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KOPHEBOI'O YEXJIUKA Y Arabidopsis thaliana L.
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CUHXpOHM3AIIMST MPOCTPAHCTBEHHO Pa300IIEHHBIX MPOLIECCOB IECHUs U TTOTEPU KIIETOK UTPAET Tep-
BOCTEIICHHYIO POJIb B OOHOBJICHNHU U TIOMICPXKAHUM CTPYKTYPBI OPraHOB M TKaHEH, HO O TeHETHYECKHX
MEXaHW3Max ee PeryISIIUY Ha JTaHHBI MOMEHT M3BECTHO OUCHb HEMHOTO. Y pacTeHMIt OBICTPOMY 00-
HOBJICHMIO TTOIBEPXKEH KOPHEBOI YEeXJIMK, KOTOPBIi pacriojiaraeTcsl Ha KOHUMKE KOPHs, 3alluInasl OT
MEXaHWYECKUX MOBPEXICHUI HMIITY CTBOJIOBBIX KJIETOK W BBIMOJHSS PSI APYTUX BaXKHBIX (DYHKIIWIA.
HecMoTpst Ha HenpepbIBHOE MOCTYIDICHNE M TUPOEepeHIIMPOBKY JOUYESPHUX KIIETOK OT HeJICHUS] WHU-
1yajeit (CTBOJIOBBIX KJIETOK), KOPHEBOM YeXJTUK HE YBETMUMBACTCSI B pa3Mepax 01aromapsi peryiIsipHOMY
ymaneHuio nuddepeHIMpoBaHABIX KJIETOK Ha BHEITHEM eTo KoHIle. JIJIs cTpororo momuaepskaHUs 10-
CTOSTHCTBA pa3Mepa KOPHEBOIO YeXJIMKa BaxKHO, YTOOBI IEJCHMS CTBOJIOBBIX KJICTOK OBLIM CHHXPOHM-
31MPOBaHKI C yIajJeHUEM KJIETOK BHEIITHEero ciosi. Y Arabidopsis thaliana, MonenbHOTO 00ObEKTa TEHETUKHI
pacTeHuii, KOPHEBOU YEXJIMK UMEET OUeHb MIPOCTYIO YIIOPSIIOUEHHYIO CTPYKTYPY, a CIYIIIMBAaHUE CTAphIX
KJIETOK MPOUCXOOUT €IMHBIM CJIOEM, UTO JIeJacT 3TOT BUA YIOOHOM MOIENIBIO IS MCCISIOBaHUS Me-
XaHW3MOB PETYJISAIINY OOHOBJIEHUS KJIETOK KOPHEBOTO YexJInKa. B 0630pe paccMOTpeHO moauep:kaHue
roMeocTasa CTPYKTYPHI 1 pa3Mepa KOpHEBOTo YeximKa y A. thaliana, o6CyXneHbI JaHHBIC TI0 TCHETHYC-
CKOMY KOHTPOJIIO 3TOIO IIPoIiecca M BO3MOXHBIC IIEPCIIEKTUBHBIC HAIPaBJICHUS JATbHEUIITNX UCCIIEIO0-
BaHMIi B 3TOi 001aCcTH.

Kmouesbie ciioBa: Arabidopsis thaliana, nuddepeHIMpoBKa KIETOK KOJTYMEJUIB, 3allpOrpaMMUpPOBaHHAS
rubelb KJIeTOK, MHULIMAIM KOJIYMeJUIbl, TPAHCKPUIILIMOHHBIH (haKTop, (PUTOrOPMOHBI.

DOI: 10.31857/S0015330324020024, EDN: OBXANC

BBEJEHUE

KopHu cnyxaT pacTeHUSM /IS 3aKpeIlICHUS
B IIOYBE U MOIVIOIIEHUS BOIBI C pACTBOPEHHBIMU B
Heli consamu [ 1, 2]. B KopHe BEIAEHSIOT TpY 30HBI: Ha
caMOM KOHIIE pacIiojlaraeTcs MepucTeMaTudecKas
30Ha (Takke Ha3pIBaeMasl 30HOW JeJieHni), 3a Hell
110 HAIIPaBJICHUIO K MoOery (IIpOKCUMAaJbHO) CIIeIy-
eT 30Ha YIIMHEeHUS (30Ha pocTa), W Jajee — 30HaA
InddepeHINPOBKY (30Ha CO3pEeBaHMS, TN BCAChI-
BaHus) (puc. 1). O6iactb nepexoma MEXIy Meph-
CTEMAaTUYECKOM 30HOM M 30HOM YIJIMHECHMS 4acTO
BBIIEISIIOT B OTHEIbHYIO TPAaH3UTHYIO 30HY. Y Ha-
3eMHBIX PACTeHUI, HAYMHASI C COCYIUCTBIX CIIOPO-
BBIX, Ha TUCTAIbHOM KOHIIE KOPHS JOIIOJIHUTEIHHO
MPUCYTCTBYET CHEUMAIbHBIA OpPraH, Ha3bIBACMbIA
KOPHEBBIM UYeXJIMKOM (puc. 1a). OH 3amInIaeT anm-
KaJIbHYI0 MEpPUCTEMY OT MOBPEXIEeHMUIl, CII0CO0-

Coxkpamenus: BKY — 6okoBoii kopHeBoii uexsiuk; T — tpaHckpun-
LIMOHHBIH akTop

CTBYeT aJanTalliy PaCTeHU K pa3IMYHbIM IIOUYBaM,
a TakKKe yJacTBYeT B ()OpMHPOBAHUY OTBETHHIX pe-
aKIIMI Ha LIeJIbIH PsII BHEITHUX CTUMYJIOB: TpaBUTAa-
1110, MEXaHUYECKIE pa3apaKUTeIn, IaTOTeHbI, 10-
CTYIHOCTb BOIbI, MUHEPAJIbHBIX BEIIECTB U IPYIUe
ycaoBud [1, 2].

KopHeBoii 4eXJINK COCTOUT M3 ABYX OTIEIbHBIX
yacTteii (puc. 10): HeHTpaJTbHO PACITOIOXKEHHOMN KO-
JIyMEIJIBI 1 OKPYKAIOIIEro €€ M MepPUCTEMY KOPHS
6okoBoro kopHeBoro uyeximka (BKY) [3]. AHarto-
MusI KOpHEBOIo yexiuka Arabidopsis thaliana nmeet
CXOIHYIO, XOTSI 1 0oJiee IMPOCTYIO KIJIETOYHYIO Op-
raHM3alNIo, YeM Ta, KOTOpasl OIMCcaHa IJisd IPYIuX
npeacraButenieit cemeiictBa Brassicaceae. Huina
CTBOJIOBBIX KJIETOK KOPHSI COCTOUT U3 TPEX SIPYCOB.
LleHTpaNbHBIN SIPYC COCTABISIOT KJIETKU ITOKOSI-
merocsl (OpraHM3allMOHHOTO0) IICHTPAa U MHUIIAIN
KOpBI. BepxHuii sipyc 3aHMMAIOT MHULIMAIN CTEIIBL.
KopHeBoii YexTMK NpoayHupyoT WHULIMAIA HILK-
Hero spyca. Cpenyn HUX BBIIENISIOT 12 mHULMAaei

135



136 YEPEHKO u np.

(a)

>

3oHa
i epeHIUpPOBKU

30Ha TOHTALIMHU

IIPOKCUMAJIBHOC

TpanzutHas 30Ha|:

Hamnpagnenue

MepucremaTudeckas
30Ha

JUCTAJIbHOC

(0)
| @Boxosoii kopHeBoii uexiuk (BKY)
O Konymeina
BV aunmany KoryMebl
B Ununuann BKY/3nubnemsl
B oxosuiics UEHTP
@V HunMani KOpbl/3HI0AEPMBI
BUuuumany cremns
O3nubnema
DOIlepBuunas xopa
O9unonepma
OCrena

o-o-¢-&

Puc. 1. 30HBI KOPHSI M KJIETOYHAsi CTPYKTypa KOPHEBOIO YeXJIMKA: a — CXeMaTM4ecKoe M300pakeHUe CTPOEHMST KOPHS
Arabidopsis thaliana c ykazaHueM 30H; 6 — KJIETOUHAsl OpraHu3alusl KOHUMKa KOpHS A. thaliana; 6ebIM 1IBETOM BblAeIeHa
HUIIIa CTBOJIOBBIX KJIETOK, Kyda BXOMMT IMOKOSIIIIUICS IIEHTP M CTBOJIOBbIC KJICTKM (MHUIIMAIN); B — TIPOMYKIINS KIETOK
KOJTyMEJUTHI ITyTeM aCUMMETPUYHBIX TTePUKITNHATBHBIX NeJIeHUI MHULIMAJIEH KOJTyMEJUTBI; T — TIPOIYKIIUSI KIIETOK G0KOBOTO
kopHeBoro Yexyimka (BKY) u armmbieMbl B pe3yabTrare MocaeI0BaTeIbHbBIX MTEPUKIMHATLHOTO M aHTUKJIMHAIBHOTO e ICHU I
nHunmaneit snmoaeMsl 1 BKY coorBercTBeHHO. [TyHKTHPHOI TMHMEH Ha MTaHeNsX (B) ¥ (I') OTMeUYeHa IJI0CKOCTD ACJICHMSI.
LIBeToBast KOMMPOBKA Ha 3TUX MaHEJSIX COOTBETCTBYET MaHesu (0).

