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BBEJIEHUE

VY IBYNONBHBIX PACTEHUH, BKIIOYas apaOUIOICUC, TPAHCKPUTIIIUIO TEHOB MUTOXOHIPHAIILHOTO
U TUIACTHIHOTO TEHOMOB OCYIIECTBISIOT TPU HMIOpTHpyeMbie u3 mmro3ois PHK-nommmepassi
¢arosoro tuma (NEP-momumepassi, ot Nuclear Encoded Polymerase): RPOTm, RPOTp u RPOTmp
(Tracy et al., 1995; Weihe, 2004). IlepBbie aBe OCYIICCTBISIOT TPAHCKPHUIILHMIO HUCKIFOYUTEIHLHO
MUTOXOHJIPHAJILHBIX JINOO TUIACTUAHBIX T€HOB COOTBeTCTBeHHO. RPOTMp mMeer nBycCMBICTIEHHBIN
TPAH3UTHBINA TENTH/I, MO3BOJSIONIMNA UMIIOPT (PepMEHTa U3 IIMTO30Js KaK B MUTOXOHJPHH, TaK U B
XJIOPOILIACThI, M YYaCTBYET B TPaHCKPHIIIUU reHoB obenx opranesur (Hedtke et al., 2000; Baba et al.,
2004; Courtois et al., 2007; Kiihn et al., 2009). Ponrs RPOTMpP B MUTOXOHApHATBHON TPAHCKPHITIIAU
MOJTBEPXKIACTC MHOTHUMH HCClieoBaHUsIMH: HOKayT RPOTMP mpuBOIUT K CHUXKCHUIO ypPOBHEU
TPAHCKPHUIITOB T'€HOB CyOBCIMHHII JbIXaTeIbHBIX KoMmIuiekcoB | u IV u xapaktepHomy (GeHOTHITY
(3aMeUIeHHBIH POCT M pa3BUTHE). B TO ke BpeMs, YETKOro pasjelieHHs TeHOB MUTOXOHIpPUH Ha
RPOTm-3aBucumsie 1 RPOTmp-3aBrcumbie oOHapyx)eno He 6but0 (Kiihn et al., 2009).

®Oyukims RPOTMP B rutacTuaax ABYA0JIbHBIX PACTCHHN SIBIISICTCS MpeaMeToM auckyccun (Baba
et al., 2004; Hricova et al., 2006; Courtois et al., 2007; Borner et al., 2015). ['enbI miacTuJHOro reHoMa
HU3IIUX PACTECHHI, BKJIIOYAs BOJOPOCIH, 3a HcKiaroueHuem Physcomitrella, Tpanckpubupyrorcst ¢
y4acTHEM MYJIbTUCYOBEIMHIUYHOTO (hepMeHTa 3ybakTepraabHoro tumna — PEP-monumepassr (ot Plastid
Encoded Polymerase). SIsmistercs v ipeumyiiiectBom rcnosibzoBanue PHK-nonumepas darosoro tura,
normonHuTeTbHO K PEP-mommMepase, s TpaHCKpHUNIMM — TE€HOB  IUTACTUIHOTO  TEHOMA
MOKPBITOCEMEHHBIX PACTEHUH, OCTAETCS HESICHBIM. [ €HBI IUIACTU]] 1 MUTOXOHJPUIN YacTO HAXOMSATCS
MOJT YIPABJICHUEM HECKOJIBKMX Pa3IMYHBIX MMPOMOTOPOB, YTO MPEAIOJaracT KOHKYPUPYIOIIYIO MU
COBMECTHYIO TPAaHCKpHIIIHIO T'eHOB pasnuunHbiMu Tunamu (epmentoB (Nagashima et al.,, 2004a;
Loschelder et al., 2006; Courtois et al., 2007; Swiatecka-Hagenbruch et al., 2007; Kiihn et al., 2009; Tan
et al., 2010; Zhelyazkova et al., 2012). ITockonbky nokanu3anus u akTuBHOCT RPOTMp cBs3zana ¢
JIBYMsI HECYIIIMMHU COOCTBEHHBII TEHOM OpTraHeslIaMH, OYeHb PA3JINYAIONIUMHUCS TI0 CBOUM CTPYKTYpE U
¢yHkumsM, BoeisicHeHHe poiar RPOTMP B ocCylIecTBIEHHUHM SAEPHOTO KOHTPOJS TPAHCKPHITLIUU
OpraHejUIbHBIX TE€HOB NPEJCTaBIsSIET COOOM 3HAYUTENbHBI HHTEepec. B To ke Bpewms, nBOMHHas
nokanuzamust RPOTmp nenaer penieHne JaHHOM MPOOIeMbI BeCbMa 3aTPyAHUTEILHBIM, B OCOOCHHOCTH
Ha ypoBHe in Vivo.

[enpro AriccepTalMOHHOTO WCCIENOBAaHMS SBISUIOCH M3ydeHue ponun RPOTmp B perymsnumn
IKCIIPECCHH OCTTKOB MUTOXOHPHUATHHON M TIACTHIHOW aJIpecalliy, C UCIOJIb30BAHUEM TPAHCTEHHBIX
pacteHuii apabumorncuca, skcrnpeccupyrommx PHK-momumepasy ¢ ampecamnueil B OJAMH W3 THUIIOB
OpraHeyi, MyTaHTHOM JIMHUU FPOtMp, a Takke TPAHCTEHHBIX JIMHUH C KOMIUIEMEHTAIMeH (QYyHKIIUH

RPOTmp B MuUTOXOHApHAX WK ITacTUAAX. [[pOBEICHO N3yUYeHNE BITUSHUS MTOBBIIIEHHOTO COIEPIKAHHSI
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PHK-nonumepazst RPOTMpP B MHTOXOHIpHAX W XJIOPOIUIACTaxX pacTeHUil apabuporcuca ¢
runepakcnpeccueit PHK-monmumepazst RPOTMP Ha TpaHCKpUNTOM, a TakKe Ha POCT M Pa3BUTHE
pacrenuil. MccnenoBana poss RPOTMP B perynsiuun paHHEro pa3BUTHs pacTeHUI apabuorcuca mnoj
JeiicTBueM (akTOpOB, OKa3bIBAIOIIMX BIMSHUE HA IPOPACTaHue CeMsH (a0CIM30Bast KUCIIOTa, COJIEBOM
ctpecc). IlomyuyeHHble pe3ynbTaThl yKa3blBalOT Ha poiib kKak camoil PHK-monumepasbl nBoitHOM
HANpaBICHHOCTH, TaK MW MPOAYKTOB TPAHCKPUIILUH, OOpa3ylomUXcs C €€ YydacTuem, B
pPEeTPOrpaHOM/aHTEPOTPAIHOM CHUTHAIMHTE. Pe3ynbTaThl HCCIEAOBAaHHMI COCTaBa W COACPIKAHUS
MHUTOXOH/IPHATIBHBIX JbIXaTEJIbHBIX KOMIUIEKCOB B JIMHUAX C M3MEHEHHOW skcmpeccueit RPOTmMp ¢
nomoimbio BN-PAGE 1o3BOSIAIOT Tpennonokuth, 4to pob RPOTMP MoxeT ObITh CBs3aHa C
JKCIIpECCUEll T€HOB, YYacTBYIOIIMX B PEryJSLUU CYNPaMOJIEKYJSIPHON OpraHM3alUM AbIXaTeIbHOU
LeNU MMUTOXOHApUM. Pe3ynpTaThl MCCIIEOBAHHUS MOTYT CTaTh OCHOBOM UId CO3JaHMSI MOJEJIBHOM
CHCTEeMbI TpaHCHOPMAIIMU MUTOXOHIPHUI pacTeHHid in Vivo.

Tpancdopmariyiss MUTOXOHAPHUIL IN VIVO SIBISICTCSI OJHON M3 HEPEIICHHBIX, HETPUBHAIBHBIX U
BaXXHBIX 3aJ1a4, PEUICHHE KOTOPOW MOXKET SBUTHCS NEPCIEKTUBHBIM BKJIAJOM B TaKU€ HayyHbIE
HaIpaBJIEHUs, KAK KOHTPOJIb 32 PACIIPOCTPAHEHUEM TPAHCTEHHBIX PACTEHUN B CEJIbCKOXO3SIICTBEHHON
IPaKTUKE MOCPEICTBOM HAIPABICHHOTO BBEJCHUS B HUX IpPU3HAKA IMTOIIA3MaTHUYECKOW MY’KCKOM
crepuiibHOCTH. OJIHOW W3 OCHOBHBIX MHpoOJieM TpaHcHOPMAIMKM MHTOXOHIPHHA IN VIVO siBisieTcs
OTCYTCTBHE T€HA-PEropTepa, IMO3BOJSIONIETO OCYMIECTBISATh CEJIEKIHI0 TPaHCHOPMHPOBAHHBIX
mutoxoHApuid. HMcmonp3oBanume myrtanta nmo RPOTMpP B kadecTBe CENEKTUBHOTO pPELUITHEHTA
TeHEeTUYECKUX KOHCTPYKIMMH, copepxkammx reH RPOT2 aukoro Tuma u 1eeBOM I'eH, MOXET CTaTh
NEPCIEKTUBHBIM NOIXO0OM JUIsl PEIIECHUS ITON CI0XKHOMU 3aJauH.

PesynbTarsel paboThl OBLIM NpeAcTaBieHbl Ha 4 MEXIyHapOJHBIX HAyYHBIX KOH(EPEHIUAX
(PlantGen2019, BGRS-SB 2020, PlantGen2021, Chromosoma2023), ony0iukoBaHbl B BUae 3 cTareit
(Tarasenko et al., 2019; Tarasenko et al., 2023; Gorbenko et al., 2024), npeacrasieHbl Ha OTYETHOM

ceccun uHCTUTYTA (2023).



1. OB30P JIUTEPATYPbI

1.1  JJHK-coaepxamue oprase/iibl pacTUTEJIbHOMN KJIETKH

111 ®OyHKUMH MUTOXOHJPHIA M XJIOPOIJIACTOB B PACTUTEJIbHOM KJIeTKe

[lepBuuHoii (QyHKIIMEW MUTOXOHIPHH PpACTUTEIBHON KJICTKH SBISETCS JbIXaHUE —
KaTaboJIMYEeCKUd TpOIIecC, MPH KOTOPOM OKHCJIEHHE cyOcTpara compspkeHo ¢ cuHTesoM ATO, T1.H.
okucnuTensHoe pochopunrporanue. [IoMUMO 3TOro, MUTOXOHIPUH TPUHUMAIOT YHACTHE B PA3TUUIHBIX
KJIETOYHBIX IpOIeccax, CBA3aHHBIX ¢ METabOIU3MOM yriepona, a3oTa, (ocdopa u cepsl, a Takke B
KJIETOYHOM CUTHAJIMHTE U B PEAKIMH Ha CTPecc.

DOyHKIIMOHUPOBAHWE MHUTOXOHIPUH B MPOIECCEe IbIXaHUs ocylnecTBisiercss B 3 srtama: (1)
TPaHCIIOKAIUs CyOCTpaToB M KO(PAKTOPOB ABIXaHUS BHYTPb MUTOXOHIPUH M3 IMTOILIA3MBI (2 TaKkKe
o0paTHOE BBICBOOOXKIICHHE IPOIAYKTOB JbIXaHHs) MOCPEICTBOM MEMOpAaHHBIX IEPEHOCUYUKOB U
KaHaJIoB; (2) OKHCIUTEIBHOE 1eKapOOKCHUINPOBAHKE OPraHMYECKUX KHCIOT U BoccTanoBienne NAD(P)
u FAD mo NAD(P)H u FADH; B xoxe peakumii mukina Kpeoea; (3) peakuuu oxucienuss NAD(P)H u
FADH2 B 35eKTpOH-TpaHCIIOPTHOW LIENH B CONPsDKEHUH ¢ BoccTaHoBieHueM Oz u ¢popmupoBaHueM
MPOTOHHOTO TPAJMCHTAa MEXKAY MATPUKCOM H MEKMEMOpPaHHBIM TPOCTPAHCTBOM, KOTOPBIN
ucnonb3yercs A cunre3a ATO.

AnbTepHaTHBHAsS ~OKcHIa3a W poreHoH-HeuyBcTBUTENabHbIE NAD(P)H-meruaporenassr
MO3BOJISIOT W3MEHUTh CBsi3b 1mukia Kpebca m OTIL[, uTo cmocoOCTBYeT OCYIIECTBICHHUIO
AHATUICPOTUYCCKOW (PYHKIIMM MUTOXOHJIPUH — CHAOXKEHUIO KJIETKH MPOMEKYTOYHBIMHU TPOAYKTaAMU
(manpumep DEIT) (Jacoby et al., 2012).

Pactenus mony4arot a3ot, B ocHoBHOM, B hopme NO3’, TpaHCTIOPTHPYEMBII Yepes3 Tia3MaieMmMy
B CHUMIIOPTE C H*, 3a cuer sHepruun AT®, mpou3BOoIUMOro, B OCHOBHOM, MUTOXOHIpHsMH. NO3
BoccTraHaBnuBaercs ¢ yuactueM NADH-3aBucumoit HurpaTpenykrassl, 11t padotsel kotopoit NADH B
OCHOBHOM TIOCTaBIISIETCSl B IIMTO30JIb MHUTOXOHAPUSMHU U XJIOpOIIacTaMUu. B MUTOXOHIIpHSIX, B XOJ€
peaxiui, KaTaJu3upyeMbIX TIIAIAHACKApOOKCUITa3HBIM KOMIUIEKCOM u
cepuHTHApOKCcUMeTUITpancdepaszoit, Beiceodoxkaarorcss NADH u NHs, pu stom NH3 monsepraercs
peacCUMWIAIMM  C  y4acTHeM TJIyTaMUH-CHHTETa3bl, (epMeHTa JBOWHOW  ajpecanmud —
MUTOXOHIpHaibHOM 1 tutactuaHow (Szal et al., 2012).

MuTtoxoHIpr# (HOTOCHUHTETUYECKH-aKTUBHBIX TKaHEW NMPUHUMAIOT ydacTHe B (DOTOIBIXaHUH,
IpA KOTOPOM TIOTJIONICHHE KHCIOpOJa MPOMCXOJUT B XJIOpOIUiacTaX (OKCHUTEHa3Hash aKTHBHOCTh
PYBUCKO), a CO2 BBICBOOOXKTAeTCS B MHUTOXOHJIPHUSAX C Y4acTHEM TIHITUHACKApPOOKCHIIA3HOTO
KoMIUIeKca (B JaHHOM ciy4ae npoucxomuT oOpasoBanne NADH). Ilpu stom mmkn KpebGca B
3HAUUTENBHON CTETICHH MEPEXOAUT B TEMUIIUKI U OCHOBHBIM cyOcTpaTtom DTLl cTaHOBUTCS MMEHHO

NADH, cunre3upyemMsbiii mnirHACKapOokcmiasHbiM komiuiekcom (Braun, 2020). Ipu dhoronsixanuu
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MOYET MOTpeOOBaThCA MOBBIIIEHHAs! CIIOCOOHOCTh MUTOXOHApHUH K okuciaennto NADH, uro yactuyno
nocturaetTcs npu nomoinru anbrepHatuBHBIX NAD(P)H-neruaporenas (CHHTE3 4acTH M3 HUX UMEET
CBETO-3aBUCHMBIH xapakTep) (Rasmusson et al., 2008; Rasmusson et al., 2020).

B MHTOXOHApHSIX MPOMCXOAUT OHOCHMHTE3 @€ NOVO IKeJIe30-CepHBIX KiacTepoB (C
UCTIOJI30BAHUEM CEpBl U3 MOJIEKYJ IIMCTEHHA, a TaK)Ke aTOMOB JKeje3a), KOTOPbIe BXOJST B COCTaB
komruiekcos I, Il u I11, a Takke HeKoTOpBIX OeKOB M KoMIuTekcoB Matpukca (Przybyla-Toscano et al.,
2020).

Takke B MHUTOXOHAPUSAX MPOUCXOTUT KaTabOJIM3M MHOTMX aMHHOKHCIOT, KOTOpbIE
IPEBPAIIAIOTCS B IPEKYPCOPHI U IIPOMEXYTOUHBIE IIpoayKThI ukia Kpeoca (Hildebrandt et al., 2015).

OcHOBHOM (yHKIIMEH XJIOPOIIIACTOB SABJISETCSA POTOCHHTES, OJTHAKO OHU MPUHUMAIOT YYaCTHE
BO MHOTHX JpYyrux Imporeccax: (oToapIxaHue, OMOCHHTE3 XJopo(duiuia, KapoOTHHOMIOB, aib(a-
tokodeposa (BuT. E), mnacroxuaona u puutoxuHoHa (BUT. K), dKUPHBIX KUCIIOT U JIUIIHIOB, TOPMOHOB,
ACCUMUJIALIAA a30Ta U OMOCHHTE3 aMUHOKHCIIOT, METa0OIU3M CEpbl U KUCIOPOJa, XJIOPOAbIXaHHE, a
TakXe pa3HooOpasHblii peTporpaaubiii curnanuur (Lancien et al., 2006; Pilon-Smits et al., 2006;
Andersson et al., 2009; Suzuki, 2021).

[Ipouiecc ¢otocuHTE3a, MNPOTEKAIOUINI B XJIOPOIIACTaX, COCTOUT U3 CBETO3aBHUCHMBIX
(CBETOBBIX) M CBETOHE3aBHCHUMBIX (TEMHOBBIX) peakiuii. B xoie cBeToBbIX peakiuii mporcxoaut (1)
ylaBiuBaHue ()OTOHOB aHTEHHAMHU CBETOCOOHMPAIOIIETO KOMIUIEKCA, BO30YXIECHUE XJIOPODUIIOB H
nepenada d3JCKTPOHOB IO 3JICKTPOH-TPAHCIOPTHOM IeMM THIAKOWIOB, (2) ¢OTOIM3 BOJBI,
BoccranoBiienie NADP* u renepais pOTOHHOTO TpaJMeHTa, KOTOPBIA MCIOJIB3YETCs JUI CHHTE3a
AT®. B xo/1e TEMHOBBIX PEaKIIHil MPOUCXOJUT ACCUMUIISIIMS YTIEKUCIIOTO Ta3a U CUHTE3 YIIIEBOJOB
(umkn KaneBuna) (Gloor et al., 2022).

B nononHeHue Kk pOTOCHHTETUYECKOH AIEKTPOH-TPAHCTIOPTHOMN IIETTH, THIJIAKOUTHBIE MEMOpaHbI
coJiepKart JpIXaTelbHbIe KOMILIEKCHI, CTIOCOOHbIE K OKMCICHUIO/BOCCTAHOBIIEHUIO TyJIa MJIACTOXUHOHOB
U ocymecTBistonpe xiuopoasixanue — NDH-koMmIeke, pocTBeHHBINH KOMIUIEKCY | MUTOXOHApUH, U
PTOX — muacTHgHy0 TepMHUHAIBHYIO OKcHIa3y, poxactBeHHyro AOX. B  oriouume ot
MUTOXOH/IPHAIIFHOTO JIBIXaHHSI, POJIb XJIOPOABIXaHU 3aKitoyaercst He B cuHTe3e AT, a B nukiIu3anum
NOTOKAa 3JEKTPOHOB BOKpYr (otocuctemsl |, QoTtomporekiun u OHOCHHTE3€ KapOTHHOUJIOB.
XJ10poAbIXaHUE TaKXkKe MPOUCXOIUT B HehoTocuHTesupyronmx miactugaax (Nixon et al., 2006).

Pactenns cnocoOHBI crHTE3UpOBaTh Bce 20 MPOTEHHOTEHHBIX AMHUHOKHUCIIOT, W OOJBITHHCTBO
cTaguii uX OMOCHUHTE3a MPOUCXOINT B TUIACTUIAX, TSI 4eTO UCTIONB3YIOTCSI AT® 1 BoccTaHOBUTENLHBIE

9KBUBAJICHTHBI, HCITOCPCACTBCHHO IMMOJYUCHHBIC OT COJIHECYHOI'O CBECTA C TIOMOIIBIO (I)OTOCI/ICTCM lull.

1.1.2 CrpykKTypHasi Opranu3aiusi MUTOXOHIPHAJIbHOI0 TeHOMA pacTeHuii

B ornumume or gpyrux opranmsmMoB, mutoxonapuanbHas JHK pacrenmit mmeer ropasno
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OonblIMe pa3Mepbl U 3HAYUTEIHHO OOJBIIYI0 BapHAOEIbHOCTD JUIMHBI U CTPYKTYPHOM OpraHHU3aluu.
Kpome TOro, MUTOXOHAPHHM psiia PACTCHUH COAEPKAT IJIa3MHIbI, KOTOPbIE PEIUTUIHPYIOTCS
He3aBUCUMO OT ocHOBHOW muToXxoHapuansHoi JIHK. Ckopocts sBomomuun MTAHK y pacrenwmit
3HAQUUTEIbHO HW)KE, YeM Yy JKUBOTHBIX, BEPOATHO MO NPUYMHE HAINYUS AKTHBHOW CHCTEMBI
pexomOuHanmu JIHK. CoObituss o0mupHOi TomonornyHoit pexomOunanmu MTAHK pactennii
IPOUCXOJIAT C BBICOKOM 4acTOTOM M CIIOCOOCTBYIOT ee peopranu3anuu (Chevigny et al., 2020).

PazMep MUTOXOHAPHATIBHOIO reHOMa OOJBIIMHCTBA I[BETKOBBIX PACTEHUN COCTaBISIET OKOJIO
200-750 T.1.H. (B oTyimune ot 15-17 T.1.H. y KUBOTHBIX ). OTHAKO BCIICJICTBUE BHICOKOH Mpoudeparuu
MOOMJIBHBIX TEHETHUECKHX 3JIEMEHTOB, YBEJIMYEHHS KOJIWYECTBA M JUIMHBI MHTPOHOB, BCTPOWKHU
gyxepoanoi JIHK (saepHo#l, miacTUAHON, BUPYCHOW MM OakTepUaIbHOW) CTPYKTypa U pa3Mepbl
mT/IHK pactenmii noctatodyHo BapuaTHBHBI — Hampumep y orypma Cucucmis sativus mmeercs: 3
MHTOXOHAPHATIBHBIX XpOMOcOMBI — 1156, 84 u 45 1.11.H. (Alverson et al., 2011), a y Silene conica pasmep
muToreHoma — 11,3 M.11.H., U OH opranu3oBaH B 128 xonblieBbIX Mosieky. [Ipu 7TOM OCHOBHYIO Maccy
pacrutenbroit MTITHK coctaBisitor mMeHHO HeKoupyromme nocienosarenabuoctu (Sloan et al., 2012).

KonuifHOCTh MHTOT€HOMa y pAacTEHHH 3HAYUTENFHO HIDKE, YeM Y JKUBOTHBIX, U CHIJIBHO
pa3nuuaeTcss B 3aBUCHUMOCTH OT CTaJuil pa3BUTHS WM aHaNIM3Upyemoil TkaHu. Tak, Hampumep,
MakcuMaibHas konuitHocTe reHa ATPLl y apabunoncuca Obuta okono 280 Komuid Ha KJIETKY, 4YTO
MEHBbIIIE, YeM CpPEJIHEEe KOJIMYECTBO MUTOXOHIpHM Ha KIeTKy (okojo 450). U3 uero crnemyet, 4yTto B
MHUTOXOHPHSIX PACTCHUI MUTOTCHOM MOXKET OBITh HEIOJIHBIM MJIH BOBCE OTCYTCTBOBaTh (Preuten et al.,
2010).

Hecmotps Ha TO, uro MT/IHK, Kak npaBuiio, npeacTaBiasioT B BUJE MACTEP-XPOMOCOMBI, TaKas
ec opraHu3alus B )KUBOM KieTke BcTpeuaeTcs penko (Gualberto et al., 2014; Kozik et al., 2019; Fuchs
et al., 2020). MutoreHoM pacTeHHi COJACPKUT KPYIHBIC MPSIMbIC ¥ HHBEPTUPOBAHHBIC TTOBTOPHI, MO
KOTOPBIM 4acTO MPOUCXOAMUT pekoMOuHaius u nepecranoBku MT/IHK (Hampumep, moropsl 6,5 u 4,2
t..H. MT/IHK apabumoncuca (Klein et al., 1994)). PekoMOuHaIus MPOUCXOAUT U MO HEOOIBIIHM
MOBTOpaM, HO 3HauyuTeNlbHO pexe. Takum obpasom, muroxonapuanbHas [IHK, BepositHee Bcero,
NpEeJCTaBIeHa COBOKYITHOCTBIO WHTEPMENUATOB PEKOMOWHAIMM, KOHKaTeMepaMH, CyOT€HOMHBIMHU
KOJIBLIEBBIMU MOJIEKyJ1aMu U miasmuamu. Hekoropas yacts MT/IHK cymiectByer B ofHOIIEIOUEUEHOMH
dopme (nokazano st Chenopodium album) (Backert et al., 1997).

MHUTOTeHOM CYIIECTBYET B BHJIE HYKJICOHJIA — HYKJICOMPOTSHIHBIX YACTHII, 3aIKOPEHHBIX Ha
BHyTpeHHel memOpane (Kucej et al., 2007). Ponb Hykiieonna — B komnaktuzanuu JJHK, perymsuuu ee
MeTabosM3Ma M TPaHCKPUIIIMOHHOW aKTHBHOCTH, a €ro BHEUIHWE KoMnoHeHThl (Hampumep ATADS,
PHB1, PHB2) yuactytor B curanpHbeix mexanusmax (Gilkerson et al., 2013). [Ipuuem HykiIeouabl
PACTUTENBHBIX MUTOXOHIPHUHA COJEpPKaT MHOTO OENKOB, CBsI3pIBAarOIIMXCS ¢ omHouernodeynon JIHK.

HekoToprie 6enku Hykjeoua UMEIOT JBOMHYIO ajpecanuio U GyHKIMOHUPYIOT TaKKe B IUIaCTUIAX.
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Bce Oenku Hykieon1a MUTOXOHIpUN apabuoncuca UMEIT siaepHoe koauposanue (Gualberto et al.,
2014).

I'eneTnveckuii coctaB MUTOT€HOMa apabujoricuca mpuBeneH B Tabn. 1. B mrJHK
apabuorcuca cogep:kutcs 32 6enok-koaupyromux rena, 254 ukPHK, 3 pPHK (5S, 18S, 26S), 14 TPHK
(Bce, kpome TPHK Ala, Val, Leu, Phe, Thr, Arg), 109 moBTOpoB 1 74 OTKPBITHIX PAMKHA CUHUTBHIBAHUS
(Sloan et al., 2018). Pasmep mT/IHK apadunorncuca — 367808 n.u. Hekoaupyromue PHK, B ocHOBHOM,
IpE/ICTaBICHBI KIIACTEpU30BaHHBIME opraHe/uibHbIME KopoTkumu PHK (clustered organellar short
RNAs, cosRNAS), koropele cBszanbl ¢ paboroit PHK-cBsi3piBaromux OCJIKOB, 3alHINAOIIMX

oprauesibHeie MPHK ot nerpamarmu (Ruwe et al., 2016).

Tabmauua 1
I'eHeTHUECKHUU COCTAB MUTOI€HOMA apa61/m0ncnca

Cucrema Komruiekc T'en

I Nadl, Nad2, Nad3, Nad4, Nad4l, Nad5, Nad6,
Nad7, Nad9
1l CoB
JIpIxaTenpHas LElb v, Cox1, Cox2, Cox3

V Atpl, Atp4, Atp6, Atp8, Atp9

CcmB, CcmC, CcmFn (1,2), CcmFc
Tpaucusius PuGocoMasibHbIE OEIKU Rps3, Rpl16, Rps7, Rps4, Rpl5, Rpl2, Rps12,
Hpyrue 6enku MatR, MttB

1.1.3 CrpykTypHas opranu3amnus JIACTUAHOIO FeHOMA pacTeHHil

IInacTuHBIN TEHOM pacTeHHH UMeEET pa3mepsl B peaenax 120 T.m.H. — 2 M.ILH. ¥ coaepxkut 80-
100 renos (de Vries et al., 2018). KonuitHocTh MmIacTHIHOTO FTeHOMA BapbUPYET B 3aBUCHMOCTH OT THUIIA
TKaHW, KOHKPETHOHN JIOKalM3allMM KJIETOK M CTaauu pa3BuTus. Hampumep, B kieTkax me3oduiuia
3€JICHBIX JIMCThEeB OHa Joctraet 2-50 Toic. Konuii Ha kietky (Krupinska et al., 2013).

Kak u B citydae ¢ MUTOXOHApUAIbHBIM F€EHOMOM, TUIACTUAHBINA FEHOM PEAKO MPECTABIIEH B BULC
KOJIBLIEBOM MacTep-XpoMocoMbl, Hampumep y Z. mays 95% xn/IHK cymectByer B auHeHHOH
pasBetBieHHOM (opme. Pasmepsl u opranuzanus xn/IHK HeoqHOPOIHBI U BEPOSATHO PETYIUPYIOTCS B
nportiecce pasutus pactenus (Kim et al., 2009a; Oldenburg et al., 2015).

Hyxneonas! XJI0pOIUIacTOB BBICIIMX PACTEHWH BBHICOKOJMHAMHYHBI B OTHOIIEHUU KOJIMYECTBA
OTJENBHBIX €AMHUL], OETKOBOr0 cocTaBa M CTPYKTypbl. Hykieoun cocrout u3 cobctenno xn/{HK,
6enkoB u PHK, u yuactByer B pemapanuu, perjukanuu, peKOMOWHAIMHM, TPAHCKPUIIMU U MOCT-
TPAHCKPUIILIMOHHOM KOHTPOJIE SKCIPECCHH TeHOB. Pa3mepsl U mo3uius cyOnomyssiiuii HyKJIeou10B
XOPOIIO OTPAXKAIOT UX PA3IUYHYIO (DEPMEHTATUBHYIO aKTUBHOCTh. HyKI1€eou 11 HEOTHOPOIHBI U UMEIOT
CIIOUCTYIO CTPYKTYpy — oKoJio mnojoBuHbl Becell xnJIHK ymakoBaHo B cocTaBe LIEHTpPaJIbHOTO Tela

HYKJIeOua, UMEeIoIIero 6oee mioTHyo ynakoBky. OnHako, faxe mioTHo ynakoBanHas xn/HK moxer
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aKTHBHO TpaHckpuOuposarscs (Krupinska et al., 2013).

OnHOM U3 CaMBIX PacpPOCTPAHEHHBIX OCOOCHHOCTEH IIACTUIHBIX TCHOMOB SIBIISICTCS] HAJHUKE
nmoBTOpoB, coaepxamnux reusl pPHK (1.1, p/IHK), KoTOpBhIe OpMHUPYIOT CTPYKTYPY, COCTOSIIYIO H3
JIByX MHBEPTUPOBAHHBIX MOBTOPOB, MaJOil U OONBIION HEMOBTOPSIOUIMXCS MOCIEA0BATEIHHOCTEH.
Oo6bruno p/IHK-conepxammii mosrop conepxut 3 rera pPHK (Rns, Rnl, Rrn5) u 2 TPHK (Trn-Ala,
Trn-lle), Ho MmoxeT coxepxarhb oT 4 10 161 rexa. [IoBTOpBI peKO UACHTHYHBI, HO OYCHD MMOXO0XKU U B
3HAYMTEIbHOM cTeneHu moasepkeHbl kodporouu (Kim et al., 2009a; Oldenburg et al., 2015). O6nactb
pAHK nmeet cinoxHyr0 peryisiuio Ha TPAHCKPUIILIMOHHOM U MOCT-TPAHCKPUIIITUOHHOM YPOBHSIX.

[InacTuaHelii TeHOM apabuporcuca umeeT pasmep 154478 m.H. u comepxkutr 87 Oe€NOK-
koaupytoumx reios, 4 pPHK, 37 renoB TPHK, napy uHBEepTHpOBaHHBIX NOBTOPOB IO 26264 I.H.,
MaJIyl0 U OOJBIINYI0 HEMOBTOpstOImecs nocieaoareabHoctd 17780 u 84170 m.H. COOTBETCTBEHHO

(Sato et al., 1999). CocraB 0e10K-KOAUPYIOIINX T€HOB TIACTHAHOTO T€HOMA MTPUBEIEH B TabuIe 2.

Tabmuna 2
CocraB Oenok-koaupyromux reno xm/IHK apadbunomncuca.
Cucrema Kowmmrexc I'en
PsbA, PsbK, Psbl, PsbM, PsbD, PsbC,

OCII PsbZ, PshJ, PsbL, PsbF, PsbE, PsbB, PsbT,

doTtocuHTE3 PSbN, Psbh
Cl PsaA, PsaB, Ycf3, Psal, Ycf4, PsaJ, Ycf2,
Ycfl, PsaC
[{utoxpom b6/f PetN, PetA, PetL, PetG, PetB, PetD
Tpanckpunuus PHK-nonumepaza RpoC2, RpoC1, RpoB, RpoA

Rps16, Rps2, Rps14, Rps4, Rpl33, Rpsi8,
Rpl20, Rps12, Rpsl1l, Rpl36, Rps8, Rpl14,
Rpl16, Rps3, Rpl22, Rps19, Rpl2, Rpl23,
Rps7, Rps12, Rpl32, Rps15
dorodochopuirpoBanme AT®-cunTaza AtpA, AtpF, AtpH, Atpl, AtpE, AtpB
NdhJ, NdhK, NdhC, NdhB, NdhF, NdhD,
NdhE, NdhG, Ndhl, NdhA, NdhH

Jpyrue Genku CemA, ClpP, CcsA, AccD, RbcL, MatK

Tpancianus Pubocomanbublie Oenku

XopoasixaHue NADH-nerunporenasa

1.2  OcoGeHHOCTH annapaTa 3KCIPECCHH FeHOB PACTHTEIbHBIX OPraHesLI

1.2.1 PHK-noaumepa3bl ¢paroBoro rumna

DKcrpeccusi TEHOB MHUTOXOHJPUAIBHOTO M XJIOPOIIACTHOTO TEHOMAa  OCYIIECTBISIETCS
JIOCTATOYHO CIIOKHBIMH TPAHCKPUIIIMOHHBIMU Mexanu3mamu (Liere et al., 2011b). B xsiopomiactHbIx
TeHOMax BOJIOPOCIEH W BBICIIMX pacTeHHi MNpucyTcTBYIOT TeHbl RpPOA, RpoB, RpoCl u RpoC2,
KOJAMpYIolLIe ocHOBHbIE cyObenuuuisl PHK-nonmmepasbl inaHo0akTepruaabHOrO THIIA, Ha3bIBAEMOM
cokpamenno PEP (Plastid Encoded Polymerase) (Lysenko et al., 2005; Shiina et al., 2005). B

MHUTOXOHAPHUAX BCEX OJYKAPUOT, 3a HUCKIHOUYCHHUEM FGTGpOTpO(bHI)IX OCKAaBATHBIX JKI'YTHUKOHOCIICB
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(manmpumep Reclinomonas americana), PHK-nonmumepasa 6akrepranbHOTO THITA B XOZ€ SBOJIOLNY ObLiIa
yTpayeHa u 3aMeleHa MOHOCYObeIMHUYHBIMU (DEPMEHTAMH SIIEPHOTO KOJMPOBAHHSI, TOMOJOTHYHBIMA
PHK-nonumepazam ¢aros tuma T3/T7 (massiBaembiMu NEP-mommmepaszamu, ot nuclear encoded
polymerase), o6o3nauaecmeimu 006140 RPOT (0T RNA polymerase of the T-phage type) (Tracy et al.,
1995; Weihe, 2004).

PHK-momumepazst  RPOTm wu  RPOTpP  oCymiecTBISIFOT  TPAaHCKPHUIILIUIO  TOJBKO
MHTOXOHIPHATIBHBIX U XJIOPOIUTACTHBIX T€HOB COOTBETCTBEHHO, Toraa kak RPOTMp umeer nBoiiHyio
aJipecalliio M y4acTBYeT B TPAaHCKPHITIMK I'eHoB 00enx opranesut (Hedtke et al., 2000; Baba et al., 2004;
Courtois etal., 2007; Kiihn et al., 2009). YpoBens Tpanckpummuu Bcex Tpex reioB RPOT cpaBHuTEIBHO

HEBBICOK BO BCeX opraHax, HambOoJbinas skcrnpeccuss RPOT nabiromaercst B nBetkax (Emanuel et al.,

2006).

1.2.2 Tlpoucxo:xaenue u 3Bojwonus RPOT B pa3jumyHbIX opraHu3zMax

RPOT ne poactBenHBl MynbTUCYObeauHUYHBIM PHK-monmnMepaszam, GyHKIHOHUPYIOIIUM Y
Oaktepuii, apxeii u B snpe sykapuoT. IlomararoT, yTo H3HauanbHO OHM mpoumzouu ot JHK-
nosjMMepasbl Wik oT obparHoi Tpanckpunrasbl (Cermakian et al., 1997). OGHapyxeHue B reHOMax
HEKOTOPHIX alb(a-MpoTeo0aKTepHii KPHUIITHYECKUX MOCIEI0BATEIBHOCTEH Mpo(daroB TMO3BOISIET
NPEIOI0KNATE, YTO YK€ IBOJIOIUOHHBIC MPEIKH MHUTOXOHIpUH Morim coxaepxkath reH RPOT. B
npolecce CUMOMOreHe3a MOoCIe0BaTeIbHOCTh T'eHa Morjia ObITh IepeMelleHa B sAApo, MOCie Yero,
BO3MOJKHO, TPOM30IIIA €ro peakThuBalms W mnepeanpecanus B murtoxonapuu (Liere et al., 2011a).
[TosBnenue mnactuaHoi agpecanuu RPOT npon3omio 3HauuTeNbHO MO03Ke B pe3ysibTaTe JyIUIMKalun
rera RPOT MUTOXOHIpUalIbHOM aJipecalliy B IPOLIECCEe IBOJIOIMU MOKPHITOCEMEHHBIX pacTeHuit (Sato,
2006). T'enbr, momoOHbie RPOT, ObuiM Takke OOHApYKEHbI B JIMHEHHBIX MHUTOXOHIPHATBHBIX
IUIa3MUJaX BBICHIMX PACTEHHH, OJHAKO JaHHbIE (PMIOTEHETHYECKOro aHalu3a TOBOPAT O TOM, YTO
IBOITIOIMS 3THX T'eHOB U syiepHbiX RPOT mpoucxoauna unausuayansHo (Handa, 2008).

[MocnenoBarensrocT RPOT sykapuotr moxoxu Mexay coboit m Ha PHK-nommmepasst daros
tuna 13 u T7. CrpykrypHo T7-PHK-nommmepasa cxoxa ¢ JIHK-3aBucumbivu JIHK-monmmmepazamu
cemeiictea POL1/POLA, ¢ o6parueivu Ttpanckpuntazamu (RT) um ¢ PHK-3aBucumbiMu PHK-
nonmumepaszamu  (RARP). Muroxonapuansapie U miaactuanasle PHK-nommmepassr RPOT  umeror
HIMpOKHE KOHcepBaTUBHbIE ydacTku ¢ (aroBeiMu PHK-mommmepazamu, B 1o Bpems kak c JJHK-
noimMmepasamu, obpatHbiMu  TpaHckpuntazamu u  PHK/PHK-mommmepasamu  ux  cXOICTBO
OTpaHMYMBACTCS BRICOKOKOHCEPBATHBHBIMU aMUHOKUCIIOTAMH B HEKOTOPBIX MOTHBax (Sousa, 2013).

