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BBEAEHWE

JeneHue KJIETOK — OCHOBA CYIIIECTBOBAHUS JIIO-
60ro MHOTOKJIETOYHOIO OpraHu3Ma, BKJIIOUast BhIC-
IIMe pacTeHus. 31eCh YMECTHO BCIIOMHUTh Xapak-
TEPUCTUKY BTOrO Mpoliecca, KOTOPYIO Jajl COBpe-
MeHHUK ero oTKpbITsI Edmund Wilson: “6zaeodaps
deneHuio Kaemok, no Kpaiineil mepe 60 6cex BblCULUX
dopmax, ocywecmensemcs He MOAbKO HeEnpepvle-
HOCMb HCU3HU, HO U COXPAHeHUe 8U0a; ubo ¢ NOMOULbIO
9M020 NPEeKpacHo20 Mexamusma Kiemka nepedaem
CBOUM NOMOMKAM MOUHYIO KONUI UOUONAAZMYL, KO-
mopas onpedensiem ee cCOOCMBEHHYI0 Op2AHU3AUUID.”
[1, c. 178].

Crienmdpuka pacTeHUI COCTOUT B TOM, YTO OHM
pa3BUBAIOTCSI U PACTyT B OCHOBHOM IOCTIMOpPHO-
HaJIbHO, 00pa3ysd IBa THUIa OPraHOB: OCEBbIC Opra-
HBI, TAKHWE KaK KOPHU U TTO0ETrr, ¢ HeAeTEPMUHUPO-
BaHHBLIM POCTOM U, CJIEAOBaTEJIbHO, C TeOpeTUYe-
CKU HEOTpaHMYEHHBIM ITOTEHILIMAJIOM pOCTa; U
OpraHbl, TaKMe KaK JIMCThSI M IBETKU, C ACTEPMUHMU -
POBaHHBIM POCTOM U PUKCUPOBAHHBIM KOHEUHBIM

Cokpamennsi: K1 — knetounsrii umkin; ML — MutoTnyeckmii
ki, TO — tpaHcKkpunumoHHbI(ble) dhakTop(bl); LIK — uto-
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 6enxu.

pasmepoMm. KieTkm opraHoB ¢ AeTepMHUHHPOBAH-
HBIM POCTOM Ha ONpeneICHHOM 3Talle OHTOIeHe3a
MepecTaloT ASIUTHCSI U MEPEXOAIT K PaCTIKEHUIO,
MepuoJ KOTOPOTOo TakxXe AeTepMUHHpOBaH [2].
OceBble OpraHbl pacTyT B TeUeHUE BCEM XKU3HU pac-
TeHUsI. Takoil MOCTOSITHHBI W UJIMTEIbHBIA POCT
0OyCJIOBJIEH CyIIIeCTBOBAaHUEM allMKaJbHbIX MEpU-
CTeM, KJIETKHM KOTOPBIX COXPaHSIOT CITOCOOHOCTh K
HeTlpepbIiBHOM npoandepanuu. [lokumas Mmepucre-
MaTUYECKYIO 30HY, KJIETKH IIEPEXOIST K PACTSLKEHHUIO
u auddepeHIauy, IpudIeM Iepexon K pacTsoKe-
HUIO (POCTY C OTHOCHUTEJIBHO OOJBIIEH CKOPOCTHIO)
VI TOPMOXKEHMIO POCTa IIPOMCXOAUT OMHOBPEMEHHO
JUISI KJIETOK BCEX TKaHEM, pacIioJoKeHHBIX Ha Of-
HOM U TOM K€ pacCTOSIHMM OoT MepucteMsl [3]. Cre-
JIoBaTebHO, B 1I€JIOM pacCTEeHUU POCT U MpoJudepa-
LUSI KJIETOK JOJKHBI ObITh COTJIACOBAHBI, UTO IMO-
CTOSSHHO HaOJIIomaeTcsl M SBJISIETCS OYEBUIHBIM
dakToM. OmHAKO BHISICHEHUE MEXaHU3MOB KOOPI-
HalMu Inpojrudepau U pocTa KJIETOK, MO-TIPEekK-
HEeMY OCTaeTCsI OMHOM 13 BaXKHEHIIMX 3a1a4 IKCIIe-
PUMEHTATbHON OMOJIOTHUM pacTeHUi [4].

Crrermdnka pocta OopraHOB, 6€3yCIIOBHO, BIIASIET
Ha TPOCTPAHCTBEHHO-BPEMEHHbBIE XapaKTePUCTUKHI
npoaudepalii KJIeTOK U OCOOEHHOCTU €€ Perysi-
nuun. B 3T0ii nekuuu, B 0OJbIIEH YacTU, MBI OyJIeM
paccMaTpMBaTh MOJEKYISIPHYIO MEXaHUKY “0a30BO-
ro” (core) KJI€TOYHOTO IIMKJIA U €ro PETryJISIUIO MO,
BJIMSIHUEM BHEILIHUX (paKTOpOB U (PUTOTOPMOHOB.
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KJIETOYHBIN LHUKJT —
OCHOBHBIE JE®OMHUL NN

ITon nponudepanmeit Kietok (OT jaat. proles —
IIOTOMCTBO U fero — HeCy) IIPUHSITO IIOHUMATh MX HOBO-
oOpa3oBaHMe MyTeM pa3sMHOXeHus neneHuem. [1ponan-
depaTUBHEBII WM Yallle 0003HAYaECMBblIi1 KAK MUTOTH-
yeckuii Uk (MII) — KoMImieKkc B3anMOCBSI3aHHBIX
U XPOHOJIOTUYECKU AETEPMUHUPOBAHHBIX COOBITUIA,
MPOUCXOASIINX B KJIETKE B [ISpUOA BPpEMEHHU OT Hada-
JIa IOATOTOBKM K ACJICHMIO, Ha IPOTSLKEHUU CaMOIO
MUTO3a U JI0 3aBePIICHUS B IBYX JOYEPHUX KJIETKax
BCEX IIPOLIECCOB, CBSI3aHHBIX C IeJICHUEM. YIIpoIlas,
MOXHO IaTh Takoe onpenencHue MLI: ynopsimoueHHast
BO BPEMEHU T10C/IeA0BaTEIbHOCTD COOBITHI, TIPOUCXO-
JISIIIAX MEXITY ABYyMSI MUTO3aMU. B aTOM romy ncnod-
Hsetcsa 70 JleT co BpeMeHM MyOIMKaluy Kiiaccude-
ckoii padotel Alma Howard u Stephen Pelc [5], B koTO-
poif ¢ MoMoIlbI0O METOAA paaroaBTOrpaduu U3ydaau
srimoueHue 2P B JIHK kinetok KopHs Vicia faba v BbI-
SIBWIU, 4TO Tiepuon cuHTe3a JIHK 3aHuMaer yacts uH-
Tepda3bl ¥ OTAEICH BpEMEHHBIMU MHTEPBaIaMU OT Ha-
Yajia 1 OKOHYAHUSI MUTO3a. ABTOPBI MPEIIOXKUIA
pasgenuTth M1l Ha yeThIpe meprona: COOCTBEHHO MU -
103 (M), npecuntetnueckuit nepuon (G,), nepuon
cuHTte3a (perukanun) JHK (S) u mocTtcuHTeTHYE-
ckuit (unu npemutoTudeckuii) nepuon (G,).

B HemnpepbIBHO pa3MHOXAIOIIMXCS MOMYJISIIASX
KJIETOK (3MOpHUOHAJIbHbIC TKAHU, MEPUCTEMBI U T. I1.)
ouepenHoit M1I HaumHaeTcs cpa3y Xke I10JIe OKOHYAa-
HUS IPEIBIAYIIETO, TO €CTh €T0 IIPOAOIKUTEIbHOCTh
COBITaJIaeT CO BCEM IMEPUOJOM CYIIIECTBOBAHUS KJIET-
KM, paBHO KaK C e€¢ >KM3HCHHBIM (MJIA KJIECTOYHBIM)
koM (KII). OmHako BO B3pOCIOM MHOTOKJIETOY-
HOM OpraHu3Me 4acThb KJIETOK ITOCJie 3aBepIlcHUS
OYepemHOTO payHIa ACJIeHMI HE HAaYMHAET IOATO-
TOBKY K cnenymoomemy MII, a nepexonut x audde-
pEeHIMALMU W BBIMMOJHEHUIO TKaHecTelnUIHbIX
¢yukumii. oJst TakKux KJIETOK MOXKET ObITh BeChbMa
3HAYUTEIHLHOM 1 TIEPUOM UX XXM3HU, B TEYCHUE KOTOPO-
IO 3TU KJIETKU BBITIOJHSIOT crieluduyeckue pyHKIMN
B OTCYTCTBHE ITposim(epanu, He oTHocaT K MII, a
pkiroyatoT B KII. OtHomreHne ynciia mpoandepupy-
OIIMX (IEJISIIIUXCS ) KJIETOK K O0IIeMYy YMCITY KJIETOK
MOITYJISILIY MOJYyYMJIO Ha3BaHue “Ppakumu pocra”
nnn “miponmdepatuBHoro myna”. INousgrus MI n
KII yacTo OTOXIOECTBISIOT MJISI Te€X NOMYJISLUMA, IIe
9TU LUKJBI coBHamaioT. MBI OymeM MCIOJIb30BaTh
nongrue K11, TeM He MeHee, aKIIEeHTUPYS B OIIpene-
JICHHBIX CTy4yasiX CylIeCTBOBaHUE pa3IndUii.

dusnonorndeckast poib ¢asbl Gy 3aKII09aeTcs B
OCYIIECTBJICHUM POCTA U CBSI3aHHBIX C HUM TTIpOIIeC-
COB MEPBUYHOIO MeTaboju3Mma KiaeTok. B maHHOit
CTalud aKTUBHO UIYT MPOLECCHl TPAHCKPUIILIUU U
TpaHCJISILUY, TIOATOTOBKA KJIeTOK K cuHTe3y JITHK.
®a3za G, camas BapuabenbHast u3 Beex dasz KLI. Cy-
ILIECTBYET B3aUMOCBSI3b MEXYy MHTEHCUBHOCTBIO Je-
JICHUI KJIETOK U MPOIOJKUTENBHOCTBIO G -Tieproa:

HOCOB, ®OMEHKOB

KakK MpaBWIO, OH YIUIMHSIETCS ¢ YMEHBIIICHEM MPO-
JMdepaTUBHOrO ITOTEHIIMAaNa KJIETOK.

B S-niepuone npoucxonut yaBoeHue (peruiuKanus)
JHK sgnpa, paBHOMEpHO pacIipelesIsieMOil BIIOCIIEI-
CTBUM MEXIY NBYMsI fouepHUMU KiaeTkamu. Coaep-
xanue IHK B simpe mpuHSTO BblpaxKaTh 3HAYCHUEM
“C”. B 1950 r. Hewson Swift BBes1 o0o3HaueHue “C”,
nMesi B BUay nocrostHHoe (“Constant”) comepkaHue
JHK B KJeTKax pa3nudyHBIX TKaHEl opraHusma [6].
3a BemmunHy 1 C npuHnMaroT koinmdectBo JJHK B He-
pEeIUIMIMPOBAHHOM TrarIouIHOM Habope XpoOMOCOM
[7]. B pacTteHusix koaudectBo siaepHoi JIHK Bapbu-
pyeT B oUeHb OOJIBIIMX Tpeaenax. HamMenbee Ko-
suyectBo IHK (0.1 nir), mpuxopsineecst Ha 1 C o6Ha-
pyxeHo y Genlisea margaretae (8], a HaubosblIee —
152.2 nr npuHannexut Paris japonica [9]. 3HayeHus
“C” onpelieyieHbl IS pACTEHU MHOTMX BUIOB U 10~
CTYIHBI, HanmpuMep, B 6a3ze maHHbiX Kew Botanical
Garden. Mcxonst n3 JaHHBIX, UMEIOIIMXCS B JINTEpa-
Type, MOXHO CIeIaTh BBIBOJ, YTO MTPOAOKUTEIBHOCTh
S-nepuona SIBISIETCS PE3yJIbTATOM B3aUMOAEUCTBUS
HECKOJIbKUX (haKTOPOB, TAKUX, KaK COep>KaHUE saep-
Hoit IHK u nnuHa oTaenbHBIX PENJIMKOHOB, KOJIM-
YECTBO U pa3Mep CEMENCTB PEIIMKOHOB, a TaKXe CUH-
XPOHHOCTb MPOLIECCOB, TPOUCXOASIINX B OTAETbHBIX
ceMelicTBax peruinkoHos [10, 11].