KOJIyMEJUIbI, KOTOPbIE B MOIEPEYHOIl IPOEKINHU
OpraHM30BaHbI B BUAE KPyra ¢ YeThIPbMSI LIEHTPaJIb-
HBIMU KJIETKaMU, OKPYKEHHBIMM OCTaBIINMUCS
BoceMblo. KieTku Koaymelibl (OpMHUPYIOTCS B
pe3yiabrate IMepUKIMHAIBLHOrO (IapajjieIbHOIO
MOBEPXHOCTH OpraHa) AeJeHUs 3TUX WHHUIIHNAICH.
IToroMkn Kaxaoii MHULMAIM O0pa3yloT BEpPTU-
KaJIbHBIA psifi, pacIojiarasich CTpOro ApyT IIOA ApYy-
roM (puc. 1B). biaromapst Takoit pocToii opraHu-
3allUd C JIETKO OTCJEXMBAEMOUM KIOHAIbHOCTBIO
Konymeita A. thaliana TIMPOKO MCITONB3yeTCsT KaK
MOIENb IjI1 U3ydeHUsI (GYHKIIMOHUPOBAHMS HUIIN
CTBOJIOBBIX KJIETOK y pacTeHuii. MHuIIMaIM Kojy-
MeJUIBI OKPYKEeHBI 16 MHULIMAISIMUA, KOTOPBIE Tal0T
Havyano kierkamM BKY wm 3mmbnembl. AHTUKIIH-
HajbHOE (IEPIICHAUKYISIPHOE IIOBEPXHOCTHU Op-
raHa) IeJeHHe 3TOM MHHMIMAIN IPOAYLHPYET IBE
KJIETKH, U3 KOTOPBIX BHYTPEHHSISI OCTAETCsI CTBOJIO-
BOI1, a BHEIIHSS JaeT HAa4yajIo 3IuoiIeMe; IepruKIIn-
HaJIbHOE NeJICHNe MHULINAIN IPOAYLUPYET HAPYKy
xietku BKY (puc. 1r). VY A. thaliana xopHeBoit uyex-

®U3NO0JIOTUA PACTEHUM

UK comepxuT oT 180 no 260 kierox [2]. YV apyrux
BUJIOB €T0 pa3zMep MOXeT ObITh CYLIECTBEHHO 00JIb-
11e, Hanpumep, y Pisum sativum KOpHEBOW YEXJIMK
nmeet ot 4000 mo 21000 kireToK.

IlockonbKy KOpHEBOM YeXJIMK HAXOOMTCS Ha
MOBEPXHOCTH PACTYIIETO CKBO3b IOYBY KOPHSI, €TI0
BHEIIHWU CJION UCIBITHIBAET ITOCTOSTHHYIO MEXAHU-
YeCKYIO Harpy3Ky C IIOBBIIIICHHBIM PHCKOM ITOBPEX-
JIEeHWH 1 peTyJIsipHO caymmBaercs [1, 2]. DTo obcTo-
SITEILCTBO TPEOYeT ITOCTOSHHOIO BO30OHOBJICHMS
KJIETOK KOPHEBOIO YexJIMKa, KOTOpOoe O00eCIIeun-
BaeTCs PETYISIPHBIMU ACICHUSIMU €TI0 MHUIINAJICI.
B 10 ke BpeMs Wit yHKIIMOHNPOBAHMS KOPHEBOTO
YexJIMKa BaXKHO, YTOOBI He IIPOMCXOIUIIO €TO Upe3-
MEpPHOI'O pa3pacTaHusI U CTPOTO IIOMIepXKUBaIach
€ro ammKajbHas JoKanmu3auusa. Ilokazano, Hampu-
Mep, 4To yBelnueHue pasMepoB bKY, kotopoe Ha-
OmongaeTcsd y MyTaHTHBIX pacTeHmii A. thaliana ¢ Ha-
pymeaneM ¢ynkmuii reHa ANAC033/SOMBRERO
(SMB), MOXeT NpPWBOIWTh K 3aMEIJICHUIO POCTa
KopHS B mnHy [4]. TakuM o0pa3oM, BO3HNKAET He-
Ne 2
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00XOIMMOCTB OOeCTIeueHUS OajTaHca MEXIY MPOIYK-
uei KJIeToK U ux ynajieHueM. anee B 0030pe Mbl
pPaccMOTPUM KJIETOYHBIE MEXaHU3MBbI CTPYKTYPHOTO
roMeocTa3a KOpHEeBOTo YexivKa y A. thaliana, a Tak-
K€ TeHETUYECKWI KOHTPOJIb 3TUX IIPOIIECCOB.

KIIETOYHBIE MEXAHNW3MBbI
CTPYKTYPHOI'O TOMEOCTA3A
KOPHEBOTI'O YEXJIMKA

[lepuknuHanbHBIE OeNCHUS WHUIIAAIEH KO-
nymemnbl 1 BKY ckoopauHupoBaHbl U MPUBOIST
K (opMHPOBAHUIO HOBOIO CJIOSI KOPHEBOIO 4YeX-
JIKa, caBurasi 6oyiee ctapble CJIOU ONMXKe K Tepu-
depun [1, 2]. JInga GonbIIMHCTBA JOYEPHUX KIle-
TOK MHUIIMAJIEH KOJyMeJIbl XapaKTepHa OBICTpast
mnddepeHIMpoBKa 0e3 melleHWii, TeM He MeHee,
IeIeHUST KIIETOK KOJYMEJUIbl HaOMIIomaloTcs, HO
JocTatodyHo penako [5]. JdoyepHue KIeTKM WHUIK-
ayeil KonyMeIiel TnddepeHINPYIOTCS B CTaTOLM-
THl — KJIETKM, BOCIIPMHMMAIOIIME TPaBUTAIIMOH-
Hble curHaibl [6, 7]. OHM HAYMHAIOT HAKAIJIMBaTh
Kpaxmajl BHYTPU aMIIOILUIACTOB, YTO IPUBOOUT K
(dopMupoBaHUIO KpaXMaJIbHBIX 3epeH (CTaToJIu-
TOB), OCENAIOIINX IO JeHCTBUEM CWIBI TSKECTH.
I1o mepe cBoeii quddepeHIMPOBKN KIETKH KOJIy-
MeEJUIbI OCYIIECTBIISIIOT (PYHKIIMOHAIBHEINA IEPEXO
OT TPaBUTALIMOHHO-YYBCTBUTEIBHBIX CTaTOIIUTOB
K CEKpETOPHBLIM KjieTKaM [2, 8]. DToT mpoliecc co-
MIPOBOXKIAETCS Ierpafgalneil KpaxMalbHBIX 3€peH,
00beIMHEHNEM BaKyoJieii M yBEIMYCHHEM KOJIM-
yecTBa OpPTaHENI, BOBJICYCHHEIX B CEKPETOPHYIO
¢ysK1IMIO. B OTIIMYME OT TOTOMKOB MHULIMAJICH KO-
nyMmeuibl kietku BKY, npoayuupyembie B pe3yiib-
TaTe MEPUKIUHAJIbHOTO AejeHuss nauiuanein bKY
¥ 31K0JIeMBbI, B TeUeHEe HEKOTOPOIO BPEMEHH CII0-
COOHBI JENUTHCS B aHTUKIMHAJIBHOI IIJIOCKOCTH,
YTO HApSIAY C PACTSKEHMEM KJIETOK O0eCIIeurBacT
poct BKY Brmoas ocu xkopus [9, 10]. Kitetku BKY
HE UMEIOT CTaTOJUTOB U TP epeHIINPYIOTCS TOJIb-
KO B CEKpeTOpHBIe KJIeTKH [2, 11].

Cpasy mociie IIpopacTaHMs CeMEHH B IOBe-
HUJIBHOM KOpHEeBOM 4YeXxJinke A. thaliana Ha-
OmromaeTcsl 4eTeIpe (pexke — TpHU) CJIOST KIIETOK,
BkJrouast maHnMann [12, 13]. K maroMmy mHIo mo-
clie IIpopacTaHMs pa3Mep KOPHEBOIO YexJIMKa
OOBIYHO OOCTUTACT IMSATHU KJICTOYHBIX CJIOEB, Ta-
KO opraH cuuTaeTcs 3peabiM. Ha aToMm aTame 3a-
IyCKaeTCs pery/sipHOE yaaJleHNe BHEITHETO CIOS
KOPHEBOI0 YeXJIMKa, IIPOMUCXOASIINE IIPUMEPHO
Kaxnaeie 36 4 [12, 14, 15].

B Hacrostmee BpemsI OIMCaHBI IBa MEXaHM3-
Ma YyHOAJCHHUS CTaphIX KJIETOK KOPHEBOIO YEXJIH-
Kka: (1) ux 3amporpamMmmupoBaHHas rudeab B bKY
¥ (2) caymuBaHUE XUBBIX KJIETOK C IIOBEPXHOCTHU
kopHs B KonyMmesie 1 BKY [1]. ¥V A. thaliana me-
XaHM3MBbI 3alIpOrpaMMMpPOBAHHOII THOEIU aKTU-
BUPYIOTCSI B IPOKCHMMAJIBHBIX KJIETKaX BHEIIHETO
ciosgs BKY, Kotopble HaxXoAATCsl B TPAH3UTHOI 30HE
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KOPHSI, PacIIOJIOXKEHHOI Ha TpaHUIIE MEXIY MEpU-
CTEMATUYECKOI 30HOM M 30HOM yaauHeHus [4, 16]
(puc. 2). DTH KIETKU MOTUOAIOT, MOCIE YEro MOMI-
BEPraroTcst OBICTPOMY aKTHUBHOMY aBTOJIU3Y. Takum
o0pa3oM, 3aIIporpaMMHPOBaHHAsI TUOENb SIBISIETCS
3aKJIIOYUTEbHBIM 3TalloM pa3BUTUs KiaeTok bKY.
B mporecce pocta KOpHS MeXaHU3MBI THOEIH 110-
CJIeMOBaTEeIbHO AKTUBUPYIOTCSI B DPSOY KJIOHAJIb-
HO-POICTBEHHBIX KJIETOK HapyxHoro ciosg bKY,
KOTOpBIC TIPUXOIAT Ha CMEHY IMOTUOIIMM KJIETKaM.
ITo Mepe ynaneHus1 3TUX KJIETOK “BHEIIHMM” CTa-
HoBUTCI Oosiee Mosomoii cioit bKY, B mpokcu-
MaJIbHBIX KJIETKaX KOTOPOI'O B CBOIO OYepenb aHa-
JIOTUYHBIM 00pa3oM aKTUBUPYIOTCSI MEXaHU3MBbI
3arporpaMMHUPOBAHHOIT THOETIH.

