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CrapeHue JUCTheB UHUIIUMPYeETCs nuddepeHInaaIbHON 3KCIIpeccueil TeHOB TPaHCKPUIILIMOHHBIX (haKTo-
POB U KOHTPOJUPYETCS Pa3TUIHBIMU (PUTOTOPMOHAMU, CPEAU KOTOPBIX BaXKHASI POJIb IIPUHAIJIEXKUT LIUTO-
kuHuHaM (LIK), ocyiiecTBIsIIoIMM HeraTUBHYIO PErYJISILIMIO TaHHOTO Tpoliecca. CoriacHO pe3yabTaTaM Ipo-
BEJIECHHOIO HaMM TpaHCKpUNTOMHOro aHanusa u [11P B pexume pealbHOro BpeMeHU U30paHHBIX TEHOB, 3a-
Nep>KKa CTapeHUsI JIMCThEB Y MyTaHTOB ¢ MHAKTMBUpPOBaHHBIM reHoM perientopa LIK AHK?2 6bu1a cBsizaHa ¢
M3MEHEHHOIT SKCIIpeccHeil TeHOB mparc-(pakTopoB, IIprHamiexanmmx K ceMmeiictrBam AP2-EREBP, bHLH,
C2H2, GATA, MYB, NAC u WRKY. Haubonee 3HaurMble KOJIMYECTBEHHbIE U3MEHEHUSI Y MYTaHTOB
ahk2, 110 CpaBHEHMIO C JIMCThSIMUA PACTEHUIA JUKOrO TUIIA, HAOIIOAAINCH B IPOduIe SKCIIPECCUU TEHOB
bHLH3S8, PHLH39 v bHLH100 w3 nyna peryJisiToOpoB IOTJIOLIEHUS Xele3a. 3HAUUTEIbHO MOBBIILICHHBIC
YPOBHUM TPAHCKPUIITOB 3TUX T€HOB OBbLIM COIPSIKEeHBbI ¢ akTuBauueilt reHoB FEP2 (AT1G47395) u FEP3
(AT1G47400), ciocobHBIX pu nTedULIMTE XKejie3a MHAYLUpPOoBaTh 3Kcrpeccuto bHLH38 v bHLH39. YBe-
JmdeHHas1 9Kcrpeccusi reHoB DREB26, ESE3, GATA4, ETC2wu F1104. 13 conpoBoXIajlach IIOBEIIIEHHBIM Ha-
KOILUIEHHEM TPaHCKPMIITOB reHa apabuHoranakraHoBoro 6ejka AGP17, a takxke reHoB IBL1, BEE2, Ole e I n
GDSL, cBI3aHHBIX C peryisaiueil 0eIKoB KJIeTOYHOM cTeHKHU. TakuM o6pasom, perernrrop AHK?2, ¢ koto-
PBIM MPUHSITO OTOXIECTBJISITh BCIIOMOIaTeJIbHYIO POJIb B BOoCIIpusTUM curHaia LK nuctesaMu, accolum-
pOBaH co cnelnGUIHBIM HA0OPOM FeHOB, BOBJICUECHHbIX B PETYJISLIMIO OTTOKA XKeJjle3a U Ierpagaliii KOM-
IMOHEHTOB KJIETOYHOI CTeHKU Ha (PMHAJIbHBIX CTAIUSIX OHTOreHe3a JIMCTAa.

Kiouessble cioBa: Arabidopsis thaliana, crapeHue, MyTaHTbl, TPAHCKPUIITOM, MpaHc-(PakKTOpbl, TUTOKU -
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BBEAEHWE

CrapeHue JIMCThEB — CJIIOXHBIU U CTPOTO PEeryyiu-
PYEMBII TIPOLIECC, KOTOPbIA SIBJISIETCSI HEOTHEMJIEMOI
YacThIO IIPOrpaMMbl pa3BuTuys pacteHwmii [1]. B ero oc-
HOBE JIEXKUT pEMOOMIN3ALIUS TTUTATEIbHBIX KOMITOHEH-
TOB, HAaKOIUICHHBIX B CTapeloOlleM JIMCTE, B MOJIOAbIE

I'K cratbe MMeIOTCS HOTOMHUTENBHDIE Marepuaibl, TOCTyM-
Hble Ui aBTOPU3MPOBAHHBLIX MoOJib3oBaTeseil 1o doi:
10.31857/S0015330321060087
Cokpamenns: 11K — uurokunuusl, OT I[P PB — nonume-
pa3Has 1IerHas peakivsi B peXXruMe peajlbHOro BpeMeHU Mocie
obpartHoit TpaHckpunuun, AHK — Arabidopsis Histidine Ki-
nase, T®— mpanc-dakrop, AT — nukuii Tu.

JIUCThSI WJIW 3aracalolllie opraHbl pacTeHUus. ¥ MoO-
HOKapIMYeCKUX pacTeHUI, K YUCITy KOTOPbIX OTHO-
cutcs Arabidopsis, cTapeHre TMCTbEB CTPOro MOIYM-
HEHO PENpPOIYyKTUBHON MporpaMMe, Ha peain3alnio
KOTOPOii, BMECTE C TeM, OKa3bIBAIOT BIMSIHUE CUTHA-
JIBI cpenbl [2]. DTa menb COOBITUII COMPOBOXIACTCS
MepenporpaMMMpOBaHeM TPaHCKPUINTOMa, KOTOpOe
UHULMUpYyeTcs auddepeHIMalbHON 3KcIpeccueit
TpaHCKpUNLMOHHBIX (pakTopoB (TP). CBA3BIBAsSICH C
yuc-3J1€eMEeHTaMU ITPOMOTOPHOM 00JIaCTH 1IEJIEBbIX T'e-
HOB, mpanc-GaKToOpbl U3MEHSIOT UX 9KCIIPECCUIO, BbI-
3bIBasi aKTUBALIUIO 1/WJIU TIOJIaBJIEHUE.
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M3BecTtHO, 4YTO TeHbl mparc-HaKTOPOB COCTABIISIOT
5—6% (nmpumMepHo 1250 reHOB) OT OOILETO SIIEPHOTO
reHoMa Arabidopsis, a B peryisiliud CTapeHusl TpUHU-
maroT ydactre okono 200 reHoB, IpHHaIICKAIINX
npenMylecTBeHHO K ceMeiictBaMm NAC, WRKY,
MYB, C2H2, zinc-finger, bZ1P u AP2/EREB [3]. He-
KOTOpbI€ M3 3TUX F€HOB BO3HUKIIM B pe3yjbTaTe dy-
TUIMKanuii reHoma Arabidopsis B mpoliecce 3BOMIOINY,
YTO HMMEJIO CJIACTBUEM MOSIBICHUE MYTUTULIMPOBaH-
HBIX Map C YaCTUYHOM TIeHETUYECKOU M3O0BITOUHO-
CThIO, CIIOCOOCTBYIONIEN MOMAEPXKAHUIO MEXaHU3MOB
(YHKIIMOHAJIBHOI KOMIIEHCAlIMU TIpU peaau3aluu
nmporpamMm crapeHus. K ux yuciy, B 4aCTHOCTU, OTHO-
CUTCSL psifi TEHOB TPAHCKPUITLIMOHHBIX (PAaKTOPOB ce-
meiictB NAC, WRKY u TCP [4]. B npoliecce 3BoJ10-
LIMU HEKOTOpble U3 ITUX mpaHc-(HAKTOPOB CMOIIU
MOJIHOCTBIO COXPAHUTh CETU COINPSIKEHHBIX C HAMU
LIeJICBBIX T€HOB M XapakKTep IMPOCTPaHCTBEHHO-Bpe-
MEHHOI peryJyisiliuy, Toraa Kak JIpyrue, B YCIOBUSIX
HU3KOTO CEJIEKTUBHOIO AaBJIEHUS, TPUOOpEI HOBbIE
(GYHKIUY 32 CUET HEUTPATBHBIX MyTallUIA.