IMepuon G,, Kak npaBuio, Kopoue G;- u S-dasbl,
a BapMallvu ero JNIMTETbHOCTU OOBIYHO MEHBIIIE, YEM
y G;-niepuona. CobbiTust asbl G, CBSI3aHbI C 3aBEp-
IIeHWeM S-Tiepuoja, peopraHusalmeil LiuTockeaeTa u
MOATOTOBKOI K MUTO3Y. B MUTO3€e nmpoucxonut paBHOe
pacripeniejieHre yIBOEHHOIO0 XpOMOCOMHOIO MaTepua-
Jia MEXIy TOYepHUMU KJIeTKaMU Osiarogapsi QyHKIIMO-
HUPOBAaHUIO BepeTeHa JaejeHusi. Muto3 — Haubosee
KOpoTKuit (B cpeqHeM 1 — 3 4) U HauMeHee Bapua-
oenbHbIN epuon KII.

MOJIEKYJIAPHBIE COBbITUA
KJIETOYHOI'O HUKJIA

MHorue IIpoLecCH B XXW3HHU KJIETOK KOHTPOJIUPY-
JOTCSI 0OpaTUMBIM (PoCcHOPUIIMPOBAHUEM OITpENICIICH-
HBIX OEJTKOB-MUIIIEHEN. Y uenoBeKa OKojJIo 2% Bcex
(YHKIIMOHAIBHO aKTUBHBIX TEHOB KOJIMPYIOT IIPOTE-
WHKWUHAa3b1, a y Arabidopsis thaliana — okono 4%, uto,
06e3yCI0BHO, MOATBEPKIAECT BaXKHYIO POJIb IPOTEH-
KWHa3 I KJIETOK >KMBOTHBIX U pacTeHuii [12]. Hanm-
yyrie OOJIBIIIOTO YKCIa YCIOBHO JIETaIbHBIX MyTaHTHBIX
IITAMMOB I10 KJIETOYHOMY LK1y — cdc (cell division cy-
cle) MyTaHTOB, OMYYEHHBIX Y OPOXKel, chopMupo-
BaJIO OMHO M3 HaNlpaBJICHUI B U3yYEHUU MOJIEKYJISIP-
HBIX MEXaHMU3MOB KOHTpPOJS Ipojidepauuu. DTo
HaIlpaBJieHWEe CBSI3aHO C M30JMPOBAaHMWEM I'C€HOB,
CITOCOOHBIX MCHPaBISTh Ne(EKThl Y cdc MyTaHTOB
nposckeii. LleHTpaabHOe MeCTO Cpey TaK1X TEHOB 3a-
HsUM cdc2'y Schizosaccharomyces pombe i CDC28 y
Saccharomyces cerevisiae, kogupytoiue 34-x]l 6e10K
(p34¢de2) CepUH/TPEOHMHOBYIO IIPOTEMHKMHA3y,

®U3NOJOTUI PACTEHUM TtoM 70 Ned 2023



KJIETOYHBIN LIUKJ PACTEHUMN: MOJEKYJISAPHBIE COBBITUSA

aKTUBHOCTb KOTOPOIi, 3aBUCSIIasl B CBOIO OYepPeIb OT
dochopunmrpoBaHus WK 1eocHOPUIMPOBAHUS COO-
CTBEHHBIX aMUHOKUCJIOTHBIX OCTAaTKOB, HEOOX0AMa
IS TIPOXOSKISHMSI KJIIETKAMM IPOXOKEH TpaHUI] MEXK-
ny G- u S-, atakxe G,- u M-nepuonamu KII. boi-
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 MJICKOIMTAIOIMINX MOSBIISTIOTCS
¢dopMbl D-IIMKIIMHOB, KOTOpPhIE B3aUMOACHCTBYIOT C
nporenHkuHazamu Cdk4 u/mam Cdk6 (Cdk — HuKIMH-
3aBUCHMBIC KMHA3bI), YTO IIPUBOOUT K (hochopuanpo-
BaHUIO OEJIKOB-CYIIPECCOPOB, TaKMX KaK pRb — cy-
TIPECCOpP OITYyXOJIEBOTO POCTa, BIIEPBbIE OOHAPYKEH-
HEBI B KJIETKaX peTUHOOJIACTOMBI, M €My ITOJTOOHBIX
0€eJIKOB. DTO IMIPUBOIUT K aKTUBALIMKM TPAHCKPUIILI-
oHHBIX (pakTOpoB (TD) E2F-THNAa, KOTOpHIE BHICBO-
OoXXnaroTcsi U3 KOMILIeKca ¢ OeaKkaMu-cyIpeccopa-
MU, ¥ BKJIIOYAeTCSI DKCIIPECCHsSI TEHOB, HEOOXOIMMBIX
s nepexona us G- B S-nepuon KL [14]. Janee, Ha
rpanuiie G,/S akcrpeccupyercss TMKIMH E 1 cBA3BI-
Baetcs ¢ Cdk2. AKTUBHOCTb 3TOTO KOMILIEKCA HEOO-
XOIMMa IJIs IIepexoaa YKa3aHHOM I'paHULIbI 1 3aITyC-
ka perwmkanuy JIHK. ITpoxoxnexnune S-neprona Tpe-
oyet B3aumoneiicteust Cdk2 ¢ LIMKIMHOM A, B MUTO3¢
pab6otaet nuKiIMH B. ®yHKIIMOHNPOBaHNE KOMIUIEK-
coB Cdk—IIMKIIMH peryampyercs IByMsl ceMeiicTBaMu
nHruouTopoB Cdk Kak B HOpMaJIbHBIX YCIIOBUSIX, TaK
U (ITpeuMyIleCTBEHHO) MPU CTpeccax, MOBPEXICHU -
ax JHK, nuchynxkuum teomep u ap. IlpencraBure-
mm cemelictBa INK4 cmemmmmaHO CBI3BIBAIOTCS C
Cdk4 u Cdk6 u nmpensTcTBYIOT paboTe LIUKINHOB
D-tuna, a 6enku cemeiictBa Cip/Kip nHruobupyot
koMmmirekesl Cdk2—1mmkmuH E, Cdk2—1mmknmH A,
Cdkl—uuknua A u Cdkl—nouknun B [14].

Adto xe y pacteHuii? Eiie B 60-¢ rogbl NpoILIIOro
crojietus Jack Van’t Hof mpoaeMoHcTpupoBai Ha OT-
JIEJICHHBIX KOHYMKAaX KOpHel Pisum sativum — OTCyT-
CTBUE caxapo3bl B Cpelie 1 00paboTKa IypOMULIMHOM
nipuBoauT K apecty K11 B G- wiu G,-niepuoze, 4to co-
rlacyeTcsl ¢ apajaurMoii o TIaBHBIX KOHTPOJbHBIX
toukax K1 mpu nepexone G,;/S u G,/M u roBoput o
HEOOXOAUMOCTU CHMHTEe3a OesKa JJIs UX YCIIeITHOTO
npoxoxaeHus [15]. bonee Toro, Kackag MMpPOTEMHKH -
Ha3HBIX U MpoTerHochaTa3HbIX peakluii, yIpas-
Jsnorux KL, siBiisieTcst yHUBEpCaIbHbBIM U 151 KJIIETOK
pactenuii. ITo coBpeMeHHBIM mpencraBieHusIM [16—
19] nponsmzkenue no KII obecrieunBaeTcsi cKoopau-
HUPOBaHHBIM B3aMMOIEHCTBUEM MHOXECTBa OETKOB-
PETYJISITOPOB, CPENU KOTOPBIX KITIOUEBbIE MO3UIIMU, TAK
K€ KaK y MJIEKOMUTAIOIIUX, 3aHUMAIOT LMKJIUHBI
(CYC) u cepuH/TpeOHUHOBBIE TIPOTEMHKWHA3BI, Ha-
3bIBaeMble MUKINH-3aBUCUMBIMH KnHa3aMu (CDK),
SKCIIPECCUPYIOIIIMECS B OIpeNeJeHHbIe BpeMEHHbIE
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nepronsl K11. Pacrenns obmamaroT HanOOIBIITM 9HC-
JoM OenkoB-perynsaTopoB KII u cBouMu yHUKajb-
HBIMU MPEICTaBUTEISIMU, HAIIpUMEpP, TOJIbKO Y pac-
teHnit ectb CDK B-tuma [20]. B A. thaliana 13 6em-
koB oTHocAT K CDK u 49 6enkoB otHocaT K CYC,
XOTsI HE BCE OHUM “3aMedeHBI”’ B Ipolleccax peryJs-
nrn K11 [20—22]. Kaxxgprit TATT BKTIOYaeT ITOIKIac-
chl, Hanipumep, Yy A. thaliana — CYCA2;3 — TpeTnit
MIpeACTaBUTEIIbL BTOPOTO ITOAKIIacCa IMKIIMHOB A-TH-
a, IIpaBaa MoKa He IT0Ka3aHo, YTO BCe BUABI pacTe-
Huii nmerot Bee Tuitbl CYC u CDK. Jlaxke BHYyTpU o~
Horo monkiacca CYC oTiM4aiorcss He TOJBKO IIO
“rpacdmky” nx padborsl B K11, HO m o Ty M 4mcioy
CDK, "HTUOUTOPOB M CTPYKTYPHBIX OEJIKOB, C KOTO-
pBIMA OHM MOTYT B3aMMOJEHCTBOBAaTh, yKa3bIBas Ha
3HAYUTENIFHYIO (DYHKIIMOHAIBHYIO NUBEPCU(UKALINIO
Mexanu3MoB KoHTpoJist K. Tak, Harpumep, y A. thali-
ana, 10 JAHHBIM MHTEepaKTOMa OOHApyKeHO 92 TTOTeH-
OUaTBHBIX BapraHTa KoMminiekcoB CDK—CYC [21].

TeM He MeHee, CYIIECTBYET TPU THUIA LIUKIMHOB,
IIJISI KOTOPBIX ITOCTYJIMPOBaHa poJib B peryistim K11 :
CYCA, CYCB u CYCD [23]. CrreuncdnaHBIE KOM-
wiekcbl CDK—CYC peryaupyloT nepexos B OCHOB-
HbIX KOHTpOJbHbIX Toukax K1 (G,;/S u G,/M).

Kommnexkcer CDKA;1-CYCD obecnieunBaror I1e-
pexon u3 G;- B S-niepuon myreM ¢dhochopunpoBaHus
o6enka RBR1 (RETINOBLASTOMA-RELATED 1,
peTrnHOOIacTOMAa-TIONOOHEKIN 6eJIoK 1) ¢ mociemyio-
ILIUM €TO MPOTEOJIM30M, U TEM CaMbIM OCBOOOXIAIOT
T® — E2Fa u E2Fb, kKoTopble B KOMILIEKCE ¢ OeiKa-
mu numepuszauuu (DPa) obecneuuBaioT “Gy-BONHY
TpaHckpunuuu” [24], aktuBupysl aKkcnpeccuio G;/S-
¢da3HbIX TeHOB (puc. la, 0). 3aech cienyeT 100aBUTh,
yto RB-nmopo6ubie 6enku (RBR) saBnstioTcsa paHHuM
MpUOOpETEHNEM B XOJI€ PBOJIOLMU U TTPUCYTCTBYIOT
B TOJIOCEMEHHBIX U TTOKPBITOCEMEHHBIX PACTCHUSIX,
OMHOKJIETOUHBIX BOIOPOCJISIX, MAalIOPOTHUKAX, TIeUe-
HouHMKax 1 Mxax. RBR1 perynmupyer He ToJIbKO T1€-
pexon G;/S, HO U DYHKIIMOHUPYET B COCTaBE KOM-
miekcoB DREAM, akTUBUpPYST 9KCIPECCUIO TEHOB B
G,-nieprojie 1 TeHoB, He cBsi3aHHbIX ¢ K11, a Takke
Y4acTBYET B COXPAHEHUU CTBOJIOBBIX KJIETOK U pery-
JISILMY aCUMMETPUYHBIX aejeHuii [19, 25].

