEHA Ha CUHTE3
JHK 1 nuToKrHe3 B KJIETKaX 3MUIepMIUca TUIIOKO-
TUJIEH oryplia mokKazaju, 4To mocje 24-4acoBoii 00-
pabotku aTuiaeHOM B 20% KJI€TOK 3IUACpPMUCA Ha-
OJIroIa7I0Ch BKIIIOYEHME aHajora TUMMAMHA 5-0po-
mo-2'-ne3okcuypununa (BrdU) B JIHK, Torma xak B
KoHTpoJie BKiIodeHue BrdU npakTuyecku He 1eTeK-
TUpoBaJIoCh. [Tpu HMTOMIYyOPUMETPUIECKOM aHAIM -
3¢ SlIep KJIETOK, 00pabOTaHHBIX STWJICHOM, OOHaApY-
KEHO BOCBMUKpPATHOE VYBEJIWYCHHUE COACp>KAHUS
JHK. OgHako B Te4YeHHE 3TOTO BpeMEHU He OTMeYa-
JIOCh IIPU3HAKOB (hOPMUPOBAHUS MEXKKIECTOUHOMI
acTUHKU. Yepe3 HeKOoTopoe BpeMsl Iocje ynale-
HUs atuiieHa coaepxanue JIHK B kiieTkax Bo3Bpa-
IIAJI0Ch K AUTUIOMIHOMY YPOBHIO, ¥ (hOPMHUPOBAIACh
HOBasi MEXKJIETOUHAsI TJIaCTUHKA. TaknuM o0pa3oM,
MOKa3aHO, YTO 3TWJIeH cTuMmyaupyeT cuHTe3 JJHK,
HO MHTUOUPYET LUTOKUHE3 [47].

XoTs uHruoupytoummnii 3chhexT aTuiIeHa Ha pocT
KOpPHEU U3BECTEH NaBHO, TOJIBKO OTHOCUTEJBHO He-
JIaBHO CTaJlk TIOSIBJISIThCSI JaHHbBIE O MOJIEKYJISIPHBIX
MeXaHM3Max, BOBJIEYEHHBIX B 3TOT Tipoiecc. [Ipu
MOMOIIIM Habopa OMOXMMHYECKNX, TeHETUYECKUX U
KJIETOYHBIX MTOJIXO/IOB TTOKAa3aHO, UTO 3TUJIEH CTUMY-
JIMpyeT OMOCUHTE3 ayKCUHA B KOPHSIX ITyTEM aKTHBa-
LIMU HECKOJIBKMX T€HOB OMOCHMHTE3a ayKCMHA. DTUMU
reHaMM OKa3aJIUCh TeHBI O.- U B-CyOBheIUHUIL aHTpa-
HuiatcuHTassl  (ASAl), KoTopasi KaTaau3upyer
MEPBYIO CTaIMI0O OOpa30BaHUS IIpelleCTBEHHUKA
ayKCcMHa — TpuIiTodaHa, a TakKe reH TpunTodaHa-
muHoTpaHchepasbl (TAAT) u TAR (TAA-Related) [49,
50]. AykcuH, CHHTE3UPOBAaHHBIN B MEPUCTEME KOp-
HSI, 3aTeM TPAHCIIOPTUPOBAJICS B 30HY PACTSKEHMUSI.
OTOT Npolecc KOHTPOJIUPOBAJICS ITUJICHOM U 3aBU-
CeJl OT aKTUBHOCTHU TpaHcmopTepa aykcuHa AUXI u
nepeHocunkoB aykcuHa PIN2/EIR1 [51, 52].

IToMuMO BAUSIHUS HA 3JIOHTALIAIO, STUJIEH MOXKET
peryJupoBaTh AeJeHus KJIeTOK Mepuctembl. [Tokaza-
HO, YTO, C OJTHOW CTOPOHBI, y MyTaHTa efo I, KOTOpbIi
OTJIMYAETCS CBEPXMPOAYKIIMEH STUIEHA, YUCIIO KJle-
TOK B TokosiieMcs teHTpe (ITL1) BbIle, yeM B Iu-
koM tune [53]. C npyroii CTOpOHbI, B OTBET Ha 00pa-
0OTKY 3K30T€HHBIM 3TUJIEHOM Y 3TUJIEH-HEUYBCTBU-
TeJbHOro MyTtaHTta ctrl B TIL dopmupoBaiuch
JIOTIOJIHUTENIbHBIEe KiIeTKH [53]. [IpuHMMass Bo BHU-
MaHue BaxHy1o poiib 111 B mognepxaHum Mepucre-
MBI, TIPABOMEPHO MpPeAIoJiaraTb BaXKHYIO POJIb 3THU-
JieHa B 3ToM Tpolecce. OcTaeTcsl HeSICHbIM, SIBJISIET-
cs1 I 3TOT 3P PEKT CIIeICTBUEM HEIIOCPEACTBEHHOTO
JIeiCTBUS DTUJICHA WJIN BJIMSTHUS ayKCMHA. DK30TeH-
HbIIf ayKCHUH He BbI3bIBAJI UBMEHEHU I YHCia KIeTOoU-
HeIX nenenuii B I111, omHako 0O0paboTKa 3THMIIEHOM
HEKOTOPBIX ayKCUHOBBIX MYTAHTOB CHMXKajla CTUMY-
nupytomuii 3¢ @ekT aykcuHa [53]. D1oT dakT, a Tak-
Xe aKTUBHpyeMas 3TrieHoM 3Kkcrpeccust TAA1/TAR
B KJIETKax MepucTteMbl KOpHS [50] cBUIETEIHCTBYIOT
Ned 2013
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0 ToM, 49TO 3 PeKT 3TriaeHa Ha Kiaetku [T megum-
pyeTcst ayKCUHOM.