VYmaneHue KIIETOK BHEIIHEIO CJIOS KOPHEBO-
IO YeXJIMKa B €r0 allMKaJbHOI YacTh, B TOM YMCJIC
CEKPETOPHBIX KJIETOK KOJIYMEJUIBI IIyTeM HUX CIIy-
IIMBAaHKS B IIOYBY CUHXPOHU3UPOBAHO C T'MOCIIBIO
KJIETOK B ITpoKcuManbHoi oonactu bKY [4, 17—18].
OTtmenuBIIMECS OT KOPHS KJIETKW HOCSIT Ha3BaHHUE
norpaHuyHbeix [19—21]. B TeyeHuMe HEKOTOpPOTro
BpPEMEHU OHM OCTAIOTCSI JKUBBIMU U BBITIOJIHSIIOT CE-
KpeTOopHy10 GYyHKIIUIO, Tpeodpasyst pusndecKkue 1
XMMHUYECKHE CBOWCTBA OKpYXalolleil KOpeHb cpe-
IIBI, TEM CaMbIM OOJierdast IBIKeHIe KOPHS CKBO3b
MOYBY, 3alllMIlias ero OT NaTOreHOB U obecreynBast
B3aUMOACHCTBUE C CUMOMOTUYECKMMHU OpraHu3Ma-
mu (0630psl B [1, 11, 19, 20]). B oTinumre OT MHOTHX
BUIOB, Y KOTOPBIX C TOBEPXHOCTU KOPHS CAyIIMBaA-
I0TCSl OTAEIbHBIE KJIeTKU, y Brassicaceae, Bkitouast
A. thaliana, otneneHue KJeTOK MPOUCXOAUT €AVHBIM
CJI0E€M C COXpaHEHMEeM KOHTAKTOB MeX1y HUMU [21]
(puc. 2). Ha mepBoM aTamne CIyliiuBaHUS MOSBIISIET-
Csl pa3pblB BO BHEIIHEM KJIETOUHOM CJI0€ B MPOK-
cuManbHO#t objsactu BKY Ha ypoBHEe 4yTh BbIllIE
MOKOSIIIErocs LIEHTPa U HAUMHAETCS OTCI0MKA KJe-
TOK 3TOrO CJIosl CBepxy BHU3 [4, 14, 15]. DTomy co-
OBITUIO TIPEIIECTBYET OeJeHWe WHULUANEed KOIy-
MEJUIbI, YTO 0O0ecneynBaeT CKOOPAMHUPOBAHHOCTD
MPOLIECCOB TeHEepaluy U SJIMMUHALUN KJIETOYHBIX
cJioeB B KopHeBoM 4yexiiuke [12]. Yepe3 HekoTOpoe
BpeMsl IeTeKTUPYETCsl OTAeICHUE HApYy>KHOTO CJIOS
kietok bKY, okpyxawomux Koaymesmny [4, 14, 15].
ITocnegHUMY OTHEASIOTCS KJIETKM BHELIHEro CJI0S
KoayMmeiibl. OTclioeHue oOecleunBaeTcs NyTeM
peopraHu3alMy KJIETOYHBIX cTeHok [12, 22, 23].
OTaenuBIIUICS CIOM MOrpaHUYHBIX KJIETOK “CO-
CKaJIb3bIBAET” ¢ KOHUYMKA PACTYILEro KOPHS U OCTa-
eTcsl cOoKy ot Hero [14]. Beck npoliecc oT Hayajia u
JI0 KOHIIA CYIIMBAaHUS 3aHUMAET B cpenHeM 18 u, u
nprvMepHO 18 4 MPOXOAUT 10 MHULIMALIUMN CIEAyIO-
mero ciaymuBanus [14]. HecMoTpst Ha comnpsikeH-
HOCTb IPOLECCOB FeHepalyu U 3AMMUHALNN KJle-
TOYHBIX CJIO€B KOPHEBOIO YEXJIMKA, €CTh JaHHBIE,
YTO ero pasMep BCe-TakKu HEMHOIO IpOorpeccupy-
eT ¢ Bo3pacToM. B yactHoctu, Wein ¢ coaBt. [13]
K 10 mHIO moclie mpopacTaHus HaOJoAadv IIEeCTb
KJIETOUHBIX CJI0€B B COCTaBe KoayMmesibl A. thaliana.
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Puc. 2. IIpouecc ynaneHus CTapbixX KJIETOK KOPHEBOTO YeX/IMKa. 1IBeToBass KomMpoBKa (XKEJNIThIi, CBETIIO- M TEMHO-3€J1€e-
HBII, CUHMII, (DMOJIETOBBIIN) YKa3bIBaeT Ha OTAEIbHBIE CIIOM GOKOBOTO KOPHEBOTO 4exinka. KpacHBIM I[BETOM OTMeYeHa
3arporpamMMmupoBaHHas rudespb Kietok (3I'K) Bo BHelltHeM cioe G0KOBOIro KOpHEBOro yexirka. KiroueBbie COObITUS yaa-
JIEHUST BHEIITHETO CJIOST KJIETOK KOPHEBOTrO YeXJIMKa YKa3aHbl TOHKMMU cTpeiikaMu. K HUM OTHOCSTCS 3alporpaMMUpPOBaH-
Hast THOEJTb KJIETOK OOKOBOTO KOPHEBOTO UEXJIMKA, aBTOJIM3 IMTOTMOIINX KJIETOK, a TAKXKE CIYIIUBAHUE SIUHOTO CJIOS SKUBBIX

KJIETOK KOJIYMEJLJIbI.

TOPMOHAJIbHBIE OCHOBBI KJIETOUYHOM
ANHAMHWKHNU B KOPHEBOM YEXJIUKE

Aykcun — ocHogonoaazarowuil pe2yisimop CmpyKmypol
KOpHe8020 uexauka

PazBuTre KOpHEBOro 4YeXJIMKa peryaupyer-
cs1 (UTOropMOHaMM, U3 KOTOPBIX IIE€PBOCTEIICH-
HOe 3HaueHue uMeeT aykcuH [24, 25]. B konunke
KopHS A. thaliana MakcUMyM KOHIICHTpALIUM ayK-
CHMHA MapKHUpyeT MHOKOSIIUICSI ILIEHTP, OT KOTO-
pOTO BIOJIb LIEHTPAJIILHON OCH B IIPOKCHUMAaJIbHOM
M OUCTAJIbHOM HAaIIPaBICHMSIX CHIDKAETCS KOH-
LeHTpanus aykcuHa [26—29]. KiroueBoii BKjan
B (popMUpOBaHME TpaddeHTa ayKCMHA B KOHYMKE
KOPHS BHOCHUT €TO aKTUBHBII TPaHCHOPT, KOTOPBIIA
obecrieunBalOT OENKM-TPaHCIIOPTEPHl CeMeicTBa
PINFORMED (PIN), a umenno: PIN1, PIN2,
PIN3, PIN4 n PIN7 [27]. Pactipenenenue 3THUX
0eTKOB Ha MeMOpaHax KJIETOK KOpHS (0T paBHO-
MEPHOTO I0 MOJISIPHOIO) OIIpeaesIsIeT HalIpaBIeHUE
MIOTOKOB ayKCHHA: aKpOIleTaJIbHBIA (IO HaIIpaB-
JICHWIO KOHYMKY) — B CTele, 0a3uIteTadbHbBI (110
HarmpaBjieHulo K nmoodery) — B bKY u snubneme,
pa3HOHAMpaBJICHHBIN — B KonyMelnie. Takast opra-
HU3aIIMsI IOTOKOB ayKCHMHA o0ecrneyrnBaeT (GopMu-
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poBaHME U PaBWIbHOE ITO3UILIMOHNPOBAHNAE MaK-
cuMyMa KOHLEeHTpauuu dutoropmonHa [28, 29].
B xonymenie mepepacmpeneneHre ayKCHMHA OCY-
mectBiAtoT 6eaku PIN3, PIN4 u PIN7, 8 BKY —
PIN2 [27, 30, 31].

