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CnMCOK HMCI0JIb30BAaHHbIX coxpameHuﬁ

CTR — Constitutive Triple Response

DAPI — 4',6-mnamuanHO-2-peHUITUHIO0

EdU — 5-3tunani-2'-ne3okcunypuina

EIN — Ethylene Insensitive

ERS — Ethylene Response Sensor

ETR — Ethylene Response

MAPK — muToreH-akTuBupyemasi IpOTEMHKHNHA32

MAPKK — kunaza MAPK

MAPKKK — xunaza MAPKK

PBS — docdarHoconeBoit 0ydep (ot phosphate buffered saline)

SH — cpena Schenk u Hildebrandt

A®DA — akTuBHBIE POPMBI a30Ta
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JNJIC-Na-ITAAT' — nonuakpwiaMuAHBIA Tellb, COACPIKAIIUN IOACUUIICYIb(aT
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OE — oTHOCHUTEIBHBIE STUHUIIBI

OT — oOpaTHas TpaHCKPUIILIMS

OIIP — sHA0MIa3MaTUYECKUI PETUKYITYM



BBeageHue

AKTYaJIbHOCTb T€MbI HCCJIEIOBAHNS M CTENEHb €€ Pa3padoTaAHHOCTH

JleneHne KIETOK — OCHOBAa CYIIECTBOBAHHUA JIOOOTO MHOTOKJIETOYHOTO
OpranmsMa, BKJIIOYas BBICIIME pacTeHus. HapymieHus KieTodHoid mponudepanuu y
pacTeHUH MOXKET HWMETh CEPbE3HbIC TMOCIC/ACTBUSA, XOTS PACTCHUS JIOCTaTOYHO
YCTOMYMBBI K M3MEHECHUSIM YPOBHS PETYJSATOPOB KJIETOUYHOTO Iukia. Ocoboe 3HaAUYCHHE
UMeeT MMOHNMAaHNE MEXaHU3MOB KOHTPOJISI Tpon(epanny B HICKYCCTBEHHO CO3AaHHBIX U
CO3/1aBa€MBIX TOMYISLIUAX COMATHUECKUX KIETOK PACTCHHMU, JTUIEHHBIX YIPABIISIOMINX
CBsI3CH IIEJIOT0 OpraHM3Ma W TOJJICPKUBAEMBIX Ha MHUTATENBHBIX cpemax in Vitro.
YHUKQJIBHOCTh TAaKMX OHWOJOTHYECKUX CHCTEM COCTOMT B TOM, 4YTO aKTHBHas
nponudepanus KIETOK SABISETCS €AWHCTBEHHOW TMPUYMHOW W TapaHTOM HX
cymectBoBanus (Hocos, 1999). Kpome Toro, KynbTypbl KJI€TOK PaCTEHUI 3aHUMAIOT BCE
OoJibIllce MECTO B COBPEMEHHOW OMOTEXHOJIOTMH, KaK IEePCIICKTHBHBIE OOBEKTHI IS
noJiyueHuss Ouosiormueckr akTuBHBIX BeriecTB (IlomoBa ¢ coaem., 2021). B stom
acliekTe — yIpaBiieHue mponudeparyeid KIeTok in VItr0 od4eHb BaKHOE M aKTyaJbHOE
HampaBJCHUE, TIOCKOJBKY HEOOXOIMMO pemaTh 3aJa4d  CO3[aHUs  IITaMMOB-
MIPOIYIIEHTOB C IOCTATOYHO BBICOKUMHU JJIsi PEHTa0CIEHOTO IPON3BOICTBA POCTOBBIMHU U
OonocuHTeTHYeCKUMHU XapakTepuctukamu (Nosov, 2012).

C apyroit cTOpOHBI, KYJIbTHBHPYEMbIE IN VItr0 KISTKU pacTCHH — MPEKPaCHBIH
OOBEKT IS WCCIICJIOBAHUS HWHBAPUAHTHBIX OHMOJOTMYECKUX TPOIECCOB, TAaKHX Kak
JeleHue KIETOK M ero MexaHm3Mmbl. DUTOTOPMOHBI KaK BHYTPHKJIECTOYHBIC
TUIEHOTPOIIHBIE (PAKTOPHI, OMPEACNIAIOT HANPAaBICHHOCTh MHOTUX MPOIIECCOB B KJETKax
pacTeHHid, B TOM 4YHCiIe KOHTpoiupyroT nponudepanuio (HoBukosa ¢ coasm., 2013).
Ponmp Takux kimaccuueckux (UTOTOPMOHOB KaK ayKCHHBI, IUTOKUHHWHBI, a0CIIHM30Bas
KHCJIOTa M THOOEpEeITMHBI B TMPOJUQEpaluy KISTOK PAaCTCHHH H3Y4YeHa OCTATOYHO
noapooHo. Hanbomnee criopHbIil BONMPOC — BIUSHUE HA PO (EpaIfio KIETOK paCTCHUN
nATOrO0 Kilaccuyeckoro ¢uroropmona — stuiena (Dubois et al., 2018). Kpome Toro,
MEXaHU3Mbl BOCHIPUATUS M TEpeJadyd CUTHaJa J3TUJICHA, XOTS U HM3y4aloTCs HE OJHO

JeCATUIICTHE, 0 CHX TOp OTKphIThIA rwiaiyiapm (Binder, 2020). U camoe BakHOE —



KYJIbTUBUPYEMbBIE KIETKH PACTEHUH MPOAYLHUPYIOT ATHIICH B OONBIINX KOJIMYECTBAX U OH
HaKaIIMBaeTCs B KylIbTypalbHBIX cocynax (Moshkov et al., 2008). Takum o6Gpa3om,
VICCIICIOBAHUSI MEXaHW3MOB YIPABISIONUX Tpoiudepanneil KyIbTHBUPYEMBIX IN Vitro
KJIETOK pacTeHU, B TOM 4YHCiIe H3yuyeHHe H(PQPEKTOB ITUJICHA, BIUSHUE KOTOPOro Ha
KJIETOYHBIN IIUKJI HEOJHO3HAYHO — aKTyaJbHbl U MPEACTABISIIOT OCOOBIN MHTEpec s
(dyH1aMEeHTaIbHOW HAyKd U (UTOOMOTEXHOJOTMI ONUPAIOIIMXCA Ha HCIOJIb30BAHHE
aKTUBHO PACTYIIUX KYJIbTYpP KJIETOK I MMOJTY4EHHUs] OMOJIOTrMYE€CKH aKTUBHBIX BEILLIECTB.
HccnenoBanuss 1Mo BIUSHUIO STHIEHA Ha MpOJU(epanuio KyIbTUBUPYEMbIX
KJIETOK pacTeHUd, B OCHOBHOM naTupyroTcs 70-80-mMu rogamu mpoiwioro croserus. B
HACTOSIEE BpeMs TMOSBWICA COBPEMEHHBIM apceHan aHAJIUTUYECKUX HpuOOpoB,
NOSIBUWINCH HOBBIE IMPEACTABICHUS O CUTHAJIBHOM ITYTH STHJIEHA, HO OCTajlach cTapas
npobiieMa — KakoBa pOJb 3TWI€Ha B Mpoiudepanu KyJIbTUBUPYEMBIX KIETOK

pacTeHuii, pa3paboTaHHOCTb KOTOPOI OYEHbB Jajieka OT 3aBEPIICHHUS.

eans u 3apaun

[lear paboTbl — wWcCEMOBaTh BIMSHUE (PYHKIIMOHAIBLHOW aKTUBHOCTH
KOMIIOHEHTOB ~ IMyTH  TepeJayd  dSTWICHOBOTO  CHUTHAJla Ha  Ipojudeparunio
KyJIbTUBUpYEMBIX KieTok Arabidopsis thaliana.

JIJist TOCTHXKEHUS 11ei ObUTH TTOCTABJICHBI CIICYIOIIHNE 3a/1a4u:

1. HccnenoBaTh MUTO(PHU3NOIOTHUSCKAE XAPAKTCPUCTUKH KYIbTHBUPYEMBIX
kiaetok Arabidopsis thaliana nukoro THma W MyTaHTOB TIO TEHaM,
KOJMPYIOIUM KOMIOHEHTHI ATHJIEHOBOTO CUTHAJILHOTO ITYTH.

2. VByunuTh JWHAMHUKY W3MEHEHUS KOJHMYECTBAa KIETOK, CHHTE3UPYIOIIUX
JIHK, v BBIZIEICHHS STHIICHA B TIPOIECCe CYOKYIbTUBUPOBAHMS KIIETOUHBIX
mrramMoB Arabidopsis thaliana.

3. UccnenoBate  3¢ddexTsl  dTHIEHA, UHTHOMTOpA  €ro  pelenuuu
1-mernnmukiionponena (1-MCP), a Takke WX COBMECTHOTO JEHCTBHS Ha
UTO(PUZNOIOTHICCHE XapaKTePUCTUKU " POTUQEPAITHIO

KyJIbTHBHPYEMBIX KiieTok Arabidopsis thaliana aukoro Tuna u MyTaHTOB.



4. VccrnenoBath BiIMSHWE (DYHKIIMOHUPOBAHWS TeEpefadyd  ATHICHOBOTO
CUTHaJIa Ha MpoJudepanuio U >KU3HECIOCOOHOCTh KJIETOK B YCJIOBHSIX

THITOKCUH, KaK 0COOCHHOCTH YCJIOBHUH 1N Vitro.

Hayuynasi HoBH3Ha

BriepBpie  ObUIM TOJYYEHBI CYCICH3MOHHBIE KYIBTYphl KieTok Arabidopsis
thaliana u3 SKCIUTAHTOB pacTeHU ¢ MYTallMsAMHU IO TeHy pelenTopa dTHieHa (aJielb
etrl-1) ¥ Mo KOMIIOHEHTaM €ro CUrHaabHOro myTH (amrenau Ctrl-1 u ein2-1). Bnepssie
NoKa3aHoO, 4YTO B OTCYTCTBHE pabotaromero pemenropa stuiaeHa ETRI, stunen
OKa3bIBACT CTHUMYJIMPYIOIIEE BIUSHUE HA MPOTUPEPALNIO U KUZHECTIOCOOHOCTH KIIETOK.
BriepBrle Ha KyJIbTHBHPYEMBIX KJIETKAaX PACTEHWH HAILIO TOATBEPXKIACHHUE YJacTHE B
KOHTpoJsie mnponudepanuu anprepHaTuBHOro mytu (B o6xon EIN2) u kaHOHHYECKOTO

ITYTH B OTBCTC KIICTOK HA I'MIIOKCHUIO.

Hayuynasi ¥ npakTH4YecKasi 3HAYMMOCThb HCCJIeI0BAHUA

Pe3ynbpTaThl auccepTallMOHHOM paboThl MOMOTralrT pacHIMPUTh HMMEIOIIHUECcs
3HaHUS O paldoTe STUICHOBOIO CHTHAIBHOTO MYTH, O MEXaHM3Max peleNnuuu Hu
TPaHCAYKIMUA 3TOro (UTOrOpMOHA B KieTKax pacTeHuil. I[lomyueHHBIE pe3ynbTaThl,
Kacalllllecs BIUSHUIO OTWIEHAa Ha mpoiudepanuio U HUTO(U3HOJIOTHYECKUE
napaMeTpbl CYCHEH3MOHHBIX KYJIbTYp KIETOK, MOTYT OBbITb HCIONb30BaHbl IS
pa3pabOTKKU HOBBIX U ONTHUMH3AIMH yXKE UMEIOIIMXCS MOIX0A0B B OMOTEXHOIOTUIECKIX
IIPOU3BOJCTBAX, OCHOBAHHBIX HA BBIPAIUMBAHUU KYJIBTYp H30JUPOBAHHBIX KIIETOK

BBICIINX PACTCHUM.

JIn4HbIH BKJIAJ aBTOpa
JIn4HbIA BKJIAJ aBTOpPA 3aKJIIOYACTCS B AHAIM3E JIUTEPATYPHBIX JAaHHBIX, Y4aCTUU
B IJIAHUPOBAHUU M TPOBEACHUHU SKCIIEPUMEHTOB, MOCIENyIOmel 00paboTke U aHaIn3e

IMOJIYUYCHHBIX JaHHBIX, ITIOATOTOBKEC MaTCpUaIOB K HY6J'II/IK3,HI/II/I.



MeTo10/10Tusi H METOABI HCCICAOBAHUS

MeTtoiosiorust McciaeoBaHMs BKIOYAIa OOIIEPUHATHIE TPOTOKOJIBI U METOJUKU
U3  CIEUMAJM3UPOBAHHBIX HMCTOYHMKOB uH(popmauuu. PabGora BbllONHEHA C
IPUMEHEHHUEM COBPEMEHHBIX OHMOXUMHUYECKHUX, IMTOPU3NOJIOTUYECKMX U (PU3HKO-

XHUMHNYCCKHUX MCTOIOB.

IloJ10:keHUs1, BBIHOCUMbIE HA 3aIIUTY
Ha 3amuty BBIHOCSTCS pe3yiabTaThl HWCCIEAOBAHUS BIMSHHUS OSTUJICHA Ha
npoaudepannio KyJIbTUBUpYyeMbIX KiaeTok Arabidopsis thaliana. B wactaocTu:

1. BsIsBIIcHa B3aMMOCBSA3b MEKy aKTUBHOW Mposindepanneii KIeTok in Vitro
1 QYHKIMOHUPOBAHHEM STHJICHOBOTO CUTHAIBHOTO ITYTH.

2. BpiBHHYTO TmpearnonokeHne o (YHKIHOHUPOBAHUHM aIbTEPHATHBHOTO
MyTH TPOBEJCHUS CUTHAJIa STUJIEHA, OTBEYAIOIIETO 3a MpoJudepanuio B
KJIETKax MyTaHTa ein2-1.

3. O6ocHOBBIBaeTCS PyHKIMOHATBHAS AUBEPCUPUKAIIS PEIEITOPOB dTHIICHA
B TIpoIIeccax KOHTPOJISI MPOTUQepaIim.

4. OmpeneneHa HEOOXOIUMOCTh HOPMAIBHOTO (DYHKIIMOHUPOBAHUS ITYTH
BOCHPUSITHSI Y TIepelladydl CUTHala »JTHICHA Ui CBOEBPEMEHHOTO

ycrpaHeHus 3 (HeKToB THITOKCHH B KJIETKax in Vitro.

CreneHb 10CTOBEPHOCTH Pe3yJbTATOB, allpodanus padoThl U MyOJIMKALMHA

[Ipy BbIMONMHEHUU pPabOTHI OBUTM HMCIOJIB30BAHBI COBPEMEHHBIE U aJICKBATHBIC
OnoXxuMHYecKre, MUTO(OU3NOJIOTHIECKHE U (DU3UKO-XUMUYECKAE METOMBI, YTO
obecrneunBaeT JOCTOBEPHOCTh MOJYUYCHHBIX PE3YIbTAaTOB. DKCIIEPUMEHTHI MTPOBEACHBI B
JIOCTATOYHON OMOJIOTMYECKON M aHAJTUTHYECKONW MOBTOPHOCTH. BBIBOABI 0OOCHOBAaHBI
AKCIIEPUMEHTAIBHBIMU JIAHHBIMU U OTPAKEHBI B TIEYATHBIX paboTax.

PesynbpraThl wWccnmenoBaHWS OBUTM TPEACTABICHBI B CTEHIOBBIX M YCTHBIX

JIOKJIaJaxX Ha CISTYIOIIUX MEXTYHAPOIHBIX KOHPEPECHITUAX:
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I'naga 1. 0630p siuTEepaTyphbl

1.1. PocT pacTeHu# U AejieHUue KJIeTOK

[To-BunumoMy, Hauboyiee yHHUBEpCAbHOE OIpeAesieHne pocTa pPacTeHUU
npemioxun Jmutpuit AnaronbeBnd Cabunun: (Cabunmn, 1963) «pocT — mporiece
HOBOOOPA30BaHMSI JIEMEHTOB CTPYKTYpPhl OpTaHHU3Ma». DIIEMEHTHI 371eCh, U OpraHbl, U
KIETKH, U opraHeiibl. be3zycnoBHo, (opMupoBaHue opraHu3Ma ¢ ONpeaeTAEHHON
CHUCTEMOM OpTraHOB M TKaHEH, COCTOSIINX M3 KJIETOK, 00JagaroimuX crueruduiecKuMu
byHKIMAMU, TpeanonaraeT quddepeHnanbHy0 aKTUBHOCTh T€HOB B 3TUX KJIETKaX, TO
€CTh KJIETOUHYIO U (epeHIInpOBKY.

Tem He MeHee, JeleHHME KIETOK — OCHOBa CYIIECTBOBAaHUSA JIHOOOTO
MHOTOKJICTOYHOTO OpraHW3Ma, BKJIIOYas BBICIIME pacTEeHUs. 371eCb, YMECTHO
npouutupoBatb Onery HWropeBny EnudanoBy (Emudanosa, 1997): «lloocanyu, c
HAuOOIbUUM IAKOHUBMOM OXAPAKMEPUZ08ATL CYUWHOCMb NPOYECCa KIemo4Ho20 OeleHUs]
COBPEMEHHUK IM020 omKpwvimus JOMYyHO Bunvcon, ckazaswui, umo “om KiemouHoz2o
Oeflenusl 3a8Ucsm He MOJIbKO A61eHUs HACIeOCME8EHHOCMU, HO U CAMA HenpepbleHOCHIb
HCUSHU ).

B u3HEHHOM LIMKJIE KJIETKHM MOXKHO BBIIEIUTH €Ul /1B ATana — YBEJIMYECHHE €€
pa3MepoB 3a CUET pacTsHKEeHUs (POCT KIETKH) W THOeTb KIETKH. DTH TPOIECCHl B
pa3IMuHON WX KOMOWHAIIMM BO BPEMEHHU M TPOCTPAHCTBE COCTABIISIOT MPOTPAMMYy
WHJMBUIYaJIbHOTO Pa3BUTHUSL Opranu3Ma B 1eioM. OUYeBHIHO, YTO BBITIOJHEHHE TaKOM
nporpaMMmbl TpeOyeT 4€TKON KOOpAMHAIMH PEryIupyomuX e€ MeXaHu3MoB. BakHbIM
3/1eCh SIBIIAETCS KaK KOHTPOJIb JACJICHHS, TaK WU TEPEKIIOUEHHE Ha MPOIECChl pocTa
pactspkenunem, nutoguddeperupobku U rudenu. Takas KoOpAUHAIUS, MTO-BUIUMOMY,
ompenensieT ONTUMANIbHBIM pa3Mep KJIETOK, MPUTOIHBIN IS JIEJICHUs WIM BbIXOJa W3
MepuctemMaruueckoro «maomenay (Barlow, 1971; Francis, Halford, 1995). HMueanbHyto
CUTyalll0, BEPOSITHO, NPEACTABISIET IMOCIEAOBATEIbHOE YepeJoBaHUE pocTa U

penpoaykiuu kietok (Hunt, 1991).
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Crnenuduka pa3BUTHS PACTCHH COCTOWT B TOM, YTO OCEBBIE OPTaHBI PACTYyT B
TeUeHHWE BCeW JKU3HU. TakoW TMOCTOSHHBIA U JJIUTENBHBIA POCT OOYCIIOBIIECH
CYILIECTBOBAHWEM aNUKAIBbHBIX MEPUCTEM, KIETKH KOTOPBIX COXPAHSIOT CIHOCOOHOCTH K
HenpepbIBHOM nponudepanuu. [Tokugas MepucTeMaTUYeCKyIO 30HY, KIETKU MEPEXOASIT
K PpacTsDKCHHI0O U TU(PPEepeHIUPOBKE, MPUUYEM NEpexol K pacTskeHuto (pocty c
OTHOCUTENBHO OOJBIIEH CKOPOCTHIO) MM OCTAaHOBKA pPOCTa, — IIPOUCXOJAT
OJIHOBPEMEHHO Il KJIETOK BCEX TKaHEH, pACHOJOKEHHBIX Ha OJHOM U TOM XKe
PACCTOSIHUM OT MEPUCTEMBI. DTHUM OOBSICHSIETCS MPOCTPAHCTBEHHAs HETIPEPHIBHOCTH TeJa
pactenus (UBanos, 1974; MBanos, 1997; UBanos, 2011).

CrnenoBarenpHO, B 1IEJIOM PAaCTEHUH POCT U Mpojudepanus KIETOK JT0JKHbBI ObITh
COIJIACOBAHBI, YTO MOCTOSIHHO HAOJIO/aeTcs U SBISETCS OYeBUIAHBIM (akToMm. OIHAKO
BBISICHCHHE MEXaHM3MOB KOOPAMHAIIMU MpoJudepalnn U pocTa KIETOK, MO-MPEKHEMY
ocTaéTcs OJHOM W3 Ba)KHEWIIUX 3a/1a4y OMoioruu KieTku pactenmii (Sablowski, Carnier

Dornelas, 2014; Sablowski, 2016).

1.2. [Iposindepanysa KJIETOK U eé peryisanus

[Ton mponudeparueii kieTok (OT JaTHMHCKOTO Proles — motoMcTBO U fero —
HeCy), MNPHUHATO NOHMMAaTh HMX HOBOOOpa30BaHHE IyTEM pPa3MHOKEHHUS JEJICHHEM.
[TponudepatuBHblid, UaM 4Yamie o0O3HauYaeMbld Kak MuTOTHUeckuil mukn (ML) —
KOMIUIEKC B3aMMOCBSI3aHHBIX M JIETEPMHUHUPOBAHHBIX XPOHOJOTMYECKH COOBITHH,
IPOUCXOJAIIMX B KIETKE B MEPUOJ] BPEMEHM OT Hayajla MOATOTOBKU K JEIEHMIO, Ha
IOPOTSHKEHUU CaMOI0 MHUTO3a M JO 3aBEpUIEHMS B JBYX JOYEPHHUX KIIETKaX BCEX
MPOLIECCOB, CBSI3aHHBIX C JIeJICHHEeM. YTpolias, MOXHO JaTh Takoe ompeaeneHue MII:
yIOpsiI0OYEHHAs BO BPEMEHHU TMOCJIEeI0BATEIbHOCTh COOBITHM, MPOUCXOIAUINX MEXKIY
nBymst muto3amu (Enudanosa ¢ coaem., 1983).

JlaHHBIE JUTEPATYpPbI IOKa3bIBAIOT, YTO OCHOBHBIE IPOLIECCHI, ONPEAEIIAIOIINE
nponrdepanuio ¥ KOHTPOJMPYIOIIUE MOCIEA0BaTENIbHOCTh coObiTuit ML, sBhstoTCS

OOIIMMHU TS KIETOK 3YKApHOT, BKJIIOYAs JIMHUH, JJIUTEIBHO MOAACpKUBaeMbIe IN Vitro

(Jacobs, 1992; Francis, Halford, 1995).
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Co BpemeHH Kilaccuueckoil pabotel AnbMbl XoBapa u CtuBena Ilenka (Howard,
Pelc, 1953), KOTOpBIE C IIOMOIIBI0 METOA PaHOABTOrpadHH H3ydald BKIIOUCHHE 2P B
JAHK xietok kopHs KOHCKuX 0000B M mokasaiu, uto nepuoj cuHteza JIHK 3anumaer
yacTh MHTepda3bl M OTACIEH BpPEMEHHBIMH HMHTEpBajaMH OT Hadajlla M OKOHYAHUS
muto3a, MIl gemar ©Ha dyerbipe mnepuoma (Puc.l): cobcrBenno wwurto3 (M),
npecunrernyeckuii mepuon (G;), mepuox cuHTe3a (perumkarmuu) JHK (S) m

MOCTCUHTETUYCCKHH (Wi TpeMuToTrdeckuii) nepuon (G,).

Puc. 1. Cxema MHUTOTHYECKOTO ULMWKJA, MPUHATAs TOCIE OTKPBITUA XOBapa M
[Tenka (Howard, Pelc, 1953). M — wmwuto3, G; — NpeCHHTCTUYCCKHI TIEpUOa, S —
nepuoj cuatesa (perummkaun) JJHK, G, — npemuroTrueckuii nepuo.

B HempephIBHO pa3sMHOXKAIOMIMXCS MOMYJSALUAX KIETOK (3MOpHOHANbHbBIE TKaHH,
MepucTeMbl W T.I.) odepenHot MI] HaumHaeTrcss cpa3y ke T10Je€ OKOHYaHUS
IPEIBIAYIIETO, TO €CTh €ro IMPOJOJDKUTENBHOCTh COBIIAJAET CO BCEM MEPHOJIOM
CYILLECTBOBAHUS KJIETKH, PABHO KaK C €€ JKU3HEHHBIM [IUKIIOM.

OpHako BO B3pOCIOM MHOTOKJIETOYHOM OpPraHM3ME 4YacTh KIETOK IOCIe
3aBEPILICHMS OUYEPEIHOTO payHIa JEJICHUM HE HAYMHAET MOATOTOBKY K caenyroniemy MI|
U NepexoauT K AU PepeHIIMPOBKE U BHINOJHEHUIO TKaHecnenupuuHbIX QyHKuil. Jlomis
TaKUX KJIETOK MOKET ObITh BeCbMa 3HAUMTENBbHOM M MEPHUOJ] )KU3HU KIIETOK, B TE€UCHUE
KOTOPOTO OHM BBHITIOJHSIOT crenupuyeckre GyHKIUU B OTCYTCTBHE Mpoiudeparuu, He

oTHocAT K ML, a BkitouaroT B >ku3HEHHbIN (Miau kietouyHsli) muki (KLI). OTHomenue
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qrcia MpoauQepupyommx (IensImuxcs) KIeTOK K 00ImeMy YUCTy KIETOK MOMYIISIIHA
NOJIYYMJIO Ha3BaHHUE «(PpakuuM pocTay WK «poaudepatuBHoro nyna» (Enudanosa c
coasm., 1983). INoustus M1 u K1 4acTo 0TOXIECTBIIAIOT JJIs T€X MOIMYJISALUHN, TJI¢ 3TH
IIUKJIBI cCOBNAaloT. B Hacrosmeit padote Mbl Oynem ucnoib3oBarh noustue KL, tem He
MEHEE, AKLIEHTUPYS B ONPEIACIEHHBIX CIydasx CyHIECTBOBAHUE Pa3Inyuuil.

B 53BONIONMOHHOM TIJIaHE BBIAEIAOT HECKOJIBKO THMNOB opranu3anuu Kl
(EnudanoBa ¢ coasm., 1983). TIpokapHOTHYECKHUIA THII, IPU KOTOPOM KOHIICHTPAIIHS
unaykropos cuHre3a JJTHK onpenensiercst ckopocTbio CHHTE3a OelKka U MO IeP>KUBAETCS
Ha BBICOKOM YPOBHE, YTO IPUBOJAUT K moctostHHOW perumkanuu JJHK. Knetku ¢ takoin
opranm3amuern KI[ He HYXIAalOTCS B OK30I€HHBIX CTUMYJSITOPAX Pa3MHOXKCHUS.
[IpUMHUTHBHBIA SYKapUOTUYECKUN THI, HAONIOAAEMbIH y HU3LIMX CBOOOJHOKHBYILUX
IYKapuoOTOB, BKIo4YaeT nepuon G, — COCTOSHHE HEKOMIIETEHTHOCTH K WHAYKTOpaM
peruKanui. OTo 00YCIIOBIEHO OCOOCHHOCTSIMM OpraHU3alMl T'€HOMa, TPeOyroIIero
KOHACHCAlMM XPOMAaTHHA M CIELHMAIBHOIO IEpHoJa — MUTO03a, A1 Cerperauuu
xpomocoM. Hammume wmm orcyrerBue nepuona G 3aBUCHT OT MHTEHCHBHOCTH CHHTE3a
Oenka B MpeABIAYIIEM IUKIEC U OT CKOPOCTH HAKOIUICHUS MHIyKTOpoB cuHTe3a JIHK.
[Ipy 3TOM KJIETKHM TAaKXKe€ HE HYKIAIOTCA B DK30I€HHBIX CTUMYJIATOpPAX Pa3MHOXKEHUS,
IIOCKOJIBKY ToAroroBka K cuHTe3y [IHK HOCHT B HHX KOHCTUTYTMBHBIM XapakTep.
Beicmii sykapuotndecknid thun KL[ xapakTepeH [uisi MHOTOKJIETOYHBIX OPraHU3MOB.
KileTkaM ¢ TakuM TUIIOM LMKJIa MPUCYIIA 3aBUCHUMOCTD OT DK30T€HHBIX CTUMYJISATOPOB U
WHAYIMOENbHBINA CHHTE3 UHAYKTOpOB perutnkaiuu JTHK.

Briciine pactenus obnamaroT sykapuotudeckuMm tunoM KII[. DT1o o3Haudaer, uto
paboTa reHeTH4eCcKH 00YCIOBICHHON MPOrpaMMbl MOJYJIHUPYETCS BHEITHUMHU (pakTopaMu
U CTUMYJIAMH.

®uznonornueckass poiab (aszpl G; 3aKiaro4yaeTcs B OCYIIECTBICHHU pOCTa U
CBA3aHHBIX C HUM IIPOLIECCOB IEPBUYHOIO MeTaboau3Ma KJIETOK. B naHHOW craguu
aKTUBHO UAYT MPOLECCHl TPAHCKPUIILUU U TPAHCISALMM, ITOATOTOBKA KIETOK K CHHTE3Y

JHK. ®aza G, camas BapuabenbHas u3 Bcex ¢a3 K. CyiecTByeT B3auMOCBS3b MEXTY
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WHTEHCUBHOCTBIO JCJICHUN KIIETOK W MPOJOJDKUTENBHOCTRI0 Gi-Tieproia: Kak MpaBuio,
OH YUIMHSETCS C YMEHBIIICHUEM MPOJTU(EepaTUBHOTO MOTEHITHAA KIETOK.

B S-nmepuone mpoucxonut yasoenue JIHK snmpa, paBHOMEpHO pacmpenensieMon
BIIOCJIEJICTBUU MEXIYy AByMs gouepHumu kietkamu. Conepxkanne JIHK B sigpe npunaro
BeIpakath 3HaueHueM C. B 1950 rogy Hewson Swift BBén obo3nauenue “C”°, umes B
Buny moctosaHoe (“‘Constant”) comepkamme JIHK B kieTkax pasmudHbIX TKaHEH
opranu3ma (Swift, 1950a; Swift, 1950b). 3a Benuunny 1C npunumaroT koaudectso JJHK
B HEPEIUIMIIMPOBAHHOM TraIulouaHoM Habope xpomocoM (Bennett, Smith, 1976;
Greilhuber et al., 2005). B pactenusix konuuectBo sipepHoit [IHK Bapeupyer B O4YcHB
oonbimux npeaenax. Haumenbmee konmmyectBo JAHK (0.1 nr), mpuxonsuieecs Ha 1C
obuapyxeno y Genlisea margaretae (Kejnovsky et al., 2009), a naun6osnbiee — 152.2 ir
npunaznexut Paris japonica (Pellicer et al.,, 2010). 3naueaus C ompeaenacHbl s
pacTeHHMI MHOTHX BHJIOB U JOCTYIIHBI, HAaIpUMep, B 0a3e gaHHbIx Kew Botanical Garden.
Hcxonss u3 JaHHBIX, HMEIOIIUXCS B JIUTEpaType, MOXKHO CHENaTh BBIBOJ, YTO
TIPOIOJDKUTENFHOCTh S-TIEpHOa SBIISETCS PE3yJIbTaTOM B3aWMOJICHCTBHUS HECKOJBKHX
dbakTopoB, Takux, kKak coaepxkanue suepHoit [JHK u anuHa oTHenbHBIX PEIUIMKOHOB,
KOJIMYECTBO W pa3Mep CEMEHCTB PEIUIMKOHOB, a TaKX€ CHHXPOHHOCTH IMPOIIECCOB,
NPOUCXOIAIINX B OTACIBHBIX ceMeiicTBax perummkoHoB (Francis et al., 1985; Van’t Hof,
1996; Bechhoefer, Rhind, 2012; Duronio, 2012; Sacco et al., 2012; Simova, Herben,
2012).

[Tepuon G,, xak npaBuio, kopoue G;- u S-a3bl, a BapHalMu €ro JIUTEIbHOCTH
o0bryHO MeHble, ueM y Gi-mepuoma. CoObitusi ¢azel G, CBs3aHBI C 3aBEpIICHUEM
S-nmepuona, peopraHu3zanMel IMTOCKENETa M MOATOTOBKOW K MHTO3y. B mmTO3e
NPOMCXOJUT PABHOE pacIlpeleleHue YIBOCHHOTO XPOMOCOMHOIO Marepuaia MEXIy
JIOYCPHUMH KIIETKaMH OJyiarojaps (QyHKIIMOHUPOBAHHMIO BEepeTeHa JeieHHs. MUTo3 —
Hanboiee KopoTkas (B cpegHeM 1-3 1) u HanmeHee BapuadenbHast ctaaust KL

Bech mporiecc KOHTpONST W peanu3aluu  JENCHHs KIETKA YCIOBHO MOYKHO
pa3ieTh HAa TPU YPOBHSA. Bo-NepBbIX, HaaW4We B JOCTATOYHOM KOJHMYECTBE

OHpG}IGJ’IéHHBIX YIOpaBJIAOINWX CUTHAJIOB U (bYHKHI/IOHI/IpOBaHI/IC MEXaHU3MOB HX
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BOCTIPUSITHS M TIPOBEICHUS. BO-BTOPBIX, aKTUBHOCTh BCEX KOMITOHEHTOB CHEIM(PHIHON
JUISL KIIETOYHOTO JIEJIEHUS PEryIsTOpHOU ceTu. B-TpeTbux, cyOcTpaTHOE, CTPYKTYpHOE U
¢dyHKumoHanpHOe obOecrieueHne KoHewyHbIx mpoueccoB KI[ — cunrteza JIHK, cunresa

I'MCTOHOB, C60pKI/I MHUTOTHYCCKOI'O aIlllapaTa, KOHACHCAIUN XpOMOCOM U T.I.

1.2.1. OcHoBHBIE MOJIEKYJISIPHBIE COOBITHS, KOHTPOJHPYIOLIHE KIETOYHBIA IUKJI

MHorue mpomeccsl B JKH3HHM  KIETOK  KOHTPOIUPYIOTCS — OOpaTHMBIM
dochopunrpoBaHreM oOIpeneIEHHbIX OeTKOB-MHINCHEH. Y dejoBeka okojo 2% Bcex
(GYHKIIMOHAJIBHO aKTHUBHBIX TE€HOB KOJUPYIOT NPOTEHHKHMHA3bl, a y Arabidopsis
thaliana — oxono 4%, 4ro, 0e3yclIOBHO, MOATBEP)KIACT BAXKHYIO POJIb MPOTEHHKUHA3
JUTS KJIETOK >KMBOTHBIX M pacteHuit (Lehti-Shiu, Shiu, 2012). B cBoé Bpems, Hanuuue
OOJIBIIIOrO YHUCIIa YCIOBHO JICTATBHBIX MYTAaHTHBIX IITAMMOB IO KJICTOYHOMY ITUKITY —
cdc (cell division cycle) myTanToB, OJYYEHHBIX y APOXOKEH, CPOPMUPOBAIIO OJHO M3
HAINpaBJICHU B U3yYCHUU MOJICKYJSPHBIX MEXaHH3MOB KOHTPOJS Hposmdepanun. ITo
HAIpaBJICHHE CBSI3aHO C M30JIMPOBAHHEM I'€HOB, CIIOCOOHBIX HCHPABITH HeeKThl y cdC
MYTaHTOB Jpoxokeil. LleHTpambHOE MecTO cpeiad TakuX TEHOB 3aHsuu Cdc2 y
Schizosaccharomyces pombe win CDC28 y Saccharomyces cerevisiae, komupyroriue
34-x]1 6emox (p34°dcz) — CepHH/TPCOHUHOBYIO MPOTCHHKUHA3y, aKTUBHOCTb KOTOPOH,
3aBUCSAIIAsE B CBOIO ouepeab OT (ochopunupoBanus win JaedocPopuirnpoBaHus
COOCTBEHHBIX AMHUHOKHUCIIOTHBIX OCTATKOB HEOOXOAMMA IS TPOXOXKICHUS KICTKAMH
npoxoker rpanui Mexay Gi- u S-, a takke Gy- 1 M-nnepuonamu K1, beuto mokasano,
YTO TeH YeoBeka, aHajsoruynslii cdc2” S. pombe, Taixe (Hapsay ¢ CDC28") crocoben
KOMILIEMEHTHpOBaTh MyTaruio cdc2” y S. pombe (Cross et al., 1989). B nanbheiiem
ObLTO OOHAPY)KEHO HECKOJIbKO TPYI OCIIKOB, BBIABISICMBIX TOJBKO B ONPEACIEHHBIX
nepuonax KII, Ha3BaHHBIX LUKIMHaMH. B oTBeT Ha mponudepaTUBHBIE CTUMYJIBI,
KOTOPBIMH MOTYT OBITh (haKTOPHI POCTa, B KJIETKAX MIICKOIUTAIOIIUX TOSBISIOTCS
¢dopmbl D-IIUKIMHOB, KOTOpbIE B3aMMOAEHCTBYIOT ¢ mporenHkuHazamu Cdk4 w/unm
Cdk6 (Cdk — uukIMH-3aBUCUMBIC KWHA3bl), YTO MPHUBOAUT K (HOocHOPHUINPOBAHHIO

OeJIKOB-CynpeccopoB, Takux kak PRD — cympeccop omyxoneBoro pocra, BIiepBbIe
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OOHApYXCHHBII B KIETKaX PETHHOONACTOMBI, W eMy NOoAoOHbIX OenkoB (Hinds,
Weinberg, 1994; Sherr, Roberts, 1999). Dto npuBOAUT K aKTUBAIMH (PAKTOPOB
TpaHckpunmuu E2F-Tuma, KoTopble BBICBOOOXKIAIOTCS W3 KOMIUIEKCAa ¢ Oemkamu-
CyIIpeccopaMu, U BKJIFOUAETCS IKCIIPECCHUsS TCHOB, HEOOXOIUMBIX s repexona u3 Gi- B
S-nepuon KII (Satyanarayana, Kaldis, 2009). [anee, na rpanuie G,/S skcrnpeccupyercs
mkiuH E u cBaseiBaerca ¢ Cdk2. AKTHUBHOCTB 3TOro KOMIUIEKCAa HEoOXomuma Ui
nepexoja ykazaHHOW rpaHuisl U 3anmycka permmukaun JJHK. Tlpoxoxaenne S-nepuona
tpebyer B3aumoneiictBuss CdkK2 ¢ nukauHoM A, B MHTO3e¢ paboraeT UUKIHH B.
®dynkimonnpoBanne kKomruiekcoB Cdk—1mwknmH perymupyeTcss IByMS CeMelWCTBaMu
uarnouTopoB Cdk kak B HOpPMaJbHBIX YCJIOBUSX, TaK U (MPEHMYIICCTBEHHO) IPH
ctpeccax, nospexaeHusax JAHK, nuchynkuuu tenomep u ap. IlpeacraBurenu cemeiicTBa
INK4 cnienuduuno cessbiBaioress ¢ Cdk4 u Cdk6 m mpensarcTBy0T paboTe HUKINHOB
D-tuna, a 6enku cemeiictBa Cip/Kip uarnoupyror komruiekebl Cdk2—mmxmun E, Cdk2—
mukiauH A, Cdkl-muxmua A n Cdkl-mukaun B (Satyanarayana, Kaldis, 2009).

