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BBEAEHWE

JeneHue KJIETOK — OCHOBA CYIIECTBOBAHUS JIIO-
60ro MHOTOKJIETOYHOTO OpraHu3Ma, BKJIIOYast BhIC-
IIMe pacTeHus. 31eCh YMECTHO BCIIOMHUTh Xapak-
TEPUCTUKY BTOrO MIpoliecca, KOTOPYIO Jajl COBpe-
MeHHUK ero oTKpbITs Edmund Wilson: “6zaeodaps
deneHuio Kaemok, no Kpaiineil mepe 60 6cex BblCULUX
gopmax, ocywecmensemcs He MOAbKO HeEnpepvle-
HOCMb XHCU3HU, HO U COXPAaHeHUe 8U0a; ubo ¢ NOMOULbIO
9M020 NPEeKpacHo20 Mexamusma Kiemka nepedaem
CBOUM NOMOMKAM MOUHYIO KONUI UOUONAAZMYL, KO-
mopas onpedensiem ee COOCMBEHHYI0 OP2AHU3AUUID.”
[1, c. 178].

Criennduka pacTeHUI COCTOUT B TOM, YTO OHM
pa3BUBAIOTCS U PACTyT B OCHOBHOM ITOCTIMOpPHO-
HaJIbHO, 00pa3ysd IBa THUIAa OPraHOB: OCEBbIC Opra-
HBI, TAKHE KaK KOPHU U TT00Eru, ¢ HeAeTEPMUHUPO-
BaHHBLIM POCTOM U, CJIeAOBaTEJIbHO, C TeOpeTUYe-
CKM HEOTpaHMYEHHBIM ITOTEHILIMAJIOM pOCTa; U
OpraHbl, TaKMe KaK JIMCThS U LIBETKU, C ACTEPMUHMU -
POBaHHBIM POCTOM U (PUKCUPOBAHHBIM KOHEUYHBIM

Cokpamennsi: K1 — xnetounsrii umkin; ML — MutoTnyeckmii
ki, TP — tpaHcKkpunumoHHbI(ble) dhakTop(bl); LIK — 1uto-
kuHUH(b1); APC/C — Anaphase-Promoting Complex/Cyclosome;
CDK — uukiuH-3aBucumasi(bie) KuHasa(bl); CYC — uMKiImH(bl);
DELLA-nomen — Asp-Glu-Leu-Leu-Ala; KRP — Kip-related
proteins (Kip-mono6Hbie 6enku — nunruoutopsl CDK); RBR1 —
RETINOBLASTOMA-RELATED 1 (peruHo61actoma-nono6-
Hblit 6enok 1); SIM — SIAMESE 6enku (cemeitcTBO MHIUOM-
TopoB CDK); SMR — SIM-related 6enku.

pasmepoMm. Kierkm opraHoB ¢ AeTepMHHHPOBAH-
HBIM POCTOM Ha ONpedeICHHOM 3Talle OHTOIeHe3a
MepecTaloT ASJUTHCSI U MEPEXOAIT K PACTIKEHUIO,
MeproJ KOTOPOTO TakxXe AeTepMUHHpPOBaH [2].
OceBbIe OpTaHBI pacTyT B TeUSHUE BCEM XXU3HU pac-
TeHUs1. TaKoil NOCTOSIHHBI U OJUTEIbHBIA POCT
00YCJIOBJIEH CYIIECTBOBAHMEM alMKaJIbHBIX MEpU-
CTeM, KJIETKHM KOTOPHBIX COXPAaHSIOT CIIOCOOHOCTh K
HeTipepbIBHOM npoandepanuu. [lokumas mepucre-
MaTUYECKYIO 30HY, KJIETKH IIEPEXOIIT K PACTSLKEHUIO
n onddepeHIrannn, IpuIeM TIepexon K pacTske-
HUIO (POCTY C OTHOCUTEIBHO OONIBIICH CKOPOCTHIO)
VI TOPMOXKEHUIO POCTA MPOUCXOAUT OMHOBPEMEHHO
JIJISI KJIETOK BCeX TKaHel, pacIIOJIOXKEHHBIX Ha Ofi-
HOM U TOM X€ pacCTOSIHUM OT MepucTeMsbl [3]. Cie-
JIOBaTeJIbHO, B IIEJIOM PACTEHUHU POCT U Ipoaudepa-
U KJIETOK JOKHBI OBITh COIJIACOBAHBI, YTO IIO-
CTOSIHHO HaOJIIomaeTcsl M SIBJISIETCS OYeBUIHBIM
¢dakToM. OmHAKO BHIICHEHNE MEXaHU3MOB KOOPI-
HallMu Ipoaudepaln U pocTa KJIETOK, MO-TIPexX-
HEMY OCTAEeTCH OJTHOU M3 BAXKHEUINMX 3a7a4 SKCIe-
PUMEHTAIBbHOM OMOJIOTUYM pacTeHul [4].

Crieuduka pocta opraHoB, 0€3yCJIOBHO, BIIMSIET
Ha MPOCTPAaHCTBEHHO-BPEMEHHEBIE XapaKTepUCTUKU
npoiaudepanry KJIeTOK U OCOOEHHOCTU €€ PeryJisi-
nuu. B 3T0it nekuuu, B GoNbIIEi YacTh, Mbl OyaeM
paccMaTpuBaTh MOJIEKYIISIPHYIO MEXaHUKY “0a30BO-
ro” (core) KJI€TOYHOTO IIMKJIA U €0 PETYJISIIIUIO MO,
BAUSHUEM BHEITHNX (PAKTOPOB M PUTOTOPMOHOB.
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KJIETOYHBIN LHUKJT —
OCHOBHBIE JE®OMHUL NN

IMon nponudepanueit Kietok (OT jaat. proles —
IMOTOMCTBO U fero — Hecy) MPUHSITO IOHMMAaTh UX HOBO-
oOpa3oBaHMe MyTeM pa3sMHOXeHus neneHuem. [1poan-
¢depaTUBHBII UK Yalle 0003HaYaeMblil KAK MUTOTH -
yeckuit uki (ML) — koMIIeke B3aMMOCBSI3aHHBIX
U XpOHOJIOTUYECKHU AETEPMUHUPOBAHHBIX COOBITUIA,
MPOUCXOASIIMX B KJIETKE B IEPUOJ BpEMEHU OT Haya-
Jia TIOATOTOBKU K JEJIEHWI0, Ha MPOTSLKEHUN CaMOTo
MUTO3a Y JI0 3aBEPLICHUS B IBYX TIOUYEPHUX KIIETKAaX
BCeX MPOLIECCOB, CBSI3aHHBIX C AeJieHWeM. YIpoliasl,
MOXHO JaTh Takoe onpeneneHue MLIL: ynopsinoueHHast
BO BpEMEHU TOCJIE0BATEIbBHOCTh COOBITUM, TPOUCXO-
JSIIIUX MEXIY IBYMsI MUTO3aMu. B 3ToM roay ucros-
HsieTcs 70 JieT co BpeMeHM IyOIuMKaluu Kiaccuye-
ckoit padotel Alma Howard u Stephen Pelc [5], B koTO-
poil ¢ MoMOIIbIO METOAA paaroaBTOrpaduu U3ydaau
srimoueHue 2P B JIHK kinetok KopHs Vicia faba v BbI-
SIBWIM, 4TO Iiepuon cuHTe3a JIHK 3aHumaer yacth uH-
Tepdasbl U OTAE/IEH BpEMEHHBIMU MHTEPBAJIaMU OT Ha-
Yajia 1 OKOHYAHUSI MUTO3a. ABTOPBI MPEIIOXKUIN
pasnenuTth M1l Ha yeThIpe meprona: COOCTBEHHO MU -
T03 (M), npecuntetnueckuit nepuon (G,), nepuon
cuHTtesa (perukanun) JHK (S) u mocTtcuHTeTHYE-
ckuit (unu npemutotTudeckuii) nepuon (G,).

B HemnpepbIBHO pa3MHOXAIOIIMXCS MOIMYJISIITASX
KJIETOK (3MOpHUOHAJIbHbIE TKAHU, MEPUCTEMBI U T. I1.)
ouepenHoit MI1I HaunHaeTcs cpa3y Xe I10JIe OKOHYa-
HUS IPEIBIAYIIETO, TO €CTh €0 IIPOAOIKUTEIBbHOCTh
COBITaJIaeT CO BCEM IMEPUOJOM CYIIIECTBOBAHUS KJIET-
KM, PaBHO KaK C e¢ >KM3HCHHBIM (MJIA KJIECTOYHBIM)
koM (KII). OmHako BO B3pOCIOM MHOTOKJIETOY-
HOM OpraHu3Me 4acTh KJIETOK ITOC/ie 3aBepIleHUS
OYepemHOTO payHIa AeJIeHMU HE HAaYMHAET IOATO-
TOBKY K cienyiomemy MII, a mepexoont K nudde-
pEeHIMAllMY M BBIMOJHEHUIO TKaHecTenUIHbIX
¢yukumii. oist TakKux KJIETOK MOXKET ObITh BeChbMa
3HAYUTEIHLHOM 1 TIEPUOM UX XXM3HU, B TEYCHUE KOTOPO-
IO BTU KJIETKM BBITIOJHSIOT crielduyeckue pyHKIUN
B OTCYTCTBHE ITposimdepanu, He oTHocaT K MII, a
pkirouatoT B KII. OtHomreHne yncita mpoandepupy-
FOLIMX (IEJISIIUXCS ) KJIETOK K OOIIeMY YMCITY KIETOK
MOITYJISILIY MOJYyYMJIO Ha3BaHue “Ppakuuu pocra”
nnn “miponmdepatuBHoro myna”. INousgrus ML n
KII yacTo OTOXIOECTBISIOT MJISI TeX NOMYJISLUA, Tae
9TU LUKJIBL coBHamaioT. MBI OymeM MCIOJIb30BaTh
noagrre K11, TeM He MeHee, aKIIEeHTUPYS B OIIpene-
JICHHBIX CJTy4yasiX CylleCTBOBAHUE pa3IndUid.

dusnonorndeckas poiib dhassl G, 3aKI0YaeTcs B
OCYIIECTBJICHUM POCTA U CBSI3aHHBIX C HUM TTpOIIeC-
COB MEPBUYHOIO MeTaboju3Mma KiaeTok. B maHHOit
CTalud aKTUBHO UIYT MPOILECCHl TPAHCKPUIILIUU U
TpaHCJISILUU, TIOATOTOBKA KJIeTOK K cuHTe3y JITHK.
®a3za G, camasa BapuabenbHast u3 Bcex da3 KLI. Cy-
ILIECTBYET B3aUMOCBSI3b MEXIYy MHTEHCUBHOCTBIO Je-
JICHU I KJIETOK U NMPOIOJKUTENBHOCTBIO G -Tieproa:

HOCOB, ®OMEHKOB

KaK MPpaBWIO, OH YIUIMHSIETCS ¢ YMEHBIIICHEM MPO-
JMdepaTUBHOrO ITOTeHIIMAaa KJIETOK.

B S-niepuone npoucxonut yaBoeHue (peruiuKaius)
JHK snpa, paBHOMEpHO pacIipelesIsieMoil BIIOCIIE-
CTBUM MEXIy NBYMsI fouepHUMU KiaeTkamu. Coaep-
xanue JHK B simpe mpuHSTO BblpaxKaTh 3HAYCHUEM
“C”. B 1950 r. Hewson Swift BBes1 o0o3HaueHue “C”,
nMesi B BUay nocrostHHoe (“Constant”) comepkaHue
JHK B kJeTKax pa3nudyHBIX TKaHEN opraHusma [6].
3a BemmumHy 1 C npuHnMaroT kKommdectBo JJHK B He-
PEIUIMIMPOBAHHOM TrarIouTHOM Habope XpoOMOCOM
[7]. B pacTteHusix koaudectBo siaepHoi JJHK Bapbu-
pyeT B oUeHb OOJBIIMX Ipeaenax. HamMenbmee Ko-
smyectBo JIHK (0.1 nir), mpuxopsiieecst Ha 1 C o6Ha-
pyxeHo y Genlisea margaretae (8], a HaubosblIee —
152.2 nr npuHamnexut Paris japonica [9]. 3HadyeHus
“C” onpeleyeHbl IS pACTEHU MHOTMX BUIOB U 10~
CTYIHEI, HanpuMep, B 6a3e maHHbiX Kew Botanical
Garden. Mcxonst u3 JaHHBIX, UMEIOIIIMXCS B JIUTEpa-
Type, MOXHO CIIeJIaTh BBIBOII, YTO MPOIOKUTETEHOCTD
S-nepuona SBISIETCS Pe3yJIbTaTOM B3aUMOAEUCTBUS
HECKOJIbKUX (haKTOPOB, TAKUX, KaK COep>KaHUE Saep-
Hoit [IHK v njnvHa oTnenbHBIX PEIUIMKOHOB, KOJIM-
YECTBO U pa3Mep CEMENCTB PEIUIMKOHOB, a TaKXe CUH-
XPOHHOCTbD IIPOLIECCOB, IIPOUCXOISIINX B OTAEIbLHBIX
ceMelicTBax peruinkoHos [10, 11].

INepuon G,, Kak npaBuiio, Kopoue G;- u S-dasbl,
a BapMallvu ero JNIMTETbHOCTU OOBIYHO MEHBIIIE, YeEM
y G;-niepuona. CobbiTust ¢asbl G, CBSI3aHBI C 3aBEp-
IIeHUeM S-Tiepuoja, peopraHusalueii LiuTockeaeTa u
MOATOTOBKOI K MUTO3Y. B MHUTO3€ nMpourcxoaut paBHOE
pacripefiejieHre yIBOEHHOIO0 XpOMOCOMHOTIO MaTepua-
Jia MEXIy TOYePHUMH KJIeTKaMU Osiarogapsi GyHKIIMO-
HUPOBAaHUIO BepeTeHa JaejeHusi. Muto3 — Haubosee
KOpoTKuit (B cpeqHeM 1 — 3 4) U HauMeHee Bapua-
oenbHbIN epuon KII.