Kommtekcet CDKA;1-CYCA3 KOHTpOJIUPYIOT
npoxoxaeHue S-¢asel, CDKB1-CYCA2/B2/B3
obecrieuuBaloT npoxoxneHue G,-neprona 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
MUKpPOTPYOOUYEK, 00pa3ysl aKTMBHBIE KOMILUIEKCHI C
CDKB2;2 u dochopunupysi 6eaKu-opraHu3aTOpbl
TyOYJIMHOBOTIO LIMTOCKeeTa [26].

[aHHbIe, MTOJy4YeHHbIe HA CUHXPOHU3UPOBAHHOMN
KYJIBTYpe KIIeTOK A. thaliana c nomoipto JIHK-Mukpo-
yunoB [27] xopolio noaTBepxaaT “G,-BOJIHY TpaH-
cKkpunuun”. MHoOTHe reHbl, KCIIPECCUsI KOTOPBIX
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Puc. 1. Huxmmuel (CYC) u nukimH-3aBucuMble mpotenHKHa3bl (CDK) — ocHoBHBIe peryisitopsl KL, Muorue CYC u CDK
9KCIIpeccupylorcs B onpeaeaeHHoe Bpemst K1 1 nx koMmOrHaTOpHOE B3aUMOIEICTBUE PETYJINPYET ero MpoABUKeHUE (a). DKC-
Tipeccusi reHoB, noaaepxusatoimx nepexon Gp/S K1, o6ecnieunBaercst pyHkumnonuposanuem komiuiekcop CDKA;1-CYCD,
dochopmmpyrommx 6e1ok RBR1 ¢ mocnenyomum ero npoteoiauszom, ocBoboxaeHrem TA E2Fa u E2Fb, kotopbie B KOM-
iekce ¢ 6enkamu DPa o6ecnieunBator “Gy-BonHy TpaHcKpunumu” (6). MHOTMe TeHsl, SKCIPeccHsi KOTOPBIX TpUypodeHa K G,
u M nepuonam K11, conepskxaT B mpoMoTopHoii o61actu MSA-MoTHBbI (mitosis-specific activator), kotopsie y3HaroT T® MYB3R
(Murotryeckre komruiekcsl CDK—CYC dochopunmpyror u aktusupytoT MYB3R), obecnieunBaromue “G,-BOTHY TPAaHCKPHII-
unn” (B). Okenpeccust reHoB CDK u CYC u (hyHKIIMOHMPOBaHNE COOTBETCTBYIOIIMX UM O€JIKOB ToMedyeHo 1iBeToM: i G-, S-,
G,- 1 M-11epuosnoB — pO30BbIM, XKEJITHIM, CHHUM U 3€JIEHBIM COOTBETCTBEHHO. [€HBI 1 UX IPOIYKTBI, IOCTOSIHHO KCIIPEC-
cupytomuecs B tedeHre KII, otMmedyeHsl cBeTsIO cupeHeBbIM LIBeToM. KNOLLFE — teH A. thaliana, Heo6XOIUMBIiA 15T LIUTO-
KMHe3a, KoIupyeT 6eslok nmono6Hbiil, cuHtakcuHaM. ORC (Origin Recognition Complex), CDC6 (Cell Division Control 6),
MCM (Minichromosome Maintenance) — TeHBI, KOOUPYIOIIME OEIKM TMPEeperuIMKaTUBHBIX KoMIUleKcoB (mo Komaki u
Sugimoto [111] ¢ tonorHeHUSIMU 1 MOAU(DUKALIUSIMU).

nnkuHazoit WEE1 npuBonut K nHaktuBanuu CDK,
npu 3ToM WEE1 006b1yHO O0Jiee akTUBHA TIpU TTIOBpe-
xpenusx JJHK (pennukanuonHslii crpecc). [pen-
nojaraercs, yto WEE1 3agepxuBaeT mpoxoxKaeHue
S-da3bl, yTo6s1 06ecnieunTs penapanuio JIHK (puc. 2)
[31]. Kpome TOrO, y KyKypy3hl 1 TOMaTOB aKTUBHOCTh
WEEI conpstkeHa ¢ sHAOpenyIuMKanueii [32].

npuypoueHa K G,/M nepexony K11 (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, akcnipeccust KOTO-
PBIX aKTUBUPYETCS IMMOTOOHBIM 00pa3oM, OTHOCSITCS,
Hanpumep, CYCBI u CYCB2, a takxe KNOLLFE, ak-
TUBHOCTb KOTOPOTO HeobxommMma mist opMupoBa-
HUS KJIETOYHO ITACTUHKY MOCJIe 3aBEPIIIEHUST MUATO -
3a [28]. B cBO10O ouepenb, MUTOTHUECKIME KOMITIEK-
col CDK—-CYC dochopunupyoT u akKTUBUPYIOT
MYB3R [29].

HomomHautensHo aktuBHOCTh CDK cnenuguaHo
nHruoupyoT CKI (CDK Inhibitors). B pactenusx
Kip-miono6Hunie 6enxu (kip-related proteins, KRP mnm
nHruouropsl CDK, wiu ICK) conepkat KoHCEpBaTUB-
HBII JTOMEH CXOMHBIN C aHAJTOTMYHBIM JTOMEHOM OeJ-

@dyukuyonuposanue CDK TOHKO peryaupyercs:
dochopmmmpoBanne Tpel60 (MM 3KBUBAJICHTHOTO
octatka TpeoHrnHa) CDK-akTuBupyommuMy KnuHa3a-
mu (CAK) npuBomut kK aktuBanm CDK [30]. ®@ocdo-
pumpoBaHue N-KOHIIEBOTO OCTaTKa THPO3MHA MPOTe-

koB ceMeiictBa Cip/Kip miekonuratomux. Y A. thali-
ana KRP-6enku konupyooTt ceMb reHOB [33] u nH-
rubupytor CDK B G4/S (puc. 2), 4TO MPUBOIUT K
ocTtaHoBKe M1 1 KOMMHUTHPYET KJIIETKU K SHAOpE-
nymmakanuu [16, 21, 32]. Bropoe cemeiicTBO MHTH-
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Puc. 2. OcHoBHBIE ITyHKTBI (PYyHKIIMOHUPOBAaHUSI aKTUBaTOpoB U nHru6utopos CDK u Beixona kietok u3 M. Gy — cocrosi-
HUe NpoaudepaTUBHOIO MOKOs KJIETOK, Npucyllee 1uddepeHIMPOBaHHbBIM, CTAPEIOLLUM U CTBOJIOBBIM KileTKaM. B Gy Bo3-
MoxeH BbIxof, U3 G- u G,-nepnonos. Ilpn onpeneneHHbIX YCIOBUAX, HAIPUMEDP, TOPMOHAIBHBIX CTUMYJIAX, KJIIETKA MOTYT
BepHYThes U3 Gy B M. CAK — CDK-aktusupytomue nporenHkruHassl; WEE — CDK-uHakTuBUpyloiast MpOTeMHKUHA3A;
KRP u SIM — naru6utopst CYC—CDK komruiekcoB (o Velappan et al. [112] ¢ monmoJIHeHUSIMUA M MOOU(DUKALIASIMU).

outopoB CDK, uzBectHoe kak SIAMESE (SIM-6em-
KM), ObUIO OOHAPYXKEHO B CBSI3U C aHAJIW30M MYTaHT-
HBIX pacTeHuit A. thaliana ¢ HapylleHHBIM pa3BUTHEM
TpuxoMm auctheB [34]. MHorue npeacTaBUTEIN Oe-
koB SMR (SIM-related) MoryT B3auMoeiiCTBOBATh C
CYCD u CDKA;1 [21, 34], HO B ocHOBHOM, SIM-6¢e1-
ku B3aumoneiictsyior ¢ CDKBI;1 [21, 32] (puc. 2).
BosMmoxHocTb peryasiuuu SMR-6en1kamu CDKA—
CYCD KOMILIEKCOB BEpOSITHO BaxKHa ISl aleKBaT-
Horo KoHTpoisg KII mpu geiictBun OMOTHMYECKUX W
abuoTtuuyeckux crtpeccopoB [35]. MHTepecHo, uTO,
HanpuMmep, SMR4 B3aumoneiictByer ¢ CYCD3;1 u
3amemisier G; B MOCJIIEAHEM aCUMMETPUYHOM Jejie-
HUU, TPEALICCTBYIOIIEM CUMMETPUYHOMY IEJICHUIO,
dopmMupyloeMy YCTBUUHbBIE KIIETKU [36].

OnHo 13 caMbIx paHHUX coObiTuii KII — nmuieH-
supoBanue JJHK (TouHee xpomaTnHa) — IIporecc aK-
TUBHOTO JOCTYyIIa K XpOMAaTWUHY U “3assKOpUBaHUS”’
Ha HEM OEJIKOB 1 OEJIKOBBIX KOMILIEKCOB, BKJIIOUAIO-
mux dakropsl permkauuu JHK 1 mogndumpyio-
e XpoMaTuH 0enku [24]. Perummkanust reHoMa 3y-
KapuoT TpebyeT aKTUBAIMU ThICSIY TOYEK Hayaja
peruiukauuu (replication origins, ORIs), ¢ koTto-
pPBIMU JTOJDKHBI CBSI3aThCSl KOMILUIEKCHl WHUIIAAIIWM.
OTU MepBUYHBIE PETYSITOPHBIE COOBITUSI — aCCOLIMA-
LU TIpepeIUIMKaTUBHBIX KoMinieKcoB (pre-RC) ¢
KaXXJa0i MOTeHLMaJbHOM TOYKOI Hayajla perivka-
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1MW, aKTUBMPYIOTCS B IO3AHEH Tenodase mpakTuie-
CKM cpasy Tocjie pacrpenesieHus1 AByX BHOBb chop-
MUMPOBAHHBIX sIIEp 10 JoYepHUM KireTkam. [lpowc-
XOIUT TTOCenoBaTeIbHasI COOpKa KOHCEPBATUBHOTO
MYJIbTUCYOBETMHUYHOTO KOMILIEKCa, COAEepXKalllero
mecth 6eakoB ORC (Origin Recognition Complex),
AT® caaspiBarouii 6ea1ok CDC6 (Cell Division
Control 6), dakTop TUIEH3UPOBAHMUS XpoMaTUHA
u permukanuu JJHK 1 (CDT1) u rereporekcamep
u3 1ectu 6enakoB-xeauka3 MCM (Minichromosome
Maintenance) [19, 37].

B pannem G,-nepuosae akruBHocTh CDK nomkHa
ObITb HU3KOi1, YTO HEOOXOAUMO ISl JIMLIEH3UPOBa-
HUS TOYEeK Havajia perummkanuu. [lo3mHee akTUBHOCTD
CDK BospacraeT 3a cYeT MOBBILIEHUST YPOBHSI HEOOX0-
numbix 11s1 atoro CYC Gy-nepuona (cM. puc. 1a), no-
cTUrasl Iopora JOCTaTOYHOTO MJjis MHAKTUBalUU
RBRI1 u crapra (firing) paboThl peIJIMKOHOB, TO €CTh
3arycka S-niepuona. ITpoxoxkneHue S-nepuoga odec-
neunBaloT crienupuyabie CDK—CYC koMIuIeKchl, B
G,-nepuosie akTuBHO TpaHcKkpuoupytorcss CYC M-nie-
puona, akTuBHOCThL MutoTudeckux CDK Bo3dpacTaer
Y HAYMHAETCsI MUTO3. 3aTeM, JIJISI 3aBePIICHUS MUTO-
3a HeoOXxoauma nerpaganus (IpoTeoan3 ¢ y9acTUeEM
26S-nporeacom) mutorndyeckux CYCA1, CYCBI u
CYCB2 knaccoB. Ot CYC comepxaT cieInpuIecKyio
MOCJIe10BAaTEIbHOCTh AMUHOKMCIOTHBIX OCTAaTKOB
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Puc. 3. Cxema perynauuu M1 u snnouuxios. B Gy akrusHocts CDK Bo3pacTaeT 3a c4eT NOBBIIIEHUS YPOBHS HEOOXOAUMbBIX
st atoro CYC, mocturas mopora JI0CTaTOYHOTO TS 3amycka S-reprona. Jlanee Bo3pactaeT akTUBHOCTh MuToTHYeckx CDK 1
HaYMHAETCS MUTO3. 3aBepllaeT MUTO3 Aerpafanys (IIpoTeons ¢ yaacTreM 26S-tporeacom) mutotrnueckux CYC, BCIENCTBUE YEr0o
aktuBHocTb CDK napnaer no yposHs panHero Gy. I1pu sHnouukiax akrusHocts CDK He nocruraer ypoBHsI HEOOXOIUMOTO
TSI 3aITycKa MUTO3a, Tpu 3ToM coxpaHsieTcst akTuBHOCTL CDKA ;1 B komruiekcax ¢ CYC D-tuna u CYCA3, yto obecrieunBaeT
npoxoxiaeHue S-nepuona. CMmeHsowue apyr apyra Gg- 1 S-nepuoabl 3HIOLMKIOB 3aKaHUYMBAIOTCS MaJeHUEM aKTUBHOCTU
APC/C. Knetka nepexoauT B mpoaudepaTuBHbIil MoKoii (Gg) (1o Breuer et al. [41] ¢ Momudukaumsamm).