A 4t0 x)e y pacrenuit? Emé B 60-¢ romsl mpomwioro cronerus Jack Van't Hof
NPOJAEMOHCTPUPOBAI Ha OTACAEHHBIX KOHYMKAaxX KopHeit Pisum sativum, urto npu
oTcyTcTBUU caxapo3bl B cpene (Van’t Hof, 1966) unu npu o6paboTke MypOMHIIMHOM
(Webster, Van’t Hof, 1969) npoucxoaun apect K1 B G;- wiu G,-niepuonie. DTu 1aHHBIE
COTJIACYIOTCSI C TIApaJIMTMOM O TIaBHBIX KOHTPONIbHBIX Toukax KII[ mpu nepexone G1/S u
G,/M u roBopsAT 0 HEOOXOAMMOCTH CHHTE3a Oelika JUIs YCIEHIHOTO MpPOJBUXKCHUS B
o0eux KoHTpoJbHBIX Toukax (Van’t Hof, 1973).

bonee Toro, kackax MNPOTEMHKHMHA3HBIX M TpoTenH(pochaTa3HbIX peaxiuid,
ynpasisromux KL, sABisgercs yHuBEpcanbHBIM M I KJIETOK pacreHud. llo
coBpeMeHHBIM mpeacTaBieHusm (Menges et al., 2005; Inzé, De Veylder, 2006; Genschik
et al., 2014; Polyn et al., 2015; Scholes, Paige, 2015; Gutierrez, 2016) npoaBmKeHHE 110
KI[ obecrnieunBaercss CKOOPAMHUPOBAHHBIM B3aWMOJCUCTBHEM MHOXKECTBA OEIKOB-
PEryIsTOPOB, CPEIU KOTOPBIX KIIFOYEBHIE TMO3UIMHU, TAK XK€ KaK y MIIEKOMHUTAIOIINX,
3anuMaroT ukIuHel (CYC) u nuknun-3aBucumselie kuHasbl (CDK), skcnpeccupyromuecs

B omnpeaenéHHbie BpeMeHnnbie nepuoasl KI[. Pactenust obnanaroT HauOOJbIIMM YHCIIOM
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oenkoB-perynstopoB KL u cBoMMHU yHUKAJIBHBIMU TIPEICTABUTEIISIMU, HAIIPUMED, TOITBKO
y pactenmii ectb CDK B-tuma (Harashima et al., 2013; Blomme et al., 2014).
CymectByer okono 10 tumo mumxmmuHoB M 8 tumoB CDK pacrenmii. Hampumep, y
Arabidopsis 13 6exkoB otHOocAT kK CDK u 49 6enkoB otHOcAT kK CYC, X0Ts He BCe OHH
«3ameueHb» B mporeccax peryssiuu KII (Dudits et al., 2007; Nieuwland et al., 2007;
De Veylder et al., 2007; Van Leene et al., 2010; Blomme et al., 2014; Jia et al., 2014).
Kaxxaprit Tvn BrirodaeT nojkiaccel, Hanpumep y Arabidopsis — CYCA2;3 — tpernid
NPE/ICTaBUTEIh BTOPOTO TOJKIAacca MUKIMHOB A-THIIA, TIpaBJa MOKa HE MOKa3aHO, YTO
Bce Buabl pacteHuid wumeroT Bce Tumel CYC m CDK. Hamo ormetuTsh, dTO
uneatudukanus n kinaccuduramus CDK u CYC pacrenuii mHOTJ@a OCHOBBIBAETCS Ha
NPUCYTCTBUM B T€HaX W  COOTBETCTBYIOIIMX  IMOJIMINCTITHIAAX  CHEIUPUIHBIX
MOCTIeIOBAaTeIbHOCTEH ~ HYKJICOTHIOB M AMHUHOKHCIOTHBIX  OCTaTkoB  0e3
¢du3nomornueckoil M OMOXMUMHUECKOM Bepudukanuu. TeM He MeHee, Naxe BHYTPHU
omnoro mojkiacca CYC ornuuaroTcs He TOJBKO MO «rpaduky» ux padotsl B KII, HO 1
no tuny U uncry CDK, HHTHOUTOPOB M CTPYKTYPHBIX OETKOB, ¢ KOTOPHIMH OHU MOTYT
B3aMMO/ICHCTBOBATh, YKa3bIBas Ha 3HAYUTCIbHYIO (YHKIIMOHAIBHYIO JTUBEPCU(UKAIIIIO
mexanu3MoB koHTposs KII. Tak, manmpumep, y Arabidopsis, mo naHHbIM WHTEpaKTOMa
obOHapyxeHo 92 morteHIManbHbIX Bapuanta komiuiekcoB CDK—CYC (Van Leene et al.,
2010).

Tem He MeHee, CYIIECTBYET TPH THIIA ITUKIWHOB, JUUII KOTOPBIX MOCTYJIMPOBaHA
poas B perymanuu KI[: CYCA, CYCB u CYCD (Vandepoele et al., 2002).
Crennpuunsie kommiekecbl CDK—CYC perynupyroT nepexo B OCHOBHBIX KOHTPOJIbHBIX
toukax Kl (G1/S u G,/M). Kommnekcet CDKA;1-CYCD o6ecrnieunBaroT nepexoja us3
G;- B S-mepuox nyrém dochopunupoBanus Oenka RBR1 (RETINOBLASTOMA-
RELATED 1, peruHoO1acTomMa-mogoOHbIH Oemok 1) ¥ TeM caMbIM OCBOOOKIAIOT
daxropsr Tpanckpunimu E2Fa u E2Fb, xoTopsie B KOMITIEKCe ¢ OeTKaMu AUMEPU3aAIUH
(DPa) obecnieunBarotr «Gi-Bonny Tpanckpunmuu» (Desvoyes et al., 2014), aktuBupys
skcrpeccuto  S-¢a3Hbix  reHoB.  Kommiekcst CDKA;1-CYCA3  KOHTpOIHMpYIOT

npoxoxaenue  S-dpazsl, CDKB1-CYCA2/B2/B3  oOecrieuuBarOT  MpPOXOXKIACHUEC
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G,-nepuoga w wuHunuanuo wmuto3a, a CDKB2-CYCB1 u CDKA-CYCD3;1

OTBETCTBEHHBI 3a POXOXKaAeHHe MuTo3a (Puc. 2, Puc. 3).

b 4 \ DPa | | DPa
PUBBR) """ (E2Fa) [E2FD (MYB3R4
} N
E2F -yuc-sj1eMeHT MSA-yuc-sjiemeHT
e s S e M
©DKBi+ @DKBi:1 GBS GBKez1 @dkez:
¥ps1 GfEps2  Ovoasn ovoas2z  @eazt GWBezz @eesn  @esi @ieet
‘GoKB1:1 COKBY:1 CDKBI;2 @Bkoz:2
&¥eps;1 €¥ep7;1 CYcAs;s @cazs €¥es24 @esz;2 @31 6¥eB1;2

Puc. 2. Muorue CYC u CDK »skcnpeccupyrorest B onpenenernroe Bpemst KI[ u ux
KOMOMHATOPHOE B3aUMOJICHCTBUE PETYIUPYET €ro IMPOJBIKEHHE B KOHTPOJIBHBIX
toukax. Dkcnpeccusi TeHoB CDK u CYC u ¢yHKIIMOHUPOBAaHNE, COOTBETCTBYIOIINX MM
O0enkoB momedeHo nBeToM: misi Gi-, S-; G- u M-meprooB — pPO30BBIM, KEITHIM,
CHHUM H 3€N€HBIM COOTBETCTBEHHO. [e€Hbl W HMX TPOAYKTHI, IOCTOSHHO
skcnpeccupyromuecss B TeueHue KII[ ormedeHbl cBersio cupeHeBbiM I1BeTOM. [lo
(Komaki, Sugimoto, 2012) ¢ MmoauduKausmu.

JlaHHBIE, MMOJIyUYECHHBIC Ha CHHXPOHHU3MPOBAHHOHN KynabType KiaeTok Arabidopsis ¢
nomoinpto JIHK-mukpounnioB (Menges et al., 2005) xoporio nmoarsepxaatoT «G,-BoaHy
tpanckpuniuu» (Desvoyes et al.,, 2014). Muorue TeHBI, 3KCIPECCHS KOTOPBIX
npuypoueHa k G,/M mnepexoay KII (Puc. 2), comepxaT B MpOMOTOPHON 00JIacTH, Tak
Ha3biBaeMble MSA-MotuBel (Mitosis-specific activator), koropsie y3HAWOT (aKTOPHI
tpanckpunimu tuna MYBR3 (takue kak MYB3R1 u MYB3R4 y Arabidopsis). K
TeHaM, DKCIIPECCUsl KOTOPBIX aKTUBHPYETCS MOJ0OHBIM 00pa3oM, OTHOCSTCS, HalpuMep,
CYCB1 u CYCB2, a takxke ren KNOLLE, akTUBHOCTH KOTOpPOTO HEOOXOIWUMA IS
dbopMHUpoBaHKS KIETOYHOW IIACTHHKHU Tocie 3aBepiienus mutosa (Ito et al., 1998; Ito
2014). B cBow ouepenp, murotuueckue komiuiekcbsi CDK-CYC dochopunupyroT u
aktuBupytor MYB3R (Araki et al., 2004).

Oynkuunonupoanne CDK Tonko perymupyercs: dochopunupoBanue Tpel60

(mnmm skBuBasieHTHOro octatka TpeoHuHa) CDK-aktuBupyrommmu kunHazamu (CAK)

21



npuBoautT k aktuBaimu CDK (Umeda et al., 2005), ¢ochopunupoanre N-KOHIIEBOTO
ocratka TUpo3nHa nporenHkrnHazod WEEIL, kotopas oOblyHO Oonee akTUBHa MHpuU

nospexaenusx JIHK (Cools et al., 2011), — npuBoaut k naaktuBanuu CDK (Puc. 3).

> MuroTudyeckue
HHTHOUTOPEI
INokogmmecs %
CTBOAOBBIE KAETKH

ey GO @

CTapexoume uddepeHupoBaHHbIe A

KAETKHU KAETKH @ .

e +
— @8° T
TOYKa KOHTPOAA Y ‘

0! ~ @R
; M DI
l'lpOAmbepanIoume

@ KAETKH
D i
s \ TGQL%{MQHTPOM /

R,
CYCA

o CYca/BERKE

<D ~

e

l A=

g | i ‘
MHTOTHUYECKHE ﬂ“‘bq’epe’{mg:fs;mbm\ @

HHTUOUTOPBI &

HOchmCHHc

GO

Puc. 3. OcHoBHBIE TYHKTHl (PYHKIIMOHMPOBAHUS AKTUBATOPOB M WHTHOUTOPOB
CDK wu Beixoma knetok u3 MII. Gy — coctossHMEe TpoaudepaTUBHOTO MOKOS KJIETOK,
npucyuiee 1uppepeHInpOBaHHBIM, CTAPEIOLIUM U CTBOJIOBBIM KiieTkaM. B Gy Bo3MokeH
BbIxoa n3 Gi- u Gy-nepuonioB. [lpu onpenenéHHbIX yCIOBUSAX, HAIPUMEP TOPMOHATBHBIX
CTUMYyJaX, KIeTku MoryT BepHyThcs U3 Gy B MI[. CAK — CDK-aktuBupymoimue
nporeunkuHassl; WEE — CDK-unaktusupytomas nporennkunaza; KRP u SIM —
unrnouropsr CYC—-CDK kommiekcos. ITo (Velappan et al., 2017) ¢ nonoiHeHUsMH 110
(Jakoby, Schnittger, 2004; Van Leene et al., 2010; De Veylder et al.,, 2011) u

MOAU(PUKAITASIMH.

Kpome Toro, y kykypy3sl u TtoMaroB akTuBHOocTh WEE1 comnpsokena c
supopeaymukanueii (De Veylder et al., 2011).

JlononautensHo, aktuBHOcTh CDK  cmernuduuno wunrubupyror CKI (CDK
Inhibitors, uaru6uropsr CDK). B pactenusx Kip-mogo6usie 6enku (Kip-related proteins,
KRP unu uarn6uropsr CDK, mnu ICK) comepkat KOHCEpBAaTUBHBIN TOMEH CXOIHBIN C

aHAJIOTUYHBIM JoMeHOM OenikoB cemerictBa Cip/Kip muekonuratonux. Y Arabidopsis
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KRP-6enku koaupytoT cemb reroB (De Veylder et al., 2001) u uaruoupyror CDK B G4/S
(Puc. 3), uro mpuBOIUT K ocTaHOBKe MI] M KOMMHUTHPYET KIETKH K SHIOPETYILIHKAI[H
(Van Leene et al., 2010; De Veylder et al., 2011; Polyn et al., 2015). Bropoe cemeiicTBO
uaruouropoB CDK, ussectroe kak SIAMESE (SIM-6enku), 6b110 00OHApY»KEHO B CBA3H
C aHaJM30M MYTaHTHBIX pacTeHui Arabidopsis ¢ HapylIeHHBIM pPa3BUTHEM TPUXOM
miuctbeB (Churchman et al., 2006). Muorue npencrasurenu 6enkoB SMR (SIM-related)
moryT B3aumojerictBoBath ¢ CYCD u CDKA;1 (Churchman et al., 2006; Van Leene
et al., 2010), no B ocuoBHOM, SIM-6enku B3aumozeiicteyror ¢ CDKB1;1 (Van Leene et
al., 2010; De Veylder et al., 2011) (Puc. 3). Bo3moxxnocts peryasaiun SMR-6enkamu
CDKA-CYCD xoMIIIeKCOB BEpOSITHO BakHa sl amekBatHOro koHTposnst KL mpwu
JCWCTBUM OMOTHYECKHX M abnoTndyeckux crpeccopos (Peres et al., 2007).

OnHo w3 cambix paHHux coObitnii K[ — nwunensupoBanue JIHK (tounee
XpOMAaTHHA) — MPOLECC aKTHBHOTO JIOCTyIa K XPOMAaTUHY M «3asKOPUBaHUSI» Ha HEM
OenkoB W OENKOBBIX KOMIUIEKCOB, BKIItouarommx (akrtopsl perumkanuu JHK wu
moaudunupyromue xpomatua Oenku (Desvoyes et al., 2014). Peruukarms reHOMa
9YKapHOTOB TPeOyeT aKTUBAILIMHU THICAY TOUEK Havaja perunkanuu (replication origins), ¢
KOTOPBIMU JIOJDKHBI CBS3aThCS KOMIUICKCHI MHHUIIMAIIMU. DTH MEPBUYHBIC PETYJIATOPHBIC
COOBITHSI — accoIalus MPEeperUIMKaTUBHBIX KoMmIuiekcoB (pre-RC) ¢ kaxmoit
MOTEHIIMATBLHON TOYKOW Havalla peruIMKallud, aKTUBUPYIOTCS B TO3aHEN Tenodasze
NPAKTHYCCKU cpa3y IOCIe paclpelesieHusl JIBYX BHOBb C(HOPMHPOBAaHHBIX SACp IO
nodyepHuM KietkaM. B panHem Gp-mepuonae aktuBHOCTh CDK nmomkHa OBITH HU3KOM

(Puc. 4), yTo HEOOXOAUMO ISl JTUTICH3UPOBAHMS TOUCK HAYaJla PETUTHKAIIHH.
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Puc. 4. AxtuBHocts CDK B Tummynom KII. Ilo (De Veylder et al., 2011) c
MOAU(DUKAIUSIMH.

[Toznquee axtuBHOCT, CDK BO3pactaer (3a CcYET TMOBBIMICHHUS YPOBHS
HeoOoxoaumbIx 1uist atoro CYC G;-nepuona, cm. Puc. 2), mocturasi mopora 10CTaTOYHOTO
s wHaktuBanud RBR1 u crapra (firing) pa®oThl pemiMKOHOB, TO €CTh 3amycka S-
nepuona. Ilpoxoxnenue S-nmepuoga obecneunBaoT cnenupuunsile CDK-CYC
KOMIUIEKChI, B (,-Tieprofie aKTUBHO TPAHCKPUOHMPYIOTCS UMKIMHBI M-miepuona,
akTuBHOCTH, MuToTHueckux CDK Bo3pacraer u HaumHaeTcs MHTO3. 3aTeMm, s
3aBEpIICHUS] MUTO3a HEOOXoauMa aerpafaius (IpoTeoau3 ¢ ydacTueM 26S-mporeacom)
mutotndecknx UKIMHOB CYCAI, CYCBI u CYCB2 knaccoB. Otu CYC conepxar
crnenupUYecKyr0 IOCJIeI0BaTeIbHOCTh aMUHOKHUCIOTHBIX octaTkoB (D-box, or
destruction box), ompenensIONIyl0 UYYBCTBHUTEIBHOCTh K YOMKBUTHHHUPOBAHHIO U
y3HaBaemyto APC/C  (Anaphase-Promoting Complex/Cyclosome) E3-yOoukBuTtiH
JUTa30i, YTO BEAET K MPUCOCIWHEHUI0 YOMKBUTHMHA M OBICTPOH MPOTEOTUTHUECKON
nerpanaiuu mutotrueckux CYC (Genschik et al., 2014; Ito, 2014). Beneactre 3Toro
aktuBHOCTH CDK omsith mamaer 1o ypoHs panaero G;-niepuona (Puc. 4 u Puc. 5).

Knetkn moryr mokunyte MIL] u mepeiitu B cocrosinne Gy (mponugepaTuBHBIHN
MOKOM), XapakTepHoe s audPepeHIIMPOBaHHBIX, CTAPEIOMIUX W CTBOJIOBBIX KJIETOK

(Puc. 3), MOCKOJIBKY, KaK y)K€ OTMEYaloch, B IIEJIOM PACTEHHUH POCT M MPOHdeparus
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KJIETOK JIOJDKHBI OBITh corjlacoBaHbl. CIIEJICTBHME TAaKOW B3aMMO3aBUCUMOCTH — pPa3HbIC
momudukaruu KL, nambonee moaxoxasmye s KOHKPETHBIX CTaJWiA Pa3BUTHA U
(U3MOIOTHYECKUX TTOTPEOHOCTEH OINMpenei€éHHBIX TUNIOB TKaHel wim kietok (Jakoby,
Schnittger, 2004). B ogHoM KpaifHeM ciiy4ae, IEpBbIC ICIEHHUS SAep SHAOCIEPMA B
GOpMHUPYIOIIMXCS CceMeHaX I[BETKOBBIX pacTeHuii, Takux Kak Arabidopsis, ne
COIPOBOXKIAIOTCS 3aMEeTHBIM pocToM cuHiuTHs (Boisnard-Lorig et al., 2001). B npyrom
ciIydae, pocT HAET 3a CUET PacTsHKCHHSI KJIETOK 0€3 X JEeJICHUs, KaK y KICTOK SIUIEPMbI
TUIIOKOTHJISL B TEMHOTE, KOT/JIa OHU yBeIM4YMBarOTCs B unHy mout B 100 pa3 (Gendreau
et al., 1997). Oano#i u3 Hambosiee pacnpocTpaHéHHBIX Momudukamuii KL sBisercs
SHIOPEYIUTHKAIUS (CHHOHUMBI. SHIOPCTUTUKAIINS, SHAOIUKIIBI, SHIOTUIONIU3AITH ), TPH
KOTOPOU MPOUCXOASIT MHOXECTBEHHbIC payHabl perummkanuu JIHK 6e3 mocnemyrormieit
cerperaiuu xpomocoM u nurtokuesa (De Veylder et al., 2011; Maluszynska et al., 2013;
Breuer et al., 2014; Scholes, Paige, 2015). Dugopenyumkaius 0ObIYHO HAOMIOAACTCS B
OOJIBIITNX, METa0OJMYECKA aKTUBHBIX WU OYCHb CICIIMATHU3UPOBAHHBIX KIIETKAX, XOTS
BCTpEYaeTCs U B KJIETKaX, He COBMaaaronux ¢ 3tuM onucanueM (Lee et al., 2009).
DHJIOPEeAYTTUKAIIMOHHBIE UKl TIPEACTABISAIOT c000i MoauduinpoBanusie ML
B KOTOPBIX U3MEHEHbI cTaauu perkanuu JJHK u muto3a. BaxxHo, 4To ipu sHAOIMKIAX
aktuBHOCT, CDK He nocturaer ypoBHs HeoOXomamMoro Juis 3amycka muto3a (Puc. 5).
DTO MPOUCXOAWT 3a CYET CHIDKCHUS YPOBHS TPAHCKPHIIIMHA TMPESIMUTOTHYCCKUX U
mutotnyeckux CYC A- u B-tumoB u CDKB npu sTtom coxpaHsieTcsi aKTUBHOCThb
CDKA;1 3a cuér dopmupoBanusi komrmuiekcoB ¢ CYC D-tuma u CYCA3, urto
obecnieunBaeT npoxoxaenue S-nepuona (Nieuwland et al., 2007; Maluszynska et al.,

2013).
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Puc. 5. Cxema perymsimuu MIl u samommkios. Ilo (Breuer et al., 2014) c
MOAU(DUKAIUSIMH.

OHJOUMKIIBI COCTOSIT U3 CMEHSIONUX APYT Apyra CHeruUIHBIX ISl SHAOIUKIIOB
Gg- u S-mepuonoB (Puc.5), mpu sTOM HaOmIOgacTCS OCHWUIAIMS B TMPOTHUBOdA3e
aktuBHOCTel CYC-CDK kommiekcoB u youkButuH Jmrasel APC/C. Tlo 3aBeprieHuu
SHIONMKIIOB akTHBHOCTH APC/C manaer, 4To MO3BOJSCT KJICTKE MEPEUTH B COCTOSIHHE
nponudeparuBHOTo TOKOsT — Gp; Hamnuue u akTuBHOCTE CYC—CDK kommiekcoB npu
3TOM ocTaéTcs He sicHbIM acriekToM (Breuer et al., 2014).

Jlns pacTeHuii MHUKCOIUTOMIWSA (IHIOMOJIMILIONIUSA), TO €CTh IPUCYTCTBHUE B
OJHOM TKaHU KJIETOK C pa3HbiM cojaepxkanueM JHK — mmpoko pacmpocTpaHeHHOE
seienue (Barow, Meister, 2003). Tak, HarpuMep, TOMYISAIHS KIETOK SIHISPMBI JIACTA
pacrenuii Arabidopsis (Puc. 6) mukcommonnna (Melaragno et al., 1993) u coaepxur

sapa ¢ koauaectsom JIHK 2C (36%), 4C (48%), 8C (15%) u 16C (1%).
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2C 4C 8C 16C

Puc. 6. Mukcormtonaus snuaepmbl  aucta Arabidopsis  (Gutierrez, 2009),
mukpogortorpadus Bénédicte Desvoyes.

B HACTOAIICS BPCMA (1)I/IBI/IOJIOFI/I‘-ICCKO€ 3HAYCHUC DHAOMOIHUIIIIONINN CIIC HC
COBCECM TIIOHATHO U B CBA3M C€ OSTUM HWHTCHCHUBHO HCCIICOYCTCH. BOBMO)KHO,
HHIOMOJIMIIONIN3ALNS TPEACTABISIET CcOO0OW CIOCO0 YCKOPEHHsS pOCTa pacTeHUl B
KOHerTHBIX 3KOJIOTHNYCCKUX YCJ'IOBI/I}IX, HOCKOJ’IBKy CYH.IGCTByeT OHpGJIGJIGHHaH
3aBHCUMOCTb Mexay KommdecTBoM simepHoit JJHK u pasmepom kierok (Melaragno et al.,
1993; Kondorosi et al., 2000; Sugimoto-Shirasu, Roberts, 2003). Iy KyJIbTHBHPYEMbIX
in vitro KIICTOK MUKCOIUNIONAUA — TAKIKC HIUPOKO PACIIPOCTPAHCHHOC SABJICHUC, KOTOPOC
MOXKECT onpenem{TLca KaK CHGHI/I(l)I/I‘IGCKHMI/I YCJIOBI/IHMI/I KYJILTI/IBI/IPOBaHI/DI
(KOMIIOHEHTHI TUTATEIBLHOM CPeIbl, TEMIIepaTypa U Ap.), TaK U MIIOUTHOCTHIO UCXOTHOTO

OKCIIJIaHTaA.

1.2.2. Brusinue BHEIIHUX (PAKTOPOB Ha KJIETOYHBIA LUK/ PACTeHUH

Pactenus o0namaroT pa3nMUHBIMH  MEXaHHU3MaMH, KOTOpPbIE IO3BOJSIOT WM
aIarTUPOBATHCS K M3MEHSIOIIUMCS YCIOBUSAM OKpYXarolen cpeasl. Buemrnue GpaxTopsl,

TAKHC KaK NOCTYINHOCTBb BO/bI, 9JICMCHTBI ITUTAHU, COz, CBCT U TCMIICPATYpPaA BJIIMAIOT HA
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POCT | JielieHHe KIIETOK, YTO OTpa)kaeTcs Ha pa3mepax opraHoB pactenus (Granier et al.,
2007).

[Tpu BogHOM HeduIUTE 3aMEIISIETCS CKOPOCTH JICTICHUS KIIETOK, YMEHBIIAIOTCS
pa3Mepbl MEpHCTEM, YMEHBIIACTCS YMCIIO KIIETOK JIMCThEB. Bo3pacTaer Moy KIETOK,
Haxoasmmxcs B Gi-miepruosie, YTO YKa3bIBaeT Ha YBEJIMUYCHHE €T0 MPOIOKUTEIBHOCTH
n/wmi Ha octanoBky KI| Ha rpanume G4/S. Ilpu atom npogomkutensHOCTh S- Go- 1 M-
nepuoIoB u3MeHsieTcss B MeHbleil crerenu (Granier et al., 2007). Boaublit nedpuur y
MHOTHX BHUJIOB PAaCTCHHI TPUBOJUT K OCTaHOBKE Kak MII, Tak W 3HIOUMKIOB 3a CUET
cHwkenus: aktuBHOocTH CDK, X0Ts sHpopemymukamus MOXKET CTHMYJIMPOBATHCS TPU
cmaboM BOJHOM CTpecce, Kak, Hampumep, B KieTkax Mezopumia Arabidopsis, uro
MIO3BOJISIET PACTCHUIO MOAEPKUBATH TUIOIIAh JIUCTA MIPH 3aCyXe Yepe3 OMoCpeI0BaHHOE
IUTOMIHOCTBIO yBennueHue pasmepoB kietok (Cookson et al., 2006; Scholes, Paige,
2015). IIpu HemocTaTke a3zota win (hochopa Takke HaOIIOJACTCS YMEHBIICHUE pa3Mepa
MEpHCTEM U CKopocTu aenenus kierok (Granier et al., 2007).

[Toseimenne xonnentpanuu CO, ycKopsieT pocT MHOTHUX BHIOB pacteHuit. [lpu
9TOM yBEJIHYCHHE pPa3MEPOB JIMCThEB M KOPHEH CBSI3aHO C YBEJIMYCHHEM JIOJIH
nensuuxcs kietok B Mmepuctemax (Kinsman et al., 1997; Taylor et al., 2003). OueBuaHo,
3TO CBS3aHO C YBEIMYCHHEM IMPOAYKTHBHOCTH (DOTOCHHTE3a U, CIEI0BATEIbHO,
KOHIICHTPAIIUHU YTIICBOJIOB.

Bo MHOrux ciydasx HMHTCHCHBHOCTh CBETa BJIHSET HAa POCT M JCJICHHE KICTOK
TaK)ke OIMOCPEJOBAHHO — 4Yepe3 MPOJAYKTUBHOCTh (DOTOCHHTE3a. YMEHBIICHUE
WHTEHCHBHOCTH T/IAI0IIETO CBETA BHI3BIBACT YMEHbBIIICHHE (PHMHAIBHOTO YUCIIA KIETOK B
JUCTBAX JBYAOJNBHBIX pacTeHuid. Ilpm >TOM cxomsblii 3ddexT HabOmMOmamu Koraa
WHTCHCUBHOCTh CBeTa yMeHbIIamu Ha 40% ¢ moMOIIbI0 HEHTPaATbHBIX CBETOPHILTPOB
100 3aKpPBIBATM 3KBHBAJICHTHYIO TUIONIAh (DOTOCHHTE3UPYIONICH MOBEPXHOCTH JIUCTA.
O0a 3Tu BO3IEHCTBUS YMEHBIIAIM OTHOCHTEIBHYIO CKOPOCTH ICNCHHS KIETOK M He
BIIMSUTH Ha TIPOJOJDKUTEIBHOCTh MPOMU(EPATHBHOW aKTHBHOCTH JTUCTA. YMEHBIICHUE
KOJIMYECTBA TIOTJIOMIEHHOTO CBETa COMPOBOXKIAIOCH CHHKEHHEM (OTOCHHTE3a U

coneprkanust caxapoB B Tkausx jmcrta (Cookson, Granier, 2006; Granier et al., 2007).
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CBeT, BOCIIPUHUMAEMBI PACTEHUSIMH, BapbUPYET IO UIMTEIBHOCTH CBETOBOTO
nepuoja B TEYEHHE CYTOK, 110 WHTCHCUBHOCTH U CHEKTpaJbHOMY coctaBy. [lo
CPaBHCHHIO C JPYTUMH IIEPEMEHHBIMH OKpPYKAIOMIeH Cpelbl, HPOIODKATEIHFHOCTD
CBETOBOH a3kl sIBIIIETCS OOJIee MpeIcKa3yeMoi 1 nMeeT (PUKCUPOBAHHBIA IUKITUICCKHN
XapakTep B 3aBUCUMOCTH OT reorpaduueckoil MmHpOTH. JJIMTENBHOCTh CBETOBOTO
HIepUOJIa SIBIISICTCS BaKHBIM (DPAKTOPOM, KOHTPOIMPYIOIIUM POCT M Pa3BUTHE PACTCHHH,
obecrieunBasi 4epe3 padoTy BHYTPEHHHUX CBETO3aBUCHMBIX IIUPKAIHBIX YaCOB PETYJISIIHIO
skcrpeccur MHorux renoB (Oh et al., 2012). MccrnenoBanusi BAUSHES CIIEKTPAIbHBIX
xapakTepucThuk cBeta Ha Kl MHTEHCHMBHO MPOBOAATCS HA OJHOKJICTOYHBIX 3EJIEHBIX
Bosopocisix. [Tokazano, 4to cBer B cuHel obiactu criektpa (400-500 HM) uHrHOUpYyeT
nenenue kierok Protosiphon botryoides uepes curnan, nepenaBaemblii OT MoKa emié He
unenTudumpoannoro ¢otopeunentopa (Nishihama, Kohchi, 2013), a kpacHbIii cBeT
ctumynupyet aenenue kierok Chlamydomonas reinhardtii (Beel et al., 2012). V
BBICIIIUX pacTeHU HaOmomaroTcs cxomubie 3¢ dekTbl. Hampumep, yBenwdeHue monu
cunero ceeta (¢ < 0.1% no 26%) UHrHOUPYET eNeHUE KICTOK, IPUBOJIS K YMEHBIIICHHUIO
JUIMHBL  Mexaoy3nuii pactennii cou (Dougher, Bugbee, 2004). Cser, B 1emom,
CrocoOCTByeT mpoiudepanuu KIeTOK, CTUMYIUPYS aKTUBHOCTH (POTOPEIENTOPOB, YTO
OpUBOIUT K mozaBineHuio aktuBHocTH mHruoOuropoB KII (Okello et al., 2016). Cser
BIIMSCT W HA SHIOPEAYIUIMKAINIO, TOAABISICT dHIOUUKIBIL. Hampumep, B THIIOKOTHIIAX
Arabidopsis, Brassica oleracea u Pisum sativum, B TEMHOTE MPOXOIUT OOJIbIIE
srponmkiioB (Okello et al.,, 2016). OxHako NmpW KyJIbTUBUPOBAHUU TeTEPOTPODHBIX
TKaHeH, HaIpuMep TPU WHIYKIMHA Kajulyca Ha dKCIUIaHTaX KIyOHEH TomnHamOypa, CBET
OKa3bIBaJ HETaTUBHOE BJIMSHHUE Ha jaejiacHue kietok (Yeoman, Davidson, 1971). Baxkubim
37E€Ch SBISETCS CIIEKTPAJIBHBIM COCTaB cBeTa. Hampumep, HenpepbIBHBIN JajlbHUN
KpPacHBI CBET YCTPaHSICT HEraTHMBHOE JICHCTBUE HEINPEPHIBHOIO CHUHETO CBETa Ha
CHHXPOHHBIC JICJICHHUS B CYCICH3MOHHOH KYyJbTYpe KIETOK Ta0aka, YTO CBS3BIBAIOT C
duTOXpOM-HHAYIIMPOBaHHBIM OnocuHTE30M aykcuna (Qiao et al., 2010).

Haubonee wuccnenoBanHbIil (QakTop BHEmHEW cpeapl, Biaustomuii Ha KL, 3T0

temrieparypa. CKOpPOCTh JAENIEHUsI KJIETOK CUJIBHO 3aBHCUT OT TEMIIEpaTypbl OpraHOB
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pacteHus. MHOXKECTBO [aHHBIX ITOKA3bIBAET, YTO MPOJOKUTENBHOCTh Bcero KII
yMEHbIIAETCA  (CIEAOBATENbHO, CKOPOCTh JI€JIE€HUS KIETOK YBEIUYMBAETCS) C
noBbItieHueM Temmeparypsl (Granier et al., 2007). Oxgnako, He CMOTPS HA U3MCHCHHS B
CKOPOCTH JEJICHHS KIJIETOK, OKOHYATEJIbHOE YHUCJIO KJIETOK B OpPraHE HE M3MEHSETCS B
HIMPOKUX TEMIIEpaTypHbIX mpenenax. PaKTUUECKH, YBEJIWYEHHUE CKOPOCTH [EJICHUs
KJIETOK  IpU  MOBBIMIEHWH  TEMIEpPaTypbl  KOMIIEHCUPYETCA  yMEHbILIEHUEM
IPOJIOJDKUATENFHOCTH Tieproia npoudepanuu kiretok (Granier, Tardieu, 1998).
[lokazaHo, 4TO 3aMe[JIeHHWE pOCTa MNPHU HU3KOM TeMIepaType — pe3yibTaT
MPONOPUUOHAIBHOTO YBEIMYEHUS] NpoaospkuTeNnbHOCcTH nepuonoB KII, mpuuém mpu
MUHUMaJIbHOW  TOCTOSHHOM  TeMmmeparype  MOpP(OJOTrHYecKue  XapaKTEePUCTUKHU
MepHuCcTeMbl He H3MeHsTcd. [IpennokeHo NOHATHE KPUTHYECKUX TeMIEpaTypHBIX
TOYEK, Ha OCHOBE KOTOpPBIX ompezenserca ontumanbHas temneparypa it KL (I'pud

¢ coasm., 2002).

1.2.3. ®UTOrOpMOHBI — PEryJATOPbI KJI€TOYHOT0 MKJIA pacTeHUit

B kadecTBe BHYTPUKIETOUHBIX IUICHOTPONHBIX (DAaKTOPOB, OMPENCISIONIUX
HANPABJICHHOCTh ~MHOTHUX TMPOIIECCOB B  KJIETKAaX pAcTEHUH, paccMaTpPHUBAIOT
¢dbuToropmonsl. [Ipu 3TOM, 4TOOBI TOKA3aTh (HPEKT TOTO UM UHOTO (PUTOTOPMOHA YACTO
UCIIOJIL3YIOT UX 9K30TeHHOE BBeicHue. Haunnas ¢ uccnenosanuii John Jablonski u Folke
Skoog (Jablonski, Skoog, 1954) BiausiHrEe TOPMOHATBHBIX CHTHAJIOB Ha MPOJU(EPAIIUIO
4acTO M3y4yaloT Ha TMOMYJANUSIX H30JMPOBAHHBIX KIETOK PACTCHUMU, IJUIIEHHBIX
BO3JICHCTBUS IIEJIOT0 OpraHU3Ma W TMO3WIMOHHBIX (hakTopoB. Kitaccuueckoit pabortoit
SBJISICTCS. OOHApY)KCHHE AaKTHUBAIlMM Pa3MHOXKEHHS KIETOK IuTokuHuHamu (Skoog,
Miller, 1957). Oanako yxe pe3ylabTaThl PaHHUX HCCICIOBAHUI TMOKAa3alad, 4TO JIJIs
HOPMAJILHOTO JICJICHUSI KJIETOK M MPOTOILIACTOB B KyJbType IN Vitro, HeoOxoaumo
NPUCYTCTBUE HA OTACIbHBIX dTamax Kl kak ayKCHMHOB, Tak ¥ IIMTOKMHUHOB (Jouanneau,
1971; beiukoBa, byrenko, 1974; Meyer, Aspart, 1983). Tak, mis akrtuBanuu KI| B
KYJIbTYyp€ U30JMPOBAHHBIX MPOTOILUIACTOB Me30o(duiia Tabaka ayKCMH HEOOXOIUM YXKE B

NIepBhIC Yachl KYJIbTUBUPOBAHUS, a MIUTOKKMHKH 3a 6—10 yacoB 10 S-nepuona (Carle et al.,
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1998). Kpome Toro, 1aBHO 0OHAPYKEHO HEOJHO3HAYHOE JICHCTBUE aOCIIM30BOM KUCIIOTHI
(ABK) nHa mponudepanuio kierok. Hapsiny ¢ mposiBaeHueM uHruOupytroimero 3ddekra
(Barlow, Pilet, 1984; Nougarede et al., 1987; Myers et al., 1990) B HEKOTOpPBIX CHCTEMAX
ABK ctumynupoBana poct, aenenue kimetok u cuured JJHK (Neskovi¢ et al., 1977;
Minocha, 1979). BepositHo, BiusHHE (PUTOrOPMOHOB Ha POCT M Pa3BUTHE PACTEHHUU, B
TOM YHCJIE U Ha MPoJudeparuio KIETOK, 3aBUCUT OT MHOTHUX ()aKTOPOB: YHIOTCHHOTO UX
COOTHOIIIEHHUS, CBETOBOTO pexuMa, (a3bl pa3BUTHS TMONMYJSAIHANA KJICTOK WIHA IIEJIOTO
pacteHus. Bc€ 370 MOXKET U3MEHSTh HAlPaBICHHOCTh JEHCTBHS (PUTOTOPMOHOB, KaK €mIé
YeTBEpTh BeKa Hazaj Obuto oTMeueHo B padore Kenneth Thimann (Thimann, 1992).