MOJIEKYJIAPHBIE COBbITUA
KJIETOYHOI'O HMUKIJIA

MHorue IIpoLecCH B XXU3HU KJIETOK KOHTPOJIUPY-
JOTCSI 0OpaTUMBIM (PoCcHOPUIIMPOBAHUEM OITpENICIICH-
HBIX OEJTKOB-MUIIIEHEN. Y denoBeKa OKojIo 2% Bcex
(YHKIIMOHAIBLHO aKTUBHBIX TEHOB KOIUPYIOT IIPOTE-
WHKWUHAa3b1, a y Arabidopsis thaliana — okono 4%, uto,
0e3yCI0BHO, MOATBEPKIACT BaXKHYIO POIb IPOTEUH-
KMHa3 U151 KJIETOK XKUBOTHBIX 1 pacTeHmii [12]. Hamm-
yuie OOJIBIIIOTO YKCIa YCJIOBHO JIETaIbHBIX MyTaHTHBIX
IITAMMOB I10 KJIETOYHOMY LK1y — cdc (cell division cy-
cle) MyTaHTOB, MOIYYEHHBIX Y APOXKel, chopMupo-
BaJIO OMHO M3 HallpaBJICHUI B U3yYEHUU MOJIEKYJISIP-
HBIX MEXaHM3MOB KOHTpPOJISI npojudepaunnun. DTo
HaIIpaBJeHUE CBSI3aHO C M30JMPOBAHUEM I'CHOB,
CITOCOOHBIX MCHPAaBISTh NeEKThl y cdc MyTaHTOB
nposxckeii. LleHTpaabHOe MeCTO Cper TaK1X TEHOB 3a-
HsUM cdc2'y Schizosaccharomyces pombe i CDC28 y
Saccharomyces cerevisiae, kogupytoiiue 34-x]l 6e10K
(p34¢de2) CepUH/TPEOHMHOBYIO IIPOTEMHKMHA3y,
®U3UO0JNOTUSI PACTEHUI Ne 4
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aKTUBHOCTb KOTOPOIi, 3aBUCSIIAsi B CBOIO OYepPEIb OT
dochopunrpoBaHus WK 1eocHOPUIIMPOBAHUS COO-
CTBEHHBIX aMUHOKUCJIOTHBIX OCTAaTKOB, HEOOX0OAMA
IS TIPOXOSKISHMSI KJIIETKAMM IPOXOKEM TpaHUI] MEXK-
ny G- u S-, atakxe G,- u M-nepuonamu KII. bi-
JIO TIOKA3aHO, YTO TeH 4YeIoBeKa, aHAJIOTMYHLINA cde2t
S. pombe, Taxxe (Hapsany ¢ CDC28%) criocobeH KOM-
IUIEMEHTUPOBaTh MyTauuio cdc2™ y S. pombe [13]. B
JaJbHEenIIeM ObLIO0 OOHApy:KeHO HECKOJILKO T'PYIIIT
0€JIKOB, BBISIBIISIEMBIX TOJIBKO B OIIPEAEICHHBIX Ie-
puonax KII, Ha3BaHHBIX LIUKJIMHAMHU. B oTBeT Ha
npoiudepaTuBHEIC CTUMYJIBI, HAIpUMep, (pakTOphI
pocTa, B KJIeTKax MJIECKOIMTAIOIMINX MOSBIISTIOTCS
¢opMbI D-IIMKIIMHOB, KOTOpPBIE B3aUMOACHCTBYIOT C
nporenHkrHazamu Cdk4 u/vam Cdk6 (Cdk — HuKIMH-
3aBUCHMBIC KMHA3bI), YTO IIPUBOOUT K (hochopuaInpo-
BaHUWIO OEJIKOB-CYIIPECCOPOB, TaKMX KaK pRb — cy-
IIPECCOpP OITYyXOJIEBOTO pPOCTa, BIIEPBbIE OOHAPYKEH-
HEBI1 B KJIETKaX peTUHOOJIACTOMEI, M €My ITOJTOOHBIX
0eJIKOB. DTO IIPUBOIUT K aKTUBALIMM TPAHCKPUIILI-
oHHBIX (pakTOpoB (TD) E2F-THNAa, KOTOpHIe BHICBO-
0oXXnaroTcsl U3 KOMILIeKca ¢ OeakaMu-cyTpeccopa-
MU, ¥ BKJTIOYAeTCsI 9KCIIPECCHSI TEHOB, HEOOXOIMMBIX
s nepexona us G- B S-nepuon KL [14]. Janee, Ha
rpanuiie G,/S akcrpeccupyercss TMKIUMH E 1 cBA3bBI-
Baetcs ¢ Cdk2. AKTUBHOCTb 3TOTO KOMILIEKCAa HEOO-
XOIMMa IJIs TIepexoaa YKa3aHHOM I'paHUIIbI 1 3a1TyC-
Ka perumkany JJHK. ITpoxoxkneane S-mrepuona tpe-
oyet B3anmoneiicteust Cdk2 ¢ LIMKIMHOM A, B MUTO3¢
pab6otaet nuKiIMH B. ®yHKIMOHWMPOBaHNE KOMIUIEK-
coB Cdk—IIMKIIMH peryampyercs IByMsl ceMeiicTBaMu
nHruouTopoB Cdk Kak B HOpMaJIbHBIX YCIIOBUSIX, TaK
U (ITpeuMyIlleCTBEHHO) MPU CTpeccax, MOBPEXICHU -
ax JHK, nuchynkuum teomep u ap. IlpencraBure-
mm cemelictBa INK4 cmemmmmaao CBI3BIBAIOTCS C
Cdk4 u Cdk6 u mpensTcTBYIOT paboTe LUKINHOB
D-tuna, a 6enku cemeiictBa Cip/Kip nHruoupyort
kommirekesl Cdk2—mmmkmmH E, Cdk2—1mknmH A,
Cdkl—uuknun A u Cdkl—nuknun B [14].

Adto xe y pacteHuit? Eie B 60-¢e rogbl IpoILIIOro
crojietus Jack Van’t Hof mpoaeMoHcTpupoBai Ha OT-
JIEJICHHBIX KOHYMKAaX KopHel Pisum sativum — OTCyT-
CTBUE caxapo3bl B Cpelie hi 00paboTKa IypOMULIMHOM
nipuBoauT K apecty K11 B G- wiu G,-niepuoze, 4to co-
rJIacyeTcsl ¢ apaaurMoii o rIaBHBIX KOHTPOJbHBIX
toukax K11 nmpu nepexone G,;/S u G,/M u roBoput o
HEOOXOAUMOCTU CHMHTEe3a OeKa JJIs UX YCIEeITHOTO
npoxoxaeHus [15]. bonee Toro, Kackag MMpPOTEMHKH -
Ha3HBIX U MpoTenHochaTa3HbIX peakLuii, yIpas-
Jsnorux K1, siBiisieTcst yHUBepCcaIbHBIM U 151 KJIIETOK
pactenuii. ITo coBpeMeHHBIM mpencraBieHusIM [16—
19] nponsmzkenue no KII obecrieunBaeTcsi cKoopau-
HUPOBaHHBIM B3aMMOIEHCTBUEM MHOXECTBa OEJTKOB-
PETYJISITOPOB, CPENAU KOTOPBIX KITIOUEBbIE MO3UIIMU, TAK
K€ KaK y MJIEKOMUTAIOIIUX, 3aHUMAIOT LMKJIUHBI
(CYC) u cepuH/TpeOHUHOBBIE TIPOTEMHKWHA3BI, Ha-
3bIBaeMble MUKINH-3aBUCUMBIMH KnHa3aMu (CDK),
SKCIIPECCUPYIOIIIMECS B OIpeNeJeHHble BpeMEHHbIE
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nepronsl K1I. Pacrenns ob6mamaroT HanOOIBIITM 9HC-
JoM OenkoB-perynsaTopoB KII u cBoumMu yHUKajb-
HBIMU MIPENCTaBUTEISIMMU, HAIIpUMEpP, TOJILKO Y pac-
teHnit ectb CDK B-tuma [20]. B A. thaliana 13 6em-
koB oTHOcAT K CDK u 49 6enkoB oTtHocsT K CYC,
XOTsI HE BCE OHUM “3aMedeHBI”’ B Ipolleccax peryJs-
nrn K11 [20—22]. Kaxxgprit TATT BKTIOYaeT ITOIKIac-
chl, Hanipumep, vy A. thaliana — CYCA2;3 — TpeTuit
MIpeACTaBUTEIIbL BTOPOTO ITOAKIIacCa IMKJIMHOB A-TH-
Ia, IIpaBaa MoKa He IT0Ka3aHo, YTO BCe BUIBI pacTe-
Huii umerot Bee TuItkl CYC u CDK. [laxe BHYTpU o1 -
Horo mnonkiacca CYC oTM4yaiorcss He TOJBKO IIO
“rpacduky”’ nx padborsl B K11, HO m o Ty M 4mciay
CDK, "HTUOUTOPOB M CTPYKTYPHBIX OEJIKOB, C KOTO-
pBIMA OHM MOTYT B3aMMOJEICTBOBAaTh, yKa3bIBas Ha
3HAYUTENIbHYIO (DYHKIIMOHAIBHYIO IHBEPCU(UKALINIO
Mexanu3MoB KoHTpoJist K. Tak, Harpumep, y A. thali-
ana, 10 JAHHBIM MHTEepaKTOMa OOHapyKeHO 92 ToTeH-
OUaATBHBIX BapraHTa KoMminiekcoB CDK—CYC [21].

TeM He MeHee, CYIIECTBYET TPU THUIIA LIMKIMHOB,
IJISI KOTOPBIX ITOCTYIMPOBaHa poiib B peryistim KI1:
CYCA, CYCB u CYCD [23]. CrreumncdnyHBIE KOM-
wiekcbl CDK—CYC peryaupyloT nepexos B OCHOB-
HbIX KOHTPOJbHbIX Toukax K1 (G,;/S u G,/M).

Kommnekcer CDKA;1-CYCD obecrnieunBaror Iie-
pexon u3 G- B S-niepuon mnmyreM ¢dhochopunipoBaHus
o6enka RBR1 (RETINOBLASTOMA-RELATED 1,
peTrnHOOGIacTOMAa-TIONOOHEKIN 6eJloK 1) ¢ mociemyio-
ILIUM €TO TIPOTEOJIU30M, U TEM CaMbIM OCBOOOXIAIOT
T® — E2Fa u E2Fb, kKoTopble B KOMILIEKCE ¢ OeiKa-
mu numepuszauuu (DPa) obecneuuBaioT “Gy-BONHY
TpaHckpunuuu” [24], aktuBupysl skcnpeccuio G;/S-
¢das3HbIX TeHOB (puc. la, 0). 3nech cienyeT 10OaBUTh,
yto RB-mopo6ubie 6enku (RBR) sBnstioTcsa paHHuM
MpUuoOpeTEHNEM B XOJie DBOJIOLMHU U TIPUCYTCTBYIOT
B TOJIOCEMEHHBIX U TTOKPBITOCEMEHHBIX PACTCHUSIX,
OMHOKJIETOUYHBIX BOIOPOCJISIX, MallOPOTHUKAX, Teue-
HouHMKax 1 Mxax. RBR1 perynupyer He ToJIBLKO T1e-
pexon G;/S, HO U DYHKIIMOHUPYET B COCTaBE KOM-
miekcoB DREAM, akTUBUpYsT 9KCIPECCUIO TEHOB B
G,-nieprojie ¥ TeHoB, He cBsi3aHHbIX ¢ K11, a Takke
Y4acCTBYET B COXPAHEHUM CTBOJIOBBIX KJIETOK U pery-
JISILIMY aCUMMETPUYHBIX nejieHuii [19, 25].

Komrtekcet CDKA;1-CYCA3 KOHTpPOJIUPYIOT
npoxoxaenue S-cdaspl, CDKB1-CYCA2/B2/B3
obecrieunBaloT npoxoxneHue G,-nepuona U UHU-
onamio mutoda, a CDKB2—-CYCBI1 n CDKA-—
CYCD3;1 orBeTCTBEHHBI 3a IIPOXOXIACHWE MUTO3a
(puc. 1a). HegaBHo o6HapyxeHo, yto CYCBI1 urpator
KJIIOYEBYIO POJIb B OpraHU3alliM MUTOTUYECKOI ceTu
MHUKPOTPYOOUYEK, 00pa3ysl aKTMBHBIE KOMILUIEKCHI C
CDKB2;2 u dochopunupysi OelKu-OpraHu3aTopbl
TyOYJIMHOBOTIO LIMTOCKeNeTa [26].

HaHHbIe, TTOJTydYeHHbIe HA CUHXPOHU3UPOBAHHOMN
KYJIBTYpe KIIeTOK A. thaliana c nomoipto JIHK-Mukpo-
yunoB [27] xopol1o noaTBepxkaaiT “G,-BOJIHY TpaH-
cKkpurmuun”. MHoOTHe reHbl, SKCITPECCUSI KOTOPBIX
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Puc. 1. Huximmuel (CYC) 1 nukimH-3aBucuMble mpoTenHKHa3bl (CDK) — ocHoBHBIe peryisitopsl KL, Muorue CYC u CDK
9KCIIpeccupylorcs B onpeaeaeHHoe Bpemst K1 1 nx komOnHaTOpHOE B3aUMOAEMCTBUE PETYJINPYET ero MPOoABUKeHUE (a). DKC-
Tipeccusi reHoB, noaaepxusatoinx nepexon Gp/S Kl, o6ecnieunBaercst pyHkumnonuposanueM komiuiekcop CDKA;1-CYCD,
dochopmmpyrommx 6e1ok RBR1 ¢ mocinenyomum ero npoteoiuszom, ocBoboxaeHrem TA E2Fa u E2Fb, kotopbie B KOM-
iekce ¢ 6enkamu DPa o6ecrieunBatotr “Gy-BonHy TpaHcKpunmu” (6). MHOTue reHsl, SKCIPecchsi KOTOPBIX TpUypodeHa K G,
u M nepuonam K11, conepsxaT B mpomMoTopHoii o61actu MSA-MoTHBBI (mitosis-specific activator), kotopbie y3HaioT T® MYB3R
(Murotryeckue komriekcsl CDK—CYC dochopunmpytor u aktusupytoT MYB3R), o6ecnieunBatomue “G,-BOTHY TPAaHCKPHII-
unn” (B). Okcnpeccust reHoB CDK u CYC u (hyHKIIMOHMPOBaHNE COOTBETCTBYIOIIMX UM O€JIKOB ToMedeHo 1iBeToM: i G-, S-,
G,- 1 M-11epuos0B — PO30BbIM, XKEJITHIM, CHHUM U 3€JIEHBIM COOTBETCTBEHHO. [€HBI 1 UX IPOIYKTBI, IIOCTOSIHHO KCIIPEC-
cupymoiuecs B teueHue KL, orMedeHbI cBeTI0 cupeHeBbIM 1IBeTOM. KNOLLE — reH A. thaliana, HeoOXOIUMBII TSI IIMTO-
KMHe3a, KoIupyeT 6eslok nmomo6Hbiil, cuHtakcuHaM. ORC (Origin Recognition Complex), CDC6 (Cell Division Control 6),
MCM (Minichromosome Maintenance) — TeHBI, KOAUpPYIOIINE OENKNA MpeperuKaTUBHBIX KoMmruiekcoB (o Komaki u
Sugimoto [111] ¢ tonoaHeHUSIMU 1 MOAU(DUKALIASIMU).

npuypoueHa K G,/M nepexony K1 (puc. 1B), conep-
KaT B TIPOMOTOPHOM 00JIacTM TaK Ha3bIBacMbIe
MSA-moTuBbl (mitosis-specific activator), KoTopnie
y3HaioT T® tuna MYB3R (takue kak MYB3R1 u
MYB3R4 y A. thaliana). K reHam, sKkcnipeccust KOTO-
PBIX aKTUBUPYETCS MTOTOOHBIM 06pa3oM, OTHOCSITCS,
Hanpumep, CYCBI u CYCB2, a takxe KNOLLFE, ak-
THBHOCTb KOTOPOTO HeoOxommMma Wit popMupoBa-
HUS KJIETOYHOM TJIACTUHKY MOCJIe 3aBePILIeHUSI MUTO-
3a [28]. B cBOI0O ouepenhb, MUTOTHUECKIE KOMITIEK-
col CDK—-CYC ¢dochopunupyoT u aKTUBUPYIOT
MYB3R [29].

@dynkuyonupoBanue CDK TOHKO peryaupyercs:
dochopunupoBanue Tpel60 (M 5KBUBAJIECHTHOTO
octatka TpeoHnHa) CDK-akTuBupyommumMy KnuHa3a-
mu (CAK) npuBomut k aktuauuu CDK [30]. ®ocdo-
puinpoBaHre N-KOHIIEBOTO OCTaTKa TUPO3WHA MPOTe-

nnakuHazoit WEE1 npuBonut K nHaktuBanuu CDK,
npu 3toM WEE] 00bpMHO 60ee akTUBHA TIPH TTOBpE-
xaenusx JHK (pennukanuoHHElii crpecc). [Ipen-
noyiaraetcst, uto WEE1 3agepXnBaeT mpoxoxKaeHue
S-da3bl, uTo6bI 06ecnieunTs penaparuio JIHK (puc. 2)
[31]. Kpome TOTO, YV KyKYpYy3bl 1 TOMAaTOB aKTUBHOCTH
WEEI conpstkeHa ¢ sHOopenyImKanueii [32].

HonoaHutenbHo akTuBHOCTH CDK cneruduyHo
narubupyior CKI (CDK Inhibitors). B pacrenusx
Kip-nono6Hbie 6enku (kip-related proteins, KRP unu
unaruouTopsl CDK, i ICK) comepzkat KoHCepBaTUB-
HBIIl TOMEH CXOIHBIA C aHAJIOTUYHBIM JTOMEHOM OelT-
koB cemeiictBa Cip/Kip muekonuramommx. Y A. thali-
ana KRP-06enkn KogupyloT ceMb TeHOB [33] 1 nH-
rubupyior CDK B G4/S (puc. 2), 4TO MPUBOIUT K
ocTtaHoBKe M1 1 KOMMHUTHPYET KJIIETKU K SHIOpE-
nymmakanuu [16, 21, 32]. Bropoe cemeiicTBO MHTH-
®U3UOJIOTUI PACTEHUN Ne 4
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Puc. 2. OcHoBHBIE ITyHKTBI (PYHKIIMOHUPOBAaHUSI aKTUBaTOpoB U nHru6utopos CDK u Beixona kietok u3 MILI. Gy — cocrosi-
HUe npoaudepaTUBHOIO MOKOA KJIETOK, Npucyllee 1nddepeHIMPOBaHHbBIM, CTAPEIOLIUM U CTBOJIOBBIM KileTKaM. B Gy Bo3-
MoXeH BbIxof, U3 G- u G,-nepnonos. Ilpn onpeneneHHbIX YCIOBUAX, HAIPUMEDP, TOPMOHAIBHBIX CTUMYJIAX, KIIETKA MOTYT
BepHyThes U3 Gy B M. CAK — CDK-aktusupytomue nporenHkruHassl; WEE — CDK-uHakTuBUpyloiast NpOTeMHKUHA3A;
KRP u SIM — uaru6utopst CYC—CDK komruiekcoB (o Velappan et al. [112] ¢ monoIHeHUSIMUA M MOOU(DUKALIASIMU).

outopoB CDK, uzBectHoe kak SIAMESE (SIM-6em-
KW), ObIITO OOHAPYKEHO B CBSI3M C aHAJTU30M MYTaHT-
HBIX pacTeHuii A. thaliana ¢ HapyllIeHHBIM pa3BUTUEM
TpuxoMm aucTtheB [34]. MHorue mpeacTaBUTEIN Oe-
KoB SMR (SIM-related) MOTryT B3auMOaeiCTBOBATh C
CYCD u CDKA;1 [21, 34], Ho B ocHOBHOM, SIM-6¢1-
ku B3aumoneiicteyior ¢ CDKBI;1 [21, 32] (puc. 2).
BosMmoxHocTb peryasiuuu SMR-6en1kamu CDKA—
CYCD KOMIUIEKCOB BEpOSITHO BaxkHa ISl aleKBaT-
Horo KoHTpoisgs KII mpu peiictBun OMOTHMYECKUX W
abuoTtuuyeckux crtpeccopoB [35]. MHTepecHo, uTO,
HanpuMmep, SMR4 B3aumoneiictByer ¢ CYCD3;1 u
3amemisier G; B MOCJIEAHEM aCUMMETPUYHOM Jejie-
HUU, TPEAIICCTBYIOIIEM CUMMETPUYHOMY JIEJICHUIO,
dopMuUpyloIeMy YCTBUUHbBIE KIIETKU [36].