Takum o6pazom, Mbl yoexkaaemMcsl, YTO ITUJIEH MO~
JIOOHO ayKCHUHY MOXET BJIMSITh Ha POCT KOpHEel, KOH-
TPOJUPYS OeJieHNEe KJIETOK (pucyHOK). IToaTBepxae-
HUE HaXOAWM B BKCIIEPUMEHTaX, BBITIOJHEHHBIX C
WUCTMOJIb30BaHUEM MYTaHTOB Arabidopsis ¢ moBpe-
XKaeHHBIM TeHoM CULLIN3 [54]. YOUKBUTUH-3aBU-
cumas yuraza CULLIN3 (CUL3) omnpenensier cra-
OWJIBHOCTh CUHTa3bl |-aMUHOLMKJIIONpOTIaH-1-Kap-
oonoBoii  kucaorel (ALIKS5) —  ¢epmenra,
OCYIIECTB/ISIIONIETO  CUHTE3  HEMOCPeJACTBEHHOTO
npenmecrseHHuKa atuneHa ALIK. Eciu B pe3ynbra-
te myrauun ¢pyHkums CUL3 yrpauena, to ALIKS
ocTaBajlach CTAOMJIBHOM, M aKTUBUPOBAJICS OMOCUH-
Te3 aTuJieHa. Ha kjieTouHOM ypoBHE 3TO TTPUBOIUIIO
K YMEHbBIIEHUIO pa3Mepa KOPHEBOW MEpUCTEMbI U
Yyucia KJIETOK. DTOT BbIBOJ TAKKe MOATBEPXKAEH MpPU
U3YYEHUU MYTAHTOB C KOHCTUTYTUBHO aKTHBHBIM
OTBETOM Ha 3TWIeH ctrl u ebflebf2, KopHeBbIE MepPU-
CT€MBbI KOTOPBIX UMETU MeHbIIUE padMephl. Cieno-
BaTeJIbHO, BMOJHE pPa3yMHBIM TIpEICTaBJsSIeTCS 3a-
KJIIOYEHHE O TOM, UTO KJIETKM MOTYT paHblle MOJ0-
JKEHHOT0 BpPEMEHM IOKuAaTb MEpUCTeEMY U
MePeXOUTh K YBEJIMUYEHUIO CBOMX Pa3MEPOB.

B 06CcyXneHHBIX BbIIIE UCCIEIOBAHUSX BAUSIHUS
¢pUTOropMOHOB Ha IIpoyndepanuio KJIeToK [54] aB-
TOPbl MCMOJb30BAIM MHTAKTHBIE PACTEHUS WU UX
M30JUpOBaHHBIE opranbl. OgHaKO clieyeT TOMHUTh,
YTO Y TAKUX OOBEKTOB AESIIUECS KJIETKU JIOKAIU30-
BaHbI JIUIIb B OMPENEJIEHHBIX CTPYKTYpax, a MpoJn-
(bepanysi KJIETOK KOHTPOJUPYETCS U3 pa3HBbIX LIEH-
TPOB, YTO CO3MAaeT MPOOJIEMbl MPU MHTEPIIpEeTaLluU
JIAaHHBIX, KacalolluXcs poar 3K30T€HHBIX GUTOrop-
MoHOB. bojiee mpuemiieMoil MOAENIbIO MOTYT OBITh
KyJIBTUBUPYEMbIE KJIETKW PAaCTeHUM, MpeacTaBsiio-
111Me co0ol MOMYJISILIMU KJIETOK, HA KOTOPbIE MOXKET
OBbITh OCYIIECTBJIEHO AO3MPOBAHHOE BO3AEHCTBUE
U3yyaeMbIMU BelllecTBaMU. JlefiCTBUTEIbHO, TTOKa3a-
HO, YTO CYCIICH3UOHHbBIE KYJIBTYPHI KJIeTOK Arabidop-
Sis TUKOTO TUMA U 3TUJIEH-HEUYBCTBUTEIbHBIX MY-
TaHTOB 110 reHaM ETRI, CTRI n EIN2, XxoTopbi€ KO-
JUPYIOT, COOTBETCTBEHHO, pELENTOp J3TUJIeHa
(ETR1) 1 KOMIIOHEHTHI IYTU NIepeaadn 3STUICHOBOTO
curHana (CTR1 u EIN2), — anekBaTHasi MOAE/b HE
TOJIBKO JIJISI U3yUeHUSs BIUSIHUS 9TUJIeHA Ha JAeJIeHre
KJIETOK, HO U JIJIS1 U3yYEHUSsI B3aUMOJIEUCTBUS C Iy TSI -
MU TIepeladyu CUTHAJIOB APYruX (pUTOrOpMOHOB, Ha-
npumep, ABK [55]. Tak, HEUYBCTBUTEbHOCTb K 3TU-
JIEHYy MYTaHTOB etrl, ctrl u ein2 Bejlla K CHUXXEHMIO
qurcIa IeJISIIIMXCsl KJIETOK, yKa3bIBasi Ha HEOOXOmu-
MOCTb YYBCTBUTEJIBHOCTU K 3TUJICHY JUISI aKTUBHOTO
OeJICHUd in vitro.