B nacrosiniee Bpemsi yoeIuTeNbHO MOKa3aHO, YTO (PUTOTOPMOHBI MOTYT BIIUATH HA
OJTHU ¥ T€ e TPOIIECCHI, OIHAKO, MTApaJ0KCATbHO, HO UX CUTHAJIBHBIC ITyTH PabOTaIOT HE
n306ITOuHO. COBpEeMEHHas MapaJurMa ONpeesieT, YTO CUTHAIBI pa3HbIX (PUTOTOPMOHOB
UHTETPUPYIOTCS Ha YPOBHE T€HHOHN CETH, a MX MPOBEICHUE COMPSKEHO C MIEPEKPECTHBIM
pasroBopom (Cross-talk) curnaneabix nytei (Jaillais, Chory, 2010; Depuydt, Hardtke,
2011; Kohli et al., 2013; Hosukosa ¢ coasm., 2013; Takatsuka, Umeda, 2014; Tank et
al., 2014) (Puc. 7). Paccmotpum perymstoproe Bausiaue Ha KL GpUTOropMOHOB pa3HbIX

KJIaCCOB.
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Puc. 7. CrpykTypa (QHUTOTOPMOHOB U HEKOTOpbIe WX (QYHKIMOHAIHHBIC
B3aUMOJICUCTBUS. JIMHUU CO CTPEITKaMu — TIOBBIIICHNUE TPAHCKPUIIIHOHHOW aKTUBHOCTH
TCHOB OTBCYAIONIMX 3a CHHTE3 (PUTOrOPMOHOB WJIM CHW)KCHHE AKTHBHOCTH TCHOB,
CBSI3aHHBIX C MHAKTUBAIUCH (UTOrOpMOHOB. JIMHNMK C YepTOH — CHUIKCHHUE aKTHUBHOCTH
TCHOB OTBCYAIONIMX 3a CHHTE3 (DUTOrOPMOHOB HJIM TOBBIIICHUE AKTHUBHOCTH TCHOB,
CBA3aHHBIX C  HWHAKTUBaIMeW  ¢uToropmMoHoB.  JIluHMM,  3aKaHYMBAIOIIHECS
YETBIPEXYTOJIBHUKOM — HM3MEHCHHS B OKCIPECCHHM TE€HOB C HEOJHO3HAYHBIM
pesyabsTaroMm. [1o (Jaillais, Chory, 2010) ¢ moaudukarusmu.

1.2.3.1. AykKcuHbl U UYUMOKUHUHbI — @6aJiCHeliwlue pez2yasimopbsl
npoaugpepayuu

VYyacte ayKCHMHOB M IMTOKMHUHOB B perymsauuu K1l nccnenoBaHo qocTaTodHO
noapo6Ho. Y ArabidopsiS moka3zaHa KirOuYeBas poOJib ayKCHMHAa B (HOPMHPOBAHUH
JarepanbHbIX KopHed. KoOHIeHTpamms ayKCHMHAa 3HAYUTEJIbHO IMOBBIIIACTCS B
UHUIMATBHBIX KJICTKaX MEPHUIMKIA, YTO MPUBOJUT K MHIYKIIUH JCICHUN ITHX KIETOK,
(GOPMHUPOBAHHUIO TNPUMOPAUS W PAa3BUTHIO AKTUBHOM MEPHCTEMbI, W3 KOTOPOW B
JanbHenIeM popMHupyeTCs JarepainbHblil kopeHb (Péret et al., 2009).

HccrnenoBanne Ha CYCICH3HOHHOM KyjabType kietok Arabidopsis sddexTo

aykcuHa (a-HadrunykcycHort kucmorb, HVYK), murokunmna (kuHeTMHa) w/vim

32



caxapo3bl T0Ka3aj0, YTO IKCIPECCUS TEHOB, KOAUPYIOMUX KOMIIOHEHTHI PETYJISTOPHON
cetu KL orBedaer pa3znuuHbIM 00pa3oM B 3aBHCHUMOCTH OT COYETaHHS 3(PPEeKTOpoB
(Richard et al., 2002). Dxcnpeccus reroB CDKA;1, CYCA2;1 u CYCD unaynupoBaiach
caxaposoir, CYCD3;1 xuHeTHHOM M caxapo30il, B TO BpeMsl KaK JKCIPECCHS T'C€HOB
CDKB1;1 u CYCB1;1 cymecTBeHHO MOBBIIIATIACh MpHU OAHOBpeMeHHOM JeicTBun HYK
U KHHETHHA. YPOBEHb TpaHCKpunToB TeHoB wuHruOutopoB CDK, cemeiictBa KRP
3HAYUTENFHO CHIDKAJIICS TOJ BIUsSHHEM (UTOropMoHOB u caxaposbl (Richard et al.,
2002). AmanormunsiM o0Opa3zoMm, 00paboTka mpopocTkoB Arabidopsis aykcuHamu u
IIUTOKMHUHAMU TIPUBOJIWIIA K CHIDKeHHUIo TpaHckpumiuu rena KRP4 (Cho et al., 2010).

Ha pacrenusix ArabidopsiS Obuio mMmoka3aHO, 4YTO ayKCHHBI (IPUPOIHBIA H
CHHTETHYECKHE) HHAYIUPYIOT TpaHckpurinio rena CDKA;1 B arekcax KopHs, TOr1a Kak
IIUTOKUHUHBI — B 30He pacTsokenus (Hemerly et al., 1993). Dxkcnpeccus CDKA;1 Taxke
3HAYUTEJIPHO MOBBIIIAJACh O] BIMSHUEM ayKCHMHAa M B KOpHsX ropoxa (John, 2007).
JlocTaTouHO BBICOKMH ©0a3anbHBI  ypoBeHb TpaHcKkpunToB u Oenka CDKA;L
oOHapy>KMBaeTCs BO BCEX JXKUBBIX KJIETKaX PACTCHHUH, NaXe HE AKTHBHO JEISIIIAXCS
(Gorst et al., 1991; Martinez et al., 1992; Hemerly et al., 1993), uro, no-BuzuMOMYy,
OTpa)kaeT YHUKAJIBHYIO CIIOCOOHOCTH KJIETOK PAacTeHHWH — BO3BPAIATHCSA K JIEIEHUIO.
Hpyrumu cnoBamu, sxcnpeccuss CDKA;1 orpakaer cocTossHUE KOMIIETEHTHOCTH K
neneHuto. Takum 00pa3oM, ayKCHH ONpEIENseT BO3MOXKHOCTH JICIEHUS KIIETOK,
CTUMYNHPYsl HakormjieHue pgoctarouHoi koHmeHTpanuu CDKA;1, kortopas mocrne
B3aumozeiicTBus ¢ onpenenéHubiMu CYCD u CYCA oOecnieyuT cBoel aKTHBHOCTHIO
POXOXKIACHHE KOHTposbHOW TOukd G1/S m cobctBenno S-mepuoga KII (cm. Puc. 2 u
Puc. 3).

Kak yxe oTMe4anoch, KyJIbTHBHpPYeMbIe IN VItr0 mpoTOILUIacTel KICTOK
pacTeHUi — YacTO UCHOJb3yeMas CHCTEMa B WCCICIOBAHMIX pOJM ayKCHHOB H
uuToknHuHOB B perymanuu KI[. Ha nporomnactax #3 KIETOK JIMCTa JIIOLEPHBI
MPOJEMOHCTPUPOBAHO, UYTO MPOILEHT JAETSIINXCS KIETOK 3aBUCUT OT KOHIICHTPAIUU
aykcuna (Pasternak et al., 2000). be3 aykcuna (2,4-J]) nejaeHuii KIeTOK HE MPOUCXOIMIIO,

B npucytctBue 0.22 MxkM 2,4-]J1 ormedanu enuHWYHbBIC JeJeHus, a nooasienus 1 MxM

33



2,4-]1 ObLTO YK€ TOCTATOYHO IS MHUIIUALIUY ¥ TIOJIJIepyKaHUs IeJeHui kieTok. OTHaKo
IIUTOKUHUH (3€aThH) ObUT HEOOXOIUM I HOPMAIBHOTO MPOXOXKIEHUS S-Tiepuoia u
3aBEepIICHUS] MUTO03a, YTO BBIPAKAIOCH B TIOBBIIMICHUH AKTUBHOCTH COOTBETCTBYIOIIUX
CDK, a umenno CDKA;1 u CDKB1;1. B orcyrcrBue mutokununa Oeinok CDKA;L
CHHTE3UPOBAJICS, HO He TposBisuT (ochopunupyromieit aktuBHoctu (Pasternak et al.,
2000). CoBmecTHOE IEHCTBHE IIMTOKMHUHA W ayKCHMHA 3HAYUTCIIHO YCHUJIMBAJIO H
tpanckpunmmio CDKA;1 B KymsTHBHPYEMBIX TpoTOIUIacTax Me3opmmia Tabaka
(Hemerly et al., 1993). KomnektuBHbli 3QPEeKT ayKCHHA U IUTOKHHHHA HAOJIIOaId U B
IKCIICPUMEHTAX C OKCIUIAHTAMU W3 JIMCTheB JoriepHbl. OOpaboTka JTUCTOBBIX
AKCIUTAaHTOB 2,4-]] HeckoybKo moBbIaia o0myto aktuBHocTh CDK, ompenensemyto mo
dbochopunupoBannio ructona H1, a komOuHaIMA IUTOKMHUHA U ayKCUHA 3HAYUTEIHHO
yBenunuuBaiia aktuBHOCTh CDK (Mészaros et al., 2000). Bce npeacraBiacHHbIC TaHHBIC
MOKA3bIBAIOT, YTO IUTOKHMHUH HEOOXOIUM JIJISl MPOXOXKIACHUS TIABHBIX KOHTPOJIBHBIX
touek KL — G1/S u G,/M. Bosiee Toro, BEposSTHO CUTHAI MUTOKMHMHA Ba)XCH WM IS
nepexona Mexay BceMu (azamu KL, mOCKoNbKy B CHHXPOHU3MPOBAHHOM CyCIIEH3UHU
Kietok Tabaka (BY-2) HaOmomaercss OCHMILISAIMS BHYTPUKJICTOYHOW KOHIICHTPALIUH
OH/IOTCHHBIX ITUTOKUHUHOB (B OCHOBHOM, B (hopme mpawuc-3eaTuHA) C MaKCUMyMOM
nepen rpanutieit G1/S n nukamu nepen rpanunamu S/G,, G,/M, u M/G; (Hartig, Beck,
2005).

NMeHHO NMTOKMHUHBI BKJIIOYAIOT BOXKHEUIIMI MEXaHU3M, KOTOPBIH HEOOXOauM
st waumanun KI[ — wagynupyror tpanckpumnuuto CYCD, yto obecrneudnBaer
dbopmupoBanue komruiekcoB CDKA;1-CYCD, HeobxoaumbIx mis nepexona u3 Gi- B S-
NIEPUOJT U aKTUBAIUH dKcTpeccuu S-a3ubix renos (Soni et al., 1995; Fuerst et al., 1996;
Riou-Khamlichi et al., 1999; Menges et al., 2006). MuTepecHO, YTO y MYTaHTHBIX
pactenuii Arabidopsis ¢ BbICOKMM cojepKaHHEM JHIAOT€HHBIX UTOKHHHHOB OTMEUEHO
TpéxkpartHoe yBennueHue ypoBHs MPHK CYCD3 no cpaBHEHHMIO C pacCTEHUSAMHU JUKOTO
THIA, a W3 OKCIUIAHTOB TPAHCTCHHBIX pacteHuid ArabidopsiS ¢ KOHCTUTYTHBHOI
skcrpeccueit CYCD3 MOXHO mony4yaTh KaJUTyCHble TKaHM W MOJAJEPKUBATH HX

nponudepanuio 6e3 sxk3oreHHsIx uTokuHuHOB (Riou-Khamlichi et al., 1999).
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[{uTokuHMHBI W ayKcWHbl Biamsiin Ha Odkcopeccuio reHoB CYC, CDK #u
uarnouropoB CDK u B ApYyrux SKCIEPHUMEHTANbHBIX cHCTeMaX. TpaHCKpHUIIIUS TeHa
G,/M 1uxnuna CYCAZ2;1 nosslmanack B amekce modera Arabidopsis mon aeiicTBuem
IIMTOKWHWHA, B OTJIMYHE OT ayKCHWHA, KOTOphId ycwimmBan skcnpeccuto CYCA2;1 B
kopusx (Burssens et al., 2000). Tpauckpurius reHa murotuaeckoro nukianaa CYCB1;1
B pactenusx Arabidopsis aktuBupoBanace UYK (Ferreira et al., 1994b), a B kynbType
kietok Arabidopsis orcyrctBue HYK npuBoamio k pe3koMy MaaeHHIO SKCIPECCHUs
Go/M mukmuHoB CYCA2;1, CYCA2;2, CYCB2;1 u CYCB2;2 (Ferreira et al., 1994a). B
KYJIbType KJIETOK JitonepHbl 2,4-J1 cTuMyaupoBayia 3KCHPECCHI0 MHTO3-CHenupuaHON
CDKB2;1 B mno3muem G,-nepuone (Zhiponova et al., 2006). Yepe3 cyrtku
KYJbTUBUPOBAHUS Ha cpejle, MHAYNHUPYIOlel KamycooOpa3zoBanue (cpeaa ¢ 2,4-J1), B
OKCIIAHTAX THUIIOKOTUIICH S-HeleabHbIX pacTeHuid Arabidopsis moBsImanack KCIpeccHs
MHOTHX TeHoB, cBsa3aHHBIX ¢ KII, B Tom umcme CYCBI1;1, CYCB2;2, a ypoBeHb
tparckpuntoB KRP1 u SMR2 (uarnouropos CDK) — cumxancs (Chen et al., 2012).
Kpome Toro, aykCWHBI U ITUTOKHHHHBI YYaCTBYIOT M B JIPYTUX MEXaHW3MaX KOHTPOJISI
KII.

AyKCUHBI CTAaOWIM3HPYIOT YPOBEHb Oenka (akrtopa Tpanckpunmuu E2FB,
KOTOPBIN peryaupyeT npoxoxaeHue S- u M-nepruoios, aktusupys sxcnpeccuro CDKA;1
nu CDKB1;1, npu Bwicokom ypoBHe EZFB cokpamaercs mnpomomkutenbHocTh KIJ
(Magyar et al., 2005). HenaBHo ObutO TOKa3aHo, uto F-box Gemox SKP2A (S-Phase
Kinase-Associated Protein  2A) Arabidopsis, KoHTpoJMpyrOIIHUHA CTa0MILHOCTD
E2FC/DPB — pemnpeccopoB TpaHCKpHUNIMH T'eHOB, perymupyrommx KII, crmocoben
HANIPSIMYIO CBSI3BIBATBCS C AYKCHMHOM, 4YTO TPHBOJIUT K YOMKBUTHUHHUPOBAHUIO U
npoteonmn3sy SKP2A Bmecte ¢ ero muiiensmu — E2FC/DPB, u 3T0 MOJI0XHTEIBHO
ckasbiBaetcst Ha mpoaswkenun KL (Jurado et al., 2010). To ecTb, MOXHO TOBOPHUTH O
Bo3MoxkHOCTH perymsuuu Kl aykcunom, B 00x0/1 Hanbosiee 4acTo paccMaTpuBaeMon U
YCTOSIBIICHCS CHUCTEMBI €ro perenium — Aux/IAA-ARF-SCF'RUAFB (Del Pozo,
Manzano, 2014). B cBs3u ¢ 3TUM, ClIeAyeT OTMETHTh, YTO AyKCHH-CBS3BIBAIOIIHIA

oenokl, ABP1 (AUXIN BINDING PROTEINl1) — oauH u3 THepBbIX
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OXapaKTEePU30BAHHBIX OEJKOB, JJII KOTOPOTo Obla MOKa3aHa CIIOCOOHOCTH ¢ OOJBIION
ad(UHHOCTHIO CBS3BIBATh AyKCHH, M OTBEUAIOIINN BCEM KPUTEPHUSIM PEIENTOpa ayKCHHA,
oTKpbIBaeT cBou HoBble (yHkuuu B perymsmunm KL (Sauer, Kleine-Vehn, 2011). Ha
KyJIbType KIeTOK Tabaka BY-2 mokaszaHo, 4To (QyHKIHOHaIbHas WHakTuBanus ABP1
BbI3pIBaeT apect KI[ B Gi-mepuome m peskoe maaeHue skcmpeccun CYCD3;1 —
no3utuBHOTO perymsropa G1/S nepexona (David et al., 2007; Tromas et al., 2010).
[utokHMH MOXET oOKa3biBaTh OoJiee mpsimoe BiausHue Ha KII, xoTropoe He
ompenessieTcs ero JeWCTBHEM Ha mepefady curhana aykcuna (Schaller et al., 2014).
[Tokaszano, uto aktuBHpoBaHHBIM IUTOKMHHHOM ARR2 (ARABIDOPSIS RESPONSE
REGULATOR 2) nanpsimyto cBsizbiBaetcst ¢ mpomMoTopoM reia CCS52A1 u uHAyIupyeT
ero skcrpeccuro. bemok CCS52A1 — axrtuBarop APC/C E3 yOWUKBUTHH JTUTa3bI
IKCTIPECCUPYETCS B TEPEXOAHOH 30HE W 30HE PACTSHKEHHS KOPHA W CTUMYJIHPYET
JEeTpalallii0 MUTOTHYECKUX IIMKIMHOB, YTO TPHUBOIUT K 3alyCKy OHJIOIUKIOB

(Takahashi et al., 2013).

1.2.3.2. A6cyu3oeasn Kuciaoma, 2u66epenquHsl U 6paccuHocmepoudsvl —
UH2UGUMOPbI U CMUMYASAMOPbI KAemo4YH020 YUuKAd

AbcmmsoBas kuciora (ABK) peryiampyer MHOrHe mpormecchl pocTa W pa3BUTHS
pacTeHui, BKJIOYAs CO3PEBAHHME 3apPOJBIIIEH, MOKOW CEMSH, MpopacTaHue, JEJICHUE
KJICTOK, PACTSHKCHHE, WHAYKIMIO [IBETEHUS M OTBETHI HA CTPECCOPHI, TAaKUE KaK 3acyxa,
3acoJieHUe, X0JIol, araka maroreHoB u Y® wmsnmyuenue (Finkelstein, 2013). Beime yxe
otMmeuanock, 4to ABK mposBiiser kak ”HruOUpyoiiee, Tak U CTUMYJIUPYIOIee JeiCTBUE
Ha KII. Kak u mms mMHOTHX (PUTOTOPMOHOB, 3TO ompenensercs koHreHTpamnueit ABK u
YyBCTBHUTEJILHOCTBIO TKaHeH u kieTok pactenus (Humplik et al., 2017).

ABK croco6cTByeT yBeIHMUEHHIO pa3MEpPOB KIETOK SMUAEPMBI JIUCTA B MPOLIECCE
ero gopmupoBanus y pacteHuii Arabidopsis, He MCHBITHIBAIONIMX BOIHBIA CTpecc. JTO
CBSI3aHO CO CTHMYJISIHEH mporieccoB sHmopenymmkanuu (Tanaka et al., 2013). ABK
aktuBupyer uHruOutopsl CDK (takme kak KRP), 4ro mNpuBOAMT K CHUXEHHIO

aktuBHOCTH CDK Ha rpanmiie Gi/S M KOMMHTHUPYET KICTKH K SHAOPEAYILTUKAIMH
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(Edgar et al., 2014). C apyroit ctoponsl, oopadboTka ABK Ham3emHO# 4yacTu pacteHuit
Arabidopsis yckopsieT IelieHHe KIETOK KOPHS, YTO TOATBEPXKIAACTCS YBEIHYCHHUEM
pa3Mepa MepHUCTeMbl KOpHS W MHTeHCHBHOCTHIO dKkcmpeccun CYCBL;1::GFP (mapkep
MHTO3a) ¥ BBI3BAHO YCHIJIEHHEM Oa3HIIeTalbHOro TpaHcnopra aykcuna (Xie et al., 2020).

X0opoI10 U3BECTHO, YTO THOOCPEIITMHBI CITOCOOCTBYIOT POCTY 32 CUET PACTSIKCHHS
KJIETOK, CTUMYJUpPYs paspylleHue pemnpeccupyroumx poct 6enkoB DELLA. Opgnako
DELLA Takxke HHTHOMpYIOT mposmdepanuio KieTok kopHs Arabidopsis, Bwi3biBas
noBbiienne ypoBus uHrunomropos KI[ — KRP2 u SIM (Achard et al., 2009).
I'm66epemnoBas kuciota aktuBupyeT KII mpu ObICTpOM HMHTEPHOIAILHOM POCTE PHCA,
yemuBas dkcnpeccuto CYCAL;L u CDC20s-3 (Fabian et al., 2000).

BpaccuHOCTEpOUIBI TaKKe BHICTYMAIOT B POJIM MO3UTUBHBIX peryisitopoB K1 (Oh
et al.,, 2020). Dmubpaccunonua mnosbimaetT skcrnpeccuto CYCD3;1 u Tem cambiM
YCHJIMBACT HHTEHCUBHOCTD JCJICHHS KIETOK U MOKET 3aMEHHUTh IUTOKUHUH B KAJLTyCHOM
U CYCIICH3MOHHOM KynbTypax kierok Arabidopsis (Hu et al., 2000). Ilpu sTom,
HampuMmep, 1 KieTok jucta Arabidopsis OpacCHHOCTEpOHIbI Ba)KHBI IS MPOIECCOB
neneHus1, pacTsbkenust U nuddepennmpoBku. bananc mexay nponudepanyend KJIeTOK U
muddepeHITUPOBKONM 3aBUCUT OT YpOBHsS (uToropmoHa u (GyHkuuonuporanus BRI1-

3aBUCUMOM (perenTop OpacCHHOCTEPOMIIOB) CUTHaIbHON cuctembl (Zhiponova et al.,

2013).

1.2.3.3. ImuseH 8 npoyeccax pocma u npoaugepayuu KJ1emok pacmeHuil

B BereratuBHOM pocTe O3TWIEH, IO-BUAUMOMY, HWIrPaeT JIBOWHYKO POJIb,
CTUMYIIUPYA U I/IHFI/IGI/IPYSI POCT, B 3aBUCUMOCTH OT BUIA, TKAHU W THUIIA KIJIICTOK, CTaIUU
Pa3BUTUA, TOPMOHAJIIBHOTO CTAaTyCa U YCJ'IOBI/Iﬁ OKpY)KZlIOHIGfI CpCanl. 3TI/IJ’I€H, IIOMUMO
TOTO, YTO OH SBJIICTCS pEHIAfoIMM (aKTOPOM B KOHTPOJIE POCTAa KOPHEH M MOOEros,
MOXKET CIOCOOCTBOBATh IIBETECHHUIO, CO3PEBAHHMIO U OINAJCHUIO IUIOJOB, a TaKke
CTapCHUIO JIMCTBECB M JICIICCTKOB, HMX OTMHUpPAHUIO H, CJICAOBATCIBbHO, HUI'PACT POJb

NpPaKTHYCCKU Ha BCeX dTamnax »ku3Hu pactenuii (Van de Poel et al., 2015).

37



Hecmotpst Ha TO, 94TO JaBHO c(HOPMHUPOBATIOCH NIPEJICTaBICHUE 00 ATHICHE Kak
WHTUOUTOPE PACTSDKEHUS KIETOK, CYIIECTBYET MHOXKECTBO IPUMEPOB CTHMYIISIIHH
TWJICEHOM pOCTa, YTO, KaK IPaBUIIO, OINPENIENSIeTCs KOHICHTpamued (QUTOropMoHa,
BUIOM pacTenus u BHemHuMmu yciaoBusmu (Pierik et al., 2006; Polko et al., 2011).
Hamnpumep, 3THIIEH COCOOCH CTUMYJIMPOBATH YiJIHMHEHUE rumokotwis Arabidopsis na
CBETY, B OCHOBHOM YCHWIIMBas Ipolecchl pactsokenus kierok (Smalle et al., 1997),
JCWCTBYST COBMECTHO C AayKCHHOM, J3THJICH CIIOCOOCTBYET POCTY KOPHEBBIX BOJOCKOB
(Pitts et al., 1998), B 3aBUCHMOCTH OT DKOTHIIA, STHUIICH OKa3bIBa€T pa3HOE BIUAHUC Ha
pPOCT dYepelIKOB JHMCTheB pacTeHuii Arabidopsis, B TOM 4uClIe CTUMYIUPYIOIIEe
(Millenaar et al., 2005), ymydmiaeT pa3BUTHE KOPHEBOW CHCTEMBI NPH KaJIMHEBOM
cTpecce IMyTeM MOJYJIMPOBAHUS KOHICHTpAIUU Ccynepokcua-anunona B Arabidopsis
thaliana (Abozeid et al., 2017). HakoHel, kIacCHYecKoe BIUSHHE STHIICHA Y MHOTHX
BUJIOB PACTCHMIA, 4YacTO B colpyxkectBe ¢ rubOepermmHamu 1 ABK — ObicTpoe
BRITSTHBaHKE cTeOIsI B OTBET Ha 3aToruienue (Sasidharan, Voesenek, 2015).

TeMm He MeHee, KOT/a STHUIICH PACCMATPHUBAIOT KaK «FOPMOH CTpPECCay, HHOTO, YeM
3aTOIUICHUE, OH HCIPABHO HCIONHICT (DYHKIMH MHTHOUTOpA PACTSHKCHUS U JICIICHUS
KJIETOK, B YaCTHOCTH B TKaHSAX JIMCTA, 4TO, OE3yCIOBHO, MMEET Ba)KHOE a/JalTHBHOE
snadyenue (Dubois et al., 2018).

B Hacrosimiee BpeMsi HET OJHO3HAYHOTO MMOHMMAHHS 3HAYCHHS JTHJICHA W B
KOHTpOJIC TIPOJH(epaliu KIeTOK.

C onmHOH CTOPOHBI, OBLJIO TOKAa3aHO, YTO JTWJIEH HHTUOUPYET PEIUTHKAIUIO
snepuoit JIHK u nenenne knetok B mpopoctkax ropoxa (Apelbaum, Burg, 1972; Rost,
Sammut, 1982), naaynmpyeT 3anporpaMMHPOBAHHYIO THOENb KYJIbTHBHPYEMBIX KIIETOK
tTabaka B OINpPEICIICHHBIC MEPUOJIbl KICTOYHOTO IIMKIIA, MPaBiAa, MPH OYCHb OOJBIINX
koHueHTtpanusx — 17700-35000 Mki/1, TpeBBIMIAIONIMX HAa TPU-UYETHIPE TMOPSAKa
¢usmonornyeckue KoHueHTpanuu oStwieHa (Herbert et al., 2001), wnrnbupyer
nponudepannio KIeTok B Mepucteme kopHs Arabidopsis (Street et al., 2015).

C 1apyroéi CTOpOHBI, OBUIO MPOJIEMOHCTPUPOBAHO, YTO OSTHIICH CTUMYJIHPYET

KJICTOYHBIC JCJICHUS B Yepemkax O0ojoTHomBeTHHKA IuroauctHoro (Nymphoides
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peltata) (Ridge, Amarasinghe, 1984), unnynupyer cunte3 JJHK u sumopenymikaruro,
HO WHTHOMpYeT LUTOKMHE3 B smuiepme rumokotwier orypua (Dan et al.,, 2003),
CTHMYJHPYET JCICHUE KICTOK MOKOSIIErocs IeHTpa MepucteMbl kopaedr Arabidopsis
(Ortega-Martinez et al., 2007), cTuMmynupyer JCIEHHE KICTOK  OSIHICPMBI
STHOJUPOBAHHBIX TUIIOKOTUJICH OrypIia Mociie KpaTKoBpeMeHHOro Bo3aeicteus (Kazama
et al., 2004), aktuBupyet nponudeparuo kamMmOuaibHBIX KieTok Tomons (Love et al.,
2009), KIEeTOK MOKOSMIETOCS LEHTPAa MEPUCTEMBbI KOPHEH KYKYpy3bl TOCIE yIalCHHS
koHunka KopHs (BeicTpoBa ¢ coasem., 2015) u B Koomepanuu ¢ PEeHEnTOPHON KHHA30M
PXY cnocoOcTByeT yBeIWUEHHUIO CKOPOCTH JIEIICHUA B «BAaCKYJSAPHON» MEpUCTEME NP
dopmuposanuu daosmer (Etchells et al., 2012).

Taxum 006pa3oM, BIUSTHHEE STHIIEHA Ha TIpoirdepanuo KIeTOK PaCTeHUH 0CTa&Tcs
Nan€KUM OT TIOHMMAaHUS W B CBSI3M C OTHUM HCCIICJOBaHUSA B 3TOM HalpaBICHUH

IMpCaACTaBIIAIOT CYHICCTB@HHBIP'I Hay‘-IHLIfI HHTCPCC.

1.3. 3TUIIEH — OTKPbITHE FOPMOHAJIbHBIX QYHKIUHA, GUOCUHTE3 U

CUTHaJIbHBIX NIy Th

Otunen — mnpoctedmmii ankeH (oneduH), ra3oo0pa3Has CHTHaJIbHAsE MOJEKYIa,
BJIMSIFOINIasE HA MHOTHE acleKThl pocta W pasButus pacrenuit (Bakshi et al., 2015).
OTUJIEH — OJIMH U3 MATU KJIACCUYECKUX (PUTOTOPMOHOB — PETYIUPYET BBIXOJ CEMSH U3
MOKOSI U MX TPOpacTaHue, pacTsLDKEHHE KIIETOK, (JOPMHpPOBAHUE KOPHEBBIX BOJIOCKOB,
pPOCT PENPOAYKTUBHBIX OPTaHOB U OIpPEAENIEHHE I0JIa I[BETKOB, CTAPEHHUE U OIaJCHUE
JUCTBEB M IIBETKOB, CO3PEBaHUE W OINAJEHUE IUIOAOB, OTBETHl HAa IATOTE€Hbl W
abuotnueckue crtpeccosbie (akropbr (Abeles et al., 1992; McManus, 2012). Drtunen
y4acTBYeT B TPAaBUTPONMMYECKUX pEAKLUUAX, B YACTHOCTH 4Yepe3 peopraHu3alfio
akTHHOBOTO nutockenera (Pozhvanov et al., 2016; Pozhvanov et al., 2021).

VYdacTue 3TUICHa B PETYISIUH POCTa PAcTeHHU OBUIO OTKPHITO JMuTpuem
Huxonaesuuem Hemo6oBbiM B Cankr-IlerepOyprckom ynusepcurere B 1901 rogy. Ha
11-om cwe3ne pycckux ectectBoucnbiTaTeneid u Bpaueit J[. H. Hemo0oB caenan poknan

«O0 u3MeHeHnu reOTPOIMNMICCKUX CBOMCTB cTeOen oA BJIUAHUEM HCKOTOPEIX I'a30B», B
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KOTOPOM OH COOOIIMJI, YTO «...Mbl CHIPEUAEMCS C COBEPULEHHO HOBbIM GNIUAHUEM 2A308
ayemunena U dmuieHa, OHU KAk 0yomo 3acmaeidgiom cmebau  NPUHUMAMb
20PU3OHMATILHOE HANPABIEHUE... ».

[Tostomy umenHo 1901-i1 rox cuuTaeTcs TOJOM OTKPBITHUS TOPMOHAJIBHBIX
dbyHKIUH Ta3a TUJICHA.

OcHoBHas 1nenp wuccaenoBanuid JI. H. HemoOoBa 3akimiouanach B M3y4€HUU
BIIMSIHUS YCJIOBUUM BHEIIHEH CpeJbl Ha POCTOBBIE JIBIXKEHHUSI MPOPOCTKOB U BBIICHEHUH
OPUYMH, W3-32 KOTOPBIX pAacTEHUsi HE MOTJIM HOpPMAajbHO pacTh M pPa3BUBATHCA B
nabopatopHbIx yciaoBusx. CiieyeT OTMETHTh, YTO B T€ TOJbI B JJAOOPAaTOPHOM BO3TyXe
BCEra MMEJIOCh HEOONIBIIOE KOJIUYECTBO CBeTHIIbHOrO rasza. JI. H. Hemo060B mcciaemoBan
3aBUCUMOCTb HAIIpaBJIEHUS pOCTa CTeOJNell OT TeMIlepaTypbl, CBETA, BIIAXKHOCTH,
ra3oBoro coctaBa M TMpHUIIET K BBIBOAY, 4YTO CTE€OJM HAYMHAIOT NEPEXOJUTh K
TOPU30HTAILHOMY POCTY TOJIKO B TOM CIIy4ae, KOTAa «K YUCIMOMY 8030YXy 000as1semcs
ceemunvubli 2azy». J|. H. HemoOoB BrepBble yCTaHOBWIJ, YTO ATHJIEH B OUYEHb HHU3KUX
KOHIIEHTPALIUSIX BBI3BIBAT TaK HA3BIBAEMBIM «TPONHON 3(P(HEKT» — OH MOJABISI POCT
cTebisl B JJUHY, BBI3BIBAJ €r0 YTOJIIEHWE U M3rM0 B FOPU30HTAJIHLHOM HANpaBICHUU
(Neljubow, 1901; Hento6oB, 1901). Tlo3nHee O6bU10 MOKa3aHO, YTO ITUIIEH CTUMYIHPYET
npexaeBpeMeHHoe omaneHue JmctheB (Doubt, 1917), a camm pacteHHsT MoOryT
CHHTE3UpOBaTh dHI0TeHHBIH dTHiIeH (Gane, 1934).

B teuenue 120 neTr ¢ MOMEHTa OTKpPBITUS TOPMOHAJIBHBIX (YHKUUN STHIICHA
YCTAHOBJIEH MIMPOKUN CIIEKTP €ro BIUSHUS Ha pacTeHus. B HacTosiee Bpemsi akTUBHO
UCCIIEIYIOTCS MOJIEKYJISIPHBIE MEXaHW3Mbl JAeHCTBUS dSTuieHa. OTKpPBITBI MHOTHE
KITIOUEBbIE KOMIIOHEHTHI, YYaCTBYIOIINE B BOCHPHUATHH U Tepeadye CUrHajla dTHICHA, B
TOM 4Hclie Onarogaps IIUPOKOMY MCIOIb30BAHUIO MYTAHTOB MOJEIBHOIO pAcTEHUS
Arabidopsis thaliana. MHokecTBO pabOT MOCBSIIECHO HCCIICAOBAHUIO B3aUMOCHCTBHUS
nyTei  mepefadyd  CHTHaia  dJTWJEHA W JpYruX  (PUTOTOPMOHOB,  IMOUCKY
AKCMIEPUMEHTAIIBHBIX TOATBEPKICHUN HAIWUYWS AIbTEPHATUBHBIX CHUTHAJIBHBIX ITyTEH

ATUJICHA, BBISIBJICHUIO TKAHEBOW U KJIETOYHOU crieru(UIHOCTH ero d(Pp¢eKToB.
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1.3.1. BuocuHTe3 dTHJICHA

B HacTosiiee Bpems OnocuHTEe3 3THIICHa Xopoio u3y4eH (Puc. 8).

COO
I +
HC ~NH;

CH,
oy

CHy-S +

NH . ; CH H 4
3 MeTHOHNH-a/IeHO3HJI- 2 C NH3
2 AlIK-okcnaasa

I -
CH3-S-CH2-CH2-CH-COO' TpaHcdepaza 9 = AlIK-cuaTaza | >C < + HoC =CHy
MeTHoHUH ATP PP+ B AIIK coo

MeTnJITHOA/ICHO3HH AruiieH
OH OH 112 0, Co,
S-a/leHO3WIMEeTHOHHH »
Memuonunoswtit HCN
yuka

Puc. 8. BuocunTes rTuiieHa.

B pactenusix oH HauMHACTCS C MPEBPALICHHS AMHUHOKHCIOTHI METHOHHHA IO
necTBueM (¢epMeHTa METHOHHMH-aJCHO3WITpaHcdepasbl B S-aJCHO3MIMETHOHHH
(Adams, Yang, 1979), xotopsrit 3atrem Omarogaps pepmenty AlIK-cunrasze (ALIC) maér
Havaio l-amuHOIMKIONpoNnaH-1-kapoonoBoit kuciore (AILIK). ALK B mpucyTrcTBHM
dbepmeHTa amMmuHONMKIONponankapOokcunaT-okeunasol (AI[K-okcumaser) pasnaraercs ¢
obpaszoBanuem stuinena, CO, u HCN (Peiser et al., 1984; Kende, 1993). /leTrokcukanus
[MAaHW/Ia, TOJNYYaIoMIerocss B pe3yiabTaTe »d3TOW peakiuH, 10 [-IHaHoaJaHuHA
OCYILECTBIISICTCS C TIOMOINBIO (hepMEHTa [-IIMaHOATAHMHCHHTA3bI, TPEOTBpaIlas TeM
caMbIM TOKCHYecKue d(PPeKThl HAa paCTeHHE B YCIOBHUSX BBICOKOW CKOPOCTH OMOCHHTE3a
srunera (Huang et al., 2013). Bropeim npoaykToM peakiuu ¢ ydactuem ALK-cuuTassl
SBIISICTCSL 5’ -METHIITHOAICHO3MH, KOTOPBI 3aTeM CHOBAa HCIOJB3YeTCsS I CHHTE3a
metronuHa (Miyazaki, Shang, 1987). Dto coxpaHsSeT METHJITHOTPYIIIBI, YTO MMO3BOJIICT
NOJIZICP)KMBATh BBICOKME TEMITbI OHMOCHMHTE3a JTHJICHA Ja)Xe MPU HEOOJIBIIOM ITyJie
ceoboanoro metuonnna (Bleecker, Kende, 2000).