OnHo u3 cambIX paHHUX coobiTuit KII — nuneH-
supoBanue JJHK (Tounee xpomarnHa) — IIporecc aK-
TUBHOTO JOCTYyIIa K XpOMAaTUHY U “3asgKOpUBaHUS”’
Ha HEeM OEJIKOB 1 OEJIKOBBIX KOMILIEKCOB, BKJIIOUAlO-
mux pakropsl permkaunu JHK 1 mogndumpyio-
e XpoMaTuH 0enkn [24]. Perummkanmst reHoMa 3y-
KapuoT TpebyeT akKTUBAIlMU ThICSIY TOYEK Hayaja
penymkanuu (replication origins, ORIs), ¢ koTo-
PBIMU JTOJDKHBI CBSI3aTbCS KOMIUIEKCHI MHUIIMAIINMN.
OTU IepBUYHbBIE PETYISITOPHBIE COOBITHSI — acCOIIMa-
Ousi IpeperinKatuBHbEIX KoMiuiekcoB (pre-RC) c
KaxXaol MOTeHLMaIbHOW TOYKOM Hayaja peruidka-

OU3UOJIOTrrI PACTEHUM

ToM 70 Ne 4 2023

1MW, aKTUBMPYIOTCS B IO3AHEH Tesodasze mpakTuie-
CKM cpasy Tocjie paciipeesieHus AByX BHOBb cop-
MUPOBaAHHBIX sIep 1Mo JodepHUM Kietkam. [lpowc-
XOIUT TTOCenoBaTeIbHas COOpKa KOHCEPBATUBHOTO
MYJIBTUCYObeIMHUYHOTO KOMILIEKCa, COAepKalllero
mectb 6ekoB ORC (Origin Recognition Complex),
AT® caaspiBaronuii 6ea1ok CDC6 (Cell Division
Control 6), dakTop TUIEH3UPOBAHMS XpoMaTUHA
u peruukanuu JJHK 1 (CDT1) u rereporekcamep
u3 1ectu 6enakoB-xeauka3 MCM (Minichromosome
Maintenance) [19, 37].

B panneMm G,-nepuose akruBHocTh CDK nomkHa
OBITh HU3KOI, YTO HEOOXOMUMO JJIsl JIMLICH3UPOBa-
HUS TOYEeK Havajia perummkanuu. [lo3mHee akTUBHOCTD
CDK Bo3pacraeT 3a cYeT MOBBILIEHUST YPOBHSI HEOOX0-
numMbix 1151 atoro CYC Gy-niepuona (cM. puc. 1a), no-
cTUrasl Iopora JOCTaTOYHOTO MJjis MHAKTUBaIUU
RBRI1 u crapra (firing) paboThl peIIMKOHOB, TO €CTh
3arnycka S-tiepuona. ITpoxoxaeHue S-mieprona odec-
neuuBaioT crienupuyHbie CDK—CYC koMIuIeKChl, B
G,-nepuosnie akTuBHO TpaHckpuoupytorcss CYC M-nie-
puonaa, akTuBHOCTh MuTtoTU4Yeckux CDK Bo3pacTaer
Y HAYMHAETCsSI MUTO3. 3aTeM, JIJISI 3aBePIICHUS MUTO-
3a HeoOXxoauma nerpaganus (IpoTeoan3 ¢ yIacTUEM
26S-nporeacom) mutorndyeckux CYCA1, CYCBI u
CYCB2 knaccoB. Ot CYC comepxaT cieInpUIecKyio
MOCJIeA0BAaTEIbHOCTh AMUHOKMCIOTHBIX OCTAaTKOB
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Puc. 3. Cxema perynauuu M1 u snnouuxios. B Gy akrusHocts CDK Bo3pacTaeT 3a c4eT NOBBIIIEHUS YPOBHS HEOOXOAUMbBIX
1yt atoro CYC, mocturas mopora I0CTaTOYHOTO T 3amycka S-nieprona. [lanee Bo3pactaeT akTUBHOCTh MuToTHYeckx CDK 1
HAYMHAETCS MUTO3. 3aBepLIaeT MUTO3 Ierpagarust (IIpoTeosuns ¢ yaactueM 26S-mporeacom) mutotrnuecknx CYC, BCIENCTBUE YEro
aktuBHocTb CDK napnaer no yposHs panHero Gy. I1pu sHnouukiax akrusHocts CDK He nocturaer ypoBHsI HEOOXOIUMOTO
TSI 3aITycKa MUTO3a, Tpu 9ToM coxpaHsieTcst akTuBHOCTL CDKA ;1 B komruiekcax ¢ CYC D-tuna u CYCA3, uyto obecrieunBaeT
npoxoxnaeHue S-nepuona. CMmeHsouue apyr apyra Gg- 1 S-nepuoabl SHIOLMKIOB 3aKaHUYMBAIOTCS MTaJeHUEM aKTUBHOCTU
APC/C. Knetka nnepexoaut B mpoaudepaTuBHblil Mokoii (Gg) (1o Breuer et al. [41] ¢ Mmomudukaumsamm).

(D-box, ot destruction box), omnpenesoIyio 4yB-
CTBUTEJIBHOCTh K YOMKBUTUHUPOBAHWIO U y3HaBae-
myio APC/C (Anaphase-Promoting Complex/Cyclo-
some) E3 yOukBUTHMHINTA301i, YTO BEAET K MIPUCOESIM-
HEHMIO YOMKBUTHHA U OBICTPOI1 IIPOTEOJIUTUYCCKOI
nerpaganuu mutotndeckux CYC [28]. BenencrBue
aTtoro aktTuBHocTh CDK omngares mamaet Mo ypoBHS
panHero G;-nepuona (puc. 3).

B M-nepuone napauielbHO cerperaiydu Xpomo-
COM MJET MOATOTOBKA K (PU3NMYECKOMY pasncacHUIO
JIBYX MTOYEPHUX KJIETOK (1iuToKruHe3y). HecMoTps Ha
OTHOCHUTEJIbHYIO HEMpPOAOLKUTEIbHOCTh M-TIepuo-
na (2—3 4), ero peajau3anus B BbICIIEN CTETIEHU CKO-
OpAVHUPOBaHAa 1 BOBJIEKAET OIPOMHOE YKCJIO MOJIe-
KYJISIpPHBIX YYaCTHUKOB U COOBITUIT, IIPUBOISAIINX K
3HAYUTEJIBHBIM, B TOM YHMCJIe U BUOIUMBIM CTPYKTYp-
HBIM TIepeCcTpoiiKaM KJIeTKM (KOHIeHCcAlUsT XpoMa-
THHA, GOpMUPOBaHUE BEpEeTeHA ICJICHUS, pa3pylle-
HUE SAePHOI 000JI0YKHU, CErperalus XxpoMoCoM, 00-
pa3oBaHue pparmoruiacta u T.1.) [37, 38].

Knetku moryT nokuHyTh M1 1 mepeiiTu B cocTo-
ssHue Gy (mponudepaTuBHBI MTOKOI), XapaKTepHOE
st g PepeHINPOBAHHBIX, CTAPEIONINX W CTBOJIO-
BBIX KJIETOK (pHC. 2), MOCKOJIbKY, KaK y>Xe€ OTMeda-
JIOCh, B LIEJIOM PACTEHUU POCT U Mpoaudepanus Kie-
TOK JIOJDKHBI ObITh coriacoBaHbl. CreiacTBue Takoi
B3aMIMO3aBUCUMOCTH — pa3Hble Momudpukanum KII,
Haubosiee TIOAXOAsIINe AJIs KOHKPETHBIX CTaauil pas-
BUTHS 1 (PU3MOJIOTMIECKIX ITOTPEOHOCTEH OTTpeaeacH-
HBIX TUITOB TKaHel 1iu KieTok [39]. OnHoit u3 Haubo-
Jiee pacripoctpaHeHHbIx Monudukaumii KL sisnsiercs
SHAOpEAYIUIMKALMS (CUHOHUMMBI: DHAOpPEIUIMKAIUS,

SHJONLMUKIIbI, SHAOIUIOWAN3AlIMS), TPU KOTOPO Mpo-
WCXOMISIT MHOXKECTBEHHbIE payHAbl perutmkau JTHK
0e3 nociaeayolIei cerperallii XxpoMOCOM U IIUTOKM -
Hesa [17, 32, 40, 41]. DHmopenynauKauss OOBITHO
HaOomaeTcss B OOJBIINX, META0OIMYECKU aKTUB-
HBIX WM OYEHb CIIeMaTM3UPOBAHHbBIX KJIETKAaX, XO-
TS BCTpeYaeTrcss U B KJIETKaxX, HE COBIIAAIOIIUX C
STUM OMUCAHUEM.

DHOOpEenYIUIMKAIUOHHbIE UKL IIPEACTABIISIIOT
coboit MogndunmpoBanHbie ML, B KOTOpBIX M3Me-
HeHbl cTanuu perumkanyu JHK u Mmutosza. BaxHo,
4yTo npu 3HAonukIIax aktuBHocTh CDK He mocTuraer
YPOBHSI HEOOXOOMMOTO IS 3aIlycka MuTo3a (puc. 3).
DTO MPOUCXOAUT 3a CUET CHIDKEHUS TPAHCKPUIILIUU
npeamMuToTdecKux n Mutorudeckux CYCA, CYCBu
CDKB, a takxke cHmkeHns aktnBHoctTn CDKB mop,
BJIMSTHUEM MHTMOUTOPOB cemeiictBa SMR, nipu aTom
coxpansieTcs aktuBHocTb CDKA;1 3a cuer dhopmu-
poBanust KoMiuiekcoB ¢ CYC D-tnma m CYCA3, uto
obecrieurBaeT IpoxoxaeHue S-tiepuona [34, 40]. DH-
JIOLIMKJIBL COCTOSIT M3 CMEHSIIOIINX APYT Ipyra CIIely-
duuHbIX G- U S-niepuoaoB (puc. 3), Mpu 3TOM Ha-
OJromaeTcs OCLWIUISLIUAS B IPOTUBO(da3e aKTUBHO-
creit CYC—CDK koMIIeKCOB Y YOMKBUTUHIMTA3bl
APC/C. Ilo 3aBeplilleHUM 3HIOLIMKIOB aKTUBHOCTb
APC/C nagaer, 4To IMO3BOJISET KJIeTKE NMepeiiTh B CO-
CcTostHUE npouudepaTtuBHOTO Nokost — Gy; Hanuuue
n aktuBHOCTh CYC—CDK KOMIJIEKCOB IpU 3TOM
oCTaeTcs He SICHBIM acIieKToM [41].

Oka3zajoch, 4To Takasi IipoTeMHK1Ha3a Kak CDK G2
MO3UTUBHO BIMSIET Ha 3HIOPEOYIUIMKALUIO, IPU
stoM CDKBI;1 HemmocpencTBeHHO (hochopuanpy-
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eT CDKG?2 u ymeHbI1aeT €€ cCTaOMIbHOCTh. MoJte-
KyJsipHbIif MexaHu3M neiictBust CDKG?2 moka He
siceH [42]. HecTabuiabHOCTh TUIACTUIHOIO T€HOMa,
BBI3BaHHASI MyTauusIMu reca Iwhy Iwhy3 vy unpo-
¢JIToKCalIMHOM, TaKKe MHAYLIMPYET SHAOLUUKIIBI. CHUr-
Haj unet yepe3d SOG1 (TD, orBevaroliunii Ha MoBpe-
xneaust JHK) u nmpuBomnt x aktuBaumu SMRS5 n
SMR7 [43]. MUutepecHo, uto SOG1 3aneiicTBoBaH U
pY MHIYKIWW SHOOpeAyIUIMKauuu y A. thaliana, BbI-
3BaHHOM CHJILHBIM 3acojieHreM [44]. B atux ycnoBusix
pa3BUBAETCId OKHUCIUTENbHBIM cTpecc, oOpasyloTcs
pa3phIBEL B AByXlenodyeyHoit monekyie JJHK, aktu-
Bupyercss SOG1, 4To MpUBOIUT K U3BMEHEHHUIO YPOBHSI
marpull 1 6enkoB — cHipkeHnio CDKBI1;1, CDKB2;1
u CYCBI1;1 u onHoBpeMeHHOMY ToBblllieHI0 WEEL,
CCS52A (aktuBatop APC/C) u E2Fa.

Jas pacTeHUT MUKCOILIOUINS (3HIOIIOIUTION -
JINSI), TO €CTh IMIPUCYTCTBUE B OMHOM TKAHU KJIETOK C
pa3abiM comepxkanneMmM JIHK — mmpoko pacmpo-
cTpaHeHHoe sBieHue [45]. Tak, HampumMmep, MOIyIsI-
1S KJIETOK 3MUAepMbI iucta A. thaliana MUKCOILIO-
naHa [46] n y skotumna Col-0 cogepKuT siapa ¢ KOJIu-
yectBoM JIHK 2C (36%), 4C (48%), 8C (15%) u 16C
(1%) (puc. 4).

B Hacrosee BpeMs1 (hr3M0I0rndeckoe 3HaueHIE
9HJIOTIOJIUTLIOUINHU €111€ HE COBCEM ITOHSITHO U B CBSI-
3M C 3TUM MHTEHCUBHO HcclienyeTcsi. Bo3aMoxXHO, 9H-
JIOTIOJIMIUIONAN3ALINS TIPENCTaBiIsieT co00ii cnocos
YCKOPEHUS pOCTa paCTeHUI B KOHKPETHBIX 9KOJIOTU -
YEeCKUX YCJIOBUSIX, IIOCKOJBKY CYIIECTBYET OIIpEc-
JIEHHAsI 3aBUCUMOCTb MEXIy KOJIMYECTBOM SIICPHOM
JHK 1 pasmepoM KJIeToK [46, 47]. i1 KyJIbTUBUAPY -
€MBbIX in Vitro KI1€TOK MUKCOTUIOUIMS TAKXKE ILIUPOKO
pacnpocTpaHEHHOE SIBJIEHHE, KOTOPOEe MOXKET OIIpe-
JEeJISIThCS KaK CIeUM(UUECKUMU YCIOBUSIMU KYJIb-
TUBUPOBAHUS (KOMITOHEHTHI NHUTATEJIbHOM CpEIHbI,
TeMIleparypa 1 Ap.), TaK ¥ INIOUTHOCTHIO UCXOOHOTO
9KCIUIaHTA.

BHEIOHUE ®AKTOPBI B PEI'YJISALIUA
KJIETOYHOI'O OMUKJIA PACTEHUUN

Bricime pacteHust o0J1agaroT 3yKapuOTUIECKIM
turnom KII. BT1o o3HauvaeT, 4yTo pabora reHeTUYEeCKHU
00YCIIOBJICHHOI MpOorpaMMBbl MOIYJIUPYETCST BHEIII-
HUMHU PpaKToOpaMU U cTUMyJIaMHu. BHenrHue ¢gakro-
PBI, TaKMEe KaK JOCTYITHOCTh BOJBI, 3JICMCHThI ITUTA-
aus, CO,, CBET ¥ TeMITepaTypa BIMSIIOT Ha POCT U Jie-
neHne kieTok [48]. Omunako m3MeHenuss B KII He
BCErIa NPUBOAST K U3BMEHEHMSIM B pa3Mepe OpraHoB
pacteHus1. Tak, Ha MOJIOABIX IPOPOCTKax A. thaliana
MOKAa3aHO, YTO HUTPAT MHIYLHUPYET SKCIIPECCUIO Te-
Ha SMRI1/LGO (muruourop CDK) yxe uepes 3 gHs
mocJje MpopacTaHusl, 4YTO MPUBOAUT K UHIAYKIINY SH-
JopenyIuMKalumy, ysenmdeHnio kommdectsa JHK m
pa3Mepa KJIeTOK. Y MyTaHTHBIX pacTeHUI [g0-2, KIeTKU
KOTOPBIX HECTIOCOOHKI MOAAEPKUBATh AKTUBHYIO 9H-
JOpenyIUINKALIAIo, pa3Mep ceMsmoJieil cXoneH ¢ Ta-
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2C 4C 8C

16C

Puc. 4. Mukcorutounust antuaepmel ucta A. thaliana (L.)
Heynh. Mukpodororpaduss Bénédicte Desvoyes (1o
Gutierrez [113] ¢ Mogudukauusmmn).