(D-box, ot destruction box), ompeneasolIyio 4yB-
CTBUTEJIBHOCTh K YOMKBUTUHUPOBAHUIO U y3HaBae-
myio APC/C (Anaphase-Promoting Complex/Cyclo-
some) E3 yOukBUTHMHINTA301i, YTO BEAET K IIPUCOESIM-
HEHMIO YOMKBUTHUHA U OBICTPOI1 IIPOTEOJIUTUYCCKOI
nerpaganuu mutotndeckux CYC [28]. BcnencrBue
aTtoro aktuBHocTh CDK omngares mamaet mo ypoBHS
panHero G;-nepuona (puc. 3).

B M-nepuone napauielbHO cerperaiyiu XpoMo-
COM MJET MOATOTOBKA K (PU3MYECKOMY pasncacHUIO
JIIBYX TOYEPHUX KJIETOK (1iuTokuHesy). HecMoTpst Ha
OTHOCHUTENILHYIO HEeMpPOAOLKUTEIbHOCThL M-TIepuo-
na (2—3 4), ero peajau3anus B BbICIIEN CTETIEHU CKO-
OpAVHUPOBaHAa 1 BOBJIEKAET OIPOMHOE YKCJIO MOJIe-
KYJISIDHBIX YYAaCTHUKOB M COOBITUIA, IIPUBOISIINX K
3HAYUTEJIBbHBIM, B TOM YHMCJIe ¥ BUIUMBIM CTPYKTYp-
HBIM TIepeCcTpoiiKaM KJIeTKU (KOHIeHcallUsT XpoMa-
TUHA, GOpPMUPOBAHUE BEpEeTEHA ICJICHUS, pa3pylle-
HUE sIIepHOI 060JI0YKY, CETpETaIINsI XPOMOCOM, 00-
pa3oBaHue pparmoruiacta u T.1.) [37, 38].

Knetkun moryt nokuHyth M1 1 mepeiiTu B cocTo-
stHue Gy (mponudepaTuBHBIA MTOKOI), XapaKTepHOE
st udPepeHINPOBAHHBIX, CTAPEIONINX U CTBOJIO-
BBIX KJIETOK (pHC. 2), MOCKOJIbKY, KaK y>Xe€ OTMeda-
JIOCh, B LIEJIOM PACTEHUU POCT U Mpoudepanus Kie-
TOK JIOJDKHBI ObITh coriacoBaHbl. CreicTBue Takoi
B3aMIMO3aBUCUMOCTH — pa3Hble Momudpukanum KII,
Haunbosiee TTONXOAsIINe AJIsi KOHKPETHbIX CTaauil pas-
BUTHS 1 (PU3NOJIOTMUECKIX ITOTPEOHOCTEH OTTpeaeacH-
HBIX TUIIOB TKaHel 1in KjieTok [39]. OnHoii 13 Han6o-
Jiee pacripoctpaHeHHbIx Monudukauuii K11 sisnsiercs
SHAOpEeAyIUIMKaLMSl (CMHOHUMBI: SHAOpPEIUIMKAIUS,

SHJOUMUKIIbI, SHAOIUIOWAN3AlIMS), TPU KOTOPOH Mpo-
WICXONISIT MHOXECTBEHHbIE payHAbl perutnkau JTHK
0e3 nocieayolIei cerperallii XxpoMOCOM U IIUTOKM -
He3a [17, 32, 40, 41]. DumopenynanuKauuss OOBITHO
HaOonaeTcss B OOJbIINX, META0OIMYECKU aKTUB-
HbIX WM OYEHb CIIeUaTM3UPOBAHHbBIX KJIETKaX, XO-
TS BCTpeYaeTrcsl U B KJIETKaxX, HE COBIIAAIOIIUX C
S3TUM OMUCAHUEM.

DHOOpEenYIUIMKAIIUOHHBIE IIUKIIbLI IIPEACTaBIISIIOT
coboit MogndunrpoBanHbie M1, B KOTOpBIX N3Me-
HeHbl cTanuu perunkanyu JHK u Mmutoza. BaxHo,
yTo npu 3HAonukiIax aktuBHocTh CDK He mocTuraer
YPOBHSI HEOOXOOMMOTO ISl 3alycka MuTo3a (puc. 3).
DTO MPOUCXOAUT 3a CUET CHIKEHUS TPAHCKPUTILIUU
npeaMuToTudeckKux 1 Mutotndeckux CYCA, CYCBu
CDKB, a takxke cHmkeHns aktnBHoctT CDKB mop,
BJIMSTHUEM MHTUOUTOPOB cemeiictBa SMR, mpu aTom
coxpansieTcss aktuBHoctb CDKA;1 3a cuetr dopmu-
poBanust KoMiuiekcoB ¢ CYC D-tnna m CYCA3, uto
obecrieurBaeT IpoxoxaeHue S-tiepuona [34, 40]. DH-
JIOLIMKJIBI COCTOSIT M3 CMEHSIIOIINX APYT Ipyra CIiely-
duuHbIX G- U S-niepuonoB (puc. 3), Mpu 3TOM Ha-
OJIroaeTcs OCLWIUISLIAS B IPOTUBO(da3e aKTUBHO-
creit CYC—CDK koMI1eKCOB Y yOMKBUTUHIMTA3bl
APC/C. Ilo 3aBepilleHUM SHIOLIMKIOB aKTUBHOCTb
APC/C nagaer, 4To IMO3BOJISIET KJIETKE MepeiiTh B CO-
cTosiHUe nponudepaTtuBHOTO Nokost — Gy; Hanuuue
n aktuBHOCTh CYC—CDK KOoMMJIEKCOB MIpU 3TOM
OoCTaeTcs He SICHBIM acIieKToM [41].

Oka3zajoch, 4YTo Takasi IipoTeMHK1Ha3a Kak CDK G2
MO3UTUBHO BIMSET Ha 3HIOPEOYIUIMKALIUIO, IPU
stoM CDKBI;1 HemmocpencTBeHHO (hochopuamnpy-
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eT CDKG?2 u ymeHbI1aeT €€ cCTaOMIbHOCTh. MoJte-
KyJsipHbIii MexaHu3M neiictBust CDKG?2 moka He
siceH [42]. HecTabuiabHOCTh TUIACTUIHOIO T€HOMa,
BBI3BaHHASI MyTallusIMu reca Iwhy Iwhy3 vy unpo-
¢IToKCalIMHOM, TaKKe MHAYLIMPYET SHAOLUUKIIBI. CHUr-
Haj uget yepe3d SOG1 (TP, orBevaroliunii Ha MOBpe-
xneaust JHK) u npuBoaut x aktuBaumu SMRS5 u
SMR7[43]. MUatepecHo, uto SOG1 3ageiicTBOBaH 1
pY MHIYKIWW SHOOpeAyIUMKauuu y A. thaliana, BbI-
3BaHHOM CHJILHBIM 3acojieHreM [44]. B atux ycnoBusix
pa3BUBAaETCId OKHUCIUTENbHBIN cTpecc, oOpasyroTcs
pa3phIBEL B AByXlenodyeyHoit moaekysie JJHK, aktu-
Bupyercss SOG1, 4To MpUBOIUT K UBMEHEHHUIO YPOBHSI
marpull 1 6enkoB — cHipkeHuio CDKBI1;1, CDKB2;1
u CYCBI1;1 u onHoBpeMeHHOMY ToBblilieHHI0 WEEL,
CCS52A (aktuBatop APC/C) u E2Fa.

Jas pacTeHU MUKCOILIOUINS (3HIOIIOIUTIION -
JIUSI), TO €CTh MIPUCYTCTBUE B OMHOM TKAHU KJIETOK C
pasabiM comepxkannem JIHK — mmpoko pacmpo-
cTpaHeHHoe sBieHue [45]. Tak, Hampumep, MOIyIsI-
1S KJIETOK 3MUAepMbI ucta A. thaliana MuKcorLio-
naHa [46] n y skotuna Col-0 cogepKuT siapa ¢ KOJIu-
yectBoM JIHK 2C (36%), 4C (48%), 8C (15%) u 16C
(1%) (puc. 4).

B Hacrosiee BpeMs1 (hr3M0I0rndeckoe 3HaYeHIE
9HJIOTIOJIMTIIOUINHU €111€ HE COBCEM ITOHSITHO U B CBSI-
3 C 3TUM MHTEHCUBHO HUcclienyeTcsi. Bo3aMoxHO, 3H-
JIOTIOJIMTUIONIN3ALINS TIpEeNCTaBiIsieT co0oii cnocos
YCKOPEHUS pOCTa paCTeHUI B KOHKPETHBIX 9KOJIOTU -
YEeCKMX YCJIOBUSIX, ITOCKOJBKY CYIIECTBYET OIpelie-
JIEHHAasI 3aBUCUMOCTb MEXIYy KOJIMYECTBOM SIIEPHOM
JHK u pasmepoM KJieTox [46, 47]. A8 KyJIbTUBUAPY -
€MBbIX iR Vitro KI1€TOK MUKCOTUIOUIMS TAKXKE ILIUPOKO
pacrpocTpaHEeHHOE SIBJIECHUE, KOTOPOEe MOKET OIIpe-
JeJISIThCS KaK CIeM(UUECKUMU YCIOBUSIMU KYJIb-
TUBUPOBAHUS (KOMITOHEHTBHI MHUTATEJIbHOM CpEIHbI,
TeMIieparypa 1 Ap.), TaK ¥ INIOMIHOCTHIO UCXOOHOTO
9KCIUIaHTa.

BHEIOHUE ®AKTOPBI B PET'YJISALIUA
KJIETOYHOI'O IUKJIA PACTEHUUA

Briciine pacteHus o6J1analoT 3yKapuoTUUECKUM
turnom KII. BTto o3HavyaeT, 4yTo paboTa reHeTUuYeCKHu
00YCIIOBJICHHOI MpOorpaMMBl MOIYJIUPYETCST BHEIII-
HUMU (akTopaMu U cTUMyaamMu. BHenrHue ¢akro-
pbBI, TaKKMe KaK JOCTYITHOCTh BOJIbI, 3JICMEHTHI ITMTa-
aus, CO,, CBET ¥ TeMITepaTypa BIMSIIOT Ha POCT U Jie-
neHne kieTok [48]. Omnako m3MeHenust B KII He
Bcerma MpUBOIST K U3BMEHEHUSIM B pa3Mepe OpraHoB
pacteHus. Tak, Ha MOJIOABIX MPOPOCTKax A. thaliana
MOKAa3aHO, YTO HUTPAT MHIYLHUPYET SKCIIPECCUIO Te-
Ha SMRI1/LGO (vuruourop CDK) yxe uepe3 3 gHs
nocJje MpopacTaHusl, 4YTO MPUBOAUT K UHAYKIIUY SH-
JopenyruMKauny, ysenmdeHnio kommdectsa JJHK u
pa3Mepa KJIeTOK. Y MyTaHTHBIX pacTeHUI [g0-2, KINeTKU
KOTOPBIX HECTIOCOOHKI MOAAEPKUBATh AKTUBHYIO 9H-
JOpenyIUINKALIMIO, pa3Mep ceMsIoJieil cXoneH ¢ Ta-
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2C 4C 8C

16C

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

KOBBIM pacTeHMI IUKOTO TUIIA, YTO JOCTUIaeTcs 3a
CUeT JIeJICHUS KJIETOK [49].