I'pagueHT aykcMHa C MakKCMMyMOM B TIOKOSI-
IeMcsI IIEeHTpe urpaeT IPUHIUIIMAIBHYIO pOJb
IIpY OIIpeAeICHUHN COCTOSIHUS KJIETOK B pPacTyIIeM
KOpHE, OKa3bIBasl CYIIECTBEHHOE BIMSHHUE Ha WX
CMOCOOHOCTHU K ACIEHUI0, POCTY U AuddepeHIn-
poBke [32—34]. Tak, TTOBBIIIIEHNE YPOBHS ayKCHMHA
IIyTeM 5K30T€HHOM 00pabOTKM IIPOPOCTKOB 3TUM
(pUTOropMOHOM WJIM MHTHOMTOPOM €r0 TPaHCIIOP-
Ta (HahTWIhTAIaMOBOM KHUCIOTOI), a TakKkKe B
TPAHCTeHHBIX JIMHUSAX C IIOBBIIEHHBIM YPOBHEM
OrMocuHTe3a ayKCHMHA IIPUBOOUT K IIOTEpPE CIIOS
VHHUIIFANe!l KOJyMeJUIbl M3-3a UX IIPeXIeBpEeMEH-
HOU mmddepeHIIMPOBKA B CTaTOLMTH [24, 25].
CHuXeHne ypOBHS ayKCHMHA B Pe3y/IbTaTe MyTalluid,
HapyIIAIINX OMOCHHTE3 ayKCWHA, Mepemady ero
CHTHaJIa WIX TPAaHCIIOPT ayKCHMHA B KOJIyMeJlIe, Ha-
000pOT, MPUBOAUT K (POPMUPOBAHUIO HECKOJBKHX
cJIoeB MHUIMaeit Komymesutsl [24]. B To ke Bpems
criennuIecKoe IONABJICHNE CUTHAJIBHOIO ITyTH
Ne 2
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AyKCMHA B KJIETKAX ITOKOSIIETrocs LIEHTPa BbI3bI-
BaeT muddepeHINPOBKY WHUIINANEH KOJIyMEJIJTbI
[32]. HeomnosnauHoCTh 3¢(PEKTOB ayKCHMHA II0-
TEHIIMAJIbHO MOXET OOBSICHITHLCS KOMOMHATOPHOM
MOJEJbIO JEHCTBUSI 3JIEMEHTOB CUTHAJIBHOTO ITyTU
aykcuHa [33, 35], a Takke B3aMMOCBSI3bI0 3TOTO (U~
TOTOPMOHA C IPYTUMU PETYISITOPAMU ITOAIC PKAHUS
HUIIN CTBOJIOBBIX KJIETOK, TAKUMU KaK TPAHCKPUII-
uuoHHbIN dakrop (T®) WUSCHEL HOMEOBOX
5 (WOXS5) [36], PLETHORA (PLT) [37, 38], u pe-
ryaaTopHsiM  KoHTYypoM SCARECROW (SCR)—
SHORT ROOT (SHR)-RETINOBLASTOMA-
RELATED (RBR) [39]. Takum oGpa3oM, meTaimn
MOJICKYJIIPHOTO MEXaHU3Ma, OIIOCPEIYIOIIETO B~
SIHUE ayKCHHA Ha KJIETKM KOPHEBOTO YeXJIMKa, eIlle
TOJIBKO MPEICTOUT BBIICHUTb.

Bzaumoomnowenus ayxcuna u yumokununa 6
pe2yasuuu KAemoyHou OUHAMUKY

LIuTOKMHMH U3BECTEH KaK peryJsTop aelie-
Hus Kietok [40, 41]. B KopHe KOHIIEHTpallMOHHBII
MaKCUMyM IIUTOKMHMHA PACIIOIOXEH B KOPHEBOM
yexJIMKe, IpUYeM OH XapaKTepeH IS BCEeX Tpex
Han0oJIee aKTUBHBIX IIMTOKMHUHOB: U30IIEHTUI-a-
IeHWHa, LIMC- M TpPaHC-3€aTMHOB KaK B CBOOOI-
HOM, TaK ¥ KOHBIOTUpPOBaHHOM (popMax [42]. BuI-
COKUI1 ypOBEHb INTOKMHNHA B KOPHEBOM YEXJIMKE
KOppENMpPYyeT C BHICOKMM YPOBHEM BKCIPECCHUU
TE€HOB, KOIMPYIOIIMX IUTOKWMHWH-IEaKTUBUPYIO-
mue ¢epmente CKX (CYTOKININ OXIDASE/
DEHYDROGENASE) wm UGT (URIDINE
DIPHOSPHATE GLUCOSYLTRANSFERASE).
Bce Tpm penmenropa mutokmHMHA <~ AHK2
(ARABIDOPSIS HISTIDINE KINASE 2), AHK3
n AHK4 skcripeccupyloTcsl Takke Ha CaMOM BBI-
cokoM ypoBHe B komymemre [43]. CeHcop mmro-
kuamHa TCS:GFP, skcnpeccupyommnii GFP mon
KOHTPOJIEM IIMTOKMHUH-YYBCTBUTEJIBHOIO CHHTE-
TUYECKOTO IIPOMOTOPA, BHISIBJISICT IIUTOKMHUHOBBII
curHai B konymesie 1 BKY, HaunHas ¢ yeTBepTO-
ro JHS IIOCJIe IIPOpacTaHMsI, 1 MAKCMMYM CHUTHaja
MPUXOOUTCS Ha IepudepudecKre KICTKH KOJIy-
MeJutel [44]. BBICOKMIA ypOBEeHbh CHUTHaIa IITMTOKU-
HUHA B KOJIyMeJUIe He YCUIUBaeTCs IIpu 00padboTKe
3K30T€HHBIM [UTOKUHUHOM, 9YTO MOXET TOBOPHUTH
00 ero TpeneabHOM ypoBHe [45]. Omnpenmenmenne
comepXaHUs IIUTOKMHWHA M ayKCMHA B OOHOM M
TOW X€ KJIETOYHOU MOMyJSIIUUA C MOMOIIBIO CO-
PTUPOBKU (DJIYOPECIEHTHO aKTMBUPOBAHHBIX KJIE-
TOK M XUAKOCTHOM XpoMarorpaduu ¢ TaHAEMHOI
MaccC-CIIEKTPOMETPpHEHi TI0Ka3aji0, YTO B KOPHEBOM
YeXJIMKe YPOBEHb IMTOKWHWHA BHIIIIE, YeM ayKCHHA
[42], Tipy 5TOM MMEHHO ayKCWH YBETMYNBAET 37IeCh
KOHIIeHTpaunio nutoknuuHa [44]. C npyroit cro-
poHbl, B BKY LIUTOKMHUH OBICTPO CHUXAET ypO-
BEHb CBOOOIHOIO ayKCHMHA 3a cueT (paKkTopa LIMTO-
kuHuHoBoro otseta ARABIDOPSIS RESPONSE
REGULATOR 1 (ARR1), HanpsiMy1o KOHTPOJIUPY-
IOIIETO TPAHCKPUIIIIUIO BHYTPUKIIETOUHOTO TPaHC-
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noprepa aykcuHa PINS u koHbloratopa aykcuHa
GRETCHEN HAGEN 3.17 (GH3.17) [46]. PIN5
nepeKkaymBaeT ayKCUH M3 LIMTOMIa3Mbl B 9HAOILIA3-
MaTudeckuit petukyiayM, rone GH3.17 nunakruBupy-
€T ero CBI3bIBAaHMEM C aMUHOKKCIoTaMu. Hapsmy
¢ GH3.17 uutokuuuH B BKY Tak:ke MoBbIILIAET Yye-
pe3 ARRI1 ypoBeHb Jpyrux KOHBIOraTOPOB ayKCHU-
Ha GH3.5 u GH3.6. Takum o6pa3oM, IUTOKUHUH
MOIyJaUpyeT Oa3uneTaabHbli MOTOK ayKCHUHA Yepes
BKY 1 TeM caMbIM peryaupyer rpaiueHT ayKCUHa B
KOHYMKE KOPHSI.

Topmonanvuas nacmpoiika kaemouHoil OUHAMUKU
nymem MoOYASUUY CUSHANA AYKCUHA

MHorue TropMOHBI, HAIIpUMEpP, CAIMIIMIOBAs
KHCJIOTa, OCYIIECTBIISTIOT KOHTPOJIb TuddepeHIn-
POBKHU KJIETOK KOJYMEJUJIBI Yepe3 perysiiuio pac-
MpeaeIeHnsT ayKCHa. Y MyTaHTOB C ITOBBIIIEHHBIM
SHAOT€HHBIM YPOBHEM CATMLIIOBOM KUCIOThI WU
npyu odbpaboTKe HU3KMMM J03aMMU 3TOT0 FOPMOHA
(10 MKM) B TeyeHHe 5 MHE MHULAAIN KOJyMes-
JIbl HaKaIUIMBAIOT KpaxMmall, T. €. MPexXaeBPEMEHHO
I depeHUUPYIOTCI B KIETKU KOJYMEJUIbl, MpU
atoM y 40—70% pacTeHuii cloii MHULIMAIEH KOmy-
MeJuUTbl BooOuue ucuesaet [47]. Hanpotus, 00paboT-
Ka B T€UEHME TAKOI0 XK€ CpoKa CaIULUIOBOMN KuUC-
JIOTO C HEMHOTO 00Jiee BBICOKOI KOHLEHTpaluei
(30 MKM) npuBOAUT K 00pa30BaHUIO IBYX-YEThIPEX
JOMOJHUTENbHBIX CJIO€B KJETOK, KOTOpbIE 3KC-
MpPeccUpyroT MapKepbl KaK IMOKOSILErocsl LEeHTpa
(WOX35), Tak u uHuumanein koaymemnsl (J2341), u B
KOTOPBIX OTCYTCTBYIOT KpaxMajbHble rpaHybl [48].
O6paboTkKa elie 00jee BBICOKUMU KOHLIEHTpaLIUsI-
mu (150 MKM) He MeHSeT CTPYKTYpPY KOJYMEJIbI,
HO YBEJIWYMBAET pa3Mep ee KJIeTOK U UHTUOupyeT B
HUX 0Opa3oBaHMe KpaxMaa.

Paznuuns B peakuusx KOJAyMeJUIbl Ha pa3HbIe
J03bl CATUIAJIOBOM KHUCIOTHI MOXHO OOBSICHUTH
pa3IMYHbBIM BIMSTHUEM 3THX J03 Ha pacnpenesieHue
aykcuHa [47—50]. IIpu oOpaboTKe HU3KOM 03001
canuiiaoBoil kuciaoThl (30 MKM) KOHIIEHTpalus
ayKCUHa B KOJIyMeJljie TTOBBILIAETCS 3a CYET YBEIU-
yeHMs1 ero buocuHrtesa u ypoBHs PIN1, npuHocs-
1IIeTO ayKCWH U3 CTE0JIs1, a TAKXKe 3a CUET MOIaBJie-
Hus PIN2 u PIN7, nepepacnpeaensiioliux ayKCuH
B OasurieTanbHbIi 1MOTOK [48]. IToBBILIEHHBIH ypo-
BE€Hb ayKCHMHa MPUBOAUT K IIPEeXIEeBPEMEHHOI
auddepeHIMPOBKe MHULIMANIEl KonyMesbl. bosee
BBICOKHME KOHLEHTpalu CAJIULUIOBONR KMCIOTHI
CHIXAIOT YPOBHM ayKCHMHA B ITOKOSILEMCS LIEHTPE
W B UHUILHAAISAX KOJyMEJIJIbl, IIaBHBIM 00pa3oM 3a
cyeT nHrubupoBaHus PIN1, uTo nmpuBOOMUT K MpU-
ocTaHoBKe nuddepeHIUpoBKU. JnuTenbHas odpa-
0OTKa HU3KMMU KOHLEHTPALUMUSIMU CaTULUIOBOMN
KMCJIOTBI TaKXXe MPUBOAUT K HAPYILIEHUIO TIJIOCKO-
CT€li W YBEJIMYCHUIO YWCJA JOEJICHUM WHUILAAIen
BKY u sarin6aeMsi.