KOBBIM PAaCTEHUWI AWKOIO THUIIA, YTO JOCTUTAETCS 3a
CUeT JIeJICHUS KJIETOK [49].

IIpu BomHOM AedULIUTE 3aMeMISIETCS CKOPOCTh
JIeIeHUs KJIeTOK, YMEHBIIAIOTCSI pa3Mephbl Mepu-
CTEeM, YMCJIO KJIETOK JUCTbEB, BO3PACTACT IOJISI KJle-
TOK, Haxonsiuxcsi B G;-Tiepuoje, 4To yKasblBaeT Ha
YBEJIMYEHUE €TI0 MPONO/DKUTEIEHOCTY W/ MJIA HA OCTa-
HoBKy K1l Ha rpanune G,/S. [1pu 3TOM IpomoKu-
TeIbHOCTh S- G,- 1 M-TepuogoB U3MEHSETCSI B
MeHblieit creneHu [48]. BoaHblii Ae(pULIMT y MHOTUX
BUIOB pacTeHUI TPUBOIUT K OCTAHOBKe Kak ML, Tak u
SHIOLMKIIOB 3a cUeT CHIKeHus aktuBHOCTH CDK, x0-
TSI QHAOPEIYTTUKALIAST MOXET CTUMYJIUPOBATHCS MPU
cnaboM BOIHOM cTpecce. Hammpumep, B KileTkax me-
3odwinna A. thaliana 3T0 TI03BOISIET paCTCHUIO MO~
JIep>KUBaTh TJIOLIAAbL JMCTa MPU 3acyxe dyepes OIo-
CpeloBaHHOE TUIOUAHOCTHIO YBEIMYEHUE pa3MepoB
KieTok [17]. 3acyxa ObICTPO MHAYLIIPYET B MOJIOIBIX
JIMCTBSIX apabuaoricuca BBICOKMI YPOBEHb TpaH-
ckpuntoB reHoB SMRu KRP — narunouropoB CDK u
uHrnoupyet skcnpeccuro CDKA/Bw CYC [50].

IMoBeiieHue KoHLIeHTpauu CO, ycKopsieT pocT
MHOTYX BUIOB PacTEHMi, BUAUMO 3TO OIPEICIsIeTCs
MOBBIIEHUEM TIPOAYKTUBHOCTA (hOTOCUHTE3a U, Clie-
JIOBaTeJIbHO, KOHIICHTpalmu yriesonos [51, 52]. Ilpu
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3TOM YBCJIMYCHHUE PAa3MEPOB JIMCTHEB U KOpHefI CBA-
3aHO C YBCJIMYCHHNEM OOJIN JCTIAIINXCA KIIETOK B M€~
pucremMmax.

IlepBoe KapauHalIbHOE M3MEHEHHE, C KOTOPBhIM
BCTpeUYaeTCs STHOTMPOBAHHBIN ITPOPOCTOK ITPH BBIXO-
Jle Ha TTOBEPXHOCTh IMMOYBBI — 3TO CBET. 31€Ch CIAEAYyET
HaAITOMHUTbB KJlacCUUYeCKue JaHHBIE O TOM, YTO OCBe-
IIeHWe STUOJUPOBAHHBIX IIPOPOCTKOB BBI3BIBAET
BOJIHY neynenuii [53]. HarmpuMmep, yke yepes 6 4 ocBe-
IIeHUsI 3-IHEBHBIX 3TUOJUPOBAHHBIX MPOPOCTKOB
A. thaliananabmonaeTcss CKOOpIMHNPOBAHHOE YBEJIH -
YeHME DKCTIPECCHUN T€HOB, CBSI3aHHBIX C TPAHCIISIINEH,
a 3aTeM reHoB — peryJisitopoB K11, BoBjaeUeHHBIX KaK
B riepexon oT G; K S-daze, Tak 1 oT G, K MUTO3Y U T1a-
JIeHne 3KcIpeccnu reHoB mHrnontopos CDK [54].

CHUXeHVe MHTEHCUBHOCTHY MaAaloIero CBETa Bbl-
3bIBacT yMeHbIlIeHUE (DMHATBLHOTO YMCJIa KJIIETOK B JI-
CThSIX ABYIOJIbHBIX pacTeHui [48]. [Tpu 3TOM cXOnHBII
a¢pdexT HaOMOZaIM KOTma WHTEHCHUBHOCTb CBETa
yMmeHbInau Ha 40% ¢ TOMOIIBIO HERTPaTbHBIX CBETO-
GUIBTPOB MO0 3aKPHIBAIU SKBUBAJIEHTHYIO IIJIO1IA b
doTocuHTe3UpyIOlIEl MOBepXHOCTU JucTa. Oba 3TU
BO3/ICHCTBYSI YMEHBIIIAIOT OTHOCUTEIBbHYIO CKOPOCTh
JieJIeHY s KIIETOK M He BJIIMSIIOT Ha TPOAOJIKUTEIbHOCTh
nposindepaTUBHON aKTUBHOCTU JIMCTA. YMEHbIIIEHUE
KOJIMYECTBA TOIIOIIEHHOIO CBETa COMPOBOXKIACTCS
CHIXKeHUEM (hOTOCUMHTE3a U CONEPKAHUSI caXxapoB B
TKaHsgx ancTta [48]. UHTepeceH HeJaBHO YCTAHOBIICH-
Hbllt (hakT — CDKA B A. thaliana ve3aBucumo ot K1
KOHTPOJIUPYET MHAYLIMPOBAHHBIN CBETOM TPOITU3M U
JBUXKEHMS XJIOPOILJIaCTOB, BEPOSITHO, BJIMSISI HA opra-
HM3ALMIO LUTOCcKeneTa. JIJIsi BBIMTOJTHEHMST TaKOM
¢dyHKMU Tpebyercss HU3Kasi akTMBHOCTh CDKA B
CpaBHEHWN C ee aKTUBHOCTEIO B M1 [55].

Cpenu nepeMeHHbIX (PaKTOPOB OKpYKalollieit cpe-
IIBI, IIPOJIOJKUTEIIbHOCTH CBETOBOI (pa3bl IBIISIETCSI 00-
Jiee rpeacKa3yeMoil u uMeeT (PUKCUPOBAHHBbIN LIMKIIU -
yeckuii xapaktep. JIuTeTbHOCTh CBETOBOIO TIepUoIa
KOHTPOJIMPYET POCT U Pa3BUTHE pACTEHUI, obecTieun-
Basi yepe3 paboTy BHYTPEHHUX CBETO3aBUCUMBIX LIMP-
KaJHBIX YaCOB PETYJISILIMIO SKCITPECCUU MHOTUX T€HOB.
Hupkamuasie yacel MmoaynupyroT Bpems: KII mocpen-
cTBOM puTMuueckoro cBsi3biBaHus TO® — TOC1/PRR1
(TIMING OF CAB EXPRESSION1/PSEUDO
RESPONSE REGULATOR 1) ¢ mpomMoTOopoM reHa
CDC6 — onHOTO U3 KOMIIOHEHTOB MPEPETUIMKATUBHO-
ro KoMILIeKca [56].

HccnenoBaHust BMIUSTHUS CIEKTPAJIbHBIX XapaKTe-
puctnk cBeta Ha KII MHTEeHCMBHO IIpOBOISITCS Ha
OMHOKJIETOYHBIX 3eJieHbIX Bomopocisx. IlokazaHo,
4TO CcBET B cuHeit obimactu cnekrpa (400—500 HM)
WHTUOMpPYET AeJIeHue KIIETOK Protosiphon botryoides
yepes CUTHAJI, repeaaBaeMblil OT IMOKa ellle He UACH-
TuUIUPOBaHHOTO GoTopeLenTopa [57], a KpacHBI
CBET CTUMYJIMpPYET neiaeHue Kietok Chlamydomonas
reinhardtii |58]. HenpepbIBHBINM HaJbHUII KpacCHBIN
CBET yCTpaHsIeT HeraTUBHOE AeliCTBUE HETIPEPBIBHO-
IO CUHETO CBETa Ha CUHXPOHHbBIE J€JIEHUS B CYyCIIeH-

HOCOB, ®OMEHKOB

3MOHHOM KyJIbTYp€ KJIETOK Tabaka, UTO CBSI3bIBAIOT C
GUTOXPOM-UHIYLIMPOBAHHBIM OMOCUHTE30M ayKCH-
Ha [59]. CBeT, B 1IeJIOM, CIOCOOCTBYET Tposundepa-
LIUM KJIETOK, CTUMYJIUPYSI aKTUBHOCTbH (hOTOpElIeT-
TOPOB, YTO MPUBOAUT K MOAABJICHUIO aKTUBHOCTHU
uHruouropoB KILI. CBeT BiausieT U Ha SHAOPEAYTUIM -
Kaluio, moaasiisieT sHAoUUKIbl. Hanpumep, B runo-
KoTuisix A. thaliana, Brassica oleracea i Pisum sativum,
B TEMHOTE MIPOXOIUT OOJbIIIE SHAOLIMKIIOB [60].

Hawnbomee nccaenoBaHHbIl (pakTOp BHEITHEN cpe-
nel, Baustionmit Ha KII — 3T1o Temmnepatypa. MHoXke-
CTBO JAHHBIX MOKAa3bIBAET, UTO MPOJOIKUTEIHLHOCTD
Bcero KII ymMmeHbImaeTcs (ciiemoBaTellbHO, CKOPOCTh
JIeJICHUS KJIETOK YBEJIMUMBAETCS) C MOBBIILICHUEM TEM -
nepatypsl [48]. OqHako, He CMOTpSI HA UBMEHEHUS B
CKOPOCTH HEJeHUSI KIJIETOK, OKOHYATEIbHOE YMCJIO
KJIETOK B OpraHe He U3MEHSIeTCSI B IIIMPOKUX TeMIIe-
paTypHbIx npeaenax. akTU4yecKu yBeIudeHue CKO-
POCTH IIeJIeHsI KJIIETOK IPY MOBBIIIEHUY TEMIIEPATYPhI
KOMITEHCUPYETCSl YMEHBILIEHUEM TTPOAOIKUTEIIBHOCTU
reprona rpoidepalny KieTok [61]. [TokasaHo, 4yTo
3aMeIJIeHre pOoCTa MpH HU3KOI TeMmIepaType — pe-
3yJIbTAaT MPOMOPLIMOHATBHOTO YBEJIMYSHUS ITPOIOJI-
KuteabHocTU nepuonoB KII, mpuuem mpu MUHM-
MaJIbHOI MOCTOSIHHO# TemmepaType Mop¢oIornde-
CKUe XapaKTepUCTUKU MEPUCTEMbI HE U3MEHSIIOTCSI.
IMpennoxeHo TOHSATHE KPUTUYECKUX TeMIepaTyp-
HBIX TOYEK, Ha OCHOBE KOTOPBIX OIIPEACIISIETCS ONTH -
MajibHas Temreparypa mist KL [62].

OUTOIOPMOHDLI — PET'YJIATOPBL
KIETOYHOI'O IUKIJIA PACTEHUU

B kauyecTBe BHYTPUKJIIETOUHBIX ILJIEHOTPOITHBIX
¢akTOpOB, KOHTPOJHUPYIOIIMNX IIPAaKTUUYECKU BCE
MIPOLIECCHI B KJIETKaX paCTeHUI1, pacCcMaTpuBaloT pu-
TOropMoHBI. ITpu 3ToM, 4TOOBI ITOKa3aTh 3P GHEKT TO-
ro WX MHOro (hbMTOTOPMOHA, KaK IIPaBUIIO, IIpHAMe-
HSIIOT UX 3K30reHHO. MleiicTBue (pUTOropMOHOB Ha
POCT ¥ pa3BUTHE PACTEHUIA, B TOM YKCJIe 1 Ha ITPOJIU-
depanmio KJIeTOK, 3aBUCUT OT OpraHa W TKaHU, CTa-
I OHTOT€HE3a, SHAOT€HHOIO COOTHOIIEHMUS (pUTO-
TOPMOHOB, CBETOBOTO pexXuma u T.1. Bce 3To MmoxeT
W3MEHSITh HAIIPaBJICHHOCTb AEiICTBUSI (DUTOTOPMO-
HOB [63]. B HacTos111ee BpeMs yOeaUTEIbHO IToKa3a-
HO, YTO (DUTOTOPMOHBI MOTYT BJIMSITh Ha OITHU U Te
Ke IIPOLIeCChl, OMHAKO, MapagoKCcalbHO, HO UX CUT-
HaJIbHBIC ITYTH padboTaioT He n30bITouHO. COBpeMeH-
Hasl MapajyurMa oIlpeaessieT, YTO CUTHaIbl pa3HbIX
(GUTOrOpMOHOB MHTETPUPYIOTCS HAa YPOBHE T'€HHOM
CETH, a UX MPOBEACHME COIIPSIKEHO ¢ “oOI1IeHmneM”
(cross-talk) cUrHAJIBHBIX MyTei [64—66].

AyKCLlel U UUMOKUHUHbL — 8adicHeliulue
pecyasamopsl KA1emovHoeo YuKaa

VYuactue aykcuHoB U IUTOKWHUHOB (1IK) B perysi-
mum K11 — Hanbonee uccnemyemast tema. Y A. thaliana
MoKa3aHa KJiloueBas poJjib ayKCuHa B (GOpMUPOBAHUU
®U3UOJIOTUI PACTEHUN Ne 4
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00KOBBIX KOopHei. KoHIleHTpanmusi ayKCuHa 3HA4YM-
TEJIbHO MOBBIIIAETCSI B MUHULIMAJIBHBIX KJI€TKaX IMepu-
LMKJIa, YTO OPUBOJUT K UHAYKLHUU JEJIEHUNA 3TUX
KJIETOK, (DOPMUPOBAHUIO IIPUMOPAMS 1 Pa3BUTHUIO aK-
TUBHOI MEpPUCTEMBI, KOTOpasl B TaibHelIIeM (hopMu-
pyeT 60KOBOIT KOpeHb [67].

Ha pacrenusax A. thaliana 010 TOKa3aHO, YTO
ayKCUHBI (TIPUPOAHBIIA U CUHTETUYECKUE) UHAYIIU-
pyioT TpaHckpuruio reHa CDKA;l B aniekcax Kop-
Hs, Torma Kak 1K — B 3oHe pactskeHus [68]. Ayk-
CUH CITOCOOCTBYET IEJCHUIO KJIETOK B MeEpUCTEeMe
KOpHSI 1 MMEeT MaKCUMaJIbHYI0 KOHIICHTpAllMIO B
MOKOSIIIIEMCS LIEHTPE, IIe OH CUHTE3UPYETCS, BBICO-
KYI0 KOHIICHTpAL1IO B TIpondepaTUBHOM JOMEHE U
OTHOCUTEILHO HU3KYIO B 30HE PACTSKEHUS U Iud-
depeHIMannM KiaeTok. I1pn 3TOM mpuMeHeHne HU3-
KUX KoHIIeHTpauuit aykcruHa (200 HM MYK) ctumy-
JIMPYET MUTOTUYECKYIO aKTUBHOCTD, YTO IIPUBOIUT K
YBEJIMYEHUIO MEPUCTEMATUUECKON 30HBI [65]. Kpo-
M€ TOT0, TBOMHOM MyTaHT ¢ IoTepeit GyHKIMIt TeHOB
ounocunte3a aykcuHa WEIS/TAAI n TARZ2 (weiStar2)
HEe UMeeT UAeHTU(PUIINPYEeMOil MEepUCTEMEI, a 00pa-
6otka MYK uvactuuHo ee BocctaHaBinuBaet [69]. B
IIEPEXOMHOM JOMEHE alleKca KOpHs, IIe KISTKI Me-
HAOT oOBIUHBLIN MII, 3akaHumMBaronIniics cerpera-
LI XpOMOCOM U [IUTOKMHE30M, Ha LIMKJIbI SHIOPEIy-
IUIMKALIMY — JIFOObIC HapyIlleHYsI B OMOCUHTE3€E, TPAHC-
MOpTEe WIK IIepenade CUrHaja ayKCHMHa, CIIOCOOCTBYIOT
nepexony oT MII K sHAOLIMKIIaM, TOTIa KaK ITOBBIIIIE-
HIE YPOBHS ayKCUHA 3aepXXUBaeT Ha4aI0 SHIOLMK-
JIOB U ITePEXO0/, B 30HY pacTsSLKEHUSI KJIETOK [65].