IIpu BonHOM AeduULUTE 3aMeEMISIETCS CKOPOCTh
JIeIeHUs KJIEeTOK, YMEHBIIAIOTCSI pasMephbl Mepu-
CTEeM, YMCJIO KJIETOK JUCThEB, BO3PACTACT IOJISI KJle-
TOK, Haxonsiuxcsi B G-Tiepuoje, 4To yKasblBaeT Ha
YBEJIMYEHUE €TI0 MPONO/KUTEIEHOCTY W/ MJIA HA OCTa-
HoBKy KI1I Ha rpanune G,/S. [1pu 3TOM IpomoKu-
TeIbHOCTh S- G,- u M-TIepuogoB U3MEHsSIETCSI B
MeHblieit creneHu [48]. BoaHblii Ae(puIMT y MHOTUX
BUIOB pacTeHUI TPUBOIUT K OCTAHOBKe Kak ML, Tak u
SHIOLMKIIOB 3a cUeT CHIKeHUs aktTuBHOCTH CDK, x0-
TSI 9HAOPEAYTTUKALIMS MOXET CTUMYJIUPOBATHCS MPU
ciaboM BOIHOM cTpecce. Hammpumep, B KileTkax mMe-
3odwnna A. thaliana 310 TI03BOISIET paCTEHUIO MO~
JIep>KUBaTh TUJIOLIAb JUCTa MPU 3acyxe yepe3 OIo-
CpeloBaHHOE TUIOUIHOCTHIO YBEIMYEHUE pa3MepoB
kietok [17]. 3acyxa ObICTPO MHAYLIMIPYET B MOJIOIBIX
JIMCTBSIX apabuaoricuca BBICOKMI YPOBEHb TpaH-
ckpuntoB reHoB SMRu KRP — narnouropoB CDK u
nuHruoupyet skcnpeccuro CDKA/Bw CYC [50].

IMoBeiieHue koHLIEeHTpaluu CO, ycKopsieT pocT
MHOTUYX BUAOB PacTeHMUI, BUAUMO 3TO OINPEICsieTCs
MOBBIIEHUEM TIPOAYKTUBHOCTA (DOTOCUHTE3a U, CJie-
JIoBaTeJIbHO, KOHIICHTpaumu yriesonos [51, 52]. Ilpu
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3TOM YBCJIMYCHHUE PAa3MEPOB JIMCTHEB U KOpHCfI CBA-
3aHO C YBCJIIMYCHHNEM OOJIN JCTIAIINXCA KIIETOK B M€~
pucremMmax.

IlepBoe KapauHalbHOE M3MEHEHHE, C KOTOPBhIM
BCTpeUYaeTCs STHOTMPOBAHHBIN ITPOPOCTOK ITPH BBIXO-
Ile Ha TOBEPXHOCTh IMMOYBBI — 3TO CBET. 31€Ch CIAEAYyEeT
HaAITOMHUTbB KJlacCU4YeCcKue JaHHBIE O TOM, YTO OCBe-
IIeHWe STUOJUPOBAHHBIX IIPOPOCTKOB BBI3BIBAET
BOJIHY neneHuii [53]. Harpumep, yxe yepes 6 4 ocse-
IIeHUsI 3-IHEBHBIX 3TUOJUPOBAHHBIX MPOPOCTKOB
A. thalianaHabmogaeTcss CKOOpIUHNPOBAHHOE YBEJIN -
YeHME DKCIIPECCHUN T€HOB, CBSI3aHHBIX C TPAHCIISIINEH,
a 3aTeM reHoB — peryJisitopoB K11, BoBjIeUeHHBIX KaK
B riepexon ot G; K S-daze, Tak 1 oT G, K MUTO3Y U T1a-
JIeHne 3KcIpeccnu reHoB mHrnontopos CDK [54].

CHUXeHVe MHTEHCUBHOCTHY MaAalolero CBETa Bbl-
3bIBaeT yMEHbIlIeHUE (DPUHATBLHOTO YMCJIa KJIIETOK B JI-
CThSIX ABYIOJIbHBIX pacTeHui [48]. [Tpu 3TOM cXOmHBII
a¢pdexT HaOMOZAIM KOTma HHTEHCHUBHOCTb CBETa
yMmeHbIain Ha 40% ¢ MOMOIIBIO HERTPaTbHBIX CBETO-
GUIBTPOB MO0 3aKPHIBAIU SKBUBAJIEHTHYIO IIJI01IA b
¢doTocuHTe3UpYyIOLIEl MOBEpXHOCTU JucTa. Oba 3TU
BO3/ICHCTBUSI YMEHBIIIAIOT OTHOCUTEBbHYIO CKOPOCTh
JIeJIeHY s KIIETOK M He BJIMSIIOT Ha TPOAOJIKUTEIbHOCTh
nponundepaTUBHON aKTUBHOCTU JIUCTA. YMEHbIIIEHNE
KOJIMYECTBA IMOIIOIIEHHOIO CBETa COMPOBOXKIACTCS
CHUKeHUEM (bOTOCUMHTE3a U CONEPKaHUSI caXxapoB B
TKaHsgx ancTta [48]. UHTepeceH HeJaBHO YCTAHOBIICH-
Hblit (pakT — CDKA B A. thaliana He3aBucumo ot K1
KOHTPOJIUPYET MHAYLIMPOBAHHBIN CBETOM TPOITM3M U
JIBUXKEHMS XJIOPOILJIAaCTOB, BEPOSITHO, BJIMSISI HA Oopra-
HM3aLMI0 LUTOcKeneTa. ISt BBITTOTHEHMST TaKOM
¢dyHKUMU TpebyeTrcss HU3Kasi akTMBHOCTh CDKA B
CpaBHEHWH C ee aKTUBHOCTEIO B M1 [55].

Cpenu rrepeMeHHBIX (DaKTOPOB OKPYKAIOIIEH cpe-
JIbI, IPOJIOJKUTEILHOCTL CBETOBOI (pa3bl IBIISIETCS 00-
Jiee IIpeacKa3yeMoi M UMeeT (DUKCUPOBAHHBIMN IIMKITH -
YecKUit XapakTep. JUIMTeTbHOCTb CBETOBOTO TIEpHoaa
KOHTPOJIMPYET POCT U pa3BUTUE PACTCHUI, 0OecTieun-
Bast yepe3 paboTy BHYTPEHHUX CBETO3aBUCUMBIX TP~
KaIHBIX YaCOB PETYIISIINIO 9KCIPECCU MHOTHUX TEHOB.
IMupkagHbie yacel moayaupyioT Bpems KII mocpen-
cTBOM putMuyeckoro cBsizbiBaHust TO® — TOC1/PRR1
(TIMING OF CAB EXPRESSION1/PSEUDO
RESPONSE REGULATOR 1) ¢ npomMoTOopoM reHa
CDC6 — onHOTO U3 KOMITIOHEHTOB MPEPETIMKATUBHO-
ro KoMIuIekca [56].

HccnenoBanusi BIUSTHUS CIEKTPAJIbHBIX XapaKTe-
puctuk cBeta Ha KII MHTEeHCMBHO TIpOBOISITCS Ha
OMHOKJIETOUHBIX 3eJieHbIXx Bomopocisx. IlokazaHo,
4TO CBET B cuHeil obimactu crnekrpa (400—500 HM)
WHTUOMpPYET HeJieHrue KIIETOK Protosiphon botryoides
yepes CUTHaJI, repeaaBaeMblil OT IMOKa elle He UAeH-
TUUIUPOBAHHOTO GoTopeLenTopa [57], a KpacHBI
CBET CTUMYJMpPYET aeiaeHue Kietok Chlamydomonas
reinhardtii |58]. HenpepbIBHBINM HajbHUII KPAaCHBIM
CBET yCTpaHsIeT HEraTUBHOE AelCTBUE HETIPEPBIBHO-
IO CUHETO CBETa Ha CUHXPOHHBIE JEJIEHUS B CyCIIeH-

HOCOB, ®OMEHKOB

3MOHHOM KYJIbTYpe KJIETOK Tabaka, UTO CBSI3bIBAIOT C
GUTOXPOM-UHIYLIMPOBAHHBIM OMOCUHTE30M ayKCHU-
Ha [59]. CBeT, B 1IeJIOM, CIOCOOCTBYET TMposndepa-
LIUU KJIETOK, CTUMYJUPYSI aKTUBHOCTb (hOTOpELIeT-
TOPOB, YTO MPUBOAUT K TOAABJICHUIO aKTUBHOCTU
nHruouropos KII. CBeT BiausieT 1 Ha SHAOPEIYILIN-
Kaluio, moaasJisieT sHAoUUuKIbl. Hanpumep, B runo-
kotunsix A. thaliana, Brassica oleracea v Pisum sativum,
B TEMHOTE MIPOXOIUT OOJIbIIE SHAOLIMKIIOB [60].

Hawnboee nccaeqoBaHHbIlN (pakTOp BHEITHEN cpe-
Ibl, Baustionuit Ha KII — 3Tto Temmiepatypa. MHoXe-
CTBO JAHHBIX ITOKA3bIBAET, YTO MPOAOIKUTEIBHOCTh
Bcero KII ymMmeHbImaeTcs (ciiemoBaTellbHO, CKOPOCTh
JIeJICHUST KJIETOK YBEJIMUMBAETCS) C OBBIIIICHUEM TEM -
nepatypsl [48]. OgHako, He CMOTpPSI Ha U3MEHCHUS B
CKOPOCTH JeJeHUST KJIETOK, OKOHYATEIbHOE YMCJIO
KJIETOK B OpraHe He U3MEHSIETCS B IIIUPOKUX TeMIIe-
paTypHBIX npeneiaax. @akTUIecK yBeIUYeHUE CKO-
POCTH JieJieHsI KIIETOK IPY MOBBIIIIEHUY TEMIIEPATYPhI
KOMITEHCUPYETCSI yMEHBIIIEHEM MPOAOKUTETLHOCTH
nepriona rponudepaumu Kierok [61]. ITokazaHo, uyTo
3aMeIJIeHUe poCTa MpHM HU3KOI TeMmIepaType — pe-
3yJbTaT MPOMOPLIMOHATBHOTO YBEJIMYEHUS MTPOAOJI-
xutenbHOCcTH nepuonoB KII, mpuyem 1mpu MUHM-
MaJIbHOI MOCTOSTHHOM TemIieparype Mopdoornge-
CKMe XapaKTepUCTUKU MEPUCTEMbl HE U3MEHSIIOTCSI.
[IpemioxeHO MOHATHE KPUTUYECCKHMX TeMIIEpaTyp-
HBIX TOYEK, Ha OCHOBE KOTOPBIX OIIPEALIISIETCS ONTH -
MaJibHas Temriepatypa mist K11 [62].

OUTOITOPMOHDLI — PET'YJIATOPBL
KIETOYHOI'O IUKJIA PACTEHUH

B kauyecTBe BHYTPUKJIETOUYHBIX IICHOTPOITHBIX
¢$aKTOpOB, KOHTPOJIUPYIOIIUX MPAKTUUYECKU BCE
MPOLIECCHI B KIEeTKaX paCTeHUI1, pacCMaTpuBaloT pu-
TOropMoHBI. ITpu 3TOM, 4TOOBI ITOKa3aTh 3P GHEKT TO-
ro WX MHOTO (DUTOTOPMOHA, KaK IIPaBUIO, IIpUMe-
HSIOT MX 3K30TeHHOo. [leiicTBre (pUTOrOPMOHOB Ha
pPOCT 1 pa3BUTHE PACTEHUIA, B TOM YMCJIe 1 HA IIPOJIM-
depannio KJIETOK, 3aBUCHUT OT OpraHa M TKaHU, CTa-
JIMM OHTOT€HE3a, SHAOTEHHOIO COOTHOIIIEHUS (pUTO-
TOPMOHOB, CBETOBOI'O pexXKrMa U T.I1. Bce 3T0 MoxeT
W3MEHSITh HAIIPaBJICHHOCTb AeICTBUS (DUTOTOPMO-
HOB [63]. B Hacrosiee BpeMs1 yOeIUTEIBHO ITOKa3a-
HO, 4TO (PUTOrOPMOHBLI MOTYT BJIMSITH HA OOHU U TE
Ke IPOLIECChl, OMHAKO, MapagoKCcalbHO, HO UX CUT-
HaJIbHBIC ITYTH padboTaloT He n30bIToOYHO. COBpeMeH-
Hasl mapagurma oIpenesisieT, YTO CUTHAJbl pa3HBIX
(UTOrOPMOHOB MHTETPUPYIOTCS Ha YPOBHE T€HHOM
CETH, a UX MPOBEIACHME COIIPSKEHO ¢ “obmieHnemM”
(cross-talk) curHajabHBIX TIyTel [64—66].