IIpuHsaTO cuuTaTh, UYTO MpaHc-(haKTOPbl, UHIY-
LIUpyeMbI€ TIPU CTAaPEHUU JIUCTHEB, SIBJSIOTCS aKTUB-
HBIMM yYaCTHUKAMU 3TOTO Tpoliecca, Torna Kak uH-
rubupyemMbie mpanc-(PaKkTopbl, IKCIPECCHUS] KOTOPBIX
MOIaBJIsSIETCSI, MOTYT OTpaxarh oOlllee MageHue aK-
TUBHOCTMU JIUCTA 1 HE OBITh €T0 HEMOCPEACTBEHHbBIMU
peryiasaTopamMu. OqHaKO 4acThb MUHTUOUPYEMbIX PEry-
JISTOPOB MOXeT (DYHKLIMOHUPOBATh B MOJIOJIBIX JIU-
CTBSIX B KA4eCTBE pernpeccopoB crapeHus [3]. DtoT
MEXaHM3M TO03BOJISIET M30eXaTh SHEPreTUYecKu 3a-
TPaTHBIX I€CTPYKTUBHBIX TPOLIECCOB B MOJIOABIX JIU-
CTbSIX, JaXe MPU HeOJAronprsITHBIX YCIOBUSIX CPEJIbI.

Muanimanus u pa3BUTHE CTAPEHUS JIMCTa CBSI3aHbI
C KOMIUIEKCHOI aKTMBHOCTBIO CUTHAJIbHBIX ITyTEH
Pa3IMYHBIX (PUTOTOPMOHOB, KOTOPBIE MOTYT OBITH €T0
MO3UTUBHBIMUA WJIM HETaTUBHBIMHM PETYISITOPaMMU.
IIpu 3TOM pocCT comepKaHUST HEKOTOPBIX TIO3UTUBHBIX
pPEeryJISITOpOB Ha TO3JHMUX CTAAUSIX CTapeHUsl JIUCTa
(3TUIIEH, CcaJMLWIOBAasI U KACMOHOBAsI KMCJIOTHI)
onpenensieTcss He TOJIBKO MX PETYJIITOPHOM (PYHKIIMEH,
HO U pOJIbIO B 3allIMTE PAaCTEHUM OT MH(MEKIIU, K KO-
TOPBIM CTapelolIe JUCThS 0CO00 BOCIIPUMMYMBBI
[2]. Hutoxununbl (1K) saBasioTcss yHUBEpCaIbHBIMU
petapaaHTamMu ctapeHusi. OHU BIMSIIOT Ha 3TOT MPO-
IeCC, INIaBHBIM 00pa3oM, 4depe3 PeryIsaiuio TpaH-
CKPUITLIMOHHOM CETHU, AEMCTBYSI HUXKE ydacTKa BOC-
MpUsITUSI TOpMOHaJIbHOTO curHana [5]. W3BecTHO,
yTOo U3 ABYX penentopoB LK, KkoTtopeiM mpuHamie-
XKUT OCHOBHAasI poyib B Bocnpusatuu curHana LK B
muctesax, AHK3 oreuaer 3a IIK-3aBucumyio 3a-
JIEPKKY CTapeHMs yepe3 crieuduaHoe pochopuim-
poBaHMe TpaHCKpMIILIMOHHOro gakropa ARR2 [6].
AHK2, HanpoTUB, SIBJISICTCSI IO3UTUBHBIM PETYISITO-
poM cTapeHus [7], 0OMHAKO MOJEKY/ISIPHbBIC MEXaHU3-
MBI JEMCTBUS 3TOrO pelenTopa He BIOJHE SICHBI. B
Mpolecce cTapeHus, 0e3yCIOBHO, TPOUCXOIUT TaK-
Ke 3HAYUTEJIbHOE U3MEHEHME 9KCIIPECCUM TLUIACTU/I -
Horo TeHoMa. B mpenpinyieit pabote MBI ITOKa3aJIu,

KYIPAKOBA u ap.

YTO peryasitopHoe BausiHue penentopoB LIK Ha re-
HOM TIJIACTU, MPU CTAPEHUU MOXET OBbITh CBSI3aHO C
U3MEHEHHUEeM 3KCIIPECCUU SIAEPHBIX TEHOB, KOIUPY-
OIINX armirapaT TPaHCKPUITIIMKM XJIopoIuiactoB [7].
B nipencraBieHHOM ucceI0BaHUU, ONMPAsICh HA JaH-
HbI€ TPAHCKPUIITOMHOTO MPOMhUIUPOBaHUSI, MbI TTpe-
MPUHSUIM TIOTIBITKY BBISICHUTb, KaKue TPaHCKPUIIIU-
OHHbIE (DAKTOPBI, YYACTBYIOILIIME B KOHTPOJIE CTAPEHMUSI
JINCTa, UHTErprupoBaHkbI ¢ perientopoM AHK?2. AHanus
MpearnojaraéMbix MUILIEHEN TaKux mparc-GhakTopoB
MO3BOJIUT B NaJIbHEMIIIEM BBIIBUTH crielluUYHbIE
MOCJe10BaTeIbHOCTH TeHOB, peryaupyemble AHK?2,
KOTOpbI€ BOBJIEYEHBI B C(DEPY BAUSHUS 3TOTO pPeLIeTI-
TOpa B IPOLIECCE CTApPEHMUS.

MATEPUAJIBI U METOJ bl

JI1st mceaemoBaHMsI TPAaHCKPUIITOMOB OBIITM BEIOpa-
Hbl ONVWHAPHBIA U JOBa ABOMHBIX MyTaHTa Arabidopsis
thaliana (ahk2, ahk2ahk3 u ahk2ahk4), Hecylx romo-
3UTOTHYIO MyTaluio B reHe AHK2, koTtopas aejiaet co-
OTBETCTBYIOIIUI pEeLENTOp He(PYHKIMOHAIBHBIM, a
Takke ucxomHblii akotun Columbia-0 (qukuii Tum,
AT). MyTraHnTsel UMeJIH IIPOJOHTUPOBAHHBII IEPUOL
BereTalMy, 4YTO MOATBEPXKIAJIOCh pe3ybTaTaMu aHa-
JIu3a coiepxKaHus xjaopoduiia, 3HAYEHUN MaKCu-
MabHOTO KBaHTOBOTO BBIXOma PCII F,/F,, m skcrpec-
cun reHoB SAG [8]. KpoMe Toro, B aHaJIM3 BKIIOYMIIN
JIBOMHOI MyTaHT ahk3ahk4 ¢ yCKOPEHHBIM CTapeHUEM,
roe AHK?2 stBisteTcst eMMHCTBEHHBIM aKTUBHBIM perieT-
TopoM. PacTeHus BeIpalliMBaiv B TIOYBE TIPU TeMIIepa-
Type 22°C, 16-yacoBoM (HOTOIEPHO/IE Y OCBEIIEHHOCTH
100 MxMoIb/(M? ¢). J1y1s 9KCIIEPUMEHTOB MCIIOIb30Ba-
JIV IIIeCTOM JINCT 7-HedeTbHBIX PACTCHUIA.

buomiorexun MPHK mmss RNA-seq ananm3a rmojryga-
JI1 Ha ocHoBe ToTajibHO PHK, BeIAeeHHOI ¢ mOMO-
mpio Trizol (Invitrogen) M3 1ecToro jaucra 7-Heaenb-
HBIX pacTeHuit Arabidopsis [7]. bubamnorexu roTroBIm
Hab6opom NEBNext Ultra II RNA Library Prep, ¢ uc-
noab3oBaHueM NEBNext Poly(A) mRNA Magnetic
Isolation Module (“New England Biolabs”, CIIIA)
COIJIaCHO MHCTPYKLMSIM TIPOM3BOAUTENIS (MeTox Oosiee
noapobHo ormcaH B crathe [8]). CekBeHMpoBaHUE
TMIPOBOIMIM C MCITOJIb30BaHMEM TutaTgopmel Illumina
HiSeq4000 (“Illumina Inc.”, CIIIA) ¢ moiay4yeHueM He
MeHee 25 MIWIIMOHOB OJHOKOHIIEBBIX YTEHUI IJIMHOMN
50 nykieotunoB. [ampHeilimiasgs oOpaOOTKa YTEHUIA
npoBoauaachk ¢ momoubio mporpammbel CLC Genomics
Workbench 7.0.3 (“Qiagen”, Hunepnannpr). ITomy-
YeHHBIC YTCHMSI ObLIM OT(MIBTPOBAHBI IO KAYECTBY
¢ yIep>XXaHueM TOJIbKO TeX MO3UILUI, KOTOpble UMEIN
KadecTBO Oombmie 20 M YTEHMIA C IJIMHOI Oonee
25 HYKJICOTUIIOB M KapTHUPOBaHBI Ha pedepeHCHBIN
reHoM A. thaliana (TAIR10) co ciaenyrommmMu ycra-
HOBKaMMU: IOJIs BEIpaBHEHHOro yyacTtka — 100%, 1mo-
pOT T10 YpOBHIO cxoacTBa — 94%, mTpad 3a HecoBMa-
neHue — 2, mrTpad 3a MHAEAb — 3, OOMYCKAalOTCs
TOJILKO YHUKAJIbHBIE KapTupoBaHus. B pesyibrare
OBUIO MOJIYYEHO B cpenHeM 22.5 MUJUTMOHOB BEICO-
Ne 6 2021
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Taomauna 1. Tensl T® cemeiictBa NAC, KOTOpbIe M3MEHSUTN CBOIO 9KCITPECCHIO B IBA M GoJIee pa3a B IUCThSIX CTAPEIONINX

MYTaHTHBIX pacTeHuii A. thaliana.