11 ”HTaKTHBIX pacTeHuil Arabidopsis xapakTep-
Ha MUKcoOIUTonaus [56]. B KyJIbTUBUpYEMBIX in Vitro
KJIeTKaxX Takke HaOitogaercsl 3To siBjieHue. Okasza-
JIOCh, YTO JIOJISA SIIEP, TIPOIISAIINX TPY IIMKJIA SHI0-
peayrIMKanuu, 0oIbIle B KJIeTKax ctrl, rae myTh mne-
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penayu 3TUISHOBOTO CUTHAJIa KOHCTUTYTUBHO aKTH-
BeH. B mpucyrctBum sk3oreHHoii ABK Onomacca
KJIETOK JMKOTO TUIIA CHIXXAJIACh, Y KJIIETOK etr] oTMe-
Yajiy 3HAYUTEIbHBII pOCT OMOMACCHI, TOrda KakK y
ein2 U3MeHeHU pocTa He Haboaanoch. [T0CKoOJIbKY
sk3oreHHast ABK 3amemisiia cHUXXKEHME CUHTE3a
STWJIEHA TOJBKO B KYJIBTYype KJIETOK IMKOTO TUIIA, a
JIOJIST XKMBBIX KJIETOK IIPU 3TOM YBEJIWYMBAJIach, TO
MOXKHO JOITYCTUTb, YTO 3K30oreHHass AbK monaepku-
Bajla CUHTE3 3TUJIEHA Ha YPOBHE, KOTOPHIN MO3BOJISII
KJIETKaM IIpoJoJIKaTh mpojudepaiuio [55].

CrnenoBaTelbHO, BOCIIPUATHE STUJICHA PEIIeTITO-
poM ETRI1 u pyHKIIMOHUpPOBaHUE OEIKOB, TIEpeaaro-
mux ero curdan (CTR1 u EIN2), onpeneisor cIio-
COOHOCTB KYJTBTUBUPYEMBIX KJIETOK K aKTUBHOI TTPO-
mudepald, KOTOpass MOXET KOPPEKTUPOBAThCS
ADBK.

Ecnu cyMMupoBaTh U3JIOXKEHHBIC BbIIIE JaHHbIE,
TO CTAHOBUTCS SICHBIM, UTO BCE MHOXECTBO 3JIEMEH-
TOB, YYacTBYIOLIMX B PEryasuuu Mnpoaudepanun
KJIETOK, MOXET ObITh apeKTopamMu myTei mepenayu
CUTHAJIOB (PUTOTOPMOHOB (pUCYHOK). OuYeBUIHO,
YTO OJWH TOPMOH MOXET PEryJIMpPOBaTh KJIETOUHbIE
JeJICHUS B pa3HbIX (pa3ax KjieTouyHoro uukiaa. C apy-
roii CTOPOHBI, BJAUSIHUE Pa3HbIX (PUTOTOPMOHOB MO-
XeT OBITh CBSI3aHO C OOHOM M TOH Xe (a30il KIeTod-
HOTIO AeJieHUsI. MOKHO HaJesIThCsl, 4YTO B OJIMKaiiliee
BpeMsi OyIyT UASHTUDUIIUPOBAHBI T€ MOJIEKYJISIPHbBIC
MUIIIEHU (PUTOTOPMOHOB, KOTOpbBIE€ IO3BOJST IO-
HSITh, KaKMe W3 HUX JIEMCTBUTEJILHO OTHOCSTCS K
YUCTy KOMIOHEHTOB, PEeryJupylomux mpoaudepa-
LIMIO KJIETOK pacTeHUM.

Pa6orta BbIITOJTHEHA TIPU YaCTUYHOM (DUHAHCOBOI
noanepskke Poccuitckoro ¢poHna ¢pyHIaMeHTAITLHBIX
ncciaegoBannii (rpantel NeNe 11-04-01006, 11-04-
01509, 11-04-01225).
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