IToBbIlIEHWE PHAOTEHHOrO YPOBHSI OpacCUHO-
CTepOUAOB MM 0O0pabOoTKa 3TUMU TOPMOHAMM B
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KOHIIEHTpAIIXSIX OT 1 HAHOMOJISI 1 BBIIIIE€ BHI3BIBAIOT
MOSIBJIECHUE KpaXMaJIbHBIX 3€peH B MHUIIAAJISIX KO-
JIYMEJUTBI, T. €. uX tuddepeHInpoBKy [51]. Ve npu
1 HaHoMoJ1e 6paccuHocTeponioB y 18% pacrenunit
mnddepeHIpyeTcsd Bech CIION WHUIIMAIEH KOJTy-
Mesutel [52]. Hapsimy ¢ 9TuM yMeHbIIaeTcs ypOBEHbB
Kpaxmaja B KJIeTKaX KOJIyMEJUIbl, 1 B HECKOJBKUX
KJIeTKaxX B €€ HIDKHUX psimaxX KpaxMaJibHbIE 3epHa
B0oOOIIIe He onpenenstorcs. CHkeHne OMOCHHTE3a
OpaccMHOCTEPOUIOB MU 00paboTKa MX HU3KUMU
KOHIIeHTpauusMu (0T pemTo 10 0.1 HaHOMOIST) MMe-
IOT IPOTUBOIIOIOXHBIN PE3YJIBTaT, T. €. ”THTUOMPYIOT
IndepeHINPOBKY TOYEPHUX KIIETOK WHUITAANICH
KOJIYMEJUTBI, YTO IIPUBOIUT K IOSBICHUIO ABYX CJIO-
€B MHULAJICH KOJIYMEJUIbI M IPOLIEHT PACTCHUM C
3TOM aHOMAJIME PACTET BMECTE C KOHLICHTpalMel B
BBIIIEYKa3aHHBIX IIpeaeaax. OMHOBPEMEHHO C 3TUM
najgaeT Yucjao CJIOEB KOJYMEJUIbl U Ipu obpaboT-
ke 0.1 HaHOMoJsIEM OpaccuHOCTEpOoUIa 0Kojio 25%,
68% u 7% pacTeHUI UMEIOT, COOTBETCTBEHHO, Ye-
THIpE, TPU U IBa cJ1051. CUTHAJIBHBIN ITyTh OpacCUHO-
CTEPOUIOB IIpH MEePeXoae TOPMOHAIBLHOIO CUTHAIa
OT pelenTopoB, KnHa3 1 ocdartas Kk T paszmens-
ercsa Ha BZR1 (BRASSINAZOLE-RESISTANT 1)
u BES1 (BRI1-EMS-SUPPRESSOR 1) omocpe-
JOBaHHBIE CUTHaJbHBIE KackKambl [53], m3 KoTto-
peix BES1 aktuBupyer nuddepeHIMPOBKY KIETOK
konymenl [51], B To Bpemst kak BZR1 kackan ee
nomasiseT [52]. BZR1 kackan 4acTUYHO JIeiicTByeT
yepe3 YMEHbBIICHUE CTUMY/ISIIAM ayKCHMHOM IHQ-
(bepeHIIMPOBKU KJIIETOK KOJIYMEJLIBL.

B xopHsix, 06pabOTaHHBIX >XXaCMOHOBOI KHUC-
JIOTOI, IIPOMCXOOUT KOMILIEKCHOE HapylleHUe
nudHepeHIINPOBKY KOJYMEJIbI, TaK KaK MapKep
MHUIIMANei KOJTyMeJIIbl peTUCTPUPYETCS 0oJiee YeM
B OHOM CJIO€, HO IIPY 3TOM 4YacTh MHUIMAJIEH KO-
JIYMEJUTBI MeeT KpaxMairbHble 3epHa [54]. [Tokasa-
HO, YTO MHAYIUPYyeMbIit skacMoHaTamMu T MYC2
nomasisgeT 3kcapeccuio reHoB T® PLTI1 w PLT2,
YYaCTBYIOIINX B ayKCMHOBOM KOHTpoJIe nuddepeH-
IIUPOBKY KOJTYMEJLIBL.

B kopHe y 5-gHEeBHBIX MPOPOCTKOB abCIIU30-
Bas kuciora (AbK) nmeer HauOOIBIINIT YPOBEHD
B MOKOSIIIEMCS LIEHTPE W KOJyMeJUIe, U 3TOT ypo-
BeHb 3HAUYUTEJIBHO CHMXaeTcs, HaumHasa ¢ 10-To
IHS TTocie mpopactanus [13, 55]. Oopaborka ABK
5-THEBHBIX IPOPOCTKOB JIaeT HauboJjiee BHICOKUIA
CHTHAJI TAKXKE€ B KOHUMKE KOPHSI C MAaKCUMYyMOM
B KOJIyMeluie, HO TIpu obpabotke 10—15 mHeB-
HBIX IIPOPOCTKOB CUTHAJI B KOPHE ropasio ciadee
W TIPpUMEPHO OOMHAKOB IJISI BCEX TUIIOB KJIETOK
[13]. barokmpoBanme 6mocnmHTe3a ABK mpuBomut
K HAKOIUICHMIO KpaxMmajla He TOJIbKO B MHUIIMA-
JISIX KOJYMEJUIBI, HO M B MOKOSIILIEMCS LIEHTPE [56].
IMopasnenune ABK mguddepeHnupoBKku agouep-
HUX KJIETOK MHUIMANIeil KOJIyMeJIIbl TpeOyeT yJa-
CTUSI IBYX ayKCUH-MHOYIUPYEMBIX reHOB, WOXS5
u AUXIN RESPONSE FACTOR 5/MONOPTEROS
(ARF5/MP) [56—58].
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YEPEHKO u np.

B xomymenmne STWIeH yBeIMYMBACT 4HC-
JIO CIYIICHHBIX CJIOEB, a MHIMOUTOP OMOCHHTE-
3a atmwieHa (2-aminoethoxyvinyl glycine, AVGQG)
YMEHbBIAeT UX 4uciio [12]. DHOOTeHHBIM 3TUJICH
CHHTE3UPYETCsl BO BHEITHEM M ITOUIEXKAIIEM CIIOSX
bKY, roe cnieuuguuecku skcnpeccupyercs:t ACSS8
(I-aminocyclopropane-1-carboxylate synthase §)
KaTajau3upylomasi, Kak u octajabHbie ACS TUMUTH-
PYIOIIYIO CTamnio B OnocuHTe3e aTmireHa [59]. O6-
paboTKa ayKCMHOM 3HAUYUTEIHHO ITOBBIIIACT KC-
npeccuio ACSS B atux ciosix. O0padboTKa STUIIEHOM
yBeJIMYMBaeT MHTCHCMBHOCTh CHTHaIa ayKCHHA B
BKY u 510 yBenuueHue 3aBucut oT AUXI TpaHCc-
TopTepa ayKCuHa, T. €. CBSI3aHO C IIepepaclipenaee-
HueM 3Toro ropmoHa [60]. [166epe/InH yCuauBaeT
AyYKCHMHOBBIM CUTHAJ B Koymelnie [61].

TEHETUYECKAS PETYJIAALVS ITEPEXOIA
OT AEJIEHUU K ANPPEPEHLIMPOBKE
KJIETOK B KOPHEBOM YEXJIMKE

I'eHeTnyecknii aHaIW3 M JIOKAJIM3AlMS BKC-
Mpeccuy TeHOB B KOJyMeJlIe TTOKa3alu, 4To mepe-
XOJI KJIETOK OT JAeJeHU K TudhepeHIMpOBKE HaX0-
IUATCS TI0A, KOHTPOJIEM HECKOJBKMX He3aBHCUMBIX
peryasaTopHbIX nyteit [5]. OauH U3 HUX BKIIOYAET
T® FEZ u SMB cemeiictBa NAC (NAM, ATAF and
CUC), a takxe WOXS5 cemeiictBa WUSCHEL, no-
MEHBbI KCIIPECCUN KOTOPBIX MTPUBEIEHBI Ha puUC. 3.
T® FEZ aktuBUpyeT KIICTOYHBIC OCICHUS B MHU-
LUAISIX KOPHEBOIO YeXJIMKa W CHMXXEHHUE ero ak-
TUBHOCTH MPUBOAUT K YMEHBILIEHUIO YUCJIA CJI0EB B
konymeie 1 BKY [18]. KonnuectBo FEZ B kjet-
K€ OrpaHMYMBAETCSd MO MNPUHLUIY OTpULIATETb-
HOI 0OpaTHOI CBSI3U MyTEM aKTUBaUUU reHa SMB.
Td SMB nonmasnset reH FEZ B ToYepHUX KIIETKaX
WHULMaNe KOJAyMeJlJIbl, OTpaHUYMBas TaKUM 00-
pa3oM MX CITOCOOHOCTb K JAEIEHUI0 U CTUMYJIUPYS
auddepeHunpoBKy. WOXS5 skcnpeccupyeTcs B 1o-
KosIeMcsl LeHTpe, TAe OH MPEeNnsITCTBYET AeJICHUIO
kieTok [57, 62]. C apyroii croponsl, WOX5 B 1ToKo-
SIIeMCs LIEHTpe aKTUBUPYET HEYCTaHOBJIEHHBIE 10
HACTOSILEr0 BPEMEHM CUTHAJbHbIE KOMITOHEHTHI,
KOTOpbIe, MUTPUPYSI B MHULIUAIU KOJIYMEIbI, 1O~
JaBIISIOT 3Kcnpeccuio SMB u TeM caMbIM CHUMAIOT
vuHruouposanue ¢ FEZ, cTuMyaupys aejieHue MHU-
uuanei [5, 63]. [Tomumo storo, WOXS5 noaaepxu-
BaeT CMOCOOHOCTh MHULIMAJIE KOJyMeJUIbI K elie-
Huto, rogaBisad reH T® CYCLING DOF FACTOR 4
(CDF4), n36bITOK KOTOPOTO MPUBOIUT K TPEXKIEB-
peMeHHOI IuddepeHINpOBKe WHULMANEH [64].
COOTBETCTBEHHO, Y MyTaHTOB WoXJ5 MHULIUAIU KO-
JIyMeJUIbl HauuMHaT auddepeHuIMpoBaTbCI U Ha-
KaIauBaThb KpaxMmal, TOrma KakK CBEpX3KCIpeccus
WOX5 npuBomouT K ocTaHOBKe AU EpeHLIMPOBKU
JOYEPHUX KJIETOK UHUILAANEH HEe TOJIbKO KOJIyMe-
nbl, Ho 1 BKY [57, 64].