HaszBaHue FC*
Jlokyc
reHa ahk2/0T ahk2ahk3/0T ahk2ahk4/0T ahk3ahk4/0T
NAC3/ ANACO55 |AT3G15500 - —4.012 — —3.925
ORE1 (NAC6) AT5G39610 — —2.848
NACO046 AT3G04060 —2.486 —4.660
AtNAP AT1G69490 -3.51 —4.67
ATAF1 AT1G01720
ORS1 AT2G41230
VNI2 AT5G13180 —2.120
JUBI AT2G43000 —3.582
NACO19 AT1G52890 —6.134
RD26/ANACO7 AT4G27410 —3.405
ANACO87 AT5G18270 —10.588
NACOS4 AT5G 14000 —5.924 —6.510 —4.529 —4.579
NACO060 AT3G44290 42.991
NACO047 AT3G04070 —3.333 —2.941 —9.090

IMpumeuanue: * FC (fold change) — nuaMeHeHune YpOBHST SKCITpECCUH TeHa.

KOKAaYeCTBEHHBIX YHUKAJILHO KapTUPOBAHHBIX UTe-
HUM U1 KaXXKI0ro oopasia.

s Tiocemytoliero rmoaTBepxkaeHrs faHHbIX RINA-
seq aHaJI13a OTHOCUTEJIbHBIN YPOBEHb TPAHCKPUIITOB,
00HApYKMBIINX Hanbojiee 3HAYMMbIC M3MEHEHUS B
SKCIIPECCUN, OLIEHUBAJIM METOIOM MOJIMMEpPa3HOM
LIETTHOI peakluu B pexkuMe peaibHOIO BPEMEHHM T10-
cine ob6patHoil TpaHckpurniuu (OT I[P PB) nHa
npubope LigthCyclerR96 (“Roche”, 1Beiiiapust) co-
IJJaCHO MPOTOKOJy, omnrcaHHoMmy paHee [8]. Cneum-
¢uuHBIe TTapBl TIpaiiMepoB K MCCIICIyeMBIM TeHaM
noxoupann ¢ rmoMombio mporpaMMbl Vector NTI11
(JomonHuTenbHbIE MaTepuaibl Tada. S1). B kaue-
cTBe pepepeHCHOro reHa ucioiib3oBaau UBQ10.

Cratuctnyeckuii aHanus. Bce sKcrnepuMeHTHI
MPOBOAWIN B TPEX OMOJIOrMYECKUX MOBTOPHOCTSX. J10-
CTOBEPHOCTb Pa3IM4YMii MEXAY OIIBITHBIMM M KOH-
TPOJIBHBIMU 00pa3laMy OLIEHUBAJIN C ITOMOIIBIO KPU-
tepust CtelogeHTa. Ha prcyHKax npuBeAaeHbl CpeaHIe
3HAYECHUS Y CTAaHJAPTHBIE OLIMOKY CPEIHUX.

PE3YJIbTATBI 1 OBCYXIEHHWE

Hughgpepenyuanvras sxcnpeccust eeHo8
mpanc-gaKkmopos npu cmapeHul AUCMbes
mymanmog no eeny AHK2

M3 o6uiero myjga reHoB, KOAUPYIOUIMX TpaH-
CKPUITIIMOHHBIC (PAKTOPBI, KOTOPBIE BHISIBIUIN TUd-
epeHIMaNIBHYIO 3KCIIPECCHUIO Y MYTAaHTOB C MHAK-
TUBHUPOBaHHBLIM perientopoM AHK?2 (50 — y ahk2,
128 — y ahk2ahk3 v 24 — y ahk2ahk4) Mb1 BbLICIWIN
reHbl TM, ygacTByIolIre B PEeTYJISILUU cTapeHus |1,
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3, 4]. danee aTH TeHbl, ObUIN KJIaCCU(PUIIIPOBAHEI IO
ceMelicTBaM C WCITOJIb30BaHMEM CrucKa TeHoB Td
caiita AtTFDB (http://arabidopsis.med.ohio-state.edu/
AtTFDBY/).

LlenTpanbHBIMM YyYacTHUKAaMU B MOIYJISLIUNA
TPAaHCKPUMNLIMOHHBIX M3MEHEHUII TpH CTapeHUU
npuHAITO cuuTath cemeilictBa NAC m WRKY [3].
MaxkcumanpHoe urcio TeHoB NAC, o0HapyKUBIITUX
MOHIDKEHHYIO MO CPAaBHEHUIO C TUKUM THUIIOM KC-
MIpecculo, OTMEYeHOo y MyTaHTa ahk2/3 (tabn. 1), mis
KOTOPOI'O XapaKTepHbl HanboJiee 3aMeIJIeHHbIE TEM-
bl crapeHus [8]. B ux yncio Bxoguian He TOJIBKO I10-
sutuBHble (ORE1/6, ANAC046, NAP, NAC019), Ho n
HeraTuBHbIE (VNI2/83, JUB1/42) peryasitopbl cTape-
Hus [9, 4]. Bo3MOXHOW NpUYMHOM MOAaBAECHUST 9KC-
MPECCUU HETaTUBHBIX PEryJISITOPOB MOXET OBbITh MX
OIHOBPEMEHHOE yJacTHe B PETYISITOPHBIX CETIX, HE
CBSI3aHHBIX CO cTapeHueM. IIpu 3ToM MOHMKeHHast
aKcIpeccus, BoisiBieHHast 1151 NAC084'y Bcex ucce-
JIOBAaHHBIX MYTAaHTOB, HE 3aBUCeJIa OT TUIIA MJIN YKC-
JIa MTHAKTUBUPOBAHHBIX PeLIENTOPOB. MOXHO Mpe/-
Iojaratb, YTO PEryJIsiiys 3KCIIPECCUM 3TOTO I'eHa
omnpeelsieTcss CKopee HapylIeHUSIMU B HOpMaJIbHOM
BOCHPUSATAM LIMTOKMHUHOBOIO CUTHAaja, 4yeM IIpO-
JIOHTMUPOBAaHHBIM WX YKOPOYEHHBIM IIEPUOIOM BETe-
TauM JTUCTheB. bolee mpemckazyemMolii oKa3ajiach pe-
aK1usl MO3UTUBHOTO peryisitopa ctapeHust NAC060. Y
MyTaHTa ahk3/4 ypoBeHb TpaHCcKpunToB NACO60 GbLn
MOBBIIIIEH OoJiee, yeM B 40 pa3 1Mo cpaBHEHUIO C I~
KuM TtU1ioM (tabiu. 1). NACO60 B cBolo odepeab, CIo-
COO€eH peryanpoBaThcs aOCIIM30BOI KUCIOTOI Yepes
dakTop Tpanckpunuuu ABI4 m ocnabnaTte ee ag-
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Taomuua 2. T'ensl TD cemeiictBa WRKY, KOoTOpble U3MEHSIIA CBOIO SKCITPECCHUIO B IBa U OoJiee pa3a B JIMCThSIX CTapelo-
LIMX MYTaHTHBIX pacTeHuii A. thaliana.

KYIPAKOBA u ap.