He cMOTpst Ha KaXXyIIyrOCcsi MPOCTOTY TOTO MpoIecca Mo CPAaBHEHUIO C CHHTE30M
Ipyrux (UTOrOPMOHOB, HM3YYEHHE €0 OCIOXKHICTCS CYIIECTBOBaHHEM H30(POpM Kak

AllK-cuntazer, Tak wu AllK-okcumassr (Moshkov et al., 2008). CymectByrot
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cnenuduUecKue CTUMYIIbI, AKTUBUPYIOUIUE SKCIPECCUI0 T'€HOB PAa3IUYHBIX H30(OpM
AIIK-cuHTa3bl, HaIpUMEpP AYKCUHBI M IIOPAHEHHUE; HO 3Ta IKCIPECCHUS MOXKET B CBOIO
odyepeslb MOJYJIUPOBATHCS TAKKEe W JAPYTUMHU (PaKTOpaMH — COOCTBEHHO STHIICHOM,
a0CIIM30BOM KHCIIOTOM, IIMTOKHHUHAMM, YIIEKUCIbIM razoM u ceetoMm (Moshkov et al.,
2008). CnenoBarelbHO, JTI00bIE MEXaHHUYECKUE MaHUIYJISIUH C PACTCHUSMH, H3MEHEHUS
YCIIOBHI OKPY)KAIOIIEH Cpellbl WM YCIOBUN KYJbTUBHUPOBAHHS KJIETOK IN VIro mMoxer
BJIMSITh HA CHHTE3 STHJICHA.

Arabidopsis uMmeeT BoceMb T€HOB, Koaupyromux aktuBHbie AI[C-Oenku, u
JIOTIOTHUTEIIbHBIN TeH, KOJUPYIOIIMIA KaTaluTHUeCKH HeakTuBHBIN Ocemok ACS1 (Liang
et al., 1992). Ilokazano, uro renst ACS2, ACS6, ACS7 u ACS9 uHIynupyroTcs MpH
runokcun (Peng et al.,, 2005); ACS2, ACS6, ACS7, ACS8 u ACS1l BoBieucHBI B
OonocuHTe3 3THCHA Tpu Omotnyeckom ctpecce (Li et al., 2012). Beigensror Tpu THma
AlIK-cunra3 (Chae, Kieber, 2005). benku nmepBoro Tuma coiepaT TpU KOHCEPBATUBHBIX
CEPUHOBBIX OCTAaTKa, KOTOPBIE SIBJISIOTCS MUIICHAMHU IS POChHOPUIHPOBAHHUS MUTOTCH-
akTUBHUpyeMoi mporenHkuHazoit 6 (MPKG6) (Liu, Zhang, 2004) u koHCepBaTHUBHBIH
OCTaTOK CepHHa, KOTOPBIN MpeCcTaBisieT co0o0il callT GpochopriinpoBaHus sl KaJlbLIUN-
3aBucumoii mporermHkuHasel (CDPK) (Tatsuki, Mori, 2001; Sebastia et al., 2004).
Bropoii tunm umeer Tonbko calT dochopunupoBanus ans CDPK. Tperuit tun ALIC-
OenkoB  HUMEIOT KOpOoTKyr0 C-KOHIIEBYIO 4YacTh M HE  COJEPXKHUT  CalTOB
dbochopunupoBanusi. benku AIIK-cuHTa3 moryt oOpa3oBbIBaTh Kak TOMO-, TaK M
reTepPOAMMEPHI, YTO YBEIMYUBACT BOSMOKHOCTH PETYJIMPOBAaHUS OMOCUHTE3a STUJICHA B
3aBHCUMOCTH OT pa3HBIX BO3jACHCTBUN oOkpyxaromeid cpeabl (Tsuchisaka, Theologis,
2004; Tsuchisaka et al., 2009). UupiMu ciioBaMu, Takass H30bITOYHOCTH T'eHOB AIIK-
CHHTa3 o0ecreynBaeT OHOXMMHUYCCKYI0O M METa0OJMYECKYI0 THOKOCTh pPAaCTCHHIA
(Tourasse, Li, 2000).

Crpecc-aktuBupyemble  MAIl-kuHa3zer (MPK3/6) BbI3bIBalOT — yBeTUYCHUE
dbochopunmpoBanus cnenubpudeckux uzopopm AlIK-cuHTa3 dYTO TPUBOIUT K

yBenndyeHuto npoaykiuu stuneHa (Liu, Zhang, 2004; Sebastia et al., 2004; Joo et al.,
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2008; Han et al., 2010). Taxxe, BaXHYIO poOiib B paboTe 3TUX (PEPMEHTOB UTpaeT U
nedochopunuporanue (Skottke et al., 2011).

Crnenyer Takke OTMETHTH, YTO ATHJICH MOXKET WMETh KaK aBTOKATAIMTHYCCKHUN
s dext, Tak U A3PHEeKT aBTOMHTHOMPOBAHKS HAa COOCTBEHHBIM CHUHTE3 B 3aBUCUMOCTH OT

TKaHu win Buaa pacrenuii (McKeon et al., 1995).

1.3.2. CurnajbHbIi IyTh ITHJIEHA

CurHanbHbIM MyTh 3TUJICHA HAYUHAETCS C €r0 BOCIPHUATUS TpaHCMEMOpaHHBIMU
pelenTOpHBIMU OeTKaMu, 0ObEeAMHEHHBIME B TOMO- WiH rerepoaumepsl (Wang et al.,
2013). V¥ Arabidopsis cymectByeT msaTh penentopoB JTuicHa: ethylene response 1
(ETR1), ETRZ2, ethylene response sensor 1 (ERS1), ERS2 wu ethylene insensitive 4
(EIN4) (Chang et al., 1993; Schaller, Bleecker, 1995; Hua et al., 1998; Hua, Meyerowitz,
1998; Sakai et al.,, 1998; Hall et al., 2000) Penentopsr sTmiiena y Arabidopsis
CTPYKTYPHO pa3JiMyHbl M MOTYT OBITh pasjeieHbl Ha nBa mojacemeiictBa (Puc. 9):
noacemeiictBo | cogepxkutr ETR1 u ERS1 u moacemeiictBo Il Bimtouaet B cebst ETR2,
EIN4 u ERS2 (Gamble et al., 1998; Moussatche, Klee, 2004; Shakeel et al., 2013).
Penienitopbl 000MX TMOJCEMENCTB CONEpKAaT TPU KOHCEPBATHBHBIX TPaHCMEMOpaHHBIX
nomeHa BONMuM3M N-KOHIIA OENKOBOWM MOJEKYINbI, KOTOpble (HOPMHUPYIOT OTHIICH-
cBs3bIBatolIMii caiiT. 3atem cienyeT GAF-10oMeH, KOTOpbIil 0TBeUaeT 3a Oesl0K-0eIKOBbIE
B3aumozeiicteus. Ha C-xonne penentopa ETRI  pacnonoxed (yHKIMOHAIBHO
aKTUBHBIN TUCTHUAUHKUHA3HBIN nomeH, peuentopsl ETR2, EIN4 u ERS2 o6Gnamaror
Cep/Tpe-kuHa3HOM akTUBHOCTBIO IN Vitro, a ERS1 gemonctpupyet in vitro Cep/Tpe-
KMHA3HYIO WM TUCTUIMHKUHA3HYIO aKTUBHOCTh B 3aBHCUMOCTH OT MOHHOTO OKPY>KCHHS
(Moussatche, Klee, 2004; Binder, 2020). OnHako HEOOXOAMMOCTh (YHKIIHOHUPOBAHUS
PELENTOPHBIX MPOTEMHKUHA3 Il MPOBEJCHUSI CUTHAJIA JTWIEHA — BOMIPOC
nuckyccuonHsiit (Lacey, Binder, 2014).

Kpome toro, ETR1, EIN4 u ETR2 conepkat Takxke pecuBepHblii qomen (Hua
etal.,, 1998; Shakeel et al., 2013). Takas ctpykTypa C-KOHIICBOW YacCTH PEIEHTOPOB

COOTBCTCTBYCT paCHPOCTpaHéHHBIM cpeaun IMPOKapruOTOB ABYXKOMITOHCHTHBIM
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CUTHAJIBHBIM 3JIeMeHTaM. [IpejmonaraeTcs, YTo PEHEHTOPbl ATHJIEHA MPOU3OILINH OT
OaKTepHaIbHBIX WU JPOXIKEBBIX JTBYXKOMIIOHCHTHBIX PETYISATOPOB KOTOPHIC HMEIOT
aHaAJIOTMYHBIC JOMEHBI C TUCTHAMHKHHa3HO#W akTmBHOCTHIO (Bleecker, Kende, 2000;
Chang, Stadler, 2001; Lohrmann, Harter, 2002; Carlew et al., 2020). Haxkomer,
perientopel  moacemeirictBa |l UMEIOT OMONHUTENBHBIA TpaHCMEMOpPAHHBIH JTOMCH

(Shakeel et al., 2013).

IloxcemeiicrBo 1 IToacemeiicrso 11
ETR1 ERS1 EIN4 ERS2
ITH/IEHCBA3DbIBAIOIIH I MemoOpana
JIOMEH I1IP
Ilnrosounb

GAF-nomeH

I'meruimHKMHA3HBINA
JIOMEeH

PecuBepHbrit
JIOMeH

Puc. 9. JlomeHHas cTpykTypa perentopoB stwieHa y Arabidopsis. Perentopsr
NOKa3aHbl B BHJIE TOMOJMMEPOB U pacMoiokeHbl B MemOpanax OIIP. Dtunen-
CBSI3BIBAIOIIME CAWThl JIOKAJIM30BaHBl B TPaHCMEMOpAaHHBIX JoMeHax (Oernbie
NPSIMOYTOJIBHUKN) M BKJIIOYAIOT OJHOBaJIeHTHbIe MOHBI Menu. [loacemeiictBo II nmeer
JOTIOTHUTENBHBIN TpaHCMeMOpaHHBIM JoMeH (cepblii mpsimoyronbHuk). GAF-momen
(k€Thlii poMO) yuyacTByeT B O€NOK-OENKOBBIX B3aUMOJEHCTBUAX. DYHKIMOHAIBHO
AaKTUBHbIE TUCTHJWHKUHA3HbIE JOMEHbl MapKUpOBaHbl  3€JEHBIM  IIBETOM, a
HEaKTHUBHbBIE — OpPaHXXEBbIM. PecuBepHbIE TOMEHBI UMEIOT KaHOHUYECKYIO CTPYKTYPY.
OTMe4yeHO Haau4Me KOHCEpBAaTHBHBIX calToB (ocdopunupoBanus ructuauHa (H) u
acmaparuaoBoi kucnotsl (D). [To (Shakeel et al., 2013).

O6pa3oBanue AMMepHOI (HOPMBI pelenTOPOB BaKHO ISl UX (YHKIMOHUPOBAHUS,
MOCKOJIbKY JTHJICH-CBS3BIBAIOIIMIA calT (GopmMupyercs TOiIbKO B aumepe. B kauectBe
KodakTopa NS CBS3bIBAHMS OTWIEHA C pelenTopaMd HEOOXOAWMBI JIBa HOHA
onHOBalieHTHOH Menu Ha qumep (Schott-Verdugo et al., 2019).

Penieniropel aTHeHAa pabOTAIOT KaK HETaTUBHBIC PETYJSTOPHI, AaKTUBHO TTOAABIISS
STHJICHOBBI OTBET B oTcyTcTBHE ropmona (Hua, Meyerowitz, 1998). Xots npuHsTO

CUUTAaTh, YTO PCUCUTOPHI B 3HAYNUTEILHON CTEIEHU M30LITOYHEI B KOHTPOJIC OTBCTA Ha
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THieH, Oblla OOHapyxkeHa ompeaenéHHas (QyHKIMOHANbHAS CHEUU(UIHOCTH Cpeau

uzodopm (Merchante et al., 2013; Shakeel et al., 2013; Bakshi et al., 2018) (Puc. 10).

ETR1 ERS1 ETR2 EIN4 ERS2
Poct _ _,

MHrnbuposaHue cepedbpom

+ + o+
BoccTaHoBneHue pocTa
P + + +
HyTtauum - ‘
OTBeT Ha MUKOTOKCUH
fumonisin B1 - -
Pazsutne TPpUXom +

Puc. 10. Poib oTaeNbHBIX PENenTOPOB B ATUIICH-UHAYIIMPOBAHHBIX OTBETaX. 3HAK
«+» yKa3plBaeT Ha TO, YTO PELENTOpP AKTUBUPYET OTBET, 3HAK «—», YTO PELUEnTOp
UHTHOMpPYET OTBET U 00a 3HaKa «—+», YTO PELENTOp BIUSET Ha pa3inuuHbie 3 EKTsI,
3aBUCSIIME OT APYTUx GakTopoB. OTCYTCTBUE 3HAKA YKAa3bIBAET HA TO, YTO PELETITOP HE
oKa3piBaeT HabmogaeMoro s dexra. Pa3nuuns B BbICOTE IIBETHOW YacTH TMOKAa3bIBAIOT
BKJIQJI perientopa B KoHKpeTHbIN oTBeT. [1o (Shakeel et al., 2013).

Perienitopsl  JTOKanM30BaHbl B MeMOpaHE SHAOIUIA3MATHYCCKOTO PETHKYIIyMa
(OIIP). YuursiBas, 4To ra3000pa3Hblid ATUIEH MOXKET CBOOOJHO AUPGYHIAUPOBATH KaK B
BOJTHBIX, TaK U JINIUIHBIX CpeJax KIEeTKHU, TO MOo00Has JIOKAIH3aIUs PEIenTOPOB MOKET
obyeryaTh WX B3aWMOJCHCTBUE C APYrUMH KJIETOYHBIMH KOMIIOHEHTAMH WJIH IKe
o0ecreunBaTh UHTETPAIHIO ¢ ApyruMu curHaibHbivu myTsmu (Ju, Chang, 2012). Baxuo
OTMETHTh, YTO PCIENTOPbI, B3aUMOACUCTBYS MEXIy co00i H ¢ JpyruMu
nokanmu3oBaHHbIMH B OIIP OenkaMu CHTHaIBHOTO TYTH OTHJIEHA, KOTOPHIE MBI
paccMOTpUM HHXeE, CIOCOOHBI (opMupoBarh Kiactepel. Ilpm Takom croco0e
(YHKIIMOHUPOBAHHUST PELENTOPOB MOSBISETCS BO3MOXXHOCTh BOCIIPHHHMATh JTHJIICH B
HIMPOKOM Janarna3zoHe konuentparmit (Liu, Wen, 2012).

['eHeTHYECKHE MCCIICIOBAHUS MMOKA3bIBAIOT, YTO B OTCYTCTBHE 3TUJICHA PEIICTITOPHI

aktuBupytor Oeinok CTR1 (Constitutive Triple Responsel), Ttaxke SBISIOIIMNACS
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HEraTUBHBIM peryisitopoMm curHanpHoro mytu (Kieber et al,, 1993). CTR1 —
npeacTaBuTeIb Raf-mogoOHBIX CepUH-TPEOHMHOBBIX MPOTEHHKHUHA3, KOTOPBIA 00pa3yer
numepsl mpu aktuBaruu (Huang et al., 2003; Mayerhofer et al., 2012). Kunasuas
aktuBHOCTh CTR1 HeoOxomuma, mockosibKy B orcyrcTBue dtuieHa CTR1 Grnokupyet
CUTHAJIbHBIE COOBITHS, OCYIIECTBIsIEMbIe OelIkaMy, PYHKIIMOHUPYIOIIMMHU MOCJIE HETO B
nyTd mepenadn  dTwieHoBoro curHama. Y CTR1  oTcyrcTByroT — Kakue-imOo
TpaHCMeMOpaHHbBIE JIOMEHBI, OJHAKO OH TakXe accoluupoBaH ¢ MemOpanoit OIIP
Omaromapst ero ¢pusndeckoMy B3aumoeicTBuio ¢ penentopamu (Gao et al., 2003; Zhong
et al., 2008). Ora ¢Qusmueckas accoruanys ¢ PEHCNTOPHBIMH OCIKaMU SBIISICTCS
KPUTUYHON TSl MHAYKIMN KuHa3HOUW akTtuBHOCTH CTRI1. Mexanusm akrtuBammu CTR1
pelenTopaMu 3TUJICHA, 0 CHX IOp MHOJHOCThIO He packpeiT (Bakshi et al., 2015).
AxTuBUpOBaHHbIE KuHA3HBIE JUMepbl CTR1 y4acTByOT BO B3aMMOJICHCTBUSAX, KOTOPHIC
MOryT obOecrieunBath «oOmeHue» (crosstalk) wmexnmy kimactepamu 3ITHICHOBBIX
perienropoB (Mayerhofer et al., 2012).

CnenyromuM mocme CTR1 kmioyeBBIM 2J€MEHTOM B Kackaae Tepefadn
stuiieHoBoro curHana siisercst EIN2 (Ethylene Insensitive). Bce u3ydyeHHbIe MyTaHTHI
ein2 uMmeroT HapylieHHbIH oTBeT Ha 3TwieH (Alonso et al., 1999). benok EIN2 cocrout
u3 ruapodoOHO obnactu N-KOHIIEBOrO ydacTka — 12 TpaHCMEMOpPaHHBIX JIOMEHOB U
runpoduiabHoro C-KOHIIA, KOTOPBIH HEcET B ce0e KOHCEpBATUBHYIO CHUTHAIBHYIO
MOCJIeIOBATEeILHOCTD [T saepHoi okanu3amuu (Alonso et al., 1999; Wen et al., 2012),
HO HE COJEPKHUT JPYruX Y3HaBaeMbIX (PYHKIIMOHAIBHO-OMPEAEIECHHBIX CTPYKTYP.
['mnpodobHbIii momMeH uMeeT cxojacTBo ¢ NRAMP-cemelicTBoM TpaHCIIOPTEPOB HOHOB
METaJIOB, XOTs TPAHCIIOPTHAs aKTHBHOCTH He ObLta mokaszaHa it EIN2 (Wen et al.,
2012). EIN2 naxomutcsi B MemOpane DIIP u ¢u3uuecky B3aMMOICHCTBYET ¢ KMHA3HBIM
nomenoMm perentopoB atuinena u CTR1 (Bisson, Groth, 2010; Ju et al., 2012; Cho, Yoo,
2015).

JleiictBytomiass kaHoHwueckas mojenb (Puc. 11) curHaapHOro mNyTH 3TUJICHA
yKa3blBaeT Ha TO, YTO B OTCYTCTBHE 3TWJeHa ero peuentopbl «aepxkar» CTR1 B

akTuBHOM coctosiHuu U CTR1 nHenocpeactBenHo ¢ochopunupyer EIN2, yro nmpuBoaut
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K youkButuHHpoBanuio EIN2 wu mocnenyromemy mnpoTteonusy mnporeacomoin 26S.
[MocencTBueM Takux COOBITHH SIBISIETCS YOWKBHTUHHPOBAaHHE M MPOTEONU3 (PakTOpoB

tpanckpuniuu EIN3, EIL1 u EIL2, urto npenorBpamaer orBeThl Ha sTHieH (JU et al.,

2012; Ju, Chang, 2012; Binder, 2020).

+C,H, o
e ETR1 EIN2 Lumen

I
I
I
I
]
1 (o] ER
N : o N
I
] |
I
I
I
I
I
I

CTR1
inactive Cytoplasm

e, 26S proteasome

ERF1 *%enee >

L 4
. . 26S proteasome
ATP ADP Nucleus
C ¢ ' c
I
CTR1 | EIN3 EIL1
I
EIN3/EIL1 —EBF122| | *
. il ERF1
:
I

Ethylene responsive genes

Puc. 11. Kanonuueckasi MOJieIb STUJICHOBOTO CUTHANIMHTA. B OTCyTCTBUE ATHIICHA
(cneBa) peuentopsl STuiieHa (Hampumep, ETR1) na memOpane OIIP aktuBupyroT
nporennkunasy CTRI1, numep, xoropsiii dochopunupyer C-konueBoit gomen EINZ,
MpeoTBpallasl ero sjaepHyro Jokanuzanuio. be3 »stunena EIN2  noxasepraercs
nporeacoMHOM gerpaganuu 26S F-O6okc-6enkamu ETP1/2. ®akTopsl TpaHCKpUIIUU
EIN3/EIL1 Taxxe noasepratorcs nerpanamuu F-6okc-0enkamu EBF1/2. B npucyrctBum
ATHIIEHA (CTpaBa) pelenTOpbl HHAKTUBUPYIOTCS, U modTomMy kuHaza CTR1 Gonbiie He
aktuBHa. OtcyrcrBre pochopunuposanust Ha EIN2 mpuBoaut k ormennenuto C-koHua
EIN2 u ero nokanuzauuu B siipe, TJA€ OH MOXET AaKTHMBUPOBATh HIKECTOSIIUN
TpaHCKpUMNIMOHHBIN Kackan. [To (Ju et al., 2012).

B npucytcTBum 3THIIEHA pelienTOphl HHTHOUPYIOTCS, YTO MPUBOAUT K MEHBIIEMY
dochopunuposanuio EIN2 ¢ momomisio CTR1 (Puc. 11). CunrtaeTcs, 94TO IpU CHUKEHUN
docopunmpoBanus EIN2 He mpoucxomut ero macmrabHOTo yOMKBUTHHUpOBaHUs. Ha
3ToM  (Qoue mpoucxoaut pacmeruienne EIN2  HeuwsBectHoil  mpoTeasoir ¢

BbicBOOOXIeHneM C-konieBoit yactu (EIN2-C) ¢ mocnenyromeit e€ Tpancimokamnueil B
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saapo, tae EIN2-C npuBomutr K craOuiam3anuu TPaHCKPUIIIMOHHBIX  (aKTOPOB
EIN3/EIL1/EIL2 u aktuBanuu sTriaeHoBoro otsera (An et al., 2010; Ju et al., 2012; Ju,
Chang, 2012; Wen et al., 2012; Ji, Guo, 2013). Veennuenue aktusnoctd EIN3, EIL1 u
EIL2, BeBanHoe EIN2-C mnpuBoAMT K HM3MEHEHHIO TPAHCKPHUIIIUHM JPYTHX TEHOB
OTBEYAIOIIUX Ha ATHIIEH, BKJIOYas Jpyrue (QakTopbl TpaHCKpUMIMH, Takue kak ERF
(Ethylene Response Factor) (Solano et al., 1998; Lorenzo, 2003). Ilpu »sTom
KOHCTUTYTUBHas 3Kkcnpeccust ERF1 npuBoauT k akTHBaMy pa3ivyHbIX T€HOB OTBETA Ha
STHJICH U TIPOSIBJICHHIO dTHIIeHOBOrO (heHotumna (Solano et al., 1998).

WNurtepecno, uto  cBepxdkcmnpeccus  C-tepmuHanbHOro  koHma  EIN2
KOHCTUTYTUBHO aKTHBUPYET ITHJICHOBBIM OTBET B BBIPAIICHHBIX HA CBETY PACTCHUSX,
9TO, OJTHAKO, HE MO3BOJIAET B MOJHOW MepEe BOCCTAHOBUTH YyBCTBHTEIHHOCTH K ATHIICHY
y ein2 myranToB (Alonso et al., 1999; Merchante et al., 2013).

B HeckonbKHX HE3aBHCHMBIX paboTax ObUIO MPOJEMOHCTPUPOBAHO (PU3UUECKOE
nepemernienne C-xonna 6enka EIN2 u3 memOpansr DIIP B sapo s nmepegadn curHania
OTHJICHA  HWXKEJICKANIUM  KOMIIOHCHTaM  CHTHAJIBHOTO  Kackaja, TaKUM  Kak
tpanckpuniuronusie Gaxtopsl EIN3/EILL (Ju et al., 2012; Qiao et al., 2012; Wen et al.,
2012). Ha stnonupoBaHHBIX mpopocTkax Arabidopsis npu o0paboTke MX 3TUICHOM OBLIO
BBISIBJICHO, YTO BOCIIPUSITUE ATHIJIEHA MPUBOJUT K OBICTPHIM MPOTEOMHBIM M3MEHEHUSIM,
KOTOPBIE SIBJISFOTCSI B@)KHOW 4YacThIO CHUTHAJIMHTA, KPOME TOTO, aBTOPHI MOKa3aJd
BO3MOXKHOE pEryJupoBaHUE aKTHUBHOCTH U ctabmwibHocTH EIN2  mocpeactBom
dochopunuposanus storo 6enka (Chen et al., 2011).

Bropas Baxnas ¢ynkmus EIN2-C 3akmrowaercs B cBsisbiBanun  MPHK,
kogupytonux  F-Ookc-6enku  EBF1/2, mocine wero kommiekc — 6emox/PHK
B3aMMOJICHCTBYET ¢ TMpoliecCUHroBbIMU TenbllamMu (P-bodies). Oto mnpuBoguT K
nerpagamuu 3Tux MPHK sx3opubonykneazoit XRN4 (takke uzBectHoil kak EINS),
cnencreueM paspyumenuss MPHK EBF1 u EBF2 sBnsercs ymensiuenue nporeosnnsa EIN3

u EIL1 u, BepostHo, EIL2, 4TO NpUBOANT K yCHUIICHUIO Nepeaay cUrHainoB 3tuieHa (Li

et al., 2015; Merchante et al., 2015; Salehin, Estelle, 2015).
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Hakonen, ciemyer OTMETWUTh, YTO IJIsl aJanTalli PACTEHUH K IIUPOKOMY
JMarma3oHy KOHIEHTpAIMil dSTHiIeHAa paboTaloT JBa MPOTHUBOIOIOKHBIX MpOIEcca,
KOHTPOJUPYIOMMX ypoBHH KoMiuiekcoB penentop/CTR1. DOrtunen crumynmpyer
MPOU3BOJICTBO HOBBIX KOMILIEKCOB B OCHOBHOM 3a CUET MHAYKIUU TPAHCKPHUIIIIUU T€HOB
peuenTopoB. OHAKO 3TUIIEH TaK)Ke BbI3bIBaeT 000poT (tUrnover) penenTopoB, TaK YTO
ypoBHU KoMmIuiekcoB perentop/CTRI1 cHmkaroTcst ipu 6osiee BBICOKAX KOHIICHTPAIHASIX
srunena (Shakeel et al., 2015).

O6cyxnmaemas Beime Moaenb (Puc. 11) B 3HAUMTENBbHOW CTENEHW JWHEHWHA W
CyMMHPYET OCHOBHOW IIyTh TIPOBENEHHUs curHama odtuieHa. OpHaKo aKTUBHO
paccMaTpHBAaOTCI M JpYyTHe€ BO3MOXHOCTH OTHJIEHOBOTO curHamuHra. OmuH U3
BApMAaHTOB CBA3aH C pa3auuMeM B (EPMEHTATUBHOW aKTUBHOCTH PEIENTOPOB
noacemeiictea I u II. Pementoper moacemeiictea I ETR1 u ERS1 o6manparor
THCTUIMHKHHA3HONW aKTHBHOCTBIO, B OTIIMYME OT perenTopoB nojacemeiictsa II (Gamble
et al., 1998; Moussatche, Klee, 2004). I'nctununkunasHas aktuBHOCTh ETR1 m ERS1
TIO3BOJISIET UM TOTEHIIMAIBFHO Y9acTBOBAaTh B MHOTOCTYIEHUATOU mepenade ¢ocdaTHon
rpynnsl  (phosphorelay) ¢ yuactuem OGenkoB AHP (ARABIDOPSIS HISTIDINE-
CONTAINING PHOSPHOTRANSMITTER) wu ¢akropoB tpanckpumniuu ARR
(ARABIDOPSIS RESPONSE REGULATOR) tuna B (Street et al., 2015). Ponb
mexanm3ma «phosphorelay» mompoOHO oxapakrepu3oBaHa B Iepefadye CHrHaia
nurokuanHoB  (Kieber, Schaller, 2014). Onpnako BeposATHOCTh (DYHKIIMOHUPOBAHHUSI
takoro nytu (Puc.12, a) B 4yacTM OTBETOB Ha JTHIIEH HMMEET OSKCIIEPUMEHTAIbHBIC
noarBepxkaeHus (Street et al., 2015; Zdarska et al., 2015; Zdarska et al., 2019; Binder,
2020). BeposrHo, Hambonee TpsMBIE JOKa3aTeNbCTBA  yYacCTHs  MeEXaHH3Ma
«phosphorelay» B mepemaue curHajioB OTHIEHA IOJAYYCHBI B OSKCIEPUMEHTaX C
TPaH3UCHTHOW OJKCIpeccHd Ha mporomiactax wMe3odumia Arabidopsis, kortopsie
nokazajaum dro perymiarop orBera B-tuma ARR2  cesseiBaetcs ¢ GAT-box-
nocjenoBaTenbHOCTAMA B mpomorope reHa ERF1. 3rto cmocobctByer ycuienuto
skcnpeccun ERF1 u, B cBotO ouepens, MpUBOANT K aKTUBAIIUN PA3JIMYHBIX TEHOB OTBETA

Ha stuieH (Hass et al., 2004). TIpu 3ToM CHrHaI OT PEIENTOPOB THIICHA Pa3BETRIIACTCS
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Ha BBIXOZE€ W KOHEYHBIH 3(P(EeKT MOXKET 3aBUCETh KAaK OT KAHOHWYECKOTO MyTH
(CTR1/EIN2/EIN3), Tak u ot «phosphorelay» mnyru (AHP/ARR) wmum wumers

omnpenea€HHbIN BKIaa oT oboux myteit (Puc. 12, 6) (Binder et al., 2018).

Stimuli (a)
cytosol

Ethylene

ACS2/6 . i ACO

SAML’ ACC l > Ethylene

H ibition of k
Cﬁ% growth  root meristem closure growth

response inhibition growth recovery

Puc. 12. B3aumMocBsI3n «KaHOHUYECKOTO» W BO3MOXKHBIX aJIbTEPHATUBHBIX IyTEH
nepeAauyn curHana sTuieHa. CBA3b MEXJAY CUTHAIbHBIMU NOYTSIMU HWTOKMHUHA U
stmwieHa: (a) — CaszpiBanne muTokuHUHOB (LK) ¢ penentopubiMu O6enkamun AHK
3anyckaeT «phosphorelay» myts. OT AHK «dochopunbabie» CUTHAIBI MEpeaaroTcs
yepe3 AHP B sipo, rne ARR-B dochopunupyrorcss 1 akTUBUPYIOT SKCIIPECCUIO TEHOB
nepBuyHoro orBera Ha LK. Dtunen BocmpuHumaercs pacnonoxkeHHbiMU B OIIP (ER)
peuentopamu (ETR1 wu ap.), uro momaBmsier ux akTuBHOCTh U Cep/Tpe-kuHa3HYIO
aktuBHOCTL CTRI1. C-konueBas yacth HedochopunupoBannoro EIN2 otmemnsercs u
nepeMemaercss B saApo, uro mnpuBoguT kK crabwmmsanuu  EIN3/EIL1, koropsie
PETYIHMPYIOT SKCIIPECCUIO F€HOB, YyBCTBUTEIBHBIX K 3TUIEHY. ETR1 B3aumonelicTByer ¢
AHP, xotopsrit dochopumupyer ARR-B, B uactHoctu ARR2, uro cmocoGcTByer
perymsiiuun ERF1 u, cnemoBarenbHO, 3KCIIpeccuy ATHIICH-UHIYNUpyeMbIX TeHoB (Hass
etal., 2004). (6) — Ilpu sTtomM KoHEuHbIH 3()(EKT MOXKET 3aBUCETh KaK OT
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«KaHOHHYECKOTO» IyTH, TaKk M oT «phosphorelay» mytn wnm umeTp BKIax OT 00OHMX
nyreil. MAPK-kackabl B peryisiuu OMOCHHTE3a STUJIEHA W Mepefayd ero CHUrHaja:
(a) — BuemHuit cTuMyn TpUBOAUT K aKTUBAIlMUM OMOCHMHTE3a STUJIEHA Yepe3 KacKaj
MKK9-MPK3/MPK6. Aktusaas MPK6 dhochopumupyer ALIK-cuaTazsr (ACS2/ACSS),
KoTopele uHuUnUUpyeT OmocuHte3 ALIK u 3arem oOpasyeTrcss 3TwieH B pe3yibTaTe
pabotsl AlIK-okcuaas (ACO). Ilocne cBsA3bIBaHUS ITHIICHA C PEIENITOPAMHU MPOUCXOIUT
uHruouposanue aktuBHocTH CTR1 (MKKK), yto npuBoaut x ocBoboxaeano MKK9 u
MepeMenieHnto B sapo, rae oHa akTuBupyer MPK3/MPK6, kotopsie cTaOMIU3UPYIOT
daxropsl Tpanckpuniu EIN3/EIL1. Tlo (Zdarska et al., 2015) ¢ no6aBaeausmu u3 (Y00
et al., 2008; Binder et al., 2018; Jagodzik et al., 2018) ¢ mogudukanusmu.

B kmerkax OKMBOTHBIX I Tepelayd  pa3jMYHbIX CUTHAJIOB  IIHPOKO
UCIIONIb3YIOTCSI  KOHCEpPBAaTHUBHBIE  perynsitopubie  monynu —  MAPK-kackansl,
MOCPEACTBOM KOTOPBIX, UH(pOpMaIus nepeaaércs B SApo, IIe HHAYLIUPYETCS IKCIPECCHS
reHOB OTBeTa Ha mnocrynuBmmnid curHain. MAPK-kackag cocrout w3 Tpéx
(GYHKIIMOHANIBHO CBSI3aHHBIX TPOTEUHKHHA3, TMOCJea0BaTeIbHO (hochopumupyromumx
npyr apyra. B atom Moxayne paboraror MAPKKK (Mitogen-Activated Protein Kinase
Kinase Kinase), kotopsie pochopmmupyror MAPKK (MKK), koTopsie dpochoprmupyrot
tepmuHanbayto MAPK (MPK), kortopas mepemecTuBmIuCh B siapo (ochopunupyer
dbakToppl TpaHCKpUINIMHM, JUOO0 B 1UTO30JIe (HOChHOPUTUPYIOT CBOU pa3TUYHbBIE
cyocrparbl. AktuBanuss MAPKKK npoucxoauT mocne Toro kak peuentop cBsizal CBOM
muradn. Kak yke oTMedanoch BBIIIE, XOpOIIO TOKa3zaHo, 4ro Kackax MKKO-
MPK3/MPK6 yuactByeT B perymsinuu OuocuHTe3a dtuieHa (Puc. 12, a) uepes
dochopunuposanue onpeaenéHubix nzopopm AILK-cunras (Liu, Zhang, 2004; Sebastia
et al., 2004, Joo et al., 2008; Han et al., 2010) u Ha ypoBHe 3kcnpeccuu ux reHoB (Li
etal., 2012).

B nyTtu nepenauu curHaiia STUJIEHA MOCJE PELENTOPOB 3TUJIEHA paboTaeT Oernok
CTR1, umerommii cxoactBa ¢ Raf-mogo6ubiMu MAPKKK kneTok BBICIIUX 3YyKapuOT
(Kieber et al., 1993). ITocne toro kak BeisicHwiM, yto CTR1 He QyHKIMOHUpYET Kak
aneMeHT MAPK-kackana, a BMmecTto 3Toro uHaktuBupyer EIN2  nmyrem
dbocopunrpoBanus, ObUIM NPEANPHUHATH OOMIMPHBIE YCHIWS A1 MACHTU(DUKAIUU

MAPK-kackaaoB, y4acTBYIOIIMX B mepefaue curHamoB stuieHa (Ju et al., 2012; Qiao
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etal., 2012; Wen et al., 2012; Cho, Yoo, 2015). IlepBeiMU HCCIICJOBAHUSIMHU B 3TOM
HanpapJIieHUU OblM 3KkcnepuMenThl HoBukoBoil I'. B. ¢ komeramu, KoTopele Mokasaiu,
4TO OCJKOBBIA OKCTPAKT, MOJydeHHBIH U3 pacteHuit Arabidopsis mukoro TuIma,
00paboTaHHBIX ATHIIEHOM, IEMOHCTpHUpOBaN akTUBHOCTH MAPK, 1 4To 3Ta akKTUBHOCTH
Oblma BbIIe y pacTeHuid Ctrl (HokayT) W HUXKE Yy MYTaHTHBIX pacTeHuit etrl
(meuyBcTBUTENBbHBIX K ATwieHy) (Novikova et al.,, 2000). HMmmyHomperumuraius
AKCTPAKTOB apalOuJIoNcrca ¢ UCnoiib3oBaHueM anturel, cneuuguynasix Kk MAPK ERK1
MJICKOTIMTAIONIUX, BbIsABUIA mpeanonaracMyro MAPK ¢ MmonekynsipHoit maccoit 47 /|
(Novikova et al., 2000). B Hacrosimee Bpems npenmnosaratot, uto MKK9 ocBoboxkmaeTcs
ot unruoupoBanuss CTR1 u nepememaercs B siapo, rae aktuBupyer MPK3 u MPK6
(Puc. 12, a), xotopble cTaOWAM3UPYIOT (akTopsel TpaHckpumuuu EIN3/EIL1.
®ochopunupoBanue EIN3 B mnonoxenun T174 OiokupyeT €ro MNpOTEOCOMHYIO
JeTpalalliio ¥ IO03BOJISICT aKTUBUPOBATh ITHJICH-UyBCTBHTEIbHBIC TeHbl (Y00 et al.,
2008; Jagodzik et al., 2018).

besycnoBHO, anbTepHATUBHBIE CUTHAIBHBIC MYTH ITHJICHA, B TOM YHCIIC Y4acTHE
kackaga MKK9-MPK3/6 nomkHbl OBITH TIIATEIHHO M3YYEHBI C TOMOIIBIO TOYHO
KOHTPOJHMPYEMBIX IKCIEPUMEHTOB, OJTHAKO MX CYIIECTBOBAHUE YK€ UMEET OOJIBIIYIO

J0Ka3aTeIbHy0 0a3y U TOBOPUT O BAXKHOCTH ITHJICHA B )KU3HU KJIETOK PACTEHUH.