ITocnenosarensHoct RPOT mnunnaee nocnenosarensHoctedt 17 PHK-monmumepas 3a cuer N-
KOHIIEBBIX HHCcepimii (HO y S. cerevisiae mmeercs mHcepuuss Ha C-koHie). C-KOHIEBOH JOMEH

OIpeIeTIsieT KaTATUTUYECKY 0 aKTUBHOCTh (pepMeHTa 1 I0cTaTOYHO KoHcepBatuBeH (Puc. 1). B otiuune
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ot T7 PHK-nonmumepa3, RPOT HyxnatoTcst B TOMONHUTENBHBIX Oenkax (Hampumep TP mimacTuaHOR

pAHK — CDF2) (Liere et al., 2011a).

tr|QBLEFB|QBLEFS_PHYPA
]Q70XR1|Q70XR1_HORWV |
1|082725|082725_MAIZE
tr|B2RFX8|B2RFX8_SELML | 10110
spIQOLFVEIRPOT2_ARATH I HIINE R -
splQ93YL4|RPOT1_NICSY
SplQBVWFEIRPOT2_NICSY 1 NE 1101 I 1 AuuHoKACrOTa
sp|P92969|RPOT1_ARATH 1]]
sp|P69242|RPOT3_NICSY N |
$p|024600[RPOT3_ARATH

tr|QBLBF8|Q8LEFS_PHYPA
trlQ70XR1|Q70XR1_HORVV
tr|082725|082725_MAIZE
tr|[B2RFX8|B2RFX8_SELML
sp|QOLFV6|RPOT2_ARATH
sp|Q93Y94|RPOT1_NICSY
splQBVWFSIRPOT2_NICSY
sp|P92969|RPOT1_ARATH
sp|P69242|RPOT3_NICSY
sp|O24600|RPOT3_ARATH

Puc. 1. MuoxectBenHoe BeipapHuBanue ClustalOmega nmocnenoBarenbHOCTEH HEKOTOPBIX OCIKOB THUITA
RPOT pasnuunbix opranu3moB. [Tokazansl nepebie 200 amunokucior (N-koner) u nocneaaue 200 aMUHOKUCTIOT
(C-komnelr) BEIpaBHHUBAHUS.
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I'enst RPOT mpencraBieHsl B SAEPHBIX TE€HOMAaX pa3lUYHBIX  (HOTOCHHTE3UPYIOMIUX
opranu3moB. 3enenbie Bogopocau Chlamydomonas reinhardtii, Ostreococcus tauri, Thalassiosira
pseudonana (Maier et al., 2008) u mrayHoBuaHoe pactenue Selaginella moellendorffii (Yin et al., 2009)
o0magaroT TOJMBKO OMHUM simepHbIM reHoM RPOT, xomupyrommm mutoxonapuanbhyro PHK-
nonumepasy (RPOTm). SnepHble reHOMBI 371aK0BBIX coaeprkar aBa rena RPOT (Chang et al., 1999b;
Kusumi et al., 2004), oaun u3 KOTOpBIX KoaupyeT MutoxoHapuanbayro PHK-nomumepasy (RPOTm),
npyroit — mnactuaayio (RPOTp). Mox Physcomitrella patens o6mamaer tpemst remamu RPOT —
muroxonapuaibioii PHK-nomumepaszsr (RPOTM) u nByx (GepMeHTOB IBOWHOW ajpecanuu —
MuTOXOHApHaTbHOM U Tactuanoi (RPOTmpl, RPOTmp2) (Richter et al., 2014). PHK-nionumepassi
nBoitHoU agpecaniun RPOTMp uaentuduurpoBanbl B HACTOSIIUX ABYIOJBHBIX PACTCHUSIX, TAKUX KaK
Chenopodium album (Weihe et al., 1997), Arabidopsis thaliana (Hedtke et al., 1997; Hedtke et al.,
2000), Nicotiana tabacum (Hedtke et al., 2002), Nicotiana sylvestris (Kobayashi et al., 2001) u Spinacia
oleracea (Azevedo et al., 2006). B Hacrosiiiee BpeMst H3BECTHO KaKk MUHUMYM 43 BH[a, COoaepKaIlue
RPOTmp, Brimrouas takxke: Beta vulgaris, Brassica rapa, Daucus carota, Malus domestica, Solanum
tuberosum, S. lycopersicum, Cucurbita maxima u Theobroma cacao. Bcero Ha gaHHBI MOMEHT Cpein
3eNIeHBIX pacTeHuid uaeHTudummpoBaHo 362 rema RPOT (Brirouass Bce W3BECTHBIE H30(OPMEI,

cormacHo BJI UNIPROT (www.uniprot.org)).

1.3  OcoGeHHOCTH TPAHCKPHUIIIMHN FeHOB B PACTUTEJIbHBIX MUTOXOHAPHUSAX

Mo nanubv uccienosanwuii (Kiithn et al., 2009) u (Tan et al., 2010) y HacTosIIUX 1BYI0JIbHBIX B
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kauectBe OcHOBHOW PHK-mommmepasbl, HeoOXoammoW Uisi  TPaHCKPUIIIUU  OOJBIIMHCTBA
MUTOXOHJIpHANILHBIX TeHOB, sBisiercs RPOTmM. Cpenu Bcex RPOT, ypoBens TpanckpuntoB RPOTm
HanOoJiee BBICOK BO BCEX OpraHax pacTeHHs], 3a HMCKIIOUCHHEM 3pEJbIX JIMCTHEB, TIJ€ YPOBEHb
tpanckpunta RPOTp Beie (Emanuel et al., 2006). B pa6ote (Tan et al., 2010) 6bu11 OmMicaHbl MyTaHTHI
A. thaliana mo reny RPOTm ¢ nedekramu B My»KCKOM rameTopuTe, U ObUIO NOKa3aHO, YTO Pa3BUTHE
MYTaHTHOTO SMOpHOHa POtM mpekpariaercst Ha rI00YISAPHON CTaguu. ABTOPHI MONBITAINUCH MOBIUATH
Ha (eHoTMn MyTaHTa FPOtM mpu momomu runepakcnpeccud B HeM RPOTmMp mon xonTposiem
npomoropa RPOTmM u oGuapyxkunu, uro RPOTMpP MokeT 4acTMYHO BOCCTaHABIWBATH IOTEPIO
¢bynakumn RPOTM, HO ee aKTUBHOCTH HEIOCTATOYHO, YTOOBI MOJACPKUBATh HOPMAIbHOE Pa3BUTHE
ramerodura u SMOproHa. TeM He MeHee, COTrJIaCHO aHaIM3y MyTaHTOB apadbuaoncuca mo RPOTm (Tan
et al.,, 2010), o6e PHK-momumepasp, RPOTmM u RPOTmMp, Moryt urpath CBOIO pOJib B pa3BUTHU
pacTeHHii, 0COOCHHO BaKHYIO TPU T'aMETOI'CHE3e: IBOMHON MyTaHT rpotm rpotmp otiuyancs ermie
OOJBIIUM yCHJICHHEM (EHOTHIIAa MyTaHTa FPOtM — OH JAEMOHCTPHPOBAJ IOYTH IOJHOE OTCYTCTBUE
KEHCKOT0 TaMEeTOreHe3a U KpUTUYECKUE HapyIIeHHs: 00pa30BaHus MbLIbIbI U npopacTanus (Tan et al.,
2010).

O pazneneHuu B TPAaHCKPUIIIMOHHOM akTUBHOCTH Mexay RPOTmM u RPOTmMp B MuToXoHIpusix
U3BECTHO HEMHOro. AHanu3 TpaHckpumiuu in vitro (Kuhn et al., 2007) mokasan, uro cuare3 MPHK ¢
yuactueM RPOTm u RPOTmp mpoucxoaut ¢ mepekpeiBaromerocst Habopa npoMotopos. Ilpu stom
umMeHHo pexomOuHanTHas RPOTmM, no ne RPOTmMp cnenuduueckn pacrmo3HaeT MUTOXOHAPHATBHBIE
npomotopsl:  PHK-momumepaza RPOTM  uHunuupoBana  TpaHCKpUILMIO ¢ OOJIBIIMHCTBA
TECTUPOBAHHBIX MUTOXOHIPUATLHBIX TPOMOTOPOB, B TO Bpemst kak RPOTmp sutis ¢ Tpex u3 vux (Kuhn
et al., 2007), yka3biBasi Ha TO, YTO B CIIOCOOHOCTH K MHUIIMAIIMY TPAHCKPHITIIUA C MUTOXOHAPHATBHBIX
npomoTtopoB Mexxxy RPOTmM u RPOTMp cymecTBytoT O0NbIIHe pa3indus.

B paborax mo wuccrenoBaHHiO MyTaHTOB apabupomncuca nmo reny RPOTZ2, xomupyromemy
RPOTmp (Baba et al., 2004; Kiihn et al., 2009), Ob1110 TOKa3aHO, YTO JIJIsI HUX XapaKTePeH Psiji OTIIMYHBIX
OT PacTeHUH TUKOTO THIA (PEHOTHUITMYECKUX U MOJIEKYJSPHO-OMOIOTHYECKUX TMPU3HAKOB. Pactenus
MYTaHTHOH JIMHHM apadujporicuca rPotmp mposBisAOT (EHOTUIHYECKUE HApYIICHUS pPa3BHUTHS:
3aMeJIEHHBIN POCT, YKOpOUeHHE KOpHEH, n3MeHeHHEe (POPMBI M pPa3MEPOB JIUCTHEB, a TAKXKE TOHUKEHUE
YPOBHSI TPAHCKPHUIIIIUK psijia MUTOXOHApHaIbHBIX TeHoB, MatR, Nadl, Nad2, Nad6, Cox1, Rps4 u mp.
(Kiihn et al., 2009). Paznuuus B npoduiasix MUTOXOHIPUATIbHBIX TPAHCKPUIITOB B PACTEHHUSIX MyTaHTHON
JUHAW FPOIMP W pacTeHHWSX IUKOTO THUMA OCTAIOTCS CTAOWJIBHBIMH TIPU Pa3BUTHH PACTEHUH OT
IPOPOCTKOB /10 00pa30BaHUsl PO3ETOK JUCThEB, a Ay HekoTophix MPHK, Takux xak MatR, paznuuuns
OKa3bIBAIOTCS Jlaxke Oosiee BRIpa)KEHHBIMU Ha OoJiee MO3JHUX cTaausax pa3Butus pactenus (Kiihn et al.,
2009). CHmKeHHE KOJMYECTBA psla MUTOXOHJIPHUANBHBIX TPAHCKPHIITOB IMPUBOIUT K CHUKCHHIO

AKTHBHOCTH KOMITJIEKCOB JIbIXaTesibHOM 1en | v |V B MyTaHTHBIX pacTeHHsX rPotmp, mpu 3TOM armapat

17



cHHTe3a Oenka B MHUTOXOHIPHSIX MyTaHTa ocTtaercs He HapymeHHbIM (Kiihn et al., 2009). Ortu
pe3yabTaThl yKa3plBaloT Ha ocolOyio poiab RPOTMpP B sKcopeccMu TeHOB, YYacTBYIOIIUX B
dbopmupoBannn komiuiekcoB | u IV B mutoxonmpusx. B pabore (Kiihn et al., 2009) nokaszano Takxe,
YTO CHW)KEHUE TPAHCKPHUIIIUKM OIPEIEICHHBIX MHTOXOHJIPHAJIbHBIX T'€HOB B PAaCTCHHAX Ipotmp He
CBSI3aHO C M3MEHEHHUSMHM B YaCTOTE HCIIOJIb30BAaHHUS KOHKPETHBIX MPOMOTOPOB, YTO IOATBEP)KIAET
ycranosieHHoe in vitro (Kuhn et al., 2007) orcyrcTBre MpoMOTOpHOU crieln(pUUHOCTH JUISI aKTUBHOCTH
RPOTmp B mutoxonapusx. TpaHCKpHUNLIKS B MyTaHTHBIX PAaCTCHHUSAX FPOIMP MHUIIMHPOBATACH C TE€X
e MPOMOTOPOB, YTO ¥ B PACTEHUSX JUKOTO THIIA, & YMCHBIICHHE KOJIMYECTBA TPAHCKPUTITOB JIJISI BCEX
TCHOB CO CHIDKEHHOM IKCIPECCHEl B MyTaHTaxX MPOUCXOIMIIO CO BCEX MMPOMOTOPOB ATHX I'CHOB. AHAIIU3
IIPOMOTOPOB T€HOB, KOTOPbIE MEHEE aKTMBHO TPAHCKPHUOMWPOBaIHMCH B FPOIMP, COMOCTaBICHUE HX C
IPOMOTOPAMH JPYTUX MUTOXOHAPHAIIEHBIX T€HOB HE BBISIBUIM B TPOMOTOPHBIX MOCIIEI0BATEIBLHOCTSIX
Kakux-m6o cnenupuueckunx MotuoB a1t RPOTmp (Kiihn et al., 2009). Mcxoas u3 3TOro, aBTOphI
BBICKA3aJlu Mpeanooxenue, yro Gpynkuun RPOTMP, o kpaiiHei Mepe, B MUTOXOHPUSX, SIBJISIFOTCS

CHGLII/I(l)I/I‘-IHI)IMI/I HC B OTHOIICHHHU ITPOMOTOPOB, 4 B OTHOIICHWU I'CHOB.

1.3.1 MurtoxoHapHajbHbIe MPOMOTOPBI

Bapuamuenocmuv pazmepos mpancKpunyuoHHuIX eOuHuY.

BoNbIIMHCTBO KOAMPYIOMIMX O0JIACTEH B MHTOXOHIPUATHHBIX T€HOMAaX PAaCTEHUH pa3iieliCHBI
OOIIMPHBIMHU y4YacTKaMu TocienoBarenbHocTeld Hekoaupytomiei JJHK (pasmMepaMu 10 HECKOJIBKUMU
t..H.) (Leaver et al., 1982; Newton, 1988; Lonsdale, 1989; Bonen, 1991; Gray et al., 1992; Schuster et
al., 1994). Takas opraHu3anusi MOJpasyMeBaeT, 4YTO OONbIIAs YACTh BAKHON KOIUPYIOIICH
UH(GOPMAIIUN IKCIIPECCUPYETCS B BUAEC MOHOIIMCTPOHHBIX TPAHCKPHUIITOB C OTACIBHBIX TPOMOTOPOB,
Hanpumep, reHoB Atp6, Atp9, CoB, Cox1l, Cox2 u Cox3 y OompmmHCcTBa pacteHuil. dakTuyeckue
pazmepsl MPHK, xak mpaBuio, HAMHOTO MPEBHIIAIOT pa3Mephl MOCIETOBATEILHOCTEH KOIUPYIOLIUX
obracTeil TEHOB, U BKJIIOYAIOT B ceOS pacUIMpEeHHbIE HEKOAUpYIoMMe 5’- U 3’- TpaHCKpUOUpyeMbIe
YYaCTKH, COJIepPIKAIIE HECKOJIIBKUX COTCH HYKJICOTHI0B. YacThie peKOMOWHAITMN B MUTOXOHIPHATEHBIX
TeHOMax pACcTEHUH TPHUBOASAT K TOMY, YTO T'eHBI, KOTOPBIE HAXOJIATCSA IAJIEKO IPyr OT Apyra B
MUTOTE€HOME OJIHOTO BHJIa, MOTYT OBITh PaCIOJIOKEHBI B HEMOCPEACTBEHHOMN OJIM30CTH y IPYroro BUA.
bausko pacmonokeHHbIe IPYT K APYTY TeHbI MOUTH BCET/Ia TOKa3bIBAIOT KOo-TpaHckpunimio (Liu et al.,
1992), takue kak reusl Rrn18s u Rrn5s niam Nad3 u Rps12. Tpanckpubupyembie crieiicepsl, HaIpUMep,
Mex Iy reHamu, kKoaupyrommmu 18S u 5S pPHK, paznuuarorcs y pa3HbIX BHJIOB PaCTCHHA, BAPbUPYS OT
100 ut no 6omee 500 vt (Wissinger et al., 1988; Maloney et al., 1990). B mutoxouapusx Oenothera
oOHapy»KeHa OJTHA U3 CaMbIX JIUHHBIX MOJUIIUCTPOHHBIX TPAHCKPUIIIIMOHHBIX eaunHull Rrn18s-RrnSs-
Nad5 sxirouarorias a8e pubocomansasie PHK 1 mepssie q8a sx30Ha rena Nad5 (Wissinger et al., 1988).

MuroxoHIpranbHbIN TeHOM NeueHouHrka Marchantia, umeromniuii pasmep Beero 187 T.11.H. U THITUYHBIE
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JUIsL BBICILIUX pacTeHui cymmapHble pa3mepbl k/IHK, B 3HaunTEeNbHON CTENEHM COXpaHUI KIIACTEPHI
TCHOB PUOOCOMHBIX OEJIKOB NMPOKAPUOTUYECKOTO THUIA, KOTOpPhIC, BEPOSITHO, TPAHCKPUOUPYIOTCS B
6onpmue nmomuipcrponnsie mpe-MPHK (Oda et al., 1992; Nozato et al., 1993).

CuuTaercsi, 4YT0 CTaOWIBHO TPaHCKpUOUpyemasi (Gpakuusi MPeACTaBiIseT cOoOOH JIHIIb OKOJIO
TPETH MUTOXOH/IPHAJILHOTO TEHOMA Y BBICIIIMX pacTeHHi, Hanpumep, y Brassicaceae u Curcurbitaceae
(Makaroff et al., 1987). Ota nonynsmuss PHK Co craOuibpHO#N sKcnpeccwell mpeacTaBiseT coOoit
TPAaHCKPUNT MUTOXOHJPUAIILHBIX T'€HOB, OOIIMX JJIsi BCEX PACTHTENBHBIX OpraHu3MoB. OcTaBiinecs
70% MUTOXOHAPUAILHOTO T'EHOMAa pACTEHHH, I[0-BUAUMOMY, COCTABISIIOT IOCIICI0BATEIBHOCTH,
HOJIy4eHHbIe 4acTUYHO M3 XioporuiactHoit JIHK u siiepHBIX mocienoBaTebHOCTEH, YaCTUYHO, B
pe3ysbTare QYIUIMKAlMid MUTOXOHJPUAIBHBIX IOCICIOBAaTCIbHOCTEH, B pPa3IMYHON CTENCHU
JICTCHEPUPOBAHHBIX, U HE HECYT CYIIECTBEHHOHW HH(OpMAlUH. DTH MOCIEAOBATEIBHOCTH HMHOIIA
TPAHCKPUOUPYIOTCSI, HO B MOMYJISIUK CTAOMIIBHBIX TPAHCKPHIITOB, B OCHOBHOM, SKCIICPHMEHTAIIBHO HE
obuapyxusatotcs (Fejes et al.,, 1988). Hckmouenune coctaBiasitoT HekoTopbie reHbl TPHK
XJIOPOIUIACTHOTO MPOUCXOKACHUS, B PE3YJIbTATE TPAHCKPHIIIIUK U TPOLIECCUHTA KOTOPBIX 00pa3yroTcs
¢dyukuronansabie TPHK, yuactByronie B MutoxonapuansHoi Tpancisuun (Wintz et al., 1988; Joyce
et al., 1989; Marechal-Drouard et al., 1993).

Cmpykmypa MumoxoHOpuaIbHblX NPOMOMOPO8 PACMEHUIL.

Awnanmu3 mutoxonapuanbabix PHK kykypyssr (Mulligan et al., 1988b), mmenuns: (Covello et al.,
1991), Oenothera berteriana (Binder et al., 1993) u cou (Brown et al., 1991) nponemoncTpupoBai, 4To
WHHUIUANUS TPAHCKPUILIUKM B MHUTOXOHIPHATIBHOM TEHOME IIPOMCXOJUT C MHOXKECTBEHHBIX
npoMoTopoB. [lo cpaBHEHHIO ¢ MPOMOTOpPaMH MHUTOXOHJPHAIBHBIX T'€HOB I'DHOOB, PAacTHUTEIbHBIC
MHUTOXOHJPHAJIbHBIC MPOMOTOPBI  BapuaOeNbHbI, MHOXECTBEHHbI M  OTHOCHUTEIBHO  CJIabo
KOHCEpBaTHBHBL. J[0 HACTOAIIEr0 BPEMEHH €IMHCTBCHHBIM HJICHTU(QHUIMPOBAHHBIM CXOJIHBIM
3JIEMEHTOM MHUTOXOHJPUAIBHBIX MPOMOTOPOB BCEX BHJIOB PACTCHUH SIBISETCS KOHCEHCYCHasI
nocnenoBarensHocTh CRTA, pacmonararomiasicst BHyTPH HITH BOJIHM3HM caiiTa MHAIMALUH TPAHCKPUTIIIHY,
NPOSIBIISIONIAS. Y OJHOJOJNBHBIX MM JIBYJOJbHBIX PACTCHUH HECKOJIBKO OOJBIIYI0 TOMOJIOTHIO,
OYEBH/IHYIO TP MEXBHJOBBIX CpaBHEeHUsX. OTHAKO Jaxe i 3TOr0 IMpaBUiia OBUIM OTMEYCHBI
uckmodenus (Mulligan et al., 1991; Lizama et al., 1994).

B wuccnenoBaHMM OKCHPECCHU MUTOXOHIPUANTBHBIX T'EHOB KYKypy3bl ObUla BBISIBIICHA
KOPPEJISIHUS aKTHBHOCTH IIPOMOTOPA C HAJTMYMEM B €r0 CTPYKTYpPE KOHCEHCYCHOM MOCIIE0BATEIbHOCTH
CRTA, 1 BBICKa3aHO MPEJIIOIIOKESHHIE O TOM, UTO TICPBHYHAS ITOCIICIOBATEILHOCTD MOXKET OBITh BAYKHON
JCTEPMUHAHTON CHJIBI  TPOMOTOPA,  BBHIMONHSIOMIEH  PETYISATOPHYIO pPOJb B DKCIPECCHH
muroxonapuaisHoro rera (Mulligan et al., 1991). BeiBoabl, mony4deHHbIE B pe3yIbTaTe TECTUPOBAHUS
MOCJICIOBATEILHOCTEH, OBUTM B 3HAYUTEIBHON CTENEHU TOATBEPKICHBI HSKCICPHUMEHTAMH 10

TpaHCcKpumuy in Vitro. CrucreMa MUTOXOHAPHAIBHOW TPAHCKPHIIIMK IN VItro Obuia paszpaboTaHa ¢
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UCTONIb30BaHUueM mpomoTtopa rena Cox2 mmenunsl (Hanic-Joyce et al., 1991) u, B manbHeliniem,
NpUMEHEHa Ul JeTAIbHOIO aHajiu3a MpoMOTopa MUToXoHapuansHoro Atpl kykypyssr (Rapp et al.,
1992; Rapp et al., 1993). HccinemoBaHue, NPOBEACHHOS C ITOMOIIBIO 3aMEIIECHUS YYacTKOB
MOCIIE0BATEILHOCTH IPOMOTOPA TMHKEPAMHU, M TOUCUHBIN MyTareHe3 Mo3BOJIMIN YCTAaHOBUTD, YTO JJIS
IPOSIBJIICHUS] aKTUBHOCTH ITpoMoTopy Atpl HeoOX01uM Kak MUHUMYM y4acTOK pazmepom 17 I.H., U, 4TO
MYyTallid B 3TOH 00JaCcTH MO-pa3HOMY BIMSIOT Ha Hee IN Vitro. B pesynbrare mosBUIIaCh MOJEINb, B
KoTopoii mpomoTop Atpl cocToUT U3 LIEHTPaAILHOTO JOMEHA pazMepoM 12 1. H., coaepKaluM OCHOBHON
MoTuB CRTA (0T -4 10 + 1) 1 THUITUUPYIOIIMIA HYKJICOTHT, K HEOOJBIIIOTO YJIEMEHTA, PACIIOJIOKEHHOTO

B no3unuu -12 (Puc. 2).

Maize (ate) 12|_1|0 |7 Alf 1 |5
12 - 7 - + T

Puc. 2. Monens npoMoTOpHO# o0sacTu reHa Atpl U3 MUTOXOHPHUATIBHOTO F'eHOMA KYKYypy3bI (110 Tracy,
Stern, 1995)

BaxHOCTh  mOC/IEOBAaTENBHOCTH  KOPOBOIO  3JeMEHTa (OCHOBHOTO MOTHBa) Oblia
MOJTBEPK/IEHA MYyTareHe3oM IPOMOTOPOB Kykypy3sl COX3 u Atp6. KommnaktHas cTpykTypa
MIOCJIEIOBATEIFHOCTA KOPOBOTO MOTHBA HAIIOMHHAET TAKOBYIO MPOMOTOPOB TI'pHUOOB, OIHAKO IS
LEHTPAJILHOTO JIOMEHA XapaKTepHa 3Ha4yMTelbHas BapHaOelbHOCTb, BCIEJICTBHE 3aMEH HEKOTOPBIX
OCHOBAHHUIA, U SIPKO BBIPAKCHHASI 3HAUMMOCTb JJIEMEHTA, PACIIOI0KEHHOTO B oOnactu (-12).

B mutoxonapuansHoM rene COX2 u3 Zea perennis, nanbHero poacTBeHHUKa KyKypy3bl (Newton
et al., 1995), Obu1 OOHApYXKEH MPOMOTOP WHON CTPYKTYpHI, MHUIMAIMS TPAHCKPHUIIIMUA C KOTOPOTO
3aBUCUT OT Oesika, KOIUPYEMOro sAepHbIM TreHoM Kykypy3bl MCT, sBinstomierocs, BepoOSTHO,
TpaHCKpUIIUOHHBIM (aktopom (Tracy et al., 1995).

Wunnmanust TpaHCKPHUITIIUK ¢ TEHOMAa MHTOXOHJIPHUA JBYIOJIBHBIX PACTEHUI MPOUCXOIANT KaK
npaBwIo ¢ KoHcepBaruBHOro HoHaHykKIeoTnaa CRTAaGaGA, ¢raHKHpOBAaHHOTO BBIIIECTOSIIHM
NEHTaHYKJIeOTUIHBIM AT-0oratbiM sreMeHToM. Heo6Xo1uMoCTh 3TUX 3J€MEHTOB ObUIa JlI0Ka3zaHa C
UCIIOJIb30BAHUEM CHCTEMBI TPAHCKPHITLIUH 1N VItro, paspaboraHHoil B MUTOXOHIpHsIX Topoxa (Binder et
al., 1995). Tem He MeHee Y OTHOIOIBHBIX U HEKOTOPBIX IBY/I0JBHBIX PACTCHUI IJIsl HECKOJIBKUX CaTOB
uHumanmu tpanckpunuuu MT/IHK 651710 0TMedeHo HeOoubIIoe WiIM MOJTHOE OTCYTCTBHE CXOJCTBA C
BBIIIICYKAa3aHHBIMUA KOHCEHCYCHBIMHU TIOCIIEIOBATENBHOCTAMU. [Ipy cpaBHEHNHU TaKMX HEKOHCEHCYCHBIX
IPOMOTOPOB HE OBUIO BBISBICHO KaKUX-THMOO KOHCEPBAaTMBHBIX MOTHBOB, IpPEANOJAralolux HX
y3HaBaHue apyro PHK-nonumepa3oi nnm ydyactue KOHCEpBATUBHBIX BTOPUYHBIX CTpYKTyp AHK ms

pacniozHaBanus (paktopamu PHK-mommmepaser w/mmm T®. Takue paznuuus B MeXaHU3Max
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TPAHCKPHIILIUHU U UCTIOJIB30BAHUS IIPOMOTOPOB MEXK/Ty ABYAOIbHBIMH M OJTHOJOJIBHBIMH PACTCHUSIMU HE
YAUBUTEIBHBI, MOCKOJIIKY MHUTOXOHJIPHAIILHBIN T€HOM JIBYAOJIBHBIX TpaHCKpuOupyetcs npyms PHK-
noaumepasamu parosoro tumna (Hedtke et al., 1997; Hedtke et al., 2000; Hedtke et al., 2002), B To Bpemst
KaK MHTOXOHIPHUSAM OJHOJOJIBHBIX TpeOyeTcs Toiabpko oauH (pepment storo tuma (Chang et al., 1999a;
Ikeda et al., 1999; Emanuel et al., 2004).

C nomouibl0 BBIPAaBHUBAaHUS IOCIEAOBAaTENbHOCTEN M3BECTHBIX MpomoTopoB MT/IHK
OJTHOJIOJIBHBIX M ABY/IOJBHBIX 110 OTHOIICHHUIO K IEPBOMY TPAHCKPUOUPYEMOMY HYKJICOTUY, OHH ObLITH
KJ1IacCU(UITMPOBAHBI B COOTBETCTBHH ¢ HaM4ueM nuiu orcyTcTBueM ocHoBHoro (CRTA, TRTA, YYTA
wii RRTA) snementa (Fey et al.,, 1999). Morus YRTA Obur oOHapyxkeH y 0ojice IOJIOBHHBI
MCCJIEIOBAHHBIX MPOMOTOPOB OJHOAOIBHBIX (Bcero 46). IIsTh mMpOMOTOPHBIX MOCIEI0BATEILHOCTEHN
COCTaBHJIM MUHOPHBIN KJ1acC HEKOHCEHCYCHBIX MPOMOTOPOB, HE COJAEPKAIIUX KaKOro-au0o Jpyroro
KOHCEPBATUBHOIO MOTHBA. Y ABYIOJBHBIX 13 U3 21 mpoOMOTOPHBIX MOCIEN0BATEILHOCTEN COAepKaIU
ocHoBHOI1 anieMeHT CRTA, a onna umena nocienoBatenbHocTs AATA. Kpome Toro, 1ist KOHCEHCYCHOM
o0JacTu MPOMOTOpa XapakTepHa OOJIbIIAs TPOTHKEHHOCTh: 7 MPOMOTOPOB U3 14 mpeacTaBIsiin coOon
MOCIIeI0BATENBHOCTD, cocTosmryo u3 9 HT (CRTAaGaGA), oka3zaBiieiicsi BHICOKO KOHCEPBATHBHON
Cpeau ABYJIOJIbHBIX paCTeHH. ABTOpaMHU Takke ObLIIO OTMEYEHO, YTO Y JBYAOIBHBIX PACTEHUI YHCIO
MIPOMOTOPOB, HE MMEIOLIMX HU KOHCEPBATHBHOW MOCJIEI0BATEIILHOCTH MPOMOTOPA, HU KaKOT0-ITHOO
KOHCEpPBaTMBHOTO MOTHBA, ObL10 OoJibie (7 u3 21), uem y ogHomonbHbIX (Fey et al., 1999).

Cmpykmypa u pacnpedenenue mumoxonopuansbhsix npomomopos Arabidopsis thaliana

Oxono 50% caiitoB mHMuManuu Tpanckpuniuu MTIHK apabunoncuca 6bu10 oOHapykeHO B
MOCJIEI0BATENbHOCTAX, KOTOPbIE COOTBETCTBOBAIM HOHaHyKJIeoTHIHOMY KoHceHcycy CRTAAGAGA,
BBISIBIICHHOMY paHee B MHTOXOHJIPHAIBHBIX MPOMOTOpax NBYIOJIbHBIX, Wil MoTHBY CGTATATAA
(Kiihn et al., 2005). Otnuuust CTpYKTYpbl OCTaJbHBIX MPOMOTOPOB ObUIM HANAEHBI KaKk B KOPOBOM
MOTHUBE, B KOTOPOM MOIJIH ObITh npejicTaBineHsl TerpanykiaeoTuasl CRTA, ATTA unu RGTA, tak u B
y4YacTKe IOCIIEeI0BaTEeIbHOCTH, OKpY’Kalolled Hayano TpaHcKpunuuu. Ilepen KOpOBBIM MOTHBOM
00bryHO Haxoautcst AT-Oorarasi MOCIEAOBATENbHOCTh, BaKHAs UIs (DYHKIIMOHMpPOBaHHUS IN Vitro
IPOMOTOPOB psiJia MHUTOXOHJPHAJBHBIX TCHOB JBYAOJBHBIX, a Takxke Kykypy3sl (Rapp et al., 1993;
Dombrowski et al., 1999).

OmnpeneneHHble 3JEMEHTHl MPOMOTOPA, TaKMe KaK KOHKPETHbIE KOHCEHCYCHBIE YYacTKH
nocneaoBarenbHOocTH WM MoTuB TATATA, mo Bcell BHAMMOCTH, paclpeieiieHbl B pPa3IMYHBIX
MPOMOTOpax CiaydaHbIM oOpa3oM. Takum o00pa3omM, Ha OCHOBAaHMH OJHOTO JIMIIb CPaBHEHHS
MOCJIEI0BATEIbHOCTE MUTOXOHIPUAIBHBIX IPOMOTOPOB B apaOHJIONICUCE HEBO3MOXHO OCYIIECTBUTh
UX KI1accHu(UKANMIO ¥  BBIWICHUTh TPYNIbl, CHEHU(GUYHBIE B  OTHOIICHUH PAa3IMYHBIX
MuToxoHapuanbHbIXx PHK-monumepas.

Jlormuno momnaratb, uyto PHK-momumepasa ¢aroBoro Tuma JBOMHON HaIlpaBI€HHOCTH
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apabunoncuca RPOTMp pacmo3HaeTr mpoMOTOpPBl CXOJHOW CTPYKTYpbl B 00€HMX oOpraHesiax,
MHUTOXOH/IPHSX M XJIOpoIuiacTaX. MHOTHE W3 MUTOXOHJAPHAIBHBIX MPOMOTOPOB COJEPIKAT KOPOBBIH
MoTuB CRTA, nanmomuHarommii MoTuB YRTA, KOTOpBIH XapakTepeH Il MHOTHX IJIACTHIHBIX
IPOMOTOPOB, MO BCEH BUAMMOCTH, Hcronb3yeMbix PHK-monumepasamu darosoro tuma (Hess et al.,
1999; Liere etal., 2004). 1ns1 9 u3 12 renos A. thaliana, B padote (Kiihn et al., 2005) 6pu11 00HapYKEHBI
MHO>KECTBEHHbIC CaliThl MHULMAIMY TpaHCKpunuuu (Puc. 3). MHUIMaLNs TPAaHCKPHUITLIUK C HECKOJIBKUX
caiiToB paHee Obla OomMcaHa JJISi HECKOJBKUX MUTOXOHAPHAIBHBIX T€HOB KYyKypy3bl, pHCa M COPro
(Mulligan et al., 1988a; Nakazono et al., 1996a; Nakazono et al., 1996b; Yan et al., 1997; Lupold et al.,
1999), a as ABYIONIBHBIX pacTeHui — ToJbKo s rena Cox2 ropoxa (Kuhn et al., 2002).

Kak nokaszano B (Kuhn et al., 2005), tpanckpumius mtIHK B nHcThsIX M HBETKaX pacTeHUit
apabuoncruca MHUIMHAPOBAIACH C MICHTUYHBIX CAWTOB, yKa3blBas Ha TO, YTO TKaHecTeUU(UIHas
PEryJISIHs MUTOXOHIPHAIbHBIX TEHOB HE 3aBUCUT OT CEJICKTHBHOCTH Ha YPOBHE IPOMOTOPOB MIIH K€
HE CYIIIECTBEHHA JIJIsl TAHHOTO PACTUTEIBHOTO OPraHu3Ma.

DTOT BBIBOJ COTJIACYETCSl C JAHHBIMH O TOM, YTO PETYJISTOPHBIE MEXaHU3MBI SKCIPECCHH
MUTOXOH/JPHAIBHBIX ~ TEHOB,  MO-BUAMNMOMY,  OCYIIECTBIISIIOTCS ~ NPEUMYIIECTBEHHO  Ha
MOCTTPAHCKPHITIUOHHBIX CTAJIUAX, & CaMa TPAHCKPHUIIIUS SIBIISETCS PETYISTOPHO-PEITaKCUPOBAHHON
(Giege et al., 2000). OgHako CyIIECTBYET BEPOSATHOCTh TOTO, YTO HMPOMOTOPHI C Pa3HON CTPYKTYpOi
MOTYT Pa3JIM4aThCsl CBOCH WHHIMHUPYIOMIEH AaKTUBHOCTHIO B 3aBUCHUMOCTH OT TKaHW WIH CTaJuU
pazButus pacrenus (Kiihn et al., 2005).

Tpanckpunums MT/IHK uHMIHMUpyeTCS € HECKOJIBKUX CaHTOB, KOTOpblE HE OrPaHUYEHBI
001aCTAMH, PaCHOJI0KEHHBIMU 5’ [0 OTHOLIEHHIO K aHHOTUPOBAaHHBIM MUTOXOH/IPHAJIbHBIM ['€HaM, YTO
NPUBOJUT K HEMPEPHIBHOMY TMOSIBICHUIO TpPEANoNoxuTenbHo HedyHkimonansHeix PHK u nmaxe,
MHOT/Ia, BPEHBIX TPAHCKPUIITOB, KOTOPbIE OOBIYHO 3()(PEKTUBHO YIANIAIOTCS B OPraHesie ¢ TOMOUIbIO
mexannzmoB PHK-nerpaganuu. MIMEHHO NOCTTPaHCKPUIILIMOHHBIE IPOLIECCH ONPEAEISIIOT COCTaB
MUTOXOHApHaTIbHBIX MMynoB PHK, mockoibky KOIW4YecTBO OTAEIbHBIX TPAaHCKPUIITOB HE BCerja
oTpaskaeT CKopocTh cuHTe3a TpanckpuntoB (Giege et al., 2000). CunuraeTcs, 4TO TPAaHCKPUIIITHOHHBIE
MeXaHU3MbI B MUTOXOHIPUSAX HE 00ECIIEUNBAIOT B IOCTATOYHON MEpe PETYJIISIINI0 MUTOXOHJPUATBHBIX
(GyHKUMHA. YIUBUTENBHO IO3TOMY, YTO TPAHCKPUIILMOHHBIA ammapaT MHTOXOHJAPHUH JIBYIOJIBHBIX
pacrenuii Bkmouaet 18e PHK-nonmumepazer, RPOTmM u RPOTmp. Cunte3 mutoxonapuansHoit PHK ¢
yaactueM RPOTMpP mMeeT 4eTko BBIpaKEHHBINH reHOCTeM(PUUSCKH MEXaHU3M M HEOOXOJUM JIJIst
3P PEKTUBHOHN TPAHCKPHITITUH PsI/Ia MUTOXOH IPHATBHBIX TEHOB, KOTOPHIE HE UMEIOT PaCIIPOCTPAHEHHBIX

IpOMOTOpHBIX MocienoBarenbHocTer (Kiihn et al., 2009).
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Puc. 3. JIuneiinsie quarpaMMel 5° o0acTeil MUTOXOHAPHABHBEIX TeHOB TrNM, Rrnl8, Rrn26, Rps3,
Cox1, Cox2, Atpl, Atp6-1, Atp6-2, Atp8, Atp9 u Orf291 (Kuhn et al., 2005).
1.3.2 TpaHckpunuuoHHbIe GAKTOPHI MUTOXOHIPHIA
[lo mocnenHUM JaHHBIM, HEHTPAIBHYIO POJb B SKCIPECCHH MHUTOXOHAPHAIBHBIX TEHOB
Pa3IMYHBIX 3yKapUOT UTPAIOT MUTOXOHIpHATIbHBIE (PaKTOPbl TepMUHALMK TpaHcKpunuud MTERF (ot
mitochondrial transcription TERmination Factor). ¥V »HBOTHBIX M3BECTHBIMH TPAHCKPUIIIMOHHBIMH
daktopamu (TD) mutroxonnpuit sBisaroTcss MTFA u MTFB. ®yHKkinoHanbHBIE TOMOJIOTH TaKOBBIX Y
pacTeHui HEU3BECTHBI, & MUTOXOHJpUalbHbie Td pacTeHuil Bce €Ile HENOCTATOYHO HM3Yy4YeHbl. B
SJIEPHOM T€HOME MOKPBITOCEMEHHBIX pacTeHUH HIeHTU(UIMPOBAaHO OK0J0 30 pa3MYHbIX T'€HOB
MTERF, GonbmMHCTBO M3 KOTOPBIX MMEET MHUTOXOHAPHAIBHYIO WM IUIACTUAHYIO ajpecanuo. Y
apabupornicuca uzBectHo 35 MTERF. BeposiTHO, yacTh 13 HUX peryaupyeT He TOJIbKO TePMUHALIUIO, HO
¥ MHUIIUAIAIO TPAHCKPHITIINH.
daktoper MTERF22 (AT5G64950) (Shevtsov et al., 2018) u RUG2 (AT4G02990), 6enok
cemetictBa MTERF nBoitHo# anpecanuu (roiactuabl, mutoxonapun) (Quesada et al., 2011) urparot
POJIb B OKCIIPECCUU T€HOB MUTOXOHIPHIA apaOHI0TICHCa — Y COOTBETCTBYIOIINX MYTAaHTOB 3HAUUTEIILHO
CHIYKAETCSI yPOBEHb TPAHCKPUIITOB MHOTHX MUTOXOHApHaibHbIX reHoB. SHOT1 (AT3G60400) urpaer

BAXKHYKO DPOJIb B PCryjisiliud 3KCHIPCCCHUU MUTOXOHAPHUAJIBHBIX TCHOB H KOIMMHHOCTH MTﬂHK -
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B3aumoyeicTBys ¢ SBA3 (AT2G18330), oH yuacTByeT B OpraHu3anuy Hykjieouna MuToxouapuit (Kim
etal., 2012).