HuddepeHIUpPOBaHHBIE KJIETKA KOJYMEJTbI
npoayuupyior nentuaabie TopMoHbl CLAVATA3/
Ne 2
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EMBRYO SURROUNDING REGION-
RELATED 40 (CLE40), CLE16 u CLE17 [65, 66],
CHUTHAJIbI KOTOPBIX BOCIIPUHUMAIOTCS MPOTEUHKU-
HasHBIM pelenTopHbiM KoMiiekcoM CLAVATAL
(CLV1)-ARABIDOPSIS CRINKLY4 (ACR4),
BBI3BIBAS UG GEPEHIMPOBKY KIETOK KOIYyMEI-
bl Tiyrem miogaBiaeHus WOXS [65—67] (puc. 3).
ITocpemaukom BwicTymaer docdaraza PROTEIN
PHOSPHATASE 2A (PP2A), Ha KaTaqnuTU4ecKylo
cyopenuHmily Kotopoif, PP2A-3, mocrrpancis-
uuoHHo BosgeiictByer ACR4 [68]. Eme omHum
y9acTHUKOM curHajgbHOro nmytu CLE menTumos B
nonaepXaHuu TndepeHINPOBAHHOTO COCTOSTHUS
KJIETOK KOJIyMeJUIHI siBisieTcss E3 youkBuTuHINTa3a
PLANT U-BOX4 (PUB4) [69].

PeryastopHblii TyTh, CBSI3aHHBIM C ayKCHU-
HoM, BkiatodaeT B ceosd T AUXIN RESPONSE

Aykeun  WOX CLEI6
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FACTOR 10 (ARF10) u ARF16, onocpeayomux
TPaHCKPUIILIMOHHBINA OTBET F'€HOB Ha 3TOT (PUTO-
ropMmoH, a takxke MUKpoPHK miR160, nna xorto-
poit MPHK ARFI0 n ARF16 aBngroTcs TIpSIMBIMU
mutnensamu [24, 70] (puc. 3). B To Bpems Kak o6pa-
00TKa ayKCMHOM CTUMYIUPYET TudPepeHIINPOBKY
KJICTOK KOJIYMEJUIBI M CHMXKAET CKOPOCTh JEICHMUS
nHunmaneit [24, 25], miRI160 aktuBupyeT neie-
Hue nHunmaneit, momasinstss ARFI0 n ARFI16 [70].
Caepxakcnpeccuss miRI160 wnm MyTalluM TEeHOB
ARFI10n ARFI16 mpuBomsAT K HEKOHTPOIUPYEMBIM
JEICHUSIM KJIETOK B KOJyMellie U OJOKUPYIOT UX
I depeHIINPOBKY, B pe3yabTaTe yero GopMupy-
€TCS OIyXOJIb Ha KOHYMKE KOPHS U yTpauMBaeTCs
rpaBUTpONU3M. B mommepkaHUU CTBOJIOBOTO CO-
CTOSTHUSI MHULIMANIEI KOJIyMEJLTBl Y4aCTBYET TaKXKe
reH ULTRAPETALAI (ULTI) [71]. Myranust 3T0-

(a)

CLEI7 ACR CLE40  PUB4 ARF10/16 miR160  SCR  PP2A-3
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Puc. 3. Perynsuus nenenus u nuddepeHIMpOBKY KIETOK KOJTYMEIJIbI: a — paclpeneieHue peryasTopoB B KODHEBOM YeX-
Juke. KpacHblil LIBET 1IKaIbl COOTBETCTBYET MaKCUMaIbHOMY YpoBHIO (MAX), CHHUI — MUHUMaJIbHOMY JETEKTUPYEMOMY
ypoBHIo (MIN). Benblii LIBeT oTpaxkaeT OTCyTCTBUE perysTopa B KiieTkax. Kaxaplit peryasitTop mMeeT CBOi MaKCUMaJIbHbII

W MUHMMAJIbHBIN ypOBeHb. Belky yKa3aHbl MOy KUPHBIM

TIPSIMBIM TEKCTOM, TPAaHCKPUTITH — KypcuBoM. 1] — mokosi-

muiics neHtp, UK — nanimamm komymemnsr, K1-K4 — nuddepeHmpoBaHHbIe KIETKH KOJTYMEJUTbI; 6 — TeéHeTH4ecKoe
B3aMMOJENICTBIE PETYISITOPOB AeNeHni 1 nndGepeHIMpoBKY KIeTOK. [IyHKTpOM yKa3aHO TUTIOTETUYECKOe B3auMOeii-

cTBUE (TpeOyeT JaTbHENIIEro N3y4yeHmsI).
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ro TeHa TPUBOIUT K TIpeXAeBpeMeHHON mudde-
PEHIIMPOBKE MHUIIMANEH KOJIYMEJIbl. ¥ MyTaHTOB
CHIKEH ayKCHHOBBII CUTHAJ B KOJIyMeEJUIe, OMHAKO
MOKa HESICHO, SIBJISIETCS I UMEHHO 3TO MPUYMHO
HabrogaemMoro (peHoTHuMA.

Td RBR cTtuMynupyeT 3aBepileHue KIETOUHO-
ro IUKJIa ¥ 1 GepeHIMPOBKY B JOYSPHUX KIIETKAX
VHUIIKANE KOJyMeJlIbl, paboTasi B paMKax peryJisi-
topHoro KoHtypa SCR—SHR—RBR [39, 72]. Ctour
otMeTuTh, uTo RBR 1 ARF10/ARF16 perynupyior
AKTUBHOCTb MHUIIMAJEH KOJIYMEUIbl HE3aBHUCHMO
ot FEZ [5].

bricTpas nuddepeHIpOBKA KIETOK KOJTYMENT -
JIBL Cpa3y MOCJie OMHOTO ACICHMS CTBOJIOBOM KJIET-
KM COIIPOBOXIAETCS YHUKAJIbHBIM CTaTyCOM XpO-
MaTWHa B 3TnX Kiuetkax [73]. YV A. thaliana xnetkn
KOJIYMEJUIBl MMEIOT Haubojiee MEeTUJIUPOBAHHYIO
JAHK mo cpaBHEHUIO ¢ OPYTMMU TKaHSIMU, IpPEU-
MYILIECTBEHHO THUIEPMETUINPOBAHEI MOOWIbHBIE
aJIeMeHTHI. [uIepMeTnInpoBaHue OCYIIEeCTBIISIET-
Cs 3HAYMMO IIOBBIIIEHHBIM KOJIMYECTBOM MAJIbIX
PHK pnunoit 24 HykimeoTMma M TPaHCKPUIITOB,
KONUPYOIINX OPYTMX YYaCTHUKOB IIpoliecca
PHK-nanpasneHHoro wmetunupoBanusi JIHK.
[Ipu 3TOM B KJIeTKax KOJIYMEIUIBl HE aKTUBEH I'eH
DECREASED DNA METHYLATION 1 (DDM]I)
M CHUXEHO KOJUYECTBO TPAHCKPUITOB THCTO-
HOB, YTO TaKXe yKa3bIBaeT Ha 0CO00€ COCTOSTHHE
snureHoMa. O BaXXHOCTHU 3IUTEHETUIECKOI pery-
Iy B nudGepeHINPOBKEe KIETOK KOJYMEJUIBI
TOBOPUT TaKXe TO, YTO ITOTepsI (PYHKIMU T'MCTOH
anetuntpancdepassl GENERAL CONTROL
NONDEREPRESSIBLE 5 (GCN5) unm acco-
nuupoBaHHOro ¢ Heit ¢akropa ALTERATION/
DEFICIENCY IN ACTIVATION 2B (ADAZ2b)
CHMXaeT 4ynuciao Inud@epeHInpOBaHHBIX CIIOCB B
koxymeie [74]. Ilpu aToM y 4acTu MyTaHTOB gcnS
KpaxMallbHbIe 3epHa, MapKupyoomue anuddepeH-
LIMPOBKY, HAXOOWJIM B MHMUIIMAJSIX KOJIYMEJUIBI U
Jaxe B TIOKOSIIEMcs LIeHTpe, a 'y ada2b ObII CHU-
JK€H ypOBE€Hb ayKCMHa B KojJymeiuie. BrisBieHa
TaKXXe POJb METaO0OJUTOB B peryiasauuu mudde-
PEeHLMPOBKHM KJIETOK KOTyMeIUIbl. Hapymenus me-
Ta0O0JIM3Ma JINITUAOB, TaAKNe KaK CHIXKEHIE YPOBHS
Hecrrennduyecknx docdomumnaz C unm docda-
tuauraiepodocdardocdarassl 1, MPpUBOIIT K
neneHusIM nuddepeHIMpyommnxed u andepeH-
LIMPOBaHHBIX KJIETOK KoJayMmeusl [75; 76]. B ciy-
yae MYTAHTOB IT0 TeHaM HecIleunuyeckKnx ¢oc-
¢ommmnaz C anHoMaJbHbBIE ASACHUS TTPEKpaIIaloTCcs
npu gob6aBireHNN PocdOXoNMHa, TIPONAYKTa aKTUB-
HOCTHU 3THUX (pepMeHTOB [75].