1.3.3. MyranTbl pacrenuii Arabidopsis thaliana, cBsizanHble ¢ CHIHAJbLHBIM

NMYTEM ITHJICHA

Baxxnyto ponb B WACHTHU(PUKAIMU U BBISICHEHUU POJIM OTJCIBHBIX KOMIIOHEHTOB
STHJICHOBOTO CHTHAJIBHOTO IIYTH WIPAOT pPA3JIMYHbIC MYTaHTBI IO T'eHaM OEJKOB,
BOBJICYEHHBIX B pelieniuio u nepeaady curuaisa (McCourt, 1999). MHorne KOMIOHEHTBI
UACHTH(PUIIMPOBAHBI TIPH MOJEKYISPHO-TEHETUYECKOM aHAIM3€ MYTAIlWid, KOTOPHIC
NPUBOST K MPOSBICHHUIO 3THUJICH-HeuyBcTBUTEIbHOTO (henotumna (Bleecker et al., 1988;
Chang et al., 1993; Hua et al., 1995; Hua et al., 1998; Sakai et al., 1998).

MyTaHThI 110 TeHy, koaupvomemy Ethylene Responsel
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JlomunantHeie Mmytanuu B rene ETR1 w3 Arabidopsis Obutd BBISBJICHBI 110
HECTIOCOOHOCTH BBIPALICHHBIX B TEMHOTE PACTEHUH K XapaKTepHOMY «TPOWHOMY
OTBETY» B IIPUCYTCTBUU ITHJICHA (3aMEAJIEHUE POCTa B JJIMHY U YTOJILEHUE POPOCTKA,
«HE pa3rudaromascs» anuKadbHYIO MeTelIbKy, U3MEHEHHE OpHEHTAIMH HPOPOCTKA B
npoctpanctee) (Bleecker et al., 1988). [pyrue ¢eHOoTHIHYECKHE MPOSBICHHUS,
CBsA3aHHbIE C MyTauuen etrl, 3axnrovaroTcss B IJIOXOM IPOPACTaHMM CEMSIH, CHUKEHUU
AKCIIPECCUM ITUIIEH-UHAYLIUPYEMBIX T€HOB B BEreTaTuBHbIX TKaHAX. ['en ETR1 konupyer
OeJIOK CXOIHBIH ¢ OaKTepHaJbHBIMU JBYXKOMIIOHCHTHBIMU rucTuanHknHa3zamu (Chang
et al., 1993). B otiinune oT cBoMX OakTepHalbHBIX aHaaoroB, B Arabidopsis u kuHa3HbBIH,
U pEeCHUBEPHBIA JOMEHBI Jokanu3oBaHbl Ha C-konie Oenka ETR1. Bce myramuum etrl
cocpeoroueHbl B N-KOHIEBOM o00nmacTH Oenka, KOTOPBIM CONEPKHUT ITHIICH-
cesi3eiBarommii MotuB (Schaller, Bleecker, 1995; Gamble et al., 1998; Imamura et al.,
1998).

Yerpipe ETR1-no100HBIC KMHA3BI OBLIN KJIOHHPOBaHbI B Arabidopsis u myTtaiuu B
Ka)XJIOM W3 3THX T'CHOB NPUBOJIMIN K STHJICH-HEYYBCTBHTEILHOCTH B pactenuu (Hua
etal., 1995; Hua et al., 1998; Hua, Meyerowitz, 1998; Sakai et al., 1998).

HeuyBcTBUTENBHOCT, K OJTWIEHY MyTaHTOB €trl mnpu Hamuumm JApyrux
PEIENTOPHBIX OEJNKOB JHKOTO THIA TOBOPUT O ToM, 4To ETRI1-momoGHBIC Oenkm
(GYHKIMOHUPYIOT KaK HETaTHBHBIE PETYISATOPhI OTBETAa Ha OTHIEH B OTCYTCTBHUE
ropMoHa. DTwieH uHruoupyet paboty ETR1 nukoro tumna, B To Bpemsi Kak MyTaHThI €trl
HE  CBS3BIBAIOT  OTWJIEH, 4, CJIEeJ0BAaTeNbHO,  IOKAa3bIBAIOT  JOMHUHAHTHYIO
HEUYBCTBUTEIHHOCTb.

Y wmyranta etrl-1 npomsomma 3amena Iuc65 Ha Tup BO BTOpOM
TpaHCMEMOpaHHOM JIOMEHE B COCTaBe 3TUJICH-CBsI3bIBaroIIero caira peuentopa ETR1
(Chang et al., 1993). ITockoabky B BbICOKO ad(duHHOM CBs3bIBaHMH dTHIeHA ¢ ETR1
yuacTByoT Katuonbl Cu(l), koTopble B3aMMOJICHCTBYIOT C KOHCEPBATUBHBIMU
aMUHOKHUCJIOTHBIMU ocTatkamu [uc65 u I'nc69, To myranTHeiil BapuanT ETR1 nmorepsn

CIIOCOOHOCTH CBSI3BIBATh DTHJIEH M3-3a HEBO3MOYKHOCTH KOOPAUHUPOBATHL IMOBCACHUC
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katroHoB Cu(l). Kpome etrl-1 mmeroTcs emie Tpu BapHaHTa JOMHUHAHTHBIX TOYEYHBIX
myTtauuii B ETR1, nposiBastouecs: B 3THICHCBS3bIBAIOLIEN CIIOCOOHOCTH PELIENITOPA.

MyTaHThI 110 TeHY, koaupyromemy Constitutive Triple Responsel

PerteccuBnbie MyTaHThl Ctrl pactenmii ArabidopsiS BeIpallicHHBIE B TEMHOTE
NPOSIBJISIIOT  (PEHOTHIT «TPOMHOTO OTBETa» M KOHCTHUTYTHBHO BBICOKHH YPOBEHB
OKCIPECCUH ITUJICH-PETYIIMPYEMBIX TeHOB B oTcyTcTBHe 3TmiieHa (Kieber et al., 1993).
MyTaHTHBIE pacTeHUS UMEIOT KOMIAKTHYIO KapJIUKOBYIO PO3ETKY U MaJCHbKHE KOPHH.
[Ton00HBIH (EeHOTHIT MOKET OBITH MOJyYeH Ha pacTeHusx Arabidopsis aukoro tumna mpu
BHIpAIIMBaHUU B aTMocdepe, conepxainei dTwieH. ToT ¢akr, uto Ctrl myraHThl He
SBIISTIOTCSL  CBEPXIPOAYIEHTaMH dTwieHa mnpeanonaraer, 4yto CTR1 paGortaer kak
HETaTUBHBIN perynsarop. [losToMmy, moreps GyHKIIMOHATEHONH aKTUBHOCTH 3THM OEIKOM
NPy MyTallMH BEIET K KOHCTUTYTHBHOMY «3THICHOBOMY» (eHotumy (McCourt, 1999).
MonekynsapHblii aHanu3 ayvieneit Ctrl ¢ motepeit (GyHKIMH MOKa3all, YTO 4acTh M3 HUX
UMeeT MYTalli¥ HapyIIaloNie KaTAIUTUYCCKHA JOMEH KWHA3bl, YTO yKa3bIBaeT Ha TO,
YTO KMHa3Hasi akKTUBHOCTH HeoOxoauma i ynkinuu CTR1. Ogna mucceHc-myTanus,
Ctr1-8, kak ObUIO OOHApYXEHO, SBJISETCS PpEe3ylbTaATOM AMHHOKHCIOTHOW 3aMEHbI B
N-koHieBoM JnomeHe; Ctrl-8 He okas3plBaeT 3aMETHOTO BIIMSHHUS Ha KHHA3HYIO
aktuBHOCTHL CTR1 iIn Vvitro, a ckopee HapyIlaeT B3auMOJICHCTBHE C PEIEHTOPOM STHIICHA
ETR1. OueBuano, uto 6enok-0enkoBbie B3aumojericteusi CTR1 ¢ peunentopamu Takxke
BaXXHBI JIJI BBIMOJHEHUS (YHKIMHA B STHICHOBOM curHaibHoMm mytu (Huang et al.,
2003).

MyraHThl 110 Teny, koaupyromemy Ethylene Insensitive2

HazBanue ren EIN2 (Ethylene Insensitive2) mony4nn mo MyTaHTHBIM aJIJICNsAM, B
TOM WJIM MHOW CTENEHU YTPATUBILMM YyBCTBHUTEJIBHOCTH K 3TWiIeHY. benok EIN2 umeer
BBIDAKEHHYIO  «OMMApTUTHYIO»  CTPYKTYpy: TuiapodoOHsiii  N-komeny ¢ 12
TpaHCMEMOpaHHBIMU CIIUPATSAMU (AMUHOKUCTOTHL 1-458) u Gonbmoil TuapoUIbHBIN
C-xonerr (amuHOKHCIOTHL 459-1294), koTopwlli comepKUT KoHcepBaTuBHY0O NLS
nocienoBarensHocth (Alonso et al.,, 1999; Wen et al, 2012). Haubomee wuacto

UCIOJIb3eMBId MyTaHT €iN2-1 Obu1 mostydeH B 1990 r., Korja XMMHUYECKUII MyTarcHes
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(oOpaboTka STWIMETaHCYTb(OHATOM) U HAONIOACHUE 33 WM3MCHEHHUEM pEaKIUH
ITHOJMPOBAHHBIX TPOPOCTKOB HAa JTWICH ((TPOWHOH OTBET») HCHOIB30BAIH JUIS
BBIJICTICHUST HE OTBCUAIONIMX Ha JTWieH MyTantoB Arabidopsis thaliana; cremyer
OTMETHUTb, YTO ()EHOTHUIT MYTAHTHBIX MMPOPOCTKOB B MPHUCYTCTBHUE 3THUJICHA OBLIT CXOJCH C
NPOPOCTKAMH JMKOTO THIIA BHIPAIICHHBIMU B BO3JIyXE, HO OTIHYAJICS OOJIBIICH BBICOTOMN
(kctaTm aHayoruuHbld (eHoTHn IS €in2-1 3adukcupoBaH BO MHOTHX paboTax)
(Guzman, Ecker, 1990). Torma ke aBTOpBI pa3MECTHIM JOKYyC €in2-1 Ha 4deTBEPTOI
XxpoMmocome, wucronb3yss RLFP-anamus. B 1995 r. gomomHuTENbHOE KapTHpPOBAHHE
MO3BOJIMJIO pa3MecTUTh €iN2-1 BBepxy mstoii xpomocombl (Roman et al., 1995). B
mytante npousoma 3ameHa C Ha T B mo3unmuu 3343 (momnorenomuas JIHK) c

obOpa3zoBaHueM StOp-KoI0Ha.

1.4. KysabTuBHpyeMble KJIETKH PAacCTEeHUd — OOBEKT [JJA

I.lI/ITO(l)I/ISI/IOJIOI‘I/I‘-IeCKI/IX I/ICCJICAOBaHl/Iﬁ

TepMuH «KynbTypa KJIETOK pPacTEHMI» OXBAaThIBAET MHOTHE THIIBI CTEPHIBHO
BBIPAIIMBAEMBIX KYJIBTYp, B TOM YHCIIE€ KaJUIyCHBIE KYJIbTYpPBI, IIOJy4aeMble H3
CErMEHTOB WJIM 4YacTe€ld pas3JIMyHbIX OPraHoB pAacTEeHUH W BbIpAlIMBAacMble Ha
arapu3oBaHHON cpelle, a TaKXKe CYCIIEH3MOHHBIE KYJIbTYpbl KJIETOK. «CyCIIEH3MOHHBIE
KYJIbTYpbl KJIETOK» — 3TO KJIETKH M KIETOYHBIE arperarbl, IWUCIIEPrUPOBAHHBIE B
JOBIKYIIEHCS KUAKOM cpene (HEe CYHIECTBYET KYJIbTYp, COCTOSILIMX IOJHOCTBIO W3
OTJEJIEHHBIX KIeTOoK). Iloa «KyabTypamMu KJIETOK» MOHHMMAaloT Oosiee OOIIMN TEpPMHUH,
0003HavaoUIH TH00YI0 cucTeMy ¢ Oosiee HU3KUM YPOBHEM OpraHU3aliH, YeM KYJIbTYpPbl
Tkaneit (Street, 1977).

KynpTuBHpYeMbIe IN VItr0 KJIETKH pacTeHUH — 3KCIEPUMEHTAJIBHO CO3JaHHBIC
MOMYJALIMM  COMAaTHUYECKUX KIETOK, JIMIIEHHBIE YIPABISIIOIIUX CBA3EH LIEJIOTO
OpraHu3Ma — IPEJCTaBISAIOT OCOOBIM TEOPETUYECKUH HHTEpeC JUIsl MCCIEAOBAHUM B
oOnactu UUTO(PU3HOIOTHH, OMOXUMHUH U MOJIEKYJIAPHOW OHMOJIOTHH KIETOK PACTCHHM.
VYcnoBuss mnpu  BBIPAIIMBAHUM KIIETOK CTPOrO KOHTPOJUPYIOTCS, 4YTO THO3BOJSET

MCCJIEIOBATh BIMSHUE OJHOTO (paKkTopa Ha KaKou-11bo0 mporecc.
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[lepBbie paboTHl MO KyJIbTYpe KIETOK M TKaHed pactenuir (20-e — 30-e romsr
IPOIIJIOro BeKa) MO3BOJIMIN HAKONUTh 3HAYUTEIbHBIH OIBIT, KOTOPbI BOIUIOTHIICS BO
MHOKECTBE NyOJMKalMW: 3HAYUMBIM COOBITUEM OBUIO TMOSIBJIEHUE KJIACCHYECKOU
otedecTBeHHOM paboThl Paucel ['eoprueBnsl byrenko — «KynbTypa HM301MpOBaHHBIX

TKaHel u ¢pusnonorus Mopporenesa pacrenuit» (byrenko, 1964).

1.4.1. UccaenoBanue mnposudepanud U KJIETOYHOI0 HHUKJIA B KYJbTypax

KJIETOK pacTeHu

HccnenoBanus Takux KieTouHblx juHui, kak HelLa (Gey et al., 1952) ceirpaiu
BRXHYIO POJIb B MMOHMMAHUU MOJICKYJIIPHOW M KJIECTOYHOW OMOJOTHHM MIICKOIHTAIOIIUX.
[TomoOHY!O poNb B IKCHEPUMEHTATBHONW OMOJIOTHUHM KJIETOK PAacTeHHWH WIpaeT OJHA U3
CaMbIX MOMYJISIPHBIX MOJIEIBHBIX CUCTEM — KIIETOYHAs JTUHUS Tabaka BY-2, monydennas
Tommrokn Harata (Nagata et al., 1992; Nagata et al., 2004; Nagata et al., 2006). OTa u
AHAJIOTUYHBIC € CYCIIEH3MOHHBIE KYJIBTYPhI MTO3BOJISIOT HCCIICIOBATh JICJICHHE KICTOK B
OTCYTCTBHE TmpoleccoB nuddepeHmanumu, obdecreunBas OAHOPOAHYIO TMOMYJISIIUIO
NOYTH MACHTUYHBIX 1o Qenoruny kimetok (Gould, King, 1984). B Toxe Bpewms, B
OTIpeIeIEHHBIX YKCIIEPUMEHTAIBHBIX YCIOBHAX CYCIICH3UOHHBIE KYIBTYPhI KIIETOK MOTYT
CIIY’)KUTb M KaK MoJieib iutoauddepeniuposku (Miyazawa, Sakai, 2006).

O¢ddexTuBHBIE TMPOTOKOIBI CHUHXPOHU3AIMU TaKUX KYyJIbTyp OOeCreYnBaroT
UCCIIeZioBaTeNIeld MaTepuajoM, TPEACTABISIONIMM COOON KJIIETKH, HaxOJIIIIHecs B
onpenenéuupix ¢azax KI[. D10 MOXeT ObITh JOCTUTHYTO JMOO yAaleHueM, JIubo
yIaJeHUEM C MOCIEAYIOUIMM MOBTOPHBIM J0OABJICHHEM BEIIECTB, HEOOXOTUMBIX IS
pocta, Takux Kak Qocdar, HuTpar, Guroropmonsl win yrieBoabl (Menges, Murray,
2002; Kumagai-Sano et al., 2007). IIpu ucnons3oBaHuu Tpenapara adUIAKOIUH IS
unrnouposanus JIHK-monmumepassr (Sala et al.,, 1980), kieTkn MOXHO OCTaHOBUTH B
daze G/S-nepexona u mocie CHATHSA 0J0Ka YPOBEHb S-(asHbIX KIETOK gocTuraet 90%,
u B nanbpHeinem Hadmogaetcs 45-50%-it mutotnyeckuii uaaexc (Sorrell et al., 2001).

NccnenoBanue nenenus kiaetok BY-2 mpoBoauiInch yke U B KOCMOCE B pamMKax

MexkayHapoaHoro npoekrta B 2006 r. (Sieberer et al., 2009).
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Muorue paboThl, B KOTOpPBIX B KauecTBe oObekTa uisi ucciaegoBanusi KIJ
UCIIOJIb30BAlId  CYCIICH3UOHHBIE KYJIBTYpbl KIETOK, YK€ OBUIM pacCMOTPEHBI B

IpeabIAYIINX pa3zenax 0030pa JIUTepaTypshl.

1.4.2. ITHJIEeH B KYJbType KJIETOK

KynbruBupyemsie in Vitr0 KJIETKH U TKaHW, B 3aBUCUMOCTH OT BHUJa PACTCHHUS U
YCIIOBHH, CHOCOOHBI TMPOIYLHHUPOBATH OTHJCH, KOTOPBIA MOYKET HAKaIJIUBaThCs B
KYJIbTYypaIbHBIX COCYIaX B KOHIIEHTPALMK 0 HECKOJbKHX aecsaTkoB Mki/a (Biddington,
1992; Moshkov et al., 2008), a ¢pusnonorunueckrie 3pPeKThl ITHICHA OOHAPYKUBAIOTCS U
NpY MEHBIIMX Ha JaBa-Tpu mopsiaka konmeHntpanusx (Neljubow, 1901; Abeles et al.,
1992). Iloka3aHo, YTO TPOAYKIIMS STHJCHA CBS3aHA C TEPUOJAMH aKTHBHOIO POCTa
KYJIbTHBUPYEMBIX KJICTOK M 3aBUCHUT OT Buaa pactenmii (Gamborg, Larue, 1971,
Biddington, 1992). B wuccnenoBaHMHM ¢ NPHUBICYCHHUEM Pa3jIMYHBIX THIIOB KYJIbTYD
KJICTOK, TKAHCH M IEPBUYHBIX OKCIUIAHTOB ObLIa IOKa3aHa MPOIYKIUS HE TOJIBKO
STHJICHA, HO U JAPYTUX JETYIMX COCTUHCHUN (3TaH, alleTaIbACT U/l K 3TAHOJ ), KOJIUYCCTBO
KOTOPBIX 3aBHCEJIO OT IeHOTHIA U THIa KyinbTyphl (Thomas, Murashige, 1979).

B cycnieH3MOHHBIX KyJIbTypax KJIETOK Ha TPOAYKIHUIO ITHJICHA MOXET BIIUATH
KOHIICHTPAIUs ayKCUHOB, COJIEPIKAIIUXCS B Cpeie KyJbTUBUpOBaHUs, Hanpumep 2,4-D
(Mackenzie, Street, 1970).

[TockoJIBKY 3THUJICH BBIJACIACTCS KJICTKAMH, OH HaKaIUIMBAaeTCs B ra3oBoi (asze B
3aKpBITBIX COCyJaxX sl KyJIbTHBHpOBaHMs. KOHIIEHTpalusi B CBOOOJHOM BO3IyITHOM
NPOCTPAHCTBE MOXET BaphbHPOBATh B 3aBUCUMOCTH OT THUIIA TKaHH, KOJIMYCCTBA TKAHH,
o0beMa cocyja, crocoda, KOTOPhIM OH 3aKPhIT, YCIOBHH KyJIbTHBHPOBaHUA. B kombax
STHICH TAaK)K€ MOXKET HAKaIlJIMBAThCS B 3HAYMTEIbHBIX KOJHUYECTBAX MPH OOKHUTAHHUU
ra3oBOM WJIM CIHUPTOBOM TOPEIKOM BO BpeMs Mepecajiok U KyJIbTYpadbHOW paboThI
(Beasley, Eaks, 1979).

dusnosnornueckue  3hQGeKkTl  OTUIEHA,  COoJAeplKalierocs B atMocdepe
KYJIbTypalbHBIX COCY/IOB, 3aBHCAT OT KoHIeHTparuu rasa (Moshkov et al., 2008).

Hanpumep, yBenumueHue KOHIIGHTpAalMKM 3TUJIEHAa B Ta3oBod (a3ze Ha CBOOOAHOW OT
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Ipyrux (UTOrOPMOHOB CpEE CIIOCOOCTBOBAIO KaTyCOOOPAa30BAHMIO Y TMHKIO OMiio6a
(Webb et al., 1986). beuia oOHapyxeHa TecHas CBSI3b MEKIY CKOPOCTBIO TIPOHU3BOICTBA
STHJICHA W TeMIIaMH pocTa KayutycoB Tabaka (Bridgen, Lineberger, 1981), reopruna
(Gavinlertvatana et al., 1982) u Tomata (Mukund et al., 1988).

C napyroit cTOopoHBI, OBUIO IMOKa3aHO, YTO JTHJCH HHTHOMPYET 0Opa3oBaHUE
KaJulyca M MPOOKOBBIX KJIETOK Ha TOBPEXKIEHHBIX IMOBEPXHOCTSIX KOpHEH KapTodens
(Chalutz, DeVay, 1969), a xonuentpanus >TwieHa Bbimie 0.1 ppm mpeaoTBparaeT
obOpa3oBaHue Kajlyca U Tpaxen y 3KcIuianToB jaryka (Zobel, Roberts, 1978).

Kak ormedanoch, KyJIbTHBHpPYEMbIC KJICTKM YacTO HAXOOATCA B aTMmocdepe ¢
BBICOKOM KOHIICHTpallMe OJTWJICHa M JTO HE BIMAET HAa HX IapamMeTphl poOCTa.
CrnenoBareiabHO, BHICOKMH YPOBEHB ATHIIEHA JOJHKEH ObITh COBMECTUM C Mpoaudeparueit
KIeTOK INn Vitro. OgHako pe3ynabTaThl pPAaHHUX HCCICIOBAHUN W BBIBOJBI aBTOPOB
HCOJTHO3HAYHBI: OT apryMEHTOB B TMOJIB3y TOTO, YTO OTHJEH SBISCTCS TOOOYHBIM
NPOAYKTOM OBICTPOTO POCTa M HE YYaCTBYET B MHUIMAIMHM WU TOJIJICPXKAHUH JCIICHUS
KJIETOK pacTeHUH IN Vitro, 1o pe3yabTaToB O pa3HOHAIPABICHHOM BIIMSHUU 3K30TCHHOTO
ITHJICHA HAa POCT KaJUTyCHBIX M CYCIEH3MOHHBIX KYJIbTYp WIH OTCYTCTBUU 3((HEKTOB
duTOoropMoHa naxe MpPH Ype3BbIYaHO BbICOKOW (~20 MM) konmenTpaunuu (Larue,

Gamborg, 1971; Biddington, 1992; Moshkov et al., 2008).

Takum o00pa3oM, y4yuThIBash HajJu4Me: NPOTUBOPEUUBBIX JAHHBIX O BIUSHUU
STUJIEHA Ha MpoJudepannio KIESTOK PaCTeHHIA, B TOM YHCIe ¥ KyJIbTHBUPYEMBIX N Vitro;
CHOPHBIX MOMEHTOB, CBA3aHHBIX C (DYHKIIMOHHPOBAHWEM CUTHAJIBHOIO IYTH STHIICHA;
IIPEUMYILECTB  CYCIIEH3MOHHBIX  KYJIBTYp  KJIETOK B  HM3Y4YEHMM  IPOLIECCOB
npoaudepann, — MOXHO CYUTATh UCCIIEIOBAHUS B 3TOM HAIPaBJICHUH aKTyaJlbHBIMHU U

NpeaACTaBJIAIOIINMHA CYHIGCTBCHHI)II‘/JI Hay‘lHBIfI HHTCPCC.
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I'1aBa 2. 06'beKThbl U METO/AbI UCCJIEAOBAHUS

2.1. 06 beKTHhI

OObeKkTaMl  HUCCJIENOBAHUS  CIYXKWIH CYCIIEH3HOHHBIE KYJIBTYpPHl  KIETOK
Arabidopsis thaliana (L.) Heynh. 4eTbipéx reHoTumnos: aukoro tuma (3kotun Columbia,
Col-0) u myrantoB etrl-1, ctrl-1, ein2-1. Cemena pacTeHHMi OBLIH TMOJYYEHBI M3
Nottingham Arabidopsis Stock Centre (NASC, Benukoopuranus): Col-0 [N1092], etrl-1
[N237], ctrl-1 [N8057], ein2-1 [N3071]. Jlns monydyeHHs Kajulyca HCIIOJIb30BaJIH
MOJIHOCTHIO C(HOPMHUPOBABIIUECS JIHCThSI CTEPUIILHO BBIPAIICHHBIX YETHIPEXHEIETbHBIX
pactenmii. [lepBUuHBINM KaTyC BIpaIllMBaIM Ha arapu3oBaHHoOM cpeae MS (Murashige,
Skoog, 1962), orOupanu HanboIee PHIXJIbIC YYACTKHA KALTyCa U MEPCHOCHIIHN B JKUIKYIO
nuTarenbHyio cpeay Schenk u Hildebrandt (cpena SH) (Schenk, Hildebrandt, 1972).

CycrieH3uoHHbIE KYyJIbTYphl KiI€TOK BbIpammBain B 50 mu cpeast SH ¢ 3%
caxapo3ssl, 1 Mr/a 2,4-J1 u 0.1 Mr/m KuHETHHA B CTEKJISHHBIX K0iI0ax o0beMoMm 250 M,
3aKpBITHIX ATIOMUHUEBOH (hoNbroil u kpadT-Oymaroii, B TeMHOTE IIpH Temneparype 26°C
U TIOCTOSIHHOM TIepeMelIMBaHuU Ha opOuTanbHoM tmekikepe (100 kauanuit/mun). [lepuon
cyokynbpTuBUpoBanus — 10 queit, 06bem uHokymsTa: it Col-0 — 1 mo, etrl-1 — 5 wmu,
ctrl-1 — 10 mur, ein2-1 — 2.5 muL.

A TaxKe UCIOJIB30BAJIM CYCIIEH3MOHHBIE KYJIbTYpBl KJIETOK M3 Bcepoccuiickoit
KOJUIEKIIMM KYJIbTUBUPYEeMbIX KieToK Bbicinx pactenuid (BKKKBP M®P PAH):

1. Betavulgaris L., mrramm 2n;

. Triticum timopheevii (Zhuk.) Zhuk.;
Panax ginseng C.A. Mey., mramm PgL1 NB;

Medicago sativa L.;

. Ajuga turkestanica (Regel) Briq., munus 1;

2
3
4
5. Dioscorea deltoidea Wall., mrramm JIM-05, nuaus 3;
6
7. Muxkcorpodnsrii mramm A. thaliana;

8

Euonymus maximoviczianus Prokh.

59



KynbsTuBupyemele kietku mrammoB 1, 2, 7, 8 BelpammBanu B cpeae SH ¢ 3%
caxapo3sl (1.5% st wramma 7), 1 mr/a 2,4-J1 u 0.1 Mr/n KuHeTHHA; KylIbTYpbl KIETOK
mramMmMoB 3—6 BeIpammBanu B cpeae MS ¢ 3% caxapossr, 1 mr/m 2,4-J1 u 0.1 mr/n
kuHeTHHa (1t mramMoB 4, 5), 2 mr/mn HYK u 1 mr/n BAII (mramm 3), 1 mr/n 2,4-]1,
1wmr/n UYK u 0.2 mr/n BAIl (mtamm 6). KieTku KylnbTHBHPOBAIU B CTEKISHHBIX
konbax oobemoM 250-300 mul, 3aKpBITBIX aTIOMUHHUEBOM (oJIbrol W KpadT-Oymaroi
(mramMm 4 1OA BaTHBIMH MpoOKamMu), B TEMHOTE (IITaMM / TOCTOSHHO OCBEIIAIN
JIFOMHHECIICHTHBIMHA JIAMITAMA C HHTEHCHBHOCTBIO 200 MKMOIB (pOTOHOB / (M X ¢)) HpH
temrneparype 26°C u moctosHHOM mnepememmuBannu (120 kauanwmit/mun). [lepuon
cyOkynbpTuBUpOBanusa — 10 gHel nys mramma 7; 14 queit ans mrammoB 1-6 u 20 quei
JUTsE ITamma 8.

Cemena Vigna radiata L. copta Berken mpombiBaim, 3aMaunBaid B TEIUIOH BOJIE
Ha | 4, CHUMaJIM CEMEHHYIO KOXXYpYy M MPOPAIUBAIN B T€YCHHE CYTOK B TEMHOTE MPHU
25°C B sueiikax 12-myHOYHOM MJIANIKKA B HEOOIBIIOM 00BEME BOJbI, MOKPHIBABIIEM HE
0oJiee MOJIOBUHBI CEMEHH.

Pacrenust Arabidopsis thaliana aukoro tuma (Col-0) w wmyranTta ein2-1
BHIpAIIMBaJIM B TMOuYBe B ychnoBuUsix ¢urorpona (+24°C, cBeroBoil neHb 8 4acos,
ocBemanu pacrenus gammamu Osram Plant Star 400 Bt, untencuBHOCTh cBeTa 120
MKMOJIb OTOHOB / (M2 X ¢). Y NATUHEAEIbHBIX PACTEHUN Opaliv JIUCThS 2—3 SPYCOB ISt
ANMEKTPOPOPETUUECKOTO aHaidu3a OETKOB M HCCieaoBaHUs BiusHus 2,4-J] Ha cuHTe3

OTHUJICHA.

2.2. UcciiejoBaHU e POCTOBBIX XapaKTEPUCTUK

Jlis ompenesneHusl mapaMeTpoB pOCTa CYCIEH3MM KIIETOK BbIpAlllMBajd B CEpUU
koi0. B Teyenune cyOKyJIbTUBHUPOBAHMS MEPUOJUYECKH OTOMpaIM MO TPpU KOJOBI, B
KOTOPBIX ONPENEISUIM CBIPYIO MAcCy KJIETOK, UX YHCIIO M Pa3Mepbl, NOCIE BbICYIIMBAHUS
npu 37°C B TeueHue 3 CyTOK — CyXou Bec.

Yucnao KIETOK OLIGHMBANM IO YUCIY HpoToruiacToB. Jlyis  BbAEICHMS

MMPOTOILIACTOB B CTCKIIIHHBIX IOO-MI/IJ'IJ'II/IJ'II/ITPOBI)IX CTaKaHax CMCHIMBAJINW pPAaBHBIC
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00beMBbl CYCIIEH3UU KIETOK (00bi4yHO 5 ™mi) u mogorperoro g0 28°C pactBopa,
conmepskamero makpocosm cpeast SH, 0.8 M copbuta, 8 MM CaCl,, 25 MM Mes-KOH
(pH 5.7), 2% nemmonazel Onozuka R10 (“Kinki Yakult”, AAnonus), 0.3% nextunaszbl
Macerozyme R10 (“Kinki Yakult”), 0.8% remunemmtonassl Driselase (“Fluka™). PactBop
(dbepMEeHTOB TOTOBUJIM 3apaHee, OCBETSUIM LEHTPU(PYTUPOBAHMEM M 3aMOPAKUBAIIU.
[Tporomutactel BeAensiu mpu 26°C Ha opOutanbHOM mielikepe (100 xawanwii/MuH) B
teuenue 1.0—1.5 4.

Yucno mpoToIiacToB mojcuuThiBaiu B kamepe dykca-Pozentans. [Iporommactsr
doTtorpadupoBanu U oNpeaeIUIA UX Pa3MEpHI 10 AUAMETPY.

XKu3HecnocoOHOCTh OLIEHUBAIM IO YUCITY KJIETOK, HeokpaeHHbIX 0.02% BoIHBIM

pactBopoMm Erythrosin B (“Sigma-Aldrich”, CILIA).

2.3. lutodpoTomMeTpHUUeCKoe onpese/ieHue KOJIMYeCcTBa sAepHOM

JTHK

Knetkn ¢uxcupoBamm cmechblo JEISHONH YKCYCHOM KUCIOTHI ¢ 96% 53TaHONIOM
(1: 3) B Teuenue cyrok npu 4°C u poMbiBasu Tpu paza 1o 5 mur 70% stanonom. [Ipu
OKpAIlIMBaHUM MaTepuaia MpUIAEP>KUBAIUCH CTAHAAPTHOTO MPOTOKOJIA, MPEATI0KEHHOTO
Greilhuber (Greilhuber, 2005). Knetku mpompIBaiy TUCTHUTMPOBAHHOM BOJIOW 3 pasa 1o
5 MUHYT, 3aTeM BblaepxuBanu B TeueHue yaca B SM HCI mpu 20°C. Jlanee npombiBaiu
XOJIOIHOM JTUCTWJUIMPOBAHHOM BOJIOM, TMOC]E YJaJeHHUs BOAbI KIETKH 3aJUBalld
peaktuBoM IIudda (Filkuka, Kleinwéchter, 1981) u ocraBnsim B TeMHOTe Ha 1.5 4aca
npu 20°C. Ilocne okpaiivBaHusi KJIETKH IMPOMBIBAIA CepHUCTOM Bojoil (3 paza mo 10
MUHYT) U TUCTUUIMPOBAHHOW BOJIOW. 3aTe€M TOTOBWJIM JABJICHHBIE MPENapaThl U MOCIe
THUCTOJIOTMYECKOW TMPOBOJKM B CEpUU CIUPTOB M Kcujoja 3akirodann ux B DePeX
(“Serva”, T'epmanus). llutodoToMeTrpuyeckuii aHaIU3 MPOBOAUIM TIO TPOTOKOTY
(Zoriniants et al., 2003) nByxBoJHOBBIM MeTOZOM MpH Al = 502 HM U A2 = 565 uM. [{ns
pacdyeTra IUIOMJHOCTH SACp KIETOK CYCIEH3MOHHBIX KyJIbTyp Mo komuuectBy JIHK
UCIIONB30Bali cTaHaapT — mnpodasneie (4C) sAmpa KIETOK amuKadbHOM MEPUCTEMBI

xopHs Vigna radiata copra Berken ¢ m3BectHbiM konmuectBom JIHK (4C = 2.1 mr), a
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takxke gaHHbie o kosmyectBe JIHK B mummommneix sapax kietok A. thaliana (2C =
0.32-0.4 1ur), mnpencraBieHHbie B Oa3e ganHbix Kew Botanical garden
(http://data.kew.org/cvalues).

Jlns kaxaoro BapuaHTa TEHOTHINA ObutM TpoaHanmu3upoBanbl 100-200 saep
CIIy4ailHbIM 00pa3oM BbIOpaHHBIE C 2—3X IMOCTOSHHBIX MpernapaTtoB. MaTeMaTH4ecKuit
aHAIM3 TIOJIYYEHHBIX pE3yJbTAaTOB MPOBOAMWIM C HCIOJb30BAHUEM aITOPUTMA,

npeioxkenHoro A. B. HocoseiMm ¢ coaBt. (Nosov et al., 1983).

2.4. BolsiBJIeHHE KJIETOK, HAXOAAMUXCA B S-pa3ze MUTOTHYECKOTO

IUKJIa

BrisBieHre KIIETOK, HAXOAAMMXCSA B S-(ha3e MHUTOTHYECKOTO ITUKJIA, TPOBOIUIN
no moauduuupoBanHoit meroauke Kotogany ¢ coast. (Kotogany et al., 2010) ¢
HCII0JIb30BAHMEM aHajIora TAMUJAMHA — S5-3THHMI-2'-Ae30kcuypuauHa (EdU).

s uakyOanuu ¢ EAU orOupanu amukBOTHI CYCHEH3MOHHBIX KYJIBTYpP KJIETOK
Arabidopsis u mo6asmsn 10-20 mxkM EdU (“Invitrogen”, kat. Ne A10044) u3 10 MM
pactBopa B aumetwicyinbdokcune (AMCO). Knerku wunkyOupoBamu npu 26°C Ha
op6utanbHoM mieikepe (120 xaganwuit/muH) B Teuenne 60—90 mun. Tak kak HHKyOAIHIO
¢ EdU npoBoaunu HenpoaoKUTeNIbHOE BpeMsl, TO €ro BKIIOYEHHE B CHHTE3UPYIOIIYIOCS
JHK ocranaBmuBanu no6asnenuem 200 MxM tumumauna (aT, “Sigma-Aldrich”, xar.
T9250) B Bune BogHoro 10 MM pactBopa. Kierku BoiaepxkuBanu ¢ 11 5 MuH u 11bo
dbukcupoBanu, TMO0 BBIACISIN U3 HUX POTOIUIACTHL. B kauecTBe GukcaTropa st KIETOK
Arabidopsis npumensuin 4% dopmanun (ucnonb3oBanu 3a0ydepennsiii 10% pactBop
“Sigma-Aldrich”, xar. NeHT50-1-1) 8 PBS (2.7 MM KClI, 1.47 MM KH,PO,, 137 MM
NaCl, 8 MM Na,HPO,, pH 7.4) ¢ 0.1% Triton X-100.