AyKCLlel U UUMOKUHUHbL — 8adicHeliuue
pecyaAamopsl Kaemo4Hoeo yuxkaa

Yuactue aykcnuHoB 1 IUTOKWHUHOB (LK) B perynsi-
min K11 — Hanbonee uccnemyemast tema. Y A. thaliana
MoKa3aHa KJiloueBasi poJjib ayKCuHa B GOpMUPOBaHUU
®U3UOJIOTUI PACTEHUN Ne 4
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00KOBBIX KOopHei. KoHIleHTpanus ayKCcuHa 3HA4YM-
TEJILHO MOBBIIIAETCSI B MUHULIMAJIbHBIX KJIETKaX IMepu-
LMKJIa, YTO OPUBOJUT K UHAYKLHUU JEJIEHUNA 3TUX
KJIETOK, (DOPMHUPOBAHUIO IIPUMOPAMS 1 Pa3BUTHUIO aK-
TUBHOI MEpPUCTEMBI, KOTOpasl B TaibHelIIeM (hopMu-
pyeT 60KOBOIT KOpeHb [67].

Ha pacrenusax A. thaliana 0pI10 MOKa3aHO, YTO
ayKCUHBI (TIPUPOAHBIIA U CUHTETUYECKHUE) UHAYIIMU-
pyioT TpaHckpuruio reHa CDKA;l B aniekcax Kop-
Hd, Torma kKak 1K — B 30He pacTskeHus [68]. Ayk-
CUH CITOCOOCTBYET HEJCHUIO KJIETOK B MepUCTeMe
KOpHSI M MMeeT MaKCHMMaJIbHYI0 KOHIEHTpPAaLUIO B
MOKOSIIEMCS LIEHTPE, TAe OH CUHTE3UPYETCS, BBICO-
KYI0 KOHLIECHTPAL1IO B TIpondepaTUBHOM JOMEHE U
OTHOCUTEILHO HU3KYIO B 30HE PACTsSKeHUS U Iud-
depeHIMannm KiaeTok. I1pn 3TOM mpuMeHeHne HU3-
KUX KOHIIeHTpauuit aykcruHa (200 HM MYK) ctumy-
JIMPYET MUTOTUYECKYIO aKTUBHOCTD, YTO IIPUBOIUT K
YBEJIMYEHUIO MEpPUCTEMATHUECKON 30HBI [65]. Kpo-
M€ TOTr0, IBOMHOM MyTaHT ¢ oTepeit yHKIMIt TeHOB
ounocunte3a aykcuHa WEIS/TAAI n TARZ2 (weiStar2)
HEe UMeeT UAeHTU(PUIINPYEeMOil MepUCTEMEBI, a 00pa-
6otka MYK uvactuuHo ee BocctaHaBnuBaet [69]. B
IIEPEXOMHOM JOMEHE aIleKca KOpHsI, TIe KISTKI Me-
Ha0T oOBIUHBIN MII, 3akaHumMBaronIniicsa cerpera-
LM XPOMOCOM U [IUTOKMHE30M, Ha LIMKJIbI SHIOPEIy-
IUIMKALIMY — JIFOObIE HapyIlleHYsI B OMOCUHTE3€E, TPAHC-
MOpTE WIM TIepeave CUrHaja ayKCHMHa, CIIOCOOCTBYIOT
nepexoxy ot MII K sHIOLUMKIaM, TOrIa KaK MOBbIIIE-
HUE YPOBHS ayKCHUHA 3aepXXUBaeT Ha4ajI0 S9HI0LMK-
JIOB U ITePeXO0/, B 30HY pacTsKEHUSI KJIETOK [65].

JocTaTouyHO BICOKMIA Oa3alibHbIIl YPOBEHb TpaH-
ckpunToB 1 6enka CDKA ;1 o6HapyXuBaeTcst BO BCex
JKUBBIX KJIETKaX PACTEHUI, 1a’kKe HEe aKTUBHO JAEJISIIX-
¢ [68], 4To, TO-BUAMMOMY, OTpaXkaeT NX YHUKAIBHYIO
CIMOCOOHOCTh — BO3BpAlllaThCcsl K AEJIEHUIO0. AyKCUH
orpezesisieT BO3MOXHOCTb JI€JIEHUSI KJIETOK, CTU-
MYJUPYSI HAKOTUIEHUE TOCTAaTOYHON KOHLEHTpalluKU
CDKA;1, xoTopast mocJie B3aUMOJIEHCTBUS C OIpe-
neneHHbiMU CYCD u CYCA o0GecrnieuuT cBoeil ak-
TUBHOCTBIO ITPOXOXIEHNUE KOHTPOIbHOU Touku G/S
u cobctBeHHO S-tiepuona KII (cm. puc. 1, 2).

Ha npomudepaiiio KiIeToK B MEpUCTEME KOPHS
LK oka3bIBalOT HETaTUBHOE BIIMSIHUE. YMEHbIIICHE
cunre3a LK u/unm HapyllleHue mepemayyd CUTHaja
MIPUBOIUT K YBEINUYECHUIO MEPHUCTEMATUUECKOM 30HBI
U 3aepXKKe Hadaia sHaopeayrikauuu [65]. Hemb-
351 HE OTMETUTh, YTO CYILIECTBYET IPYroil B3SO HA Me-
xaHu3M aericteus LIK B MepucTeMaTnyekoi 30He KOp-
Hs1. [TokazaHo, 4TO mpaHc-3eaThH 3aMeJIsieT CKOPOCTh
pocTa KOpHEM M Ilepexon KIETOK K PacCTSLKeHMUIO,
youHsss M11. MEpIMU clioBamMu, JTIOOBIE M3MEHEHMS
KOHLIeHTpauuu 3HporeHHbIX LK mim usmMeHeHus B
nepenave curHana LK BiekyT 3a cob60il u3BMeHEeHUs
nponokutenbHoctT MII [70]. Tem He mMeHee, nO-
MUHUPYIOIIUM SIBJISIETCS TIPEICTABJICHUE O TOM, YTO
LIK oka3bpIBalOT MpOTUBOMOJIOXHOE BIusiHUE HAa M 1]
B allMKaJTbHBIX MepHUCcTeMax ImoderoB 1 KopHeit [71].
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Hapsiny ¢ anukanbHOII MEpPUCTEMOIT KOPHSI, KYIb-
TUBUPYEMBIE in Vitro TIPOTOIIACTBI U KJIETKU pacTe-
HUII — 4aCTO UCIIOJIb3yeMble CUCTEMBI B UCCIICAOBA~
Hugx poimm aykcnHoB U IIK B perymanmm KII. Ha
MpOoTOIJIacTaX M3 KJIETOK JIMCTa JIIOLIEPHbI MpOJIe-
MOHCTPUPOBAHO, YTO YUCJIO ACSIINXCS KJIIETOK 3a-
BHUCHUT OT KOHIEeHTpalmu aykcuHa [72]. Omxnako LK
(3eaTtrH) ObLT HEOOXOAWM JIsSI HOPMAaJlbHOTO IIPO-
XOXIEHUSI S-Ilepuona M 3aBEeplLICHUSI MUTO3a, YTO
BBIPAXXaJOCh B MOBBHIIIEHUM aKTUBHOCTU COOTBET-
creytominx CDK, a umenno CDKA;1 u CDKBI1;1. B
orcyrcrBue LIK 6e1ok CDKA;1 cuHTe3npoBaIcs, HO
He TIposBista ¢pochoprmpyronieil akTUBHOCTH [72].
CoBmecTtHoe neiictBue 1K 1 aykcrMHa 3HaYUTEILHO
ycunuBaio TpaHckpurnuuio CDKA; I B KyJlbTUBUpYE-
MBbIX ITpoToILIacTax Me3odruia Tabaka [68]. Mccae-
JOBaHWE Ha CYCIIEH3UOHHON KYJIbType KJIETOK
A. thaliana >ddexroB aykcuHa (HYK), HHK (kune-
TWUHA) U/WIN caxapo3bl IT0Ka3aJ0, YTO 3KCIIPECCUST
reHOB, KOAWPYIOIIMX KOMIIOHEHTBI PEeTyJISITOPHOM
cetu KII oTBeyaeT pa3anyHbIM 00pa30oM B 3aBUCHUMO -
cTh oT coueTaHust 3¢ddexkTopoB [73]. Dkcnpeccus
CDKA; 1, CYCA2;1 n CYCD vHayLumpoBajach caxapo-
3oi1, CYCD3;1 — KUHETMHOM U1 caxapo30ii, B TO BpeMs
Kak skcnpeccuss CDKBI;1 n CYCBI;1 cyimiecTBeHHO
TMOBbIIIIANACh MPU ogHOBpeMeHHOM JeiictBuu HYK u
KMHETHUHA. YPOBEHb TPAHCKPUIITOB IT€HOB MHTUOUTO-
poB CDK, cemeiictBa KRP 3HaUMTEIbHO CHIDKAJCS
TOJ1 BIUSTHUEM (PpMTOTOPMOHOB M caxapo3sbl [73].

KomnextuBHbiit 3¢ dekr aykcuHa u LK Hadmr0-
JaJId ¥ B 9KCIIepUMMEHTaX C 3KCIJIAaHTaMU JIMCTHEB
JonepHbl. O6paboTKa JUCTOBBIX SKCIJIAHTOB 2,4-]1
HECKOJIBKO ITOBHIIIAana ob0myio aktuBHOCTE CDK,
omnpenenasseMyto 1o ¢gochoprnmpoBanuio ructona Hl,
a koMonHanus LK 1 aykcuHa 3HAYUTEJILHO YBEJIU-
yuBajyia aktTuBHOCTh CDK [74]. IlpencraBiieHHBIE
JIaHHBIE TTOKA3bIBAIOT, YTO B YKa3aHHBIX 00bekTax LIK
HEeOoOXOaUM IJISI TIPOXOXKIASHUS S-da3bl U mepexoaa
G,/M. Bonee Toro, BepostHo curHan LIK BaxkeH n
U1 mepexona Mexnmy Bcemu ¢aszamu K1, mockonbpKy
B CUHXPOHU3UPOBAHHOUN CYCIIEH3MOHHOM KYJIbTYpE
KieToK Tabaka (BY-2) HaOmromaeTcs oCUMLISINS
BHYTPUKJIETOUHOM KOHILIEHTpauu 3HIoreHHbBIX [IK
(B OCHOBHOM, B (hOopMe mpaHc-3eaThHa) C MaKCUMY-
MoM nepef rpaHulieil G;/S 1 nukamu nepei rpaHu-
mamu S/G,, G,/M, u M/G, [75].

OTBeT LeIbIX paCTeHUI Ha BK30TeHHbIe (PUTOTOp-
MOHBI CJIOXKEH W, B YaCTHOCTH, 3aBUCUT OT OpTraHa u
TKaHU U He 00513aTeIbHO MOBTOPSIET OTBET KYJIbTU-
BUPYEMBIX in vitro KjeToK. Ho Hapsiny ¢ KyabTypoit
KJIETOK, 00paboTKa MpopoCTKOB A. thaliana 3eatu-
HOM BBI3bIBaJIa TTOBBITIIeHNEe ypoBHSI MPHK CYCD3 B
KOMMMUTUPOBAHHBIX K JAEJICHUIO 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 yamHeHUo G2-¢a3bl 1
3a/iepXkKe aKTMBAllMM MUTOTUYECKMX T€HOB, YTO IMO3-
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BOJISIET TIpemIToioxkuTh, 9To0 CYCD3;1 obecrieunBaeT
dopmupoBanue kKomiuiekcoB CDKA;1-CYCD, He-
06xonuMBbIX ST Tiepexona u3 G- B S-Tieproa 1 ak-
TUBALIMU IKCIpeccuu S-da3Hbix TeHoB [77]. UHTe-
pecHO, YTO y MYTaHTHBIX pacTeHUil A. thaliana c
BBICOKUM cojiepxkaHueM 3HIoreHHbIX [IK ormeue-
HO TpexkpaTHoe yBenudeHue yposHsa MPHK CYCD3
10 CPAaBHEHMUIO C PACTEHUSIMU JUKOTO TUTIA, a U3 DKC-
IUIAHTOB TPAHCIeHHBIX pacTeHuit A. thaliana ¢ KOH-
CcTUTYTUBHOI 3Kcrpeccueii CYCD3 MOXHO nojiydaTh
KaJUTyCHBbIE TKaHU U MOIEPXXUBATh UX Mposindepa-
o 6e3 sk3oreHHbIx LK [76].