JlocTaTOYHO BBICOKMIA Oa3aibHbINA YPOBEHb TPaH-
ckpunToB 1 6enka CDKA ;1 o6HapyXuBaeTcs: BO Beex
JKMBBIX KJIETKaX pPACTEHUI, 1a’ke He aKTUBHO AEJISIIX-
cs [68], yTO, MO-BUAMMOMY, OTPAXKaeT UX YHUKATBHYIO
CIMOCOOHOCTh — BO3BpAlllaThCcsl K ACJIEHUIO. AyKCUH
ornpeaesisieT BO3MOXHOCTb /I€JIeHUS KJIETOK, CTU-
MYJIMPYSI HaKOTJIEHWE NJOCTAaTOYHOU KOHIIEHTpaluu
CDKA;1, xoTopast mociie B3aUMOIEHCTBUS C OIIpe-
neneHHbiMU CYCD u CYCA o6GecrnieuuT cBoeil ak-
TUBHOCTBIO ITPOXOXIEHNUE KOHTPOIbHOU Touku G¢/S
u cobctBeHHO S-tiepuoaa KII (cm. puc. 1, 2).

Ha npomudepaiiio KiIeToK B MEpUCTEME KOPHS
LK oxa3pIBalOT HETaTUBHOE BJIMSIHUE. YMEHbIIICHE
cunre3a LK u/unm HapyllleHue mepemayyd CUTHaja
MIPUBOIUT K YBEINUYECHUIO MEPUCTEMATUUECKOM 30HBI
U 3aepXKKe Hadaia sHaopeayrkauuu [65]. Hemb-
351 HE OTMETUTh, YTO CYIIECTBYET IPYroil B3I HA Me-
xaHu3M gericteus LIK B MepucTeMaTnuekoit 30He Kop-
Hs1. [TokazaHo, 4TO mpaHc-3eaTVH 3aMeJIsieT CKOPOCTh
pocTa KOpHEM M IepeXxon KIIETOK K PacCTSLKeHMUIO,
yonHsIs M 1. MEpIMET cltoBamMu, JTIOOBIE M3MEHEHMS
KOHILIeHTpauuu 3HporeHHbiXx LK mim usmMeHeHus B
nepenade curdHana LK BiekyT 3a cob6oil u3MeHEeHMUSs
nponomkutenbHoctT MII [70]. Tem He mMeHee, HO-
MUHUPYIOIIUM SIBJISIETCS IIPEICTABJICHUE O TOM, YTO
LK oka3bpIBalOT MpOTUBOMOJIOXHOE BIUsIHUE Ha M11
B allMKaJIbHBIX MepHCTeMax ImoderoB 1 KopHeit [71].
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Hapsiny ¢ anukanbHOII MEpHUCTEMOiT KOPHSI, KYIb-
TUBUPYEMBIE in Vitro TIPOTOIIACTBI U KJIETKU pacTe-
HUII — 4aCTO UCIIOJIb3yeMble CUCTEMEI B UCCJICAOBA-
augx poam aykcuHoB M LUK B perymsmmm KII. Ha
MpOoTOIJIacTaX M3 KJIETOK JIMCTa JIIOLIEPHBI MpPOJIe-
MOHCTPUPOBAHO, YTO YUCJIO ACSIINXCS KJIIETOK 3a-
BHUCHUT OT KOHIEHTpaumm aykcnHa [72]. Ogaako LK
(3eaTrH) ObLT HEOOXOAWM JISI HOPMAaJIbHOTO IIPO-
XOXIEHUSI S-Tlepuona M 3aBeplLICHUSI MUTO3a, YTO
BBIPAXXaJIOCh B MOBHIIIEHUM aKTUBHOCTUA COOTBET-
creyrominx CDK, a umenno CDKA;1 u CDKBI1;1. B
orcyrcrBue LIK 6emok CDKA ;1 cuHTe3npoBacs, HO
He TIposSBIsti pochoprmpyronieil akTUBHOCTH [72].
CosmectHoe aeiictBue LK 1 aykcrHa 3HAYMTETBHO
ycunuBaio TpaHckpuniuuio CDKA; 1 B KyIbTUBUpYE-
MBIX IIpOTOIIacTax Me3doduiia tadaka [68]. Uccie-
JIOBaHME Ha CYCIEH3UOHHOM KYJbType KJIETOK
A. thaliana >ddexroB aykcuHa (HYK), HHK (kune-
THUHA) U/WIM caxapo3bl II0KAa3aJ0, YTO BKCIIPECCUSI
T€HOB, KOIUPYIOIIUX KOMIIOHEHTBI PEryJISITOPHOM
cetu K1l oTBeyaeT pa3amyHbIM 0Opa30oM B 3aBUCUMO-
cTh oT coueTaHust 3ddexTopoB [73]. Dkcnpeccus
CDKA; 1, CYCAZ2;1 n CYCD unayuupoBajach caxapo-
3oi1, CYCD3;1 — KWHETUHOM U Caxapo30ii, B TO BpeMsI
Kak skcnipeccust CDKBI;1 n CYCBI;1 cyniecTBeHHO
MOBHIIIAJIACH TPU omHOBpeMeHHOM neiictBun HYK u
KMHETUHA. YPOBEHb TPAHCKPUIITOB IT€HOB MHTUOUTO-
poB CDK, cemeiictBa KRP 3HaUMTEIbHO CHIKAJICS
oz BIusTHueM (PUTOTOPMOHOB M caxapo3kl [73].

KomnextuBHbiii 3¢ dekr aykcuHa u LK Hadm0-
JlaId ¥ B 3KCIEPUMEHTaX C 9KCIIJIaHTaMU JIMCThEB
mouepHbl. O0paboTKa JIMCTOBBIX 3KCIUIAHTOB 2,4-]1
HECKOJIbKO IIOBHIIIAana ob0myio aktuBHOCTHE CDK,
onpenensgeMyto 1o ¢gpochoprmmmpoBanuto ructoHa Hl,
a koMouHanus LK 1 aykcuHa 3HaAYUTEJILHO YBEJIU-
yuBana aktuBHocTh CDK [74]. IIpencraBieHHEBIE
JTaHHBIC TTOKA3bIBAIOT, YTO B YKa3aHHBIX 00bekTax LIK
HEoOXoaUM JJIs1 TIPOXOXKIEeHUsT S-da3bl U Tepexoaa
G,/M. Bonee Toro, BepostHo curHan LIK BaxkeH u
I mepexona Mexnmy BceMu ¢daszamu K1, mockonbpKy
B CUHXPOHU3UPOBAHHOU CYCIIEH3MOHHOM KYJIbTYpE
KiIeToK Tabaka (BY-2) HaOmrogaeTcs oCUMIISINS
BHYTPUMKJIECTOUHOM KOHILIEHTpann 3HIoreHHBIX 11K
(B OCHOBHOM, B (hopMe mpaHc-3eaThHa) C MaKCUMY-
MoM nepen rpaHulieil G;/S 1 nukamu nepea rpaHu-
mamu S/G,, G,/M, u M/G, [75].

OTBeT LeJIbIX paCTeHMI Ha BK30TeHHbIe (PUTOTOp-
MOHBI CJIOXKEH W, B YaCTHOCTH, 3aBUCUT OT OpTaHa u
TKaHU U He 00513aTeIbHO MOBTOPSIET OTBET KYJIbTU-
BUPYEMBIX in vitro KjeToK. Ho Hapsiny ¢ KyabTypoit
KJIETOK, 00paboTKa IPOPOCTKOB A. thaliana 3eatu-
HOM BBI3BIBaJIa TTOBBITIeHNEe ypoBHSI MPHK CYCD3 B
KOMMMUTUPOBAHHBIX K AEJICHUIO TKAHSIX pacTeHuii [76].
Caepxakcnpeccust CYCD3,; I B TpaHCTeHHBIX PaCTEHUSIX
YBEJIMYMBAET MUTOTUYECKYIO aKTUBHOCTh U YMEHbIIIa-
€T YKCJIO SHIOLUKIIOB. B KyJlbType KJIeTOK CBEpPXIKC-
npeccust CYCD3; 1 npuBomut K yamHeHU0 G2-¢a3bl 1
3a/iepXkKe aKTMBAllMM MUTOTUYECKUX T€HOB, YTO IMO3-
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BOJISIET TIpemITooXuTh, 9to CYCD3;1 obecrieunBaeT
dopmupoBanue kKomiuiekcoB CDKA;1-CYCD, He-
o6xonuMbIX M nepexona u3 G- B S-mepuoa u ax-
TUBALIMU IKCIpeccum S-da3Hbix TeHoB [77]. UHTe-
pecHO, YTO y MYTaHTHBIX pacTeHUil A. thaliana c
BBICOKUM cojiepxkaHueM 3HIoreHHbIX LK oTmeue-
HO TpexkpaTHoe yBenudeHue yposHsa MPHK CYCD3
10 CPaBHEHUIO C pACTEHUSIMU AUKOTO TUIA, 4 U3 DKC-
IUIAHTOB TPAHCTeHHBIX pacTeHuit A. thaliana ¢ KoH-
cTUTyTUBHOI 3Kcrpeccueit CYCD3 MOXHO nojIydaTh
KaJJTyCHble TKaHU U MOIIEPKUBATh X Mposudepa-
o 6e3 s3k3oreHHbIx LIK [76].

Aykcunbl u LK Bausinu Ha 3KCIIpecCcUI0 T€HOB
CYC, CDK v uuruouropoB CDK u B apyrux skcre-
PUMEHTAIbHBIX cucTeMax. Yepes 1 CyTKu KyJIbTUBU-
pOBaHMsI Ha cpejie, MHAYLIMPYolIei KalTycoo6pa3o-
BaHue (cpena c 2,4-J1), B 3KCIUIaHTax TMMOKOTUJIEH
5-HenelbHBIX pacTeHuit A. thaliana moBBIIIaIach
9KCIpeccUusi MHOTUX TeHoB, cBsi3aHHBIX ¢ KII, B Tom
yucine CYCBI;1, CYCBZ2;2, a ypoBeHb TPaHCKPUIITOB
KRPIn SMR2 (uaruouropoB CDK) cHmxamncs [78].
AHaJIOTMYHBIM 00pa3oM, 0O0paboTKa IIPOPOCTKOB
A. thaliana aykcunamu u LK nmpuBoamia K cHuXe-
HUIO TpaHcKpunuu reHa KRP4 [79].

Kpowme toro, aykcunsl u LIK peanusyror u npyrue
crroco0nl KoHTpoasg KII. AykcuHBI cTaOMIn3upyioT
ypoBeHb 0enika E2Fb, KoTophblil peryiupyeT mpoxox-
neHue S- u M-nepuonoB, aKTUBUPYS SKCIIPECCUIO
CDKA;Iwn CDKBI; 1. ITpn BeicokoM ypoBHe E2Fb co-
Kkpamaercs nponopkutenbHocTh KI [80]. ITokaza-
HO, uTo F-box 6emok SKP2A (S-Phase Kinase-Asso-
ciated Protein 2A) A. thaliana, KOHTpOJUPYIOUIUIA
crabunbHocTh E2Fc/DPB — penpeccopoB TpaH-
cKkpunuuu reHoB, peryaupyoomux KII, crmocoben
HaIpsIMYIO CBSI3bIBATHCS C ayKCMHOM, YTO MPUBOAUT
K YOMKBUTUHUPOBaHUIO U TTpoTeonudy SKP2A Bme-
cre ¢ ero muieHsamMu — E2Fc/DPB, u 310 mojtoxu-
TeJIbHO cKasbiBaeTcsa Ha mpoxsmkeHun Kl [81]. To
€CTh, MO>KHO TOBOPUTH O BO3MOXKHOCTHU perysiiun K1
ayKCUHOM, B 00XOJ1 KJIaCCUYECKOTO MOYJISI €r0 CUTHA-
ymHra — Aux/IAA-ARF-SCFTIR1/AFB [82]. B cBs3u
C 3TUM, CJIeIyeT OTMETUTD, YTO ayKCUH-CBSI3bIBAIOIIINIA
6enok ABP1 (AUXIN BINDING PROTEIN 1) —
OIVH M3 ITePBBIX OXapaKTepPU30BaHHBIX OCJIKOB, C 00JTb-
111011 ap(OPMHHOCTBHIO CBSI3bIBAIOIIMI ayKCHMH 1 OTBeYa-
IOIIMI KpUTEPUSIM peLierITopa, OTKPbIBaeT CBOU (hyHK-
muu B perysinnu KII. Ha kynpType KieTtok Tabaka
BY-2 nokazaHno, uyro nHaktuBalus ABP1 BreI3biBaeT
apect K11 B G;-niepuone u pe3koe majaeHue IKCrpec-
cum CYCD3;1 [83]. Kpome TOTO, COOOIIANIOCH, UTO
ayKCUH 4Yepe3 TpaHCMEMOpaHHbIE KWHAa3bl aKTUBHU-
pyeT nepenauy curHaia no MAPK-kackany (Mito-
gen-Activated Protein Kinase) 1 KoHTpoaupyeT opu-
€HTalIMIO KJIETOUYHBIX JeJICHUI TIpu (hopMUpPOBaAHUM
OOKOBBIX KOpHeit [84].

B niepexonHoii 30He ariekca KopHs A. thaliana 11K
aktuBupyetr aBa T®d, ARR1 (ARABIDOPSIS
RESPONSE REGULATOR 1) u ARR12, 9to mpu-
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BoouT K nHAyKunu SHY2/IAA3 — penpeccopos 1ie-
pefayu cUrHaja ayKCuHa. OTO MHTUOMpPYET ayKCHUHO-
BbIil CUTHAJIMHT W CHIDKAET SKCIIPECCUIO TTePEHOCUM-
KOB ayKCHHA, YTO IIPUBOIUT K OCTAaHOBKE IEJICHUS
kieTok [71]. Ognako LIK MozkeT oKka3bIBaTh MpsiMOe
pmusiHue Ha KII, kotopoe He ompenensieTcss meii-
CTBMEM Ha mepenady CuUrHaja aykcuHa. IlokaszaHo,
yto akTuBMpoBaHHBIN LI K ARR2 HampssMyto cBsI3bIBa-
eTcsl ¢ mpoMoTopoM reHa CCS5241 v uHAyUUpyeT ero
akcnpeccuto. benok CCS52A1 — aktuBatop APC/C
E3 yOMKBUTHHIIMTA3kl 3KCIIPECCUPYETCS B MEPEXO-
HOM 30HE 1 30HE PaCTSKEHUSI KOPHS U CTUMYJIUPYET
JIerpagalio MUTOTUIECKUX IUKINHOB, YTO IPUBO-
JIUT K 3ayCKy 9HIOLIMKIIOB [85].

Ho nig anukanbHOM MepucTteMbl mobdera A. thali-
ana HelnaBHO ObLIO OOHAPYXKEHO, YTO MpH Tepexoe
G,/M LK criocobcTByeT nepemelieHuro B ssapo Td
MYB3R4, KoTOpbIii aKTUBUPYET SKCIPECCUI0 MUTOTH -
YeCKMX T€HOB, KOHTPOIMPYIOIINX “IDIaHOBOE” IIPO-
XOXIECHME MUTO3a U IUTOKMHE3a (cM. puc. 1). beicT-
poe HakoruieHue MYB3R4 B sinpe 3aBUCHUT OT GeJIKOB
WMIOPTUHOB Y COBMAAAET C TPAH3UTOPHBIM MUKOM
koHueHTpaumu 1K [86]. ITosBirstioTcsa 1 HOBBIE UTPO-
KM B peaymzanuu curHaja LK. Tak, Obu10 moka3aHo,
yto CKG (CYTOKININ-RESPONSIVE GROWTH
REGULATOR), usBectnblii Kak T® bHLH137, KoH-
tpoaupyer MIl u pocTt KjeTOK, paGoTaeT mocie
ARR2, nanyuupys tpanckpurunio WEE]T [87].

Abcyuszoeas kucioma, eubbepestunol
u bpaccuHocmepoudsvt — UHUOUMODbL
U CIMUMYASMOPbL KAEMOYH020 YUKAA

JlaBHO OOHapy>XeHO HEOJHO3HAYHOE ICHCTBUE
ABK Ha nmponmudepanuio kietok. Hapsay ¢ mposis-
JIEeHMeM MHTHUOMpYyroniero 3¢ @deKTa B HEKOTOPHIX CH-
cremax ABK ctumynupoBaia pocT, JeneHue KJIETOK
u cunrte3 JJHK. Kak v 1jis1 MHOTUX (h)UTOTOPMOHOB,
9TO omnpeneisercsa KonuenTpauneit ABK u ayBcTBuI-
TeTbHOCTBIO TKaHEW M KieToK pacteHus [88]. bes-
YCJIOBHEIM (paBOpPUTOM B OOBSICHECHUM HETaTUBHOTO
pausHug ABK na K1 aBnsgercsa Tot ¢axT, 9yTo 1mon
€€ BJIMUSHMEM YBEJIMUYMBAETCS 3KCIpPECCUsl T€HOB
KRP/ICK, xonupytomux uaruouropst CDKA. Brto
IIPUBOINT K HapyIIeHuto iepexona G,/S. Kpome Toro,
ABK mnomasmsier sakcnipeccuio CYCBI,; 1 (KOHTpOJIbHAsK
touka G,/M) [89]. ABK crocoGCTByeT yBEIUYEHUIO
pa3MepoB KIIETOK SIMAepMEl tucta A. thaliana 'y pacte-
HUIA, HE UCTIBITHIBAIOIIMX BOIHBINA CTPECC, UYTO CBI3aHO
CO CTUMYJISILIUEH HaopenyTukanuu [90].