HaszBaHue FC*
Jlokyc
reHa ahk2/0T ahk2ahk3/0T ahk2ahk4/0T ahk3ahk4/0T
WRKY6 AT1G62300 - —2.809 —
WRKYI8 AT4G31800 - 3.297
WRKY54 AT2G40750 5.807 5.214 4.576
WRKY70 AT3G56400 4.053
WRKY75 AT5G13080 —15.123
WRKY45 AT3G01970 —3.276
WRKYS53 AT4G23810 —3.426
WRKYI16 AT5G45050 2.654

IMpumeuanue: * FC (fold change) — naMeHeHune YpOBHST SKCITpECCUU TeHa.

dekr, onpenesnsst TeM caMbIM HEUYBCTBUTEILHOCTD K
caxapam [10].

CemeiictBo WRKY, Tak ke, Kak M ceMelCTBO
NAC, BkJI10oYaeT MMO3UTUBHBIC U HETaTUBHEIC PETYJIsI-
TOphl ctapeHus1. CHIDKEeHHAasT SKCIIpeccusi ObLIa OT-
MedeHa UL Y TWHUN ahk2ahk3 v TOTBKO IS TIO3U -
TUBHBIX PETYJISITOPOB CTapeHUsI B COOTBETCTBUU C
IIPOJOHTMPOBAHHBIM OHTOT€HE30M 3TOr0 MYyTaHTa
(Tabu. 2). Hanbomee cunbHO (mo 15 pa3) ObL1a 1mogaB-
JieHa akcnpeccus reHa WRKY75, KOTOpbIii yCKOpSIET
CcTapeHHe, CTUMYJIMpPYsS, 00pa3oBaHue CAIMIINIOBOMI
KMCJIOTBI M YacCTUYHO IIOAABISIET TPaHCKPUIILIAIO
CATALASE?2 [11]. HeckonbKo citabee oka3ajaach MH-
ruOoMpoBaHa SKCIpPECCHsl MO3UTUBHOIO PETYIITOpa
WRKY45, XOTOpBIII CTUMYIUPYET CTapeHHEe 3a CYET
B3aumogeiicteuss ¢ DELLA 6enkom RGLI1 [12], a
TaK:Ke TO3UTUBHEBIX peryIsaTopoB WRKY6 n WRKYS53,
CITOCOOHBIX HAIIPSIMYIO CBSI3BIBAaThCSI C IPOMOTOPaMU
pasnu4HbIX SAG reHOB, aCCOLIMMPOBAHHBIX CO CTape-
HueMm [13, 14]. HeraTuBHBII peryiasTop CTapeHUs
WRKY54, KoTOpBIiA OMHOBPEMEHHO SIBJISICTCS TIO3UTHB-
HbBIM PETYJISITOPOM 3aIlUTHBIX peaKInii paCTeHUIA, PO~
JIEMOHCTPUPOBAJI 3HAYMTEILHBII POCT 3KCIIPECCUU Y
BCEX MYTAHTOB 3a MCKJIoUeHueM ahkZahk3, v, Bo3-
MOXHO, 9Ta akTuBauus WRKY54 6b1na cBsi3aHa ¢ 3a-
IIUTOI CTAapEIOIINX JIUCTHEB PACTEHUM OT MH(EKIINIA.
3amMeTM B 3TOM cBsI3U, uTo0 WRKY54 KOosKcIpeccH-
pyeTcsl ¢ TeHOM OTBeTa Ha TaTOreHbl U LMPKaIHbIE
putMmbl PCC 1, yBeIn4eHHBII YPOBEHb TPAHCKPUIITOB
KOTOPOTI'O MO CPAaBHEHMIO C TMKUM THUIIOM TakK:Ke ObLI
BBISIBJIEH ¥ BCEX M3YYEHHBIX MyTaHTOB (9.72 — mis
ahk2/10T, 13.35 — nna ahk2ahk3/0T n 6.19 — nnsa
ahk3ahk4/1T).

IMomumo T® NAC n WRKY uameHeHHast 3KC-
npeccusi B TPAHCKPUIITOMAaxX CTapelolIvX JIMCThEeB
MyTaHTa ahk2ahk3 Gbl1a XapakKTepHa TakxKe IS Yjie-
HoB cemeiictB AP2-EREBP, bHLH, C2H2, MYB u
GATA. OpgHako nuddepeHIaIbHasT SKCIPeccusl re-
HOB 3TUX mMpaHc-(HaKTOpoB, KaK U YICHOB CEMEICTB
NAC n WRKY, BoigBageMass TOJIbLKO y MyTaHTa

ahkZahk3, moria OBITh OOYCJIOBJIEHA €T0 IPOJIOHTHUPO-
BaHHBIM OHTOI€HE30M, HE MHTETPUPOBAHHBIM Harpsi-
Myto ¢ peuentopoM AHK?2, yepe3 KoMIleHCaTOPHBIt
MEXaHMU3M, CBSI3aHHBIN C 3KCIIPECCUE TEHOB CEMETi-
ctBa SAUR (SMALL AUXIN UP RNAs) u 11yjila TEHOB
TpaHCIIOpTa W CUTHAJIMHIra aykKcuHOB [8]. Ilpu atom
0COOEHHOCTBIO TPAHCKPUITIMIOHHOTO MPOMIUIS MyTaH-
Ta ahk3/4 c aktuBHBIM penienitopoM AHK?2 G110 oTCyT-
CTBUE 3HAYMMBIX U3BMEHEHUI B 3KCIPECCUMN KAKUX-JIU-
60 reHoB T®, BOBJIeYeHHBIX B KOHTPOJIb €CTECTBEHHOTO
crapeHus, 3a uckiaodeHnemM NACO60. OcHOBBLIBasICh
JIUIIb Ha mpoduie TPaHCKPUINTOB 3TOr0 MYyTaHTa,
MIpEeaIoaaraTb COCTaB TPAHCKPUIILIMOHHON peryJIsi-
TOPHOM CETHU, ONPEICIAIONIEi ero YCKOPEHHOEe CTa-
peHue 3a cueT perentopa AHK?2, 1oBoJIbHO CIIOXXHO.

B 37011 cBsI3u MBI COCPEIOTOUYMIIN Hallle BHUMaHUe
Ha TPaHCKPUIILIMOHHBIX (PaKTOpax, KOTOPbIE BbISIBUIN
g depeHINATHEHYIO SKCITPECCHIO TT0 MEHBIIIEH Mepe ¥
JIByX MyTaHTOB C MHAKTHBUPOBAHHBIM T€HOM PELIeTITO-
pa AHK2. Cpemn unenoB cemeiictB NAC u WRKY
TOJILKO TTO3UTHUBHbBIE PETyasATOphI cTapeHuss ANACO046 n
ANACO047 TmponeMOHCTPUPOBAIM CHMXKEHHYIO 3KC-
MPeCCUI0 OMHOBpeMeHHO Y ahk2wn ahk2/3. B ciicke re-
HOB T® ¢ pe3Ko yBEJIMYEHHON 3KCIpeECCHEl Y 000MX
MYTaHTOB ITPUCYTCTBOBAJIU JIBa TIPEACTABUTENSI CEMEii-
ctBa ERF/AP2 DREB26 n ESE3 (1abn. 3). CemelicTBO
ERF (ethylene-responsive element-binding factor family)
conepxut y Arabidopsis 147 41eHOB, CTpyIIITMPOBAHHBIX
B yeThipe noacemMeiictea: AP2, DREB, ERF u RAV. B
KadeCcTBE TPAHCKPUITIIMOHHBIX (DAaKTOPOB OCJIKM ceMeii-
CTBa UTPAIOT KJIFOUEBYIO POJIb BO MHOTUX PETYJISITOPHBIX
mpolieccax U UHTETpUPYIOT MeTaboIudecKue, ropMo-
HaJIbHbIE Y BHEIIIHUE CUTHAJIbI, CBSI3aHHBIE C afarTa-
LIMEH K CTpeccaM U peTporpagHbIM CUTHATUHTOM [15].