Briienenne mpoTOMIacToB MPOBOIMIM COTJIACHO METOAMKE, OIMHMCAHHOM BBIIIC
(eM. m. 2.2). CycneH3uio MpOTOIIACTOB MPOMYCKATH 4Yepe3 HEHIOHOBYIO CETKY C
suyeiikamu 40 MKM u mepeHocuad B 10-MUJUIMIMTPOBBIE IUIACTUKOBBIE TMPOOUPKH.
[Tporomnactel ocaxknanu HeHTpudyrupoBanueM npu 100xg B TeueHue 5 MUH B Oaket-

poTope mpu KOMHATHOH TemrmepaType, OCaJOK MPOTOIIACTOB PECyCIeHIMPOBald B
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10 mx 0.5 M copbura c¢ 2.5 MM CaCl, (Cop6-Ca) BblmepXHMBaTM S5 MHH U
uentpudyruposasin (100xg, 5 MHH), OTMBIBKY TOBTOPSUIA, K OCAaJKy J00aBISIN
Cop6-Ca no 1.5 mn, cycnensuio mo karuisiM ao06aBisiid k 3.5 mi xonoanoro (4°C)
MeTaHoJIa B S-MUJUTHIIUTPOBBIE IPOOUPKH U BbIIepkuBanu He MmeHee 2030 MuH.
Brmouenne EdU BBISBISIM TpH MOMOIMM  KJIMK-PEAKIUU  a3U1-aJIKUHOBOTO
nukIonprcoenuHenus, karammsupyemoit Cu(l) ¢ asumom Alexa Fluor 488 (Rostovtsev
et al., 2002; Salic, Mitchison, 2008; Kotogany et al., 2010) ¢ MmoauduKaIusIMu, KOTOPbIC
3HAYWTEJIBHO YAYYIIMIH BocmpousBoauMocth Metoga (HocoB et al., 2014).
@OuKCUPOBAHHBIE B METAHOJIE MPOTOIUIACTHI Ba pa3a oTMmbiBaiu B 0.5 M copbute 6e3
Kanpus, neHtpudyrupys no 7-10 mun npu 100xg, 3atem npomsiBaau B PBS ¢ 0.1%
Triton X-100 u PBS, x ocanky (20-30 mki1) mo6aBmsu 150 MK peakIMOHHOW CMECH
JUISL KIIMK-peakuuu, a umeHHo: PBS (10 Heobxogumoro ¢uHampHOro 00nEMa) + 2 MM
CuSO,4 + 5 MxM a3zuga Alexa Fluor 488 (“Invitrogen”, kat. Ne A10266) u3 1 MM cTok-
pactBopa B IMCO + 100 MM ackop6ata Hatpus (“Sigma-Aldrich”, kat. Ne A7631) u3
0.5 M cBexenpuroroBieHHoro pacrtBopa. Cnycrs 30 MHH  HOpOTOILIACTHI
ueHTpudyruposanu, npomeiBanu 200 mxn PBS ¢ 2 MM a3uznom Hatpus, 3atrem PBS.
Anpa oxpammBanu 100 ur/mn DAPI (4',6-nuamunnno-2-GeHuINHA0N), TOTOBUIH
BpPEMEHHBIC Mpenaparbl U aHATU3UPOBAIH UX MO (ITYyOPECHEHTHBIM MUKPOCKOTIOM AXiO
Imager Z2 (“Zeiss”, I'epmanus). M300paxenus oopabarsiBanu B mporpamme AxioVision
4.8 (Puc. 13). CymMmMapHOe KOJHYECTBO MPOAHATM3UPOBAHHBIX SJACP HA HECKOJIBKHX
npenapatax 0pu10 HEe MeHee 5000 npu konudecTBe S-¢asHbix KieTok < 3% u oxono 2000

Y KOJTUYecTBe S-Pa3HbIX KIEeTOK > 3%.
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Alexa Fluor 488

Puc. 13. Bxmtouenue EAU B perumnumpyrontyrocs JTHK.

2.5. [IpoToyHasA GUTOMETPUS

[Tomumo mnaHapHOW UUTOGOTOMETPHUM, JUIsl aHAIM3a pPACIpEAesieHUs sjep IO
kosmyectBy JIHK wucnonp3oBasii MpOTOMIACTBl OKpAIIEHHBIE MPOMUAUYM HOIUIOM
10 mxr/mn (PI, “Fluka”, xat. Ne 81845) u mporounsiii mutomerp Guava easyCyte 6HT
(“Merck Millipore”, I'epmanusi) ¢ KanwuisipoM BHyTpeHHero nuamerpa 100 Mk,
BO30YKIAIOLIUM aproHHbIM JiazepoM 488 HM, getexktopoMm 680/30 HM U MpPOrpaMMHBIM
obecrieuennem InCyte. Ilepen okxpackoit PI mpotommactsl mpomsiBanu PBS, k ocangky
nobasnsin 0.5 mn pactBopa PHKaszwer (B témsiii PBS (37°C) ¢ 2.5 MM DJITA-Na
BHOCWJIM HEOOXoAuMoe KoimyecTBo, cBoboHoro ot J{HKa3b1 ctok-pactBopa PHKa3zer A
(“Sigma-Aldrich”, xat. No R5500) no xoHeuHo#l koHueHTpamuu 100 MKr/mi) u 3aTem
unkyoupoBanu 1 1 npu 37°C. [Tocne PHKa3noit 06paboTku mpoToniacTsl MpOMbBIBATU

PBS u okpammuBanu.
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2.6. HOJIY‘-[EHI/IE 9THUJIE€HAQA, OIIpeAc/ICHHUE COAEPKAHHUA ITUJICHA,

ABYOKHCH yIJIepoja U KUCI0POoAa

[lonyyeHue 3TuneHa, ONpEEICHUE COAEPKAHUS 3TUJIEHA, ABYOKUCH YTIJEpoaa U
KHUCJIOpO/Ia TPOBOJWIM COTJIACHO MeETojJaM, omnucaHHbiM paHee (Pakutun, Pakutuh,
1986).

OTuieH TNoJdydaldd NpH Pas3IoKEHUH 2-XJIOP3TUIPOCPOHOBOM KHUCIOTHI B
IIEJIOYHBIX YCIOBUAX. KOJIMYECTBEHHOE OINpE/eNIeHUe 3TUJIEHa MPOBOJAWIA B Ta30BOM
xpomatorpage IlBer 106 (Poccus) ¢ mIaMEHHO-MOHU3ALMOHHBIM —JETEKTOPOM.
KonnentpupoBanue yrieogopoioB (Pakutun, Pakutun, 1986) npoBoamin B KOJIOHKE
(80—-100 mem, 70 x 4 mm) Porapak N (“Supelko”, CIIIA) npu —30°C. I[Tocne aecopOruu
npu 50°C stunen omnpeaensiii B komoHke (80—100 memr, 3 m x 2 mMm) Porapak N.
CopepxaHue JIBYOKHCH yIJIepoJa U KHCIOPOAA  KOHTPOJUPOBAIU  METOJIOM
ra3zoaicopOImoHHon  xpomatorpadguu. I[IpuMeHeHne KOHIEHTPUPYIOMIEH CHUCTEMBI
MO3BOJISIET 3HAYUTENHFHO TIOBBICUTH YYBCTBUTEJIBHOCTH METO/A, IOCKOJIBKY MOKHO
UCIIOJIb30BaTh BCIO Tra3oByl0 (a3y (uiakoHa, a TakkKe COKpATHUTh BpEeMs HUHKYOAIu
KJIETOK IOJi Ta30HENPOHUIIAEMBIMU MPOOKAMU U TEM CaMbIM COXPaHUTh HEOOXOJUMBIN
YPOBEHb KUCJIOPOJIa JUIsl dKU3HU KJIETOK M aKTMBHOCTU OKCHJIa3bl 1-aMHUHOIMKIIONPONaH-
1-xapOOHOBOI KUCIIOTHI.

1-mernnmukiionponen (1-MCP) nonyyanm mo mertomy Sisler u Serek (Sisler,
Serek, 1997) B peakiuu ¢penmmumtus (“Sigma-Aldrich”, kar. Ne 221023) ¢ 3-xyop-2-
MetuinponeHoM (“Sigma-Aldrich”, kat. Ne 64230). Konuentpauuto 1-MCP onpeznensnu
B Ta3oBOM xpoMmartorpade ¢ TUIaMEHHO-HOHU3AIMOHHBIM JETEKTOPOM, CpaBHHUBAs
iomazs muka 1-MCP u uzBectHOrO KOTMuecTBa OyTana. XpomaTtorpadhuyeckuii aHanms
npoBoauiu B kojoHke Porapak N (80—100 memr, 3 m X 2 mM) npu temneparype 120°C u

pacxoje raza-Hocutens reiaus 60 Mia/MUH.
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2.7. OueHKa CKOPpOCTH 06pa30BaHUs ITU/IEHA

JUis  OLIEHKM  CKOpPOCTM  00pa3oBaHMsI  STWIEHa B  pa3Hble  CPOKH
CyOKYJIBbTUBUPOBAHUS U3 KYJIbTYPaJIbHBIX KOJIO OTOMpaNv 10 3—5 MJI CYCIIEH3UM KJIETOK
U TEPEHOCUIIM B CTEKJISHHBIE |S5-MuUauTpoBble (rakoHbl. DIaKOHBI € KIETKaAMHU
noMeIiain B TepMocTaTupyemMbie yernoBus (26°C) Ha kavanky (100 kaganuii/muH) Ha 10
MUH [ TpPOBETPUBAHUS, 3aTE€M TIEPMETUYHO  3aKphIBAIM  NpoOKaMu U3
caMoyruioTHsAwomIeicss pe3unbl  (Suba-Seal septa red rubber, “Sigma-Aldrich”) wu
nakyoupoBanu 0.5-1.0 u mpu Temmepatype 26°C Ha mieiikepe B TeMHOTe. Tak ke
noctynanu ¢ GIakoHaMH co cpefioi 6e3 KIETOK, Ta30ByI0 (a3y KOTOPBIX HUCIOJIB30BAIU
B KaueCcTBE KOHTPOJISA Ha COJIEpP:KaHUE ITUJICHA B BO3/yXe. 3aTeM U3 (IAKOHOB HITIPUIIEM
otOupanu 1-2 mut ra3zoBoit cpeasl ans ananmuza O, u CO,, a BeCh OCTaBIIMICS ra3 — s
aHanuza ostuieHa. CrieayeT NOTYEPKHYTh BaKHOCTh COONIOACHHS TEMIIEPAaTypHOTO
peXHMMa M YCIOBUH MEpEeMENINBAHMS B X0/I€ BCEX MAHMITYJISIUI ¢ KJIIETKAMH, TIOCKOJIBKY
OT ATUX MapaMEeTPOB 3aBUCHUT MPOITYKIIUS STUIICHA.

Jlisg ompeneneHus cocTaBa Ta30BOM Cpelbl B Koj0axX C KyJbTUBHUPYEMBIMU
KJIETKaMU IINPULIEM C JJIWHHOW HMIJION MPOKAJIbIBAIU 3aKPBIBAIOIIYIO KOJOKI (DOIBry u
oroupanu 1npoObl ra3zoB (10 M), amuMKBOTBHI KOTOpPHIX (1-2 MII) HMCMONB30BAIM ISt
ananu3a. CocTaB ra3oB TakK)ke€ KOHTPOJIMPOBAIU B Ta30BbIX KOJOKOJIAX W T€PMETHUHBIX
KOHTEWHEpax, B KOTOPBIX KYJbTUBUPOBAIM KIETKH B aTMochepe C DK30I€HHBIM

OTHUIICHOM.

2.8. KysibTHBHpOBaHM e KJIETOK C 3K30TeHHBIM 3TUJeHoM u 1-MCP

KyneruBupoBanue ietok A.thaliana ¢ JK30reHHBIM ASTHICHOM  H/WIH
MHTHOUTOPOM ero cBsa3biBaHus ¢ peuentopamu — 1-MCP. Ilpu skcrno3unuu KieTok ¢
razaMu Oojiee JIBYX CYTOK CYCIEH3WI0 BbIpammBaiv B 100-MUUIHIUTPOBBIX KOIOax
Opnenmeitepa ¢ 25 mn cpeast SH. KonGwl 3akpbIBaii OJHUM CIIOEM CTEPHIBHOU
IUIOTHOM XpomaTorpaduyeckoid Oymaru, MOMEIIaTd Ha CTOJUK U3 OPraHu4eCcKOro

CTeKJIa, 3aKpbiBan 20-TUTPOBBIM Ira30BbIM KOJIOKOJIOM ¥ repmetusupoBanu (Puc. 14).
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Puc. 14. T'a30BbIii KOJIOKOJ ISl KYJbTHBHUPOBAHHS CYCIICH3MOHHOW KYJIBTYPBI
A. thaliana B atMocdepe 2K30TeHHBIX Ta30B.

Yepe3 THOOWHT, TPUCOCTWHEHHBIH K BBIXOASIIEMY W3 CTONHMKA IITYIEpPY, B
KoJIoKoJia BBoauiu cuenyromme raspl: 1-MCP (100 wn/m); stunen (20 Mxn/a wiu
100 mki/m); cmeck 1-MCP (100 wn/m) ¢ stunnenom (20 mxn/i). KOHTpOIBHBINA KOJIOKOIM
cojiepKan BO3AyX. BCIO KOHCTPYKIIMIO TOMeEIIaau Ha opOuTanmbHbIN mielikep (26°C,
teMHoTa, 100 xauyanuit/mun). IlpoBerpuBanue u 3ameny razoB (1-MCP u stunena)
MPOBOJIMIIM KaXKIbIE YETBEPO CYTOK KYJIbTUBUPOBAHHUSL.

B okcmepumentax ¢ mpenoOpabOTKON reTepoTpoHOM  KyIbTyphl KIETOK
ATUJICHOM TEepe]l UX MHOKYJSIHMEH B CBEXYH cpeay 10-mHeBHyro cycneHszuto B 100-
MUWUTMIUTPOBBIX CTakaHax noMemiaiu B KoHTedHepsl (Puc. 15) psgom ¢ mmpoxum

KpUCTaIIU3aTopoM, conepsxkamum 50 miu cpeast SH ¢ 20 mxM EdU.
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Puc. 15. KonTeiinep s KyIbTHBHPOBAaHUS CYCIIEH3MOHHOM KynbTypsl A. thaliana
B aTMOc(epe IK30T€HHBIX T'a30B.

Konreltnep 3akpeiBanu u BBomwin 3twieH (100 mxi/m). Yepes 5 u koHTeliHep
OTKpbIBaJM, ObICTpO mepeHocwnn 1 mi 10-7HEBHOH CyCNeH3UM B KPHUCTAJUIM3ATOP CO
Cpe/ioi, 3aKphIBaJIM U CHOBa BBOAWIM 3THIIeH. KoHTeltHep momenianu Ha OpOUTabHBIN
meiikep Ha 3 4 (26°C, temnora, 120 xauanuii/mun). [lapannensHo B kK0JObI 00BEMOM
250 M ¢ 50 mn cpenst SH u 20 mxM EdU BHocwim 1 M cycneH3uu KIETOK H
KYJIbTUBHPOBAIM B CTAHJAPTHBIX YCIOBUSX. B TeueHune 4 4 ompeaessyii OpOAyKIHUIO
ATUJICHA KJIETKaMU U (PUKCHPOBAIIA MaTepUall JIJIsl OMpPEACICHUs] KOJn4YecTBa S-ha3HbIxX

KJICTOK.

2.9. KysibTUBUpPOBaHHE KJIETOK B YCJIOBUAX THMNIOKCUU

VYcaoBus TUIIOKCHHM 00ecTieUrBaIM KYJIbTHBHPOBAHUEM KIIETOK B TEUEHHE JIBYX
CYTOK B CTCPWJIBHBIX COCYAAX, 3aKPBITBIX CTEPHIBLHON (DHIBTPOBAIILHON Oymarom,
MOMEIIEHHBIX B TEPMETHYHO 3aKPBIThIC IMJIaCTHKOBbIC KoHTeiHepsl (Puc. 15), razoByro
a3y KOTOPBIX 3aMEHSIM Ha CMECh ra30B, couepxkaiyto 5% kucioponaa u 95% azora.

ATNTEpPHATUBHO, KJIETKH B TEUEHHUE JIBYX CYTOK HMHKYOUPOBAIM B TEPMETHYHO
3aKPBITBIX COCY/aX, Ta30BYI0 a3y KOTOPBIX 3aMEHSJIM Ha CMECh Ta30B, cojepxaiyro 5%

kuciopoga u 95% azora. B KOHIIE BTOPBIX CYTOK, COCYJbl OTKPBIBAJIW, MPOIYyBAJIU
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IIOTOKOM CTEPUJIBHOTO BO3/1yXa, CTEPWJIBHO 3aKpbhlBAIM (OJIBIOM, IOCIE YEero

BBIICPKNBAIN CI_[Ié B TCUCHHUC CYTOK B OOBIYHBIX YCIIOBHUAX KYJIbTUBHUPOBAHMA.

2.10. HccnepoBanue BIHUAHUA 2,4-/I HA CUHTe3 3TUJIEHA

OTAeJIEHHBIMU JIUCTbAMU Arabidopsis thaliana

JIns xaxkporo BapuaHTa 3KCIEPUMEHTA B3BemMBAIM no 10 JHCTBEB, 3aTEM HX
uHKyOupoBanu B vamkax [letpu B Tedenme vaca B cepene SH ¢ mob6asnenmem 0.05%
Tween-20, 10 MM MES (pH 5.7), 2,4-11 (8 xounentpanusax 0, 1, 5, 25 mxM) u3 pacuéra
10 mz / 100 mr. Ilo 5 nucTheB U3 KaXA0T0 BapuaHTa, Opaiiv IJIs U3MEPEHUS TPOAYKIHH
TWJIEHA cpa3y TMocje WHKyOauuu, MpeABapUTEIbHO YAAIUMB C HHUX Cpedy
¢unbTpoBanbHONW Oymaroi. OcTaBiirecs: TUCThS MOMEIANN B yamku [leTpu ¢ BinaxxHOM

¢unbTpoBanbHON Oymaroil Ha 24 yaca, 0 IPOUIECTBUU KOTOPBIX MOBTOPSUIA U3MEPEHUS.

2.11. BblgesieHHe OGeJIKOB U3 KYJbTHBUPYEMbIX KJIETOK H

pacTeHu

3aMOpOKEHHBIC B KUJAKOM a30T€ KyJIbTUBUPYEMBbIC KICTKH WM JIUCThSI PACTCHUN
Arabidopsis roMoreHu3upoBaIu B CTYIKE B YKUJKOM a30Te. belnku skcTparupoBayiv B
teyerre 30 MUHYT Ha Jbay B Oydepe, kotopsiii coaepxan 50 MM Tpuc-HCI (pH 8),
10 MM MgCl,, 2 MM DJITA, 250 MM caxapo3bl, 1| MM OGenzamuauna, 1 MM JTT,
50 MM pS-rnuniepodocdara, 2 MM NazVO,, 10 MM NaF, 1 MM DOI'TA, 1 MM OMCO.
[Tonydennbiit skcTpakT ueHtpudpyrupoBanu 30 munyt npu 16 000xg, npu 4°C.
Cynepnarant nepeoamii B 10 MM Tpuc-HCI 6ydep (pH 7.6) rens-dunbrpanueid. Jns
3TOro B pabote wucnoib3oBaiu konoHku NAP-5 (“GE Healthcare”), 3amonnenHbie
Cedamexc G-25 Medium. KonwuectBo Oenka  ONpeneNisyii  MPU  HOMOIIH
ourmmaxoHnHoBOro pearenra (Bicinchoninic Acid Kit for Protein Determination) (Sigma)
COTJIACHO TIPOTOKOJIy Mpou3BoAMTENs. B KadecTBe cTaHAapTa HCMOIL30BAIM OBIYUI

CBIBOPOTOYHBIN aJIbOyMUH.
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2.12. dnexkTpodopes 6eJIKOB B J€HATYPUPYIOLIMX YCTOBUAX

Onektpodopes B aeHarypupyomux yciousx (JAC-Na-IIAAT) nposogunu B
12.5 wmm 15% remsix mo (Laemmli, 1970). [IpenapaTsl OeTKOB IUTO30JIs1, MTOJYYSHHEIC
kKak B pasfenax 2.11 m 2.13 wimm 6e3 oGecconuBanus Ha Cedanexce, pa30aBisid 10
OJIHOM KOHIEHTPAllUM, CMEIIMBAIU C TPEXKpaTHbIM Oydepom st o0Opaslos,
comepxkamuMm 125 MM Tpuc-HCl (pH 6.8), 20% rmumepun, 4.6% JIC-Na, 10%
[-MepKanTodTaHO, U KUTISITWIHA B TCUCHUE 5 MUH.DJIeKTpo(ope3 MpOBOIWIH B anmapaTe
Mini-PROTEAN 3 (“Bio-Rad”) B Teuenne 45 mun mpu 200 B. Jlns ompenencHus
MOJIEKYJISIPHONW MaccChl TOJMIIENITUAOB HMCHONb30Baau Mapkepsl Broad Range Protein
Molecular Weight Markers (“Promega”). Ilo oxoHuanuu osnekTpodope3a Tenu
¢ukcupoBanu M OKpamuBaiu ropsyuM crnocoobom B 0.25% Kymaccu R250 B 25%
atanosie u 25% ykcycHoil kucnore. @oH ormbiBanu 10% stanonom u 10% ykcycHou
KUCTOTON. [l ompeneneHUs: MOJEKYISAPHBIX MAacC TMOJUMIENTHAOB B OJHOMEPHOM
anekTpodopese ucnoib3oBanu mporpammy One-Dscan V1.3 (“Scanalytics”, CIIIA).
Bripezannbie u3 resieil momumnentuasl uaeHTudumpoBany npu momouw MALDI-TOF
MS B nientpe «IlocTreHOMHBIX U HaHOTeXHONOornYeckux nHHoBarui» ['Y HUU ¢pusuko-

xuMuuyeckord Mmeauiinael @®MBA.

2.13. OnpeaesieHMe aKTUBHOCTH pepMEHTOB riMuepajabaerus-3-

dochaTaerngporenassl 1 aJIKOr0JibAeruApOreHasbl

3aMOpOKEHHBIC B JKUIKOM a30T€ KJIETKH TOMOTCHH3HPOBAIN B CTYNKE B )KHIKOM
azote. benku skctparupoBanu B TeueHue 30 MUHYT Ha Jby B Oydepe (CoOTHOIICHHE
Macchl KIETOK K Oydepy — 11/2mi) cnenyromiero cocraa: 50 MM riutuH-dochaTHbINA
oydep, pH 9.0; 1 MM 3/ITA; 4 MM nucreun; 1 MM dbenunmeruncynbhorun Gropum; 2
MM  Terpamuzon ruapoxmopun; 10 MM guTnosputpuTon. 3areM TOMOTEHAT
nerrpudyrupoBanmu npu 16 000xg, 20 mun npu 4°C. [IpoBogunu 3ameny Oydepa u
yAaJIeHHe HU3KOMOJEKYJISIPHBIX COEIMHEHUN Ha KojoHkax PD-10, 3amonHeHHBIX

Cedanexc G-25 Medium. (Merck), ucnons3zys mis smouuun — 20 MM TaunuH-
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docharaeiii 6ydep, pH 9.0 + 1 MM DJITA. KoHueHTpamnuio Oenka ONnpeAessuia Mpu
nomomu OunmaxoHuHoBoro pearenta (BCA Kit, Merck) cormacHo mpotokoiny
npousBoauTens. B kadecTBe cTaHAapTa UCIHOJIB30BaIW OBIYMN  CHIBOPOTOYHBIM
anbOymMuH. PeakimoHHast cMech JUisi ONpeNEieHHUs aKTUBHOCTH TIIMIIEpPATbACTHI-3-
docdarneruaporenaspl: 50 MM rinunuH-PocdatHeiii Oydhep pH 9.0; 1 MM DJITA;
10 mkr Oenka; 1 MM HAJI; 1 MM rimmnepansaerun-3-docdara (G-3-P, Sigma G5376).
PeakimonHass cMmech Mg OMNPEACIICHHS AKTHUBHOCTH aJIKOTOJBACTHIPOTeHa3bl Oblia
aHajoruyHou, Ho BMecTo G-3-P mobGansnu 50 MM sta”ona. Peakiiuio mpoBOIUIN TIPU
25°C. AxrtuBHocTh ompenensuin mo HakoreHuto HAJ[*H (340 vm) Ha nuHeliHOM
y4acTKe KMHETHYeCKOW KpuBo# (mepBbie 10—15 ¢) ¢ momormpio crnekTpodoToMerpa
UV-2700 (Shimadzu), ucrions3ys MonsipHbIH KodpduuueHT dkcTUHKIMU 1t HAJ[H

pu 340 am: € = 6230 10°° 1 x Mxmonp ¥ x em !

2.14. BectrepH 610TTUHT GAPC2

[Tocne  smekTpodopeTmdyeckoro  pasueneHuss  OETKM  MEPEHOCUIIM  Ha
HUTpPOLEIUTIONO3HYI0 MeMmOpany (45 mkMm, Hybond-C Extra) B cucteme ObicTporo
onorrunra Trans-Blot Turbo (Bio-Rad) 30 mMuH B TpeayCTaHOBICHHOM PEXKUME
STANDARD SD, mno3BossmoomeM oauHaKOBO 3(PGEKTUBHO TMEPEHOCUTHh OEIKd B
LIMPOKOM JHMana3oHe MOJEKYISPHBIX MAacC MPH MOCTOSHHOM HamnpspkeHuu 25 B u cune
toka g0 1 A. Ilo 3aBepmienun nepeHoca memOpaHy OnokupoBanu B Oydepe 10 MM
Tpuc-HClI pH 7.6; 0.05% Teun 20; 150 mM NaCl; 1% xematuH W3 KOXH
XOJIOMHOBOJHBIX pbIO (Sigma) B Teuenue 2 4. [locie 3Toro MeMOpaHbl HHKYOUpOBaK C
KpOJIMYbUMU aHTHTeNIaMH NpoTuB Oenka GAPC?2 (BTopas nzodopma rimiepanbaerui-3-
docharaernaporeHassl MUTO30JbHON JOKamu3aiuu, Agrisera) B passeacaun 1:1000 B
teueHue 18 4 mpu 4°C npu NOCTOSHHOM NoKauuBaHUU. [lociie MHTEHCUBHON OTMBIBKU
MeMmOpaHy uHKyOupoBanu 1.5 4 mpu 25°C ¢ aHTUTENaMU MPOTUB UMMYHOTJIOOYIHMHOB
KpOJIMKAa, MEYEHHbIMHU Iepokcuaa3zoil xpeHa (passeneHue 1:10000). Busyanunsanuro
curnana nposoamu ¢ ECL Kit (Bio-Rad). Curnan gerexrupoanu B cucteme ChemiDoc

MP (Bio-Rad) B pexxume Chemi Hi Sensitivity B Teuenue 0.5-2 c. [TonykonndecTBeHHAs
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OIICHKa COJACPIKAHUA OeJka npon3BognJIaCb 10  HMHTCHCHUBHOCTH  CHUI'Halla C

UCTIOJIb30BaHUEM IIporpaMMHOro obdecrieuenus Imagelab.

2.15. Onpeaenenue skcnpeccun ERF1, CYCA2;3, CYCB1;1 u GAPC2

Ha pa3npix stamax pab6oter Meromom IIIIP mocie oOpaTHOW TpaHCKPHUIIUN
ompenensuin  ypoBan MPHK crnenyromux renoB: ERF1 (ETHYLENE RESPONSE
FACTOR 1) — (akropa TpaHCKPHUIIHNU, KOTOPBIA SBISETCS CICIUPHIHBIM
UHINKATOPOM paHHUX OTBETOB Ha OATHWIEH, MOATBEPKIAIONUN paboTy KOHEYHBIX
PETYJISATOPHBIX KOMIIOHEHTOB A»THIIeHOBOoro curHamunra (Lorenzo, 2003); GAPC2
(glyceraldehyde-3-phosphate dehydrogenase C2) — reH, KOAWpyMOIIUHA OIUH U3
KJIIOYEBBIX (PEPMEHTOB TIUKOJIN33a, KOTOPBIM y4acTBYET B PEIOKC-CUTHAJIMHIE KIIETOK
pacTeHnii — riMnepaibaerua-3-hocaTaeruaporeHasy IUTO30JbHON JIOKaTU3aluu
(Yang, Zhai, 2017); CYCA2;3 u CYCB1;1 — reHbl IMKIHHOB, 3KCIPECCHUS KOTOPBIX
npuypoucHa Kk G,- u M-nepuonam KII coorBerctBenno (Komaki, Sugimoto, 2012). B
KauecTBe T'eHa cpaBHeHHS ucmoiib3oBan UBQl0 — oamH W3 maTH TeHOB ceMeicTBa
nonnyOkBuTHHA. HyKieoTHIHbIE MMOCIIEOBATENILHOCTU IpaiiMepoOB MPEJCTaBICHbl B
Tabn. 1. OT-IILP Bkmrouana cnenayoomue cranaaptHeie nporeaypsl: PHK Beiaensau npu
nomonu Habopa Spectrum Plant Total RNA Kit (Sigma). KauectBo o6pasznos PHK
orieHUBaNu AyekTpodope3om B 1% araposnom remne, comepxkamem 1% dopmanuna.
[Mpenapatet PHK ounmanu ot mpumecu JAHK npu nomomm JAHKa3sr I (Fermentas).
OOpaTHyI0 TPaHCKPHUIMIMIO TMPOBOJWIM TPU TOMOIIA OOpaTHOM TPaHCKPUIITA3HI
SuperScript 11 First-Strand Synthesis System for RT-PCR (Invitrogen). TP npoBoauiu
B 20 mxn Oydepa, comepxkamero 60 MM Tpuc-HCl (pH 8,5), 25 mM KCl, 1,5 mM
MgCl2, 0,1% Tputon X-100, 10 MM p-mepkantosranon, 0,2 MM gHT®, 3 exn. axr.
Tag-nonumepassr HotTaq (Fermentas), mo 2 mMoib Kakaoro u3 mpaiimepos (Ta6:. 1),
10-100 ur JHK. Hcnome3oBamu Thermal Cycler 2720 (Applied Biosystems). Ilo
okonyanuu I[P mpomyKTel peaknuu pas3aeisuid Mpu momou snekrpodopesa B 1%

arapo3Hom reijic.
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Tabn. 1. HykieoTuaeie mocaen0BaTeIbHOCTH PaiMEPOB, MCIIOJIb30BAHHBIX JIJIS

OT-IILIP.
Pazmep Pasmep
HykneoruaHas nociieoBaTenbHOCTb .
Ten ID rena . , , npaiiMepa, | aMIIIMKOHa,
npaiimepoB (5" — 37)
HYKI. I.H.
TTCAGTCCCCATTCTCCGGC 20
(TIpstMoit)
ERF1 | At3g23240.1 249
GCCGTCGTCTTACGCCTCTG 20
(oOpatHbIit)
ATCGGAATCAACGGTTTCGG 20
(npsimoit)
GAPC2 | Atlgl3440 236
GGGTTCCTGATGCCGAAAAC 20
(oOpatHbIit)
AGGCACAGATAACACAGCTG 20
(npsimoit)
CYCA2;3 | Atlgl5570 359
TGAGGTAGAGAGTGTCAGATGC 99
(oGpatHbIit)
CGAGACGCCCCCACTACTTAGACTT o5
(npsimoit)
CYCB1;1 | At4g37490 722
AGGCACAGATAACACAGCTG o5
(npsimoit)
AAACCCTAACGGGAAAGACG 20
(npsimoit)
UBQ10 | At4g05320.2 200
CCTGAGAACAAGATGAAGGG 20
(oOGpatHbIil)

2.16. 06pa6oOTKa AAaHHBIX U Mpe/JCTaB/J1eHUe pe3y/IbTaTOB

O06paboTKy maHHBIX MPOBOAMIM Ipu momouru nporpamMm Microsoft Office Excel

(Microsoft Corporation, CIIA), SigmaPlot (SYSTAT Software Inc., CIIIA). Ha

Fpa(l)I/IKaX npeaAcCTaBJICHbl CPCAHUC apI/I(i)MeTI/I‘I€CKI/IC 3HA4YCHUA

HOBTOpHOCTeﬁ 1 UX CTAaHAAPTHBIC OTKIIOHCHUS.
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I'naBa 3. Pe3ysibTaThbl M 00CYKAEHUE

3.1. UHTEeHCUBHOCTb POCTAa CYCIHEH3UOHHBIX KYJIBTYP KJIETOK M

MNPpOAYKIHA 3TUJICHA

3.1.1. OTiiieH B razoBoii (paze KoJ10 ¢ KYyJbTUBHPYEMBbIMHU KJIeTKAMHU

B 70-x u 80-x romax mpomuioro Beka aBTOPbHI, UCCIICIOBABIIUE BIUSHUS dTHJICHA
Ha KyJIbTYpY TKaHEW U KJIETOK, HaOJIr01aIu O0JIBIIOE pa3HOO0pa3ue B COAEPKaHUU ITOrO
raza B 3aBUCUMOCTH OT BUJAa KYJIbTHUBHUPYEMBIX KIETOK W TKaHEW M OTMEYald, 4TO
HEpelnKko OoJiee WHTEHCHMBHAs TMPOAYKIMS OJTUIEHA Oblla CBA3aHA C MEPHOJAMU
aktuBHOro pocra (Gamborg, Larue, 1971; Biddington, 1992; Moshkov et al., 2008).
Onnako, onupasch Ha UMEIOLIUECS B TUTEpPAType NaHHbBIC, BBISIBUTh KOPPETSAILIUIO MEXKTY
CKOPOCTBIO POCTa KYJbTUBUPYEMBIX KIETOK W MPOIYKIIUEH ATHIIEHA HEBO3MOXHO M3-3a
OTCYTCTBUSI POCTOBBIX XapaKTEPUCTUK U OCOOCHHOCTEH METOJUK OIpeaeTIecHUs
BBIJICTICHUS ATUJICHA.

B Hammx »skcmepuMeHTaX BCE UCIIONB30BAHHBIC IITAMMBI CYCIEH3MOHHBIX
KyIbTYp KIETOK B Tpollecce CyOKYJIbTUBUPOBAHMS BBIICISIIN OTHIICH, KOTOPBIN
HakaruBasics B ra3oBod (aze konO (Tabum. 2). OTMeTuMm, YTO COAep)KaHUE ITHUIICHA
ObU10 Ha 1-3 mopsiiKa BBIIIE, YeM B BO3/yXe (CoAepKaHKe dTUJICHA B BO3AYXe — S5 HII/IL.)

1 3HAYUTCIIBHO BApbHUPOBAJIO JIA PA3HBIX KYJIbTYP KJICTOK.

Tabn. 2. Conepxkanue H3TUiieHA B Ta30BoM (aze KOO C CYCHEH3MOHHBIMH

KYJIbTYpPaMH KJIETOK.

CycrieH3uoHHas KyJbTypa KIETOK Conepxanue MakcumanbHas ynelbHas

OTHUJICHA, HII/TT CKOPOCTB pOCTa 110 CYXOMY

BeCy (Hmax, CYTKH_l)

Beta vulgaris 73 0.47

Triticum timopheevii 83 0.30
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Panax ginseng 10 0.16
Euonymus maximoviczianus 42 0.09
Dioscorea deltoidea 31 0.18
Arabidopsis thaliana (rerepotpodHsbrit 3420 0.86
ITaMM)

A. thaliana (MuKCOTpOhHBIIH IIITAMM) 2970 0.69

3.1.2. Koppeasinusi MexX1y YAEJbHON CKOPOCTBIO POCTAa KYJBTYP KJIETOK H

IMPOU3BOACTBOM 3THJICHA

be3ycnoBHO, cojiepkaHue STHIICHA B Ta30BOM (ha3e JOJDKHO 3aBHCETh OT €ro
MPOAYKIIMN KYJIbTUBUPYEMBIMH KIIETKAMH, W €CJIM BBIICIICHUE OSTHUJICHA CBSI3aHO C
WHTECHCUBHOCTBIO pPOCTa, TO JOJDKHO 3aBUCETh M OT HMHTCHCHBHOCTH pocTa. U3
pe3ynbraroB BuaHo (Tabm. 2), uyto camoe OONBIIOE COACP)KAHHWE OTHICHA OBLIO
BBISIBJICHO B Tra3oBoi (¢ase CycHmeH3MOHHbIX KyiabTyp A.thaliana, xotopsie
XapaKTepU30BAJIMCh HAWOOJBIICH HWHTCHCHBHOCTBIO pocTa. TeM He MeHee, BaXKHO
MOHMMATh, YTO COJIEPKAHHME STUJICHA B Ta30BOH (haze TaKKe 3aBHCEIO OT IUIOTHOCTH
3aKpBhIBAaHUA KOJIO, KOJTMYECTBA OMOMACChl, 00bEMa CPeibl U €€ COCTaBa.

[ToaTomy ©Ooylee KOpPpPEKTHBIM OyJeT pacCMaTpUBaTh BO3MOXXHYIO CBS3b
MPONYKIIMK J3THJICHA KYJIBTUBUPYEMBIMH KIETKAaMU W YACIBHOW CKOpocTH pocta. Ilpm
ATOM TIPaBHJIBHEE UCIIOJIB30BaTh HE MAKCUMAIBHYIO YACIBHYIO CKOPOCTb, a JIOKATbHYIO,
OTHOCSIIYIOCS TI0 WHTEPBAIY BPEMEHH K MOMEHTY OIpPEACIICHUS MPOIYKIIUU ITHIICHA.
[Tpoaykiuio STUIIEHA TaKKe HEOOXOAMMO BBIpaXKaTh B pacueTe Ha eMHUILY CYXOro Beca,
MOCKOJIBKY KYJIBTYPBI Pa3HYalOTCs IO COJEpKaHui0 BOJbl. [lomydeHHBIE HTaHHBIE
MOKAa3ajii, YTO BHE 3aBUCHMOCTH OT INTaMMa KIETOK HaOJIOJaeTCs CYIICCTBEHHAsS
KOPPEAIUsS MKy TPOAYKIMEH ITHIICHA W YJEIbHOW CKOPOCTBIO YBEITUYCHHS CYyXOTO

Beca (Puc. 16).
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Puc. 16. 3aBUCHMMOCTD MEXIy YICIBHOW CKOPOCTBEO pPOCTAa CYXOro Beca H
NPOAYKIIMEH ITHICHA JJIs CYCIICH3MOHHBIX KYJIbTYp Kierok. | — Panax ginseng, 2 —
Euonymus maximoviczianus, 3 — Beta vulgaris, 4 — Medicago sativa, 5 — Triticum
timopheevii, 6 — Ajuga turkestanica, 7 — Arabidopsis thaliana (MukcorpodHbIit
mramMm), 8 — A.thaliana (rereporpodHsiii mTamm). AOchucca NpeACTaBICHA B
Jorapu(MUIECKOM MaciiTaoe.