O0paboTKa arekca KOpHsI HU3KO# KOHILIEHTpaliu-
eit ABK (0.5 uM) yBennuuBaeT pasMmep MEPUCTEMBI,
TOrna Kak Bbicokasi koHueHTpauus (30 uM) npuso-
JIUT K MPOTUBOITOJIOXKHOMY pe3yabrary [65]. MHTe-
pecHo, uTo oTpuliaTebHBIN 3 dexkT ABK Ha pasmep
MEPUCTEMBI MOXXHO YACTUYHO YCTPAHUTh MPU COB-
MECTHOM 00paboTKe ¢ TyTaTUOHOM. BeposiTHO, B pea-
Jym3auun takoro 3¢ dexra ABK yyactByior ADK [65].
®U3UOJIOTUS PACTEHUN Ne 4
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JIro6omeITHO, HO 00paboTka ABK Ham3eMHot yacT
pacteHuii A. thaliana TpUBOIUT K YBEIUUYCHUIO pa3-
Mepa MepPUCTEMBI KOPHS U UHAYLHUPYET SKCIIPECCUIO
CYCBI;1::GFP (mapkep muro3sa). Ilpenmonaraer-
CsI, YTO 3TO BBI3BAHO YCUJIEHHUEM 0a3uMeTaabHOIo
TpaHcrnopTa aykcuHa [91]. CoBceM HemaBHO ObLT 00-
HapyXeH HOBBIN PEryJISITOPHBIA MOIY/Ib, B KOTOPOM
T® ABI4 HanpsiMylo MHTMOMPYET aKTUBHOCTb IPO-
MOTOPOB KaK MUHUMYM JBYX OCHOBHBIX T€HOB KJIE-
TouHoro uukia, CYCBI1;1u CDKB2;2[92].

Xopomro n3BecTHO, 9To 3THiaeH n ABK B3anMHO
BJIMSTIOT Ha CUHTE3 IPYT APYyra U CyIIeCTBYIOT ITYHKThI
“o0IIeHusT” IIyTel mepegadyr ux CUrHajaoB. Tem He
MeHee, HEOXKUIaHHBIM ObUT PE3YJIbTaT, MOJyYeHHbIH
Ha CYCIICH3MOHHBIX KYJbTypax KJEeTOK A. thaliana
nukoro tTuna (Col-0) 1 MyTaHTOB 110 OTHOMY U3 pe-
LIETITOPOB 3TUJIEHA, efrl-1 v cieayolieMy 3a pelern-
TOpaMu KOMITOHEHTY Tiepeiayu curHana, ctri-1 (con-
stitutive triple responsel-1), y KOTOPOrO CUTHAJIbHBIN
MyTh 9TUJIEHA TOCTOSTHHO paboTaeT. st KJIeToK au-
Koro Ttura 3k3oreHHass ABK BeImojiHSIeT PyHKLIUIO
nHruouropa cuHresa JHK u nponudepanum kie-
TOK. Eciiv 3TUJIEHOBBII CUTHAT HE BOCIIPUHUMAETCS
B nosiHoii Mepe (efrl-1), To ABK 3HaunTeaIbHO ycu-
JiuBaeT nponudepanuio Kietok. Korma myts nepegauu
CUTHaja 3TWICHA KOHCTUTYTUBHO akTuBeH (ctrl-1),
KJIETKH Yallle TIepeXoasT K SHAOPEIyTUIMKAIIH, HO J10-
6aBienne ABK cnoco6cTByet peaktuBauu ML [93].

Tu60epenIMHBI UTParOT 3HAYUTEIBHYIO POJIb B KO-
OpIMHALIMY POCTa U IpoJrdepaiy KIeTOK B YCIOBHU-
sIX HOpMaJIbHOM TpaBUTAllM, YTO HE pabOTaeT B yCJIo-
BUsIX MUKporpaBuTaumu [94]. B mepucreme KopHei
TMOOEepEeITMHEI HEOOXOOUMEBI KaK IJIsI TIPOXOXKICHUS
MII, Tak 1 [JIs1 pocTa KJIeTOK B 30HE 3JIOHTAlIM; CTU-
MYJIMpYS pa3pylleHue PenpecCUupylommux pocT Oe-
koB DELLA [65]. B cemenax A. thaliana rn66epen-
JuH GA4 unayuupyet akcnpeccuto CYCDI;1 n He-
ckonbkux (pakropoB permkannu JHK. Bo Bpems
BereTaTuBHOTrO pocrta 6enkn DELLA mHTmOupyior
npojaudepanuio KJIETOK, WHIAYLUPYS SKCHPECCUIO
nHruoutopos KII — SMRI, SMR2 nu KRP2. B otBer
Ha ocmotnueckuii ctpecc DELLA nHaynmpyioT Kie-
TOYHYI0 fUpPepeHIINALINIO U HAaYaJI0 SHAOPEAY TN -
KalliM B JIMCTHSIX 3a CUET MOAABJICHMS aKTUBHOCTU
reHoB, Kogupymomux naruouropsr APC/C [95].

bpaccuHocTepousbl, Kak MpaBuio, BHICTYIIAIOT B
pOJY MO3UTUBHEIX peryisaTopoB K1 [96]. Dnubpac-
CUHOJIM IoBbIIIaeT 3kcupeccuto CYCD3; I nTeMm ca-
MbIM YCUJIMBAET MHTEHCUBHOCTD JIeJIEHUSI KJIETOK U
MoxXeT 3aMeHUTh LIK B KannycHoi 1 cycrieH3MOHHOI
KyJIbTypax KieTok A. thaliana [97]. I1pu aTOM, 118 Kie-
TOK ymicTa A. thaliana 6pacCMHOCTEPOMIBI BaXKHBI IS
MpPOLIECCOB ASJICHUSI, pacTsKeHUs U auddepeHia-
muu. bamanc mexny npommdepanneit u nuddepeH-
HMalnueil KJIeToK 3aBUCUT OT KOHLIEHTpaluuu huTo-
ropmMoHa u (yHkunmoHupoBaHus BRI1-3aBucumMoit
(peuenTop 6pacCMHOCTEPOUIOB) CUTHAJIBHOM CUCTe-
MhbI [98]. B anukanbHOM MepucTeme KOpHs 3¢ PeKT
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OpacCMHOCTEPOUIOB TAKXKE 3aBUCUT OT KOHIIEHTpA-
uuu. PacteHusi, oopadboranHsie 0.4—4 HM Opaccu-
HO/IMAA, UMEIOT 0oJiee KOPOTKYIO MEPUCTEMY, YeM He-
obpaboTaHHEBIE pacTeHNs, B TO BpeMs Kak 0.04 HM ¢bu-
TOrOPMOHA YBEJIMYMBAET pa3Mep MepUCTeMaTUIeCKOM
30HbI. [Ipy 3TOM BIMsSIHHUE OGPacCMHOCTESPOMIOB Ha
npoaudepanmio wm uddepeHIInanuio 3aBUCUT OT
TUIIA KJIETOK; B 3MUIECPME — UHIYKIUS Tposudepa-
LIUU, B CTeJIe — CTUMYJISILVS AuddepeHimanmuu [65].

Dmunen uneubupyem uiu CIMumMyAupyem
npoaughepayuro kaemok ?

B BereraTMBHOM pocTe 3TWJIEH, MO-BUIUMOMY, WUT-
paeT ABOMHYIO POJIb, CTUMYJIMPYSI U UHTUOUPYS POCT, B
3aBUCHMMOCTHU OT BUJIa, TKAHU U TUTA KJIETOK, CTaauu
pa3BUTHS, TOPMOHAJIBHOTO CTaTyca U YCJIOBUI OKpY-
Xkarouei cpensl [64]. Korma stuieH paccMaTpuBaioT
KakK “ropMoH cTpecca”, MHOTO, YeM 3aTOoIlJIeHUe, OH
KUCIIPaBHO UCMOMHSET (DyHKIIMU UHTUOUTOpA pacTsi-
JKEHUS U JeJIeHUS KJIETOK, B YACTHOCTHU B TKaHSIX JIU-
CTa, 4YTO UMEET BaKHOE alanTuBHOe 3HaueHue [50].

B Hacrosiiiee BpeMsi HET OMHO3HAYHOTO MOHKUMa-
HUs posiu 3TrieHa B KoHTpoJjie KII. ITokaszaHo, 4To
STUJICH MHIMOUpyeT perummkanuio saepHoi JHK n
JeJieHUe KJIETOK B MPOpOCcTKax ropoxa [99], nHayum-
pYET 3amporpaMMHUPOBAaHHYIO THOeIb KyJIbTUBUPYE-
MBIX KJICTOK Tabaka B onpeaencHHbIe TTepuonabl K11,
npu KoHueHTpauusx (17 700—35000 mki/J1), TpeBbI-
[IAIOIIMX Ha TpU-YeThIpe mHopsaka (pU3MOIorude-
ckue [100]. DTuiaeH MHrUOUpyeT IpoJudepanunio
KJIETOK B MepUCTeMe KOPHSI A. thaliana, B YaCTHOCTHU,
akTuBHUpys 3Kcrpeccuio KRPI [101]. ITpu sTom mo-
Ka3aHo, yuuThIBas crrocooHocTh LUK mHmynmposats
OMOCHHTE3 3TUIeHA U oTpuliaTesibHOe BiusHue 1K
Ha npoJimdepalnio KIeTOK MEPUCTEMbl KOPHS, YTO
STUJICH JIUIITL OTYACTH CITIOCOOCTBYET, HO HEe TpeOyeT-
cs1 11 nposisaeHust addekroB LIK. OmHako 3TuieH
nopaBisieT crumysmpyloniee BausHue LK Ha ngeme-
HUE KJIETOK M POCT CEMSIOJEH 3THUOJIMPOBAHHBIX
MPOPOCTKOB A. thaliana [102].

Tem He MeHee, TUJIEH MOXET OKa3bIBaTh MOJIO-
XUTenbHOEe BnusiHue Ha coobiTrs K1I. DtuneH aktu-
pupyeT cuHTe3 JJHK n sHnopenyrumkanmio, HO MHTH-
OMpyeT IMTOKMHE3 B 3MUAepMe TMIIOKOTWIEH orypiia
[103]. DTuneH MHOAYLUPYET OeJIeHUE KJIETOK ITOKOSI-
IIerocs HeHTpa MeprucTeMbl KopHeit A. thaliana [104]
U KJIETOK BMUACPMbI 3TUOJMPOBAHHBIX TUTTOKOTUJICH
orypiia I1ocjie KpaTKOBpeMeHHOTro BosaeuicTeus [105].
DTujeH aKTUBUPYET Ipoardepalnio KaMOuaIbHbBIX
KJ1eTOK TOI10JIs [106] M KIETOK MOKOSIIIErocs LeHTpa
MEPUCTEMBI KOPHEM KYKYPY3bI ITOCTIE YIAJIEHUS KOH-
yuka KopHs [107]. DTuieH B Koomnepaium ¢ pener-
TopHOIt KuHa3o0i PXY criocoOCcTBYeT yBEJIMUYSHUIO
CKOpPOCTH JeJICHUII B “BacKyJISIpHOII” MepucTeMe
npu dopmupoBannu pirosmel [108]. Ha kynsTuBI-
pyeMbIx KieTkax A. thaliana nuxoro tTuna Col-0 u
MYTaHTa etr- 1, Hecyliero TOYeYHyIO MyTallMIO B CaiiTe
CBs3bIBaHMs ATIeHa perientopoM ETR1 (onuH m3 1151-
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TH PELIEIITOPOB) MOKA3aHO, YTO MHTUOUTOP CBSI3bIBA-
HUS TWIEHA ¢ perenTopaMu (1-MeTUILMKIONPOIIEH,
1-MCP) 3HauuMO CHUXKaeT, a 3TWIEH IIOBbIIIAET
XKM3HECIOCOOHOCTh KJIETOK 000OMX T€HOTHUIIOB, aHa-
JIOTUIHBIM 00pa30M BIUSIS Ha UHIAEKCHI pocTa. DTU-
JIEH CYIIECTBEHHO YBEJIMYMBACT YUCIO S-(as3HbIX
KJIETOK B KynbType etrl-1, a 1-MCP — cHirkaet. Be-
POSITHO, 3a KOHTPOJIb Ipoyrdepaliiu KJIeTOK OTBe-
yaeT He ETR1, a npyrue peuenropsl atuieHa [109].
DK30TeHHBIN 3TWICH CTUMYJIMpPYET Tepexon B S-da-
3y KYJIbTUBUPYEMBIX KJIETOK A. thaliana nvib ToTOa,
KOIIa IPOIYKIIMS S9HIOTEHHOro 3TujeHa Maja. Kpo-
M€ TOTO, MOKa3aHa 3HAaYMTeIbHAasT KOPPEIISIIIST MEX-
Iy TIPOAYKIIMEN 3TujIeHa U CKOPOCThIO pOCTa He-
CKOJIbKHMX IITAMMOB CYCIICH3MOHHBIX KYJIBTYP KJIETOK.
IIpu sTOM cHHTE3 3TWJIEHA, MO-BUANMOMY, IIpEIIe-
CcTByeT npoaudepanu Kietok [110].

SAKJIIOYEHHME

OTMETHUM, UTO B TAaHHOI JIEKLIMX MBI HE paccMmar-
pUBaJIM BIMSIHUE XAaCMOHATOB, CTPUTOJAKTOHOB U
KappuknHOB Ha K1I. B ocHOBHOM 113-3a OrpaHMYeHHO-
ro oobema. C Apyroit CTOpPOHBI, JKaCMOHAThI, CTPUTO-
JIAKTOHBI I KAPPUKWHEI B OOJIbIIIEI CTETIEHU MOJIEKY -
JIBI CTpEcca M, BEpOSITHO, HEOOXOIMMO paccKa3aTb 00
nx BimssHuM Ha K1l otmenpHo. TeM He MeHee, ecliu
CYMMMPOBaTh M3JIOKEHHbBIC BHIIIE TaHHBIC, TO CTa-
HOBUTCS SICHBIM, YTO KOHCEpPBAaTUBHASI MOJIEKYJISIP-
Hast MexaHuKa K1 Bce ke mpoaosKaeT MOMOJHSATHCS
HOBEIMU Td, HOBOI pOJIbI0 aHHOTUPOBAHHBIX paHee
CYCu CDK n 1.1. YTo KacaeTcst BMIUSHUS (PUTOTOP-
MoHOB Ha KII, To oueBuaHO, 4TO 3(h(HEKTHI 3aBUCST
OT OpraHa, TKaHM, BHCIIHUX YCJIOBUIii, TPaIUEeHTOB
Ipyrux (puTOoropMoHOB U T. 1. He cymiecTByet uae-
aJIbHOI aOCTPaKTHOM KJIETKU 1 CTaHAAPTHOTO BJIMSI-
HUSI TOTO UJIM MHOTO (DUTOTOPMOHA IIPUMEHUTEIBHO
K 9T0I KiteTke. KyJIbTMBUpYyeMBI€ in Vitro KIIeTKHU TaKKe
HE JIMILIEHBI SITMIeHETUYECKOrO JIaHAmadTa NCXOTHO-
o 3KCIUIaHTa. VICIIOJIB3YIOT M pa3HbIe KJIIETKH O0IINe
VI YHUKAJTBbHBIE MHCTpYMEHTHI perynsimu K1[? Bo-
IIPOC OCTAETCSI OTKPBITHIM.

Pa6orta BeINoiTHEHA B paMKax rOCyIapCTBEHHOTO 3a-
JIaHuss MUHHUCTEPCTBA HAYKU U BBICIIIETO 0OPa30BaHUST
Poccuiickoit @eneparmm (Tema Ne 122042600086-7).

Hacrosmag cratbs He COIEPKUT KaKMX-JIN00 NC-
cJIeIOBaHUIA ¢ y4acCTHEM JIIOJCH U SKUBOTHBIX B Kaye-
CTBE€ OOBEKTOB. ABTODPHI 3asIBISIIOT 00 OTCYTCTBUM
KOH(MINKTa MHTEPECOB.