3HaYynuMoOe TIPEBBIIICHUE Y MYTAHTOB IO CpaBHE-
HUIO ¢ TUKUM TUNIOM (B 53.54 paza ms ahk2wn 53.01 ms
ahkZahk3) oTMe4eHO B ypOBHE TPAHCKPHUIITOB TI'eHA
ETC2 (AT2G30420), xomnupytowero MYB mparc-pak-
top R3-tuna (ta6n. 3). bearok ETC2 yuactByer B
muddepeHIMaIN KJISTOK rmunepmuca A. thaliana,
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Taomuua 3. T'ensl T, BoBiedeHHBIE corylacHO ciicKy Balazadeh et al. [3] B KOHTpOJIb cCTapeHUSI JIMCTEB, KOTOPBIE W3-

MEHSIJIU CBOIO OKCIIPECCUIO OHOBPEMEHHO Y IBYX MyTaHTOB 110 TeHy AHK?2

FC*
Haspanue T® CeMeiicTBO Jlokyc
ahk?2 ahk2ahk3 ahk2ahk4

TI1IP11.2 C2H2 AT2G28710 —3.144 —5.984
bHLH38 bHLH AT3G56970 248.281 522.276 137.514
DREB26 AP2 ATI1G21910 59.361 8.593
ESE3 AP2 AT5G25190 30.682 26.118
F1104.13 bHLH AT4G01460 35.049 47.868
GATA4 GATA AT3G60530 3.772 2.700
ETC2 MYB AT2G30420 53.54 53.01

ITpumeuanue: * FC (fold change) — uaMeHeHune YPOBHSI SKCIIPECCUU I'eHa.

peripeccupyst oOpa3oBaHME TPUXOM M WHIYLMPYS
mddepeHIIMALINIO KOPHEBBIX BOJIOCKOB [16]. [Tomumo
Ha3BaHHbBIX (DYHKIIMI OEIKM ceMercTBa MOTYT OKa3bl-
BaTh IUIEHOTPONHBIN 3hGeKT Ha pa3BUTHE PACTEHU 1
BpeMsl 1IBETEHMSI, OMHOBPEMEHHO B3aMMOICICTBYS C
PETyJSATOPHBIMU KacKagaMu, UHTETPUPYIOIIIMMU B3au-
MOJIEHCTBIE (DUTOTOPMOHOB, OEJIKOB KJIETOYHOI CTeH-
KU U CTPYKTYyp LuTockesnera [17]. OmpeneneHHbI
WHTEpPEC C TOYKU 3PEHUSI BO3PACTHBIX U3MEHEHUit
KJI€TOYHOI CTEHKHU TIPEACTaBIISIET COXpPaHEHUE Y
ahk2 v ahk2/3 yMmepeHHO TIOBBILLIEHHOM 3KCTIpeccuu
reHa GATA4 (At3g60530) N3 OMTHOMMEHHOTO CeMeli-
CTBa mpaHc-(PaKTopoB, KOTOPBIiA, COTJIACHO JITEPa-
TYPHBIM JTaHHBIM, KOJKCIPECCUPYETCSd C TeHaMu
COOPKM KJIETOUHOI CTEHKM, BKJII0Yasi FeHbl, KOIUPY-
JOIIMe 9KCIIAaHCUHBI, apadMHOTajlaKTaHOBEIE OCJIKU U
IJIMKO3WITUPpOJIa3bl [ 18].

MakcuManbHBII POCT 9KCIPECCUN Y MYTAHTOB 11O
CpaBHEHUIO ¢ MUKUM TUIIOM (0T 137 mo 522 pa3) ObLI
XapakTepeH s TpaHCKpunToB reHa bHLH38 (basic
helix-loop-helix 38) w3 moarpynmsl 1b cemeiicTBa
bHL H, y9acTBYIOIIETO B PETYJISILIMIA TEHOB MOIJIOIIECHMS
xene3a [19]. Ilpu stom bHLH38 okazancsl enuH-
CTBEHHBIM T€HOM U3 CITUCKA mpaHc-(paKTOpoB, aKTUBA-
LIUST WM COXpaHEHVE MOBBIIIIEHHOM SKCIPecCun KOTO-
pOro ObUIM OTMEYEHBI y BCEX TPEX HOKAYT MYTAHTOB T10
renHy AHK2 (ta6n. 3). [lapajuielbHO CTapeHUE JIv-
CThEB y PACTEHUI JUKOTO TUIIA COMPOBOXIAIOCH CYy-
IIECTBEHHBIM CHUXKEHUEM (BIUIOTH 10 HYJIEBBIX 3Ha-
YeHUi1) YpPOBHSI TPAHCKPUIITOB F'eHOB, OTHOCUMBIX K
(GYHKIIMOHAIBHOM IToIKaTeropuu “iron” — xeje3o0.

Eme omuH wieH cemeiictBa bHLH F1104.13 ¢
PE3KO ITOBBIIIEHHBIM YPOBHEM TPAHCKPUIITOB Y MY-
TaHTOB ahk2 n ahk2ahk3 (B 37 u 47 pa3 COOTBET-
CTBEHHO) OTHOCHUTCS K IOATPYIIIIe mparc-HaKTOPOB
bHLH, wieHbl KOTOPOIro CITOCOOHEI B3aUMOICHCTBO-
BaTh ¢ KoMIuiekcoM kKomItoHeHToB SWI/SNF. Bror
KOMILIEKC 00ecIieunBaeT peMOIYJISLIMIO XpoMaTHAa,
JIEKAIllyl0 B OCHOBE MHOTMX OHTOI¢HETHMYECKUX
nporpaMM. FI1104.13 dusndeckm CBSI3BIBACTCS C
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AT®-az0it Brahma (BRM) aToro Komruiekca, KOTo-
pasi 3a CYET UBMEHEHUSI HYKJIEOCOMHO TTO3UTIUU WA
KOH(OpMallMM OTKPBIBAET MOCTYN CHEHU(MUIHBIM
JHK cBsa3siBaromm 6ekaM K reHomHoi JITHK [20].

IMoHuXeHHas1 AKCIIpecCcusi OMHOBPEMEHHO Y My-
TaHTOB ahk2 n ahk2ahk3 ObL1a BBISIBJIECHA OIS TeHa
T11P11.2, Komupyroniero 6e10K, OTHOCUMEIN K TTOIce-
meiictBy C2H2 cemeiictBa mpanc-(haKTOpoB ¢ TOMEHa-
MM THIIA “IIMHKOBEIC MayIbIbl” (Tabdr. 3). beaku, comep-
JKalye JOMEHbI LIMHKOBOTO Majblia, NTPAlOT BaXKHYIO
poOJIb B 3YKapUMOTUYECKUX KJIETKaX, peryjaupys pas-
JIMYHBIEC IIyTHU IIepeJadyu CUTHAJIOB M KOHTPOJIUPYS
pa3BUTHE U IPOTPaMMHUPYEMYIO THOEIIb KJIETOK [21].

M36uparenbHas npoBepka metogoMm OT I1LIP PB
OTHOCUTEJILHOTO YPOBHS TPAHCKPUIITOB T€HOB, OOHA-
PYXMBIIIMX HauboJjiee 3HAUMMble U3MEHEHMSI B DKC-
Mpeccuu, MOATBEpAUJIa TaHHbIEC, BbISIBJIEHHbIE MpPU
CEKBEHUPOBAHWU TPAHCKPUIITOMOB, XOTSl 3HAYEHMUS,
noJjiydeHHbIe pu ucnojb3oBanuu OT I1LIP PB, 6b1-
JIU, KaK MpaBUJI0, HUXE, UeM CJIeIOBaJIO U3 pe3yJibTa-
ToB RNA-seq anaimm3a. Ha pucyHke 1 mpuBeaeHBI
rpauKy noaydyeHHbIX pe3ysibTaToB. [1o cpaBHEHUIO
C PaCTeHUSIMU AUKOTO TUTA Y MyTAHTOB C UHAKTUBU -
poBaHHBIM TeHOM AH K2 Obl1a 1OCTOBEPHO yBEINYE-
Ha sKcrpeccusi TeHoB cemeiictBa bHLH (bHLH38 n
F1104.13), a Takxke reHoB cemeiictBa ERF/AP2
(ETC2, DREB26  ESE3). Cnienyet, OMHaKO, OTMETUTb,
YTO YpOBEHb TPAHCKPUIITOB TeHa DREB26 OblI cyllie-
CTBEHHO IIOBBIIIICH JIMIIIb Y MyTaHTa ahk2ahk3, a Ha-
KoruieHue TpaHckpurtoB F1104.13, ETC2wu ESE3 oka-
3aJI0Ch, KpOM€ TOTO, JOCTOBEPHO BBIIIE y MyTaHTa
ahk2ahk4.