VY KyKypy3bl HeJIJaBHO ObLJI0 00HapyxkeHo, 4to Td smepHoro kogupoBanus cemeiictea DREB,
ZmDREB1,7, aktuBupyer skcmpeccuio MutoxonapuansHoro Orf355, orsercreennoro 3a IIMC y

pacrenuii ¢ [IIMC (Xiao et al., 2020).

14  OcoGeHHOCTH TPAHCKPUNIMHU I'eHOB B XJIOPOILIACTAX

Tpanckpunius renoB xn/IHK ocymectBasercs ¢ momompeto PEP u NEP-monumepas. PEP-
NoJMMepas3a UMeeT UaHOOAKTepHAIbHOE MPOUCXOXKICHUE, U €€ KaTaJIUTUYECKOE SIIPO COCTOUT u3 4
cyoremuani: RpoA, RpoB, RpoCl u RpoC2, umerommx miacTUaHOE KOAMPOBAaHUE (HO €CTh
uckimoueHuss — y mxa, Physcomitrella patens, RpoA 3akoaupoBaHa B sApe W UMEET IUIACTHIHYIO
azpecarnio). Y HEKOTOPBIX He(hOTOCHHTE3MPYIOIIMX pacTeHui, Hanpumep, Epifagus virginiana, PEP
orcyTcTBYeT BooOmie, u tpaHckpunuus Xn/IHK mnonnoctsio ocymectsisiercss NEP. C nmomomuisio
MyTaHTOB Tabaka mo reHam RpoA, RpoB u RpoCl 6muto BeIsicHeHO, uTOo PEP HeoOxomuma s
ocyiiecTBiIeHus (POTOCHHTE3a, HO HE SIBJISICTCS IS KIIETOK *HU3HEeHHO BaxkHO# (Legen et al., 2002).

To, utro RPOTMp MokeT urpath Kakyr-TO poJib U B XJIOPOIUIACTAX, CISAYET U3 UCCIICIOBAHUI
mytantoB 1o RPOTp u RPOTmp (Hricova et al., 2006). B otiuume OT jeTaqbHOr0 B TOMO3UTOTHOM
COCTOSIHUM MyTaHTa Ipotm, myrtantel mo ocHoBHOW NEP-mommmepasze xmoporutactroB RPOTp
xu3Hecrocoonsl (Hricova et al., 2006). Hokaytuposanue reao RPOT3 miu RPOT2, koaupyromux B
apabugornicuce cootBeTrctBeHHO RPOTp u RPOTMp, mpuBoguino K W3MEHEHHOMY MoOpQoreHesy
JIMCTHEB U OTCTaBaHUIO B pocTe (OoJiee BhIpakeHHbIe Y MyTaHTa rpotp). JIBoitHoit myTaHT rpotp rpotmp
uMen 0oJiee TsKeNble HapyIeHus PeHOTHIa — NePUIHUT XJI0pOoPHIIa U TIOTHYI0 OCTAaHOBKY POCTa Ha
craguu npopoctkoB (Hricova et al., 2006). JlaHHBIX 0 MOTEeHIMANTEHOM pa3jeneHnu pyHkiwii RPOTpP u
RPOTmp B xmoporactax HemHoro. B pabore (Baba et al., 2004) wusyuanu 3¢pdekr oTcyTcTBUS
RPOTmp Ha HakoruieHNe TPaHCKPUIITOB B OpraHejIax MpU MHIYKIIUU CBETOM: aBTOPBI POBEIH aHAIHN3
xnopomitactHod PHK B mpopocTkax, BBIpallleHHBIX B TEMHOTE, U B IIPOPOCTKAX, IIOMELIEHHBIX TOCIIE
pocTa B TEMHOTE B YCIIOBHSI HEMIPEPHIBHOTO OCBEIIECHUS B TeueHHE 6 JHEH. BEIIBICHHOE CHMKCHUE B
ypoBHsix MPHK Ob110 cBsi3ano kak ¢ PEP-, Tak u ¢ NEP-Tpanckpuntamu, Tem He MeHee, aBTOpaMHu ObLIIO
BbICKa3aHO mpeanoioxenue, yro RPOTMp sBnsgerca kimoueBbIM (EPMEHTOM B TPAHCKPUIIUU
TUTACTHIHBIX TEHOB BO BpPEeMsI paHHETO pa3BUTHs MpopocTkoB, a RPOTpP HeceT ocHOBHYIO, Hapsay C
PEP-nmonmumepasoii, TpaHCKPUIIIMOHHYIO (YHKIIMIO B XJIOPOIUIACTaxX Ha OoJjee MO3JAHUX CTaIusx
passutus. [lo3anee, B padore (Courtois et al.,, 2007), ObLIO BBISBICHO, YTO IKCIPECCHSI T'€HOB,
Haxomsaumxcst moj KoHTpoiiemM NEP-mpomoTopoB, BO Bpemsi paHHEro pa3BUTHS PacTEHUM
ocymectBisiercst RPOTp, ykassiBas Ha 3ty PHK-nionmmepasy kak Ha ocHoBHyt0 NEP -momumepasy B

xnoporiactax. K HacrosimieMy BpeMeHHM BakHasi poiib, KoTopyio RPOTpP mrpaer B XJIOpOIIIacTHOM
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TPaHCKPHUIILIMK, OHWOreHe3e W mpoiudepanvu KJIETOK Me30(puiuia, MOATBEPkKACHA MHOTUMH
uccnenoBanusmu (Borner et al., 2015).

W3BecTHO, YTO AKCHPECCHsI OJHOTO M TOTO YK€ XJIOPOIUIACTHOTO T€HA MOMKET MPOHCXOIHUTH C
HECKOJIBKUX MTPOMOTOPOB, OOJIbIIAs YaCTh U3 KOTOPBIX TpaHCKpuoOupyetcst PEP-nomumepasoii, yacth —
NEP-nomumepa3zoii (Nagashima et al., 2004a; Loschelder et al., 2006; Courtois et al., 2007; Swiatecka-
Hagenbruch et al., 2007; Zhelyazkova et al., 2012). 3auactyio ajas OAHOrO M TOTO € TIeHa
JeTeKTUpyeTCst Heckosbko TpaHckpunToB (Hajdukiewicz et al., 1997). PEP-nonumepasa cuHTe3upyeT
6onpmuHcTBO BUI0B MPHK, Tpanckpubupyet 6oabmuHcTBO TeHOB TPHK, 1 urpaer BakHyio poiib B
cunteze pPHK. Onnako NEP ocraeTcs BakHOM B XJIOpoILIacTax Jijisi TPAHCKpHUMIMK reHa RPoB (B
cocraBe onepona ¢ renamu RpoCl u RpoC2), AccD (y aBymoibHBIX), B y4acTByeT Hapsay ¢ PEP B
TpaHCKpUNIUU psiga reHoB, Brkimodas CIpP, AtpB, Atpl, u HECKOIbKMX T'EHOB, KOAWPYIOIIUX
pubocomansHbie O0enku 1 TPHK, a y nBymonsubix Ycfl u Ycf2 (Hajdukiewicz et al., 1997; Hess et al.,
1999; Liere et al., 2004; Courtois et al., 2007; Swiatecka-Hagenbruch et al., 2007; Swiatecka-
Hagenbruch et al., 2008; Zhelyazkova et al., 2012; Williams-Carrier et al., 2014). B maucrbsax
apaOuporncuca oOHapykeH Takke aktuBHbli NEP-mmpomotop mis rema RbcL (Chi et al., 2014).
BonbimmacTBo NEP-TIpOMOTOPOB aKTUBHBI KaK B pacTeHHUSAX IPOtP, Tak U rpotmp, ykasbiBas Ha TO, YTO
06e RPOTp u RPOTmp moryT ux pacnosuasathb (Liere et al., 2004; Courtois et al., 2007; Swiatecka-
Hagenbruch et al., 2007; Swiatecka-Hagenbruch et al., 2008).

Kak mnoxkazamu aBtoper (Courtois et al., 2007), ompenenennas ¢ynkuus RPOTmp B
nporIacThIax / aMUIIOIIIACTax CBA3aHa C OCYIIECTBICHUEM TPAHCKPUIIIIMOHHOW aKTUBHOCTH C OJTHOTO
u3 npomotopos (PC) onepona Rrn B mepuoj HabyxaHus / mpopactanusi ceMsiH. TpaHCKPHUIILIUS OrepoHa
Rrn KOHTpOMUpYeTCS HECKOJBKUMH TIPOMOTOPHBIMH JJIEMEHTaMH, KOTOpble auddepeHIHaTBLHO
UCTIONB3YIOTCS B pa3anuHbIX Buaax pactenuii (Lerbs-Mache, 2000). B GonbIMHCTBE HCCIIET0OBAaHHBIX
BUJIOB PACTEHUH, TPAHCKPHUIIIHUS onepoHa HauumHaercs ¢ PEP-mpomoropa sy0akTepualbHOTO THIIA
(o6o03nagaemoro P1 wmu P2 B paznuunbix uccienoBanusx (Sriraman et al., 1998; Courtois et al., 2007)),
KOTOPBII paccMaTpHUBaeTCsl B Ka4eCTBE OCHOBHOTO MpoMoTopa Rrn. MckimodeHnem SBISFOTCS IIITHHAT
U ropuniia, B kotopbix PC mpezcrasisier codoii ocHoBHO# npomoTop Rrn (Pfannschmidt et al., 1997).
B apabunoncuce, mpomotop PC ncnonb3yercs B OCHOBHOM BO BpeMsl HaOyXaHUs ¥ B HE3HAUUTEIHLHOU
cTerieHu Ha Oojyee mo3mHuX cramusx passutus (Zoschke et al., 2007). He scHo, sBhsieTcs Jin
TpaHckpumuu Rrn ¢ mpomortopa PC emmHcTBeHHOU criermduueckoir ¢ynkmueir RPOTmp B
XJIOpOIIIacTaX JBYIOJBHBIX pacTeHuii, ogHako wucciemoBanue (Courtois et al., 2007) mo3Bommio
O00BSCHUTH, TTOUEMY I OJHOMONBHBIX 3Ta (yHKIUs RPOTMpP oka3wpiBaeTcs He CYMIECTBEHHOW: 10
HacTosIero Bpemenu, npomorop PC He Obul HaiinmeH y Takux pacreHui, kak puc (Oryza sativa;
(Sriraman et al., 1998)), sumensr (Hordeum vulgare; (Hubschmann et al., 1998)), wiu kykypy3sa (Zea

mays; (Strittmatter et al., 1985)). Kax mokassiBarot (Swiatecka-Hagenbruch et al., 2008) B nononenune
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k npomoropy PC, RPOTmMp crnoco6Ha HMHUIMHPOBATH TPAHCKPUIIIUIO M C HEKOTOPBIX JAPYIHX
IUTACTHIHBIX POMOTOPOB (a uMmeHHo ¢ PclpP-58). B pabore (Kiihn et al., 2009), Tem He MeHee, KaKUX-
a1M00 U3MEHEHHUH B SKCIPECCHM XJIOPOIUIACTHBIX '€HOB B MYTaHTE C MHAKTUBUPOBAHHOW (PyHKIMEH
RPOTmp aBTOpHl HE OOHAPYKUIIH.

Takum o00pa3om, MpH OYEBHIHOW, XOTS M HE 10 KOHIA u3ydeHHOH pomu RPOTmMp B
MUTOXOHJIPHAIILHOU TpaHCKpUINK, QyHKIHs JanHoi NEP-nonmmmepassl B xoporiactax By 10JIbHBIX
pacTeHHil mo-mpexHeMy oOcyxaaercs. BrioiaHe o00CHOBaHO NMPEAIONOKEHHE O TOM, YTO (YHKIUU
RPOTmM u RPOTMP B MHUTOXOHIPHUSAX SBJISIOTCS HE B3aMMO3aMCHICMBIMH, a JOTOJHSIONIMMH, a
dbynkuuun RPOTp 1 RPOTMp B mitactumaax MoryT ObITh YACTUYHO U30BITOUYHBIMU U TyOIupyrommmMu. B
HacTosALlee BpeMs Mmpeamnojaraercs, uro OonsmmHCTBO NEP-mpomoropoB pacnosnaercs u
ucnonb3yercst NEP B HeauddepeHInpoBaHHBIX MPOIUIACTHIAX, B 3PEIBIX KE XJIOPOIJIAcTaX TE Ke
POMOTOPBI CTAHOBSITCS HEAKTMBHBIMHU Miin MasioaktuBHbIMHE (Liere et al., 2001). Dtomy criocobCcTBYET,

B YaCTHOCTH, OOHapyxeHHas nnaktuBanus NEP B Tunakonnax (Azevedo et al., 2006).

14.1 IlaacTuaHble MPOMOTOPBI
Kak u B OakTepusix, MHOTHE IUIACTUIHBIC TCHbI OPraHU30BaHbI B ONIEPOHBI U TPAHCKPUOUPYIOTCS
C OJJTHOTO MJIM HECKOJIbKUX TpoMOTOpoB B nonuucrponusie PHK. PEP-npomoTops! nmetot ctpykrypy,

CXOMIHYIO ¢ GaKTepHATbHBIMK IPOMOTOPAMHE G

-Tuna ¢ koucepBaTuBHbIMU oOsiactsimu —10 (TATA) u
—35 (Prinbow box) (Liere et al., 2001). Ilmactuausie NEP-npomortopsl ornmyarorcs ot PEP-
IPOMOTOPOB U HamoMHUHAIOT poMoTopsl reHoB MTJIHK pacrenuii u npoxokeit (Masters et al., 1987;
Brennicke et al., 1999). Ux pasngensitot Ha 4 rpynnsl: 1) tum la - conepxxut motiB YRTA BayTpH AT-
6oraroro yuactka JiuHHON B 15 HT; 2) Trm Ib- motuB YRTA u GAA-bOX Haxoasmuiicst B O3UITUH —
18-20 ut ot Hero; 3) tun ll- umeror pasmep okoso 30 HT, pacmoOKEHbI, B OCHOBHOM, HHXE caiiTa
WHHIUANUY TPAHCKPUIIIMK U HE HMMEIOT OIpPEETCHHBIX KOHCEHCYCHBIX MOTHBOB. K »TOMY THmy
OTHOCSTCSI, Hanpumep, npomotop rera CIPP tabaka, pacrmojoXeHHBIH B MO3MUIHAX OT —5 10 +25 oT
caiiTa MHULMALUU TPAaHCKpHUMLMH, a Takxke PC-mnpomorop onepona RRN.

[TpumeuarenbHo, uTo B PEP-HOKayTHBIX JTMHHSIX POUCXOANUT TPAHCKPUTIIIHS BCEX TUIACTHTHBIX
reHoB ¢ yuactueM NEP-monmmepas. OqHako B pacTeHUSIX JUKOTO THIIA 5’-KOHIIBI BCEX TPAHCKPHIITOB

T'eHOB, cuHTe3upytoMbIx PEP, kapTupyrorcs MenHo Ha kaHOHHYeckue PEP-npoMoTopsl, ykasbiBast Ha

TO, 4TO B TpaHckpurmimu 3tux reHoB NEP e yuacteyer (Cahoon et al., 2006).

1.4.2 TpaHckpunuUOHHbIE GAKTOPHI XJIOPOIIACTOB
Pacnio3HaBaHue HpPOMOTOPOB M TpaHCKpUNIMOHHas creuupuunocts PEP B xjoporumactax
o0ecIeunBaeTcs ¢ HOMOIIBIO CUTMa-(hakTOPOB, MMEIOINX SAEPHOE KOAUPOBAHUE. DKCIPECCHs CUTMa-

q)aKTOPOB, Kak 1paBuJioO, TKaHC- U opraHocneumbana, a TaKXKE 3aBUCUT OT CTalUH Pa3BUTUA paCTCHUA.
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Y apabupornicuca u3BectHo 6 curma-daktopoB (AtSIG1-6), 4 u3 koTopsix (AtSIG1-3, 6) UMEIOT SIBHYIO
IIACTUHYO ajapecanuio, a AtSIGS (At5g24120) - mracTHAHYIO WK IBOMHYIO (MT/XIT) ampecaluio, B
3aBHCUMOCTH OT BapHuaHTa ciiiaiicunra (Kanamaru et al., 1999; Homann et al., 2003; Yao et al., 2003).

AtSIG1 cBs3eiBacTcs ¢ mpomoropamu renoB RbcL u PSbA. In vivo dakrTop moasepraercs
dochopunupoBanuto, mpuyeMm creneHb (HocGOpHIUPOBaHHUS 3aBUCHT OT PEIOKC-COCTOSHUS ITyJia
IUTACTOXMHOHA W ONpeAessieT CooTHomeHue TpaHckpumiuu PsaA k PsaB (Shimizu et al., 2010).
VYuuteiBas, uro sxcnpeccus AtSIG1 cuiibHO HHAYIUPYETCS KPACHBIM M CHHUM CBETOM, CUHUTAETCS, UTO
OH YYaCTBYET B PEryJISlUU CTEXUOMETPUU (POTOCHCTEM B 3aBUCHMOCTH OT CYTOYHBIX W3MCHECHUUH
ocsemiennoctu (Onda et al., 2008).

PacniosnaBanue npomortopoB Psal, trnV-UAC u PpsbD-256 crenuduuecku ocyInecTBiseTcs
curma-gpakropom SIG2 (Taxxke on pacriozHaet mpomotopsl trNE-UUC u trnM-CAU, HO 3TO BBITIOIHSIOT
u apyrue curma-gakroper) (Kanamaru et al., 2001; Privat et al., 2003). Takxe SIG2 moxer
pacnio3HaBatb Patpl-229/225 u PatpE-431, koopauHupyst ypOBEHb TPAHCKPUIITOB Pa3HbIX CYyObeINHHMIL
AT®-cunrassl. [Ipennonaraercs, uro SIG2 y4yacTByeT B IepekIrOUeHUN TPAHCKPUTIIIMH OOJIBIINHCTBA
renoB x1/IHK ¢ NEP na PEP B npouiecce pazsutust pactenusi: SIG2 crumynupyet tpanckpunuuio TPHK
trnE-UUC, xotopas, kak ObLJIO MOKa3aHO, HampsiMyio cBsizbiBaeTcsi ¢ RPOTp u uHrubupyer
tpauckpunuuio (Hanaoka et al., 2005).

Jlnst mytanToB Sig3 u Sig4 xapakTepeH peHOTHUI AUKOTO THIIA, OJJHAKO, TPO(UIIb IKCIIPECCHU HX
xn/IHK u3mensiercs. SIG3 pacnosnaer npomotopsl PSON u AtpH (Zghidi et al., 2006). Maununarms
TpaHcKkpunuuu ¢ mnpomoropa PSBN Takke MOXeT BIHMATh Ha DJKCIpeccuio omepoHa PshB
(pacrnonosxerHHoro Ha mpotuBomnoiaoxuoi renu xm/IHK), mocpenctBom cuntesa antrcmbicioBoit PHK
PsbT (Zghidi-Abouzid et al., 2011). SIG4 yuactByer B 3kcnipeccun NdhF (Favory et al., 2005).

SIG5 unaymnmpyercs ctpeccoM, BRICOKOMHTEHCHBHBIM CHHUM cBeToM mitit UV-A, u Moynmpyet
tpauckpurnnuio PsbD ¢ mpomoropa BLRP (ot Blue Light Responsive PsbD Promoter) (Tsunoyama et
al., 2002; Nagashima et al., 2004b). Onepon PsbD/C umeer HeCKOIbKO MPOMOTOPOB, HO B 3pEIbIX
JHMCTBSAX TpaHCKpuOHMpyercsi B ocHoBHOM ¢ BLRP. BepositHo, SIG5 nonep:xnBaeT BBICOKHIT YPOBEHB
akTUBHOCTH (hoTocucTemsl || B ycaoBHSIX BBICOKOMHTEHCHUBHON OCBELIEHHOCTH, a TaKXke MPH CTpecce
(Thum et al., 2001; Onda et al., 2008).

SIG6 oTBeTcTBEHEH 3a HAKOIUIEHHE XJOpOo(duiia B CEMAONAX, aKTUBUPYS TPAHCKPUIILHIO
MPHK, nexoropsix TPHK u pPHK Ha pannux craausx passutus (Ishizaki et al., 2005b; Loschelder et
al., 2006). SIG6 Taxxe ycunuBaetr Tpanckpuiipio onepono AtpB/E u NdhC/PsbG/NdhJ na Gomee
3peJbIX CTalusAX Pa3BUTHS, BIUIOTH 0 CTaJIUU 00pa3oBaHMs po3eTKH. IHTepecHo, YTO /Ui reHepaiyu
TpaHckpunrta onepona AtpB/E B myTaHTax Sig6 BO Bpemsl pa3BUTHS XJIOPOIUTACTOB aKTHBHPYETCS
npokcuManbHbiii NEP-ipomotop (Schweer et al., 2006).

VY mmuHaTa u3BeCTeH TpaHCKpUMIUOHHEIH (pakTop CDF2, oTBeTCTBEHHBIH 32 TPAHCKPHUIIIHIO
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onepona RRN16 nomumepazoit RPOTmp, cnieruduuecku cBsspiBatomuiics ¢ PC-nmpomoropom. bemnok
cyuiectByeT B 2 ¢dopmax, csasbBaromuxcsa ¢ PC, npu stom CDF2A penpeccupyer WHHUIHMALUIO
tpanckpuruu PEP, a CDF2B crioco6ctByet Tpanckpuniuu onepona noimMepazoid RPOTmp. CDF2A
MPOIYLIMPYETCS OCEHbIO U UTPAET POJIb B BBIKIIOUEHUH aKTUBHOCTH IUIACTUJ MPHU MOATOTOBKE K 3UME,
a CDF2B — BecHoIA, CIOCOOCTBYS YCHIICHUIO TIACTUHON aKTUBHOCTH.

PuGocomanbubiii Oenok smepHoro komupoBanus RPL4, BeposiTHO, COAEpKHUTCS B COCTaBe
AKTUBHOTO TPAHCKPUMIMOHHOTO KoMmiwiekca ¢ RPOT wu wurpaer ponb B peryisinuu IIacTUTHOU
tpauckpunuuu (Trifa et al., 1998).

berok STF w3 Nicotiana benthamiana, kak ObUIO MOKa3aHO, SBIIETCA (HAKTOPOM,
CTUMYJIUPYIOUIMM TPAHCKPHUIILINIO, OCOOCHHO BaKHBIM BO BPEMs CBETO3aBHCHMOTO IPEBPAIICHUS
ATHOIUIACTOB B  (POTOCHHTETHYECKH-aKTUBHBIE xyopomactel. OtcyrctBue STF  oxaseiBaer
cyuiectBenHoe Biusiaue u Ha PEP- u na NEP-3aBucumeie rensl (Jeon et al., 2012).

benku pTAC2, pTAC6 u pTAC12 aBnst0oTCSI KOMIOHEHTAMH aKTHBHOT'O TPAHCKPHUITIIMOHHOTO
Komiuiekca ¢ PEP-monmmmepaszoit — MyTaHTBI JEMOHCTPUPYIOT ()EHOTHI, CXOIHBIH C TAaKOBBIM Y
MYTaHTOB 10 cyObenuHnnamM PEP. ¥V Hux O6bu10 00HApYKEHO CHUKEHHE TPAHCKPHUIIINH C TUTACTHIHBIX
PEP-nipomotopos. Yacte pPTAC 6enkoB Bxomut B rpymny PAP (ot PEP-associated proteins), kotopsie,
accouuupysach ¢ PEP-nmomumepasoif, mo3BossioT el 3(p(GEeKTUBHO BBIMNOIHATH TPAHCKPUIIIUIO
wiactuaneix reHos (Pfalz et al., 2005).

ITockonbeky PAP, pTAC u curma-¢paxTopsl UMEIOT siIEpHOE KoaupoBanue, ¢pyHkmuonan PEP
HaXOJMTCS MO simepHbIM KoHTposiem (Borner et al., 2015).

Wnentudunuposansl Takke miactuaable 6enku RHON, coxpepikamme PHK-cBsizbiBaromume
MOTHBBI, 10,100HBIe N-KOHIIEBEIM TTepBUYHBIM PHK-CBsI3pIBatonmM MoTHBaM OakTepraibHOTO (hakTopa
tepmuHaruu Tpanckpunuud Rho. RHONI, kak ObL10 Mmoka3zaHO, TOMHMO MOIACPKKH aKTHBHOCTH
PHKassl E, yuactByer B Tepmunanuu tpanckpuniuu RbcL (Stoppel et al., 2012; Chi et al., 2014).
baktepuanbubiii Rho TpeOyer mis paboThl HECKOJBKO JOMOJHUTEIBHBIX KO(AKTOPOB, TOMOJIOTH
HEKOTOPHIX M3 KOTOPBIX ObUTM OOHapykeHbl y apabumorcuca. ['omomor NUSG - pTAC13
(AT3G09210), B yacTHOCTH, MMEET JABOWHYIO ampecanuio (Xm/MT). HeckoabKO MHTOXOHAPHATBHBIX
MTERF umeror mnactugnyto aapecauuto. Tak, Hampumep, usBecTHO, yto MTERF6 yuactByeT B

tepmuHaiuu Tpanckpumniu TPHK-1le (Romani et al., 2015).

1.5  Poab NEP Ha panHux 3Tanax pa3BuTHsI pacTeHUs!

[Ipu ananuse myTaHTa rpotmp ObLIO BBIICHEHO, YTO OTCYTCTBUE (yHKIMOHaIbHOH RPOTMp
HapymIaeT aKKyMYJISIIAI0 HEKOTOPHIX TutacTuaHbIX MPHK, HHAyIHpyeMBIX CBETOM BO BpeMsl paHHETO
pa3BUTHS pACTeHUH, W TPUBOAUT K CHIDKEHUIO A(P(EKTUBHOCTH (POTOCHHTE3a (M3yueHUe

MMPOU3BOANJIOCH Ha 6-I[HCBHLIX MMPOPOCTKAxX, BbIPAICHHBIX B TCMHOTEC, IIPU 3KCIIO3UIIUU Ha CBCTY). B
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MUTOXOHJIpHSIX ke Hemoctatok RPOTMp, mo-Bumumomy, kommeHcupyercss RPOTm. Tlpu stom
RPOTmMp B pacTeHHUSIX AUKOTO TUTIA SKCIIPECCUPYETCSI HA OJHOM YPOBHE B Pa3HBIX TKAHIX U HA Pa3HBIX
CTaausX Pa3BUTHS U, BEPOSATHO, peryIupyeTcs nmocrrpanckpunuunonto (Baba et al., 2004).

B xmopormmactax RPOTMp uannuupyet tpanckpumnuuio Rrnl6-onepona ¢ PC-npomoropa Ha
craauu HaOyxaHusi cemsH. PEP Takxe akTuBHA Ha 3TOU cTamuu pa3BUTHsA, HO Ha Oojiee MO3THUX
HIOJIHOCTBIO KOHTposMpyeT Tpanckpumuuio Rrnl6 (Courtois et al., 2007; Demarsy et al., 2011). RPOTp
HA paHHUX CTAJUSAX Pa3BUTHs OTBETCTBEHHA 32 TPAHCKPHIIIUIO APYTUX IMIacTHIHBIX reHoB ¢ NEP-
npomotopoB tuna | (mampumep AccD, RpoB) u tuma Il (ClpP) (Courtois et al., 2007; Swiatecka-
Hagenbruch et al., 2008).

Wutepecno, uro ypoBeHb TpanckpuntoB RPOTp u RPOTmMp B cyxux cemeHax BbIIIE, YeM BO
BpEMs Pa3BUTHs CEMsH. Y POBEHb IIACTUIHBIX TPAHCKPUITOB MHOTHX T'€HOB JIOMAIIIHETO XO3SICTBA,
BKirodas RpoA, RpoB, RpoCl u RpoC2, a takke HekoTophIX saepHbIX TeHoB — SIG2, SIG6, RPOT3 u
RPOT2, Bo3pactaer yxe yepe3 72 daca ctpatudukanuu. AKTUBHOCTH PEP yBennuuBaercs Bo Bpems
OunoreHesa xJIOpOIUIACTOB, B TO BpeMs kak akTUBHOCT, NEP Bo3pacraeTr Toibko B TeueHHE KOPOTKOIO
Neproja BO BpeMs IMPOPACTAHUS CEMSH, YTO MPHUBOJIUT K YBEIHMYCHUIO YPOBHs TpaHCKpunToB NEP-
3aBUCHMBIX T'€HOB, a B JalbHEHIIEM 3KCrIpeccusi ocraercs koHctuTyTuBHou (Hanaoka et al., 2005;
Kusumi et al., 2010; Allorent et al., 2013).

Crnenuduueckas poas RPOTMP B MUTOXOHAPHSIX HA paHHUX CTAIUSX PA3BUTHSA PACTCHHS HA

IlaHHBIf/JI MOMCHT HE€ BBISICHCHA.

1.6  B3aumopeiicTBHE reHETMYECKHX CHCTEM PACTHTEIbLHON KIETKH

1.6.1 SlnepHblii KOHTPOJIb IKCIPECCHH MUTOT€HOMA

KpynHble MUTOXOHIpUAIbHBIE KOMIUIEKCHI COJCPIKAT OCIKH KaK MHTOXOHJIPHAIBHOTO, TaK M
SIEPHOTO KOAMpOBaHHA. JlIsi monaepikaHHs CTEXHOMETPUYECKOTO COOTHOLICHUS CYOBEIMHHIl B
KOMIUTEKCaX, MX SKCIPECCHs T0JDKHA OBITh CKOOPIMHUPOBAHA.

Metabonmu3sm  mutoxoHIapuanbHbix PHK  HazemMHBIX pacTeHuil  BKJIIOYAaeT  CTaJHU:
TPaHCKPHUIILIMIO, pelaKTHpoBaHue, criaiicuar (MHTpoHoB rpynn | u Il), co3peBanue 5° u 3’ KOHIOB,
npotiecchl cradbunusaruu/aerpagaiuu PHK u tpancsauro (Hammani et al., 2014; Schmitz-Linneweber
et al., 2015; Tomal et al., 2019; Small et al., 2020). B stoii cucreme, BeposiTHEE BCEro, UMEHHO
MOCTTPAHCKPHUIIIIMOHHBIE M TMOCTTPAHCISIIIMOHHBIE MEXaHH3MbI OMNPE/ICNISIIOT UTOTOBOE KOJIUYECTBO
pOayKTOB MUTOXOHApHaIbHBIX TeHoB (Giege et al., 2000; Giegé et al., 2005). Baxxayro posib B 3THX
IpoLIeCCcax MIPAIOT MOAYJIBHBIE OCIKH CO CIUpPATbHBIM [TOBTOPOM, TaKHe Kak, HanpuMep, PPR-0enkw,
y4YacTBYIOIIHE MPAKTHYECKH Ha BCEX TaIax dKCIPECCHHU.

HWccnenoBanusi, MpoBeIcHHBIC HA MUTOXOHIpUsAX Zea mays in organello (run-on), nokasanu, 4to

ckopocth Tpanckpurnuuu pPHK B 2-14 pa3 npesbimana TakoByto renoB MT/IHK, xonupyromux 6enku
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(Finnegan et al., 1990). Opanako s apaOugorcuca TakoW ycuieHHOW TpaHckpumiuu pPHK
00HapykeHO He ObLI0, 00JIee TOTr0, CKOPOCTH TPAHCKPHUITLUK MHUTOXOH/IPHATBHBIX TEHOB, KOJUPYOIIIX
CyOBEIUHMIIBI OJTHOTO M TOr0-)Ke KoMIutekca, oplan pasnuunbivu (Mulligan et al., 1991; Giege et al.,
2000). Takoit aucOamaHc, BEPOATHO, KOMIIEHCHPYETCS pa3HOW CTaOMIBLHOCTHIO TPAHCKPUIITOB M
HOCTTPAHCKPUIIIMOHHBIMY TIpOIieccaMi. B monTBepkieHne TaHHOW TUIIOTE3bI ObLIIO OOHAPYKEHO, YTO
CKOPOCTb TPAHCKPHIIIMH (FUN-0N) B MUTOXOHIPUSIX apaOHI0IICKCa N3MEHSIETCS B TEUEHHE CYTOK, TOT 1A
KaK MEX/y CBETOBBIMH M TEMHOBBIMH (pa3aMu ypoBHH TpaHckpunToB He Menstores (Okada et al., 2006).
MHOXeCTBEHHBIE TIPOMOTOPBI MUTOXOHIPUAILHBIX T€HOB, CKOPEE BCET0, HE UIPAIOT POJIU B PETYJIAIHH
SKCTPECCUH, 3aBUCHMOM OT THMa TKaHW wuiu oT cramui pasputus (Kihn et al.,, 2005). bsuio
O00HapYKEHO, YTO CKOPOCTh TPAHCKPUIILIUYU OINPEJCICHHBIX MHTOXOHIPHAIbHBIX TCHOB SIBISICTCS
BUJIOCTICIIU(DUYHOM U, BEPOSITHO, 3aBUCUT OT PA3IMYHOM CHJIBI MX IPOMOTOPOB Y PAa3HBIX OPraHH3MOB
(Leino et al., 2005a). XoTs y JIMHUKA TAKOTO THIA M JIMHUK C ayutoruiazmarideckoil [IMC, uMerormx
pa3HbI SIEPHBIA O3KrpayHI, TPAHCKPHIIIHS OJHUX M TEX-)KE€ T'€HOB C OJUHAKOBBIX POMOTOPOB
IPOMCXOJWIa C pa3Hol  ckopocThio. TakuM  00pa3oM, CKOpPOCTb  TPAHCKPUIILUMU U
HOCTTPAHCKPHUITIIMOHHBIC MEXaHU3MbI 3aBHCAT HE TOJIBKO OT MUTOXOHPHATIBHBIX IUC-3JIEMEHTOB, HO U
or saepHbix TpaHc-pakropoB (Edqvist et al.,, 2002). ITocTTpaHCKPHUIIIHOHHBIE MEXAHH3MbI
IPEANOIOKHUTEILHO BHOCSIT OCHOBHOM BKJIaJA B TKaHECHEHHM(UYHBIC pa3adyisi B YPOBHIX
TPaHCKPUIIIINU MUTOXOHIpUanbHbIX TeHoB (Gagliardi et al., 1999).

B ycnoBusx HemocraTka caxapoB 3KCIPECCHS MHTOXOHAPHAIbHBIX T'€HOB MPAKTHUECKH HE
U3MEHSUIaCh Ha TPAHCKPHUIIIMOHHOM, IOCTTPAHCKPHUIIIIMOHHOM M TPAHCISAIMOHHOM YPOBHSX, W
CHIDKCHUE aKTUBHOCTH MUTOXOH/IPHATIBHBIX KOMIUIEKCOB OBLIO 00YCIIOBIEHO CHIDKEHUEM SKCIPECCUU
UX CyOBETUHHI] U KOMIIOHEHTOB, KOJUPYEMbIX SICPHBIMU reHaMH. TO eCTh PeryJisius mpouCXoIuia
MOCTTPAHCIIAIIMOHHO, Ha ypoBHe cOopku komruiekcoB (Giegé et al., 2005). Tak kaxk RPOTmp,
IPEANOIOKHUTENBHO, OCYLIECTBIISICT TPAHCKPHITLIUIO TEHOCTIEU(HYHO, HE HCKITFOUYEHO, YTO MIMEHHO 3Ta
NEP wurpaer omnpeneneHHy0 pojib B MEXaHU3MaX PETYJISIUH SKCIIPECCUH MUTOXOHIPUAIBHBIX T€HOB
(Kiihn et al., 2009).

B uenom, tpanckpunuus MTAHK nmeer penakcupoBanHbIN xapakTtep. OTCYyTCTBHE KECTKOM
CTPYKTYPHOH OpraHM3allid YYacTKOB WHUIMALMK TPAHCKPUIIMU TPUBOJUT K TOSBICHUIO
KPHUIITHYECKUX TPAHCKPHUIITOB, COOTBETCTBYIOUIMX HEKOIHMPYIOMIMM OONACTSIM - TPAKTHYECKU BECh
mutoreHoM TpaHckpubupyercst (Holec et al., 2008). IlpumepoM penakCHpOBaHHON TepMHHAIMH
SBJISIFOTCS TpaHCKpUNThI Atp8 u Atp9, 3°-KoHeI KOTOPBIX MOKET B HECKOJIBKO pa3 MPEBbIIATh pa3Mephbl
3penoro Tpanckpunta (Perrin et al., 2004).

CospeBanue TpanckpuntoB MT-MPHK BeposTHO mpoucxomutr ¢ ydactuem sHIOHyKIea3. B
co3peBanun MT-TPHK apabuponcuca yuyactsyer 2 PHKa3el Z (3’-koH1bI), KOgUpyeMble SACPHBIMU

resamu TRZ, TRZY2, 1 PHKasa P (5’-KoHIIBI), KOTOpBIE MOTYT Yy4acTBOBATh TAaKKe H B TIPOLIECCHHTE
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MPHK u pPHK. O6 stom cBuzmerenscTByeT TOT (akT, 4To HekoTopblie 3’ u 5’-koHusl MT-MPHK
oOpaszytorcsi mpu mpoueccunre Ko-tpanckpuoupyembix TPHK. Ilomumo macrosmumx TPHK
HNPUCYTCTBYIOT T. H. T-3JIEMEHTHI, crocobcTByromue mpoueccuary 5° (Coxl, CcmFni1, Rpsd4) u 3°-
kouoB (CcmC, Nad6) (Canino et al., 2009). M3BecTHO, uTo co3peBanue 5’-konma Atp9 u Cox3 Taxke
IPOUCXOTUT C YYaCTHEM SHJIOHYKJIea3, OJHAKO 3TU TPAHCKPHUIITHI HE COAEPHKAT T-3JIEMEHTOB U JAPYTUX
u3BeCTHBIX 1tuc-3meMeHToB (Forner et al., 2007).