CIIMCOK JIMTEPATYPbI

1. Wilson E.B. The Cell in Development and Inheri-
tance. New York: Macmillan, 1911. 483 p.

2. Vercruysse J., Baekelandt A., Gonzalez N., Inzé D. Mo-
lecular networks regulating cell division during Arabi-
dopsis leaf growth // J. Exp. Bot. 2020. V. 71. P. 2365.
https://doi.org/10.1093 /jxb/erz522

3.

10.

11.

12.

13.

14.

15.

16.

17.

18.

®U3NOIOTVI PACTEHUI

HOCOB, ®OMEHKOB

Ivanov V.B., Dubrovsky J.G. Longitudinal zonation
pattern in plant roots: conflicts and solutions //
Trends Plant Sci. 2013. V. 18. P. 237.
https://doi.org/10.1016/j.tplants.2012.10.002

. Sablowski R. Coordination of plant cell growth and di-

vision: collective control or mutual agreement? //
Curr. Opin. Plant Biol. V. 34. P. 54.
https://doi.org/10.1016/j.pbi.2016.09.004

. Howard A., Pelc S.R. Synthesis of deoxyribonucleic

acid in normal and irradiated cells and its relation to
chromosome breakage // Heredity (Edinb.) Suppl.
1953. V. 6. P. 261.

. Swift H.H. The constancy of desoxyribose nucleic acid

in plant nuclei // Proc. Natl. Acad. Sci. USA. 1950.
V. 36. P. 643.
https://doi.org/10.1073/pnas.36.11.643

. Greilhuber J., Dolezel J., Lysik M.A., Bennett M.D.

The origin, evolution and proposed stabilization of the
terms “genome size” and “C-value” to describe nu-
clear DNA contents // Ann. Bot. V. 95. P. 255.
https://doi.org/10.1093/aob/mci019

. Kejnovsky E., Leitch 1.J., Leitch A.R. Contrasting evo-

lutionary dynamics between angiosperm and mamma-
lian genomes // Trends Ecol. Evol. 2009. V. 24. P. 572.
https://doi.org/10.1016/j.tree.2009.04.010

. Pellicer J., Fay M.F, Leitch I.J. The largest eukaryotic

genome of them all? // Bot. J. Linn. Soc. 2010. V. 164.
P. 10.
https://doi.org/10.1111/5.1095-8339.2010.01072.x

Bechhoefer J., Rhind N. Replication timing and its
emergence from stochastic processes // Trends Genet.
2012. V. 28. P. 374.
https://doi.org/10.1016/j.tig.2012.03.011

Greenberg A., Simon 1. S phase duration is determined
by local rate and global organization of replication //
Biology. 2022. V. 11. 718.
https://doi.org/10.3390/biology 11050718

Lehti-Shiu M.D., Shiu S.-H. Diversity, classification and
function of the plant protein kinase superfamily // Philos.
Trans. R. Soc. Lond., B, Biol. Sci. 2012. V. 367. P. 2619.
https://doi.org/10.1098 /rstb.2012.0003

Cross FE, Roberts J., Weintraub H. Simple and complex
cell cycles // Annu. Rev. Cell Biol. 1989. V. 5. P. 341.
https://doi.org/10.1146/annurev.cb.05.110189.002013

Satyanarayana A., Kaldis P. Mammalian cell-cycle
regulation: several Cdks, numerous cyclins and di-
verse compensatory mechanisms // Oncogene. 2009.
V. 28. P. 2925.

https://doi.org/10.1038 /onc.2009.170

Van’t Hof J. The regulation of cell division in higher
plants // Brookhaven Symp. Biol. 1973. V. 25. P. 152.

Polyn S., Willems A., De Veylder L. Cell cycle entry,
maintenance, and exit during plant development //
Curr. Opin. Plant Biol. 2015. V. 23. P. 1.
https://doi.org/10.1016/j.pbi.2014.09.012

Scholes D.R., Paige K. N. Plasticity in ploidy: a general-
ized response to stress // Trends Plant Sci. 2015. V. 20.
P. 165.

https://doi.org/10.1016/j.tplants.2014.11.007

Carneiro A.K., Montessoro P.D.F., Fusaro A.E, Aradjo B.G.,
Hemerly A.S. Plant CDKs — driving the cell cycle
Ne 4

ToM 70 2023



20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

®U3NOJIOTUSA PACTEHUN

KJIETOYHBIN LIUKJ PACTEHUMN: MOJEKYJISAPHBIE COBBITUSA

through climate change // Plants. 2021. V. 10. 1804.
https://doi.org/10.3390/plants10091804

. Sablowski R., Gutierrez C. Cycling in a crowd: coordi-

nation of plant cell division, growth, and cell fate //
Plant Cell. 2022. V. 34. P. 193.
https://doi.org/10.1093 /plcell /koab222

Blomme J., Inzé D., Gonzalez N. The cell-cycle inter-
actome: a source of growth regulators? // J. Exp. Bot.
2014. V. 65. P. 2715.

https://doi.org/10.1093 /jxb/ert388

Van Leene J., Hollunder J., Eeckhout D., Persiau G.,
Van De Slijke E., Stals H., Van Isterdael G., Verkest A.,
Neirynck S., Buffel Y., De Bodt S., Maere S., Laukens K.,
Pharazyn A., Ferreira P.C.G., et al. Targeted interacto-
mics reveals a complex core cell cycle machinery in
Arabidopsis thaliana // Mol. Syst. Biol. 2010. V. 6. 397.
https://doi.org/10.1038 /msb.2010.53

Jia R.-D., Guo C.-C., Xu G.-X., Shan H.-Y., Kong H.-Z.
Evolution of the cyclin gene family in plants // J. Syst.
Evol. 2014. V. 52. P. 651.

https://doi.org/10.1111 /jse.12112

Vandepoele K., Raes J., De Veylder L., Rouzé P., Rom-
bauts S., Inzé D. Genome-wide analysis of core cell cy-
cle genes in Arabidopsis // Plant Cell. 2002. V. 14.
P.903.

https://doi.org/10.1105/tpc.010445

Desvoyes B., De Mendoza A., Ruiz-Trillo 1., Gutierrez C.
Novel roles of plant RETINOBLASTOMA-RELATED
(RBR) protein in cell proliferation and asymmetric
cell division // J. Exp. Bot. 2014. V. 65. P. 2657.
https://doi.org/10.1093/jxb/ert411

Desvoyes B., Gutierrez C. Roles of plant retinoblastoma
protein: cell cycle and beyond // EMBO J. 2020. V. 39.
¢105802.

https://doi.org/10.15252/emb;j.2020105802

Romeiro Motta M., Zhao X.A., Pastuglia M., Belcram K.,
Roodbarkelari F., Komaki M., Harashima H., Komaki S.,
Kumar M., Bulankova P., Heese M., Riha K., Bouchez D.,
Schnittger A. B1-type cyclins control microtubule or-
ganization during cell division in Arabidopsis //
EMBO Rep. 2022. V. 23. €53995.
https://doi.org/10.15252/embr.202153995

Menges M., De Jager S.M., Gruissem W., Murray J.A. H.
Global analysis of the core cell cycle regulators of Ara-
bidopsis identifies novel genes, reveals multiple and
highly specific profiles of expression and provides a
coherent model for plant cell cycle control // Plant J.
2005. V. 41. P. 546.
https://doi.org/10.1111/j.1365-313X.2004.02319.x

Ito M. Expression of mitotic cyclins in higher plants:
transcriptional and proteolytic regulation // Plant
Biotechnol. Rep. 2014. V. 8. P. 9.
https://doi.org/10.1007/s11816-013-0297-9

Araki S., Ito M., Soyano T., Nishihama R., Machida Y.
Mitotic cyclins stimulate the activity of c-Myb-like fac-
tors for transactivation of G2/M phase-specific genes in
tobacco // J. Biol. Chem. 2004. V. 279. P. 32979.
https://doi.org/10.1074 /jbc.M403171200

Umeda M., Shimotohno A., Yamaguchi M. Control of
cell division and transcription by cyclin-dependent ki-
nase-activating kinases in plants // Plant Cell Physiol.
Ne 4

ToM 70 2023

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

445

2005.V. 46. P. 1437.
https://doi.org/10.1093 /pcp/pcil70

Pedroza-Garcia J.A., Xiang Y., De Veylder L. Cell cycle
checkpoint control in response to DNA damage by en-
vironmental stresses // Plant J. 2022. V. 109. P. 490.
https://doi.org/10.1111 /tpj.15567

De Veylder L., Larkin J.C., Schnittger A. Molecular
control and function of endoreplication in develop-
ment and physiology // Trends Plant Sci. 2011. V. 16.
P. 624.

https://doi.org/10.1016/j.tplants.2011.07.001

De Veylder L., Beeckman T., Beemster G.T., Krols L.,
Terras F., Landrieu 1., Van Der Schueren E., Maes S.,
Naudts M., Inzé D. Functional analysis of cyclin-de-
pendent kinase inhibitors of Arabidopsis // Plant Cell.
2001. V. 13. P. 1653.
https://doi.org/10.1105/tpc.010087

Churchman M.L., Brown M.L., Kato N., Kirik V., Hiil-
skamp M., Inzé D., De Veylder L., Walker J.D., Zheng Z.,
Oppenheimer D.G., Gwin T., Churchman J., Larkin J.C.
SIAMESE, a plant-specific cell cycle regulator, con-
trols endoreplication onset in Arabidopsis thaliana //
Plant Cell. 2006. V. 18. P. 3145.
https://doi.org/10.1105/tpc.106.044834

Peres A., Churchman M.L., Hariharan S., Himanen K.,
Verkest A., Vandepoele K., Magyar Z., Hatzfeld Y.,
Van Der Schueren E., Beemster G.T.S., Frankard V.,
Larkin J.C., Inzé D., De Veylder L. Novel plant-specif-
ic cyclin-dependent kinase inhibitors induced by biot-
ic and abiotic stresses // J. Biol. Chem. 2007. V. 282.
P. 25588.

https://doi.org/10.1074/jbc.M703326200

Han S.K., Herrmann A., Yang J., Iwasaki R., Saka-
moto T., Desvoyes B., Kimura S., Gutierrez C., Kim E.-D.,
Torii K.U. Deceleration of the cell cycle underpins a
switch from proliferative to terminal divisions in plant
stomatal lineage // Dev. Cell. 2022. V. 57. P. 569.
https://doi.org/10.1016/j.devcel.2022.01.014

Shoaib M., Nair N., Sorensen C.S. Chromatin land-
scaping at mitotic exit orchestrates genome function //
Front. Genet. 2020. V. 11. 103.
https://doi.org/10.3389/fgene.2020.00103

Buschmann H., Miiller S. Update on plant cytokinesis:
rule and divide // Curr. Opin. Plant Biol. 2019. V. 52.
P.97.

https://doi.org/10.1016/j.pbi.2019.07.003

Jakoby M., Schnittger A. Cell cycle and differentiation //
Curr. Opin. Plant Biol. 2004. V. 7. P. 661.
https://doi.org/10.1016/j.pbi.2004.09.015

Maluszynska J., Kolano B., Sas- Nowosielska H. Endo-
polyploidy in plants // Plant Genome Diversity. V. 2 /
Eds. J. Greilhuber et al. Springer. 2013. P. 99.
https://doi.org/10.1007/978-3-7091-1160-4_7

Breuer C., Braidwood L., Sugimoto K. Endocycling in
the path of plant development // Curr. Opin. Plant
Biol. 2014. V. 17. P. 78.
https://doi.org/10.1016/j.pbi.2013.11.007

Jiang S., Wei J., Li N., Wang Z., Zhang Y., Xu R., Zhou L.,
Huang X., Wang L., Guo S., Wang Y., Song C.-P.,
Qian W,, Li Y. The UBP14-CDKB1;1-CDKG2 cas-
cade controls endoreduplication and cell growth in



446

43.

44,

45.

46.

47.

48.

49.

50.

51.

52.

53.

54.

55.

HOCOB, ®OMEHKOB

Arabidopsis // Plant Cell. 2022. V. 34. P. 1308.
https://doi.org/10.1093 /plcell/koac002

Duan S., Hu L., Dong B., Jin H.L., Wang H.B. Signal-
ing from plastid genome stability modulates endorep-
lication and cell cycle during plant development //
Cell Rep. 2020. V. 32. 108019.
https://doi.org/10.1016/j.celrep.2020.108019

Mahapatra K., Roy S. SOG1 transcription factor pro-
motes the onset of endoreduplication under salinity
stress in Arabidopsis // Sci. Rep. 2021. V. 11. 11659.
https://doi.org/10.1038/s41598-021-91293-1

Barow M., Meister A. Endopolyploidy in seed plants is
differently correlated to systematics, organ, life strate-
gy and genome size // Plant Cell Environ. 2003. V. 26.
P. 571.
https://doi.org/10.1046/j.1365-3040.2003.00988.x

Melaragno J., Mehrotra B., Coleman A. Relationship
between endopolyploidy and cell size in epidermal tis-
sue of Arabidopsis // Plant Cell. 1993. V. 5. P. 1661.
https://doi.org/10.1105/tpc.5.11.1661

Sugimoto-Shirasu K., Roberts K. “Big it up”: endore-
duplication and cell-size control in plants // Curr.
Opin. Plant Biol. 2003. V. 6. P. 544,
https://doi.org/10.1016/5.pbi.2003.09.009

Granier C., Cookson S.J., Tardieu F., Muller B. Cell cy-
cle and environmental stresses // Cell cycle control
and plant development. Annu. Plant Rev. V. 32 / Ed.
D. Inzé. Blackwell. 2007. P. 335.
https://doi.org/10.1002/9781119312994.apr0346

Moreno S., Canales J., Hong L., Robinson D., Roeder A.H.,
Gutiérrez R.A. Nitrate defines shoot size through com-
pensatory roles for endoreplication and cell division in
Arabidopsis thaliana // Curr. Biol. 2020. V. 30. P. 1988.
https://doi.org/10.1016/j.cub.2020.03.036

Tenorio Berrio R., Nelissen H., Inzé D., Dubois M. In-
creasing yield on dry fields: molecular pathways with
growing potential // Plant J. 2022. V. 109. P. 323.
https://doi.org/10.1111 /tpj.15550

Kinsman E.A., Lewis C., Davies M.S., Young J.E.,
Francis D., Vilhar B., Ougham H.J. Elevated CO, stim-
ulates cells to divide in grass meristems: a differential ef-
fect in two natural populations of Dactylis glomerata //
Plant Cell Environ. 1997. V. 20. P. 1309.
https://doi.org/10.1046/j.1365-3040.1997.d01-21.x

Taylor G., Tricker PJ., Zhang EZ., Alston V.J., Miglietta E.,
Kuzminsky E. Spatial and temporal effects of free-air
CO, enrichment (POPFACE) on leaf growth, cell ex-
pansion, and cell production in a closed canopy of
poplar // Plant Physiol. 2003. V. 131. P. 177.
https://doi.org/10.1104/pp.011296

Maksymowych R. Analysis of leaf development // De-
velopmental and cell biology / Eds. M. Abercrombie
et al. Cambridge University Press. 1973. 109 p.

Lopez-Juez E., Dillon E., Magyar Z., Khan S., Hazel-
dine S., de Jager S. M., Murray J.A.H., Beemster G.T.S.,
Bégre L., Shanahan H. Distinct light-initiated gene
expression and cell cycle programs in the shoot apex
and cotyledons of Arabidopsis // Plant Cell. 2008.
V. 20. P. 947.

https://doi.org/10.1105/tpc.107.057075

Bao L., Inoue N., Ishikawa M., Gotoh E., Teh O.-K.,
Higa T., Morimoto T., Ginanjar E.F., Harashima H.,

56.

57.

58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

®U3NOIOTVI PACTEHUI

Noda N., Watahiki M., Hiwatashi Y., Sekine M., Hase-
be M., Wada M., Fujita T. A PSTAIRE-type cyclin-de-
pendent kinase controls light responses in land plants //
Sci. Adv. 2022. V. 8. eabk2116.
https://doi.org/10.1126/sciadv.abk2116

Fung-Uceda J., Lee K., Seo PJ., Polyn S., De Veylder L.,
Mas P. The circadian clock sets the time of DNA rep-
lication licensing to regulate growth in Arabidopsis //
Dev. Cell. 2018. V. 45. P. 101.
https://doi.org/10.1016/j.devcel.2018.02.022

Nishihama R., Kohchi T. Evolutionary insights into
photoregulation of the cell cycle in the green lineage //
Curr. Opin. Plant Biol. 2013. V. 16. P. 630.
https://doi.org/10.1016/j.pbi.2013.07.006

Beel B., Prager K., Spexard M., Sasso S., Weiss D.,
Miiller N., Heinnickel M., Dewez D., Ikoma D., Gross-
man A.R., Kottke T., Mittag M. A flavin binding cryp-
tochrome photoreceptor responds to both blue and red
light in Chlamydomonas reinhardtii // Plant Cell. 2012.
V. 24. P. 2992.
https://doi.org/10.1105/tpc.112.098947

Qiao E, Petrasek J., Nick P. Light can rescue auxin-de-
pendent synchrony of cell division in a tobacco cell
line // J. Exp. Bot. 2010. V. 61. P. 503.
https://doi.org/10.1093 /jxb/erp319

Okello R.C.O., de Visser P.H.B., Heuvelink F.,
Marcelis L.F.M., Struik P.C. Light mediated regula-
tion of cell division, endoreduplication and cell expan-
sion // Environ. Exp. Bot. 2016. V. 121. P. 39.
https://doi.org/10.1016/j.envexpbot.2015.04.003

Granier C., Tardieu F. Is thermal time adequate for ex-
pressing the effects of temperature on sunflower leaf de-
velopment? // Plant Cell Environ. 1998. V. 21. P. 695.
https://doi.org/10.1046/j.1365-3040.1998.00319.x

Grif V.G., Ivanov V.B., Machs E.M. Cell cycle and its
parameters in flowering plants // Tsitologiia. 2002.
V. 44. P. 936.