Mexanusmsbl nepexona kietok bKY ot nenenuit
K nuddepeHIIUpOBKE MCCAENOBaHbl B MeEHbIIeH
CTeIleHU, YeM 151 KiaeToK Koaymesabl. B BKY, kak
" B KoiryMene, padotaet monynbs FEZ—SMB [18].
Y pacTteHuii co cBepx3KcIpeccueit reHa TerioBOTo
moka HsfB4 (class B-heat shock factor 4) Habmona-
IOTCS TOIIOJHUTEIbHBIC IEJCHUS B TOYEPHUX KIIET-
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Kax naunuaneit BKY u anubnemMsl, 4To IpUBOAUT K
JOMNOJHUTENBbHBIM c10siM B BKY 1 ero yniMHeHu1o
o 30HBI nuddepeHIMpoBKy [77]. Y MyTaHTOB 110
reHaM TORNADOI (TRNI) n TRN2 xieTku MHU-
muaneii bBKY u snmbieMsbl nendarcss aHoMaJabHO, U
BO MHOT'MX BepTUKalbHBIX psigax bBKY pa3BuBaercs
BMECTO 3IMMOJIeMBbI [78]. DTO TTOATBEPXIEHO HATU-
yueM MosekyisipHoro Mmapkepa bBKY u 6osee paH-
Hell BaKyoJIM3alieii KJIeTOK B TAKUX psigax 1o CpaB-
HEHMIO C KJIETKAMU 3IM1OJIeMBbI, UX 00JIee TOJICTBIMU
CTeHKaMM 1 MX TUOEJIbIO B Hadyajie 30HbI YIUTMHEHMSI,
YTO IPUBOANT K pa3pbIiBaM B annbiemMe [78]. YBenn-
yeHue yrcaa nnuumanein bKY u yucna cnoes bBKY
BBI3BIBACTCSI TAKXKE DKTOIMMIECKOI IKCIIpeCCueii re-
HOB PLT, B To BpeMs1 KaK MOTeps UX PYHKIMU CHU-
xkaet ynciio cnoeB bKY [79]. AktuBHocTh reHa PLT]
TOIABIISIETCS CBA3BIBAHMEM C €70 IIPOMOTOPOM KOM-
mwiekca T® GROWTH-REGULATING FACTOR
(GRF) c ero kopakropamu GRF-INTERACTING
FACTORs (GIFs), xoropsie He nmeror JHK cBs-
3piBatoriero gfoMmeHa [80]. IToTepst pyHKIIM 0OgHOTO
n3 Tpex GIF xodakTopoB AN3 yBenmumMBaeT 4nciio
cinoeB B bKY.

IT’EHETUYECKAA PETYJIALUA YIAJIIEHUA
KIIETOK KOPHEBOTI'O HEXJIMKA

3anpoepammuposanHas eubdenb Kaemox
KOpHe8020 uexauka

Tubens xinerok bKY B TpaH3UTHOI 30HE KOp-
HS SBIIsIETCS (DMHAJIBHBEIM 2TAaIllOM Ipollecca MX
mddepentmpoBk [4]. UHUIIManmsa MexaHU3MOB
rubenu kjerok BKY compoBoxmaeTcsl akTuBa-
uei TeHoB acmaparuHoBoi npoteassl PUTATIVE
ASPARTIC PROTEINASE A3 (PASPA3), HyKJeas3bl
BIFUNCTIONAL NUCLEASE 1 (BFNI), pubony-
kineassl RIBONUCLEASE3 (RNS3), a Takxke psiga
IPYIUX W3BECTHHIX MAapKepoB 3amporpaMMHpPO-
BaHHOU KjeTouHOi1 rubenu [4, 81, 82]. AkTuBanus
PASPA3 aBnsiercss TiepBbIM IPU3HAKOM IOATOTOB-
ku kinetok bKY x rubenu [4]. HemocpencTBeHHO
3alyCK TUOeIn KIETOK COIPOBOXKIAETCS PE3KUM
nageHueM pH nuTomnaasMel, KOTOPOE MPEaLIeCTBY-
€T MOBBIIIEHNIO NPOHULAEMOCTH MIa3MaJeMMbl U
paspylIeHu0 Bakyonu. DepMeHTAaTHUBHAsT aKTUB-
HocTh BFN1 B OTHOLIEHWN HYKJIEMHOBBIX KUCIOT
peanusyeTcsd yXe B MOTMOIIMX KJIeTKaX Ha CTaauu
aBToyM3a: (bepMEHT BbICBOOOXIAETCS B LIUTOILIA3-
MY TOJILKO MOCJE pas3pylleHus 3HAoIIa3MaThye-
cKoro petukyayMa. CooTBETCTBEHHO, Y MYTaHTOB C
notepeit GyHKUMU bfn -1 3agepKuBaeTCs aerpama-
1y ssaep norudimx kiietok bBKY. IpuMeuaTensHo,
yto B KJietkax bKY Ha craguu, npeniiecTBylolei
3alporpaMMMpPOBaHHON TuOeIM KJIETOK, CHelu-
¢uuecku s3kcrapeccupyetcs pochonumnaza PLDT2,
TUAPOIU3UpYIOLIasl MeMOpaHHble Junuabl [83].
Takke B KOpHEBOM YeXJMKe Meped 3amporpam-
MUPOBAHHOM THOEIbI0 KJIETOK aKTUBUPYETCS TEH
ATAO1, xonupyoluii MeAHO-aMUHHYIO OKCHUIA3Yy,
Ne 2
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OKUCJISIONIYIO MYTPECLIMH 10 aJIbAeruaa, aMMuaKka
¥ mIepokcuaa Bogopona [84].

3amporpaMMHpoOBaHHYIO THOeNb KieTok bKY
He3aBucumo peryaupyior T SMB u ANACO087,
crieunMUUHBIE IS KOPHEBOTO YexXJWKa (Wb
Hebonpmoe komumyecTBO ANACO087 oGHapyxXum-
BaeTCs TakKxke B 3MIuOeMe U KJIETKaX COCYIOB
KcuieMmbl) [4, 82]. DKrommdyeckass 3KCIIpeccus
reHOB, Komupyoiux 3ti Td, nHUIUUpyeT TUu-
0enb KJIETOK 3a mpenenamMu dyexanka [82]. SMB n
ANACO087 perynupyioT akTUBHOCTb TeHOB BFNI
u RNS3. CoOTBETCTBEHHO, ¥ MYTaHTOB anac0§7,
Kak U y bfnl-1, HapylieHa OeTpamgalus SAepHOI
JHK B morm6mmx knetkax BKY [82]. Myrauus
smb BemeT K Ooyiee KapaAWMHAJIbHBIM M3MEHEHUSIM:
rubenb KJeTok 3aaepxuBaercs, 1 bKY npuo6-
peTaeT yBeIMYECHHOE YMCJIO KJIETOK M 3aXONUT B
30HY YAJMHEHUS, YTO CBUIETEIbCTBYET O OCHOBO-
nonarapueir poau 3toro T B MHULIMALIMU TH-
6enm kietok bBKY [4]. benok IMHKOBBIX MaJIbIICB
ZINC FINGER OF ARABIDOPSIS THALIANA
14 (ZAT14) GyHKUMOHUMpPYET KaK pernpeccop B
TeHHO# ceTHm, akTUBMpyeMoil SMB m perynupy-
IolIeil 3aIporpaMMUpPOBaHHYIO THOEIb KIETOK B
KOpHEBOM 4exJimKe [85].

HenaBHO OBUIO MOKa3aHO, YTO IIPOMXOJIKUTEIIb-
HOCTb XXU3HU CIIYIIMBAIOIINXCS KJIETOK KOJIYMEILIBI
A. thaliana Taxxe perynmmpyercs ITyTeM X IIpoTrpam-
MUPYeMOi1 THOeNIN, 3aITyCK KOTOPOX KOHTPOJIHMPYIOT
T ANAC087 u ANAC046 [82].

Cﬂymueaﬂue ducmanvHo20 cA05 KAemoK
KOpHE6020 Hexauka

[IpyHIMTIMATBHEIM COOBITHEM B CIIYIIWBAaHUM
OHACTAIBHOIO CJIOST KJIETOK KOPHEBOTO YeXJIMKa SIB-
JIIETCSl peopraHu3alns KIETOYHBIX CTEHOK [86].
Td SMB, BEARSKIN 1 (BRN1), BRN2 u NIN-
LIKE PROTEIN 7 (NLP7) perymmpyior cospe-
BaHHME KJIETOK KOPHEBOIO 4YexJiMKa M Momuduka-
U0 MX KJIEeTOYHBIX cTeHOK [17, 87, 88]. BRNI n
BRNZ2 aXTUBUPYIOTCS B KJIETKAX, PACIOJIOXEHHBIX
Ha MOBEPXHOCTU KOopHeBoro uexyimka; B bKY wnx
skcmipeccus 3aBucuT or T SMB [87]. BRN1 n
BRN2 axktuBupyior reH mektuHassl ROOT CAP
POLYGALACTURONASE (RCPG). ®DyHKIIMOHUPO-
BaHHE 3TOro (pepMeHTa CIIOCOOCTBYET OTHCICHUIO
KJICTOK.