IToaBoast UTOTU NMPOBENEHHOTO aHAIM3a, CIAEAYeT
3aKJIIOYUTh, YTO TPAHCKPUIIIIUOHHBIE (DAKTOPHI C
nnddepeHIMaNIbHON dKCIpeccueil y MyTaHTOB TIO
reny AHK2 paznuuanucek 1mo cBouM (yHKOUsIM. Bee
OHU MOTJIM y4acTBOBAaTb B KOHTPOJIE MTPOIOJIKUTEb-
HOCTHU XXVU3HEHHOTO LIUKJIAa MyTaHTOB U TIOTYUHSIJIUCH
MPSIMOIA WJIW OTIOCPENOBaHHOI PEryJIsSILMU CO CTOPO-
HBI petentopon LK.
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Puc. 1. 36uparenphas nposepka MmetonomM OT I[TLLP PB oTHocHTENbHOTO ypPOBHSI TPAHCKPUIITOB FEHOB, OOHAPYKMBIIIMX 3HA-
YKMMBIE U3MEHEHUS B 9KCIIPECCUM Y MYTAaHTOB C MHAKTMBUPOBaHHBIM reHoM AHK?2 1o cpaBHeHUIO ¢ paCTeHUSIMU TUKOTO TH-
na. PHK BbeIIessiy U3 11ecToro anucTa 7-HeAeAbHBIX pacTeHUuM A. thaliana. JlaHHBIE TIpeaCTaBIIeHbI B BUIE CPEOIHUX 3HAUYCHUIA
Tpex OMOJIOTUYECKUX IMTOBTOPHOCTEN U OIIMOKY cpenHero. JJocTOBEpHOCTh pa3Iniuii OlleHUBajIach 1o Kputeputo CThloneHTa.

* P<0.05.
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Tabauna 4. ['eHbl, Koskcnpeccupyoiuecs ¢ reHaMu AHK2-3aBucuMbIX TpaHCKPUTTIIMOHHBIX (paKTOPOB IMPU CTApEHUU

nuctbeB Arabidopsis

FC*
Ha3zBaHue reHa Jlokyc
ahk?2 ahk2ahk3 ahk2ahk4™
AGP 17 AT2G23130 20.83 41.58
IBL1 AT4G30410 9.18 10.78
BEE?2 AT4G36540 5.91 12.12
Olee ] AT5G13140 14.10 46.69
GDSL AT4G01130 4.61 7.31
bHLH39 AT3G56980 119.29 191.17
bHLHI00 AT2G41240 44.29
FEP2 AT1G47395 5.90 12.11
FEP3 AT1G47400 9.07 14.4

ITpumeuanue: * FC (fold change) — n3aMeHeHMe YPOBHS 9KCIIpecCur reHa. ** B myrante ahk2ahk4 3Ha4MMBbIX pa3Indmnii He OOHapy-
XeHo 1o naHHeIM RNA-seq aHanu3a, omHaKo 1py aHanu3e oTaeabHBIX reHoB OT I[P PB ObuM 1oJlydeHbI HEKOTOPBIE pa3Iddms.

AHnanus eenos, KOIKCNPeccupyouuxcs ¢ eeHamu
AHK2-3a6ucumbix mpanckpuniyuoHHblX haKkmopoa,
npu cmapenuu aucmoed A. thaliana

st BBISIBJIEHUSI BO3MOXKHBIX (DYHKIIMI TpaH-
CKPUITIIMOHHBIX (DaKTOPOB B PETYJSLIMU CTapeHUSs
HaMu ObUT TIPOBENEH aHalu3 in Silico KO3KCIIPECCU-
PpYIOIIMXCS C HUMU TeHHBIX ceTell (bar.utoromto.ca) n
MocJjeAylolee COMnocTaBieHue 6a3 TaHHbIX C TPaHC-
KPUIITOMHBIMU TTPOGUIIIMUA MyTaHTOB. [10BBIIIIEHHBII
YPOBEHb 3KCIIPECCUM IBYX TpeACTaBUTENIel ceMeicTBa
ERF/AP2 DREB26 v ESE3 conpoBoXIajicst akTUBallA-
el reHa AGP17 (AT2G23130), KOTOpPBIiA KOAUPYET apa-
OMHOTaJIaKTaHOBBI OEJIOK, JIOKAJIM30BAaHHbBIN B IUIa3-
MaTndeckux MemOpaHax u Hursax I'ekra (Hechtian
strands) [22]. AGP y4yacTByIOT B pa3JIM4YHBIX IIpolieccax,
HanpuMmep, B Tipojvdepal KIeToK, Tepenadye Kie-
TOUYHBIX CHUTHAJIOB, HalleJMBaHUW Ha TIbUIbLIEBbIE
TPYOKM BO BpeMs ITporaMHoii ¢ha3bl pa3BUTUSI pacTe-
HUI1, a TaKKe B 3aIPOrpaMMUPOBAHHOM TMbeu Kie-
TOK, OINaJeHUU OPraHOB M BO B3aMMOMAECHCTBUSX C
MUKpPOOaMU U peryysiTopaMu pacTeHuid. Pe3ko mo-
BBILIEHHBINI ypOBEeHb TpaHCKpunToB AGPI7 B nu-
CTBbSIX MyTaHTOB (Ta0:1. 4), MOATBEPKAECHHBII TaHHbBI-
mu OT ITHP PB (puc. 1), cBUIEeTEIbCTBYET O HECO-
MHeHHou posu peuentopa AHK2 B yckopeHHOI
Jerpajaliu KJIEeTOYHOW CcTeHKU. Takum obpaszom,
IIK MoryT BAUSTH Ha IIPOLIeCC CTapeHUsI, KOHTPOJIM-
pysl HE TOJBKO JOHOPHO-aKIENTOPHbIE OTHOIIEHUS
3a CYEeT aKTMBHOCTU MHBEPTA3bl KIETOYHOMN CTEHKHU U
TeKCOKMHAa3kI [23], HO U peryJImpysi CMHTe3 apabuHO-
rajakTaHOBBIX OEJIKOB.

Cpenn TeHOB, KOPETYIMPYEeMBbIX C TEHOM CeMeii-
ctBa bHLH FI1104.13, BbIpaxkeHHOe U3MEHEHUE
YPOBHSI TPAaHCKPUIITOB OTMeYaIOCh U1 TeHa Hera-
THUBHOTO OTBeTa Ha OpaCCHHOCTEPOUILI U YITTMHEHNE
knetok IBL1 (INCREASED LEAF INCLINATIONI
BINDING bHLH1, AT4G30410) n rena BEE2 (BR-
ENHANCED EXPRESSION 2, AT4G36540), xonu-
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pYIOIIIEro KOMIIOHEHT MepeJadyu curHajga 6paccuHoO-
CTEpPOUIOB U TaKXe YYacTBYIOIIETO B PEryjasiliiu
VIUIMHEHUS KJeToK (Tad. 4) [24, 25]. YBen1u4yeHHbIH
YPOBEHb TPAHCKPUIITOB BBISBIIEH, KPOME TOTO, IS
reHa AT5G 13140 (tabn. 4). AT5G 13140 xkonupyet Oe-
JIOK ajuiepreHa MbUIbIbl U ceMeiicTBa 9KCTEHCUHOB
Ole e 1 (Pollen Ole e 1 allergen and extensin family
protein) [26]. MoxXHO 3aKI04NTh, 4TO F1104.13 Ha-
psiny ¢ GATA4, DREB26 n ESE3 BXOOUT B CE€Th pery-
JISTOPOB MOAUMUKALIMU KOMIIOHEHTOB KJIETOUHOM
CT€HKMU TIPU y4aCTUU IMTOKUHUHOB U OpaccuHOCTe-
POUZIOB, OHAKO JeTaiu (DYHKIIMOHUPOBAHUS ATOM
CUCTEMBI HYXXIAIOTCS B JOIOJHUTEIBHBIX UCCIIEIO-
BaHusX. K 3T0li cucteMe MOXeT Takxke OTHOCHUTBHCS
MYB mpanc-dakrop R3-tumma ETC2, koTopslii, Kak
OTMEYasIoCh BhbIllle, CIOCOOEH MHTErpMpoBaTh B3au-
MoJIeiicTBHEe (PUTOTOPMOHOB M OEIKOB KJIECTOYHOM
creHku [17]. Koakcnpeccus atoro mpanc-daxkropa ¢
reHoM aunasbel GDSL (GDSL-like Lipase/Acylhy-
drolase superfamily protein, AT4G01130) y MyTaHTOB
(Tabi1. 4) I03BOJISIET IIPEAIIoIaraTh y9acTHE PELEITO-
pos LIK B perynsiimm nuIimigHOro oOMeHa IpH cTape-
HUU JINCTHEB.