B cospeBanun 5’-kon1oB MT-MPHK MoryT ObITh 3a7€liCTBOBAaHBI U HK30HYKJICa3bl. M3BeCTHBI
daxTopsl RPF1 u RPF2: mepsriii yuactByeT B mporieccunre Nad4, Bropoii — B MPOIECCHHTE 5°-KOHIIA
Nad9, u B kauecTBe »HXaHcepa mporeccunra 5’-konra Cox3 (Jonietz et al.,, 2010). Bo Bpewms
NPOIIECCHHTA HYKJIea3bl MOTYT pab0OTaTh COBMECTHO ¢ OenkoBbIMU (hakTopamu crienuduyanoctu (Binder
et al, 2011). B co3peBanuu  3’-KOHLIOB  y4yacTBYIOT JBe 3°-5’  3K30HYKIIEa3bl:
nonunykineotuadochopunaza ([IHDaza) u PHKazo-ll-mogobusiii pepment RNR1, xoropsrii Takxke
byukronupyet u B xsoporuiacrax (Perrin et al., 2004).

CrabwibHocTh PHK 3aBUCUT OT COOTHOIIEHUSI CKOPOCTEN CHHTE3a M JIerpajalii, a CKOpOCTh
nerpagauuu mMutoxonapuainbHeix PHK 3aBucuT oT pasnnyHbix napamerpoB, MO OosblIed 4acTH
HEM3BECTHBIX (KpOME TMOJHaeHIIUpOBaHus). MIMEHHO CTa0MIILHOCTh BHOCHT OCHOBHOW BKJIJ B
ypoBeHb MUTOXOHIpUaIbHBIX TpaHckpumnro (Mulligan et al., 1991; Giege et al., 2000; Leino et al.,
2005b). CTaOuiabHOCTH TPAHCKPHIITOB TAK)KE HAXOAUTCS IMOJ SIIEPHBIM KOHTpoJeM. B jperpamanuu
PHK, a, BeposiTHO, 1 B 3’-IIPOLIECCUHIE U MOJIMAJECHWIMPOBAHUM (CUTHAI K Jerpajalii) y4yacTBYET
[TH®a3za (Yehudai-Resheff et al., 2001).

I'enst MtAHK apabunomncuca copepkaT HHTPOHBI, OTHocsmuecs K  rpymme |l
(camMocCIUTalCHPYIOIIHAECs ), OAHAKO IN VItro ux CrocoOHOCTh K CaMOCIUTAWCHHTY He OblLTa rmokasaHa. 1
XOTS JIIs1 HEKOTOPBIX U3 MHTPOHOB XapaKTepHA KaHOHWYECKasi CTpyKTypa Trpymmsl ||, MHOTHE HMeroT
ATUITUYHBIA (DONAMHT WK HE cojaepkar HeoOxoaumbix snmemenToB (Bonen, 2008). MosekynspHblii
anmapar, OCyIIEeCTBIISIONUH CIIalicCMHT, 00BIYHO HaxXoauTcs B camoM HHTpoHe. Harmpumep — ORF MatR
u3 4 wuatpona Nadl (nadli728), umeronmii 0OpaTHO-TPAHCKPUITA3HBIA M MAaTYpas3HbIA JIOMECHBIL
HuTepecHo, uTo y MyTaHTa apadbuaoncuca rpotmp yposens Tpanckpunta MatR 3amerno camxer (Kiihn
et al., 2009). V pacreHuit IMEIOTCS T€HBI AAEPHOTO KOIUPOBaHMUs, ToMoJoruuHbie MatR u mmMeroriie
MUTOXOHApHainbHY0 anpecarmio (Mohr et al., 2003; Keren et al., 2009). Kak Obuto mokasano, y
apabumornicuca NMAT2 (AT5G46920) wurpaer poib B CIUIAaCHPOBAHUH HECKOJBKHX HHTPOHOB,
BKJTFOUast COX2i691, nadli477 u nad7i209 (Keren et al., 2009), a NMAT1-a (At1g30010) HeoOxoaum
1uist HakoruteHus 3penbix TpanckpuntoB Nad4 (Nakagawa et al., 2006). Taxoke B crutaiiciHTe y4acTBYIOT
HekoTopele PPR-6enku, nampumep OTP43 B apabuporicuce HEOOXOAWM s CIUlaiicuHra (Wi
crabummzanun) Nadli394 (de Longevialle et al., 2007). DEAD-box PHK-xenukasbl crioco6HbI paboTaTh

kak PHK-maneponsl, koppektupys HenpaBwibHbli (Gomauar uatpoHos (Del Campo et al., 2009). ¥
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apabupnoncuca ectb rensl DEAD-box PHK-xenuka3 siiepHOr0 KOIUPOBaHUSI ¢ MHTOXOHAPHAIBHON
anpecanueit (Matthes et al., 2007), u oana w3 Hux, PMH2, kak Obul0 MOKa3aHO, BaXXHA IS
s¢dextuBHoro crutaiicunra 15 u3 23 mr-untponos apabumoncuca (Kohler et al., 2010).

VY apabunoncuca B MTIHK nmeercs 456 caiitoB C-t0-U penaktupoBanust PHK, 441 u3 koTopbix
OTHOCSTCS K OeJoK-KoIupyromuM mnocienoBatensHocTsM (Giegé et al., 1999). PHK-penaktupoBanue
SBIISIETCS CYTy0O BayKHBIM IPOLIECCOM BBHLY MOTEHIIMAIBLHON CITIOCOOHOCTH K CO3/IaHUIO CTAPT- U CTOM-
KOJIOHOB, a TAaK)K€ K M3MEHEHHIO KOHKPETHBIX aMHUHOKUCIOT. [Ipu 3TOM pemakTHpoBaHHE — MPOIECC
BUJIO- U TEHOCTICIIU(HYHBINA, U 3aBUCUT OT PAa3IMYHBIX MOCIeN0BaTeIbHOCTEH. Takke mpeamnonarawT
HAJIMYME Y TEHOB PACIIOJIOKEHHOTO 5’ caldTa CBS3BIBAHHUS TPAHCKPUNT-CHCHU(DUYHBIX TEPBUYHBIX
dakTopoB penaktupoBanus (Staudinger et al.,, 2005). M3BecTHO HECKOJIBKO TpaHC-PAKTOPOB
penaktupoBanus (Bce sBisitorces PPR-6enkamu), MEF1, MEF11, OGR1 u MEF9, xoTtopslie pacio3HarOT
u cBsa3piBatoT PHK-MOTHBEI Ha, Kak MUHMMYM, 3 pa3HbIX caiitax pempaktuposanus (kpome MEF9) (Kim
et al., 2009b; Takenaka, 2009; Zehrmann et al., 2009; Verbitskiy et al., 2010).

PengakTupoBaHue UrpaeT OYeHb BAXKHYIO POJIb B SJEPHOM KOHTPOJIE IKCIPECCUHA MHTOTEHOMA,
MOCKOJIBKY BIIMSICT HA HAKOIUIEHHE OEJKOBBIX MPOJYKTOB, 3aBUCHMOE OT DPa3HOH CTaOWIBHOCTH
OTpEIaKTUPOBAHHBIX M HEOTPEAaKTHPOBaHHBIX TpaHckpunToB (Lu et al., 1996; Phreaner et al., 1996).
MHUTOXOHIpHATIBHBIE UTOCOMBI PACTEHHH XapaKTEPU3YIOTCS Pa3HOOOpa3ueM M pa3invyaroTcs He
Tosibko PPR-6enkamu, o0ecreunBaronuMu crieiiuuaHoCTb pacio3naBanus mumeHei (Lu et al., 1996).
W3BecTHBIC KOMIIOHEHTBI MT-3JUTOCOMBI apabujorncuca BkiouyaroT B cebs Oenku RIP/MORF,
OTBETCTBEHHBIC 33 PEJAKTUPOBaHKE IEJI0ro Habopa cailToB, U3 kotopbix: RIPY/MORFS, yuactByer B
penaktupoBanuu 77% calToB U sBJsIeTCs OenkoM aBoitHO# agpecanuu (Bentolilaetal., 2012; Takenaka
et al., 2012; Bentolila et al., 2013). Heckonbko 6enkoB ORRM (ORRMZ2, ORRM3 u ORRM4) Taxxe
Y4acTBYIOT B PEIaKTHPOBAaHUM MHOXECTBAa CAWTOB, U, BEPOSATHO, accouuupyrorcs ¢ PPR-daxTopamu
crieruuuHOCTH B3auMoeictBys ¢ RIP-6enkamu (Shi et al., 2016).

HccnenoBanuss ¢ UMCHOIb30BaHUEM Kpuo-OM TMoOKazanu, 4TO pPUOOCOMBI PACTUTEIBHBIX
MUTOXOH/IPHIA XapakTepU3yIOTCS OYEeHb OOJBIIUM pa3sHooOpasueM. VX MOXHO ommcarh, Kak
6enoxk/PHK-ayrmentupoBanubsie pubocombl OakTepuanbHOro tuma. OauH U3 creruduyuecKkux s
pacTeHuil JOMEHOB MHUTOXOHAPHAIBHON PHUOOCOMBI 00pa3oBaH ABYMs NapasliedbHBIMU JBOWHBIMH
criupansimu pPHK B konTakTe ¢ 2 PPR-6enkamMu 1 MMeeT BHICOKYIO MOJABMKHOCTh. bblio 00HApYKeHO,
410 HeKoTOpble PPR-0enkn (COTHU M3 KOTOPHIX UMEIOT MUTOXOHIPHAIBHYIO aApeCalluio) SBIISIOTCS
KOPOBBIMH MUTOpUOOCOMHBIMH Oesikamu (00o3HadeHbl kak IPPR). beuto o6Hapyxeno, uto Bce rPPR
CTAOUIMU3UPYIOT CHelu(UUHbIE i1 pPacTUTENbHBIX MuUTOpuOocom yanuHenwe pPHK. Kak u B
MUTOXOHJIPDHSIX JKUBOTHBIX U JPOXOKEH, MHUTOPHOOCOMBI pAacTeHHH CBsI3aHbI C BHYTpPEHHEH
MHUTOXOHpHaIbHBI MeMOpanoii (Waltz et al., 2020b).

B omnnume oT, Hanpumep, MIIEKONMTAONIMX, Y KOTOPBIX MHTOXOHApHanbHble MPHK
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HAYMHAIOTCS ¢ uHUImupytoniero kogqona AUG, pactutensasie MT-MPHK umeror mnuanble 5°-UTR,
KOTOPBIC MOTYT COJIEP)KAaTh IUC-3JIEMEHTHI, YIaCTBYIOIME B MHUIIMAIMU TpaHcasiuu (Hammani et al.,
2014). Y 17 u3 33 mr-MPHK apa6ugorncuca B 5°-UTR B monokeHuu -19 0T HHHIMHPYIOIIETO KOJOHA
Obutn  oOHapykeHbl cnenupuueckne AXAAA-MOTHBBL, KOTOPbIE BO3MOXHO HWIPalOT  POJb
orcyrcrByrommx y Mr-MPHK pacrennii nocienosarensHocter Illaiina-/lansrapHo, CBA3BIBAIOTCS C
PPR-6enkamu 1 y4acTBYIOT B MHUIIMAIIMU TPaHCIAIUU. Takum oOpa3oMm, y apaOuaorcuca, BEposTHO,
UMEETCsl KaKk MUHUMYM 2 pa3jMYHBIX MeXaHu3Ma wHuimanmu tpaHcisiuun mT-MPHK (Waltz et al.,
2020c). B wacthoctu, PPR-6emok MTL1, Bo3MoxHO, HeoOXxoauM st TpaHcisuuud rena Nad7 wu
npeacrasisier coooit MPHK-criennduueckuii haxkrop naumanuu tpancisuuu (Haili et al., 2015). Eme
HecKoJbKOo PPR-0enkoB, He SBISIOMMXCS KOPOBBIMU OelTKaMu puOOCOM, BEPOSITHO (YHKIIMOHHPYIOT
CXOIHBIM 00pa3oM W, TaKUM 00pa3oM, MPEICTABISIFOT COOO aNbTepHATHBHBIA IMyTh WHHUIMALIAU
TPaHCIISALUU pacTHTENbHBIX MuToXOHApHii (Waltz et al., 2019).

TpaHcnsiiyst Ha pPacTUTENBHBIX MHUTOpPUOOCOMAx — TMPOLECC ITUHAMHYECKUH H MOXKET
aIaNnTHPOBAThCS K Pa3IMYHBIM YCIIOBUSM MHUTOXOHIPHUATBHOW cpenasl. Bpemsi mpeObiBaHUS B
muTopubocMax ompeaeneHHsix MPHK koppenupyer ¢ mpucyTcTBHEM COOTBETCTBYIOIIUX OCTKOB B
MUTOXOHJIpHSX (@ TakXe CO CTEXHOMETPUUYECKUM COOTHOLICHHEM CyOBEIMHHI] MUTOXOHIPHAIBHBIX
komriekcoB) (Waltz et al., 2020a). Mexauu3m, OCPEACTBOM KOTOPOTO IMPOMCXOJUT aHAIM3 KaueCcTBa
MPHK, moctynaroomux B TpaHCISLUMOHHBIN anmapaT MUTOXOHJpHM moka Heu3BecTeH. C MOMOIIBIO
OpSMOTO CEKBEHHPOBAaHUS OEIKOB OBUIO IOKa3aHO, 4YTO B COCTaBe KOMIUIEKCOB HaXOMIATCS
UCKITIOYUTENFHO OENKH, COOTBETCTBYIOIIUE IMOJHOCTHIO OTPEJAKTUPOBAHHBIM U CIIACHPOBAaHHBIM
MPHK, 4t0o mpenmnonaraer mocTTpaHCISIIMOHHYIO PETYISIUI0 YPOBHS MPOAYKTOB TPAHCISIMHA — BO
BpeMst cOopku OenkoBbiXx KoMiuiekcoB (Giegé et al., 2005). Onnako, mocieHUe JaHHbBIC TOKA3bIBAOT,
YTO HE NOJIHOCTBIO penaktupoBanHele MPHK TpaHcmupyroTcs, u 310, IO-BUAMMOMY, SIBJISIETCS OAHOU

U3 CTyMEHEH peryIsaIiMi akTUBHOCTH KoaupyeMbix umu 6enkos (Plachard et al., 2018).

1.6.2 SIlnepHblil KOHTPOJIb IKCIPECCHH MJIACTHAHOIO FreHOMA

HasemHuble pacTeHUs] HIMEIOT OY€Hb BBICOKYIO CTEIICHB SIEPHOTO KOHTPOJS HaJl TUIACTH/THBIMA
¢Gyukumsmu. Hanbonee sipko aHTeporpajaHasi peryJsisiiusi HPOSBISETCS B TOM, YTO ILIACTHIBI MOTYT
nudepeHIPOBATECST BO MHOXKECTBO PA3IMYHBIX OpPraHesI, MPU 3TOM H3MEHSETCS IUIACTHIHBIM
TPaHCKPHUIIIHOHHBIHA ipodws (Jarvis et al., 2013). NEP-normepassl HMEIOT siiepHOE KOJUPOBAHKE, U
C UX TIOMOIIBIO MPOUCXOANUT aKTHBaIMss PEP-momiMepassl BO BpeMsi paHHETO Pa3BUTHS PACTCHUSL.
Mopynsinusi ypoBHEH W/WIM aKTUBHOCTE#H OenkoB, accouuupoBanHbix C PEP, B wacTHOCTH cHrma-
(hakTOpOB, TaKKe MPEACTABISAET COOON MHCTPYMEHT SIIEPHOTO KOHTPOJIS TUIACTHIHON TPAHCKPHIIIHH.
AXTHBHOCTh TUIACTHHBIX CHUTMa-pakTopoB Mmojayiupyercs ¢ochopunuposanuem (Schweer et al.,

2010a). M3BecTHBI HEKOTOPBIC OETIKH, B3aUMOJICUCTBYIOIINE ¢ CUrMa-(haKTOPaMu, HO OHU HE MOJOOHBI
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aHTU-curMa-pakropam Oaktepuidi W He wuMeroT Takod aktuBHocth (Lerbs-Mache, 2011).
dochopumpoBanue curma-(hakToOpoB MOKET OKa3bIBaTh KaK MOJIOKUTEILHBIN, TAK U OTPULIATSIILHBIN
3¢ EeKT Ha TPAHCKPHUIIIIUIO — B 3aBUCMOCTH OT cHMrMa-(hakTopa u KOHKpETHOro nmpomoropa (Schweer
et al, 2010a). IIpeamonoxwurensHo, GHochopuarpoBanue curMa-(akToOpoB  OCYIIECTBIISIET
accoruupoBannas ¢ PEP kunaza PTK (ot Plastid Transcription Kinase) (Baginsky et al., 1997).
Hoxkazano, uro PTK dochopummpyer SIG6, mpudem cam caiit pochopunupoBanus SIG6 kunazoit PTK,
BEPOSITHO, CO3/aeTCsi HeKou apyroi “pathfinder’-kunasoii ¢ momoripo npedochopuInpoBaHusi, 4To
IpUIaeT JaHHOMY ITyTH KOHTPOJISA TpaHCKpHUIIIK 00jbinyro ruokocts (Schweer et al., 2010b).

B Oakrepusix omHuM wu3 cnocoboB KoHTpossi PHK-mommmepaspl sBnsieTcs TyaHO3WH
terpadochar (ppGpp), MOBBIIICHHBIE KOHIICHTPAIIMM KOTOpOro ocnabmistor accouuarnuio PHK-
nonmmepassl ¢ curma-daxropom (Osterberg et al., 2011). B pactenusx 661 06HapysxkeH PPGPp, a Takxke
romosiorn PPGpp-cuHTa3el, oOo3Hauaemble RSH, HeKOTOpble W3 KOTOPBIX UMEKOT IUIACTHIHYIO
anpecanuio (Biezen et al., 2000; Kasai et al., 2004; Tozawa et al., 2007). 13sectHo, uto ppGpp
CHHTE3HMPYETCS B IUTACTHIaX B CTPECCOBBIX YCIOBHUSX. B akcriepumMenTax in vitro ppGpp cBs3biBacTes ¢
Oera-cyobeaunuiieii PEP u uHruOupyer TpaHcKpuIiui, oqHako posb PPGPp B iactuaax in vivo moka
ue onpezaencua (Takahashi et al., 2004; Sato et al., 2009).

B 1enoM, TpaHCKpUNIMS, PEIaKTUPOBAHUE TPAHCKPHIITOB, CO3PEBaHHME, IPOLECCUHT U
TPAHCIISALHKS MO0 OOJIBIICH YacTH peryaupyroTcs gaktopamu saepHoro koauposanus (Choquet et al.,
2002). IMocTTpaHCISAIMOHHBIE TPOLECCHl W COOpPKa KOMILICKCOB THIJIAKOWIHBIX MeMOpaH TpeOyroT
dbakTopoB cObopku, nMmeronux saepHoe koauposanue (Vothknecht et al., 2001). Pa3Butue miactu, u, B

YaCTHOCTH, UX JICJICHUE TaKXKe KOHTpOIHpyeTcs Oenkamu siepHoro koauposanus (Osteryoung et al.,

2003).

1.6.3 MHuUTOXOHAPHAIBbHO-XJI0POIJIACTHbIE B3aUMO/AECTBUS

OnHMM U3 KIIIOYEBBIX KOMIIOHEHTOB KJIETOYHOro Merabonmsma sBisercs muki Kpebcea,
OCYIIECTBIISIEMbI B MUTOXOHJIPHSIX, KOTOPBIA NMOMUMO CBOEH KaTaboJu4ecKod (pyHKIWU SIBisieTCS
UCTOYHUKOM META0OJIMYECKUX TMPEAIIECTBEHHUKOB JJI1 LEJOro psiia  KU3HEHHO BaXKHBIX
BHEMHUTOXOH/IPHATIBHBIX OMOCHHTETHYECKHUX TIPOLECCOB, TAKMX Kak (uKcanus a3ora, OMOCHHTE3
aMHHOKHCIIOT, TeTpanupposioB 1 ButamuHoB (Sweetlove et al., 2007a). Hecmotpst Ha nokainu3anuio
OOJIBIIMHCTBA MPOLIECCOB OMOCHHTE3a AMUHOKHUCIIOT B IJIACTHU]IaX, MUTOXOHJIPHUH UTPAIOT KITIOUEBYIO
POJIb B UX CUHTE3€ U JIerpajaliii.

CaMbIMM pacHpOCTPAaHEHHBIMH TETPAIIMPPOJIBHBIMM COECIMHEHUSMU B KIETKE SBISAIOTCSA
XJIOPOQHUIUT U TeM, >KU3HEHHO Ba)KHBIE JUIS NPOLECCOB (DOTOCHMHTE3a U JIBIXaHHS COOTBETCTBEHHO.
buocuHTe3 »THX coeauHEHWN BIUIOTH 10 TpoTomopdupuHa |X mokamu3oBaH B IJIaCTHAAX, OJHAKO

KOHEYHbIEe (pepMEHThl OMOCHHTE3a remMa — ¢eppoxenarasa U MPOTONOPPUPHUHOTEH-OKCHAAa3a UMEIOT
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aJpecalnio Kak B IUIACTHIbI, TaK U B MuToXxoHapuu (Lermontova et al., 1997; Watanabe et al., 2001).

B3anmMopeiicTBre XJIOPOIIACTOB U MUTOXOHJPUN 3aBUCHT OT OOMEHa METabOIUTaMH, TAKUMH
kak AT®, NAD(P)H, u coemuHeHHMSIMH C YIUIEpOAHbIM CKeneToM. CTermeHb TOro, HaCKOJIBKO
MuToXoHIpHalbHbIN AT® Heobxonum 171 HOTOCHHTE3a Ha CBETY, 3aBUCHUT OT OajaHca MPOIyKUUU U
noriouieHuss AT® B xyopormiactax, KOTOPbI B CBOIO OUY€PElb 3aBUCUT OT BKJIAJA LUKIMYECKOIO U
nceBaoNMKInIeckoro dochopunuposanusi B xmoporviactax (Hoefnagel et al.,, 1998). B tunuunom
pacTeHNH COAEPKUTCS 0K0JIO 40 THUMOB KIETOK, SHEPreTUYEeCKHEe MOTPEOHOCTH KOTOPHIX 3HAYUTEIHHO
pa3InyaTCs, M MOIEPKUBAIOTCS pasHble myTH 3HepreTrueckoro oomena (Nunes-Nesi et al., 2010).
[Tpu Henoctatke AT® B xj0poIIacTax, OH UMIOPTHPYETCS U3 MUTOXOHAPUH, CIOCOOHOCTh KOTOPBIX
k cunte3y AT® ropasno Beie — 3 AT®/NAD(P)H, Toraa kak y xioporiactos - 1,5-2 ATO/NAD(P)H
(Hoefnagel et al., 1998).

Jlpyras BakHasi pOJib MUTOXOHJIPHI Ha CBETY OMPEAEINSeTCS UX CIHOCOOHOCTHIO K YIAJICHUIO
U30BITOYHBIX (DOTOCUHTETUYECKHX BOCCTAHOBUTEIBHBIX SKBUBAJICHTOB, KOTOPHIE MOTYT MPUBOJIUTH K
nepeBoccraHoBieHuo tactuanoi T 1 noBpexneHuto TuiaakouaHbIx MeMmOpan (Raghavendra et al.,
2003). IIpu stom u3oeirok NAD(P)H B xioporuiactax mpeBpamaercsi B Majar U dKCIIOPTHPYETCS B
MUTOXOHJIDHH, TJI€ €ro OKHCJICHHME MOXKeT MNPUBOAUTH K oOpazoBannio ADK B komuuecTBax,
JIOCTATOYHBIX U aKTHBAIlMM CHUTHAIBHBIX IyTeH, MOAYJIUPYIOUIMX KIETOYHBIM MeTabonusM (B
HEKOTOPBIX clydasx arnonTo3a) (Zhao et al., 2020).

Koopaunarus metabonndeckoit akTUBHOCTH MUTOXOHJIPUN U XJIOPOILIACTOB TECHO CBSI3aHA U
KOHTPOJIUPYETCSI aHTEPOrPaHBIMKI U PETPOTPaAHbIMU perynsaTopabiMu yTssMu (Pesaresi et al., 2007).
OnHUM M3 IPUMEPOB SIBJIETCS] 3HAUUTEIBHOE CHIKEHHE HKCIPECCHHU SIIEPHBIX TeHOB (DOTOCHHTE3A B
OTBET Ha U3MEHEHHS CKOPOCTH TPAHCISIIHHU TUTACTHI WU MUTOXOHIPUN — TaKMM 0Opa3oM CHUKAETCS
CIOCOOHOCTh KJIETOK K TIOTJIONICHHWIO CBeTa W TpeaoTBpamiaercs Hakomienne APK B ycrmoBusax
OrpaHMYCHHOW CIIOCOOHOCTH KJIETKH K sHeprooomeny (Pesaresi et al., 2006).

OnvH W3 TOPEeANnoNOKUTENIBHBIX MEXaHU3MOB CTapeHMs, TpeOyroIUi HEnoCpeICTBEHHOTO
KOHTaKTa MUTOXOHJApPUN W muactuj, peanusyercs uepe3 Oenku WHIRLY. WHY1 nokanuzoBan B
lacTuaax W B sape, B To BpeMs kak WHY?2 — B murtoxonapusix. Ilpeamonoxurensno WHY'1
penpeccupyet Tpanckpunuuo WHY?2, 3anepxuBas 3amyck cTapeHust BIUIOTh J0 MOJYYEHUS! CUTHaja,
BbI3bIBatONIEro KoH(opmarmonnele wu3MeHenus WHY1, «kotopele nepenpeccupyror WHY2.
Tpauckpunus WHY?2 npuBoaut k HakoruieHuo WHY2 B METOXOHAPUSX, T/I€ OH, BEPOSATHO, paboTaeT
Kak mpo-anontorudeckuii pakrop. [Ipu 3TOM, IPenonoKUTENTHHO, OJIM3KHE KOHTAKTHI MATOXOHPUH
U miactu npuBoaaT Kk nepemernenuto WHY?2 B mactusr (Krause et al., 2009).

MWUTOXOHIPUM HAKAIUIMBAIOTCS B T€X 00JACTAX KJIETKH, B KOTOPBIX MHTEHCUBHO MPOUCXOJIUT
¢dorocunTe3. Taxke, COOTHONIEHHE MHUTOXOHJIPHHA K XJIOPOIDIACTAM BO3PACTAET IMPOIMOPIIMOHAIEHO

uHTeHcuBHOCTH (hoTtocuHTe3a (Wang et al., 2004).
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dopmupoBaHue CTpeCcC-UHAYLIUPYEMBIX MUTOXOHIPHAJIbHBIX BBIIISTYMBAHUN "
MHUTOXOH/IPHATIbHO-XJIOPOIUIACTHBIX ~ MEMOpaHHBIX ~ KOHTakTHbIX  caiitoB  (MKC) mosBomser
npeanonoxuts, yto MT-MKC MoryT urpats ponb B Ouoresese U (QyHKIIMOHUPOBAHUN PACTUTEIBHBIX
MT-MeMOpaH. bBbu10 Moka3zaHo, 4TO B yCIOBHAX (DOCHATHOTO TOJIONAHUS IPOUCXOTUT IEpeHOC
JUTaTakTO3WIHALITINLIEpoa M3  XJIOpOILUIacTOB B MeMOpaHel  mMuTOXoHApHi. IlepeHoc
IPEITONI0KUTENBHO OCYLIECTBIISETCS qyepes MUTOXOHIpHAJIbHBIN TpaHCMeMeOpaHHbII

nunonporenanbiil komrieke (MTJT), cogepxamuit MIC60 (Jouhet et al., 2004; Yamashita et al., 2016).

1.6.4 Perporpaanas pery/jsiiusi 3KCIPecCHH si/IePHBIX T€HOB Y pacTeHuii

OmnpeneneHHble NTYTH IJIACTUAHOTO PETPOTPAJHOrO CHUTHAJIMHrA MIACHTU(DUIUpPOBAIH,
OCHOBBIBAACh HAa HMCTOYHHMKE CUTHAJNA: WHTEPMEAMATHl OMOCHHTE3a TETPAIUPPOJIOB, AKCIPECCHS
xn/IHK, penokc-cocrosuue mnactua, ADPK, a takke myTH, onpenenseMble CTPecC-UHAYIHPYEMbIMU
MeTabOIUTaMH, TAKUMHE Kak 3’ -(pocdoanenosun-5’-pochar u mermmpurpuroniukioaudocdar (Chi et
al., 2013).

Pomu SIG2 u SIG6 B muracTUIHOM PETPOrPaJHOM KOHTPOJIE IKCIPECCHHU SAECPHBIX T'€HOB
qactuyao u36eiTounbl (Woodson et al., 2013). SIG2 crumynupyer tpanckpumniuio TPHK-Glu, uto
YCUJIMBAE€T CHHTE3 TETPANUPPOJIOB U YCHIIMBACT HKCIPECCHIO SAEPHBIX T€HOB (POTOCHHTETHUYECKOTO
anmapara. Uatepmennatr Mg-niporonioppupun IX KOHTpOIHPYET SKCHPECCHIO KaK SIEPHBIX T'€HOB
¢dortocunresa, Tak u reHoB xm/IHK, 4To, BeposTHO, OCyIIECTBISIETCS C y4acTHEM CHrMa-(paKTOpOB
(Ankele et al., 2007).

Mg-mipotonoppupun  IX u  Fe-nporonopdupun-IX (rem) MoOryt cBs3bIBaThCS €
TPAaHCKPHUIIIMOHHBIMHA (PAKTOpPaMU U MOJAYJIMPOBATh UX aKTHBHOCTH, U3MEHSSI SKCIIPECCHUIO SITIEPHBIX
renoB (otocunte3a (Mense et al., 2006; Kindgren et al., 2012). Tokodepobl, cHHTE3UPYyEMbIC B
XJIOpOIIJIaCTaxX U3 TUPO3UHA, SIBJISIOTCS MOJI0KUTENBHBIMU PErysiTopaMu Ouorenesa saepHsix MuPHK:
OHM HEOOXOOMMBI JuIi HakoruleHus 3’-ocdoanenosuna-5’-gpocpara (PAP), perporpagHoro
MHrHOuTOpA sIepHBIX dK30puOOoHYyKiea3 (XRN), KoTopblit MOXKET 3alUIIaTh NEPBUYHbIE TPAHCKPUIITHI
MuPHK. [Toka3aHo, 4TO Takast peryJisius BOBJICUEHA B MHAYIIUPYEMYIO TEIIOM aKKymyJisiiinio MiR398
(Fang et al., 2019).

[Tpumepro 60% WHTPOH-COAEPHKALIMX T'€HOB B pPACTEHUSIX B HOPMAIbHBIX YCJIOBHAX
HOJIBepraroTcss anbrepHaTuBHOMY crutaiicunary (Syed et al., 2012). B cTpeccoBbIX YCIOBHSIX
QTbTEPHATHUBHBIA CIUTAWCUHT PETyJNUpyeTcss I YCHIEHHS TUTACTUYHOCTH TPAHCKPUNTOMA U
oOecrieueHns anekBaTHOW crpecc-peakumu (Mastrangelo et al., 2012). BoccraHOBIEHHBIH ITyn
IUTACTOXMHOHA B XJIOPOIUIAcTax apaOuIoIcuca 3alycKaeT peTporpagHblii CUTHAJ, PEryIUpyrOIuit
ITBTEPHATHUBHBIN CIUIAHCHHT SACPHBIX TEHOB B OTBET HA U3MEHEHHS PEIOKC-COCTOSHUS KOMIIOHEHTOB

dotocunternueckoir OTLl. Beuto oOHapykeHO, YTO W3MEHEHHS OCBEIICHHOCTH BIHUAIOT Ha
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QIbTEPHATUBHBIN CIUTAWCUHT TeHOB, BiusAommx Ha nporneccunr PHK, B wactHoctm Ha RS31
(Arginine/serine-rich Splicing Factor 31), ycunuBas akKyMyJISIIHIO O€IOK-KOJUPYIOUIEH H30(OPMBI
rena Ha cBety (Petrillo et al., 2014a; Petrillo et al., 2014b). KonkpeTHbIii MEXaHH3M HE BBIACHEH, HO
U3BECTHO, YTO CBETOBOW KOHTPOJIb ATbTEPHATHBHOTO CILIAMCHHTA PETyJINPYETCsl HK3MEHEHHEM CKOPOCTH
anoHTaIuH, ocymecteisiemoit PHK-nonumepasoii 11 (Godoy Herz et al., 2019).

H3MeHenus ypoBHS peIaKTUPOBAHUSA MHOTHX calTOB xyoporiacTHbix PHK Takke BoBieueHsl
B perporpaanbiii curHanuHr (Zhao et al., 2019). MurterpatopoM MHOTMX MYyTEH IJIACTHIHOTO
perporpaaHoro curaaiaunra ssisercs saepusiii red GUNL (Genomes Uncoupled 1) — PPR-6emok P-
HOICEMENCTBA IIACTHIHON a/lpecanny, Ybe MPUCYTCTBHE XapaKTEPHU3yeTCsl HU3KUM KOJINYEeCTBEHHBIM
YPOBHEM U OYCHb BBICOKO# ckopocThio obopoTa (Wu et al., 2018). ®dyukumuu GUN1 accoruupoBansl ¢
roMmeocra3oM TuactTuaHbix OenkoB (Tadini et al.,, 2016), uMnopToM IUTACTHAHBIX OCJIKOB W
UTO30J1bHBIM (posrauaroBeiM ctpeccom (Wu et al., 2019), ¢ penaktupoBanueM miactuaabix PHK (Zhao
etal., 2019). GUNI nenocpenctsento cBsizbiBaercsi ¢ MORF2, koTopblii y4acTByeT B peIaKTHPOBAHUN
xnoporuiactHoit PHK mo npakTuuecku Bcem cymiectByrommm caiitam (Takenaka et al., 2012). [Tomumo
aToro, ObIO o0OHapyxkeHo, urto reHsl QED1, OTP84 wu YS1l, Ttakke HEMOCPEICTBEHHO
B3aumozeiicteytomue ¢ MORF2, yuyacTBYyIOT B peTpOrpajiHOM CUTHAJIMHTE€ U JIOTIOJIHHUTEIHHO
KOHTposupyoT penaktupoBanne PHK (Zhao et al., 2019). MexaHu3m 3TOro myTH HE SICCH, HO
npeznonaraercsi, 4to u3MeHenus B pemaktupoBanuu PHK cyOwenmnun RpoB u RpoC usmenser
akTuBHOCTH PEP 1 mpuBoauT k aOHOpMalIbHOM TPAHCKPUIILIMU Ha0Opa MJIaCTUIHBIX T€HOB, 3aBUCHMBIX,
1o Bcel BUAMMOCTH, OT curma-(akropoB SIG2 u SIG6, koTopble TOXe y4acTBYIOT B pETPOrpaJHOM
curHanunre (Steiner et al., 2011; Woodson et al., 2013). Takxe 6bi10 06Hapyxeno, uro GUN1
peryiupyeTr 3¢dexTuBHOCTh penaktupoBanus CIpP1, miacTuaHO# mpoTeasbl, 4TO H3MEHSET e
AKTUBHOCTh M MOXET TNPHBOJUTH K HAKOIUICHWIO HECBEPHYTHIX OENKOB M 3aITyCKy PETPOrPaTHOTO
curnana (Zhao et al., 2019). YuutsiBas, uro CIpP BepositHO mpuHuMmaer yuactue B obopore GUNL,
MEXIy TeHaMH, KOJMPYIOUIMMHU OJTH O€JKH, BO3HHKAET pELHIPOKHAs peryJsius, KoTopas B
MOBPEXICHHBIX XJIOPOIUIACTaX MOXKET CO3/1aBaTh IMETIII0 OOPAaTHOM CBS3H PETPOTPaTHOTO CUTHAJIMHTA
(Wu et al., 2018).

XJOpOMIaCThl U MUTOXOHJIPUH TECHO COTPSIKEHBI Yepe3 METab0IN3M, SHEPreTUYECKUNA cTaTyC
u penokc-cratyc (van Lis et al., 2004), uro siBisieTcst 0HOW U3 IPHYMH YaCTHYHOTO MEPEKPHIBAHUS X
nyTel peTporpagHoro curtaguura. CambIM SpKUM NpuMepoM nepekpbiBaHus spisercs Td ABI4,
KOMITOHEHT MHOTHX ITyTeH XJIOPOIIacTHOTO peTporpaanoro curnanunra (XPC) (Woodson et al., 2008),
BOBJICUCHHBIN TAK)KE M B MUTOXOHIPHABHBIN peTporpaansiii curHaauar (MPC) B kauecTBe penpeccopa
HKCIPECCHU SACPHBIX T€HOB, CHUMAIOIIETO OJIOKMPOBKY SKCIIPECCUU MPH ModydeHuu curHanos MPC
(Giraud et al., 2009).

MPC, B 0CHOBHOM, CKOOpJMHUPOBAH BOKPYT 0TBeTa Ha nuchyHkuuto DT u uHayKIuIo TeHoB,
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OTBETCTBEHHBIX 332 BOCCTAaHOBIICHHE MUTOXOHIpUATbHBIX (pyHKimi, Takux kak AOX, NDA/NDB, u
TeHOB, YYacTBYIOIIMX B KoHTpose ypoBHa A®DK wu pemokc-romeocrase, Takux Kak
rIIyTaTHOHTpaHCchepasbl, KaTaaassl, aCKOpOaT-IIEPOKCHIa3bl U cyliepokcua-aucmyTassl (Rhoads, 2011).
N3BectHo, uto MPC BoOBieYeH B KJIETOYHBIH META0OJM3M MPHU LUTOIUIA3MATUUYECKOW MY>KCKOM
CTepHIIbHOCTH, OnoTHyeckoM U adbuotuueckoM crpecce (Yang et al., 2008). Kak npasuio, Mmyraiuu
MHUTOXOH/IPHATILHBIX TEHOB BEAYT K JIETAIBHBIM Jie(peKTaM JbIXaTEIbHOM LEH, OJHAKO B T€X CIyYasX,
KOTJa B KIETKE XHMMEPHBIX PpACTEHUH OJHOBPEMEHHO NPUCYTCTBYIOT TOMYJSIMA MYTaHTHBIX
MUTOXOHJIPHM M MUTOXOHJPHUM JUKOrO THUMA, pPa3BUBAETCA IUTOIJIa3MaTHYeCKas MYy»KCKas
crepuiibiocts (IIMC) (Karpova et al., 2002). Cumraercs, 4ro r000i aHOMAJIbHBIN (EHOTHIL,
HaOmonarommiics npu [IMC, npoucxonut B pe3ysbTare U3MEHEHMsI SKCIIPECCUU SIAEPHBIX I€HOB, B
OTBET Ha CUTHAJIBI, TIOCHIJIAEMbIE MUTOXOHJPUSMH, U KOTOPBIE, B CBOIO OYEPE/b, PETYIUPYIOT TE€HBI,
cnenuduunsie st [IMC. Konkpernsiit mexanusMm nepefauu curHanoB MPC B sapo npu LIMC He
BBISICHEH, OJIHAKO U3BecTHO, 4To y puca mnpu [MC npecaTukpaTHO BO3pacTaeT 3KCIpeccUs
NPOTEUHKHMHA3bI, BeposTHO, uHAylmpyemoii ABK, u Ca-cs3biBaromiero Oenka cemeiictBa EF-hand
(Fujii et al., 2007).