OnHako BBISBJICHHAs 3aBUCUMOCTh HE II03BOJIAET OJHO3HAYHO TOBOPUTH O
NPUYMHHO-CIICICTBEHHBIX OTHOUICHUAX MEXAy mapamerpamu. s Oonee neTambHOTO
aHanu3a Oblia BeIOpaHa HamOojiee OBICTPO pacTyiasi rereporpodHas CycrneH3WOHHas
KyJibTypa kietok A. thaliana. Kpome Toro ObuM MoJTydeHBI CYCTICH3UOHHBIC KYJIbTYPbI
KJIeToK u3 pacteHuit A. thaliana, umeromux MyTaruio B reHaX: OJHOTO W3 PElENTOPOB
stwiena, ETR1 (myrant etrl-1); HeraTMBHOrO pEryisiTopa 3TUICHOBOIO CUTHAJIMHTA,
Raf-mogo6noii kunasel, CTR1 (MyranT Ctrl-1); mO3MTHBHOTO pEryasTopa 3THICHOBOTO
curHanmuara, EIN2 (myrant ein2-1). Bce CycneH3WOHHBIE KYJIbTYpPhl MYTaHTOB

Arabidopsis ucnons3oBanuck B padbore.
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3.2 BiiussHUe DI3TWIEHAa HAa POCT, UUTOPU3HOJIOTUI0 H

nposndepanuio CycneH3MOHHBIX KyJIbTYP KJ1eToK Arabidopsis thaliana

3.2.1. XapaKTepuCTHKA CyCIIEH3HOHHBIX KYJIbTYP KJIETOK

Crabunm3anusi mapaMeTpoB pocTa CYCIEH3MOHHBIX KynbTyp Kietok A. thaliana,
UCIOJIb3YEMBIX B Hamlell pabore mnpoxoiuna mnepsBele 1.5 roga KyJbTUBUPOBAHMS:
IIOCTENIEHHO YMEHBIIAJICS pa3Mep KIETOYHBIX arperaroB, yBEIWYMBAJIach CKOPOCTh
pocra. Ilocie dYero KyabTypbl KIETOK JAEMOHCTPUPOBAINM CTaOWUJIbHBIE POCTOBBIE
XapaKTepUCTUKU M LuToMOpdonoruo. ['eHOM KIETOK MYTaHTHBIX JIMHUN COXpaHsul
TOYCYHYIO MYTaIlMIO, 4YTO OBbUIO MoKa3aHo wmetoaoM amienbHoit 1P (Puc. 17)

(Cremanyenko ¢ coasm., 2012).

Col-Octri-1 Col-0 etri-1 Col-0ein2-1

[ 1 [ IOI 1 [ | OI || |

ctrl-MUT etr-MUT ein2-MUT
[Tpaiimepsl

Puc. 17. Dnextpodoperpammbl npoaykToB I[P, momydeHHBIX B NPUCYTCTBUU
annenb-crienupuueckux mnpaiimepoB Ha JIHK kneTtox sSTuiIeH-HEUYyBCTBUTEIHHBIX
mytanToB Ctrl-1, etrl-1 u ein2-1 u na JIHK wierok Col-0. CieBa — MapkEpbl MOJL.
macchl. 0 — 6e3 matpuirsl JJHK.

Cycnen3uu opmupoBain HeOONbIIME arperaTsl, Kak mpabmio, u3 10-50 kietok
OKpYIJIOW W BBITSHYTOW (OPMBI, 4acTO BCTpeYaIHCh KieTouHble Qaiinsl (Puc. 18).
Myrtant ctrl-1 oGpa3oBbiBan Ooijiee KpyMHbIE arperatbl ¢ 0ojiee KPYNHBIMU MO CBOUM
pa3Mmepam kiieTkamu. BakHasi 0cOOCHHOCTh KynbTyp €etrl-1 u ein2-1 — crmocoOHOCTh K
00pa3oBaHUIO0 TpaxeadbHbIX 3JeMeHTOB (T3), KOTOpas COXpaHsulach Ha MPOTSHKEHUHU

BCEX JIET KyJIbTUBUpOBanus in Vitro (Puc. 18).
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Puc. 18. Mopdonorust KIeTok CycrneH3HOHHbIX KynbTyp A.thaliana. Pasmep
JTUHENUKH — 20 MKM.

Kpussie pocra mmenu ¢(opMmy, XapakTepHYIO IS MHOTHX KYJIbTHBHPYEMBIX
kietok (Puc. 19). IMonynsmusa knetok Col-0 cpasy mocie mepecaakyd B CBEXKYIO Cpeny
BO30OHOBIISIZIA POCT W JI0 TMSTOTO JHS CYOKyJIbTHBHPOBAaHUS HAXOJAWJIACh B
norapupmMuueckor (asze, KOTOpyro cMeHsUIM (a3za 3aMelUIeHHs M CTaluroHapHas (asa
pocra. Takum o0pa3om, 3a JECATUIAHEBHBIN MEPHOA CYOKYIbTUBUPOBAHUS CYCIICH3HS
KJICTOK JUKOTO THIIa 3aBepIIaeT MUK POCTa, TaK ke, Kak u cycrnensuu etrl-1 u ein2-1, a

ctrl-1 xapakrepu3syercst Hauboiee MEIJICHHBIM POCTOM.
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Puc. 19. Kpusbeie pocra cycrneH3noHHbIX KynasTyp A.thaliana. Oppunara
Ipe/ICTaBjIeHa B JTorapupMUIecKoM Maciirade.

3.2.2. llnTooToMeTpUUECKHIT aHAJIN3

N3BeCTHO, YTO KIETKM MPAKTUYECKHM BCEX TKAHEM pAaCTEHUM, B TOM YHUCIE H
A. thaliana, muxkcoronaasl (Barow, Meister, 2003). [ns KyiabTHBHpYEeMbIX IN Vitro
KJIETOK MUKCOIUIOWJIASI — TAK)K€ IIMPOKO PACIPOCTPAHEHHOE SIBJIEHUE, KOTOPOE MOMKET
OMpeNeNnaTbcsl KakK CHelU(UYECKUMHU YCIOBUAMM KYJIbTUBUPOBAHUSA (KOMITOHEHTHI
NUTATENIBHON Cpeibl, TEMIEPATYPA U Ap.), TaK U MNIOMJTHOCTBIO HCXOAHOIO 3KCIUIaHTa. B
CBSI3UM C OTUM OBLJIO MPOAHATM3UPOBAHO BIUSHUE MPOJIOKUTEILHOTO KYIbTHBUPOBAHUS,
B TOM UYHUCJIE€ U 3TUIEHA, IPOYLIUPYEMOTrO KIETKaMHU U, HEU30€KHO, HAKaIUIMBAIOLIErOCs
B KYJbTYPAJIBHBIX COCYJIax, Ha paclpeie]eHue KIETOK 10 KoauyecTBy saepHou JTHK.

Hutoporomerpuueckuit ananuz sanepHod JIHK B KkieTkax CycHeH3MOHHBIX
kynbtyp Col-0, etrl-1, ctrl-1 u ein2-1 mpoBomwiu yepe3 JBa roja ¢ MOMEHTa HX

noxydeHus. J{s nepBeIX TpEX KyabTyp (TONIyUYEHHBIX HA TPH TO/1a paHblie, 4eM ein2-1)
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UTO(HOTOMETPHUIO TPOBOJMIN TOTOJTHUTEIBHO CITYCTA 6 JIET ¢ MOMEHTA IONYYeHHs, a
JUIsL CYCIICH3UH KJIETOK €iN2-1 mpuMeHsIN MPOTOYHYI0 IIUTOMETPHUIO ciycTs 4 roma eé

pocra in vitro (Puc. 20).

Col-0 etr1-1 ctr1-1 ein2-1
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Red Fluorescence (Pl)

Konuuecteo JHK, C

Puc. 20. Ananu3 konudectBa siaepHoit JIHK B CyCIIEH3MOHHBIX KYJIBTYpaX KJICTOK

A.thaliana. [lns cycnensuu kierok ein2-1 coycts 4 roma KyJdbTHBHPOBAHHS

HCITOJIB30BAJIN TPOTOYHYIO HUTOMCTPUIO (*)

[IpencraBnennsiec manable TokasbiBatoT (Puc. 20), 4to Bce w3ydaeMble HamMu
KynbTypbl OblTH Mukcoruionansl. KomnuectBo JIHK B smpax «momomoit» cycrneH3uu
mukoro tuna BapsupoBaio oT 2C no 32C c¢ mpeobmnananuem 8C. Ilpu mocnenyromiem
KyJIbTUBUPOBAHUHU (N Vitro yeBenmumuwmnace gons saep ¢ 4C xommyectBom JIHK wu
yMmeHbunack 1oist 8C saep. YUuThIBasl, UTO MOJTYYSHHBIC TaHHBIC MPECTABISIOT COOOM
«MOMEHTaJbHBIE  CpE3bl  CHUTyallMM» B  CYOKYJIbTUBUPOBAHUSX,  pPa3JaelIEHHBIX
3HAYUTENIBHBIM WHTEPBAIIOM BPEMEHH, MOXHO YBEPEHHO TOBOPUTH O CTaOWMIBHOCTHU
pacnupenenenus siaep mo konudectBy JJHK B knerkax cycnensun Col-0. Xopomro BuHO,

KJIETKH CYCIeH3uOHHOUW KynbTypsl Col-0 co BpeMeHeM MOIUIA MO MyTH 3HAYUTEIbHOU
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PENyKIMH KpalHMX 3HAuY€HWH IUIOMAHOCTH SAep W YBEIMUYEHUS JOIH sAep C
koangyectBoMm JIHK 4C.

Pacnipenenenue snep no xonuyectsy JAHK B «Momnonoi» KynbType KieTok etrl-1
(Puc. 20) oka3anoch CXOAHBIM C TaKOBBIM B KjieTkax Col-0, HO CIIEKTp MJIOUIHOCTH ObLI
6onee y3kum (0T 4C go 16C), a KOTUYECTBO OKTAIUIOMIHBIX siiep Obuto Oosnbie (54%).
Hlects ner KymbTUBUpOBaHWS IN Vitro xierok etrl-1 mpuBeno K HE3HAYUTEIEHOMY
PaCHIMPEHUIO CIEKTpa IJIOMAHOCTH, MosiBUIach HeOombimas nois sgaep 32C. Omgnako
kIeTkH etrl-1 uMeroT sipKo BhIpaKCHHBIM MOJANBHBIN Kiacc siaep ¢ komudectBoMm JJHK
8C, 4TO COXpaHsIIOCh MPH [UTHTEIHHOM KyJIbTUBUpOBaHUU (DOMEHKOB ¢ coasm., 2014).

Jna uensix pacteHuit  Ctrl-1  xapaktepeH 0Oornee  BBICOKMH  YPOBEHb
sHIopeAyuMKanuu Bo MHorux TkaHsx (Yoshizumi et al., 2006). Dra TenaeHuus
coXpaHsieTcss W I KIeTok in vitro. Ilomymsmust kietok ein2-1 cmycrs 4 rona
KYJIbTUBUPOBAHUS TIPOSBISCT SIBHYIO TCHICHIIMIO K CY)KEHHIO CICKTpa IUIOWTHOCTH B
ctopony 8C. Takum oOpa3om, yciaoBus IN VItro He Oka3aiu CYIIECTBEHHOTO BIMSHUS Ha

CICKTP IUIOMIHOCTH KyJIbTYp KieTok Arabidopsis thaliana.

3.2.3. CooTHOLIeHHEe NMPOIH(pEePATHBHOH AKTMBHOCTH U NMPOAYKIHUHM ITHJIEHA

B CyCIIEH3HOHHOI1 KyJbType Kiaetok Col-0

Kak yxe ObLIO OTMEuUeHO BbIIIe, KyinbTypa kietok Col-0 mpou3BoauT MHOTO
ATUIIEHA B IIpolecce KyJabTuBUpoBaHus. Cpasy ke Mocie MHOKYJISIUN KIETOK B CBEXKYIO
MUTATEIBHYIO CPEIy, PE3KO aKTHBHpOBaJACh mpoiaykius stuieHa (Puc. 21, kpusas 1),
IIOTOM OHA CHMYKaJach, BO3pacTaia B IEPBbIE CYTKH M JIOCTUrajga MaKCUMyMa B CEpEIUHE
norapumuueckoir (azpl pocra (72 u). BaxkHO OTMETUTH, YTO C MOMEHTa Haydaja
norapugmuueckoir ($as3pl pocta (48 4) M manee Mo HUKIY BbIPAIMBAHUSA COBIAAANN
MaKCUMYMBbI U OOLIHI X0/ KPUBBIX, OTPAKAIOMIMX JUHAMUKY MPOIYKIMH TUJICHA, JT0JIU

S-(a3HBIX KIETOK U yNEIbHON CKOPOCTH yBenndeHus uucia kiuetok (Puc. 21, kpussie 1—-

3).
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Puc. 21. Tlunamuka npoaykiuu stuieHa (1), konudecta S-(a3HbIX KIETOK (2) u
YIETBHOM CKOPOCTH pocTa uucia KIeToK (3) B IMKJIE BbIpalllMBaHUs TeTepoTpodHON
CYCIICH3HOHHOM KyJbTyphl KiteTok A. thaliana.

[lepBeiif muk S-(ha3HBIX KJIETOK, B MPOLIEHTHOM OTHOIIEHUHU CPABHUMBINA C MUKOM
Ha 72 4, IPUXOJAWJICS Ha MEpBbIE CYTKH, KOT/1a a0COIOTHOE YHCIIO KJIETOK MPaKTHYECKU
HE M3MEHWIOCh ¢ MOMEHTA MX MHOKYJISILIMHM B CBEXYIO MUTATEIBHYIO CpeAy. DTOT MUK
OTpaXkaeT XOpOIIO HU3BECTHbIM (eHOMeH uacTUyHOW cuHxpoHuzauuu KL B Hauane
CyOKYJIbTUBUPOBAHMS, KOT/Ia KIETKHU MOJIY4YaloT HOBYIO MOPIUIO YIJI€BOAOB, HUTPATOB U
¢docaros. Tak, XOpOIIO M3BECTHO, YTO YIJIEBOJBI CTUMYJIMPYIOT CHHTE3 JTHJICHA H,
HarnpuMmep, MAKCUMYM €ro MPOJYKIIUH BbICEUKaMU M3 JHCThEB Tabaka (MpH J00aBIEHUU
caxapo3bl B MPUCYTCTBHM aykcuHa) mpuxoiutcs Ha 24 u (Meir et al., 1985). dakr
COBIIA/ICHUS MEPBOr0 MHUKa S-(pa3HbIX KIETOK C MOJbEMOM MPOAYKIIMU 3TUJIEHA B TOUKE
24 4, MOXET YyKa3blBaTh Ha ydYacTHE OSTWJICHA B peaJH3alli COOBITHI YacTUYHOMN
cuaxponuzanuu KL B Hauane cyOKyIbTHUBUPOBAHUS.

Hcexonst u3 MakCHMMalabHOM yIEIBHOM CKOPOCTH YBEJIWYEHUs YHCIA KIETOK
(Umax = 0.048 q_l), Bpemst ux yaBoeHus (T4) paBHo 14.4 4. Takast MpoI0IKUTEIBHOCTD T 4

MeHnblie npogosnkutenbHocTu K1 B Mmepucteme xopust Arabidopsis (16—18 q) (Yin et al.,
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2014; ®unun, UBanos, 2016). MHpIMU clIOBaMH KIIETKH CE0S YYBCTBYIOT «KOM(OPTHOY»
u Oosbinas KoHUeHTpauus sTuieHa He Topmo3ut KIl. Ecnu npenmnonoxuts, 4To 3TUIECH
SABJISIETCS. TPUTTEPOM, a HE CIEJACTBUEM Mpoiudepalud KJIETOK, TO MPU MOCTPOEHUU
rpaduka B KOOpJUHATaX MPOAYKIHUS 3TUJICHA MPOTUB YAEIBHOM CKOPOCTH POCTa YHCIa
KJIETOK TIOCIEAHHUIN MapaMeTp CleAyeT BBIYUCIATH A 12-yacoBOro MHTEpBaja IMocie
TOUYKW ONpENIeNiCHUs TMPOAYKIMU OJTWieHa. B TakoMm ciiydae KOppesiius MExXIy
BBIICJIEHUEM ATWIEHAa M YJEJIbHOM CKOPOCTBIO POCTa 4YHCJAa KIETOK BECbMa BBICOKA
(Puc. 22, a). Ecnu 3HavyeHWe | BBIYMCIATH JUIS  12-4acOBOrO OTpe3Ka BPEMCHH,
MIPEIBAPSIONIECTO TOYKY OIpEAeNieHUs] MPOIYKIUU STUICHA, TO MOJA00HOW KOppesiuu
yke He HaOmogaercs (Puc. 22, 6). DTO KOCBEHHO TOBOPHUT O TOM, YTO CHHTE3 3THUJICHA

npeiecTsyet nponudeparyu kietok (PoMeHkoB ¢ coasm., 2015).
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Puc. 22. 3aBucumMocTb MEXIy YAETbHOM CKOPOCTBIO pOCTa 4YHCIA KIETOK U
NPOJYKIIMEH STHIICHA B reTepOTPOPHOI CycleH3MOHHOM KynbType kietok A. thaliana.
(a) — yzaenpHas CKOPOCTh POCTa YKCia KIETOK paccyuTaHa i 12-4yacoBoro MHTEpBaja
nocje TOYKU ONpeAeTeHHs IPOAYKIUHU dTHiIeHa; (0) — yAenpHasi CKOPOCTh POCTa YMCIIa
KJIETOK paccuMTaHa Juisi 12-4yacoBOro MHTEpBala, MPEABAPSIONIETO TOUKY OIMpeneeHUs
NPOIYKIUU STUJICHA.
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3.2.4 Bbi0op KOHIEHTpaNUii IK30reHHoro 3TujieHa u 1-MCP — unruduropa

€ro CBfi3bIBaHUA C peuenTopamMmu

B npenBapuTebHBIX 3KCIEPUMEHTAX OBLIO TIOKa3aHO, YTO B MCIIOJIb3YEMBIX HAMU
cUcTeMax MHKYOaIluu CyCIIEH3UOHHBIX KYJIBTYp B aTMOC(epe 3K30TeHHOTO ITUJICHA (CM.
Puc. 14 u Puc. 15) xoHueHTpaius 3TuieHa magaeT He Oonee yem Ha 10—15% 3a Bcé
BpeMsl  DKCIIEPUMEHTa, a  KYyJbTUBUPYEMbIE  KJICTKA  COXPAHSIOT  BBICOKYIO
KU3HECIIOCOOHOCTh ~ JJa)Ke TPH  OYCHb  BBICOKMX  KOHIICHTpAIUSAX  OTHIJICHA,
npeBocxoasnmx puznonornyeckue Ha 2—3 mopsaka (Puc. 23).

B uccnenoBaHusIX, KacaroUIMXCsl POJIHM 3TUICHA B KAKUX-TMOO (DU3HOIOTHUYECKUX
mpoleccax pacTeHUH, HapsAy C MCIOJIb30BAHUEM STHUIICH-HCUYBCTBUTEIBHBIX MYTaHTOB
4acTO TPHUMCHSIOT MHTHOMTOPBI CBS3BIBAHHS JTWJICHA C €ro perentopamu. B Hamrein
pabore B KayecTBe Takoro MHruburtopa BbIOpaH 1-MCP, mockonbKy H3BECTHO, YTO
1-MCP B xonnentpanuu 50-100 un/n 6moxupyeT 3 heKThl ITUICHA B KOHIIEHTPALIUU JI0
20 mxu/n (Sisler, Serek, 1997). B nanHoi padore ucnonp3obanu 1-MCP B koHIICHTpauu

100 mi1/m.
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Puc. 23. Poct u xwu3necniocooHocTh KieTok Col-0 mpu mHKyOaruu B atMocdepe
9K30T€HHOT0 3THJIEHA: (@) — CBIPOH BeC CYCIEH3MOHHOM KyabTypbl KieTok Col-0 yepes
96 yacoB mHKyOaruu B aTMocdepe C pa3HOW KOHILIEHTpPAlMeil SK30I€HHOTO STHIICHA;
(6) — »xwusHecmocobHOCTh KieToK Col-0 mociie 96 vacoB netictBust 2500 MKIT/1 STHIICHA
u 72 wyacoB pewictBus 10 000 mx/m stuieHa; (B) — wmukpodororpadus KIETOK
cycnieH3uoHHOM KynbTypel Col-0 uepe3 72 yacoB KyJbTUBHPOBAaHHUS B HOPMaJbHON
atmocdepe, u (r) — B mpucyrctBuu 10000 mxin/n stunena (okpammBanue 0.02%
BOJHBIM pacTBopoM Erythrosin B).

B mpenBapuTenbHBIX SKCIEPHUMEHTaX OBUI ONpENeNi€H COCTaB raza B Ta30BBIX
KOJIOKOJIaX 00beMoM ~20 11 mociie BBIpAlIMBaHHUS BOCBMHU KOJIO CO CTaHIapTHBIM
MHOKYJISITOM B TeueHue 3 cyTok. B komokoune ¢ Bo3nyxom: O, — 18.5%; CO, — 1.75%;
C,Hs — 1.39 ppm. B komoxoine ¢ 1-MCP: O, — 18.5%; CO, — 1.82%; C,H, — 1.25

ppm. O4eBUIHO, YTO STUJIEH, BBIJACISIEMBIA KJIETKaMH, CBOOOJHO BBIXOAMJI M3 KOJIO
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yepe3 xpomarorpaduueckyro Oymary B o0muii 00beM Kojokojia. B cBsi3u ¢ 3tum Obuia
BbIOpaHa KOHLIEHTpalus 3TuieHa B 20 MKJI/J, CXOHas ¢ OOBIYHOM €ro KOHIEHTpaluen B

K0J10aX, 3aKpBITHIX (POTBIOM.

3.2.5. Bausinue 3x30reHHoro 3tujiena u 1-MCP Ha cycneH3HOHHYIO KYJIbTYPY

rJjaeTok Col-0

Kak yxe oTMeuanocs, B Hauajie NUKJIa BRIPAIIUBAHUS MTOCTIE BCIUIECKA MTPOAYKIAN
ATUJICHA B TMIEPBBIM Yac KyJIbTUBHpPOBaHMS HaOmoganmu e€¢ ObicTphiii cniaf (Puc. 24). [lpu
3TOM K 4 Y HA4YMHAJIO YBEJIMYUBATHCS KOIMYECTBO S-(a3HbIX KiIeTok. [IpuumHoii
AKTUBAIIMH BBIJCICHHUS STHIICHA MOTYT OBITh KaK (PM3MUYECKUE MAaHUTYJISINH C KIETKaAMA
(«mMmeTHpOBaHKE» TPU MEPECaIKe), TAK U CMEHA CPEJIbl, IPUBOAIIAS K U3MEHEHHI0 pH,
OCMOJIIPHOCTH ¥ HMOHHOTO cocTaBa. VI3BeCTHO, 4YTO B OTBET HAa MEXaHUYCCKOE
TIOBPEKJICHUE B PACTCHUSAX B TCUCHHE HECKOJIBKUX MHHYT YBEJIMYHBACTCS CHHTE3
srunena (Konze, Kwiatkowski, 1981).

B cmydae c cycmensmeit wierok A.thaliana Takoit kpaTkoBpeMEHHBIH, HO
BBICOKHI YPOBEHB ITHIIEHA MOKET OBITh CUTHAJIOM K mepexoay kinetok u3 Gi-daszer K1 B
S-dazy. HenaBHo mokasaHo, 4To yJalieHHe BEpXYIIEYHONW MEPHUCTEMBI TJIaBHOTO mobera
y A.thaliana, 6e3ycioBHO mpuBOAAIIce K MPOIYKIIMH «PAHEBOTO» ITUJICHA, OBICTPO
aKTUBHMPOBANO 3Kcnpeccuto reHa ¢akropa tpanckpunuun ERF114 (on xe EBE wnn ERF
BUD ENHANCER), KOTOpbIii akTUBUPYET TpPAaHCKPUIILIMIO TIeHa LHUKIMHA D-Tuna
(CYCD3;3) — o0s3atenpHoro yuactHuka peryisiuu nepexona Gi/S B KI (Mehrnia
etal., 2013). Bo3moxHO, mMOmOOHas 1eNb COOBITHH HaOJIOMaeTCs W B CiIydae

MHOKYJISIIUU KJIETOK B CBEXYIO Cpeny.
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Puc. 24. JlunamMuka TpOAYKIHMH STHJIEHA W KOJMYECTBA S-(pa3HBIX KIETOK B
IepBbIe Yachl TOCIEe HMHOKYJSIIHMU KIETOK rereporpoduoro mramma A. thaliana B
CBEXYIO MUTATEIbHYIO cpely. | — MpOoayKIUs 3TWIEHA; 2 — KOJUYECTBO S-(ha3HbIX
KJIETOK B KOHTPOJIBHOM BapuaHTe (BO31yX); 3 — KOJHUYECTBO S-(a3HbIX KIETOK IOCIIE
npenoopaboTku MHOKYsATa 3TieHoM (100 Mxi/m) B TedeHue S5 4 U KyJIbTUBUPOBAHUS
KJIETOK IOCJieé MHOKYJISAIMH B atMocdepe co 100 Mkin/n s3tunena. OAMHAKOBOE YHUCIIO
CHEKMHOK 03HAa4aeT OTCYTCTBUE JOCTOBEPHBIX pasznuuuid npu p < 0.05.

Ecnu npennonoxxuth, 4To 3THIIEH SBISAETCS OJHUM U3 (AaKTOPOB, YYACTBYIOIIHX B
perymsiiiuu niepexona kietok u3 Gi-daset K1 B S-dazy u HeoOxoaum 1uist oiaep>kanus
UX AaKTHBHOW mpoiudepalnuy, TOTJa BEpPOATHO, YTO OTH MPOLECChl MOXKHO
CTUMYJIMPOBATH MIPU MOMOIIU SK30T€HHOT0 3THieHa. [locne npenodbpadoTku 10-1HEBHBIX
KJIETOK STWJIEHOM B KoOHIeHTparuu 100 MKI/1 B TedeHHWE 5 4 MX WHOKYJIUPOBAIU B
CBEXYIO Cpely M KyJIbTHBHPOBAIU B aTMOc(depe ¢ TOH e KOHIICHTparuel sTuiaeHa. B
pe3ynbTare yepe3 TpU Yaca KOJIMYeCTBO S-(ha3HbIX KJIETOK ObLIO B J1Ba pa3a Oouiblle Mo
CPaBHCHHIO C KJICTKaMH, KOTOpble KyIbTUBUpOBaiU B Bo3ayxe (Puc.24, kononka 3;
Puc. 25, Bapuant 1). Eciu HaunHanu KynbTHBHPOBAHME CYCIEH3WHU KJIETOK B Ta30BOU
cpene ¢ 20 mxu/n wim 100 MKJI/1T 3THIIEHA cpa3y TOCiIe MHOKYIISIUH, TO HU Ha 1-e, H1 Ha
4-¢ cytku > dexra He Habmoganmu (Puc. 25, BapuanTsl 2, 3). AHAJTOTUYHBIN pe3yJIbTaT

nonyuunu npu aedctBun 100 Mki/m sTuieHa ¢ mepBbIX Mo TpeTbu cyTku (Puc. 25,
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BapuanT 4). HeOonpioe yBennueHne KoandecTBa S-Ga3HbIX KIETOK HAOIIOAANU MPH UX
KylIbTHUBUpOBaHUU B atMocepe co 100 MKi/n 3TuieHa B TedeHwe 24 4, HA4YMHAS C
yeTBEPTHIX CyTOK (Puc. 25, BapuanT 5). Ecinu KynbTypy KJIETOK MOABEPTail JACHCTBHUIO
3TUJICHA, HauuHas ¢ mAThIX cyTok (Puc. 25, Bapuant 6), TO Ha NIEBATbIE CYTKM HHJIEKC

S'(baSHI)IX KJICTOK 3HAUYUTCIIbHO YBCIINYNUBAJICA.
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Puc. 25. BnusHue 5K30r€HHOTO 3TWJIEHA Ha KOJUYECTBO S-(a3HbIX KIETOK B
3aBUCHMOCTH OT MOMEHTa OO0pabOTKH OJTHUICHOM TeTepOoTPO(HON CyCIeH3MOHHOMN
kynsTypbl A. thaliana Col-0 B Teyenme nmkia BeipammBanus. | — mpenoOpadboTka
KJIETOK 32 5 4 J0 HWHOKYJSIIMU, aHalu3 Yepe3 3 U NOocie HHOKYJISUUH;, 2 —
KyJIbTUBUPOBAaHUE B ra30BOM CpeJie C ITWICHOM B T€UEHHUE 24 4 MOCIE MHOKYISAIUU; 3 —
KyJIbTUBUPOBAHUE B Ta30BOM Cpejie ¢ ITUICHOM B TeueHue 96 4 mocie MHOKysuu; 4 —
HavyaJio KyJbTUBUPOBAHUS B ra30BOMl cpejie ¢ ATHIIEHOM uepe3 24 4 mocie MHOKYIISIIHNH,
aHaJu3 yepe3 72 4; 5 — HavaJlo KyJbTUBHPOBAHUS B Ia30BOM CpEJE C STUIEHOM Yepes
96 4 mocne MHOKYIAUMY, aHanu3 yepe3 120 4; 6 — Hayasio KyJIbTUBUPOBAHUS B ra30BOM
cpene ¢ ATwieHoMm dYepe3 120 4 mocie MHOKYJAIuU, aHanu3 yepe3 216 u. Crpenka
BBEpX — BpeMsl Hayana MHKyOaluuu B ra3oBoil cpene ¢ stuieHoM. CTpenka BHU3Z —
BpeMs (UKCAllMM JJIsl aHaiuM3a KoindecTBa S-(pa3HbIX KIeTOK. YepHass KOJIOHKA —
KOHTPOJIbHBIA BapUaHT; cepast KOJIOHKA — MPOLEHT K KOHTPOJIIO.
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CnenyeT OTMETHUTh, YTO KYJIbTUBHPOBAHHE CYCIEH3UM KJIETOK B ra30BOW Cpejie C
ATUJICHOM Cpa3y MOCJIe HHOKYJISIIMU PeaibHO O3HAYaeT — 4depe3 | 4 mociae HHOKYISIUH,
MOCKOJIBKY HEOOXOJMMO BpeMs JJisi  3aKpbIBaHUS  KYJIbTYpPalbHBIX  COCY/IOB,
repMEeTU3allMi Ta30BBIX KOJIOKOJIOB M BBEJCHUS JTHIEHAa. B0O3MOXXHO, 4YTO 3THIIEH,
OPOAYKIMS KOTOPOTO WHAYLUUPYETCS BO BpeMs HHOKYISIIMM KJIETOK B CBEXYIO
MUTATEIBHYIO CPEelY, 3aHUMAET BCE «II0CAJ0UYHBIE» MECTa Ha PELENnTOopax, U «OTBEYATh»
Ha 5K30TCHHBIM 3TWIEH B JaHHBIA MOMEHT «HEKOMY». TeM He MEHee, €ClIu CpPaBHUTH
kpuByto 1 Ha Puc. 21 u Puc. 25, To MOXXHO MPEaNONIOKUTh, YTO IK30TEHHBINH ITHUIICH
s deKkTrBeH TorAa, KOrjaa IpOAYKIUsS SHAOTCHHOTO 3TUJICHA Maia. DTHIICH, B OTJIHYHE
ot 1-MCP, B KOHIIEHTpaIusIX, KOTOPBIE MBI UCIOIB30BAINA B CBOCH paboTe, HE CHUKAI
YKU3HECTTOCOOHOCTh KYJBTYphl KJIETOK. bosiee TOro, KyJabTUBHPOBAHHE KIETOK C
ATHJICHOM B TCUCHHE BCErO IWKJA BHIPANIUBAHUS MPUBOJMUIO K TOBBIIICHUIO MHJICKCA

pocra (Puc. 26), a neiictBue 1-MCP — k cHmkenuto (PoMeHKOB ¢ coasm., 2014).
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Puc. 26. JXu3HecrmocoOHOCTH W HMHAEKCHI POCTa KYJIBTUBUPYEMBIX KJIETOK
A. thaliana Col-0 mocie KyTbTHBHPOBAaHHUS B Fa30BBIX KOJIOKOJIAX, COACPIKAIINX BO3IYX,
20 mxir/1 stunena, 100 wia/a 1-MCP, mu6o cmech 20 mxn/n stunena u 100 mi/nm 1-MCP.
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OtmetruMm, uyro BausHHe 1-MCP — wuHrHOuTOopa CBA3BIBAHWS OSTWIEHA C
perienitopaMu Ha 3kcnpeccuio Mutotndeckux 1ukmnHoB CYCB1;1 u CYCA2;3 (Puc. 27,
B) MOATBEP)KIAET €r0 HEraTUBHOE BIUSHUE HA POCT cycnen3uu kietok Col-0.

Takum 00pa3zom, MOXHO TOBOPHUTH, YTO STHJICH SBIISAECTCA aKTUBHBIM YUYaCTHUKOM

B peryJisiiuy mposindepanuu KyIbTuBUpyeMbIx kietok Col-0.

3.2.6. Bausinue »3K30reHHoro J3TuiaeHa u 1-MCP Ha cycneH3mOHHBIE

KYJbTYPBI KjIeTok etrl-1 m ctrl-1

XKuznecnocobnocts kierok etrl-1 mon nedictBuem 1-MCP  3HauMTensHO
CHIDKajach Ha deTBepThic cyTku (Puc. 27, a). Dtunen, B ominyre oT 1-MCP, moBsIimman
KU3HECTIOCOOHOCTh KYJIBTUBHPYEMBIX KIETOK MyTaHTa etrl-1. AnanoruunsiM oOpazom u
1-MCP, u sTuieH BIusiid Ha WHAEKC pocra €trl-1, 4yTto MOATBEPKIAET IKCIpPECCHs
MuToTHUYeCKUX NUKIUHOB (Puc. 27, B). Cmech 1-MCP ¢ 3TuneHoM 1o CBOEMY JEHCTBHIO
Ha pOCT M KU3HECIIOCOOHOCTh KYJIbTYPhl 3aHHMMalla MPOMEXKYTOUHOE MosiokeHue. Ha
KJIeTKH MyTaHTa Ctrl-1, oTnmuaromierocs 3Ha4uMTEIbHO OO0Jie€ MENJIEHHBIM POCTOM,

00pabOTKH HE BIIMSIIN CKOJIBKO-HUOYIb 3HAaUMMbIM 00pa3om (Puc. 27, 0).
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Puc. 27. Xu3HecrmocOOHOCTP M WMHJAEGKCHI POCTa KYJIbTUBUPYEMBIX KJICTOK
A.thaliana etrl-1 (a) m ctrl-1 (6) mocie KyJIbTHBHPOBAHHS B Ta30BbIX KOJIOKOJIAX,
coaepxanux Bo3ayx, 20 mxi/nm atmiaena, 100 wn/nm 1-MCP, nu6o cmech 20 MKI/I
srunera u 100 mn/m 1-MCP. (B) Dxcnpeccust renoB CYCB1;1 u CYCAZ2;3 Bo Bcex
UCTIOJIb30BAHHBIX B pabOTE MTaMMax CYCIIEH3MOHHBIX KyJbTYp KieTok A. thaliana mocie
KyJIbTHBUPOBAHUS B Ta30BbIX KOJIOKOJaX, coaepxamux Bo3ayx win 100 an/n 1-MCP.

YBennueHue )Ku3HecmocoOOHOCTH M pocTa Iipu HepaboTatomieM perientope ETRI B

MPUCYTCTBHUU MMOBBIIIICHHOM KOHIOCHTpAIUN 3THJICHA, MOXXET TOBOPHUTHL O TOM, UTO 3a 3THU

(GyHKIMU OTBEYAIOT JPYTrHe pelenTOpPHI.
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Puc. 28. HM3menenme koaudecTBa S-pa3HBIX KIETOK HM HWHICKCOB PpOCTa
KynbTUBUpYeMbIx KieTok A.thaliana etrl-1 wu ctrl-1 nHa 4-¢ u 10-¢ cyTtku
KYJIbTHBUPOBAHUS B Ta30BBIX KOJOKOJIAX, COJAEpXKAIUX BO3ayX, 20 MK/ 3THIICHA,
100 un/a 1-MCP, mu6o cmeck 20 mxi/n strnena u 100 wi/im 1-MCP.

B kynerype kierok e€trl-1 oTuieH 3HAYMTENbHO YBEJIWYUBAJI KOJWYECTBO
S-¢a3HbIX KJIETOK B Hayalle maccaxka. AHaJOTMYHasi KapTHHA COXPAHSIaCh U B KOHIE
naccaxxa (Puc.28). Muruburop cBs3biBaHus dSTHiIeHa ¢ ero perenrtopamu (1-MCP)
JIeCTBOBAJI MPOTHUBOMOJIOXKHBIM 00pa3oM. JlaHHBIE O KOJIMUYECTBE S-()a3HBIX KJIETOK BO
BCEX SKCIEPHMEHTAJIbHBIX BapHAHTAX XOPOLIO COOTHOCWINCH C HWHAEKCAMHU pOCTa
KynbTypsl etrl-1 (Puc. 28). OtaenbHO ciieayeT OTMETHTD, YTO, HE CMOTPSI Ha TO, YTO BO
BCEX AKCIIEPUMEHTAIbHBIX YCIOBUSAX MHIEKC pocTa Ctrl-1 mocTtoBepHO HEe M3MEHsETCH,
HO B mpucytcTBuM MCP, X0Ts u ¢ 001pmIoi OMUOKON, YBEIMYMUBACTCS KOJIHMYECTBO
S-dazmpix wierok (Puc.28). DTO MOXeT TOBOPUTH O TOM, 4YTO CYHIECTBYIOT

«aJIbTEepHATUBHBICY MYyTH NiepeAaun curnana B 0oxoq CTR1.
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[IpencraBnennsie B HacTosmed paboTe pe3yibTaThl IOKa3bIBAIOT, YTO
CyCHEH3MOHHAsl KyNbTypa kieTok etrl-1 crmocobHa B Teu€HHE UIMTEIBHOTO BPEMEHHU
COXpaHSTh POCT U npojudepanuio in Vitro.