B cetu reHoB, koperynupyembix ¢ bHLH3S, Mbl
Hauu aBa reHa bHLH39w b HL H 100 vi3 moarpyIimnbl
1b bHLH ¢ nuddepeHIManbHOM 3KCIIPECCUEid B I~
CTbsIX MyTaHTOB 1o reny AHK2 (tabn. 4). Bce atn
mpanc-paKTophl, IPUHUMAIOT y4yacTUEe B obecrieue-
HUU TIOIJIOIIEHUS 3Kejie3a U MOoAIepXaHUsl ero ro-
MeocTaza. CoBMecTHO ¢ kimoueBbiM bHLH Genkom
FIT (FER-LIKE DEFICIENCY INDUCED) onu
akTuBHpyIoT reHbl FRO2 n IRT1, xonupylonine Fe-
pPENYKTOOKCHIa3y U TpaHCIIOPTEp KeJjie3a, COOTBET-
ctBeHHO [19]. OnHako, corinacHo naHHbIM RNA-seq
aHajaM3a OMOJIMOTEK CTapelolIuX JUCThEeB, Ha3BaH-
Hble TeHbl (FIT, FRO2wu IRT 1), a TakKe ellie psii TeHOB,
CBSI3aHHBIX C METabOJIM3MOM XeJie3a, He OTJINYAIUCH
MO YPOBHIO 9KCIPECCUMU Y MYTAHTOB U JUKOTO THIIA.
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Bwmecte ¢ TeM, 1Ba reHa u3 1yJja peryjasiTopoB OTBe-
Ta Ha neduuut xenesza FEP2 (AT1G47395) v FEP3
(AT1G47400) (FE-UPTAKE-INDUSING PEPTIDE 2
M 3) oKa3aJIuCh CyILIECTBEHHO MHTMOMPOBAHEI Y pac-
TeHUI JUKOTO TUIIA IO CPABHEHUIO C HOKAYT MyTaH-
TaMu ahk2 u ahk2ahk3 (tadi. 4). 9TM 0COOEHHOCTU
9KCIPECCUU TEHOB, PETYJIUPYIOIINX METAO0IN3M Ke-
ne3a, coorBeTcTBoBany JaHHBIM OT TTLP PB anam-
3a, HO U3MEHEHUS B YPOBHE UX OTHOCUTEIbHOM IKC-
Mpeccuu y MyTaHToB (puc. 1), ObUIM, KaK MpaBUIoO,
HIKE, YeM clieqoBaJio u3 pe3ynbraTroB RNA-seq aHa-
ym3a. Kak v mnsirenoB F1104.13, ETC2u ESE3, ypo-
BeHb TpaHckpunToB FEP2 u FEP3 oka3ancs 1OCTO-
BEPHO BhIIIE Y MyTaHTa ahk2ahk4, Mo cpaBHEHUIO C
pacTeHUSIMU AUKOTO THUMIA.

INonydyeHHble HaMU TaHHbBIE B ONpPEIEIEHHON CTe-
TIeHU cortacyloTcs ¢ padboroit Hyrayama m xomner [27],
KOTOpbIE BIEpBbIE OOHAPYKUJIU y4acTHUE MPOAYKTOB
reHoB FEP B peryngauny 3KCIPecCU OTBETa Ha He-
JIOCTaTOYHOCTD 3KeJjie3a. DTU UcciaeqoBaTeIu yCTaHO-
BWJIU, YTO TpU reHa FEP KonupoBaaiu KOPOTKME I10-
Junentuabl (MeHee 100 aMMHOKMCIIOT), CIIOCOOHBIE
Mnpu aedulMTe Xejae3za UHAYLUMPOBATh 3KCIPECCUIO
bHLH38w bHL H39ne3aBucumo ot FIT. I1pu atom y
MyTaHTa fepl U TOJBKO B ToOerax aKTUBUPOBAIUCH
bHLH38, bHLH39m FEP2, Ho He FRO2u IRT1. I1a-
paJIeIu3M B XapakTepe Peryjisiiuyi reHoB MeTado-
JIudMa xejie3a B CTaperolluX JUCTbSIX Arabidopsis n'y
MyTaHTa C HEAOCTaTOYHOCTBIO TIENTUIA, UHAYLIUPYIO-
IIEro TOIJIOLIEHWE >KeJle3a, CBUACTENIbCTBYET, YTO
FEP-3aBucuMBbIii peryasiTOpHbIII MEXaHU3M OTBETa Ha
00€CITeUeHHOCTD KeJie30M (PYHKIIMOHUPYET U TIPU pe-
MOOWJIM3ALIMK MUTATEeJIbHBIX KOMITIOHEHTOB, HaKOII-
JIEHHBIX B cTapeloiieM Jjucte. [Ipy 3ToM ypoBeHb
aKcnpeccuu reHOB FEP MOXET OIpenessiThCs yPOB-
HEM reMa WiIH OPYTUX MOJEKYJ, KOOPAUHUPYIOLINX
coliepkaHue Keye3a.

dusnoiornyeckass B3auMOCBSI3b MEXIY PeLIeITO-
poMm LIK AHK?2 1 MmeTaGom3mMoM XKeJe3a B CTaperoIIX
JIMCTBSIX HECOMHEHHA, XOTS OHa MOKET OBLITH HElpsI-
moii. He mckimodyeHo, 4TO OHa CBsI3aHa C BIMSIHUEM
3TOTO PeEIeTITOpa Ha BO3pACTHBIC MapaMeTphl JIMCTA,
JIETEpMUHUPYIOIINE OTTOK Kejie3a, OTHAKO KOHKPET-
HBIE 1IETTOYKH, OOBEIMHSIIONINE 3TH B3aTMO3aBUCUMBIE
CUTHAJTBI, HY>XKIAIOTCSI B IOITOJTHUTEIBHBIX UCCIIEIOBA-
HMsIX. PaHee ObLIO ITOKa3aHO, YTO MPU PETYJISIIUU MO~
TJIOIIEHUS Kejie3a KOPHSAMM 3K30TeHHBI ITUTOKM-
HUH penipeccupyeT reHsl FIT, FRO2 v IRT] Ha ypoBHe
HaKOIUICHUSI TPAHCKPUIITOB, Y 3TO IMTOJABJICHUE OITO-
cpenoBaHo peuentopamu AHK3 u AHK4 [28]. On-
Hako curHaibl LK 1 gedpuuura xeesa neiicTsoBaaiu
yepe3 pasIMIHble META0OTNYECKIE ITyTH, ITOCKOJIBKY
HeraTUBHasl peryyisiius UMTOKMHUHaAMU TreHa [RT1
He 3aBHCeJIa OT JOCTYITHOCTH Kene3a. LInToKMHUHEIL,
MO0 MHEHUIO aBTOPOB MCCJIENOBAaHUS, KOCBEHHO BO3-
JIeJICTBOBa/IX Ha ammapaT IMOIJIOLICHUS XKele3a, MO-
IUOUIIPYS apXUTEKTYPY KOPHE.

KYIPAKOBA u ap.

Peamuzanms curnana LK mpu ygyactuu penenro-
POB MPOUCXOIUT € TTOMOIIbIO ABYX Tpynin T — ARR
tuna B (MYB-niono6Hbix JITHK-cBsi3bIBaoImx oeJ-
koB) 1 CRF (Cytokinin Response Factors) u3 cemeiictBa
ERF/AP2. BaxkHO 3aMETUTb, YTO aHAIN3 ITPOMOTOPA
reHa bHLH38 BBHISIBUI B TIpelesiaXx mocjeaoBaTesb-
aoctr B 500 11.H. BBepX OT crapToBoro KogoHa ATG
yuc-3J1eMEHTbl U1l Takux mpaHc-HakToOpoB Kak
ARRI1, ARR2, ARRI11 u ARR14 (AthaMap server).
Taxnum obpaszom, LIK gepe3 pernennrop AHK2 moxer
HaIpsIMYIO BIUSTh Ha METa0OIM3M XKeJjie3a Ipu cTa-
PEHMU JIMCTHEB, YTO HE UCKITIOYAET, OMHAKO, CYILIECTBO-
BaHVE MEXaHU3MOB OIIOCPENOBAHHON PETYJISILIAN.