MPC, npennonoxurenbHO, MPUHUMAET yUacTHE B OTBETE HA OMOTHYECKUN CTPECC — UMEIOTCS
CBUJIETENHCTBA, UTO CUTHAJIBI, UHIYIIMPYEMbIE PACTUTEIIbHO-TIATOT€HHBIMU B3aUMOICHCTBUSMU, MOTYT
NPSMBIM WM HETIPSIMBIM 00pa3oM BIUATH HAa (DYHKIIMOHAIEHBIE KOMIIOHEHTHI MUTOXOHIPUH, BHI3BIBAS
ycwieHHyto nponykuuto A®PK u muroxonapuanbHyro auchynkuuio. ADK B cBow ouepenb
OMOCPEIOBAaHHO  MHIYLUUPYET  AKCIPECCHI0  TE€HOB  3allUTHOTO  OTBETa M pPEakUUu
runepuyBcTBuTenbHOCTH (Amirsadeghi et al., 2007). Unayuupyemslii OJOKUPOBKOW TPAHCIISIIIUK HITH
JIBIXaHUST B MUTOXOHJPHUSIX CTPECC 3allyCKaeT PETPOrpaJHbIA CHUTHAJ, OJHUM U3 LENEBBIX T'€HOB
kotoporo sBisiercs AOX1a. AOX1a, B HacTosIiee BpeMsi, paCCMaTPUBACTCS B KA4eCTBE MapKEPHOTO
rera MPC (Schwarzldnder et al., 2011; Van Aken et al., 2016; Wang et al., 2016). [IpumeuarensHo, 4TO
perymsitopsl  akcrpeccun AOXla (RAOL/CDKE1 u RAO2/ANACO017) oTBe4aroT Kak Ha
MHUTOXOHIpHAJIbHBIC, TAK U Ha IUTACTHIHBIC peTporpaaHbie curnansl (Blanco et al., 2014; Van Aken et
al., 2016). Mo mocnemnum nanHbiM, B MPC yuactByer Takke GRF3, HeratuBHBIH peryssiTop
skcnpeccun AOX1a (Li et al., 2022).

MuTtoxoHnpuanbhblii  pazoomatonuii  6emoxk  (UCP1) mpucyrctByeTr BO BHYTpEHHEH
MHUTOXOH/IPHATTFHONH MeMOpaHe B OOJBIINX KOJHMYECTBAX M yYACTBYET BO MHOTHX IPOIIECCaX, BKITFOUAs
TPAHCIIOPT AMHHOKHCIOT W pa300IIeHUE MAbIXaHHs, KOTOPhIE HMIPAlOT BAXHYIO POJb B TpoIecce
abuoTtudeckoro crpeccoBoro oreta (Jezek et al., 2018; Monné et al., 2018). I'unepakcnpeccust UCP1
aKTHBHPYET SKCIPECCHUIO SIEPHBIX TeHOB, aCCOIMMPOBAaHHbIX ¢ rumokcuei (Barreto et al., 2015; Barreto
et al.,, 2017). UCP1 Bo3meiicTByeT Ha SKCIPECCHIO SICPHBIX T'€HOB uYepe3 MHIMOMPOBAaHHE BETBU

uTorutasMatiuaeckoi  muctenH-okcuaasbl (PCO) N-merpon mytu PRT6, OCHOBHOrO MexaHW3Ma
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KJICTOYHOM yyBcTBUTEIbHOCTH K Krciaopoay U NO (Holdsworth et al., 2020; Barreto et al., 2022).
OueHb WHTEPECHBIM MEXAHH3MOM OCYIICCTBICHUS PETPOTPAAHON PEryISIHUU  SIBISICTCS
(GopMHpOBaHHE y OpraHeiul OCOOBIX BBIISTYUBAHUI OOOJIOYKH, KOTOPbIE KOHTAaKTUPYIOT C SIIPOM.
Hanpumep, XJI0poIUIacTsl B YCIOBUSX CTpecca 00pasyloT CTPOMYJIbI, KOHTAKTHBIC CalThl KOTOPBIX €
SZIPOM IO3BOJISIFOT HANIPSIMYIO TPAHCIOMPOBATh IacTuaHbIe Oenku B siapo (Caplan etal., 2015). bonee
TOr0, HW3BECTHO, YTO MHOTHE sJAepHbIe Oenku, Bkaroyas T®, H30IMPOBaHBI B IUIACTHIAX W

TpaHconupyTes B sapo npu crpecce (Caplan et al., 2008; Foyer et al., 2014).

1.7 OcoGenHocTH CTPYKTypHOil opranm3anuu u peryasiuuun ITI[ mMuToxonapmii
pacreHui

B pacrenusx mpoueccol okuciautenbHoro ¢ocdopunupobanus (OXPHOS) tecHo cBsizanbl C
(GOTOCHUHTE30M U peakuusMu Ha cTpecc. [IpakThuuecku Bo BCeX dYKapUOTHUECKHUX KJIETKaX 3JEKTPOH-
tpancnoptHas uens (OTL), pacnonararomascs B MUTOXOHIPHATBHBIX MEMOpaHax, COCTOUT U3 YEThIpeX
OenkoBbix  komiuiekcoB:  kommiekca  NADH-pgerugporenasst  (kommuiexc 1),  xommiekca
cykiuHataeruaporeHassl (kommeke Il), kommiekca nutoxpom-c-penaykrasel (komrekc Ill) u

KOMILIEKCa [IUTOXPOM-C-OKcHaa3bl (KoMiuiekc 1V).

1.71 Kommekc I.

CaMbIM KpyIHBIM (DEPMEHTHBIM KOMIUIEKCOM U 3HAYUMBIM YYaCTKOM TIEpEeHOCa JIEKTPOHOB B
OTII sensercs xomruteke | (Wirth et al., 2016). V sybakrepuii 1 MUTOXOHIPUH OH COCTOUT U3 JIBYX
JIOMEHOB: MEMOpaHHOIO IIJie4a, W BBICTYMNAIOMIETO B MaTpUKC (WM OaKTepUalbHBIN JIFOMEH)
nepudepudecKkoro Iedya, KOoTopble oOpasyroT o0mryro L-oOpasnyro dactuily. MuUHHUMAaTbHBIN
CyOBbEeTMHUYHBINA HAOOD JIJ1s1 GaKTEePHi — 7 KOPOBBIX CYOBEIUHUIL B KAXKIOM JIoMeHe. [[oMHMO KOPOBBIX,
KoMIutekc | BkimovaeT, okoso 30 TOMOTHUTENBHBIX CyObEIMHUI] U HUMEET OOIIYI0 MOJI. Maccy OKoJo 1
M/la. Ha naHHBI MOMEHT OIpE/AeeHbl CTPYKTYphl C aTOMapHbIM pa3pellieHueM Jiuis koMiiekca | u3
oaxtepuii (Baradaran et al., 2013), miexonuraromux (Fiedorczuk et al., 2016; Zhu et al., 2016) u rpudoB
(Parey et al., 2018).

CTpyKTypa pacTUTEIBHOTO KOMILIeKca | 1o HetTaBHET0 BpeMeHH Oblila H3y4eHa TOIBKO ¢ HU3KHM
paspelieHneM, ¢ IMOMOIIBI0 OHOYACTHYHOH 3ekTporHo# Mukpockomnuu (Dudkina et al., 2005a; Peters
et al., 2008; Bultema et al., 2009). IlepBas cTpyKkTypa pacTUTEIHLHOrO KOMILICKca | ¢ BBICOKHM
paspernienueM (u3 Brassica oleracea) npexacrasiena B padore (Soufari et al., 2020) (Puc. 4). B ominune
or komiuiekcoB NADH-nmeruaporeHassl W3 Jpyrux TPYII SYKapHOT, OXapaKTEPU30BaHHBIX K
HACTOSIIEMY BpPEMEHH, PaCTUTENbHBIH KoMIulekc | mmeer BTOpOil AoMeH chepudeckoin (GopMsl,
9KCIIOHUPOBAHHBIA B MAaTPUKC M MPHUKPEIUICHHBIA K TUIeYy MEMOpaHbl B LEHTPAIbHOM MOJIOKEHUH.

Kpome Toro, MmeMOpaHHOE IJIEYO pacTHUTENbHOrO Komiuiekca | Hemuoro mmmuHee. Y Arabidopsis,
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koMmruiekc | cocrout u3 49 cyonrenunui: 14 - nepudepudeckoe miedo, 30 - MeMOpaHHOE TIJIeU0 U 5 -
chepuueckuii pactutenbHblii kcTpagomeH (Senkler et al., 2017a). CpaBHeHue CyObEIMHUYHOTO
cocraBa komiuiekca | mutekomurarommx u A. thaliana mokasano, yro 40 cyObeAMHUII SBISIFOTCS
koucepBaruBHbiME (Cardol, 2011; Senkler et al., 2017a). Yerbipe cyObeAMHUIBI YHUKAIBHBI IS
KomIuiekca | miiekonuTaronmx (04Ha U3 KOTOPBIX BCTPEYASTCs B IBYX KONHSIX Ha €IHMHUILY KOMIUIEKCA
I); st ArabidopsiS yHUKaIbHBI I€BATh: MATh OCIKOB, HAITOMHHAIOIIMX KapOOaHTHApa3bl raMMa-THIIA,
nBa HeOONbIIMX Oenka ¢ Heu3BecTHOH (yHkmmel (HaspiBaembie Pl u P2), OGemok, HamoMuHarOMmiA
CyOBeIMHUILY MPENPOTEHH-TPAHCIOKA3bl BHYTPEHHEH MUTOXOHApUanbHOW MeMOpansl (AT1G18320 u
AT3G10110) wu L-ramakrono-1,4-nmaktonneruaporeHaza (GLDH), xoneunsnii ¢epMeHT myTH
OmocuHTEe3a aCKOPOMHOBOM KUCIOTHI. HTEpeCcHO, YTO OOJBIIMHCTBO (HO HE Bce) OEITKOB, YHUKAIBHBIX
JUTs KOMIUTEKca | MIIEKONUTAIONNX U PAaCTEHHM, PacroioKeHbl HAa TOBEPXHOCTH MEMOPAHHOTO ITIIeYa,
oOpalleHHO K MaTpuKcy. M3-3a cBoero 60bI10ro pazMepa U yHUKaIbHONH OMOXUMUYECKON CPEIBI ATOT
Y4acTOK, IMO-BHAUMOMY, HMEET crhenu(uueckue KOHTAKTHBbIE CaWThl IJii OEIKOB, HE CBSI3aHHBIX
Hanpsamyto ¢ pynkiueit komruiekca | B OTL. @ynkuus kommiekca | xopomo nccienoBaHa, 0COOEHHO
Uit MiekonuTatomux 1 rpu6os. Okucinenne NADH u BoccTanoBiieHrEe YOMXWHOHA TPOUCXOIAT B IBYX
pa3HbIX (QYHKIMOHAIBHBIX JOMEHAX, KK/l U3 KOTOPBIX SBJSETCS YACThIO MEepUPEPUIECKOro Iieya.
JlBe peakuuu CBSI3aHBI MEXAY €000 Ilembl0 TEpeHoca  3JIEKTPOHOB, COCTOSIIEH U3
¢naBuamoHonykiieotH1a (FMN) 1 cemu-BocbMu xene30cepHbIX KiaacTepoB. TpaHciioKalus IpOTOHOB
IPOMCXOTUT C TIOMOIIBI0 MEeMOpaHHOro Iuleda. B Hacrosmiee BpeMsi HET JAaHHBIX O TOM, YTO
(YHKIIMOHUPOBAaHUE PACTUTEIbHOT0 Komiuiekca | mpu oxucnenun/soccranonneHn NADH-y6uxuHoHa
U TPAHCJIOKALMU MPOTOHOB OTJIMYAETCS OT MEXaHU3Ma, MPEJI0KEHHOT0 IS IPYTUX TPYII 3yKapHoT.
Kap6oanruapasubiii 1oMeH pacTtuTejbHOro komiiexkca |. Cdepuueckuil 3KCTpagoMeH
PacTUTENBLHOrO KoMIUIeKca | conep uT cyObeIMHULIbI, MTOJ00HbBIe OaKTepHalIbHBIM KapOoaHTHIpa3am,
U Ha3bIBaeTCs «kapboaHTHapasHbiM qomeHom» (Sunderhaus et al., 2006; Klodmann et al., 2010). Tpu
U3 MATH OJIKOB ATOr0 HEOOJBIIOTO ceMeicTBa MMEIOT KOHCEPBATUBHBIN ¢ OaKTepHaIbHBIMH raMma-
kapOoaHTHapa3amMu akTUBHBINA caldT u Ha3eBatoTcss CAl, CA2 u CA3. JIBa npyrux Oenka cemeiicTa
ABIIAIOTCS 0OJiee SBOJIIOIMOHHO YAAJE€HHBIMH M IO3TOMY OBLIM Ha3BaHbl O€lKaMH, MOJOOHBIMU
kap6oanruapase (CAL), CAL1 u CAL2 (Parisi et al., 2004; Perales et al., 2004). DxcniepuMeHTaTbHBIE
JaHHBIE MOKa3bIBaroT, yTo Oenku CA / CAL umeroT nepekpbiBaronrecss GyHKIUU U YaCTHYHO MOTYT
samensTh apyr apyra (Perales et al., 2005; Sunderhaus et al., 2006). B To e Bpems 6enku CA / CAL
HeoOXoauMbI 17151 cOopku komiutekca |. Ecnu ren, kogupyrommii CA2, HokayTupoBan y Arabidopsis,
KonuuecTBo Komruiekca | pesko camxaercs (Perales et al., 2005). Eciin oqHOBpeMEHHO HOKAayTHPOBATh
renbl, koaupyromue CAl u CA2, komiutieke | BoBce He aerektupyercs (Fromm et al., 2016). Beum
NPEJICTaBJICHBI JTOKA3aTebCTBA TOTO, YTO CYOBEAMHHUIIBI KapOOAHTHAPA3HOTO JOMEHa yJacTBYIOT B

OYCHb PAaHHMX dTarax cOOpPKH MeMOpaHHOro ieya koMiutiekca | y pacrenuit (Meyer et al., 2011; Li et
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al., 2013; Ligas et al., 2019; Meyer et al., 2019).

Carbonic anhydrase domain

P, module Pp module Pp module Pp module

IMM

A 1
u. \P1 pDsw £sss Unkt
Nad3 p2 B14.5b

Puc. 4. O6mas crpykrypa komriuiekca | mutoxonnpuansroir T pacrenwmii. a) CocraBHas kpuo-OM
KapTa Bcero KoMiutekca I. MemOpanHoe 1m1e40 0ToOpaXeHO CHHUM LIBETOM, ITEpU(EPUIECKOE - 3eJICHBIM LIBETOM,
MOJYJIb Y-KapOOaHTHUAPa3bl - OPAHKEBBIM I[BETOM. b) ATOMapHasi MOJIeNb, B KOTOPOH KaxJblid U3 45 OenkoB
AHHOTHPOBaH M IMokKa3aH cBomM IBeToM. IMM - BHyTpeHHssT MUTOXOHIpuanbHas MemOpana, IMS -
MexxMeMOpaHHoOe IpocTpancTBo (Soufari et al., 2020).

OyHKIMsS KapOOAHTUAPA3HOTO JIOMEHAa 1O CUX MOp HE BbIsACHEHA. [IpsAMBIX I0Ka3aTenbCTB
KapOoaHrupasHoi akTUBHOCTH MoHOMepHbIXx OenkoB CA / CAL mnpeacraBineHo He ObLIO.
[Ipennonaraercsi, 4Tto KapOOaHTHUIpPa3bl, WHTETPUPOBAHHBIE B KOMIUIEKC |, SBISIIOTCS dYacThiO
BHYTPHKJIETOYHOTO MexaHu3Ma repeHoca COz M3 MHTOXOHIpHUH B XJIOPOIUTIACTHI JUIST OOECIIeYeHUs
ACCUMIJISIIIMKA MUTOXOHIpraiibHoro n3obitka CO2 B nukite Kanseuna (Braun et al., 2007; Zabaleta et
al., 2012).

HNHuTtepecno, 4to KapOOAaHTHApPA3HBIM JOMEH HAXOJUTCSA B TECHOM B3aUMOJEHCTBUH CO
CBOEOOPa3HBIM JIMIHUIHBIM KOMILIEKCOM, PACIOIOKEHHBIM HIKE MOCIIEHET0 U MEXIY crieluGUuyHbIM

1t pactennii JomeroMm P2 u 6enkamu B14,5b u NAD?2, 61m3ko k coenunennto NAD2-NAD4. Drot
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JMMUATHBIA ~ KOMIUICKC COCTOMT M3  OJHOTO  KapJAHWOJHUIHNHA, KOOPAWHUPOBAHHOTO  JIBYMS
dochaTHANIMHO3UTOIAMHU. Y YUThIBAsI CYIIECTBEHHYIO POJIb JIMITUAOB B AKTUBHOCTH KOMIUIEKca |, 3TOT
JMIUATHBIA OJIOK MOXXET OBITh KPUTHYHBIM ISl dPPEKTHBHOCTH W CTaOWJIBHOCTH PACTHUTEIHHOTO
KomIuiekca |, u sBiIAThCSA mpHUYMHON cuibHOro BosacicTBus Ha CA-myrtantel (Soufari et al., 2020).
beuto moareepxkaeno, uro GLDH mpencrasisier coboii, ckopee Bcero, (aktop cOOpKM WMEHHO
mMemOpanHoro mieya komiuiekca | y Arabidopsis (Schimmeyer et al., 2016).

VY Arabidopsis Obuta oOHapyeHa MHUHOpHAs Bepcusi KoMIUiekca | co cierka yMeHbIIEHHON
MoJIeKyspHoi Maccoit (850 Bmecto 1000 x/la), Bkmrouaromas GLDH (Heazlewood et al., 2003a).
be10 BBICKa3aHO TIPEANONOKEHHE, YTO BapuaHT Komiuiekca |, coxepxkammuit GLDH — moxer
peryaupoBaTh CHHTE3 ackopOaTa MmyTeM MOHUTOPHHIA CKOPOCTH MOTOKA 3JIEKTPOHOB, YIPABIISEMOTO
NADH, gepes xommiekc | (Millar et al., 2003). ITpu usyuenun ocobennocreir myranta Arabidopsis ¢
muchyukimeit GLDH Obuto BeisicHEHO, UTO 3TOT epPMEHT, BO3MOXKHO, MpeECTaBiseT co0o0il dakTop
cOOpkH, HEOOXOAMMBII TS 00pa30BaHMs KOMIUIEKca | MOCKOIBbKY ero (pyHKIUS BelIeT K HAKOIUICHUIO
xomrutekca (Pineau et al., 2008).

Coopka kommiekca |. Kak 1 B kileTkax MIEKOIUTAIOMINUX ¥ TPHOOB, OOJBIIMHCTBO CyOhEeTUHUIL
KOMILIeKca | KogupyroTCes iepHBIM TEHOMOM, CHHTE3UPYIOTCS Ha IUTOIUIA3MATHUECKUX pHOoCcoMax u
MOCTTPAHCIISIIUOHHO TPAHCIIOPTUPYIOTCS B MHUTOXOHIPUHU. TONBKO CeMb CHIBHO THIPO(OOHBIX
CyObeIMHHI MEMOPAHHOTO TUIeYa KOTUPYIOTCS B MHUTOXOHJIPHAJIHHOM T'€HOME W TPAHCIHMPYIOTCS Ha
MUTOXOHJIpHaJIbHBIX puOocoMax. Opnako y pacrenuid MTAHK koaupyer IONOJIHUTENBHO [BE
cyobenuuuibl nepudepryeckoro mieda, Nad7 u Nad9. HeoOxoauMocTh cOrntacoBaHHOM 3KCIPECCHH
IeHOB, KOJAUPYIOUIMX CYObEIUHMIIBI KOMIUIEKCa, TpeOyeT OMOJIHUTENbHOW KOOPAMHAIMH MEXIY
JIBYMsI TCHETHYECKUMH KOMITapTMEHTaMHu. bojee Toro, OMocuHTe3 CyOhEeTUHHUI MUTOXOHAPHATEHOTO
KOJMPOBAaHUS CIIOKEH y PACTeHHMH M3-32 HEOOXOMUMOCTH ILHC- M TpPaHC-CIUIACHHTa BO BpeMs
CO3PEBAaHUSI COOTBETCTBYIOIIUX TPAHCKPUNITOB, a Tak)Ke OOLIMPHOTO pPelaKTUPOBAHUS TPAHCKPHUIITOB
nepen tpancisiiuen (Braun et al., 2014). TTouru 200 HYKJIEOTHAHBIX CAHTOB B JEBATH TPAHCKPHIITAX
MHUTOXOH/IPHATILHOTO KOMITIeKca | moaBepraroTcsi peIakTHPOBAaHUIO, YTO TpeOyeT OdeHb OOJBIIOTro
KOJINYECTBA JONOJHHUTEIBHBIX OCNKOBBIX (aKTOPOB, KaXKIbld W3 KOTOPBIX WMEET sIepHOE
KoaupoBaHue. Ha 3akmOYMTENbHBIX 3Tanmax HeoOXOJMMa peayin3allusi MPaBHILHOW COOPKH BCEX
cyobenuumi B komrieke |. M3-3a Hannuust kapOoaHTHIpa3HOTO JJOMEHa Mpolecc COOpKU y PacTeHUH,
10 KpaifHel Mepe 4acTH4YHO, IIPOUCXOIUT 10 yHUKanbHOMY Mexanusmy (Meyer et al., 2011; Li et al.,
2013; Ligas et al., 2019; Meyer et al., 2019), a Takke BKJIIOUACT JOMOJHUTEIbHBIC (PAKTOPHI, TAKUE KaK
GLDH.

Peryasiuusi pynkumii kommniiekca | y pacrenuii. [lomumo cBoeit ocHoBHOM pyHKInu B DTLI,
KOMIUIEKC | pacTeHHiI UMEeT TOTIOTHUTENBHBIE, KOTOPhIEe, BO3MOXKHO, CITocoOCTBYIOT nepeHocy CO» u3

MUTOXOHJIPHI B XJIOPOIIACThl (KapOOaHTHAPA3HbIM JOMEH) WM OMOCHHTE3y aCKOpPOMHOBOW KUCIIOTHI

42



(GLDH). B 10 ke BpeMsi B MUTOXOHJIPUSIX PAaCTEHUI MPUCYTCTBYIOT (PEPMEHTHI C TIEPEKPBIBAIOIICHCS
aKTUBHOCTBHIO, Takue Kak anbrepHatuBHble (Tum 1I)  NADH-meruaporenassl.  Bmaromaps
nononauteabHbiM NADH-neruaporenazaM pacteHus MOTYT CYIIECTBOBaTh JAaKe MpU AePUIMTE
KoMIUIeKca |, XoTs B MyTaHTaX, MOJHOCTBIO JIMIIEHHBIX KOMIUIEKca |, pe3ko HapylleHO pa3BUTHE U
¢eprunbrocTh (Kiithn et al., 2015; Fromm et al., 2016). Perymsiuus MHOTOYMCICHHBIX (YHKUIUH
koMmIuiekca | y pacreHuil, B HacTosimee BpeMs HM3y4eHa HEJ0CTATOYHO. Bpems ku3HH CyOBheaHHHUIT
Komruiekca | HaxoauTes B inana3one Heckoibkux cyTok (Nelson et al., 2014), u, B 1iesiom, ux OMOCHHTE3
MPOTEKAeT JIOCTATOYHO KOHCTUTYTHBHO. OJIHAKO, HECMOTpsi Ha oOlIee IMOCTOSHHOE COACpKAHHE
KOMIUIeKca |, ero axkTUBHOCTb OIPENEJICHHO PEryJlupyercss Ha IMOCTTPAHCIAIMOHHOM YPOBHE.
NneratudumupoBaHbl MHOTOYHCICHHBIC CAWTBI TTOCTTPAHCIISIIMOHHBIX MOAU(PUKAIIUHN, BKIFOYAIONINE B
ceOs1 TonmpoBanue, GochoprnupoBanue u aneruiauponanue (Braun et al., 2014). ®usnonoruveckue
MOCNEACTBHs OOJIBIIMHCTBA 3TUX MOAM(PHUKAIUN SKCIEPUMEHTAIbHO He u3y4yeHbl. HemaBHO ObLIO
MPOJEMOHCTPUPOBAHO, YTO THOJIOBBIE MOAM(DHUKAIMU HECKOJIBKUX OMPEICICHHBIX IOJ0XECHUN
AMUHOKUCJIOT B Tiepu(epruIecKkoM Tuieue KOMITIEKca | MMEIOT OTHOIIIEHUE K aKTHBAIMK KOMIUIeKca | Bo

BpeMsi caMbIx HiepBbix cTaauii npopacranus (Nietzel et al., 2020).

1.7.2 Kommuekc |1

CyKIMHATACTUAPOTCHA3HBIH KOMIUIGKC - eauHCTBeHHBIH KoMrmoHeHT OXPHOS, kortopsrii
ydacTByeT Kak B Iukie Kpebca (kaTamusupys mpeBpalleHue CykiuHata B gymapar), Tak u B OTL]
(Huang et al., 2013; Iverson, 2013; Huang et al., 2019). DnekTpoHsl 3axBaThiBatoTCs rpymnoi FAD u
HEPEHOCATCS Yyepe3 KOPOTKYIO IIeNb IepeHoca IEKTPOHOB, KOTOPast COCTOUT M3 TPEX JKEeJIe30CEPHBIX
KJIacTepoB, Ha yOoumxuHOH. Hakonern, youxuHon BeICBOOOXkmaeTcsi komruiekcoMm |l Bo BHyTpeHHIOIO
MeMOpaHy MHUTOXOHJPUN U BIOCIEACTBUU MOXKET OKUCIATHCS KoMmruiekcoM Il wim anbrepHaTuBHOM
okcuaazoil. B ornuune ot komruiekcoB |, Il u IV, xommneke |l He mepememniaer mpoTOHBI Yepes
BHYTPEHHIOIO MUTOXOHIPHUAIBHYIO MEMOpaHy U HE MPUBHOCHUT 3J1eKTpoHbI B DTLI.

Cy0ObenuHnuHblil coctaB Komiuiekca || BbICOkO KOoHcepBaTUBEH B OAKTEPUSAX M MUTOXOHJIPHSX
JKUBOTHBIX M TPUOOB. XapakTepucThka KoMiuiekca |l mMBETKOBBIX pacTeHUN HEOKUIAHHO BBHISBHIIA
HEKOTOpbIe mopasuTtesnbhbie ocooennoctH (Eubel et al., 2003; Millar et al., 2004). ¥V pactenuii koMIuiekc
Il ocoGenno Benuk (oxono 160 x/la) U cpaBHUTENBHO XpYHOK (JIETKO pacmajgaercs mpu oOpaboTke
neteprearamu). OH COCTOUT W3 BOCBMH CYOBEIUHUI: OCHOBHBIX OenmkoB SDH1-SDH4 u werkipex
normoaATebHBIX SDH5-SDH8. Hekotopele cyOBeIMHUIBI MPUCYTCTBYIOT B Pa3HBIX H30(opmax.
buoxumuueckuit ananus komruiekca |l Arabidopsis u ero 6enkoBbIX cyObenuHMII TOKa3au, yTo SDHG
u SDH7 o0pa3yrooT 4dacTe SKOpPHOTO JOMEHAa MEMOpaHbI M, BO3MOXKHO, 3aMeIlalT MeMOpaHHbBIE
cniupaiu, Kotopbie oTcyTcTBYOT B SDH3 m SDH4 pacrenumii (Schikowsky et al., 2017). SDHS5,

BEPOATHO, HAXOAUTCA Ha CTBIKC CYKHUMHATACTUAPOICHA3HOTO U IKOPHOI'O JOMCHOB, a PACIIOJJIOKCHUEC
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ManieHbkoi cyObenuuuinel SDHS, wmaccoit B 4,9 k/la, B Hacrosimee BpeMs HEM3BECTHO.
JlononHUTENbHBIE CYOBEIUHUIBI MOTYT BBITIOJMHSATH TIOKAa €IIe HEW3BECTHYI0 AaKTUBHOCTH B
pactutenbHOM Komiuiekce |l. Hamuuwe AOMOMHUTENBHBIX CyOBEIWHUII MO3BOJSIET MPEANOI0KUTH

0COOEHHBIN MK aKe YHUKAIbHBIN MyTh cOopka koMiutekca |l y pacrenuit (Huang et al., 2019).

1.7.3 Kommuexc Il

Kommneke mutoxpom C pemyKTasbl SBISETCS LEHTPAIbHBIM CETMEHTOM JIbIXaTEeNIbHOM IenH
MUTOXOHJIPHH, COYETAIOIINUNA TPAHCHIOPT IEKTPOHOB OT YOUXuHousa K nutoxpomy C u TpaHcnopT Oenka
CKBO3b BHYTPEHHIOIO MUTOXOHIpUalIbHYI0 MeMOpany (Brandt et al., 1994). O6e akTHBHOCTH KOMILIEKCa
I11 3aBucAT OT «Q-1MKIIa», YTO BKIIFOYAET OKHCIICHUE YOUXHUHOJIA ¥ TIOBTOPHOE €r0 BOCCTAHOBIICHUE HA
MIPOTUBOIMOJIOKHBIX CTOPOHAX BHYTPEHHEH MHUTOXOHApPUAIbHOW MeMOpaHbl. Y UBOTHBIX U TpHOOB
komruiekc 11 coctout u3z 10 paznuunbix cyobenunun ot 6 10 50 k/la, KOTOpbIe MOXKHO pa3ieiIuTh Ha
Tpu QyHKUMOHAIBHBIC Kareropu: (1) Tpu cyObeMHUIIBI, HEOCPEACTBCHHO YYACTBYIOIIUE B TIEPEHOCE
AJIEKTPOHOB (3Keie30cepHbIil Oenok Pucke, reM-coaepskamuii TuToxpom Cl u cyObeInHMIIa TUTOXpOMa
b); (2) JlBe Gonplivie «KOPOBbIE» CyObEAMHHIIBI Ha TMOBepXHOCTH Komiuiekca Ill, oOparieHnHoi B
marpukc; (3) [Tate menkux cyobeaunmi <15 k/la (CQR6-CQR10), koTOpbie OKPYKAIOT CyOhETUHHMIIBI,
HETIOCPEJCTBEHHO YYaCTBYIOIIME B IMEPEHOCE 3JEKTPOHOB. Komruiekc Bcerna mpeicTaBisieT coOoi
mumep u3 2 x 10 cyObpenunHm ¢ o01meit MonekynspHoi Maccoii okoio 500 k/la.

Jlnst Arabidopsis thaliana obi1a monydena crpykrypa komiuiekca Il ¢ HE3KHM paspenicHuem
(Dudkina et al., 2005a). Pacturenshsiii kommieke |1 takxke Brimoygaer 2 X 10 cyObeHHAI 1 BO MHOTHX
OTHOILCHUsIX HarloMuHaeT komiutekc |11 sxuBoTHBIX 1 rpubdos (Braun et al., 1995). Onnako y pacTenwuii
komiuiekc Il BkitouaeT B ceOst BMECTO JIByX «KOPOBBIX» CYOBEAMHHI] [IBE CYyOBEIMHHIIBI
npoleccupyroneid MUToXoHapraibHoi nentuaasbl (MPP, koTopas B kieTkax »KMBOTHBIX U TPUOOB
npejicTaBieHa IByMsi pacTBopuMbIMu Oenikamu) (Braun et al., 1992; Eriksson et al., 1994). MatpudsbIii
MPP, no-BuauMoMy, y pacTeHMH OTCYTCTBYeT. DKCHEPUMEHTAJIbHO JOKa3aHO, YTO M30JIMPOBAHHBII
komiuiekc |l pactenuit adpdexTuBHO yHanseT TpaH3UTHbBIE MENTUIbl MUTOXOHJPHAIBHBIX OEIKOB
SZICPHOTO KOJMPOBAHMSI, YTO MPOJAEMOHCTPHUPOBAHO aHATM30M IpOIlecCHHra OenkoB in vitro (Braun et
al., 1992; Eriksson et al., 1994; Braun et al., 1995). Takum ob6pa3om, komriuiekc Il pacrenwmii
npezcTaBisieT co0oi OM(YHKIIMOHAIBHBIH (PepPMEHT.

HenaBuue uccnenoBanus mokasanu, uto coopka komruiekca Il y pactenuii mpoucxoaur mo
yHukaibHoMy nyTu (Schifer et al., 2020). B mutoxonapusax pacrenuil npucytctByer Oeinok TATB,
KOTOPBII HallOMUHAET CyObeTUHMILY O€IKOBOM TpaHCIOKa3bl OAKTEPUATBHOTO TUIIA U OTCYTCTBYET B
MUTOXOHJIPHSIX )KUBOTHBIX U TpuOOB. B oTrcyrcTBre TATB no3aHue nHTEpMeAHaTh COOPKU KOMILIEKCa

Il HakamIMBarOTCS M3-3a HAPYIICHUS TPAHCIOKAIMKN cyObeTuHUIIbI Oenka Prcke.
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1.7.4 Kommuaekc IV n untoxpom C

HuToxpom C mpencraBisieT co00i HEOONBIION TeM-coaepKalii OeNoK, PacloIOKEHHbIH B
MEXMEMOPaHHOM IPOCTPAHCTBE MUTOXOHAPHUI M OCYIIECTBISIONINN TEPEHOC SJICKTPOHOB C KOMILIEKCa
Il Ha xommeke V. ¥V pacrenuii muroxpom C JOTOTHHUTENBHO MPHHAMAET DJIEKTPOHBI OT JPYTHX
MeTabOIMUECKUX IMyTeH: OMOCHHTEe3a acKkopOaTa U MUTOXOHIPHAITLHOTO KOHBEPCHH JIAaKTaTa B TUPYBaT
(Bartoli et al., 2000; Welchen et al., 2016a; Welchen et al., 2016b). V apabuuoricuca cyiecTByeT qBe
uzopopmel rutoxpoma C. Ilomararor uro muroxpom C, moMuMoO (PyHKIMM B TIEPEHOCE DIICKTPOHOB,
TaK)Ke UrpacT poJib B cTabum3anuu wik coopke komiutekca IV y pacrenuii (Mansilla et al., 2018).

Komnueke 1V nepeHocut amekTpoHsl ¢ uroxpoMa C Ha MOJEKYJISPHBIA KUCIOPOT, KOTOPBIH
BOCCTAHABIIMBACTCS 1O BOJBL. [lepeHOC SJIEKTPOHOB COMPSIKEH C TEPEMEIICHHEM IPOTOHOB U3
MHUTOXOH/IPHAJIBHOTO MaTpuUKca B MexkMeMmOpanHoe mpoctpanctBo (Wikstrom et al., 2018).
Karanmutnueckoe siapo dhepmenta obpazoBano 6enkamu COX1, COX2 nu COX3. COXI Hecer Tpu u3
YeThIpeX KO(aKTOpOB, HEOOXOJMMBIX JUISI PEaKIMU TepeHoca OJJIEKTpOHa, TeM a, reM a3 u
menbconepxkamuii entp Cug. COX2 cBszbiBaeT Menp-coaepkamuii neHTp Cua. CyObeTuHHIHBIN
COCTaB pPaCTUTENILHOT0 KoMIieKkca |1V OblT IpoaHaaIn3upoBaH ¢ IOMOUIbIO METO/1a I0JIyOOr0 HATUBHOIO
anekrpodopesa B monuakpuiaamugaom reie (Blue Native PAGE) B couetaHnu ¢ MacC-CIIEKTPOMETPHEH
B paborax (Millar et al., 2004; Klodmann et al., 2011; Senkler et al., 2017b). Ou cocTouT U3 Tpex
kopoBbix cyoweauamn (COX1, COX2 u COX3) u HECKOJBKHX JOIMOJHUTEIBHBIX 00Jiee MEIKHX
cyOnbenuanil. HekoTopeie U3 3THX HEOOIBIINX OETKOB HAMOMHHAIOT CyObeuHUIIBI COX KUBOTHBIX H
rpuboB (cyobequuauisl COX5h, COX5¢, COX6a, COX6b u COX6¢), B To Bpemst Kak ApyrHe, IMo-
BuanMomy, creruduans s pacrenuit (COXX1, COXX2, COXX3, COXX4, COXX5 u COXX6),

XOTsI JOKa3aTenbCcTBa 3ToMy Toka orpanndens (Senkler et al., 2017Db).

1.7.5 Kommieke V

Kommnieke V' (AT®-cunTaza) ocymiectBisier cuHTe3 AT®D 3a cuer 3JIeKTPOXHMHYECKOTO
IPOTOHHOTO rpaguenTa, renepupyemoro DTLl. Kommneke V cocTtout us AByx yactei: MmemMOpaHHOU
yactu Fo, u cpepuueckoit yactu Fi1, KoTopast BBICTYNaeT B MUTOXOHpUAIbHBIA MaTpukc. CTaTUUHBIE
cyobenuumLbl F1 1 Fo coenHeHs! U yAep >KUBatOTCS HAa MecTe nepuepuitHbIM crepkHeM. C IOMOIIBIO
AJIEKTPOHHON MHUKPOCKOIHUH OJMHOYHBIX YacTHUI] Oblia MOJIydeHa ¢ HU3KUM pa3pelieHHeM CTPYKTypa
muTOXOHApHaTbHOH AT®-cunTas3sl u3 kaprodens (Bultema et al., 2009). On HamoMUHAET CTPYKTYPbI
MUTOXOHIpHaibHOM AT®-cuHTa3bl )KMBOTHBIX M TIpuboB. CyObenuHuuHblili coctaB AT®-cuHTa3bI
pacteHuii cucremarndyecku wuccienoBaics ¢ nomompbio BN-PAGE B coweranum ¢ macc-
cnektpomerpueii (Heazlewood et al., 2003b; Meyer et al., 2008; Klodmann et al., 2011). beutu onrcans
BCE MATh CyObEOUHUI] YacTU F1 M JOMOJHUTENBHO MAECATh Pa3IUYHbIX CcyObenuHul] 4actu Fo

(o6o3nauennsix a, b, ¢, d, g, FAD, OSCP, cyobenununa 8, ATP17 u cyOwsenuuuna 6 x/la
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apabumorncuca). B Hacrosiiiee BpeMsl HENb3sl HCKIIOYWTh HAJIAYME Y PACTEHUH JOMOJTHUTEIBHBIX
cyobenuunn Fo. Heckonpko kaHAMIATOB OBUTH WMIACHTU(UIIMPOBAHBI C IMOMOIIBIO MPOQUINPOBAHUS
komruiekcoma (Senkler et al., 2017b). YV GonbiumHCTBa pacTeHuii CyObeAMHUIBI O, @, b 1 C, a Taxkke
cyObenuHMIa 8 MMEoT MUTOXOHApHaabHOe koauposanue (Unseld et al., 1997; Heazlewood et al.,
2003b).

1.7.6 pyrue oeaxu-yuyactHuku DT

ATnbTepHAaTUBHBIE OKCHJIOPEIYKTa3bl SBISAIOTCS crenuduieckoil xapakrepuctukoin OTL]
pacTteHuil (M emie HecKoJNbKuX rpymn opranu3moB). AnbsrepHatuBHbie NAD(P)H-neruaporenassi
(@ltND) moryt mocraisate 3aektporbl B OTIl, uto crmocodcTByeT (GOpMHUPOBAHUIO MPOTOHHOTO
rpagueHta. TouyHO Tak ke anbrepHaTuBHas okcuaaza (AOX) MOXKeT NEepPeHOCHTh JJIEKTPOHBI,
OpoucXoJdIIue M3 KomIuiekca |, Ha MousiekyJsipHbI Kuciaopod. B cioywae, eciam 3ieKTpOHBI OT
anpTepHatuBHbIX NAD(P)H-merunporenas, mnepeHocsitcs AOX Ha MOJCKYJSPHBIA  KUCIOPO,
TPAHCHOPTHPOBKA MPOTOHOB IOJHOCTBIO Tpekpamaercs. OU3noaoruueckasi pojb albTePHATHBHBIX
OKCHJIOpE/IyKTa3 BaXkKHa, CKOpEe, B KaUeCTBE CTPECC-PEAKIMU pacTEeHH, a He B ()YHKIIMOHMPOBAHUU
knaccuaeckoro OXPHOS.