Kaxk MBI yrtoMyHaIM BBIIIE, XapaKTepPHOM 0COo-
O6eHHOCTHIO Brassicaceae, Bkmouast A. thaliana,
SIBJISICTCS CITYIIMBAHKE ITOrPAHUYHBIX KJIETOK KOp-
HEBOTO YEXJIMKA COMHBIM CJIOEM C COXpaHeHUEM
KOHTaKTOB Mexxay HuMu [21]. Takoii xapakTep oT-
nmenmeHus KieTok obecrreumBaeT TA NLP7, xmo-
YeBOM peryysiTop Ilepeladyd HUTPATHOIO CUIHAJla
[88]. OH wHMUMUpYyeTCd HU3KUMU 3HAYCHUSIMU
pH u axTuBeH B mOrpaHUYHBIX KJIETKax. Y IIpO-
pocTKOB A. thaliana ¢ myTaumen npl7 CIyliuBaloT-
cs1 OTHOEbHEIE KJIETKM, 1 MyTaHTHBIN (PeHOTUII 3a-
Bucut ot 3kcupeccun reHa CELLULASE 5 (CELD).
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IloMuMoO 3TOro, y MyTaHTOB aKTUBUPYIOTCSI T€HBI
Ipyrux GepMeHTOB, aKTUBHBIX B OTHOIIEHUM I10-
JIMCaXapyuIoOB KJIETOYHBIX CTEHOK (B YaCTHOCTH,
KCHJIOTTIOKAH-CIIeMU(UIHBIE TJIMKO3WI-TUIPOJIa-
36l U IIEKTUH-I1Aa3bl), a Takke T SMB, BRN1 u
BRN2.

AyTrodarus Kak Ipolecc Ierpamgalny KIeTod-
HBIX KOMITOHEHTOB 4Yepe3 opMupoBaHue ayroda-
TocoM 1 ayTo(arm4eckoro IOTOKa K JM30COMaM
¥ BaKyoJIsIM, TIe IPOMCXOOUT WX JIM3UC, 3HAUMMO
YCUJIUBAETCsl Tieped 3amnporpaMMHUpPOBAHHON TH-
6enbto kietok bKY M cinymnBaHueM KIIETOK B KO-
gymese [15, 89]. DToMy criocoOCTBYET aKTHUBALUS
AUTOPHAGY GENE 2 (ATG2), ATG5 u ATG7 [89].
B xonymenne myranus A7TG5 IpUBOAUT K CIIyIITABA-
HUIO OTIEIbHBIX KJICTOK BMECTO LIEJIOTO CJIOS U 3a-
nepke ux rudenu [15, 89].

CUHXPOHW3ALMA AEJTEHWA
WHULWAJEN U CIIYIIUBAHUSA
JAUCTAJIBHOI'O CJIOA KJIETOK

B kopHeBOM uexjaMKe Oe/ieHUWe WHULMANCH
KOMITIEHCHUPYET CIYLIMBAHUE €r0 MOCIEIHEro Cos,
M KOOpAMHALMS 3TUX MPOLECCOB TIPaguCHTOM
ayKCUHa B 3HAYMTEJIbHOI cTereHu obecrneyunBa-
€T TTOCTOSTHHBIN pa3Mep opraHa [12, 14]. Tak, T®
NLP7 oka3bIBaeT BIAMSIHME HAa ayKCUHOBBINA CHUT-
HaJl B KJIETKaX BHEIIIHEro CJI0s KOPHEBOIO YeXJI-
Ka B oTBeT Ha aeuuutT azota [80]. Mytauus nip7
YCUJIMBAET ayKCUHOBBIM CUTHAJI BO BHEIIIHEM CJI0€
KJIETOK KOJIYMEJIJIbl 3a CUET U3BMEHEHMsI TPaHCIIop-
Ta ayKCHMHA, 4YTO COIPOBOXIAETCS CHUXEHUEM
MUTOTUYECKON aKTUBHOCTU U AU PepeHLupoB-
KOl CTBOJIOBBIX KJIETOK KOJTyMeJUTbl. bonee Toro, y
MyTaHTa CHUXaeTcs akcnpeccuss WOXS. DT1o non-
TBEPXIAET pOJib ayKCMHA B CUHXPOHU3ALIMU Jesie-
HUI1 ¥ CITyIIIUBAHUS.

CurHanbHbii ientua IDA-LIKE 1 (IDLT) u ero
peuentop HAESA-LIKE 2 (HSL2), no-BugumMomy,
KOOPAVHUPYIOT IMHAMUKY CAYyLIMBaHUS U oOpa-
30BaHUS HOBBIX CJIOEB JOYEPHUX KJIETOK MHUIIMA-
neit [14]. IDL 1 akTUBeH MPEUMYILIECTBEHHO B IBYX
nocjeaHux (repugepruyeckux) Caosx KOJyMesUlbl,
KOTOpbIe OYAyT MOCJIEMIOBATENIbHO CIIYIIABATHCS
Ipyr 3a apyroMm. HSL2, Hao60poT, SKCIIpecCcupyercs
B BEPXHUX CJIOSIX KOJIYMEJIIbl U B MOJIOABIX KJIETKaX
BKUY. IToBbilieHHas akcnpeccus IDL 1 yBeanunBa-
€T YaCTOTY CJIYIIIMBAHUS CJIOEB 32 CUET COKpAIIEHUS
MHTEepBaa MEXAy CAYIIMBAaHUEM CJIOEB BIUIOTh 10
OTHeJIeHUsI ABYX CI0eB ogHOBpeMeHHOo. Ilpu sToM,
ecnu IDL 1 cBepxaKcripeccupyeTcsl B Asl2 MyTaHTe,
yIajeHue KJIeTOK HapylaeTcs paclieruieHUeM ClIy-
IIMBAIOLIETOCS CJIOS Ha TPAHUIE MEXIY KOJIyMen-
Jioit u BKY unu, HAa000pOoT, OTCYTCTBUEM CIIYIIBA-
Hus# B paitone BKY.

O06o0611ast Bce cKa3zaHHOE BbIlIEe, OOHOBJIEHUE
KJIETOK KOPHEBOI'0 YeXJIMKA IMTPOUCXOAUT MYTEeM pe-
TYJSIPHBIX IeJIeHUI WHULIMAIeil, JoYepHue KJIEeTKU
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KOTOPBIX TU(MDEPEHIUPYIOTCA B KIETKH KOJIyMeEI-
el 1 BKY, pu aTom crapeie nuddepeHnnpoBaH-
Hble KJIETKW YIOAJISIOTCS IIyTeM 3alporpaMMUpPO-
BaHHOI Tmoenun (knetku bBKY Bwimie moxosierocs
IeHTpa) WIN CIyIIuBaHUI B TouBy (kKinetku BKY
HIDKE TIOKOSIIIIETOCS LIEHTPa M KJIETKU KOJIYMEILIbI).
VY A. thaliana npouecchbl MOCTYIUICHNUST W YIaJACHUS
KJIETOK AOCTAaTOYHO CTPOr0 CHHXPOHU3HUPOBAHHI,
YTO ITO3BOJISIET MOAAEPKUBATH IIOCTOSIHHBIN pa3Mep
KOPHEBOTIO YexJinKa. B HacTosIee BpeMs: onrcaHbl
TOPMOHAJIBHBIE PETYJISITOPBI 3TUX IIPOLECCOB, KITIO-
YeBBIM CPeIM KOTOPBIX SIBJIsIeTCS ayKcuH. Ompene-
JICH psII TeHETUUECKUX PETYISITOPOB, HEKOTOPBIE U3
KOTOPBIX O0BEIUHSIOTCS B PETYISITOPHBIE KOHTYPHL.
To, 4TO OMHM M Te Xe TeHBI 3a4aCTYIO0 KOHTPOJIUPY-
IOT pa3Hble CTaaIUM OOHOBJICHMSI KOPHEBOIO YEXJIH-
Ka (Hanmpumep, SMB), TOBOpUT 00 WX MPSAMON WIIN
KOCBEHHOI BOBJICYEHHOCTH B KOOPIMHAIIUIO IIPO-
LIECCOB IeIeHUS U yaajaeHus KieToK. [pamueHT ayk-
CHMHA B KOJIyMeJLIIe, BEPOSITHEE BCETO, SIBJISICTCS OC-
HOBOIIOJIATAIOIIMM MEXaHM3MOM CHHXPOHM3AlINU
3TUX IBYX IIpornieccoB. OQHAKO SIBHBIE CBSI3U MEXIY
AYKCWUHOM W JPYTUMM MOTEHUUATBHBIMU KOOPIY-
HaTOpaMM Ha CETONHSIITHUI TeHb HE YCTAHOBJICHBHL.
Taxkum 06pa3oM, peKOHCTPYKIIUS LIETOCTHOM TUHA-
MHUYECKON CETHU peTy/Iainy 0OHOBJIECHNS KOPHEBOTO
YexJIMKa — BOIIPOC OyIoyIIero.

PaGota BeIlTOTHEHaA TpW Tomaepxke Poccuii-
cKoro HaydyHoro poHzaa, rpanT Ne 20-14-00140.

ABTOpHI NcKpeHHe OmaromapHbl B.B. JlaBpexe 3a
MPOAYKTUBHOE OOCYXIECHHUE CTaThU.

ABTOpBI 3aBJISIIOT 00 OTCYTCTBUM KOHQJIUKTA
uHTepecoB. Hacrosimas padbora He COIEepXUT Ka-
KUX-JIMOO MCcCaefOoBaHUM ¢ ydacTUeM JIIOJSH U K-
BOTHBIX B KaUeCTBE 0OBEKTOB MCC/IEIOBAHMSI.
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