Aykcunbl u LK Bausinu Ha 3KCIpecCUI0 TeHOB
CYC, CDK v unruouropoB CDK u B apyrux skcre-
pPUMEHTaIbHBIX cucTeMax. Yepes 1 CyTKU KyJIbTUBU-
pOBaHMs Ha cpejie, MHAYLIMPYIolei KaTycooopa3o-
BaHue (cpena c 2,4-J1), B 3KCIUIaHTax TMMOKOTUJIeH
5-HenelmbHBIX pacTeHuit A. thaliana moBBIIIATaCch
9KCIpPEeccUsi MHOTUX TeHOoB, cBsi3aHHBIX ¢ KII, B Tom
ynucine CYCBI;1, CYCBZ2;2, a ypoBeHb TPaHCKPUIITOB
KRPIn SMR2 (uaruouropoB CDK) caHmxancs [78].
AHaJIOTMYHBIM 00pa3oM, 0O0paboTKa IPOPOCTKOB
A. thaliana aykcunamu u 1K nmpuBoamnia K cHuXe-
HUIO TpaHcKpunuu reHa KRP4 [79].

Kpowme toro, aykcunsl u LIK peanusyror u npyrue
crroco0nl KoHTpoass KII. AykcuHBI cTaOMIN3UpyIoT
ypoBeHb 6enka E2Fb, KoTopblil peryiupyeT MpoXox-
neHue S- u M-nepuonoB, aKTUBUPYS SKCIIPECCUIO
CDKA;I1wn CDKBI; 1. ITpu BeicokoM ypoBHe E2Fb co-
kpamaercs: mpoaokuteabHocth KII [80]. TTokaza-
HO, uTto F-box 6emok SKP2A (S-Phase Kinase-Asso-
ciated Protein 2A) A. thaliana, KOHTpOIUPYIOUIUIA
crabunbHocth E2Fc/DPB — penpeccopoB TpaH-
cKkpunuuu reHoB, peryaupyoomux KII, crmocoben
HaIpsIMYIO CBSI3bIBATHCS C ayKCMHOM, YTO MPUBOAUT
K YOMKBUTUHUPOBaHUIO 1 TTpoTeonudy SKP2A Bme-
cte ¢ ero muieHsaMu — E2Fc/DPB, u 310 mojtoxu-
TeJIbHO cKasbiBaeTcs Ha npoasmwkeHun KII [81]. To
€CTh, MO’KHO TOBOPUTH O BO3MOXKHOCTHU perysiiu K1
ayKCUHOM, B 00XOJ1 KJIaCCUYECKOTO MOJYJISI €r0 CUTHA-
ymHra — Aux/IAA-ARF-SCFTIR1/AFB [82]. B cBs3u
C 3TUM, CJIeIyeT OTMETUTD, YTO ayKCUH-CBSI3bIBAIOIIINIA
o6enok ABP1 (AUXIN BINDING PROTEIN 1) —
OIMH M3 ITePBHIX OXapaKTepPU30BaHHBIX OCJIKOB, C 00JTb-
111011 ap(OPMHHOCTBIO CBSI3bIBAIOIIMI ayKCHMH 1 OTBeYa-
IOIIMIA KpUTEPUSIM peLIierITopa, OTKPbIBAeT CBOU (DyHK-
muu B perysinuu KII. Ha kynsType KieTtok Tabaka
BY-2 nokazaHno, uyro nHaktuBalus ABP1 BeI3biBaeT
apect K11 B G;-niepuone 1 pe3koe majaeHue IKCIpec-
cunm CYCD3;1 [83]. Kpome TOTO, COOOIIANIOCH, UTO
ayKCUH 4Yepe3 TpaHCMEMOpaHHbIE KWHa3bl aKTUBHU-
pyeT nepenauy curHaia no MAPK-kackany (Mito-
gen-Activated Protein Kinase) 1 KoHTpoaupyeT opu-
eHTaII0 KJIETOUYHBIX AeJeHUi TTpu (OPMUPOBAHUU
OOKOBBIX KOpHeit [84].

B nepexonHoii 30He anekca KopHsi A. thaliana 11K
aktuBupyer aBa T®d, ARRI (ARABIDOPSIS
RESPONSE REGULATOR 1) u ARR12, yto mpu-
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BoouT K nHaykuuu SHY2/IAA3 — penpeccopos 1ie-
pefayy cUrHajia ayKCuHa. OTO MHTUOMpPYET ayKCUHO-
BbIii CUTHAJIMHT W CHIDKAET 9KCIIPECCUIO TTePEHOCUM-
KOB ayKCHHA, YTO IIPMBOIUT K OCTAaHOBKE IEJICHUS
kieTok [71]. Ognako LIK MozkeT oka3bIBaTh MpsiMOe
pmsiHue Ha KII, xkoropoe He ompenensieTcs neii-
CTBMEM Ha mepedadyy CuUrHajga aykcunHa. IlokaszaHo,
yto akTuBMpoBaHHBIN 1K ARR2 HampsiMyto cBsI3bIBa-
eTcsl ¢ mpoMotopoM reHa CCS5241 v uHAyUUpYeT ero
akcrpeccuto. benok CCS52A1 — aktuBatop APC/C
E3 yOMKBUTHHIIMTA3Bl 3KCIIPECCUPYETCS B MEPEXO-
HOM 30HE 1 30HE paCTSKEHUSI KOPHS U CTUMYIUPYET
JIerpagalio MUTOTUYECKMX IUKIMHOB, YTO IPUBO-
JIUT K 3ayCKy 9HIOLIMKIIOB [85].

Ho s anukanbHOM MepucTteMbl mobdera A. thali-
ana HenaBHO ObLIO OOHAPYXKEHO, YTO MpU TMepexoe
G,/M 1K criocobcTByeT nepemelieHuro B ssapo Td
MYB3R4, KoTOpbIif aKTUBUPYET SKCIPECCUI0 MUTOTH -
YeCKMX I€HOB, KOHTPOJMPYIOIINX “IUIaHOBOE” IIPO-
XOXIECHME MUTO3a U IUTOKUHE3a (cM. puc. 1). beicT-
poe HakoruieHue MYB3R4 B sinpe 3aBUCHUT OT GeJIKOB
WMIOPTUHOB Y COBMAAAET C TPAH3UTOPHBIM MUKOM
koHueHTpaumu 1K [86]. ITosiBirstioTcsa 1 HOBBIE UTPO-
KM B peasmzanuu curHaia LK. Tak, Obu10 moka3aHo,
yto CKG (CYTOKININ-RESPONSIVE GROWTH
REGULATOR), usBectnblii Kak T® bHLH137, KoH-
tpoaupyeT MIl u pocT KjeTOK, paGoTaeT mocie
ARR2, nanyuupys tpanckpunnio WEE]T [87].

Abcyuzosas kucioma, eubbepennumol
u bpaccuHocmepoudsvt — UH2UOUMODbL
U CIMUMYAAMOPbL KAEMOUHO20 YUKAA

JlaBHO OOHapy>XeHO HEOJHO3HAuYHOE ICHCTBUE
ABK Ha nponmudepanuio kietok. Hapsay ¢ nposis-
JIEeHMeM MHTHUOMpYyro1iero 3¢ @eKTa B HEKOTOPHIX CH-
cremax ABK ctumynupoBaia pocT, JejeHue KJIETOK
u cunrte3 JJHK. Kak v 1jis1 MHOTUX (h)UMTOTOPMOHOB,
3TO onpenensiercss KonneHurpauneii ABK u ayBcTBH-
TETBbHOCTBIO TKaHEW 1 KiIeToK pacteHus [88]. bes-
YCJIOBHEIM (paBOpPUTOM B OOBSICHECHUM HETaTUBHOIO
piustHusg ABK na KII gaBnsgercsa Tot ¢axT, 9yTo 1mon
€€ BJIMUSHUEM YBEJIMUYMBAETCS IKCIpPECCUsI T€HOB
KRP/ICK, xonupytomux uaruouropsi CDKA. Brto
IIPUBOIUT K HapyIreHuto nepexona G,/S. Kpome Toro,
ABK mnomasmser akcnipeccuio CYCBI; 1 (KOHTpOJIbHAsK
touka G,/M) [89]. ABK crocoGCTByeT yBEIUYEHUIO
pa3MepoB KIIETOK SIMAepMEI Tucta A. thaliana 'y pacte-
HUIA, HE UCTIBITHIBAIOIIMX BOJHBINA CTPECC, UTO CBI3aHO
CO CTUMYJISILUE aHaopeayIukanu [90].

O06paboTKa arekca KOpHsI HU3KO# KOHLIEHTpaliy-
eit ABK (0.5 uM) yBennuuBaeT pasMmep MEPUCTEMBI,
Torna Kak Bbicokas koHileHTpauus (30 uM) npuso-
JIUT K NPOTUBOITOJIOXKHOMY pe3yabrary [65]. MHTe-
pecHo, uTo oTpuLiaTesbHBIN 3 dexkT ABK Ha pasmep
MEPUCTEMBI MOXXHO YACTUYHO YCTPAHUTh MPU COB-
MECTHOM 00paboTKe ¢ TyTaTUOHOM. BeposiTHO, B pea-
Jym3auun takoro 3¢ dexra ABK yyacrByior ADK [65].
®U3UOJIOTUS PACTEHUN Ne 4
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JIro6omeITHO, HO 00padboTka ABK Ham3emHoIt yacT
pacteHuii A. thaliana TpuBOIUT K YBEJIUYCHUIO pa3-
Mepa MEepPUCTEMBI KOPHS U MHAYLHUPYET SKCIIPECCUIO
CYCBI;1::GFP (mapkep muro3sa). Ilpenmonaraer-
Cs1, UTO 3TO BBI3BAHO YCUJIEHHUEM Oa3uMeTaabHOIO
TpaHcrnopTta 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 1ukia, CYCBI;1u CDKB2;2[92].

Xopomo n3BecTHO, 9To 3THiaeH M ABK B3anMHO
BJIMSIIOT HA CUHTE3 IPYT APYra U CyIIeCTBYIOT ITYHKTHI
“o0IIeHusT” IIyTell mepegadyr ux CUrHajaoB. Tem He
MeHee, HEOXKUIaHHBIM ObUT PE3YJIbTaT, MOJTyYeHHbIH
Ha CYCIIEH3MOHHBIX KYJbTypax KJeTOK A. thaliana
nukoro tTuna (Col-0) 1 MyTaHTOB 110 OTHOMY U3 pe-
LIETITOPOB 3TUJIEHA, efrl-1 1 cieayolieMy 3a peler-
TOpaMU KOMITOHEHTY Tiepeiayu curHana, ctr -1 (con-
stitutive triple responsel-1), y KOTOPOro CUTHAJIbHBIN
MyTh 3TUJIEHA TOCTOSIHHO paboTaeT. st KJIeToK Au-
Koro Tturma sk3oreHHass ABK BeinmojiHsIeT pyHKLIUIO
nHruouropa cunresa JHK u nponudepanum kie-
ToK. Eciiv 3TUJIEHOBBIN CUTHAT HE BOCTIPUHUMAETCS
B nosiHoii Mepe (efrl-1), To ABK 3HaunTeabHO ycu-
JuBaeT nponudepanuio Kietok. Korma myts nepegaun
CUTHajJa 3TWIeHAa KOHCTUTYTUBHO akTuBeH (ctrl-1),
KJIETKH Yallle TIepeXoasT K SHAOPEeIyTUIMKALIU, HO J10-
6apineHne ABK cnoco6cTByet peaktuBanu ML [93].