VY Arabidopsis thaliana u aipyrux nBeTKoBBIX pacTeHU# HEOOJBIINE CEMEUCTBA TEHOB KOJAUPYIOT
altND 1 AOX. O6o3HaueHusI OEIKOB OTPaXKAIOT CXOJCTBO B aMUHOKHMCIOTHON MOCJIEI0BATEIIBHOCTH U
dbynkmonanpHbIx cBoiicTBax (AOX1A, AOX1B, AOX1C, AOX1D, AOX2 u NDA1, NDA2, NDB1,
NDB2, NDB3, NDB4 u NDC1 y apabunoncuca). AOX umeer MoJeKyJsipHyto Maccy okono 30 x/la u
MoxeT (opmupoBaTh auMmepbl pazmepom 60 k[a. c¢ umepsr AOX, mo Bceil BHUIAMMOCTH,
B3aUMOJICHCTBYIOT C JAPYIMMH OClKaMH B YCJOBUSX IN VIVO, O 4YeM CBHJCTEIBCTBYIOT JaHHBIC
npodmmpoBaHreM Komriekcoma ¢ momonisio BN-PAGE, kotopsie nmokaseBaror Mmaccy AOX okoino
140-150 x/da (Senkler et al., 2017b) Tax, 6enxu altND maccoii okomno 50-60 k/{a MoryT 0Opa3oBbIBaTH
6enkoBble KoMIIekchl ¢ aumepamu AOX, nockonbky B npopuine Ha BN-PAGE oOnapysxuBatorcs B
paiione 150 k[la (Senkler et al., 2017b). Hekoropsie altND sBistoTcss dYacThio CTPYKTYD,
obHapysxuBaeMbIX B quamazone 600-700 k/la (Rasmusson et al., 2001). OgHako CBHAETEILCTB B IMOJIB3Y
toro, 4ro altND wumu AOX Moryt accouumupoBaTh ¢ OCHOBHbIMH Komiutekcamu DTLl pactenuii B
HACTOSIIIMI MOMEHT HE OOHAPYKEHO.

Pacturtensnas OTL] pa3zBerBisieTcs 6i1arogapsi IpUCyTCTBUIO psiJia albTEepPHATUBHBIX (PEpMEHTOB
U caiitoB mpuBHeceHus dekTpoHoB (Schertl et al., 2014). DnekTpoHbI OT OHOCHHTE3a ACKOPOMHOBOM
KHCJIOTHl 1 MUTOXOHPUAILHOW KOHBEPCUU JlakTaTa B nmupysat nonajnatoT B DTL] uepe3 uuroxpom C.
[ToMuMO 3TOT0, 37IEKTPOHBI, MOSBIIAIONINECS B X0/1€ ETpalallii aMUHOKHUCIIOT C Pa3BETBICHHON LIENbIO
YaCTUYHO TEPEHOCATCS Yepe3 CUCTEMY DIIEKTPOHHOTPAHCIOPTHBIN ()IaBOMPOTENH / 3JIEKTPOHHO-

TPaHCHOPTHBIA (haBompoTenH-youxuHonokcumopeaykrasa (ETF / ETFQO) B DTII (Ishizaki et al.,
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2005a), a 21IeKTpOHBI OT OKKCICHUS nposnHa npuBHocsaTes B DT nponunaaeruaporenasoit (Launay et
al., 2019). OxucnutensHoe (ochoprIMpOBaHUE, BBI3BAHHOE KaTaOOIM3MOM aMHUHOKHUCIIOT, OYCHb
BA)KHO JUIS PaCTEHHUH B ONPEJICIICHHBIX CTPECCOBBIX YCIIOBHSX, HAIPUMEP B TEMHOTE M IIPU HEXBATKE
Boxabl (Pires et al., 2016). [pyrue depMeHTBI BHOCAT 3JCKTPOHBI CO CTOPOHBI MEKMEMOpPAHHOIO
POCTPAHCTBA, HAIPUMED TIHUIEepabAeTua-3-hocdar-aeruIporenasa u AUTHAPOOPOTATACTHIPOreHA3A
(Schertl et al., 2014).

1.7.7 CynpamoJgexyasipuasi ctpykrypa cuctem OXPHOS pacrenuii

buorenes cucrem okuciurenabHoro gpochopumuposanus (OXPHOS) y pa3nnyHbIX opraHu3MoB
OTJIIMYACTCS JOCTATOUYHOU CIIOKHOCTBIO. [IOMHMO CTPYKTYpHBIX CyOBeIuHHII, OMOTEHE3 MATH TeTepo-
OJIMTOMEPHBIX (EPMEHTATUBHBIX KOMIUIEKCOB TpeOyeT OOJBIIOr0 KOJMYECTBAa BCIOMOTAaTEIbHBIX
(bakTOpOB A7l KOOPAUHAIIMU CO3PEBaHUs CYObEIMHUII, BKIIOUSHUS TPOCTETUUECKHUX TPYII U COOPKH B
xoiopepMeHTs. OTKpBITHE TOTrO, YTO HEeKoTopblie (epmentsl DTl dusznveckn B3auMOICHCTBYIOT C
00pa30BaHUEM PA3IMYHBIX CYNPaMOJIEKYJISIPHBIX CTPYKTYp, Ha3bIBaeMbIX cyrnepkomiuiekcamu (CK) u
pecnirpacoMamu, a Takxke cymecrsoBanue CK-crnennduueckux GpaxkTopoB cOOpKH, yHaCTBYIOIINX B UX
cOOpKe, MPUBJIEKIO BHUMAaHUE K CTPYKTYPHBIM M (yHKIIMOHATBHBIM cBoiicTBaM CK u peryistopHbiM
MYyTSM, YIaCTBYIOIINM B UX OHOTEHE3e.

Briepsrie oco6rie accormarsl komruiekcoB OXPHOS Obimr 0OHapy>KEeHBI 11 MIIEKOTTUTAIOLIIX
u rpuboB ¢ nomonisio BN-PAGE (Arnold et al., 1998; Schégger et al., 2000). CTpyKTypbl HEKOTOPBIX
pactutenbHbIX CK ObUTH H3YYEHBI ¢ TOMOIIBIO KPUODIEKTPOHHON MUKPOCKOIMH OJTMHOYHBIX YAaCTHIL C
aromapHbIM paspemnernem (Wu et al., 2020). Bee pecniupatopubie CK BKITIOUAIN JUMEPHBIH KOMILIEKC
I1l, KoTophIil CBA3BIBAJICS JaTepalbHO ¢ MEMOpaHHBIM IJIEYOM KoMIuiekca |, uiaum ¢ ogHON-ABYMS
KOMusiMi MOHOMepHOTO0 KomIuiekca V. O6a Tuma cBsi3pIBaHUSI MOTYT MPUCYTCTBOBATH OJTHOBPEMEHHO.
Cynepxomrekcsl, BkIovaromme komruiekceol |, Il u IV, Takke Ha3pIBalOT «pecmupacoMammy,
MOCKOJIBKY OHH aBTOHOMHO MOTYT KaTaJlM3UpoBaTh nepeHoc 31ekTpoHoB oT NADH Ha monekynsipHbIit
kucinopoa (mpu Hammuuu nuroxpoma C m yOuxwHOHA). J[JIs1 MIIEKOTIMTAIONIMX OINMCAHBI JBAa THIIA
pecnupacom, coctasa | + lll2 + IV (1-2) unu 12 + 112 + V2. @dusnonornyeckas ponb pecnuparopHbix CK
U pecriupacoM Bce eine oocyxkmaercs (Acin-Perez et al., 2014; Milenkovic et al., 2017; Hirst, 2018; Wu
et al., 2020). [Ipeamonaraercsi, YTO PECHHPACOMBI CBS3aHBI C elle Oosee KPYMHBIMH CTPYKTypaMHu,
Ha3bIBAEMBIMU PECITUPATOPHBIMA METaKOMITJICKCAMH, KOTOpPHIEC, TIOMHUMO IPYTUX (DYHKIHHA, JTOJKHBI
UMETh OTHONICHHE K ()OPMHUPOBAHUIO CTPYKTYPHI KPUCT. B wacTHOCTH, OBLIO MPOJIEMOHCTPUPOBAHO,
4yTo auMepu3anys MOHoOMepoB ATd-cuHTa3bl BBI3BIBAET W3rHO BHYTPEHHEH MHUTOXOHAPHAIBHOMN
MeMOpaHBbI, YTO HUMEET OOJIBIIIOE 3HAUCHHE JJIsl oOpa3zoBanust kpuct (Paumard et al., 2002).

JlpIxaTenbHbIe CYTIePKOMITIIEKCH PACTEHHI TAaK)Ke BIEPBHIC OBLIM OMUCAHBI ¢ momonibio BN-

PAGE (Eubel et al., 2003; Dudkina et al., 2006). Haubosiee crabmibsHOE B3aUMOICHCTBHE TPOUCXOTUT
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mexay komiuiekcamu | u 112 (Puc. 5). UmenHo cTpykTypa pecniuparopHoro cynepkomiuiekca | + 1112

apabuorncuca Oblia HCCIIe0BaHa CaMOW NIEPBOIA.

Komnnekc |

— . ' M Komnneke Il .

IMS
Komnnekc lli12

B Komnnekc IV

‘) ] ) o t r ‘)_ M LUutoxpom C ®
— :.: - —

= \\ IM Komnnekc V

IMS

_()_()_t _r - A M
= ' = = = jj;____\\m
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Puc. 5. CocraB cucrempr OXPHOS B pacrenusx. A: moHomepHbie kommoHeHThl OXPHOS (3a
uckimoueHueM komruiekca I, B: pecnupatopueie CK, omnucanHble a8 MUTOXOHIpUil pacteHuil. C:
COCYIIIECTBOBaHHE MOHOMepHbIX KomiuiekcoB W CK, mpemmnomaraemasi cutyarms in vivo. M: matpukc, IM:
BHYTPEHHSISI MUTOXOHApHalibHasi MeMOpaHa, IMS: mexxmembpanHoe npoctparcTBo (1o Braun et al, 2020).

Ecnu cMOTpeTs co CTOPOHBI MUTOXOHIPUAIEHOTO MaTpHKca, MEMOpaHHOE TIed0 KoMIuiekca |
W30THYTO, U BOTHYTas CTOpOHa SBJISIETCS calToM accouuanuu ¢ komruiekcom lllo. Accormmarus
komiuiekcos ll2 u IV y pacrennii cpaBautensHo cnaba. OgHako cynepkomiiekcsl coctasa 2 + V(-
yu |+ 1z + V(14 6bun onmcanbl ¢ momornibio BN-PAGE mis kaprodens u mmunara (Eubel et al.,
2004; Krause et al., 2004), u Hexotopbix aApyrux pacteHuil. Jumepsr ATD-cHHTa3bI OTHOCHUTEIHEHO
XPYIIKH y IIBETKOBBIX PaCTEeHHUH, HO, KaK COOOIIIAJIOCH, OBLITN OOHAPYKEHBI Y apaOuorcuca u kaptodens
(Eubel et al., 2003). UpesBbruaitno craduibHbie tumepbl AT®-crHTa3b! ObLTH 00HAPYKEHBI Y 3€IECHBIX
Bozopoceit Polytomella u ucriosnp3oBans! 1i1s nepsoro crpykryproro ananusa (Dudkina et al., 2005b).
[pennonaraercst, uro moHomepHble komruiekcbl DTL[ u CK cocymectByrot in vivo. [Tonnas cOopka
MOHOMepHBIX kKoMIuiekcoB B CK morpeboBaiia Obl ONpeIeTICHHBIX CTEXUOMETPHUSCKUX COOTHOIICHUH
BOBJICUCHHBIX KOMIUICKCOB, OJIHAKO TaKhe COoTHouIeHus He cobOmromatorcs (Fuchs et al., 2020). B
OTIIMYHE OT OOJBIIIMHCTBA IIBETKOBBIX pacTeHuH, accouunaius komruiekcoB Il u IV odens crabunbha
y eBporeiickoii omensl (Viscum album), obmuraTHoro remunapa3uTHYECKOTro0 IIBETKOBOTO PAaCTEHHUS,
YTO MOJXKET SIBJIATHCS CIIEJICTBUEM OTCYTCTBHs y Hero komiuiekca | (Maclean et al., 2018; Senkler et al.,

2018; Petersen et al., 2020). OmHako mockoibKy MyTaHThl Arabidopsis, B KOTOpPBIX OTCYTCTBYET
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KOMIUIEKC |, He TPOSBISIOT MOBBIMIEHHOTO B3aumMozeicTBust komiuiekcoB 12 u IV, uHTEHCUBHOCTH
B3aumoeiictus I12-1V, BepositHo, Bunocnennpuuna. TouHo Tak xke, CTAOMIBHOCTh CYNEPKOMILIEKCa
| + 1ll2 BappupyeT y pa3ubix pacteHui. OcobeHHO KpymHbIi pecniupatopHbiii CK ObuT 00HApYKeH 1Tt
HECKOJbKUX pacrenuii u omucan kak lo + Ills (Eubel et al., 2003), ogHako aeTajabHBIN aHAIHM3 C
MIOMOIIHIO OJJTHOYACTHYHOM IJIEKTPOHHON MUKPOCKOIIHU BBISIBIII, YTO OH COICPKUT TOJILKO OJMH JUMEP
I112, m umeet coctas lo+1112 (Bultema et al., 2009).

AJbTepHAaTUBHBIE OKCHUIOPEIYKTa3bl TaKKe COOUPAIOTCS B Majble U OOJBIINE KOMILJIEKCHI,
COCTaB KOTOpBIX MOKa HE ycTaHOBNeH. CBHUIETENLCTB B MOJb3y CBSA3BIBAHUS HUX C KIACCHYECKUMU
komruiekcamu DTL HeT, u npeanonaraeTcs, YT0 OHU GOPMUPYIOT «aJbTEPHATUBHBIE PECIIUPACOMBDY,
CITy>Kalllye JJIs OBbIeHUs 3P GEKTHUBHOCTH pa30o0ineHus apixareabHoi menu (Senkler et al., 2017b).

B pa6ote (Ukolova et al., 2020) uccrnenoBanu acconuaimu komriekcos DTL] Pisum sativum c
nomoinipto MALDI-TOF, uMmMmyHOXMMUYeCKUMHU U 3JeKTpodoperndeckumMu Meronamu. [lomumo
otnenbHbIX KoMmmoHeHToB OTLl aBTopamu Obutn uaeHTuduuMpoBaHbl: pecriupacoMbl 121112 41V,
cynepkomiuiekcel 1+11l2, 1121V, 1121V2, ko-murpupyromas accoumanus 1ViVaz / I+1llz, aumeps
xomiuiekca |V u aByx popm komiiekca V (Vaz, VD), mpoaykTsl Jerpaaaniuu/mHTepMeanaThl COOpKU
komruiekca |l, a Taxxke BrmepBble OOHapY>KEH METaKOMIUIEKC O4eHb Oonbioi maccel (o 10 M/la),
coctasa (lIxlllylVz), (Puc. 6). B kauectBe cTpykTypHO-byHKIIMOHATBHBIX equnauil DT npeanararorcs

okcdocomsl coctasa l1l1121V4Ve u 1211141VgVs (¢ ABOWHBIM pecIupacOMHBIM SAPOM).

o Y SC SCs
DN 16 N . .
R Kt k'

; .
ll 1. b

| iy rhner i I 1 | | I

Puc. 6. Unentudunuposannsie kommnoneHtsl ITL] Pisum sativum, nanpasienne BN-PAGE cresa-
Harpaso, okpacka kymaccu (pparment u3 Ukolova et al., 2020)

Maccel Habmonaembix Ha BN-PAGE comoOnnn3upoBaHHBIX MHUTOXOHJpUN apabujporncuca

0eKoBBIX KoMILIeKkcoB npuBeaeHsl B Taon. 3 (Klodmann et al., 2011).
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Maccst Habmonaembix Ha BN-PAGE conroOunm3npoBaHHBIX MUTOXOHIPUH apabugoncuca

OEJIKOBBIX KOMIIJIEKCOB

Tabmauua 3

Ennnanma OT1] Habmonaemas macca, x/la
CK L+lll; 3000
CK I+III 1500
Kommekc [ 1000
MembpanHoe miedo K. | 660

Kommiexc V

Kommnekc 1112 500
F1 300
Fo 260
Kommiekc IV 207
Kommieke 11 160
AnprepraruBasie NADH-zneruaporenassl 160

1.7.8 Mojaeau CTPYKTYPHOI OPraHU3aIlUM IbIXaTeJIbHOI 1enu

Teepoomenvras modenw. CornacHo 3Toil Mmoaenu, CoQ mocTossHHO cBs3aH ¢ enuHuIaMu DT
(Chance et al., 1955). Jloka3arenbCTBa B IMOJIB3Y <OKECTKOW» WM «TBEPAOTEIBHOMN» MOIECIH ObLIH
OCHOBaHbl Ha BbineNeHUW akTuBHBIX enuHuil I-111 u 1l-11l B crexmomerpuueckom MOJSIpHOM
cooTHomeHUU 1:1 BO BpeMsi MPOMEKYTOUHBIX CTAIUN OYMUCTKH OTACITBHBIX ()EPMEHTOB, YTO OBLIO
UHTEPIPETUPOBAHO KaK BTOPUYHBIE (hepMEHTATHBHO-aKTUBHbIe kKomiuiekchl (Fowler et al., 1961), a
TakKe Ha BOCCO3JAaHUM «IOBTOPSIONICHCS €IUHHIIBI IEepeHoca JJIEKTPOHA», COJepKallei Bce
komruiekeel DT muroxonapuii Obrubero cepana (Blair, 1967).

Mooenv acuokozco cocmosinus. MoOAEIb «CIYYaHOTO CTOJKHOBEHHS, (OKHIKOCTHY WA
(OKHJIKOTO COCTOSIHUs» Oblta mpemioskeHa Hackenbrock um kommeramm u XxapakTepu3oBaia Bce
MeMOpaHHbIe O€JIKH W OKUCIHTEIHbHO-BOCCTAHOBHUTEIbHBIE KOMIIOHEHTHI OTL[ B mocTossHHOM u
He3aBUCHUMOM TU((Y3MOHHOM JIBFDKEHUH, MPH KOTOPOM TIEPEHOC JJICKTPOHOB OCYIICCTBISETCS
nocpeAcTBOM  TU(M(PY3MOHHBIX  CTOJKHOBEHUH  MEXIYy  OKHUCIMTEIHHO-BOCCTAaHOBHTEIHLHBIMU
naptaepamu (Hochli et al., 1976). Jloka3atenscTBa B ONIB3Y «MOAETH )KUJIKOTO COCTOSTHUS BO3SHHUKIIN
U3 aHAIIM30B KWHETHKH, MPEAINOoJIarafoliuX 4TO HE TOJILKO TMEePeHOC ANEKTPOHOB B obmacTsax CoQ u
ruToxpoMa C xapaKkTepu3yeTcsl MyJI-II0J00HBIM ITOBEJACHHEM B METOXOHPHUSX, HO TaKXKe U TO, YTO OH
ClIeTyeT KHHETHKE HACBIICHUS B OTHOIIICHUH KOHIIeHTparuid CoQ u utoxpoma C (KrOGer etal., 1973;
Gupte et al., 1988). Kpome Toro, depMeHTaTHBHas aKTHBHOCTh COXpaHs;JIaCh MpPU BBIICICHUU
unuBUAyanbHbIX koMiuiekcoB OXPHOS (Hatefi et al., 1962), a ucnonb3oBanue (GiayopecrieHTHBIX
anTuTen npotuB KomruiekcoB 112 u 1V BeI3bIBaIO HE3aBUCUMYIO arperamuio dTHX KOMIUJIEKCOB, J1aBast

OCHOBAHUE MPE/IOJIOKUTE, YTO OHU TUPPYHAUPYIOT JIaTePATHHO B TUIOCKOCTH MEMOpPaHbl HE3aBUCUMO
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apyr ot apyra (Hochli et al., 1985).

Mooenv ounamuueckoeo aepecama (naacmuunocmu). Wccnenosanus Ferguson-Miller u
COaBTOPOB, KOTOPBIE HCCIECIOBAIN POJIb JatepaidbHOl auddy3un muroxpoma C mpu 37IEKTPOHHOM
TPaHCIIOPTE B HATHBHBIX MHUTOXOHAPHAIBLHBIX MeMOpaHaxX, TPHUBEIM K CO3JAHHIO MOJCIH
«muHamuyeckoro arperata» (Hochman et al.,, 1982). B pamkax 3Toii MOJEIU CYIIECTBYET
JTUHAMHYECKOE paBHOBECHE MEXKYy CBOOOTHBIMU U aCCOIIMUPOBAHHBIMU (hopMaMu KomroHeHToB DT,
MIPUYEM BCE OHU aKTHBHBI IIPU NIEPEHOCE AITEKTPOHOB. ITO HOBOE MPE/ICTABICHHE O JBIXaTECILHOM Hen
COTJIACOBAJIO JIBE KJIACCHUECKUE MOJIEIIN, TaK KaK OHO BKJIFOYAIIO B Ce0sl IEPEXOIHBIC arperaThl, a TAKKe
CBOOOTHYIO O0KOBYIO TH(D(DHY3UI0 OKHCIUTEIHHO-BOCCTAHOBUTEIBHBIX KOMIIOHEHTOB, MOYJTHPYIOIIHX
CKOpOCTH TiepeHoca 3iekTpoHoB. OOpatumoe oOpa3oBanue crernuduueckux arperarop ITL]
JOTIOTHATEIIFHO TMOAPA3YMEBAIO MEXAaHHU3M JIOKAJTM30BAHHOTO MPOTOHHOTO MOTOKA M BO3MOXKHOCTH
perynupoBaHus HampamieHus ¥ 3(pQeKTuBHOCTH mepeHoca snekTponoB (Hochman et al., 1985;
Ferguson-Miller et al., 1986). DTa rumore3a ocraBanach B TCHH «OKHAKON» MOJIEIH 0 TEX IOP, IOKA HE
MOSIBWJIMCH JTAHHBIC JABYX TPYIIT HCCIEIOBATENICl, OCHOBAHHBIC HA MCIOJIB30BAHUN METOJIA TOIyOOro
HATHBHOTO TekTpodopesa B noauakpuitamuaaom reie (BN-PAGE), paspaborannoro Schigger et al,
IPOJIEMOHCTPUPOBABIIIKE COCYIIECTBOBAHUE OTACIBHBIX KOMIUIEKcOB DTL] BMecTe ¢ MX BHYTPCHHUMU
aCCOIMAIUSAMU B CYIIPAMOJICKYJIIPHBIX aHCaMOJIsIX, KOTOpbIe ObLIM Ha3BaHbl cynepkominiekcamu (CK)
(Cruciat et al., 2000; Schiagger et al., 2000). DxcnepuMeHTaTbHBIC JAHHBIC TPOACMOHCTPUPOBAIIN, YTO
CK sBIsIrOTCS 3BOJIONMOHHO KOHCEPBATHBHBIMU CTA0MIIBHBIMU CTPYKTYpaMHU KaK y MPOKApHUOT, TaK U
y 9yKapHoT, a He cly4aiHsIMU accoranusamu kommiekcoB ITI[ (Chaban et al., 2014; Melo et al.,
2016), a uccmemoBaHUs ¢ TIOMOIIIBIO KPHOIJIEKTPOHHON MHUKPOCKOIMH BBICOKOTO pa3pemieHus (Kpro-
OM) nokasanu JeTalbHbII CTPYKTYpPHBIN aHaINU3 apXUTEKTyphl AbixareabHbIX CK milekonmuTarommx
(Guetal., 2016; Letts et al., 2016; Wu et al., 2016). CocymiecTBOBaHHE HHIMNBHIYaTbHBIX KOMIUIEKCOB
u CK OTLI, TakuM 00pa3oM, MOATBEPkKAA€T OCHOBHBIC MPUHITUIIBI MOJIEITH «THHAMUYECKOTO arperara,
MEePEeUMEHOBAaHHYIO BIIOCIIECJCTBUHU B MOJIENb «IacTHUHOCTH» (Acin-Pérez et al., 2008; Acin-Perez et
al., 2014). B cBoeii HpiHEnIHEH HopMe 3Ta MOJIEITH MTPEAIOJIATACT, YTO MEPEKITIOUYCHUE MEKITY CBOOOIHO
nepeMenarouMIc KoMIuiekcamu U pukcupoBaHHbIMA CK ONTUMHU3HUPYET MOTOK AJIEKTPOHOB OT
paznnunbix cybctpatoB (NADH u FADH), amantupys >Q¢eKTUBHOCTH NbIXaTENbHOW LEMu K
U3MEHEHHSIM KJIETOYHOTO MeTabom3Ma uepe3 pacnpenenenue myiaos CoQ u muroxpoma C (Lapuente-
Brun et al., 2013). INoBbimenne katanutudeckor spdexruHocTr DTLl B pamkax 3TOH THIIOTE3bI
npenoiaraioch Ha ocHoBaHWHM JaHHBIX BN-PAGE u motpebnenust kuciopojia B KJIETKaX MBIIIIH,
obennennblx komriekcamu OTL. Opnako ngaHHas rumore3a Obla MOABEPrHYTa COMHEHHUIO B
pe3ynbrate 0Ooliee MPSMBIX  CHEKTPOCKOMUYECKMX ¥  KHHETUYECKUX  OKCIIEPUMEHTOB  Ha
CYOMHTOXOHIPHATBHBIX YacTHIAX APOXKKEH W KPYIMHOrO pOraroro CKora, rmokasaBmmx, 4yto: (1)

Oxucnenne NADH u cykiimHaTa mporCXOANT Yepe3 eanHblii u obmienoctymnubiii mysn CoQ (Blaza et al.,
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2014); (2) Huroxpom C He BcTpedaeT 3HAYUTEILHBIX NPEISITCTBIIA Ha YTH €ro cBoOOHOM nuddy3un
(Trouillard et al., 2011).

Boutee Toro, 3Ta MoeTh ObLITA MPEIOKEHA HA OCHOBE Pa3ICICHUs CTPYKTYP JbIXaTeIbHOU LIEeMH
Ha remax BN-PAGE wu, crnemoBarenbHO, CYHIECTBOBAaHHE OOpPAaTUMBIX JHUHAMHYECKHUX COOBITHI
ACCOLMAIMU/TUCCOIIMAIINH, TaK HA3BIBAEMOU «IUTACTUYHOCTH», MEKAY OTACITHHBIMH KOMILUIEKCAMHU U
SC emie npeacTouT nokasark. [lepcreKTUBHAS SBOIOIHS MOJCIN «IUIACTHYHOCTHY», TAKMM 00pazoM,
OyJIeT onmuparbcsi Ha OOIIUPHYIO XapaKTePUCTHKY CTPYKTYPHBIX, (QYHKIMOHAIBHBIX U KHHETHYCCKHX
coiicte CK B pasnmmunbix ¢usnonoruueckux ycioBusx (Barrientos et al., 2013; Milenkovic et al.,
2017).

1.8  TpaHcreHHble pacTeHusi ¢ H3MeHeHHoii Ykcnpeccueit RPOTmp

Panee corpynuukamu JIT'MP CUOUEBP CO PAH Ha ocHOBe MyTaHTHOW JMHHUU FPOtMP ObLn
MIOJTyYeHbI TPAaHCTEHHBIE PACTEHHS C KOMIUIEMEHTALUMEH MUTOXOHAPHAIBHBIX HIIM XJIOPOILIACTHBIX
¢byakuit RPOTmp (muanmn Tmp-M u Tmp-P, cooTBETCTBEHHO), @ HA OCHOBE JIMHUH JTUKOTO THIIA —
TpaHCT€HHbIE pacTeHUs ¢ runepakcrnpeccueii RPOTMP B MUTOXOHAPUAX WM XJIOPOIUIACTAX (JIMHUU
OEM u OEP, cooTBETCTBEHHO).

C nmomomsto OT-IILP Totanenoit PHK, skctparupoBanHOi u3 12-mHEBHBIX MPOPOCTKOB A.
thaliana Col-0 Opum monyuensl ¢parmentsl kJIHK renoB apadbumoncuca RPOT1 u RPOTS,
Koaupyromnre Tpan3utHbie nentuasl RPOTM (NM_105571,3:212-338, “mt”) u RPOTp (Y08463,1:59-
179, “pt”), coorBerctBeHHO, a Takxke K/HK renma RPOTZ2, xomupyromas RPOTmp 06e3
nocienoBarenbHocT  TpausutHoro mentuaa (NM_121574,2:545-3267). TlocienoBaTeabHOCTH
TPAaH3UTHBIX TEMTHI0B OBLTH KIIOHUPOBAHBI B cocTaBe OuHapHoro Bekropa pBI121 (Chen et al., 2003)
MEXJly TOCJIEeI0BaTENbHOCTIMU IpoMoTopa 35S u3 Bupyca Mo3auku LBeTHOHM kamyctel (CaMV) u
renom GUS. x/IHK, xonupytomas karanurndeckyto 4yacte RPOTmp (“Tmp”) Obuta kiioHHpOBaHa B
cocrase azMug mt-pBI121 (comepskameit TpansutHelid nentu RPOTm) u pt-pBI121 (conepxkarueit
tpamsutHeld mentux RPOTp) B mosmmmm ymanennoro rena GUS, mepen mocienoBaTelbHOCTHIO
TEPMHHATOpPA 'eHa HomaauH-cuHTeTasbl (Puc. 7). [lonydyeHHble KOHCTPYKIMK OBUIM UCIIOJIB30BAHBI JISI
arpobaktepuanbHOii Tpancdopmaruu (Zhang et al., 2006) pactenwuii apabugoncuca aukoro tumna (Col-
0) u unceprronHoro mytanTa rpotmp (GABI_286E07) meromom norpyxenus nperkos (Clough et al.,
1998). Otbop TpaHC(hHOPMAHTOB MPOBOIWICA Ha MUTATEIBHBIX Cpeaax, COJACPKAIIMX KaHAMHUIHMH
(Tarasenko et al., 2016).

Hns nuuuit TpancpopmantoB OEM He Obu10 0OHapyKEHO BBIPAKEHHBIX OTIMYUM I10
CpaBHEHMIO C JMHMEH JWKOTO THUIA NPU BBIPAIIMBAHUM HA MCKYCCTBEHHBIX M €CTECTBEHHBIX Cpejax:
CKOPOCTH MPOPACTaHUS CEMSIH, POCT U pa3BUTHE, BHEITHUI O0JIMK PaCTEeHHIA OBUTH ITOT00HBI PACTCHUSIM

nukoro tuna. Jluaun tpanchopmantoB OEP nposeisiin HekoTopbie otiuyus ot Col-0.
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Jns nauHMM  XJoporutactHoro rumepakcrnpeccopa OEP12 Oput  xapakTepeH HECKOIBKO
YCKOPCHHBIHM pOCT Ha yainkax [letpu u Ha mouse, u 3HauuMo (P <0,05) Gosniee paHHee HaYaO I[BETCHUS
Mo CcpaBHEHHIO C JuHHMed nukoro Ttuna. CornmacHo paHHbiM KIILP, ypoBeHb TpaHckpunTa
pexkoMOuHanTHON RPOTMP B 3TOM nuHMK ObLT Hanbo0JIee BBICOKMM CPEId BCEX TPAHCTCHHBIX JTMHHUH C

runepakcnpeccueit RPOTmp B xnopornacrax.

pBI121

Chen et al, 2003

126bp 2722 bp 253 bp 120bp 2722 bp

mtTmp-pBI121 ptTmp-pBI121

Puc. 7. Cxema TreHeTHYECKMX KOHCTPYKIMHA, WCIIONB30BAHHBIX JJISI TIONYYEeHUS PpACTeHHWHA C
rurnepaKcpeccueii u kommiementanuei Gynkiuii RPOTmMp B Mutoxonapusix u xmoporuiactax (Tarasenko et al.,
2016).

s tpex nunuit (OEPS, OEP8, OEP18) nanipotuBs, Oblia BbIsIBICHA TEHACHIIHS K 3aMEIJICHHOMY
pocty Ha tuiotTHOW cpene. [lomoOuble mpu3Haku (y ymauu OEPS B ocoOeHHOCTH) Morimm Obl
CBHUJICTEJILCTBOBATh O TPOHMCXOSIINX B JAHHBIX JMHHUAX HApyMEHHSX (YHKIMOHUPOBAHUS
xnoporutactoB. B pabore (Baba et al., 2004) mpezncrapneHsl JaHHBIC, YKa3bIBAIOILIME HA TO, YTO
RPOTmMp moser urpath ONpeeieHHYI poiib B Xioporuiactax. B paborax (Emanuel et al., 2006;
Courtois et al., 2007) 6bUTIO BBISBIECHO, YTO 3Ta POJIb OTPAHUYMBACTCS MPEUMYIICCTBCHHO PAaHHUMH
CTaIUsIMH Pa3BUTHA PAacTeHHWU. B mMoONB3y TaHHOTO MPEIIONIOKEHUS CBHICTEIHCTBYIOT W JIaHHBIE,
NOJIy4YeHHbIe paHee B 1aboparopuu renetrnueckoi nuxenepun CUPUBP CO PAH c ucnonbs3oBaHuemM
auHuid  Tmp-P, B kotopeix Oemok RPOTMpP npucyTrcTByeT TOJIBKO B XJIOpOIUIAcTaxX, HO HeE
muroxouapusx (Tarasenko et al., 2016).

[Tpu m3yyennu penoTuma, pocta v pa3BUTHS pacTeHH ¢ KoMIieMeHTarmen Gpyakmuit RPOTmp
(Tmp-M u Tmp-P) u ananm3e UX MOJIEKYJISIPHO-TEHETHYECKUX XapAKTEPUCTHUK OBLIO YCTAHOBIICHO, YTO
BoccraHoBieHue aktuBHocTH PHK-momumepazst RPOTmMp B xyopomiactax He NPUBOIUT K
KoMITeHcaluu aedekTa B MyTanTHOM 1o ¢yHkipsM RPOTmMp pacrenusim (Tarasenko et al., 2016).
Hanportus, pacrenuss rpotmp, oskcmnpeccupytomme RPOTMP MUTOXOHIpHATBLHOW —ajapecariu,

MMPOSABJIAIOT (I)CHOTI/IH, B OOJIBIICH CTEIIEHU HaAIIOMHHAIOIIUN paCTCHUA AUKOTI'O TUIIA.
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1.9 3axaouyeHue 0030pa JUTEPATYPHI

Taxkum o6pazom, PHK-nonmumepaza RPOTmp npencrasnsier co0oii (hepMeHT, MOSIBUBIIUIACS B
pesyabTare aymmkanuu sjepHoro rea RPOT y AByAONBHBIX pacTeHUM, KOTOPBIA MPOM30IIEN OT
¢daropoit PHK-nmomumepassl T7. RPOTMp nokanusyercs kKak B MUTOXOHJIPHSX, TaK M XJIOPOILIACTaX,
HO OCHOBHbIE €e¢ (DYHKIMH CBSI3aHBI C MHUTOXOHApHsAMH. B muToxonapusx RPOTMp mpowusBogut
reHoCTenn(PUIECKYI0 TPAHCKPUIIIIMIO OTIPEIEIIEHHON TPYIIIBI T€HOB, IPEATIOIOKUTEIIEHO B KOMILIEKCE
C JIOTIOJTHUTENIBHBIMU OCJIKOBBIMH (pakTOpamH, Tak Kak in vitro RPOTMp uHUIMUpPYeT TPaHCKPHUITLIUIO
TOJIBKO ¢ 3 MpOMOTOPOB. MyTaHTBl IPOtMP MpPOSBISAIOT 3aJ€P’KKY pPa3BUTHs, CHU)KEHHBIH YPOBEHb
tpanckpuntoB renoB MTIHK wu, xak cneactBue, HemoctatoyHocTh mo komiuiekcam I u IV OTI]
MUTOXOHApHHA. [Ipy 3TOM yacToTa UCMOIB30BaHMUS MMPOMOTOPOB Y MyTaHTa M PACTEHHUS AMKOTO THIIA
OJIMHAKOBA, UTO MOKa3bIBaeT orcyrcTBue y RPOTmp npomoTopHoii cienuduunocT. B Xxnoporuiacrax,
Kak ycranoBieHo, RPOTmp mpunumaer yuactue B Tpanckpunuuu Rrn-onepona ¢ PC-npomoTopa Bo
BpeMsl IpopacTaHus, HO Ha OoJjiee MO3JHUX CTaJUAX PA3BUTUS €€ pOJb B ITHX OpraHeijax He
orpezeseHa.

[Io mocnegnum npanHbIM, TpaHckpunuus MT/HK HocuT penakcupoBaHHBIM Xapakrep, H
peryssnus 3xkcnpeccun renoB MT/IHK ocyiectBiisiercs, no 6osbliel yacTu, HOCTTPAHCKPUIILIMOHHO -
B Ipollecce pEeAaKTUPOBAaHUS, CIUIAWCMHIa M CTAOMIM3allMM TPAHCKPUIITOB, a COJEpKaHUe
($YHKIMOHATHHO-aKTUBHBIX KOMIIOHEHTOB DTL] MUTOXOHIpHI pEryiIupyeTcsi B OCHOBHOM Ha YPOBHE
cOOpKH TIeNBIX OETKOBBIX KOMILJIEKCOB. TeM HE MeHee, STHX MEXaHH3MOB HEIOCTaTOYHO JIJIs
KOMIIEHCAIMH JieeKTa, 00YCIOBICHHOr0 OTCYyTCTBUEM (pyHKIMOHanbHOI RPOTmp.

Llenplo AMCCEPTALIMOHHOTO HCCIIEAOBAaHMS SBISUIOCH HM3y4YeHHE OCOOCHHOCTEH (DyHKIHiA
RPOTmMp B MUTOXOHAPHSX U XJIOPOILIACTaX, C UCIIOIH30BAHNEM TPAHCTEHHBIX paCTEHUH apabuoncuca
C u3MeHeHHOW »skcnpeccueil nanHoW PHK-monmmmepasesl: MyTaHTHOM JMHUM IPOtMpP, y KOTOpoH
orcyTcTByeT (QyHKuumoHanbHas RPOTMp; nunuit ¢ xommiemenrtanued ¢ynkuuit RPOTmp B
MUTOXOHJIpHSX (IuHUM TMP-M) u xmopomnactax (muHEM TMP-P), u nauHMil ¢ rumepakcnpeccueit
RPOTmp B muroxouapusx (muauun OEM) u xnoporutactax (iuanu OEP).

3agauu:

1) [TpoBectn 00pabOTKYy MaHHBIX TpaHcKkpunToma pactenuii Arabidopsis thaliana,
noiay4yeHHbIX MeronoMm JIHK-mukpouumnupoBaHus, ONpeaeNuTh TeHbl ¢ auddepeHnaabHoR
OKCTIpEecCHell OTHOCHTEIbHO JIMHUW pACTEHUH JWKOTO THIA, IPOBECTH AaHalN3 O00OTaIIeHus
(GYHKIIMOHATBHBIX KaTErOpUii TEHOB, TPOAHATM3UPOBATh TeHBI Ha KO-dKcIpeccuto. [Ipoanann3upoBars
BO3MOYKHBIE CBSI3M MOJIYJIEH KO-9KIIPECCUH C TPAHCKPUIIITUOHHBIMU (aKTOPAMHU.

2) BousiButh  reHbl, auddepeHIManbHas  OKCIPECCHs KOTOPBIX  MOXKET  SIBISATHCS
XapaKTePHBIM CIICJCTBHEM PETPOrPaHOTO OTBETa Ha M3MEHEHHWe KonmuecTBa aktuBHOW RPOTMp B

MHUTOXOHAPUAX U XJIOPOIIIaCcTax.
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3) HccnenoBaTh BCXOXKECTh CEMSH TPAHCT'CHHBIX PAacTeHUMH Ha cpelnax C J00aBlIEHUEM
sk30reHHo abcim3oBoi kucaoTsl u NaCl.