Thimann K.V. Antagonisms and similarities between
cytokinins, abscisic acid and auxin (mini review) //
Physiology and biochemistry of cytokinins in plants /
Eds. M. Kaminek et al. SPB Academic Publishing.
1992. P. 395.

Van de Poel B., Smet D., Van Der Straeten D. Ethylene
and hormonal cross talk in vegetative growth and de-
velopment // Plant Physiol. 2015. V. 169. P. 61.
https://doi.org/10.1104/pp.15.00724

Zluhan-Martinez E., Lopez-Ruiz B.A., Garcia-Gd-
mez M. L., Garcia-Ponce B., de la Paz Sdnchez M., Al-
varez-Buylla E.R., Garay-Arroyo A. Integrative roles of
phytohormones on cell proliferation, elongation and dif-
ferentiation in the Arabidopsis thaliana primary root //
Front. Plant Sci. 2021. V. 12. 659155.
https://doi.org/10.3389/fpls.2021.659155

Jiang K., Guo H., Zhai J. Interplay of phytohormones
and epigenetic regulation: a recipe for plant develop-
ment and plasticity // J. Integr. Plant Biol. 2022.
https://doi.org/10.1111 /jipb.13384

Péret B., De Rybel B., Casimiro 1., Benkovd E., Swarup R.,
Laplaze L., Beeckman T., Bennett M.J. Arabidopsis lat-
eral root development: an emerging story // Trends
Plant Sci. 2009. V. 14. P. 399.
https://doi.org/10.1016/j.tplants.2009.05.002
Ne 4

ToM 70 2023



68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

®U3NOJIOTUSA PACTEHUN

KJIETOYHBIN LIUKJ PACTEHUMN: MOJEKYJISAPHBIE COBBITUSA

Hemerly A.S., Ferreira P, de Almeida Engler J., Van Mon-
tagu M., Engler G., Inzé D. cdc2a expression in Arabi-
dopsis is linked with competence for cell division //
Plant Cell. 1993. V. 5. P. 1711.
https://doi.org/10.1105/tpc.5.12.1711

Brumos J., Robles L.M., Yun J., Vu T.C., Jackson S.,
Alonso J.M., Stepanova A.N. Local auxin biosynthesis
is a key regulator of plant development // Dev. Cell.
2018.V. 47. P. 306.
https://doi.org/10.1016/j.devcel.2018.09.022

Ivanov V.B., Filin A.N. Cytokinins regulate root growth
through its action on meristematic cell proliferation
but not on the transition to differentiation // Funct.
Plant Biol. 2017. V. 45. P. 215.
https://doi.org/10.1071/FP16340

Schaller G.E., Street I.H., Kieber J.J. Cytokinin and the
cell cycle // Curr. Opin. Plant Biol. 2014. V. 21. P. 7.
https://doi.org/10.1016/j.pbi.2014.05.015

Pasternak T., Miskolczi P., Ayaydin F., Mészdros T., Du-
dits D., Fehér A. Exogenous auxin and cytokinin de-
pendent activation of CDKs and cell division in leaf
protoplast-derived cells of alfalfa // Plant Growth
Regul. 2000. V. 32. P. 129.
https://doi.org/10.1023/A:1010793226030

Richard C., Lescot M., Inzé D., De Veylder L. Eftect of
auxin, cytokinin, and sucrose on cell cycle gene expres-
sion in Arabidopsis thaliana cell suspension cultures //
Plant Cell. Tissue Organ Cult. 2002. V. 69. P. 167.
https://doi.org/10.1023/A:1015241709145

Mészdros T., Miskolczi P, Ayaydin E, Pettko-Szandtner A.,
Peres A., Magyar Z., Horvdth G.V., Bako L., Fehér A.,
Dudits D. Multiple cyclin-dependent kinase complex-
es and phosphatases control G2/M progression in al-
falfa cells // Plant Mol. Biol. 2000. V. 43. P. 595.
https://doi.org/10.1023/a:1006412413671

Hartig K., Beck E. Endogenous cytokinin oscillations
control cell cycle progression of tobacco BY-2 cells //
Plant Biol. 2005. V. 7. P. 33.
https://doi.org/10.1055/s-2004-830474

Riou-Khamlichi C., Huntley R., Jacqmard A., Murray J.A.
Cytokinin activation of Arabidopsis cell division through a
D-type cyclin // Science. 1999. V. 283. P. 1541.
https://doi.org/10.1126 /science.283.5407.1541

Menges M., Samland A.K., Planchais S., Murray J.A. H.
The D-Type Cyclin CYCD3;1 Is Limiting for the G1-
to-S-Phase Transition in Arabidopsis // Plant Cell.
2006. V. 18. P. 893.
https://doi.org/10.1105/tpc.105.039636

Chen C.C., Fu S.F, Lee Y.I., Lin C.Y., Lin W.C.,
Huang H.J. Transcriptome analysis of age-related gain
of callus-forming capacity in Arabidopsis hypocotyls //
Plant Cell Physiol. 2012. V. 53. P. 1457.
https://doi.org/10.1093 /pcp/pcs090

Cho H.-J., Kwon H.-K., Wang M.-H. Expression of
Kip-related protein 4 gene (KRP4) in response to auxin
and cytokinin during growth of Arabidopsis thaliana //
BMB Rep. 2010. V. 43. P. 273.
https://doi.org/10.5483 /bmbrep.2010.43.4.273
Magyar Z., De Veylder L., Atanassova A., Bako L., Inzé D.,
Bogre L. The role of the Arabidopsis E2FB transcription
factor in regulating auxin-dependent cell division //
Ne 4

ToM 70 2023

81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91.

92.

93.

447

Plant Cell. 2005. V. 17. P. 2527.
https://doi.org/10.1105/tpc.105.033761

Jurado S., Abraham Z., Manzano C., Lopez-Torrejon G.,
Pacios L.E, Del Pozo J.C. The Arabidopsis cell cycle
F-box protein SKP2A binds to auxin // Plant Cell. 2010.
V. 22. P. 3891.
https://doi.org/10.1105/tpc.110.078972

Del Pozo J.C., Manzano C. Auxin and the ubiquitin
pathway. Two players-one target: the cell cycle in ac-
tion // J. Exp. Bot. 2014. V. 65. P. 2617.
https://doi.org/10.1093 /jxb/ert363

Sauer M., Kleine-Vehn J. AUXIN BINDING PRO-
TEIN1: the outsider // Plant Cell. 2011. V. 23. P. 2033.
https://doi.org/10.1105/tpc.111.087064

Huang R., Zheng R., He J., Zhou Z., Wang J., Xiong Y.,
Xu T. Noncanonical auxin signaling regulates cell divi-
sion pattern during lateral root development // Proc.
Natl. Acad. Sci. USA. 2019. V. 116. P. 21285.
https://doi.org/10.1073/pnas.1910916116

Takahashi N., Kajihara T., Okamura C., Kim Y., Kata-
giri Y., Okushima Y., Matsunaga S., Hwang 1., Umeda M.
Cytokinins control endocycle onset by promoting the ex-
pression of an APC/C activator in Arabidopsis roots //
Curr. Biol. 2013. V. 23. P. 1812.
https://doi.org/10.1016/j.cub.2013.07.051

Yang W., Cortijo S., Korsbo N., Roszak P., Schiess! K.,
Gurzadyan A., Wightman R., Jonsson H., Meyerowitz E.
Molecular mechanism of cytokinin-activated cell divi-
sion in Arabidopsis // Science. 2021. V. 371. P. 1350.
https://doi.org/10.1126 /science.abe2305

Park J., Lee S., Park G., Cho H., Choi D., Umeda M.,
Choi Y., Hwang D., Hwang I. CYTOKININ-RE-
SPONSIVE GROWTH REGULATOR regulates cell
expansion and cytokinin-mediated cell cycle progres-
sion // Plant Physiol. 2021. V. 186. P. 1734.
https://doi.org/10.1093 /plphys/kiab180

Humplik J.F.,, Bergougnoux V., Van Volkenburgh E. To
stimulate or inhibit? That is the question for the function
of abscisic acid // Trends Plant Sci. 2017. V. 22. P. 830.
https://doi.org/10.1016/j.tplants.2017.07.009

Sun L.R., Wang Y.B., He S.B., Hao E.S. Mechanisms
for abscisic acid inhibition of primary root growth //
Plant Signal. Behav. 2018. V. 13. ¢1500069.
https://doi.org/10.1080/15592324.2018.1500069

Tanaka Y., Nose T., Jikumaru Y., Kamiya Y. ABA in-
hibits entry into stomatal-lineage development in Ara-
bidopsis leaves // Plant J. 2013. V. 74. P. 448.
https://doi.org/10.1111 /tpj.12136

Xie Q., Essemine J., Pang X., Chen H., Cai W. Exoge-
nous application of abscisic acid to shoots promotes
primary root cell division and elongation // Plant Sci.
2020. V. 292. 110385.
https://doi.org/10.1016/j.plantsci.2019.110385

Luo X., Xu J., Zheng C., Yang Y., Wang L., Zhang R.,
Ren X., Wei S., Aziz U., Du J., Liu W., Tan W., Shu K.
Abscisic acid inhibits primary root growth by impairing
ABI4-mediated cell cycle and auxin biosynthesis //
Plant Physiol. 2022.

https://doi.org/10.1093 /plphys/kiac407

Novikova G.V., Stepanchenko N.S., Zorina A.A.,
Nosov A. V., Rakitin V.Y., Moshkov I.E., Los D.A. Cou-
pling of cell division and differentiation in Arabidopsis



448

94.

95.

96.

97.

98.

99.

100.

101.

102.

103.

HOCOB, ®OMEHKOB

thaliana cultured cells with interaction of ethylene and
ABA signaling pathways // Life. 2020. V. 10. 15.
https://doi.org/10.3390/1ife10020015

Shtin M., Dello Ioio R., Del Bianco M. 1t’s time for a
change: the role of gibberellin in root meristem devel-
opment // Front. Plant Sci. 2022. V. 13. 882517
https://doi.org/10.3389/fpls.2022.882517

Claeys H., De Bodt S., Inzé D. Gibberellins and DELLAS:
central nodes in growth regulatory networks // Trends
Plant Sci. 2014. V. 19. P. 231.
https://doi.org/10.1016/j.tplants.2013.10.001

Oh M.-H., Honey S.H., Tax F.E. The control of cell ex-
pansion, cell division, and vascular development by
brassinosteroids: a historical perspective // Int. J. Mol.
Sci. 2020. V. 21. 1743.
https://doi.org/10.3390/ijms21051743

Hu Y., Bao FE, Li J. Promotive effect of brassinos-
teroids on cell division involves a distinct CycD3-in-
duction pathway in Arabidopsis // Plant J. 2000. V. 24.
P. 693.
https://doi.org/10.1046/j.1365-313x.2000.00915.x

Zhiponova M.K., Vanhoutte 1., Boudolf V., Betti C.,
Dhondt S., Coppens F, Mylle E., Maes S., Gonzdlez-
Garcia M., Canio-Delgado A.1L., Inzé D., Beemster G.T.S.,
De Veylder L., Russinova E. Brassinosteroid production
and signaling differentially control cell division and ex-
pansion in the leaf // New Phytol. 2013. V. 197. P. 490.
https://doi.org/10.1111 /nph.12036

Apelbaum A., Burg S.P. Effect of ethylene on cell divi-
sion and deoxyribonucleic acid synthesis in Pisum sa-
tivum // Plant Physiol. 1972. V. 50. P. 117.
https://doi.org/10.1104/pp.50.1.117

Herbert R.J., Vilhar B., Evett C., Orchard C.B., Rog-
ers H.J., Davies M.S., Francis D. Ethylene induces cell
death at particular phases of the cell cycle in the tobac-
co TBY-2 cell line // J. Exp. Bot. 2001. V. 52. P. 1615.
https://doi.org/10.1093/jxb/52.361.1615

Street 1.H., Aman S., Zubo Y., Ramzan A., Wang X.,
Shakeel S.N., Kieber J.J., Schaller G.E. Ethylene in-
hibits cell proliferation of the Arabidopsis root meri-
stem // Plant Physiol. 2015. V. 169. P. 338.
https://doi.org/10.1104/pp.15.00415

Stoynova-Bakalova E., Bakalov D.V., Baskin T.1. Eth-
ylene represses the promoting influence of cytokinin
on cell division and expansion of cotyledons in etiolat-
ed Arabidopsis thaliana seedlings // Peer]. 2022. V. 10.
el4315.

https://doi.org/10.7717 /peerj.14315

Dan H., Imaseki H., Wasteneys G.O., Kazama H. Eth-
ylene stimulates endoreduplication but inhibits cyto-

104.

105.

106.

107.

108.

109.

110.

111.

112.

113.

®U3NOIOTVI PACTEHUI

kinesis in cucumber hypocotyl epidermis // Plant
Physiol. 2003. V. 133. P. 1726.
https://doi.org/10.1104/pp.103.025783

Ortega-Martinez O., Pernas M., Carol R.J., Dolan L.
Ethylene modulates stem cell division in the Arabidop-
sis thaliana root // Science. 2007. V. 317. P. 507.
https://doi.org/10.1126 /science.1143409

Kazama H., Dan H., Imaseki H., Wasteneys G.QO. Tran-
sient exposure to ethylene stimulates cell division and al-
ters the fate and polarity of hypocotyl epidermal cells //
Plant Physiol. 2004. V. 134. P. 1614.
https://doi.org/10.1104/pp.103.031088

Love J., Bjorklund S., Vahala J., Hertzberg M., Kangas-
jarvi J., Sundberg B. Ethylene is an endogenous stimula-
tor of cell division in the cambial meristem of Populus //
Proc. Natl. Acad. Sci. USA. 2009. V. 106. P. 5984.
https://doi.org/10.1073/pnas.0811660106

Bystrova E.1., Zhukovskaya N.V., Rakitin V.J. Ivanov V.B.
Role of ethylene in activation of cell division in quies-
cent center of excised maize roots // Russ. J. Dev. Biol.
2015.V. 46. P. 60.
https://doi.org/10.1134/S1062360415020034

Etchells J.P., Provost C.M., Turner S.R. Plant vascular
cell division is maintained by an interaction between
PXY and ethylene signaling // PLoS Genet. 2012. V. 8.
€1002997.

https://doi.org/10.1371 /journal.pgen.1002997

Fomenkov A.A., Nosov A.V., Rakitin VY., Mamaeva A.S.,
Novikova G.V. Cytophysiological characteristics of
Arabidopsis thaliana cultivated cells with disable per-
ception of ethylene signal by the ETRI receptor //
Russ. J. Plant Physiol. 2014. V. 61. P. 598.
https://doi.org/10.1134/S1021443714050070

Fomenkov A.A., Nosov A. V., Rakitin VY., Sukhanova E.S.,
Mamaeva A.S., Sobol’kova G.I., Nosov A.M., No-
vikova G.V. Ethylene in the proliferation of cultured
plant cells: regulating or just going along? // Russ. J.
Plant Physiol. 2015. V. 62. P. 815.
https://doi.org/10.1134/S1021443715060059

Komaki S., Sugimoto K. Control of the plant cell cycle
by developmental and environmental cues // Plant
Cell Physiol. 2012. V. 53. P. 953.
https://doi.org/10.1093 /pcp/pcs070

Velappan Y., Signorelli S., Considine M.J. Cell cycle arrest
in plants: what distinguishes quiescence, dormancy and
differentiated G1? // Ann. Bot. 2017. V. 120. P. 495.
https://doi.org/10.1093 /aob/mcx082

Gutierrez C. The Arabidopsis cell division cycle // Ara-
bidopsis Book. 2009. V. 7. e0120.
https://doi.org/10.1199/tab.0120

ToM 70 Ne 4 2023




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