Tu66epenIMHbBI UTparOT 3HAYUTEIBHYIO POJIb B KO-
OpIMHALIMY POCTa U MPpordepaliy KIeTOK B YCIOBHU-
SIX HOpMaJIbHOM IpaBUTALIMU, YTO He pabOTaeT B yCJI0-
BUsIX MUKporpaBuTauuu [94]. B mepucteme KopHeit
rno0epeIMHBI HEOOXOAUMBI KaK IJIsI TTPOXOXKICHUS
MII, Tak 1 1JIs1 pocTa KJIETOK B 30HE 3JIOHTAlLIUM; CTU-
MYJIMpPYSl pa3pylleHre PerpecCUpyIOIUX poCT Oell-
koB DELLA [65]. B cemenax A. thaliana ruo6eper-
JuH GA4 unnyuupyet akcnpeccuto CYCDI; 1 u He-
ckonbkux (pakropoB permkannu JHK. Bo Bpems
BeretatuBHOTO pocta O6enkn DELLA mHrnompyior
npoiaudepanunio KIeTOK, WHAYLUPYS 3SKCIPECCUIO
naruountopos KII — SMRI, SMR2 n KRP2. B otBet
Ha ocMotnyeckuii crpecc DELLA mHnynupyioT Kie-
TOYHYI0 AU HepeHINALINIO U HAaYaJIo SHAOPEAYILIN-
KalluM B JIMCThSIX 3a CYET IMOAABJICHUSI aKTUBHOCTU
reHoB, koaupyomux naruoutropsl APC/C [95].

bpaccuHocTepousbl, Kak NMpaBuio, BHICTYIAIOT B
pOIY MO3UTUBHEIX peryisaTopoB K1 [96]. Dmubpac-
CUHOJM IoBbIIIaeT skcnpeccuto CYCD3; I nTeMm ca-
MbIM YCUJIMBAET MHTEHCUBHOCTD JIEJICHUS KJIETOK U
MoxeT 3aMeHUTh LIK B KajnycHoit 1 cycrieH3MOHHOI
KYyJIbTypax KieTok A. thaliana [97]. I1pu aToM, 118 Kie-
TOK jucTa A. thaliana 6paccCMHOCTEpOUIBI BaXKHBI IS
MPOLIECCOB JIeJIEHUsI, pacTsikeHus u nuddepeHmna-
muu. bamanc mexny npommdepanneit u nuddepeH-
LMalnuei KJIeToK 3aBUCUT OT KOHLIEHTpaluuu GUTo-
ropmoHa u ¢pyHkunoHupoBaHuss BRI1-3aBucumoii
(peuenTop 6pacCMHOCTEPOMIOB) CUTHAJIBHOM CUCTe-
Mbl [98]. B anukanbHO MepucTeme KOpHs 3¢ PEeKT
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OpacCMHOCTEPOUIOB TaKXKe 3aBUCUT OT KOHIIEHTpa-
nuu. Pactenusi, oopadoranHsie 0.4—4 HM Opaccu-
HOIMAa, UMEIOT 0oJiee KOPOTKYIO MEPUCTEMY, YeM He-
obpaboTaHHBIE pacTeHUs, B TO BpeMs Kak 0.04 HM ¢u-
TOTOPMOHA YBEJIMYMBAET pa3Mep MepUCTEMaTUUeCKOI
30HBL. [lpm 3TOM BIMsSIHHME OpPacCMHOCTEPOMOOB Ha
npoaudepanmio wm auddepeHInanuio 3aBUCUT OT
TUIIA KJIETOK; B 3MUIECPME — WHIYKIUS Tpoiudepa-
LIUU, B CTeJle — CTUMYJISIIS auddepeHmanuu [65].

Dmunen uneubupyem uiu CIMumMyAupyem
npoaughepayuro kaemok ?

B BereratuBHOM poCTe 3TWIEH, O-BUAUMOMY, WT-
paeT IBOMHYIO POJIb, CTUMYJIUPYSI I UTHTUOUPYS POCT, B
3aBMCHMMOCTH OT BUIa, TKAHU 1 TUIIA KJIETOK, CTaauN
pa3BUTHsI, TOPMOHAJIBHOTO CTaTyCca M YCJIOBUIA OKPY-
xKaroueit cpennl [64]. Korma strien paccMaTpuBaioT
Kak “TOPMOH cTpecca”, MHOTO, YeM 3aTOIUIEHUE, OH
KUCIPaBHO UCMOMHSET (DYyHKIIMU UHTUOUTOpA pacTsi-
>KCHUS U ACJCHUS KJIETOK, B YACTHOCTU B TKAHSIX JIU-
CTa, YTO MMEET BaXXHOE aganTuBHoOe 3HayeHue [50].

B HacTosee BpeMst HET OQHO3HAYHOI'O ITOHUMa-
Hug poiii 3TrneHa B KoHTpoiie K. ITokasano, aro
STUJIEH MHIUuoOUpyeT peruimkanuio saepHoit JTHK un
JieJIeHUe KJIETOK B MPOpocTKax ropoxa [99], nHayum-
pYET 3amporpaMMHUPOBAaHHYIO TMOeIb KyJIbTUBUPYE-
MBIX KJICTOK Tabaka B omipeaeneHHbIe TTepruonabl K11,
npu KoHueHTpauusx (17 700—35000 mki/J1), TpeBbI-
IIAIOIIMX Ha TpU-YeThIpe Hopsaka (pH3MOoIornde-
ckue [100]. DTuiaeH MHrHUOUpyeT IpoJudepanunio
KJIETOK B MEpUCTeMe KOPHSI A. thaliana, B 4aCTHOCTHU,
akTuBupys 3Kcrpeccuio KRPI [101]. ITpu sTom mo-
Ka3aHo, yuuThIBas crrocooHocTh LUK mHmynmuposath
OMoCUHTEe3 3TWIeHA U oTpulaTesibHOe BiusHue 1K
Ha npoJimdepalnio KIeTOK MEPUCTEMbl KOPHS, YTO
STUJICH JIUIITL OTYACTH CITIOCOOCTBYET, HO HEe TpeOyeT-
cs1 s nposisaeHus a3ddexroB LIK. OnHako 3TuiieH
nopaBisieT crumysmpyloniee BausHue LK Ha ngeme-
HUE KJIETOK M POCT CEMSIOJEH 3TUOJIMPOBAHHBIX
MPOPOCTKOB A. thaliana [102].

Tem He MeHee, TUJIEH MOXET OKa3bIBaTh MOJIO-
XUTenbHOe BiausiHue Ha coobitus K1I. DtuneH aktu-
pupyeT cuHTte3 JIHK 1 sHnopeayrumkanmio, HO MHTH-
OMpyeT IMTOKMHE3 B 3MUAepMe TMIIOKOTWIEH orypiia
[103]. DTuneH MHOAYLUPYET OeJIeHUE KJIIETOK ITOKOSI-
IIerocs eHTpa MeprucTeMbl KopHeit A. thaliana [104]
U KJIETOK BMUAEPMbI 3TUOJMPOBAHHBIX TUTTOKOTUJICH
orypiia I1ocjie KpaTKOBpeMeHHOTro BozaeiicTeus [105].
OTujieH aKTUBUPYET Ipoardepalnio KaMOuaIbHbIX
KJ1eTOK TOI10JIs [106] M KIETOK MOKOSIIIErocs LieHTpa
MEPHUCTEMbI KOPHEI KyKypYy3Hhl IIOCIIE YAaJeHUs KOH-
yuka KopHs [107]. DTuieH B Koomnepaluuu ¢ penern-
TopHOIt KuHa3o0i PXY criocoOCcTBYEeT yBEJIMUYSHUIO
CKOpPOCTH JeJICHUII B “BacKyJISIpHOII” MepucTeMe
npu dopmupoBanuu piaosmel [108]. Ha kynpTuBuM-
pyeMbIx kKineTkax A. thaliana nuxkoro tuna Col-0 u
MYTaHTa etrl- 1, HeCyliero TOYeYHyIO MyTallMIO B CaiiTe
CBs3bIBaHMs ATIIeHa perientopoM ETR1 (onuH 13 11s1-
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TH PELIEIITOPOB) MOKA3aHO, YTO MHTUOUTOP CBSI3bIBA-
HUS 3TWIEHA ¢ perenTopaMu (1-MeTUILMKIONPOIIEH,
1-MCP) 3HauuMO CHUXKAeT, a 3TWIEH IIOBbILIAECT
XKN3HECIIOCOOHOCTh KJIETOK O00OMX T€HOTHUIIOB, aHa-
JIOTUIHBIM 00pa30M BIUSIS Ha UHIAEKCHI pocTa. DTU-
JIEH CYIIECTBEHHO YBEJIMYMBAET YUCIO S-(as3HbIX
KJIETOK B KynbType etrl-1, a 1-MCP — cHmrxaet. Be-
POSITHO, 3a KOHTPOJIb Mpoyrdepaliiu KJIeTOK OTBe-
yaeT He ETR1, a npyrue peuenropsl atuieHa [109].
DK30TeHHBIN 3TWICH CTUMYJIMpPYET Tepexon B S-da-
3y KYJIbTUBUPYEMBIX KJIETOK A. thaliana nvuib Toraa,
KOIJIa IPOIYKIIMS 9HIOTEHHOro 3TujeHa Maja. Kpo-
Me TOro, MoKa3aHa 3HaYMTeJIbHasI KOPPEeJISIIIII MEX-
Iy TIPOAYKIIMEN 3TujieHa U CKOPOCTBhIO pOCTa He-
CKOJIbKMX IITAMMOB CYCIIEH3MOHHBIX KYJIBTYP KJIETOK.
IIpu sTOM cHHTE3 3TWJIEHA, MO-BUANMOMY, IIpEIIe-
cTByeT npoaudepaluu Kiaetok [110].

SAKJIIOYEHHME

OTMETHM, UTO B TAaHHOII JIEKLIMU MBI HE paccMmar-
pUBaJI BIMSHUE XACMOHATOB, CTPUTOJAKTOHOB U
KappukmHoB Ha K1I. B ocHoBHOM 113-3a OrpaHMYeHHO-
ro oobema. C Apyroit CTOpOHBI, JKAaCMOHAThI, CTPUTO-
JIAKTOHBI I KAPPUKUHEI B OOJIbIIEH CTETIEHU MOJIEKY -
JIBI CTpEcca U, BEpOSITHO, HEOOXOIMMO paccKa3aTb 00
nx BiussHuM Ha KII otmenpHo. TeM He MeHee, eclin
CYMMMPOBATh M3JIOKEHHBIC BHIIIC JaHHBIE, TO CTa-
HOBUTCSI SICHBIM, UTO KOHCEPBAaTUBHASI MOJICKYJISIP-
Hast MexaHuKa K1 Bce ke mpoaoskKaeT MOMOJHSATHCS
HOBbIMU T®M, HOBOI1 pPOJILI0O AHHOTUPOBAHHKIX paHee
CYC u CDK n 1.1. YTo KacaeTcst BTUSHUS (PUTOTOP-
MoHOB Ha KII, To oueBuaHO, 4TO 3h(HEKTHI 3aBUCST
OT OpraHa, TKaHM, BHCIIHUX YCJIOBUIii, TpaIueHTOB
Ipyrux (puToropMoHOB U T. 1. He cymiecTByeT nae-
aJIbHOI aOCTPaKTHOM KJIETKU U CTAaHAAPTHOTO BIIMSI-
HUSI TOTO UJIM MHOTO (DUTOTOPMOHA ITIPUMEHUTEIBHO
K 9TO0I KiteTKe. KyJIbTMBUpYyeMBI€ in Vitro KIeTKHU TakKe
HE JIMILIEHBI SITMIeHETUYECKOro JIaHAmadTa NCXOTHO-
ro 3KcIuIaHTa. ICIosb3yIoT In pa3Hble KJIIETKH O0II1e
VI YHUKAJTBbHBIE MHCTpYMEHTHI perynsumn K1[? Bo-
IIPOC OCTAETCSI OTKPBITHIM.

Pa6orta BbinojiHeHa B paMKax rocy1apcTBEHHOTO 3a-
naHusi MuHUCTEpCTBA HAyKM U BBICIIIETO 0Opa30BaHUs
Poccuiickoit @eneparmm (Tema Ne 122042600086-7).

Hacrosmasg cratbs He COIEPKUT KaKMX-JIN00 MC-
cJIeIOBaHUI1 C y4aCTHUEM JIIOACH 1 SKMBOTHBIX B Kaue-
CTBE€ OOBEKTOB. ABTODPHI 3asIBISIIOT 00 OTCYTCTBUM
KOH(MINKTa MHTEPECOB.
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