4) W3yuuTh CcympamoJIeKyJSIpHYHO OpraHW3alfio OCNKOBBIX KOMIUIEKCOB MeMOpaH
MUTOXOHJIPHI ¥ THJIAKOUJIOB B JTMHUAX Apabumorncuca ¢ m3MEHeHHOU skcpeccueir RPOTmp.

5) CoznaTh TEHETHUYECKHE KOHCTPYKIHMH, cojaepkamue penoprepubii ren GFP mox
yIpaBICHUEM NPOMOTOPHBIX obsactedi renoB COx1 um Rrn26, Tpanckpumuuio KOTOpBIX IN VIVO
npou3BoaaT RPOTmMp um RPOTM, ¢ menpio ucciegoBaHUs TPAHCKPUIILIMOHHOW aKTUBHOCTH
POMOTOPOB C UMIOPTUPOBAHHBIX KOHCTPYKIIMI B U30JIMPOBAHHBIX MUTOXOHAPHsIX in organello.

IMoJi0:kennsi, BLIHOCHMbIE HA 3aIUTY:

1) Ha ocHoBe aHanm3a reHHBIX ceTell BbsiBieHa poinb RPOTmMp B kietke Arabidopsis
thaliana, cBsi3aHHasi ¢ PeryJiATOPHBIMU aHCAMOJISIMH, PHYACTHBIMH K PETYJISLUN COCTOSHHS TTOKOS
cemsiH, perienuu u Mmetadbonm3ma ABK, 'K, BC u aykCHHOB, K peryJsisiiiuy pocTa pacTeHU U [IBETCHHSI.

2) OtcyrctBue ¢ynkuuonanbHoii RPOTmp mnpuBoauT K Pa3sBUTHUIO CTPECCOBOIO
COCTOSIHUSI, TPOSIBIISIFOIETOCST B TOBBIIEHWH 4YyBcTBUTENbHOCTH K ABK m comeBomy ctpeccy,
MOIYJSIMSIM  MeTabomu3Ma | peleniuuu  (pUTOTOPMOHOB, BEPOSITHO, BCIEACTBUE HM3MEHEHUS

AKTUBHOCTH TPYIIIBI TPAHCKPUMIUOHHBIX PakTopoB cemerictBa NAC.
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2. MATEPUAJIBI U METO/JbI

2.1  Jluuuu Arabidopsis thaliana ncnosab3oBanHbIe B padoTe

B HacTosi1eM ucciieIoBaHuu ObUIH MCIIOIb30BaHbl pacTeHus aukoro Tuma (3xotun Columbia-0),
MyTaHTHas JUHUS 'POtMP ¢ oTcyTcTBYIOMIEeH GyHKIMOHANKHOM RPOTMp, nmuHuM ¢ runepakcnpeccueit
RPOTmp muroxouapuanshoit (OEM1, OEM7, OEM15, OEM20) u miactuanoit (OEP5, OEPS,
OEP12, OEP15) anpecauuu, nonyuennsie panee corpynaukamu JI'MP CUOUBP CO PAH meronom
arpobakTepuaiibHOi TpaHchopmanuu pactenuii nukoro tuma Col-0 (Tarasenko et al., 2016). Taxxke
OBLTM MCIOJIb30BaHbI pacTeHHs ¢ KoMmruieMeHTanue Gynkuit RPOTmMp B mutoxonapusx (Tmp-M3,
Tmp-M11) u xnopomnacrax (Tmp-P1), monyuennsie panee corpyanukamu JI'MP CUOUBP CO PAH
METO/IOM arpobakTepuaibHOM TpaHcopmaluu pacteHuit mytanTta rpotmp (Tarasenko et al., 2016).
Cemena pacTeHUM AMKOTO TUma ObUM TosiydeHbl M3 HoTTuHremckoro Oanka ceMsiH Apaduporicuca
(Nottingham Arabidopsis Stock Centre, Benukoopuranus). CeMeHa HHCEPIIMOHHOTO MyTaHTa Fpotmp
(GABI_286E07) O6butn mOMyUeHBI M3 KOJUICKIIMK MHCEpIMOHHbIX MyTanToB GABI-Kat (Rosso et al.,
2003).

2.2  buoundopmMaTuyecKkue MeTOIbI

2.2.1 THoayyenue nanubix MeroaoM JHK-MukpounnupoBanus

OkcnepumenTt JIHK-mukpouunupoBanuss Obul mIpousBelieH paHee coTpyaHukamu JII'UP
CUDUBP CO PAH. lna JHK-mukpounnupoBanus ucnoib3oBanu npernapatsl PHK, xoTopsie 6butn
MOJTyYeHbl U3 JIHCThEB PO3€TOK 12-THEBHBIX pacTeHuit ¢ momoilsio MuHu-Habopa QIAGEN RNeasy
plant (Qiagen). O6pasiel PHK MeTwiu ¢ ucnosb3oBanueM Hadbopos Low Input Quick Amp labeling kit
two-color (Agilent Technologies) u Agilent RNA Spike-In kit two-color (Agilent Technologies).
O6pa3us! k[HK 13 Col-0 u TpancreHHbIX TuHUN MeTiIH (payopecteHTHIMU Kpacutensimu Cy3 u CyS,
COOTBETCTBEHHO. AHAJIN3 MUKPOYUIIOB IPOBOIWIIN ITyTEM T'MOPUAN3ALIMH YeThIpeX 00pa3lioB Ha OJHOM
cnaiine (Arabidopsis (V4) Gene Expression Microarray slide 4x44K; Agilent Technologies) co cmechio
k/IHK, medensix Cy3 u CyS5. Tlocne rubpuamsanuu ¢ IOMOIIBIO Habopa s rubpumnsanuu Gene
Expression Hybridization kit (Agilent Technologies) cnaiin mMukpoYHIia CKAHUPOBATH C MOMOIIBIO
ckanepa moxenu G2539A (Agilent SureScan) ¢ kontponem ckanupoBanus A. 8.5.1 (Agilent
Technologies). Awnamuz JIHK-MukpounnoB mNpoOBOAMIICS C HCIOJIB30BAHUEM IPOTPAMMHOTIO
obecrieuenus Agilent Feature Extraction 10.10.1.1 (Agilent Technologies). Bce nanucannbie B xome
uccienoBaHus (QYHKIMM W CKPHUNTBI HAXOMATCS B  OTKpeIToM  penosuropun  GitHub:

https://github.com/ivg-git/Gorbenko-1VV-PhD-thesis-public-data.qit.

2.2.2 TlpenBaputejbHasi 00padoTKAa JaHHBIX.

Nwmeromuecss  ¢aiinbpl  cKaHUPOBAaHUM YMIIOB OBbUIM MapKHUPOBAHBI B COOTBETCTBUU C
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uccienyemMpiMu oopasuamu. OOpaboTka mpou3BOAMIACh B cpele sA3bika mporpammupoBanus R (R
Development Core Team, 2022), npu nomomu RStudio, ¢ ucnons3oBanuem nakera limma (Ritchie et
al., 2015), Bioconductor.org (Huber et al., 2015).

Jlns ananu3a ucnojb3oBannch 3Hadenus rDyeNormSignal u gDyeNormSignal, monydenusie
npu oMot [10 Feature Extraction, u npeacrapisioniue coooi K03 HIueHTbI, MPONOPIHOHATILHBIC
KOJIMYECTBY OJIMTOHYKJIECOTUIHBIX 30HAOB Kaxk1oM Touku JHK-Mukpounna, mo KOTOpbIM MpoOU30LLIa
rubpuam3anus ¢ kJ[HK obpasua, momedennoro Cy5 u Cy3, cOOTBETCTBEHHO, C BBIUETOM 3HAYCHHIA
(doHOBOW (pIyopeclieHIIMK YHIla, a TaKKe HOpMau3alield 3HAYCHHH OTHOCUTEIHHO KOHTPOJBHBIX
po0, GryopecueHIrs KOTOPBIX HE 3aBUCHT OT HAHECEHHOT'O Ha YHIT 00pa3Iia.

Jis TOrO, 9TOOBI CACNATh OJJUHAKOBBIMUA YMIUPUICCKUE PACTIPEICIICHUSI HHTEHCUBHOCTEH BCEX
MHUKPOYHIIOB, HOPMAJIM3AlMI0 3HA4YeHUH mpoBoawian wmeromom “Gquantile”, npowusBomsamM
KBaHTHJIbHYIO HOPMAJIU3AIMIO 3HAUYCHUH CPeHEH SKCIpecchu (C HOPMHUPOBKOM Ha 3€JICHbIN KaHal, TaK
KaK B K&)KJIOM YHIIC B 3€JICHOM KaHajie ObLTH pactenus aukoro tumna Col-0). PacnipeneneHus mioTHOCTH
¢IryopecueHIH OLIEHUBAIIN TI0 TparKaM BU3YaJIbHO.

breuta moctpoeHa au3aliH-MaTpHIa YKCIEPUMEHTA, COTIACHO KOTOPOW 3HAYEHHS KCIPECCHUU
T'CHOB UCCJICyeMbIX JIMHUHA HOPMHPOBAIMCH Ha YKCIPECCHIO COOTBETCTBYIOIIMX T'€HOB JHUKOTO THIIA
Col-0. ITpumensiu dpyukimo eBayes(), 4To0bl, ¢ y4eTOM COOTBETCTBUS JTIMHEHHOW MOJICIIH, BBIYHCIIUTH
MOJICPUPOBAHHYIO {-CTATHCTHKY, MOJCPUPOBAHHYIO F-CTaTHCTUKY H JIOTapu(MUUYCCKUE OIIHOKH
muhHepeHIMATEHOTO BBIPAKCHHUSI TYTEM SMITUPHYSCKON 0alleCOBCKOH MoOJepaliil CTaHIapPTHBIX
ombok K obtemy 3Hadenuto (Smyth, 2005).

C nomomipio ¢ynkmuu topTable() u3 oowvexkra MArrayLM (MicroArray Linear Model)
u3piekanu panHeie LFC (Log Fold Change, morapudm mo ocHoBaHHIO 2 KPaTHOCTH H3MEHEHHS
skcnipeccun  otHocutenbHO CoOI-0), mis momydeHuss TaOnMIp SKcrpeccud U PepeHIHATBEHO
AKCIIPECCUPYIOIMIUXCS TeHOB. TalOnuIbl MOTyYanu JUisi OTAETbHBIX JIMHUN C UCTOJIh30BAaHUEM Pa3HBIX
npenenoB oOHapykeHus. B kadecTBe MeTona Koppekuuu P-3HaueHMil HCMONB30BAIA METOJ
benmkamunan-Xox0epra. 3arpykeHHble ¢ caidlta Kommanuu Agilent  daiiael  aHHOTANMK
OJIMTOHYKJICOTHIHBIX 30HA0B s uymna G2519F-021169 (Arabidopsis V4, 4x44K) momemianu B
NporpaMMHYI0 cpeay R. AHHOTAIWIO MPOBOIMIM COTJIACHO JaHHBIM ¢ caiita Agilent.com (moctym
18.07.24), nakety Org.At.tair.db (Carlson, 2019), cemeiictBam 6ek0B ¥ (QyHKIIMOHATBHOW aHHOTAIHH
BJ1 TAIR (https://www.arabidopsis.org, moctym 18.07.24).

J171s1 TosTyYeHHst Ta0JIAI] MHOYKECTBEHHOTO CPAaBHEHHS SKCIIPECCUH - MHPOPMAIIUIO H3BIICKAH U3
MArrayLM c mpenenom oOnapyxkenust toabko mo LFC (LFC > 1, P = 1), npu 3TOoM 3HadeHHs
JKCIpeccHH, He npecTaBieHHble B JIOI" oTnenbHbIX muHMiA, oOpamanu B Hynb. [locine anHOTaNMK A5
CJlydaeB MHOXXECTBEHHBIX MHIICHEW Ha 30H]I, MM MHOXECTBA 30H/IOB Ha MHIICHD (HE SBIISIOLIIXCS

npeaAHaMCPECHHBIMHA TCXHUYCCKUMHA HOBTOpHOCTHMI/I) BBIYUCIIAIN CPEAHEC 3BHAYCHHUEC OKCIIPECCHUHN HA I'CH
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U JaHHYyI TaOJWIly WCIOJBb30BAIM B  JajbHeliieM aHanmm3e (Tabmuma  exp_true.xlIsx,
https://github.com/ivg-git/Gorbenko-1V-PhD-thesis-public-
data/blob/be140ed043f9914fdd17546b15d1ba7da0b53150/exp true.xIsx).

Tpauckpuntomusie ganubsie ObuH 3arpyxensl B BJI NCBI Gene Expression Omnibus (GEO,

http://www.ncbi.nlm.nih.gov/geo/) mox Homepom GSE251661.

2.2.3 Buzyaausamusi uarpamMmm.
Busyanuzanuio TerioBsIX KapT MPOU3BOIIIIN € TOMOIII0 maketa complexHeatmap (Gu, 2022).
Busyanuzanuto rpadukos ¢ nomorpto nakera ggplot2 (Wickham et al., 2016). /Inarpammbr Benna — ¢

nomortikio nakera venn (Dusa, 2022).

2.2.4 AHanu3 KO-IKCHPeCcCHH reHoB.

Ananu3 ko-3kcrpeccuu npooawin ¢ nomornipio nakera CEMiTool (Russo et al., 2018), c
UCIIOJIb30BAHMUEM TCHETHYECKUX XAPAKTEPUCTUK HCCIIEAYyEMbIX JIMHUN JUIS OLEHKH OOOTaIleHHUs
MOyJiel Ko-kcmpeccud. ['eHbl Momaynieil ObUIM aHHOTHPOBaHBI C Hcmoib3oBanueM bBJI Agilent
ArrayElement, a Takxke Bpy4Hyro, ucrnonasdys BLAST mouck mo pedepeHCHOMY TPaHCKPUIITOMY
Arabidopsis  thaliana (Zhang et al. 2017) wm  cOopke rernoma  TAIR10.1
(https://mwww.ncbi.nlm.nih.gov/datasets/genome/GCF_000001735.4/). [lns noctpoeHus cereit 6enok-
0enkoBbIX B3aumoeiicteuii (BBB) ucmons3oBancs nuarepakrom u3 padotsl Yilmaz et al. (2022) u maker
igraph s R (Csardi et al., 2024). Jlns Busyanu3anuu cereil ucrnonb3oBamuch maketbl GGally
(Schloerke et al., 2024) u ggraph (Pedersen, 2024). Jlist onpeaesieHus: TON-IIEHTPAIbHBIX Y3JI0B ceTei
BbB wucmonp30Baii KOMOMHALIMIO TSATH METPUK IEHTPAILHOCTH: CTENEHb IeHTpajibHOoCTH (degree),
IICHTpaIbHOCTh ocpeanndecTna (betweenness), neHTpaabHOCTh O1130CcTH (ClOSENESS), eHTPaTbHOCTh
nokanbHOU 3 dextuBHOcTH (local efficiency) u rapmonmueckyro weHTpanbHOCTH (harmonic), c
oMoIIeI0 co3faannoi Gynkiuu select_top_n_nodes.R (https://github.com/ivg-git/Gorbenko-I1V-PhD-
thesis-public-data/blob/2dd1cff3d18eca32bcf75dc793c56a44091e64c4/select top_n_nodes.R).

JInss  aHanM3a  acCOUMAlMM  MOJIYJICH  KO-IKCIPECCHMH C  HM3BECTHBIMH — MUIICHSMH
TPAHCKPHUIIIMOHHBIX (haKkTOpoB ObLTa Mcmonb3oBaHa ¢yHkiwms enricher makera ClusterProfiler (Wu et

al.,, 2021) u mammeie BJ[ Plant GSAD (mabop mammeix TFT, http://systemsbiology.cau.edu.cn) u

PlantRegMap (https://plantregmap.gao-lab.org) amns nocrpoenus tadbmuisl “TERM2GENE”.

Jlnist aHaJIM3a CKOPPEIMPOBAHHOM SKCIPECCHH MCIIOJIb30BANIM MoMapHble Koppensuun [lupcona
MEXTY JIOT-3Kcnpeccueit st pa3Hbix 30H10B JIHK-Mukpouunna, KoTopbie ObUIH ONpeaesieHbl B MOTYJIN
KO-3KcIIpeccuu, oToupanu koppessiuuu ¢ R > 0.8 u cTponnu B3BeleHHBIH Tpad, UCIONb3Ys 3HAUECHUS
“1- abs(R)” B kauecTBe BecoB pedep. M3 moydeHHOro rpada morydaid MUHIMAaTbHOE OCTOBHOE JAPEBO

(MOJI) ¢ momoripto B3BemeHHoro anropurMa [Ipuma. MO/ KacTepu3oBaiu ¢ MOMOIIBIO (PYHKIIHH
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kiaacrepuzanuu o nocpennuuectBy (cluster_edge betweenness) makera igraph. Jlns ompenesnenus
MHTEPECHBIX KJIACTEpOB pacCUMTHIBAIM oboramieHue HabopoB renoB (ClusterProfiler::enricher) c
UCIIOJIb30BaHUEM JaHHBIX AU(GEPeHIHANTEHON 3KCOPECCHH COOTBETCTBYIOIIUX TI'€HOB. Pe3ynbTarhl

cpaBuuBanu ¢ ganaeivu BJ] ATTED-II (Obayashi et al. 2022).

2.2.5 AHajau3 U30bITOYHOI NMPeICTABIEHHOCTH U 000raiieHusi HA00POB IreHOB.

Ananmm3 u30BITOYHOW MPEICTABICHHOCTH W O0OTaIIeHUs: HAaOOpOB T'€HOB KATETOPH T€HHOU
OHTOJIOTHH ITPOBOIMIHN ¢ TToMonisio makeToB clusterProfiler (Wu et al., 2021) u Org.At.tair.db (Carlson,
2019), B o0omx cilyyasx WCIOJb3ysS B KayeCTBE BXOIHBIX JAHHBIX TEHbI C IUPPEpCHIUATBHOMI

AKCIPECCUEH, PACCUUTAHHBIE IS KaXKIOM JTUHUU OTIAEIBHO.

2.3  BbipammBanue cTepUIbHBIX pacTeHuii Ha yamkax [erpu

JUis IpUrOTOBIEHMSI CTEPUIIBHBIX CpEJ HCIOJB30BAIM METOJl KUISYEHMsS: B TEPMOCTOMKHE
k011061 00beMoM 500 mit momenanu 40 i H20, 0,8% durarens (Sigma Aldrich) , 0,5x nurarenbHoi
cpenst Mypacure-Ckyra (Murashige et al., 1962), ormeuanu Ha koia0e 00beM pacTBopa U 100aBIISITH
nononxutenbHo 50 ma H20 g kunsiuenus. Cpenpl roroBuiy U3 pacuera 40 mi cpenbl Ha 1 yamky
[Terpu. Ilocne KumsUeHUs CpeAbl OCTABISUIM OCTHITH 110 Temmepatypsl ~ 40 °C. Bce nmanbheiimme
ornepauuy MPOBOJWIM B CTEpPUIBLHOM JamMuHapHoM Ookce. Hcnonws3zoBanmu wamku Ilerpu,
CTepUIIN30BaHHbIC B cyxoxapoBoM 1kady npu temnepatype 300 °C B Teuenue 3 yacos. [IpousBoamiu
po3nuB cpen 1o yamkam [letpu npu nomoiu rpagyupoBaHHON CKISHKH o0beMoM S50 mi. [l po3nuBa
cpen ¢ ABK mpenBapuTenbHO TOTOBMIIM CTOKOBBINM crimpToBoM pactBop ABK 7,9 mr/mn (30 MM),
KOTOPBIA XpaHWIM B MOpO3mwiIbHOW kamepe mpu —20 °C. HemocpeacTBeHHO Tiepes] SKCIEPUMEHTOM
cTokoBblil pacTBop ABK passoaunu B 15 pa3 — 1o koHuentpauuu 2 MM. Bo Bpems posnusa cpen B
I'paAyUpOBaHHYIO CKIISTHKY BHaudaie 100aBisuid 4 WM 2 MKJI pa3BeEHHOT0 CTOKOBOTO pacTBOpa (s
nonydyeHus: koHueHtpaiuu ABK B cpene 0,2 u 0,5 MKM COOTBETCTBEHHO), 3aT€M caMy Cpely U
IIPOM3BOIMIN 3aJUBKY vaiiek [letpu.

Ilepen mocankoil ceMeHa CTEPWIM30BAIM CIEAYIOIIUM METOJOM: IIOMELIAJId CEMEHa B
npooupky, nobdasmsuiu 500 mxi cmecu 80% EtOH + 0,05% TRITON X-100 u nepemerniBaniu B TeYeHHE
8 MuHYT. [IpoMBIBanM cemeHa cTepriIbHON BOJOM — 2 pa3a no 500 MKJI.

Crepuiin30BaHHbIE CE€MEHAa HAHOCWIM Ha Cpelbl, 3aKperyisuid Kpblliku yamek I[letpu,
crpatuduuupoBanu npu 4 °C B TeMHOTE HE MeHee 2 CYTOK. 3aTeM IOMEUIay Yalllkd B CBETOBYIO
KOMHATY M BhIpamusanu mpu 22 °C, HHTeHCUBHOCTH ocBemtenus 150 MkMombs -M2c™ u doTonepuone

16 4 cBeTa / 8 4aCOB TEMHOTHL.

2.4 IMoaroroBka 00pa3noB, IKCTpakuus U oneHka kayecrsa PHK

Pozetku MMPOPOCTKOB MOMCINAJIN B KPYTJIOAOHHBIC IIJIACTHUKOBBLIC HpO6I/IpKI/I, Il06aBJ'I$IJ'II/I mo 2
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CTepWIIbHBIX MeTautnueckux mapuka, 500 mxi TRIzol Reagent (Thermo) u romorenusupoBanu npu
nomornu ammapara Qiagen TissueLyser Il (30 Hz, 2 munyTsi). K romorenaty no6asmsuim 50 Mk 1-
6pom-3-xmopnpornana (Sigma) u BoprekcupoBand B TeueHue 10 MuHyT. ['OMOreHaT MepeHOCHIH B
yrcThie mpooupku Ha 1,5 Mt u nentpudyruposanu 10 munyt npu 4 °C, 140009 (uentpudyra Eppendorf
5415 R). OOpe3aHHBIM HaKOHEYHHKOM oTOHMpanu 170 Mki BOaHOW (a3bl B YMCTBIE MPOOUPKH,
no6asistmn 500 mxn 96% EtOH u BeinepxuBanu vHoub npu —20 °C. IIpoOupku neHTpuyrupoBaiu ¢
yckopenuem 160009 ipu 4 °C, 25 mun. CynepHatanT orOpacsiBain. Ocagok 1Bax bl mpombiBasiv B 500
MKJI JensHoro 70% 3TaHoia, CYyIIMIM B JJAMUHAPHOM OOKCE IpU KOMHATHOW TeMIepaType B TEYCHUE
10 Mua u pactBopsuin B 40 Mk crepuiibHOM Bonbl. s oneHku kadectBa mnosnydeHHot PHK
MOJIb30BAJIUCH CIICAYIONIMMUA METOJaMH: crekTpodoromerpus Ha mpudope Implen Nanophotometer,
nercutomerpus renpiaokymenraiuu (Bio Rad Gel Doc XR+, Image Lab 6.0.1) araposnsix reseit

anekrpodopesa ¢ 6pomucteiM >TraneM (Bio Rad PowerPac, 60 V).

2.5 Ooparno-tpanckpunra3uas ILP

25.1 Cunre3 nepsoii nenu k/IHK

[Mpouenypy mpoBoauiau Ha ammapare Eppendorf MasterCycler Personal. PHK pasBoxwiu st
BbIPaBHUBAHUS KOHIEHTpanuil oOpa3uoB. Jlns yaanmeHuss Bo3moxHbix npumeceid JIHK, x 6 mxn
npenapata PHK no6asmsum 1 mxi 10x 6ydepa DNase | (Thermo Scientific), 0,5 mxa JIHKas3st (Thermo
Scientific). Uukyouposamu 30 munyT npu 37 °C (CoriiacCHO MHCTPYKIUH MPOU3BOAUTENs). DEpMEHT
WHaKTHBUPOBaU no0aBieHneM K pactBopy 1 mxin EDTA (Thermo Scientific) u nporpesamu 10 mun
npu 65 °C (cornacHO MHCTPYKIMU Tpou3BoauTess). JJobasisim 5 MK pacTBOpoB mpaiimepa Random
primer (Evrogen, 80 nMouns), nporpeBanu 5 mut npu 70 °C. TTomemmanu Ha nen Ha S MuH. Jlo0aBisuiun
no 6,5 MKJI MpeBapuTeIbHO CMEIIaHHOTo pactBopa (Ha 1 mpoOy: 4 mkn 5x Oydepa RevertAid RT
(Thermo Scientific), 0,5 mxn RiboLock (Thermo Scientific), 2 mxin cmecu dNTP), uakyouposamu 10
muH nipu 25 °C (cornacHo HHCTPYKImHU npousBoautens). Jobasmsu 0,7 mxn RevertAid RT (Thermo
Scientific), wnkyOmpoBam 60 wmuH mnpu 42 °C  (COracHO MHCTPYKIUH TMPOU3BOIUTEINS).
WNnaktuBupoBanu (epment uukyOammeir npu 70 °C B TeueHue 10 MuH (COrIacHO HHCTPYKLHHU

MIPOU3BOTUTEIS).

2.5.2 KoanuecrBennas I[P B peasnHoM BpeMeHn

[Mpouenypy npomsBoamnu Ha anmnapare Bio Rad C1000 Thermal Cycler, CFX96 Real-Time
System. IIpenapat k/IHK pa3Boaumu B 3 paza. Ha npay k 2 mxin k/IHK no6asmsmu 2 mxin gPCR Premix
(Evrogen, kpacutens SYBR-Green), no 0,4 Mk nmpaBoro u jgeBoro npaiimepa (Evrogen), 5,2 mxin H2O.

Pexxnm koHTpONS Temneparypsl: Paccuntannsiii. Temneparypa kpsimku: 105 °C.

[IpoTokou:
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1) Tlepsuunas nenarypanus 95 °C — 5:00

2) JHenarypanus 95 °C — 0:20

3) Omxur 60 °C — 0:30

4) Dmnonramus 72 °C — 0:30, ureHue MTAIIKA

5) Ilepexox k 2), 40 uukiios

6) Kpusas mnasnenue 65 — 95 °C: Uukpement 0,5 °C — 0:05. Urenue miarmiku.

Vcnonp30BaHHbIe TTAaphl IpaiiMepoB npuBeieHb! B Taour. 4.

Tabmuua 4
Crincok nap nmpaiiMepoB, UCIOJIb30BAHHBIX B paboTe
I'en JleBb1il paiimep IIpaBblil paiimep
YLS8 GAGGTGCTTGCGTCTGTTGCT TGTCCTTGAGAGCCCAGTTGAT
RPOT2 GCGTTGGTTTGGTGAATGTGC AAGCGATAGGGTCTGGAGGGA
Cox1 AGTCATTCTGGAGGAGCAGTTGA | ACGGACCACACAAATAGGGGTAA
Nad3 ACCTTTTTCTTTCCTTGGGCAGT CGAAGCACCCCTTTTCCATTCA
Nad4 GCATTTCAGTGGGTTGGTCTGGT AGGGATTGGCACGCTTTCGG
Nad6 AGCCGTTTCATTCCTTTTCGTTG | GAGGTCGTATTTCTTTGGGTTGGT
AccD GCCCTTGGGGTTATGGATTTTCG TCCTTCTTGCATTCGTGCTCCT
ClpP AACTCTCCTGGTGGATGGGT ATTCTCCCGTTTGTGCCTCATAA
PetB TGACTTTTTATTACCGTCCAACCGT | ACCATCATACTTGCCGACCATCG
PsbA CGGTGCCATTATTCCTACTTCTGC AGTTCCCACTCACGACCCAT
RbcL TGCCGTAGCCAACCGAGT TCTTTCCATACTTCACAAGCAGCA
RpoB GGCAGCGGGTAGGCGAAAT CGGAGCATCTTCTGGTTTAGGT
Rrnl6 AAGTCCGCCGTCAAATCCCA AGTGCTTTCGCCGTTGGTGT
Ycf3 ACGAAACCCCTTTTTACCACAAGC CGAACCAAGCCTCCGCCAT

2.6  BblaejeHHe MUTOXOH/IPHI U3 3eJIEHBIX MPOPOCTKOB apaduaoncuca

JInst BBIICICHNST MUTOXOHIPUI HCIIONB30BaIM MPOTOKOI U3 padboThl (Sweetlove et al., 2007b),
MOAM(UIIMPOBAHHBIA COTPYIHUKAMHU J1a0opaTopuu. [t BEIIENeHHss MUTOXOHAPHIA HucTonb3oBaiu 10-
20 r 3,5-4 HeleNnbHBIX IPOPOCTKOB. 3a CYTKH /10 KCIIEPUMEHTA TOTOBUIIN CPEJIbI CIIEIYIOIIEr0 COCTaBa:

1. CB: 0,3 M caxaposa, 25 MM NasP207, 10 MM KH2PO4, 2MM D/ITA, 0,5% BCA, 1% PVP-

40

2. CII: 0,3 M caxaposa, 10 MM MOPS, 1 MM OI'TA, 0,2% BCA, pH =7,2

®opmupoBany B NEHTPUPYKHBIX MPOOUPKAX TpexcTyneH4aTsiid rpaaueHT 50% - 28% - 20%
Percoll (Cytiva) B CII. B nens skcniepumenta gobasisiiin B CB 10 20 MM ackopOHHOBO# KHUCIIOTHI, 5
MM 1nucrenna, 1 MM JITT, noBoauau pH mo 7,8.

Tkanep Miracloth cmaumBamm B 10-20 M CB, mnomemanun B BOpOHKY. IIpopoctku
roMmoreHusupoBanu B crynke ¢ CB B coornHomenun 12 ma CB Ha 1 r mpopocTkoB, no 2-3 moaxoa,
GuIBTpOBAIM TOMOTEHAT 4epe3 2 cios TkaHu Miracloth m pacnpenensiim B nByX-Tpex 80 wmut
neHTpudyx)Hbix npodupkax. Llentpudyruposanu npu 2400 g (Beckman Coulter Allegra 64R), 5 muH,

CyIlepHATaHT MEPEHOCUIIM B CBEXHe NMpoOupku. 3arteM meHTpudyruposanu npu 17400 g, 17 mus,
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ocanok pecycnenaupoBain B 1 min CII B mmomOepe M mepeHocuian B JBe npodupku Ha 80 M,
pazbaBmsiin CII.  TloBTopsuin  BBHINIGOMHMCAHHBIE — CcTaguu  HeHTpudyrupoBanus.  Ocagok
pecycneraupoBanu B 500 mxn CII B mumtomOepe, HAHOCUIIM HA TPAAUEHT W HEHTpU(YyrupoBaiv npu
40000 g, 40 muH. BepxHI0I0 YacTh TpajgueHTa yOUpaiau HacCOCOM, CJIOM ¢ MUTOXOHIPHUSAMHU B HIKHEH
YacTH TpaJMeHTa OTOMpaNM WUIETKOW, pacmpenemsuii mo 2 mpobupkam u pazdasmsuu  CII.
Hentpudyruposamu npu 31000 g, 15 mun. Ocaaku cobupanu B ogHOM mpodupke, pazdasmsu CII.
Lentpudyruposanu nmpu 31000 g, 15 muH, ocagok pecycnenauposanu B 1 mi CII. Hentpudyruposanu
npu 11000 g, 5 muH, ocamok pecycnenaupoBasii B 1 mu CII 6e3 BCA u otbupamu 10 mMxm s
omnpezeneHus: KoauuectBa Oenka MetooM bpendopnaa. AnukBotupoBanu MUTOXOHApUH 1o 100 MKT B

sMMeHaopQax, COMOOUTNZUPOBAIN TUTUTOHNHOM, 3aMOPAXKUBAJIH B JKUIKOM a30T€ U XPAHWIH TPH —

80 °C.

2.7  BblaejeHHe THIAKOUTHBIX MeMOpPaH

JInst BbIIGNCHUSI THUJIAKOHMIOB HCIIOJIb30BallM MeTOAMKY u3 padotel (Casazza et al., 2021) c
n3MeHeHussMU. OKoJ10 1 T JIMCTOBBIX IUIACTUHOK apaOuaoIcHca OXJIaKIald Ha JIbIY W IMOMEHIai B
CTakaH OJieH/epa, MpUIuBaau 25 Mil cpeasl Boiaenenus cocrasa: 0,4 M copouton, 40 mM HEPES, 5
mM MgClz, 10 mM EDTA, 10 mM NaHCOs, pH = 7,8 (KOH). Pa3pymanu JucCThsi ¢ MOMOIIbIO
osennepa (3-4 BKIFOUCHHUS 110 5 ceK), QIIBTPOBAIIN IMOTYICHHBINH roMOreHar uepe3 4 cios Miracloth.
Lentpudyruposanu npu 500 g, 7 mun. CynepHaTaHT 0TOPAChIBAIM, OCAIOK PECYCICHIUPOBAIN B 1 M
CB u nepeHOCHIIH B IIACTUKOBYIO MPOOUPKY. ATMKBOTUPOBAIH MPOOKI 1O COACPKAHUIO XTOpouILa,
KOTOPOE€ OMpPENeNsId CIEKTPOCKOMUYECKHU: XJIOPODUIT IKCTPArupoBaiu JeAsSHbIM pacTBopoM 80%
arleToOHa B COOTHOIIICHHUH 5 T/T K TPO0e, OIEHUBAIH ONITHYCCKYIO TUIOTHOCTh PACTBOPA MPH JITTHHE BOJTHBI
652 um (Arnon, 1949). Ocaxnganu uentpudyrupoBanueM npu 14200 ¢, ynamsim CylepHaTaHT,

COJIFOOMITM3UPOBAIIH, 3aMOPAXKHUBAIIN B KUIKOM a30Te M XpaHwiu comoounmusar npu —80 °C.

2.8  Comoduau3zauusi MUTOXOHIPHAJIBHBIX H THIAKOMIHBIX MeMOpaH

Ocaxnann MuToXoHIpun (Tuinakousl) npu 14200 g, 10 mMuH, 3aTeM pecyclneHAUPOBaIN B
Ooydepe comobmmmzanuu (30 MM HEPES, 150 MM H3CCOOK, 10% rmuuepun, 2 MM PMSF,
JMTUTOHUH — 5 Mr Ha 1 Mr 6eska, 00beM — 30 Mkt Ha 100 MKT MUTOXOHIpU# (QTHKBOTHI TUIIAKOHIOB)),
WHKYOHUpOBaM Ha JbAY, epuoandecku nomermmsasi, 30 muH. [{entpudyruposanu npu 16100 g, 30
MUH, CyllepHaTaHT OTOMPAIN U UCIIOIB30BAIH JJIsl HAHECEHHS Ha Tellb, WK 3aMOPAXHBAIU B KUIKOM

azote u xpanuw npu —80 °C.

2.9  DuaekrtpodopeTrnuecKkue MeTOAbI
2.9.1 Daexrpodopes JHK B arapo3nom reiie

oo crokoBeIid pacTBop 50X Oydepa TAE: cmemmBamu 242 r Tris-base (Sigma), 57,1 mn
62



nensHol ykcycHo# kucnotsl, 100 M 0,5 M Na-EDTA, noBoaunyu OMANCTHIUIMPOBAHHON BOIOM /10 1 1.

I'otoBuim 1% araposHslii Tenb: cMemuBanu 2 T arapo3sl ¢ 4 mi 50X 6ydepa TAE, nosoaunu
BOJI0M 110 200 MJT M pa3orpeBajy 10 MOJHOrO pacTBOpeHHs arapo3bl. 3ateM octyxanu 10 50 °C. K 80
MJI pacTBOpa J100aBIISIIM PacTBOpP OpOMHCTOro STuAus A0 (unHambHON KoHuEeHTpanuu 0,5 MKr/mi,
nepeMermBaiy u 3anuBany B ctoiuk kamepsl Wide Mini Sub-Cell GT (Bio-Rad).

[Tpo6sr IHK cmemmBanu ¢ 3arpy3ounsiM Oydepom (3 mxin 50X Oydepa TAE, 1 wmr
OpomdenonoBoro cuHero, 80% raunepuHa Ha 1 MJI pacTBOpa) U HAHOCWIM B KapMaHBI Tells.
Onektpodope3 mpoBoauian noxa HampsbkeHueM B 70-150 B. T'enb-mokyMeHTHpOBaHHUE MPOBOJMIIN C

nomoisio Gel Doc XR+ (Bio-Rad) ¢ ucronszoBanuem I1O ImagelLab (Bio-Rad).

2.9.2 beaxoBblii dj1ekTpodopes

Tony6oii HaTHBHBINA 37ekTpodope3 B monuakpuwiamuaHom rene (BN-PAGE) mpoBoawiu B
Kamepax Juis 0eJIKoBoro 3jekTpodopesa € pazmepom crekoi 15 x 15 em (Helicon) u 16 x 20 cm (Biorad
Protean Il xi) cormacHo meromuke, omucanHoir B pabore (Wittig et al., 2006). HMcnonp3oBaiu
rpagueHTHBIN Tenb 4-13% akpunamuna. ¥Ycnosus snexrpodopesa: 4 °C, 110 B, Houb.

Bropyro Mepy snekTpodope3a B MOJUAKPUIAMUIHOM TIelie B JICHATYPUPYIONIUX YCIOBUSAX C
nonenui-cynbdarom Hatpus (BN/SDS-PAGE) npoBoaniu B kKamepe Jutst 0€IKOBOTO 3jeKTpodopesa C
pasmepom crekon 15 x 15 cm (Helicon) cornacho MeToauke, onucanHo# B padote (Lasserre et al., 2012).
Hcnonp30Bany rpafueHTHBIN refib ¢ KoHneHTpanusmu 10-20% akpunamuia. Y cinoBus anekrpodopesa:
4 °C, 150 B, HOub.

OxkparmBany renb koyutonaabiM Kymacen (8% (NHa4)2S04, 1,6% H3sPOas, 0,08% Coomassie G-
250, 20% EtOH), HarpeBasi B MUKpOBOJHOBOM TI€YH B TEpPMETHYHOM KOHTEHHEPE /10 KUIIEHUS PacTBOpa,

3aTe€M OCTAaBJISJIN /10 OCThIBaHMsI. OTMBIBAJIM OT U30BITKA KPAaCUTENS TPUXK/IbI, FOpsSYei BOJOH.

2.9.3 Onmnpenejienne aKTUBHOCTH IbIXaTeIbHbIX KOMILJIEKCOB

[Tocne smekTpodopeza BeIpe3asid HYXKHBIE JTOPOXKKHA W3 TS W ONPEACISUId aKTHBHOCTH
xoMmmiekca | mo metonuke u3 pabotsr (Sabar et al., 2005). I'enp nnakyOupoBanu B 6ydepe cocrasa 0,1
M Tpuc-HCI, 0,225 MM NADH, 157 mkr/ma NBT B Teuenne 10 muH. Peakuuio ocTaHaBIHBaId B
pactBope, coaepxamieM 40% meranomna, 10% H3CCOOH.

AxtuBHOCTH KOMILIeKkca |V onpenensun mo meroauke u3 padotst (Nijtmans et al., 2002). I'ens
uHkyoupoBanu B Oydepe coctaBa S0 mM KH2POg4, 0,1% DAB, 1 mr/mn muroxpoma C, 7,5% caxapo3sl,

pH 7,4 B Teuenne 60 munyT. Peakiuro octanaBiauBaiu (ukcanueil B pacrsope 7% H3CCOOH.