[Tonynsimust kaetok etrl-1 omrytuMo oTcTaeT B mokaszaTensx pocTta. Bo3moikHo,
YTO B YCIOBHUSAX CYCHEH3MOHHOW KYyJIbTYpbl KIETKH MCHBITBIBAIOT CBOETO poOJa
MOCTOSTHHOE ~ «3aTOIUICHUE», BAKHEUIME TMPHU3HAKM KOTOPOTO —  MOBBIIICHHE
KOHIICHTPAllUA OSTWJICHA W THUIOKCHA, SBIAIOTCA TPUTTEpaMU STHICH-3aBUCUMOTO
pactsokenus kierok (Pierik et al., 2006; Jackson, 2008; Polko et al., 2011) kotopoe,
OUYEBUJIHO, B KYJTTUBUPYEMBIX KJeTKax etrl-1 hyHKIunoHUpyeT HEUCIpaBHO, TOCKOIBKY
wietkn etrl-1 3maumrensHO Menbue (cM. Puc. 18). Tem He Mmenee, kierku etrl-1
OTBEYAIOT Ha JOTIOJHHUTEIBHYIO STUICHOBYIO HArpy3Ky W Ha OJIOKMPOBAaHUE CBS3BIBAHUS
sTHWiIeHa c perentopamu ¢ nomoiipo 1-MCP. MHrubutop 3HAYUTENHbHO CHUIKAET, a
ATHUJICH TOBBIIIAET KMU3HECMOCOOHOCTh KJIETOK, MHAEKC POCTa, KOJIMYECTBO S-(pa3zHbIX
KJIETOK. JTO, €llle pa3 MOoJAYEPKHEM, YKA3hIBAET, YTO 32 KOHTPOJIb Mpoiudepauu KIeTOoK
ckopee Bcero orBeuaer He ETRI1, a apyrue peuentopsl sTuieHa, TeM Oojee, 4TO B
JUTEpaType akTUBHO OOCYKIAeTCs BOMPOC O TOM, YTO PEUENTOPHl JTHUJICHAa MOTYT
o0afaTh WHAMBHUIYAJTBHBIMU HETIEPEKPHIBAIOIMMHUCS CBOWCTBAMHU, HEOOXOAUMBIMH IS
BO3HUKHOBCHHUS Crieliduueckoro orsera Ha puroropmon (Shakeel et al., 2013).

Kak yxe Obumo ormeueHo panee, CTRI1 sBnsiercs HEraTUBHBIM pPETYISTOPOM
CUTHAJIBHOTO MyTH. DTO 3HAYUT, YTO MYTAHTHI 10 T€HY, KOAMPYIOMIEMY 3TOT OEIOK,
UMEIOT  TIOCTOSIHHBIM ~ KOHCTUTYTHBHO  BBICOKMHA  YpPOBEHb CHTHaja O3TUJICHA.
denoTunuyeckn Ha pacreHusx Arabidopsis 3To mposBIsieTcs B 3HAYUTEIHLHOM
3aMeJIEHUH POCTa, YKOPOUECHUH CTEOJIS U JIUCTHEB.

[IpencraBneHHbIC Pe3yabTATHI MOKA3BIBAIOT, YTO CYCIICH3MOHHAS KYJIbTypa KIETOK
ctrl-1, taxke B 3HAYMUTEIILHOW CTEIICHU OTIUYACTCS OT KyJIbTypbl aukoro tuma Col-0.
Ona 3HAYUTENBHO OTCTAET MO CBOMM POCTOBBIM mokaszarensMm (Puc. 19), kotopsie, mpu
ITOM, MPAKTHYECKH HE pPEarupyroT Ha 0O0pabOTKM SK30TC€HHBIM OSTHWJICHOM WU
WHTUOMTOPOM ero cBs3biBaHus ¢ penentopamu (Puc. 27). Onnako oOpaimaer Ha ceds

BHMMaHUE TOT (akT, 4TO MbI HAOMIOJAIM OMpPENCTEHHOE YBEJIMYCHHE KOJUYECTBA
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S-aszupix wirerok (Puc.28) B Tex BapmaHTax 0OpaOOTKM 3K30TCHHBIMU Ta3aMH, B
KOTOpbIX mpucytcTBoBasn 1-MCP. BeposiTHO, 3TO MOXXET TOBOPHUTH O CYIIECTBOBAHHU
00XO0JTHOTO MYTH NEepelayll CUTHAJIA 3TUIIEHA, KOTOPbIN y Ctrl-1 oObIYHO «Mackupyercs»

KOHCTUTYTUBHO BBICOKUM YPOBHCM «KAHOHHUYCCKOI'O» ITYTH.

3.2.7. Bausinue 3k30reHHoro 3tujiena u 1-MCP Ha cycneH3HOHHYIO KYJIbTYPY

KJIETOK ein2-1

B nposenenun curnana stuiieHa ero peuentopsl u 6enoxk CTR1 urpator ponb
HETaTUBHBIX PETYIATOPOB, U NpPU ACHCTBUM HTUJIEHA OHM MEPecTaloT padboTaTh Ha
samumuHanmio EIN2, mytém ero docdoprmupoBanus ¢ mocieayromuM nporeoauzom. Ho
B Cilyyae HEPYHKIUMOHAIBHOCTH MO3uUTUBHOro peryistopa EIN2 (manpumep, B
pe3ynbTaTe MyTaluil, TAKUX Kak €iN2-1) curHai STuiieHa MPOUTH Jaiblie He MOXKET, KaK
ClleyeT U3 KaHOHMYECKOTO MyTH MPOBEACHUS CUTHaa dTuieHa (cM. Puc. 11).

CycrieH3uOHHasI KyJIbTypa KIeTok ein2-1 momydena B 2009 r. 1 mpeKkpacHo pacTer.
Ha rpadwukax (Puc. 29) BuaHO, 9T0 MakCUMyM KoJn4ecTBa S-(pa3HBIX KIETOK COBIAAAET
¢ Jorapudmuueckoil ¢aszoii pocra obeux KyabTyp. [Ipum 3tom y kymbrypbl Col-0
S-(a3Hblit HHAEKC UMEEeT J1Ba MHMKA, KOTOPhIE COBMAAAI0T C HHTEHCUBHOCTBIO BBIJICICHUS
sTwiieHa. B kymbType €in2-1 mpucyTCTBYeT JIMIIb OJMUH MUK U BBIICICHUE JTHICHA eMY
cootBeTcTBYET. OCc000 Ha cebst oOpamaeT ToT GPakT, YTO MPU HEZHAUYUTETHLHON pa3HUIIC B
cKopocTH pocTta 3Tux ABYX KynabTyp (Puc.19, Puc.29) MHTEHCUBHOCTH BBIJCICHUS

ATUJIEHA OTiInYaeTcs npuMepHo B 40 pas.
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Puc. 29. Jlunamuka npoayKIUMu 3TUIICHA, KOJIMYECTBa S-(Pa3HBIX KIETOK M POCTa
Yrclia KJIETOK B IIUKJIC BHIPAIIIMBAHUS T€TEPOTPOPHON CYCIEH3UOHHOM KYIBTYPhI KJIETOK
A. thaliana nuxoro tumna Col-0 u myranTa ein2-1.

ITockoyIbKy H3BECTHO, YTO AyKCHUHBI AKTUBUPYIOT CHHTE3 3TUJIEHA, TO BCTal
BOIIPOC O TOM, HE CBfI3aHa JIM 3Ta pa3HUIIAa C HapyLIEHUEM BOCIPUATHUS ayKCHHA. YTOObI
9TO TPOBEPHUTH, OBLIM KCIIOJIB30BaHbl JIMCThS 4-X HeneabHbIX pacTenuii A. thaliana,
noMenI€HHbIe Ha Yac B MUTATENIbHYIO cpexy SH, conepxaliyro 3ajaHHbIe KOHIICHTpAIUU
2,4-]1, mocime Yero HMX B TeYeHHE 24-X YacOB BBIACPKUBAIM Ha BIAXKHON
¢mIbTpOBaNIbHON Oymare B 3aKkphIThIX "amkax [lerpu. M3mepenue nmpoayKIuu STHIIEHA

IPOBOJIMIIM Cpa3y nocie 00paboTku U ciycTs 24 yaca.
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Puc. 30. Beinenenue stuneHa auctbsimu pactenuit Col-0 u ein2-1 moa BiusHHuEM
2,4-]1. (a) — B mepBbIe Yachl MOCIIe OTACIEHUS JUCThEB OT pacTeHus U oopaboTku 2,4-]1;
(6) — cmycts 24 gaca nocie oopabotku 2,4-]1.

B nepBrie yachl ocie OTAeNIeHUs JIMCThEB OT PACTEHHs BO BCEX BapHaHTaX, KakK C
obpabotkoit 2,4-J[, Tak U B KOHTpoJie 0e3 He€, HaOII0IaIoCch PE3KOe YBEIUUCHUE
BBIZICTICHUST dTUIeHAa — «paHeBoil 3¢dext» (Puc. 30, a). OgHako yxe 3/1ech BUIHA
KOHIICHTPALIMOHHAs 3aBUCUMOCTb BbIJI€JICHUS dTUJIeHA. J[s1 Toro, 4To0Bl M30aBUTHCS OT
BIMSIHUS BCIUIECKA BBIZICJICHUS] STHJEHA B OTBET HAa MEXaHHWYECKOE IOBPEKIACHHUE,
u3MepeHus: noBTopwin croycts 24 yaca. Kak Buano u3 rpaduka (Puc. 30, 6), 2,4-/1
NPAaKTUYECKU B OJJMHAKOBOW CTENCHH CTHMYJIHPOBAJ BBIACICHHE dTHICHA OTACIEHHBIMU
JUCTBSIMHU OOOMX TEHOTWUIIOB, HYTO TOBOPUT O HOPMAIGHOM BOCIPHUSATHH CHUTHAIA
AyKCHMHOB W HAJMYMU ayKCUH-CTUMYJIUPOBAHHOIO CHUHTE3a ATUJICHA KaK y pacTeHHH
JMKOTO TUTIA, TAaK U Y MyTaHTAa.

W3 nuteparypbl W3BECTHO, 4TO HMeeTcs «Crosstalky Mexay STHICHOBBIM W
YKaCMOHATHBIM IYTSIMH TIepeJladu CUTHaNa. B 4acTHOCTH, MOKa3aHO, 4TO TpU 00paboTKe
pacrernii  €in2-1 WHrHOMTOpPOM CHHTE3a JKacMOHaTa WM MOXHO  BEPHYTb
YYBCTBUTEJIBHOCTh K OSTWIECHY, YTO OOBICHSIOT HaJMYUMEM albTePHATUBHOIO MYyTH

nepefgaun curHana sTuiaeHa Oe3 ydactuss EIN2 (Kim et al., 2013). Ilpu o6pabotke
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KYJbTUBUPYCMBIX KIICTOK MCTUIDKACMOHATOM MbI Ha6moz[am/1 CJIGI[YIOH_II/II\/'I OTBECT

(Puc. 31).
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Puc. 31. Beienenue sTriieHa cycrieH3MOHHbIME KysbTypamu Col-0 u ein2-1 mpwu
00paboTKe METUIIKACMOHATOM.

Broigenenue stunena kierkamu Col-0 cHmkamoch, a kierkamu €in2-1 xorts u
HE3HAUUTEJIbHO, HO MOBBIIIAIOCH, TaKas peaklys Ha METWDKAaCMOHAT MOXKET FOBOPUTH
00 OTCYTCTBUM KOHCTUTYTMBHO BBICOKOI'O YPOBHS JKAaCMOHATOB M  HAJIUYUU
(GYHKIMOHMPYIOUIETO aJIbTEPHATUBHOTO IMYTH NIEpe/lauy cUrHaia stuieHa B ooxon EIN2.

PaccmoTpuM Temeph BIMSHHME SK30T€HHOTO JSTWJIEHa M HMHTUOMTOpa €ro
cBsi3bIBaHUS ¢ penentopamMu — 1-MCP Ha kyneTypy Kietok ein2-1.

B kynbrype kietok ein2-1 peiictBue stwieHa u MCP u cmecu 3THX ra3oB Ha

KHU3HECTIOCOOHOCTh KIIETOK U MPUPOCT OMoMacchl ObL10 cxoHbIM (Puc. 32).
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Puc. 32. JXusHecrmocOOHOCTP M WMHJAEGKCHI POCTa KYJIbTUBUPYEMBIX KIETOK
A. thaliana ein2-1 nocie KyJIbTHBHPOBAaHUS B Ta30BBIX KOJOKOJIAX, COJCPIKAIINX BO3IYX,
20 mxir/i stunena, 100 wn/a 1-MCP, mu6o ecmech 20 mxin/n atunena u 100 mi/im 1-MCP.

[Tpu stom 3dpdekr, Taxke kak u i cycrneHsuu kietok Col-0 (cm. Puc. 25), Bo
MHOTOM ONpEIENSIICS BPEMEHEM IO KpPWUBOH pOCTa, KOTJa NPUMEHSUTH 00paboTKy
9K30TCHHBIMHU T'a3aMu. B ciydae KylnbTypbl KJIETOK €in2-1, monoxuTenbHbli 3 dekT Ha
UHJCKC pPOCTa, YXU3HECIOCOOHOCTh M KOJUYECTBO S-()a3HBIX KIETOK OKa3bIBAJI0 HX
KyJbTuBUpOoBaHue B cMecu 20 mxu/n atwiiena u 100 w/n 1-MCP (Puc. 32 u Puc. 33).

Ecnau ycpenHuth Bce OTIEIbHBIE AKCIEPUMEHTHI (6—8) MO BIUSHUIO SK30TCHHBIX
ra3oB, HE yYUTHIBas BpeMs OOpaOOTKH MO KPHBOW POCTA, HO YYHUTHIBAS CTaHIAPTHBIC
OTKJIOHEHUSI B Ka)X/JIOM KOHKPETHOM OJKCHEpUMEHTE, 4TO, OE3yCIOBHO, NMPUBOJIUT K
YBEIMYCHUIO UTOTOBOWM OIIMOKM B 3HAYCHUSX DPE3YJIbTUPYIONIEro rpaduka, TO MOXKHO

YBHJICTh OCHOBHBIC OTIHUUsS Mexy cycreHsusimu Col-0 u ein2-1 (Puc. 33).
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Puc. 33. M3Menenue koaudecTBa S-a3HbIx KI€TOK B KynbTypax A. thaliana Col-0
(a) u ein2-1 (6) mpu KyJIBTUBUPOBAHUS B Ta30BBIX KOJIOKOJAX, COACPIKAIIUX BO3IYX,
20 mxn/n stunena, 100 wa/m 1-MCP, mu6o cmech 20 mxn/a stuiieHa u 100 wi/n 1-MCP.
OO0benuHéHHbIN Tpaduk st 6—8 HE3aBUCHUMBIX HKCIEPUMEHTOB (OMOJIIOTMUYECKHUX
MOBTOPHOCTEN).

Kak BuaHO, MO3WTUBHBEIA A>PQPEKT Ha yBETUYCHHE MONMU S-(pasHBIX KIETOK,
cienoBarenbHo ctumyssiiuio K1, B ciaydae cycnensuun kietok Col-0 mmeer stuieH, a
HeratuBHbIN 3¢ dekt umeet 1-MCP u ero cmech ¢ atmienom (Puc. 33, a). Kitetku ein2-1
MIO3UTUBHO pearupyroT Ha cMech 1-MCP ¢ stunenom, a HeratueHo Ha 1-MCP (Puc. 33,
0). DT0 0O3HayUaeT, YTO AJIs CTUMYJISIIIUU WK ToJJepKaHus poiaudepanu HeoOX0auMo
BOCIIPUSTHE CUTHANA TUJIEHa penentopamu (uHruouposanue 1-MCP), Ho nanpHeiiiee
NPOBEJICHUE CUTHAJIA, Kak B citydae ein2-1 unér He yepe3 EIN2, a mo anprepHatuBHOMY
NyTU/TYTSAM, KOTOpbIE OTBIOCTUPOBAHBI MOJ ONPEAENEHHBI YpOBEHb HCXOMSIIETO OT

perientopoB curHana (3¢gdext cmecu stunena u 1-MCP),

3.2.8. IlposiBjieHHe TNOBBIIIEHHOW YYBCTBUTEJIBHOCTH K HeI0CTATKY
KHCJI0POAa KYJbTHBHPYEMBIX KJIETOK €in2-1, Guoxumuueckasi ajgantanusi Ha

YPOBHeE I'THKOJIN3a

B ycnoBusx CyCHEH3MOHHOM KyJIbTYpbl KJIETKH MCHBITBIBAIOT CBOErO poja

INOCTOAHHOC «3aTOIIJICHUC), Ba)KHEHUIIIUM CJICACTBUCM KOTOPOTO ABJIACTCS 'MITOKCHA. I[J'I?I
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TOTO, YTOOBI OIEHUTH BIIMSIHUE TUIIOKCUU HA POCTOBBIE MApaMETPhl, )KHU3HECITOCOOHOCTh
U niposuepaTUBHYIO aKTHBHOCTH MPHU 00Jiee 3HAYUTEITHLHOM KHCJIOPOJIHOM TOJIOJIaHUH,
cycnensuu kierok Col-0 m ein2-1 BeipamuBanu B atmochepe ¢ 5% O, (HauanbHas
KOHIIGHTpalusg) M B KOHTPOJBHBIX YCIOBUSAX B TedeHue 24 wuacoB (Puc. 33).
’Ku3HecnocoOHOCTh KIETOK 000MX TEHOTHUITOB 3HAYUTEIHLHO HE U3MEHSIIACh, OJIHAKO ATO
CKa3aJIOCh Ha POCTOBBIX MapaMeTpax. Tak, IPUPOCT CHIPOTO BECa 3aMEITUIICS, TIPUUYEM Y
ein2-1 B 6obieii crenenu, ueM y Col-0. Emé Gonee 3HaUnTEIbHBIC H3MCHCHHS BHIHBI B

KOJINYCCTBC KIICTOK, HAXOAAIMNXCA Ha CTaJU1 CHHTC3a Z[HK
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Puc. 34. KuznecnocoOHOCTS (a), mpupocT 6uomaccsl (0) U KOIMUECTBO S-(ha3HbIX
KJICTOK B HOpPME W TIPU JICHCTBUU THUIIOKCUU B TeUCHHUE 24 YacOB Ha KYyJIbTUBHUPYECMBIC
kietku Col-0 u ein2-1.

Ecnu xe ycnoBus TMIIOKCUU YCWINTD, 3a/1aBasi B TEPMETUYHO 3aKPBIThIE COCYbI
5% xuciaopona U KyJIbTUBHUPYsS KIETKH JBO€ CYTOK, TO pa3jiv4us B OTBETE KJIIETOK
pa3HBIX TEHOTUIIOB BBITISAUT Oojiee HarisgHO. B TeueHue mepBbIX CYTOK MpH MaJeHUU
COJIEpKaHMsI KUCIOPOia 70 MOJTyTOpa MPOIEHTOB KU3HECTIOCOOHOCTh KIETOK MEHSIIACh
He3HauuTelbHO. Ha BTOpbIE CYyTKH, KOrjja ypOBEHb KHCIOPOAA CHHUIKAJICS MPUMEPHO 0
0.2%, >KU3HECTIOCOOHOCTh KJIETOK €iN2-1 pe3ko manana. [lociae OTKPBITUS FEPMETUYHO
3aKpBITBIX COCYAOB IIOCJIE€ JBYXCYTOYHOM TMIIOKCHMU M MOCJIeayrolleld MHKyOaluuu B
TEUEHHE CYTOK B MOJHOCTHIO OTKPBITOM COCTOSHUH, XH3HECIIOCOOHOCTh KJIETOK €in2-1

emé Oobie canzmiach (Puc. 35).
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Puc. 35. XKusnecmocoonocts kierok Col-0 u €in2-1 B HOpMe W TpU ACHCTBHH
TUIIOKCUU B TedyeHue 24, 48 yacoB M MNpHU TMOCIEAyIOlIed peokcureHauuu. Han
CTONOIIAMH yKa3aH MPOLEHT KUCJIOPOJa B MOMEHT OIpeaeNeHUsl >KU3HECTIOCOOHOCTH.
HavanbHoe coneprkanue KUCIOpoa pu runokcuu — 5.7%. be3 mTpuxoBKu — COCY/IbI,
3aKPBITHIC (DOTBTOM; CO MTPUXOBKONH — T€PMETHIHO 3aKPBITHIC COCY/IBI.

OTH pe3yJabTaThl COBIAIAIOT C JAHHBIMH JIUTEPATYPHI IO HHTAKTHBIM PACTEHHUSM C
MyTalei ein2-5, KoTopkle Tak ke He BbACPKUBAIOT peokcureHarmto (Tsai et al., 2014).
Ha snextpodoperpamme pacTBOPUMBIX OEIKOB LUTO30J1s KiIeTOK €in2-1 Bcerma
NPUCYTCTBOBAIa MaKOpPHAs IMoJioca, KOTOPOH He ObUTO B mpemnaparax u3 kiaetok Col-0 u
u3 nucTheB 00oux reHotunoB (Puc. 36). Dror monumentun ObIT UACHTHUPHUIIMPOBAH C
IIOMOIIBIO MALDI-TOF MS kak  mmnepanbaerua-3-docdaraeruaporenasa

IIMTO30JIbHOM JloKanu3anuu, u3odopma 2 (GAPC2, At1g13440).
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Puc. 36. Jlenarypupyrommii snextpodope3 pactBopumbix OenkoB B JIJIC-Na-
[TAAT". Unentudukanus nomaunentuna GAPC2.

BaxxHo ormeTuth, uTO BBICOKas 3kcmpeccus GAPC2 HabmomaeTcs u Ha ypoBHE
MPHK (Puc. 37, 6). CnenoBarenbHO, B KiIeTKax €iN2-1 uaét akTUBAIMs TJIMKOIN3a. ITOT
BBIBOJ] TaKXe TOJTBEPXkKIACTCS HAa YPOBHE AKTHBHOCTH ()EpPMEHTa TIIMIEpaIbaeThI-3-
docharneruaporenassl 1 MapkEpHOro (pepMeHTa THIMOKCUU — aTKTOJIbJETHIPOTEHE3bI
(Puc. 37, a, B). [Ipu aToM cBepxakcnpeccust GAPC2 sBisieTcs aalTUBHBIM TPU3HAKOM,
NOCKOJIbKY  BhIpamuBanue kiaetok Col-0 B yCIOBHSX KHCIOPOJHOTO TOJIOJaHUS
NPUBOJUT K TOsBJICHUIO B HUX aktuBHOocTH GAPC2 (Puc. 37, Bapumant WT(H)), u
HA00OpOT, BhIpallMBaHHE KJICTOK €iN2-1 B yciIOBHMsIX MOBbINICHHON adparuu (Puc. 37,

BapuaHT ein2-1(N)) npuBoaut k cHkeHuto aktuBHOCTH GAPC2.
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Puc. 37. AKTHUBHOCTH TiHIEpaIbACTUA-3-(HOChHATACTUIPOTCHA3BI U IKCIPECCHS
GAPC2 B xinetkax A. thaliana Col-0 u ein2-1. (a) — AKTHBHOCTb TJIHIICPATBICTHI-3-
docharaernaporenassl B ctannaptHeix ycinoBusx (WT u ein2-1) u mpu BeIpaniuBaHuu
wierok Col-0 B ycmoBusax rumokcun — WT(H), a ximerok ein2-1 B ycnoBusx
noBbItieHHOM a’paruu — ein2-1(N). (6) — OTHocUTENbHBIH YPOBEHb 3KCIPECCHH TeHA
GAPC2. (B) — AKTHUBHOCTH alIKOTOJBACTUIPOTeHa3bl KJIETOK MPH BBIIIE YKa3aHHBIX
YCIIOBUSAX KyJabTUBHpOBaHUsA. (I) — KoiudecTBEeHHOE BBIPAXKCHHE JICTCKTHPOBAHHOTO
antureHa GAPC2 Ha mMmyHOONOTax (1) pactBopumbix OenkoB kietok Col-0 (WT) u
ein2-1.

OueBHAHO, YTO HAOIIOLAaeTCs OMOXUMHUYECKAs afanTausa KIeToK ein2-1 k »Ku3Hu
B «BOJHOI» CcpeJie, a 3HaYUT K HE ONTHMAaJIbHBIM YCIOBUSAM CHA0KEHUS KUCIOPOJIOM —
TUTMOKCHH, YTO 3aCTABUJIO MX ONMUPATHCS HA TIIMKOJIM3 U HA OJIUH U3 TTIaBHBIX (JEPMEHTOB
rIKonn3a, KotopeiM sBisiercss GAPC2. Oto gomkHo npuBoauth K u30b1TKy HAJI-H n
cHkeHuto pH 1IMTO3055, 4TO B CBOIO Ouepe/b OJAronpusiTCTBYET HUTpaTpelyKTa3e B
nene npomsBojactBa NO (Puc. 38), uto Takke MOATBEPKAACTCS HAIIUMHU JTaHHBIMU

(Novikova et al., 2017).
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Puc. 38. Ilponykiusi okcuaa a3zoTa M JTHIIEHA KYJIbTUBUPYEMBIMH KIIETKaMU
A. thaliana. Col-0 (a) u ein2-1 (o).

N36b1rTok NO MoxeT mpuBoguTh K S-HuTposmiupoBanuto [ucll4 B monekyne
METHOHHMHAJICHO3WITpaHchepasbil, 4TO MPUBOJUT K WHTHOUPOBAHUIO (PEPMEHTATUBHOMN
aKTUBHOCTH W Jajibllie K CHIDKeHHIO cuHTe3a ostwieHa (Lindermayr et al., 2006).

Bo3MoskHO, 0100Has CUTYyalus HaOJIto1aeTCsl B KieTkax ein2-1.

Col-0 ein2-1

200 n.H.
1 9.3

Puc.39. VYposenp TpanHckpuntoB reHa ERF1 Ha  BTOpBle  CyTKH
cyokynpruBupoBanus. Ludps! mog tpekamu 0003Hava0T ypoBeHb TpaHCKpunToB ERF1
OTHOCHTEIBHO YPOBHS TpaHCKpUNTOB pedepenc-rena UBQ10.

Haxkowner, oka3aioch, 4TO B KJIeTKax €iN2-1 KOHCTHTYTHBHO TOBBIIICH YPOBEHb

skcrpeccusi rena ERF1  (Puc. 39), ¢akTopa TpaHCKpHUIIINK, KOTOPBIA SIBJISCTCS
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crenu(pUIHBIM HWHAWKATOPOM PAHHUX OTBETOB HAa ITHJICH, MOATBEPKIAIOIIUN pPadoOTy
KOHEYHBIX PEryJIITOPHBIX KOMITOHEHTOB THJICHOBOTO curHanuara (Lorenzo, 2003).
CrenoBaTenbHO, Uil aKTUBHOM Tposimdepaniu KIETOK ein2-1 HykeH curHai
STUJICHA W OH MPOBOJMTCS albTepHATHBHBIM NyTéM (MuHys EIN2), B TOo BpeMms kak 3a
YCTOWYUBOCTh K THUIIOKCHH OTBEYACT KAHOHWUYECKHU IMyTh BOCIPHITUS U TPOBEACHHS

CHUI'HaJIa 3THJICHA.
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3aK/jIloueHue

KynpTHBHpYEMBIE KIETKH PACTCHUN B Ka4eCTBE OOBEKTOB LIS U3YyUCHHUS TE€X WU
WHBIX (PU3UOJOTMICCKHUX MPOIECCOB UMEIOT KaK MPEUMYIIecTBa, Tak U orpannueHus. C
OJTHOH CTOPOHBI, CYIIECTBYIOT (PH3HOJIOTUYECKUE IPOIECCHl, HApUMep ajanTaius K
TIOBBITIICHHBIM KOHIIEHTPAIUSIM COJICH, UMEIONIUE KaK KICTOYHYIO COCTABIISIONIYIO, TaK U
00yCIIOBIICHHYIO HHTETPATBHBIMH B3aUMOJICHCTBUSMH Ha YPOBHE IIEJIOT0 pacTeHus. Tak,
JUIL  WCCIIeOBaHUs [UTO(U3MOIOTHHA MOJeNbHOro pacteHus Mesembryanthemum
crystallinum B m3y4yeHuu coie- W 3aCyXOYCTOHUMBOCTH HEOAHOKPATHO HCIOIH30BAIH
KYJIbTYpBI KJIETOK. TeM He MeHee, KJIeTKH IN Vitro, monxy4eHHbie U3 runokoTmiei 10—14-
JTHEBHBIX PACTCHUH HE 00JaJail COJICYyCTOHYMBOCTBIO, a CYCIICH3MOHHAs KYJIbTypa
KJIETOK, TIOJYYEeHHAsI U3 3KCIIAHTOB MICCTHHECIBHBIX JIMCTHEB, MPOJCMOHCTPHPOBAIA
OMOXMMHUYECKHE OTBETHI, cXonHble ¢ menbiM pactenueM (Vera-Estrella et al., 1999).
BeposiTHO, 3TO CBSI3aHO C pa3HbIM (PYHKIIMOHHUPOBAHHEM DITUTCHETHYECKUX MEXaHU3MOB
KOHTPOJISL TIPOIIECCOB COJICYCTOMYMBOCTA Ha ypoBHE KiIeToK. C Jpyrod CTOpPOHBI,
aKTUBHO JIEJISIIUECS CYCIICH3UOHHBIC KYJIBTYPhl KICTOK — PaclpoCTpaHEHHBIH OOBEKT
i u3yueHust MmexaunsmoB koHTposst K1 (Nagata et al., 1992). Dro onpenensiercst Tem,
YTO aKTHUBHAS MPOJHQepalrs sIBISETCS OCHOBOM CYIIECTBOBAHUS KICTOK IN VItro u tewm,
YTO MOJICKYJIIPHBIC MEXaHU3MbI U KOHTPOJIb JCJCHHS KICTOK BEChMa KOHCEPBATHUBHBI.
Uro kacaercst pyHkiui ¢putoropmoHoB B perymsiauu K1 pactenwuii, To, Ha HaIl B3I,
CaMbIM 3araJl0YHbIM 3JICCh SBISICTCS 3TUJICH C €r0 YacTO MPOTHUBOIMOJIOKHBIM BIUSHHEM
Ha OJIHU U TC )K€ MPOIIECCHI, a BIUSHUE dTHIICHA Ha MPOJM(PEPALIUIO KIETOK paCTCHUH JI0
cux nop ocraércs nanékum ot monumanus (Pierik et al., 2006; VVan de Poel et al., 2015).
JJis KyJIbTUBUPYEMBIX KJIIETOK PACTCHHIA, B CBSA3H C BBICOKUMHU KOHIICHTPALUSAMH 3THUJICHA
B KYJIBTypaJIbHBIX COCyIaX, co3maaBaecMbiMu kietkamu (Moshkov et al., 2008), Bompoc
UMEET MEePBOCTEINICHHOE 3HAUCHHUE.

B Hacrosimeit pabote ObTa cieIaHa MOMBITKA BBISCHUTh KAKOBO BIUSTHUE ATHJICHA
Ha  mpoiudepanuo  KylbTHUBHpyeMbix  kiaetok  A.thalana.  Kcnonb3oBanmue
CYCIICH3MOHHBIX KYIbTYp KJIeTOK aukoro Tuma (9kotun Col-0) u moNydeHHBIX H3

HKCIUIAHTOB PACTEHUM ¢ MyTalMSIMU TI0 T€HY pelentopa 3TuiaeHa (amwiens etrl-1) wim no
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KOMIIOHEHTaM €ro CuUrHajpHoro nytu (amwienu Ctrl-1 m ein2-1) mo3Boawio ciaenartb
clenyroulee 3aKI0YeHue.

OTuieH, Aaxke B OOJBIIMX KOHILIEHTpALUAX, MAJIO BIUSAET HA KMU3HECTIOCOOHOCTH
KJIETOK AuKoro Tumna. Ho mHruOuTOp CBsA3BIBaHUS 3TWIeHA c perentopamu — 1-MCP,
naryoHO BJIMSIET Ha >KU3HECTIOCOOHOCTh U MPOIU(EPALNIO KIETOK. DK30TC€HHBIN 3TUJICH,
npu (YHKIHMOHUPYIOIIMX MYTSAX BOCHPUSATUSA U MPOBEJICHUS €r0 CUrHaja, JACHCTBYET Ha
KJIETKU TOJIBKO ITPU HU3KOM 3r'0 3HJIOT€HHOM ypOBHE.

OTUJIEH MOBBIIIAET KU3HECTOCOOHOCTh U MPOIU(PEPATUBHYIO aKTUBHOCTD KIIETOK
etrl-1, cnegoBaTenbHO, YBEJIMYEHUE >KU3HECIIOCOOHOCTH U TEMIIOB pOCTa MpHU
HepaOoTatomiem peuentope ETR1 B npucyTcTBiM NOBBIIIEHHONW KOHIIEHTPAUHU ATUJICHA,
MO’KET TOBOPUTH O TOM, UTO 32 3TH (YHKIUHU OTBEYAIOT JIPYrUe€ PELENTOPbl, UMEIOLIUE
JpyTrHe KOHCTAHThI CBSI3bIBAHUA C (DUTOTOPMOHOM.

DKCIIEPUMEHTHI ¢ KYJIbTHBHPYEMBIMH KieTKamu MyTaHta ein2-1 ¢ medekrom B
reHe Oelka — EIUHCTBEHHOTO MO3UTHUBHOTO PETYIATOpa STUICHOBOI'O CHUTHAIMHTA
(EIN2) mokazanu, 4To sl CTUMYJIALMH WK TOIepKaHus mpoiaudepanuu HeoOXoauMo
BOCIPUSTHE CUTHAJIa 3TUJIEHA perenTopaMu (OCKOJbKY MHIMOMpPOBaHUE PELENITOPOB C
nomonipio 1-MCP oxka3piBaeT HeratuBHbIA 3¢ ¢eKT), HO nanbHeWIIee NpoBeICHUE
curHana, uaér ©He uepe3 EIN2, a mo anpTepHaTUBHOMY MYTH/MYTSAM, KOTOpbIE
OTBIOCTUPOBAHBI MOJI ONpPENEAEHHBIH YPOBEHb HCXOJSAIIETO OT PELEeNTOpPOB CHUTHAja
(@b dexr cmecu striieHa u 1-MCP).

HcnpaBHO (QYHKIIMOHUPYIOMIMA MYyTh 3TUIEHOBOTO CUTHAJIMHTAa HEOOXOAMM IS
KynupoBaHus 3Q(EKTOB TUIIOKCHH, YACTO BO3HUKAIOIIUX MPHU KYJIbTUBUPOBAHUH KIIETOK
B JKHMJIKOM ITUTATENBHOMU CpeIe.

OtuneH HeoOXoauM Juis mponudepanuu KyasTHBHpYeMbiX KieTok A. thaliana,

KaK ¥ IPYTUX KJICTOK pacTeHui in Vitro.
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Baazodaprocmu

Hexpenne baazodapro Arexcandpa Baadumuposuna Hocoea, moezo
HAYUHOZ0 PYKOBOOUMEAS, KOMOPbLL TNOBEPUA 6 MeHS, OKA3bledA
BCECMOPOHHIOND 11000epKKY U NpPoasAsA besepanuumnoe mepnenue 80
spems cosmecmnoil pabomu.. Bes nezo Imom mpyo bvir bl HEBO3MOKEH.

Ocobo xouy nobaazodapume Taruny Bukmopoery Hoeuxgey,
Komopasi 00 camozo nocaeoHezo momenma bvird npedana momy Oeiy,
KOMOpoMY MHe NOCHACMAUBUAOCL éMecte ¢ Hell 3AHUMAMbCS, 6ce20d
bbiAd NOAHA HOBLIMU UOLAMU U ABAIAACH CHIPOZUM KPUTUKOM.

Omdeavras baazodapnocme Buxmopy JOpvesuuwy Paxumuny, 3a
coemecmuyto  pabomy u  becuewnylo  nomoup 6  10020MOBKe
IKENEPUMEHNO8,

PBaraeodapro Mapuny Cepeeesry JIlpogumosy, Hzops Eezenvesuua
Mowgea 3a becuennvie cosembl, KOHCHMPYKMUBHYIO KPUMUKy U
n000epKKy 6 pabome.

Brazodapto  Mapuro  Baadumupoeny IJIllumosy u  FEaeny
Baadumuposry Jlonosy, ¢ KOMOpbIMU Mbl OMKpbIBAEM HOBbLE
nepcheKmuebl 6 naueil pabome, u Komopwie 0aAl PUHANGHBLEL UMNYALC K,
3ayume OUCCEpMAUUL.

PBrazooapo Auny Cmanucaasosny Mamaesy, Anmny Arexceeswy
3opuny, Pomana Arexcanoposuuwa  (Cudopoea, Koncmanmuna
Andpeesuna Kypbaxoea 3a cosmecmmyro pabomy u npocmo 3a 0pysKecKoe
obwenue.

Brazodapro  ecex ~ compyoHukoe  Jabopamopuu  buoroeuu
KYAbMUBUpYeMulX,  Kremox, labopamopuu  MOAEKYASPHBIX  OCHOS
BHYMPUKAEMOUHOTL pezyrsyuu, labopamopuu membpan pacmumervHvix
KAEMOK, 34 TNOMOWb 6 NposedeHuu IKCHepumenmos, obcyKoenuu
Pe3yAbMAMOos, MENAYI0 AMMOCPHepy U UeHHbLe COBEMbL.

FBecKoneunas baazodapnocmv moeid mame Jwomure Jlemposne
Pomenxoeoti, bes Komopoii Huuezo bvL Imozo He bviro. . .
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