SAKJTIOYEHUE

Pesynbrarhl ceKBEHUPOBaHUSI TPAHCKPUTITOMOB U
UX TIocieayoliasi BbIOOpOYHasi OliEHKAa METOI0M
ITLP B pexxnMe peaqTbHOTO BPpEMEHU MOKa3aiu, 4YTO
LIUTOKUHWH-3aBUCUMbBIA KOHTPOJIb MPOIOJIKUTEb-
HOCTHU XXWU3HU JIUCTbEB, PETYJIUPYEMBIN PELIETITOPOM
AHK?2, uHTerpupoBaH ¢ u3MeHEeHMEM TNpoduieii
9KCIIPECCUU TE€HOB psiaa mparc-(hakTopoB ceMENCTB
NAC, AP2-EREBP, bHLH, MYB u GATA. 3anepx-
Ka €CTeCTBEHHOI'O CTapeHUsl JIUCTbeB Y MYTAaHTOB C
MHAKTUBUpOBaHHLIM reHoM AHK?2 conmpoBoxnamack
PE3KO MOBBILIEHHONU 3KCIIPECCUE T€HOB CEMENCTBA
ERF/AP2 DREB26 u ESE3 v KOperyaupyeMoro ¢ Hu-
MU TeHa apabuHorajgakraHoBoro oenka AGP17. [Tomm-
Mo DREB26 n ESE3 B cethb conpstkeHHbIX ¢ AHK?2 pe-
TYJISTOPOB MOAM(DUKAIIMKA KOMITOHEHTOB KJIETOUHOM
CTEHKH MOIJIU BXOIUTh TeH GATA4 (AT3G60530), Ko-
SKCIPECCUPYIOLIMICS C TeHAMU 9KCITAaHCUHOB, apabu-
HOTraJIaKTaHOBBIX OEJIKOB U ITUKO3WITUApoJa3sbl [18], a
takke reHbl ETC2 (cemeiictBo MYB) n F1104.13
(cemeiictBo bHL H), ydyacTByIOllIM€ BO B3aUMOJEii-
CTBUM OPacCUHOCTEPOUIOB U F'eHOB OEJIKOB KJIeTOU-
HoIi cTeHKU. TakuM ob6pa3oM, HETTOCPENCTBEHHBIMU
muieHsmu peuentopa AHK?2 B ctaperomux JIMcThsx
SIBJISIFOTCSI TEHBI KOMITOHEHTOB KJIETOYHBIX CTEHOK U
CBSI3aHHBIX C HUMU peryisaTopoB. Hapsny c atum,
F1104.13 gyepe3 xoMriekc koMmoHeHToB SWI/SNF
MOT BJIUSITh HA PEMOIYJISILIUIO XpOMAaTHUHA, JIeXKAITyIO
B OCHOBE peajiM3alluM MHOTMX OHTOT€HETUYECKUX
nporpamm [20].

HaunbGonee 3HauMMble KOJIMYECTBEHHbIE U3MEHEe-
HUS Yy MYTAaHTOB C MHAKTUBUPOBAHHbBIM PELIENITOPOM
AHK?2 HaOmonanuch B mpoduiie 3KCOpeccu reHoB
bHLH38, bHLH39wv bHL H 100 w3 nyna peryasTopoB
MOTJIOILIEHUS XeJle3a. YBeJIMYeHUE UX IKCIIPECCUU Y
MYTaHTOB IO reHy AHKZ2 comnpoBoXAaaoch IMOBbI-
IIEHHBIM HaKOILJICHUEM TPaHCKPUIITOB reHoB FEP2
n FEP3, xonnpyomxX KOPOTKHE TTOJTUTICITUABI, KO-
TOpbIe MPU AedULINTE XKeae3a CIIOCOOHBI MHIYLIPO-
BaTh aKcnpeccuto bHLH38 v bHLH39 [27]. Xots
aHanm3 in silico mpomotopa reHa bHLH38 cBuneTeln-
CTBOBAJI O BO3MOXHOM IIPUCYTCTBUU B HEM ylC-3JIE-
MeHTOB 111 mparc-pakTopoB ARR1, ARR2, ARRI11
n ARR14 n3 nenm tpancoykiuu curHana LK, Herno-
®U3UOJIOTUS PACTEHUN Ne 6
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CpEICTBEHHbIE MEXaHU3Mbl B3aUMOJIEAICTBUS T€HOB
curHanvHra LIK u peryisiiimm oTToka Kejie3a B cTape-
FOIIUX JIUCTBSIX TPEOYIOT JOTIOTHUTENBHBIX WCCIIEI0BA-
HUA, BKJTIOYarolux aHaiu3 cBsa3biBaHus LIK-3aBucu-
MbIX mpaHc-haKTOPOB C TTPOMOTOPAMU T€HOB-PETYJIsI-
TOPOB MeTaboIM3Ma XKee3a.

ITonyueHHble B HacTosilieil paboTe naHHbIe 00
OCOOEHHOCTSIX IKCIIPECCUU T€HOB mpaHc-(HaKTOPOB
Y MyTaHTOB 110 perernrropam LIK MoryT cimy>kuthb cTapTo-
BBIM 3B€HOM B pacIIM(PPOBKE MOMYJICH, CBSI3bIBAIOIINX
peuenTop AHK2 1 peanmmzanmio mporpaMMbl CTapeHUsT
JucTtbeB. CyMMMpPYSI pe3yJIbTaThl IIPOBENSHHOTO UCCIIe-
JIOBAHUSI, CIeIyeT MOMYEPKHYTh, YTO 3TOT PELEHTOP, C
KOTOPBIM MPUHSITO OTOXIECTBJISITH BCIIOMOTaTeJIbHYIO
posib B Bocpusituu curHana LK [29] nuctbsimu, acco-
LIMUPOBAH CO CIIeIM(pUIHBIM HaOOpOM T'€HOB, BOBJIE-
YEeHHBIX B PETYJISIMIO OTTOKA XeJjie3a U Ierpagaluu
KOMIIOHEHTOB KJICTOYHOI CTEHKM Ha (UHAIBLHBIX
CTaausIX OHTOreHe3a JucTa. TakmM oOpa3oM, He-
CMOTpsI Ha YaCTUYHYIO T€HETUUECKYIO N30BITOYHOCTh U
nepekpbiBatomyecs GpyHkuuu, peraentopbl LIK AHK?2
n AHK3 moryr meiicTBoBaTh HE3aBUCHUMO, PETYIUPYS
MPU CTApEHUHU JIMCTA pa3INnYHbIEC CETH 1IEJIEBbIX TEHOB.

PaGota BeITTOTHEHA TTpU (PUHAHCOBOIT MOMIEPKKE
Poccuiickoro HaydHoro ¢onma, rpadT Ne 20-14-00065.
PesynpraThl, TIpeacTaBieHHBIE Ha puc. 1, moayde-
HBI 32 CUET CPeICTB MUHHUCTEPCTBA HAYKU U BbIC-
mrero obpasosanusg Poccuiickoit Menepanuu (TeMa
Ne 0106-2019-0001). CexBeHupoBaHue 1 GMOMHPOP-
MaTUYECKUI aHaJIN3 JAaHHBIX CEKBEHUPOBAHUS IIPO-
Bomwn B LIKII renHoMuku CKOJIKOBCKOTO MHCTUTY-
Ta HAYKU U TEXHOJIOTUU.

ABTOpHBI BhIpaXkaroT OJarogapHOCTb PYKOBOIUTE-
mo LHHKIT renomMmrky CKOJIKOBCKOTO MHCTUTYTA HAYKH
¥ TexHoJjioruu K.0.H. JloraueBoit M.Jl. 3a okazaHHYIO
TMTOMOIIIb TIPU TTPOBEACHUM TaHHOTO MCCJIETOBAHUS.

ABTOpHI 3asIBIISIIOT 00 OTCYTCTBUU KOHMIMKTA
WHTepecoB. HacTosmas ctaTbs He COAEPXKUT KaKUX-
JIN6O UcclieloBaHU C ydacTUEM JIIOAEH U SKMBOTHBIX
B Ka4eCTBe O0BEKTOB UCCIICTOBAHMUIA.
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