2.10 BecTepH-0JI0TTHHT
BecTepH-010TTHHT IPOBOIMWIN 110 METOAMKE, pazpaboTaHHON B yaboparopuu. [y BecTepH-

ONOTTHHTA WCIOJB30BAIM Te€Jb, MONyYeHHBIH mocie Broporo u3Mmepenus (2D) BN/SDS-PAGE.
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[TepeHoc TpoM3BOIWIM Ha HUTPOIEUIIOI03HYI0 MeMOpany (Bio-Rad Transblot transfer medium) B
oydepe (48 MM Tpuc, 35 MM riunus, 10% metanon, pH 9,2), ¢ ucnons3oBanuem kamepb Bio-rad Mini
Trans-blot Cell B Teuenne 3 uwacoB npu 4 °C, npu mocrosHHON cuine Toka 400 MA. Kamepy
JIOTIOJTHUTEIILHO OOKJIa IbIBAITH JIbJIOM.

KonTpoib kauecTBa mepeHoca OCYIISCTBISUIM MHKyOaleld MeMOpaHnbl B pactBope Ponceau S
(0,55% Ponceau S, 1% H3CCOOH). HukyOupoBamun MeMmOpaHy B OJIOKHPYIOIIEM pPacTBOpE,
conepxaiiem 200 MM Tpuc, 500 MM NaCl, 0,4% NaNs, 5% o6e3xupeHHOro cyxoro mojoka, pH 7,5,
B Teuenue Houu npu 4 °C.

'uOpuau3alMOHHBIE PACTBOPBI AHTHTEN TOTOBWJIM Ha OCHOBE OJIOKHPYIOIIETO pPacTBOpA.
Hcnonbs3yemble B paboTe aHTUTeNna K OelKkam JbIxarelbHOW menu Apabujorcuca (KOMMepyYecKue
anturena ¢pupmel PhytoAB Inc, CIIIA) npusenenst B Ta0m. 5.

Tabauua 5

I/ICHOHB3yeMBIe B pa60Te AHTHUTCJIa

CepuliiHblii HOMED CyObenunuia Komrnekc OxuaeMblii BeC
PHY0523S 75 kDa I 75 xla
PHY1408S SDH1-1 Il 70 xla
PHY0566S CYC1 Il 34/30 x/la
PHYO0578S COXX6 v 26/24 x/la
PHY0595A ATP3 \Y 35/30 x/la
PHY1080A NAD9 I 23 x/la
PHY1116S COB Il 44/43 xJla
PHY0587S ATP4 \Y 22/20 x/la

NukyOarnuio MeMOpaHbl ¢ THOPUAM3ALIMOHHBIME PAaCTBOPAMHU AHTHUTEN MPOBOAMIN B TECUEHUE
HOYM NpH nepememnBanuy, npu 4 °C. 3ateM MeMOpaHy OTMbIBau Tpuk[bl o 10 MUH B pacTBOpe
TTBS (200 MM Tpuc, 500 MM NaCl, 0,05% Tween-20, pH 7,5) u npoBOAWIN THOPUAU3ALIUIO C
pactBopoM BTOpuuHbIX aHTUTen (Anti-Rabbit IgG, Invitrogen), npu 4 °C B Teuenue Houn. OTMBIBAIH
mMeMOpany Tpuxbl 1o 10 MuH B TTBS n nakyOupoBanu B pactBope Jutst okpammusanus (1M Tpuc, 0,1M
NaCl, 0,01M MgCly, 0,02% BCIP, 0,033% NBT, pH 9,5). TTocine Bu3yanu3aiiuu OEIKOBBIX TATEH,
IPOMBIBAJIM MEMOpaHy OMANCTUIUIMPOBAHHOM BOJIOM U MHKYOHpoBaiu B cTomn-pactsope (20 MM Tpuc-
HCI, 1 mM D/TA, pH 2,9) 5 mun. [locie reiapIoKyMEHTAIMd MEMOpaHy OTMBIBAJIM OT AHTHTEIN
unkyOarueii B pactsope TTBS-SDS (TTBS ¢ 10% SDS) B Teuenue 2 4 mpu KOMHATHOM TeMIIeparype,

IIOCJIC Y€TO FI/I6pI/I,Z[I/I3OBEU'II/I MMOBTOPHO C APYTI'UMH aHTUTCIIAMU.

2.11 MeToabl MOJIEKYJISIPHOTO KJIOHMPOBAHUS
Cpeny LBA roroBunmm B Tepmoctoiikoii konode Ha 500 mu, pactBopss 6,25 r cmecu LB (Broth,
Miller Luria-Bertani Tissue Culture Grade, AMRESCO) u 3,75 r arapa (Agar Bacteriological, Helicon)

B 250 My OMAMCTHIIMPOBAHHOW BOJBI, aBTOKJIABUPOBAIM M XPAHWIN B XouoawibHHKEe Tipu +4 °C.
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Yawku [lerpu crepunmzoBanu B cyxoxkapoBom mkady npu 120 °C. Mcnoap3oBanu mrtammsel E. coli
DH5a u XL-Blue. TTocie moceBa GakTepranbHbIe KyJIbTypPhl BRIICP)KUBAIN HOUb B TEpMOCTATE TIpH 37
°C. JInst HOUHBIX KYJBTYp TOTOBHIIN XXUIKYIO cpeny LB (6e3 arapa), aBroknaBupoBaiu. KoHcepBaruro
OaKkTepuil I JJIMTEIBHOTO XpaHEHHs MPOBOMIN Mo0aBieHueM 150 MK CTEpUIIBHOTO TIIMIIEpUHA
(Sigma) x 850 MK HOYHOH KyJIBTYpPBI B IUIACTHKOBOM 1podupke u xpanuiu mpu —80 °C.,

[Mnasmunnyro JJHK Beimensiin u3 HOYHBIX KyJbTyp npu mnomoinu Habopa GeneJET Plasmid
Miniprep Kit #K0503 (Thermo) corsnacHo HHCTPYKIIUHU IPOU3BOIUTEIIS.

Pecrpuknuio JIHK npoBoaunu B 20 Mk pactBopa ucnosib3ys 1-2,5 mxr JIHK, no6asmsum 4 Mxr
BSA, 2 mxi 6ydepa (SE Buffer, SibEnzyme) u 10000 ex. pepmenrta. MHKyOHpOBaiy B TEPMOCTATE MIPH
37 °C B TedeHue 2 4acoB, C MOCIEAYIOMIMM IporpeBannem odpasua npu 60 °C B Teuenue 20 MUHYT.

Ammmnpukanuto pparmenroB JJHK nposoaunu ¢ momornisio [THP. CoctaB peakinoHHOM cMecH:
5 mxit Taq Buffer + (NH4)2SO4 — MgCl, (Thermo), 4 mxit MgClz, 25 mM (Thermo), 1 mxia dNTPS mix
(Evrogen), o 2 MKJI pacTBOPOB MPSAMOro u obpatHoro mpaiimepa, 1-15 ar JJHK-marpumsl, 0,5 Mk Taq
DNA-Polymerase (5 ea/mxi (Thermo)), o6sem 50 mki. [Iportoxkos ITLP: 94 °C, 3 mun; 94 °C, 45 c¢; 55
°C, 45 ¢; 68 °C, 1 muH Ha | T.IL.H. TPOIYKTA; 26 MUKIIOB OBTOpPEeHUS cTaamii 2-4; 72 °C, 10 MuH.

[TIP-ipoayKT uccneaoBain 3MeKTpoPOPeTUUECKU U OUUIAIN ¢ MoMolsio Habopa GeneJET
PCR Purification Kit #K0702 (Thermo) cornacuo wHCTpYKIuU mpousBoautess. Ouuiienusiii TT1P-
npoaykT xpanwm npu —20 °C.

JlurupoBanue ¢pparmentoB JTHK mposoamnmm ¢ momorpio Hadopa Thermo Scientific T4 DNA
Ligase, cormacHO WHCTPYKLIMH TNPOM3BOAUTENS. [lOdydeHHBIH TPOAYKT HCIOJIB30BANIN IS
TpaHchopManuu 6aKTepHil.

Tpanchopmaimio 6akTepHaTbHBIX KIETOK IIPOM3BOAMIH pu oMoy Habopa TransformAid™
Bacterial Transformation Kit (Fermentas), coriacHO HHCTPYKIIUH [TPOM3BOAUTEIS.

Jns smommu pparmentoB THK ucnonp3oBanu renp 0e3 noOaBieHHsT OPOMHUCTOTO STHIIUSL.
Dnonuo MpoBOAWIM ¢ momomipio Habopa Cleanup Mini (Evrogen), coriacHo HHCTPYKIIMA
IPOM3BOTUTEIIS.

Croucok map mpaiMepoB, HCIOIb30BAHHBIX IMPH TONYYCHHH TCHETHYECKHX KOHCTPYKIIHI,
npuBeneH B Tabnuia 6.

Tab6muna 6

[IpaiimMepsl, NCITONB30BAHHBIE JIS TOTYYEHNS T€HETUYECKUX KOHCTPYKIUI

[Tpaiimep [TocnenoBaTrenbHOCTH Pazmep [To3unus B
¢dparmeHra, I.H. NC_037304.1
Prrn26-EcoRI-For | cagataatctgttgtgaattcAGGCGTTAT 449 144369
TGCTGTGCTTCC (413 - BcTaBka)
Prrn26-Ncol-Apal- | aattacagttaattaccatgggcccTCAGGG 143966
Rev TACACTGAACACCAC
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PcoxI-EcoRI-For

cagataatctgttgtgaattcGAGTTTGCA
CCACTGTTTCTCT

PcoxI-Ncol-Apal-
Rev

aattacagttaattaccatgggccCAAATTT
GAGATTCTTTCGTTTATTACC

525
(489 - BcraBka)

116345

116748

2.12 CraTucTH4yeckasi 00padoTKa JaHHBIX

Bce skcnepuMeHTH MMENH HE MeHee 3 OMOJIOTMYeCKHX MOBTOpHOCTEH. CraTtucThyeckas

00paboTKa NaHHBIX MPOBOIWIACE B cpene s3bika R. Jlis mocTpoeHus CToN0YaThIX Juarpamm

HCIIOJIB30BATIMCh CPEAHUC 3HAYCHHA W CTAHAAPTHBIC OTKIIOHCHHUA. I[J'ISI IMOCTPOCHUA AuarpamMm THUIIA

GIOUK € ycaMu» - MCIUaHbl M MECKKBAPTUIIBHBIC pa3Maxu. 3HAYMMOCTh paSJ'II/I‘II/Iﬁ HOPMAJIbHO

pacnpeaciCHHbIX MJAaHHBIX OLHCHUBAIMW C MOMOMIBIO AUCICPCHOHHOIO aHA/IM3a W IIOIMAPpHOIr0 TCCTa

CTI)IOILGHTa. I[JI?I AAaHHBIX C pacnopeacjaICHUCM, OTIWMYHBIM OT HOPMAJIBHOI'O0, HCIOJB30BAJIM TCCT

Kpackena-Yonnuca u nonapusiii Tect Manna-YutHu-Bunkokcona. [[ns koppekuuu P-3HaueHuid Ha

MHOXCECTBCHHYIO ITPOBEPKY I'MITIOTE3 UCITOJIB30BAJIN MCTO BeH,H)KaMHHH-XOX6epFa. Paznuuus cuuranu

3HaynmMbIMu ipu P < 0,05.
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3. PE3YJIBTATBI U OBCYXIEHHUE

3.1 AHanu3 TPAHCKPUIITOMA TPAHCTeHHBIX JHMHMI ¢ W3MeHEHHOH JKcnpeccuei
RPOTmp

3.1.1 Xapakrepucruka npoduieii auddepeHIUATBLHOI IKCIPECCHH HCCIeTyeMbIX
JIMHU I

MaccuB gaHHbBIX, OTy4eHHBIX MeToaoM JJHK-MukpounnupoBanus, coaepkain nHpopMaiuto oo
ypoBHsx 43603 TpanckpuntoB. CyliecTByeT HECKOJIBKO CIOCOOOB ompeaencHus nuddepeHmansHo
skcrpeccupyromuxcsi reHoB (I3[, T.e. TeHOB, 3KcIpeccHus KOTOPHIX JOCTOBEPHO OTIMYAETCS OT
pedepercaoro obpasia): tonbko depes LFC (yuer norapudmuueckoir KpaTHOCTH H3MEHCHHS
OKCHPECCHH OTHOCHUTEIBHO PACTEHHS JIUKOTO THIA, 0e3 ydeTra CTaTUCTHYECKOW JI0OCTOBEPHOCTH
U3MCHEHHIA), TOJIBKO MO P-3HaueHHsM (CTaTUCTUYECKH JIOCTOBEPHBIC U3MECHEHHS, HO 0€3 ydueTa CHIIbI
9TUX U3MEHEHMI) 1 KOMOWHUPOBAHHBIN (YYET CTaTUCTUYECKOW JTOCTOBEPHOCTH M CHJIBI U3MEHEHUH,
pu 3TOM TpedyeTcsl CHIKEHHue mpenena oOHapyxkeHUs no P-znadenusim). [loncyer mpoBomumiics c
UCIIOJIb30BaHNEM HaeHTH(rKaTopoB 30H10B JJHK-Mukpouuna, 6e3 yuera MHOKECTBEHHOM aHHOTAIIUN
HEKOTOPHIX TeHOB. Ha rucTorpamme mpejacraBieHO 2 BapHaHTa Ipenena OOHapyKECHUS:
kombunupoBanusiii (LFC > 1 nmpu P < 0,2, Puc. 8A) u tonsko mo P-3nauenusm (P < 0,05, Puc. 8B).
[Tpu yuere cuibl U3MEHEHHS IKCIPECCUU T€HOB M CTaTUCTUYECKOW 3HAYMMOCTH HAMOOJbIIEe YHCIIO
JOI' umena nuHUS MHUTOXOHAPUAIBHOIO THUIIEPIKCIPECcCOopa ¢ €IUHCTBEHHOW BCTaBKOM TpaHCreHa
(OEM15). Ilpu ompeneneuun DI Tonbko mo cratuctudeckum mapamerpam JmHus OEPS mmena
Haubosnbiee uyncio 20, B oboux cnyuyasx MuHUManbHBIM unciaoM DI obmanana auaus Tmp-M3.
Jlnis nanpHeRInX pacueToB BEIOpaH MAacCHB I'€HOB, TIOTYYEHHBIX KOMOMHUPOBAHHBIM METO/I0M, TaK KaK
OH codYeTaeT B ceb€ CTaTUCTHYECKYI0 JIOCTOBEPHOCTh HM3MEHEHHH M JOCTATOYHYIO CHIIy ATHX
W3MEHEHHH, YTO COOTBETCTBYET OMOJIOTUIECKOMY CMBICITY MCCIIEIOBAHMUSL.

Cocras JIOI' ¢ ycuiieHHOW M NOAABIIAEMON IKCIPECCUEN Il pa3HbIX JIMHUN CYIECTBEHHO
ornnuancs (Puc. 9). Kak B cimyuyae ycwiieHHOH, Tak W B Cilydyae MOAABISEMON HKCHPECCHU CaMbIM
OosibiM  4KciaoM yHuKanbHBIX JIDI obOmamana muuus rumepakcrnpeccopa OEM15 (330 u 457
COOTBETCTBEHHO), & CAMBIM MEHBIIMM — JIMHUS KoMIieMeHTanTa TmMP-M3 (92 u 59 cooTBeTCTBEHHO).
Jluaus komiuiementanta 1Tmp-M3 umena 23 19T (13 ycuwimuBaembix u 10 momaBisieMbix), 0OIIUX €
MYTaHTHOH JIMHHEW rpotmp, B TO Bpems Kak JMHHUSA ¢ KoMmIuieMeHTauued ¢yHkuuié RPOTmp B
xnoporutactax (Tmp-P1l) umena 147 (66 ycunmBaembix u 81 momaBisembix). Takum o0Opazom,
MUTOXOH/IpHAIbHAsT KOMIUIEMEHTAINs CHIIbHee CONMM3miIa mpoQuiib SKCIPECCHH T€HOB MYTAaHTHOTO
pacTeHus ¢ pacTeHHEM JUKOI0 TUIa, YeM KOMIUIEMEHTALUs B XJIOPOILIACTaX, CBUACTEIbCTBYS B MOJIb3Y

TOT0, YTO OCHOBHas poib RPOTMp cocpenoToueHa B MUTOXOHIPHUSX.
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Puc. 8. T'ucrorpamma JI9T" uccnenyemsix nuHuil. A: komOuHMpoBaHHBIM MeTooM (LFC > 1, P
< 0,2); B: MeToom ¢ ucnonb3oBanueM Tobko P-3nauenuii (P < 0,05).

B

OEM15

Puc. 9. Inarpammbl Benna s reroB ¢ aug¢epeHIuanbHOl SKCIpeccHeil HEKOTOPBIX HUCCIIEAYyEeMbIX
TMHUHR TpaHcreHHbIX pactenuil. Al 191 ¢ ycunennoit skcnpeccueii. B: 121 ¢ mogaBnsiemMoil sxcnpeccuei.

[Tpu 1O0CTaTOYHO BBICOKOM KOJIMYECTBE YHUKAIBHBIX JIOT y imamii runepakcnpeccopoB OEM15

(330 ycunuBaembix u 457 momasisiembix) u OEP12 (203 ycunuBaembix u 217 moAaBaseMbIX) OOIIAX
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JOT onu umenu Tonbko 187 (119 ycunuBaembix u 70 mMomaBisieMbIX), CBUIETEIBCTBYS B MOJIb3Y TOTO
YTO TPAHCKPUIITOMHBIE W3MEHEHUS BBbI3BaHBI B OCHOBHOM OTBETOM Ha THIIEPIKCIPECCHUIO B
MHUTOXOHPHSIX MM XJIOPOIUIACTaxX (a Tak)Ke Ha pa3HyIO MO3UIMI0O BCTABKH TPAHCTEHA), U B TOPa3zio
MEHBIIIEH CTENEeHW — Ha MPHUCYTCTBUE OOJBIIOr0 KoJIM4YecTBa pekoMmOuHaHTHOro Oenka RPOTmMp

HerocpeacTBeHHO B ruTo3o0uie (Gorbenko et al., 2024).

3.1.2 Anaau3 odoramenusi I'ennoii Ouronorun (GO)

Ananu3 n30bITOYHON MPEICTaBICHHOCTHU MO3BOJISIET ONPEACTUTh KaTeropuu (pyHKIMOHATIBHOM
AQHHOTAIIMH, TIPEJICTABICHHBIE B JOCTATOYHOW CTENEHH ISl ACCOLMAIMU C aHAIM3HPYEMBIM HA0OpOM
reHoB. [[si BBIMONIHEHWs aHaiW3a HUCIOJB30BANKMCH aHHOTAuu HabopoB DI ¢ ycuneHHOW wumm

noaaBsieMoi skcipeccueii. Jlanueie npencrasiensl Ha Puc. 10.

OEM15 OEM20 OEP12 OEP5 rpotmp Tmp-P1
toxin metabolic process o ®
toxin catabolic process 4 ®
response to salicylic acid - .
response to reactive oxygen species 4 » [ ]
8 response to oxygen levels 4 .
7] response to molecule of bacterial | ®
S origin Yucno reHos
Q response to hypoxia -
S P! yp . ® 10
o response to heat - »
8 response to decreased oxygen levels 4 . . 20
E’ response to chitin - . . 30
o regulation of double fertilization | o ® ®
[aa] forming a zygote and endosperm
(@] glutathione metabolic process L] Perynsums
QO  double fertilization forming a zygote | ® ® ®
3 and endosperm ® nopasneHue
z detoxification - »
= ®  ycuneHwe
<% cellular response to oxygen levels o [ ]
& cellular response to organic cyclic | .
compound
cellular response to hypoxia 4
cellular response to decreased oxygen | ®
. . \evelg
anthocyanin-containing compound | P
rinElabohc #]rocesg
anthocyanin-containing compound | °
biosynthetic process

5101520 5 101520 5 101520 5 101520 5 101520 5 10 15 20
3HaunmocTb P

Puc. 10. Ananu3 u30bITOYHON TpeacTaBieHHOCTH TepMuHOB ['enHoit Onronoruu (GO). 3Haunmocts P
MIpeJICTaBIsieT cO00M OTPHUIIATENBHBIN NeCATUYHBIN Jorapudm oT P-3HaueHui, CKOPPEKTHPOBAHHBIX METOJIOM
benmxamunan-Xox6epra (BH) u siBisieTcs B JaHHOM cydae OI[eHKOW W30BITOYHOM TIPEICTaBICHHOCTH.

J2I' OEMI15, skcnpeccuss KOTOPBIX YCHIIMBAJIAch, NMPEUMMYILECTBEHHO AacCOLMHPOBAHBI C
IIPOIIECCaMH ITOJIOBOTO pa3MHOXeHHs. B To xe Bpems qiist OEP12 nanHBIe Tporiecchl ObLTH H30BITOYHO
npejacTaBieHsl B mnojaasisieMbix JOI. Jlns mytanta rpotmp Obuia oOHapykeHa UW30BITOYHAsS
NPE/CTaBICHHOCTh I€HOB OTBETa Ha TUIOKCHIO B moaaBiseMbix /IO m karabonmu3ma TOKCMHOB U
CHHTE3a BTOPUYHBIX MeTabosnnToB B [IDI, aKcrpeccust KOTOPhIX YCHIIMBAIACK.

Anamu3 oOorameHusi HaOopoB rTeHOB (GSEA) mo3BONSeT NPUMEHATh WHOW TOIXOA —

oOoraieHne OLEHHBAETCS ¢ MOMOIIBIO aHAIM3a CKOOPIUHUPOBAHHOW JKCIIPECCUU T'€HOB KaTeropui
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(I)yHKI_[I/IOHaJILHLIX aHHOTaHHﬁ, IIpU 3TOM UCIIOJIB3YCTCA MOJIHBIN H2160p TPAHCKPUIITOMHBIX JaHHBIX, oe3
yuera audpepeHInaIbHON dKcnpeccud. Tom 5 00Hapy)KeHHBIX 000TallIeHHBIX KaTeropui (1o MO0
oueHku oboramenus, P < 0.05) npeacrasiens! Ha Puc. 11, monHas Tabiauia A0CTyIHA B PEMO3UTOPUN
GitHub (https://github.com/ivg-git/Gorbenko-1V-PhD-thesis-public-
data/blob/63c9638d5b99bbd3a22741baabd74a947ce4a056/full_gsea_go.xlsx).

OEM15 OEM20 OEP5 rpotmp Tmp-M3 | | Tmp-P1
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response to oxygen levels o
response to light intensity -

response to hypoxia 4
Appo
oboraweHus

® 2
@ -
@
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regulation of fertilization 4
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forming a zygote and endosperm

protein maturation -

protein folding -

protein dephosphorylation - 3 p
Ha4YMMOCTb
protein complex oligomerization -

iron coordination entity transport -

heme transport -

fertilization -

double fertilization forming a zygote |
and endosperm
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Puc. 11. Ananu3 oGoramenust Habopos renoB TepmuHoB GO. [Ipencrasnens nannsie ¢ P < 0,05. Sapo
oOorameHus OpeAcTaBiIsseT coOOH YMCIIO T€HOB, BHECUIMX BKJaJ B OOOTraiieHHe TepMHHA. 3HAYUMOCTH P
npecTaBIsieT COO0H OTPUIATENbHBIH JEeCATUUHBIN JorapudM oT P-3HaYeHNH, CKOPPEKTHPOBAHHBIX METOIOM
benmxamunan-Xox6epra (BH).

Kak u B pe3ynbTare aHanu3a u30bITOYHON MpecTaBieHHOCTH, A tuHu OEM15 o6Hapyxeno
CTaTHUCTUYECKH 3HAYNMOE 00OTaIIeHUE MTPOIIECCOB, CBA3AHHBIX C ITOJIOBBIM pa3MHOXKeHHEeM. OTMedeHO
NOJABJICHUE IPOIECCOB TPAHCHOPTAa ITeMa M KOMILJIEKCOB KOOPIMHAIMOHHO-CBSI3aHHOTO JKeje3a y
muanit OEM20, rpotmp u Tmp-P1. Jluanu kommnementantoB Tmp-P1 u Tmp-M3 xapakTepuszoBanuch
MOJIaBJICHUEM IIPOLIECCOB, CBA3aHHBIX C OTBETOM Ha TMIIOKCHIO, JJIs KOMIJIeMeHTaHTa Tmp-M3 raxoke

MOAaBJIAJIMCh MTPOLCCChI OTBETA HA MHTCHCUBHOCTL CBETA.
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3.1.3 Amnanu3 oboramenus meradoandyeckux nyreit KEGG
PesynbraThl aHanu3a M30BITOYHON IpeacTaBiIeHHOCTH MeTabonuueckux nyte KEGG cpenn

JOT uccnenyeMbIX TUHUN pacTeHUH IpencTaBieHsl Ha Puc. 12.

OEM15 OEM20 rpotmp Tmp-M3 Tmp-P1
KonuyecTtso
Protein processing in endoplasmic
reticulum - Arabidopsis thaliana (thale . . reHos
cress) * 4
Q
8 ® 5
> _P\ant-pathpgen interaction - |
- Arabidopsis thaliana (thale cress) ‘ ¢ ® s
s @ 7
0 ®
8
g Glutathione metabolism - Arabidopsis | .
[&] thaliana (thale cress
g ( ) [
< @ o
5 Biosynthesis of various plant secondary
% metabolites - Arabidopsis thaliana 1 .
= (thale cress)
[ Perynauyus
=
Ascorbate and aldarate metabolism - | . ¢ nopasnenue
Arabidopsis thaliana (thale cress) ®  ycuneHue

152025 152025 152025 152025 152025
3Ha4uumocTb P

Puc. 12. Amanm3 u30bITOYHON mpencTaBieHHOCTH MeTabommyeckux myted KEGG. 3naunmmocts P
NpeACTaBiIsieT cCOO0H OTpUIATENbHBIH JeCATUUHBIN JorapudM OoT P-3HaYeHUH, CKOPPEKTHPOBAHHBIX METOAOM
benmxamunan-Xox6epra (BH) u siBisieTcs B JaHHOM ciiydae OIEHKOW N30BITOYHOM TIPEICTABICHHOCTH.

HauOonee npeacTaBieHHBIMH Cpeld T'€HOB C IMOJABIsIEMOM 3Kcrpeccuel ObLIM TeHblI MyTH
PaCTUTENBHO-TTATOT€HHBIX B3aUMOJEHCTBHUH y IuHui rpotmp u Tmp-M3. Takxe ObUIM peaCcCTaBIEHbI
npoueccsl co3peanus 6enkos B DIIP y nmunuii rpotmp u Tmp-P1, u nporeccsl 6MOCHHTE3a BTOPUYHBIX
metabonutoB y auHun OEM15. Cpenu reHoB ¢ yCHIIEHHOH sKcnpeccHel oOHapy»XeHa M30bITOuHas
IPECTaBICHHOCTh MPOLIECCOB MeTa00IM3Ma INTyTaTHOHA Y IMHUM POtmp u Metabosin3Ma ackopOaTa u
anbIapoBbeIX kuciot y muaun OEM20.

[Tyt BTOpHYHOTO MeTabonM3Ma, H30BITOYHO TMPECTAaBICHHbIE B MoAaBisieMblx DI muHuM
OEM15 (BeposiTHO B OTBET Ha MUTOXOHpUANIbHYIO runepakcnpeccuto RPOTMp) conepxar 7 reHos: 4
rena Oera-mmkosuna3 (BGLU2, BGLU4, BGLU46, BGLUA47), 2 rena cemeiictBa mutoxpoma P450
(CYP82C2 — o6uocunte3 ¢utoanekcunoB, CYP82C4 — cuHTe3 S-rumpokcudpakceTHHa) u reH 2-
OKCOTTyTapar-3aBUCUMOM nuokcurenassl (F6°'H1 — OnocuHTe3 KyMapuHOB).

OOoramienue y TuHUM Fpotmp myTei MeTraboiu3Ma IITyTaTHOHA OOYCIIOBJIEHO IMOBBIIIEHUEM
YpOBHEH TpPaHCKPUNTOB 7 TeHOB riyTaTHoH-S-Tpanchepa3: GSTUL, GSTU3, GSTU24, GSTU25,
GSTF5, GSTF6, GSTF12.
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3.14 Dxkcnpeccusi TPAHCKPUNIIIMOHHBIX (PAKTOPOB

Bcero B wmaccuBe [JIOI' Obuto oOHapyxkeno 234 tpaHckpuniuoHHbIX (akropa (TD),
NprHAIICKAMX K 38 cemelicTBaM, CaMbiM KPYIHBIM M3 KOTOpPHIX ObUIO cemeiictBo MYB (28
daxrTopoB). CokpaineHHass Bepcus JaHHbIX, oTmibTpoBanHas mo LFC > 1.5 u comepxkamas 62 TO,
Ipe/ICTaBlICHa B BUJE TEIUIOBOM KapThl Ha Puc. 13 (moxHas Bepcust poctynHa B penosutopun GitHub:
https://github.com/ivg-git/Gorbenko-1V-PhD-thesis-public-
data/tree/7ch88d75886602al1faa408131edbce0d063c2dd1/TF). Camoe Oosbliice YHCIO YHHKAIbHBIX

T® ¢ ycunennoii sxcnpeccueit umenu auann OEM15 (17) u OEP12 (16), aeste T® Obutu 00mIMMHU
s otux guHui. Cpenn Td ¢ mojgaBiasieMoit SKcnpeccueit caMoe OoJIbIliee YHUCI0 YHUKAIBHBIX T
umenu auand OEM15 (31) u Tmp-P1 (18; o6mux ¢ OEM15 - 1), OEP12 B qanHOM ciiyyae uMesia BCEro
10 yaukanpubix 12T T, npu atom obux ¢ OEM15 6s110 4 (Gorbenko et al., 2024).

VY Bcex nuuuit, kpome OEM15, Tmp-M11 u OEP12, 6p1111 00Hapy>KEeHBI TIOBBIIIEHHBIE YPOBHU
tpauckpuntoB ERFO71 (AT2G47520), NAC044 (AT3G01600) u Td cemeiictea RAV (AT1G50680).
ERFO71 akTuBHpyeTcss B OTBET Ha THIIOKCUIO U aHOKCHUIO, a TAK)KE yJacTBYET B IPOLIECCE PA3BUTHS
KOpHE, peryiupysi poct kjietok pactsbkenueM (Licausi et al., 2010; Gibbs et al., 2011; Eysholdt-Derzso
et al., 2017). NACO044 ssnsiercst MmequaropoMm otBeta Ha noBpexxaenus JIHK y pacrennit (Lang et al.,
2021).

C nmnomompio jganHbiX monydeHHbIX w3 BJ]  PlantRegMap  (https://plantregmap.gao-

lab.org/download.php, moctym 19.07.2024) Obut HOCTPOEHBI peryisTopHbie cetn w3 Td u ux
npeanonaraeMeix Muinenei (daitn nocrynen B GitHub: https:/github.com/ivg-git/Gorbenko-1V-PhD-
thesis-public-data/blob/ce6ae37ad8811f275e47a2f647c9d6d9be0529ef/TF/tfreg.rds). Ha ocHoBaHun

3HaKa U depeHIanbHON SKCIIpeccuy TeHOB, pedpam rpadoB NpUCBaUBaIMCh 3HAUEHUS «aKTHBALHS)
(A2 T® u Mumenu c OAMHAKOBBIMH 3Hakamu) win «penpeccus» (A2 TP wu mwumeHu c
IPOTHBOIOJIOXKHBIMU 3HaKaMu). Pa3zMepbl ceTeil oueHb CHIIBHO pa3Inyainch IJIs pa3HbIX JUHUH, YTO
00YCIIOBJICHO HEMOJHOTON MMEIOIIUXCs AaHHbIX Mo mulieHsm T (Puc. 14). B muaun OEM15 Td
DOF4.7 (AT4G38000) umen camoe 0OJIBIIIOE YKCIIO TOTEHIMATBHBIX MuIIeHeH — 183, sxcripeccus 138
U3 KOTOPhIX aKTUBUPOBAJIach, a 79 mojasepraiacek pernpeccuu. Kak Obuto mokasano B pabore Wel et al.,
2010, nanHBI (hakTOp OKa3bIBAET pempeccUpyrollee JelcTBUE Ha MEXaHW3M OTMHUpPAHUS OPraHOB
1BeTKa mocie onbuicHus. B muaun OEP12 camoe 0oubIlioe YHCI0 MOTEHIMANBHBIX MUIIEHEH ¢ [
umen pakrop DOF4.2 (AT4G21030) — 44 mumienu, 22 U3 KOTOPHIX aKTUBUPOBATHUCH (HaKTOPOM, U 22
noiBepraiuck penpeccnn. DOF4.2 siBisieTcs MOJIOKHUTEIBHBIM PETYIIATOPOM BETBIICHHUS TTo0era (yepes
aktuBaiuio skcrpeccun AtSTM, AtTFL1 u AtCYP83Bl), a takxke ydwacTByeT B (HOPMHPOBAHHU
obosouku cemenu (Zou et al., 2012). ns myraHTHON JuHHM FPOtmpP camoe OOJBIIOE YHCIO
NOTeHIUATBHBIX MulieHe# ¢ JID umen dakrop ABF1 (AT1G49720) — 69 mumeneit, 35 U3 KOTOPBIX

AKTHBHPOBAIINCH, a 45 ToIBepraauch penpeccuu. Dxcnpeccust ABF1 0puta noBeimiena y muanu OEM15
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U IOJaBJsiach y JUHUM POtmp, 4yro npencrasiser uHtepec, T.K. AFBl — oguH U3 Tpex OCHOBHBIX

(axTopoB, BoBICUCHHBIX B TpaHcaykimio ABK-curaana mpu ocmortmueckom crpecce (Kang et al.,

2002).
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OEM15 OEP12 OEM20 OEP5

Tmp-M3 Tmp-M11 rpotmp Tmp-P1

« A
BoapgeiicTBue Jikc] Twn
akTusaums nopasneHune @ vvweHb
penpeccua ycuneHue A TpaHCKerIUMOHHbIVl (baKTOp

Puc. 14. I'padsl npennonaraeMelx peryasTOPHBIX ceTel TPaHCKPUIILMOHHBIX (DAKTOPOB M MX W3BECTHBIX
MHIIICHEH, BOCCO3/JaHHBIX Ha OCHOBAaHWH TPAHCKPHIITOMHBIX JaHHBIX U peryinoma u3 b/ PlantRegMap.

3.1.5 Dxkcnpeccusi reHOB, KOAUPYIOIIHX 0€JIKH MUTOXOHAPUA

VYpoBuu TpanckpuntoB reHoB MTAHK C nuddepennmansHolt skcnpeccueil B pacTeHHIX
U3y4daeMbIX JIMHUM npezacrasiensl Ha Puc. 15. YV nmuauun OEM1S nHaGmonancs MOBBIIIEHHBIH YPOBEHB
25 MHUTOXOHJIPHAIBHBIX TPAHCKPHIITOB, IKCIPECCHIO KOTOPBIX iN ViVO mpousBogur RPOTmp. Io-
Bugumomy, RPOTmp mnpowmsoaut tpanckpurnuuio 15 ORF (Orfl09, Orfl53A, Orfl06D, Orfl64,
Orf143, Orf100C, Orf157, Orf187, Orf184, Orf120, Orf240A, Orf145C, Orf204, Orf101A, Orf102B)
(Gorbenko et al., 2024). Orf240A mpeAmnonoKUTENbHO KOIUPYeT cyObeauuuiy FO-ATd-cuHTa3bI
(arabidopsis.org), oanako, no nanuev Plachard et al. (2018), au oqun u3 ORF (kpome OrfX - MttB) He
TpaHciupyetcs. B HacTosmuii MomeHT pyHkimn TpanckpuntoB ORF HensBecTHBL. Y muaui TMP-P1
rpotmp c¢ Hemocratkom RPOTMP B MUTOXOHAPHSX MOBBILIAINCH YPOBHH TPAaHCKPUIITOB TE€HOB,
TpanckpuOupyembix RPOTM, 4YTo nNpeamonoXuTeNbHO SIBISETCS CICICTBHEM IOBBIIIEHHON
konuitHoctu MT/IHK. IIpoduns sxcnpeccun renoB MTIHK 1mo3BossieT mpennonokuTh, 4TO BCIEICTBHE
MHOXECTBEHHOW BCTaBKHM TpaHCTeHa B pa3HbIX opueHTanusx y tuanit OEM20 u OEPS aktuBupyroTcs
mexann3Mbel PHK-uHTEpdepenm, KoTopble MpUBOAIT K aerpaganun Tpanckpunra (Eamens et al.,
2008). Kak cnenctBue — conepkanue akTuBHOH RPOTMP B MUTOXOHAPUSAX STUX TUHUIN CHIXKEHO, YTO

BEPOSATHO MOBJIEKJIO 3a co00i nosbienue konuitHoctu MTAHK 1151 komnencanuu sToro aegexra.
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B uenom, y nunuii, nepumuraeix o RPOTmMpP B MuToxoHIpusx, HaOMIOAAIOCh CHIKEHUE
ypoBHel TpanckpuntoB cyoseaunui] komriekcos 1V (Cox1) u | (Nad1lA, Nad1C, Nad2, Nad5, Nad6),

MatR, CcmC u meckonsknx ORF,

]
7
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Puc. 15. Yposuau tpanckpuntos renoB MT/IHK uccnemyempix TuHmMiA.

JIOMOITHUTENBHO HKCIIpECCHI0 HEKOTOpbIX reHoB MTIHK y uccnenyeMbIx JIMHUI U3MEPSIIN C
nomoteio OT-kIILP (Puc. 16). beuto oOHapykeHO CTaTUCTUYECKM 3HAYMMOE MOBBIIIEHUE YPOBHEH
tparckpuntoB Cox1 y nunuii ¢ runepakcnpeccueit RPOTmMp B mutoxonapusix (Gorbenko et al., 2024).
B nanHOM KOHTEKCTE HekoTOpoe pasHouTeHue ¢ gaHHbIMH JIHK-MuxkpouunupoBaHus oOBSICHSIETCS
CJIIMIIIKOM MaJloOW pa3HMIEH B AKCIPECCHHM — TOBBIMICHHE YpoBHs TpaHckpunrta COX1 mpowmcxoanio
BCETO B MOJITOpA pa3a, 4YTO MEHbIIE BRIOpaHHOTO nopora oOHapysxeHus 21", Dkcnpeccus: ocTaibHBIX

TCHOB XOPOIIO COTJIACOBbLIBAJIACH C JAHHBIMU I[HK-MPIKpO‘{I/IHI/IpOBaHI/IH.
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Puc. 16. Dkcnpeccust HekoTopsix reHoB MTIHK, u3mepennast ¢ momornsio KIILIP (Gorbenko et al. 2024).
[IpuBeneHsl ypoBHH 3HaYNMOCTH U3MeHeHui otHocuTenbHO COl-0 (Tect CThlogenTa): ** - P < 0,01, *** - P <
0,001.

benku simepHOTro KOIUpPOBaHHUS MUTOXOHAPHAILHON aJipecaliii ObLUTH OMPEIeNICHbI C IIOMOIIIBEO
COBMEIICHHUS TaHHBIX HeckobkuX BJ] (AtSUbP u TargetP c caiita Arabidopsis.org (moctym 06.09.2023)
u GO Cellular Component o tepmuny GO:0005739) 3a BbIYeTOM OCIKOB MHTOXOHIAPHAIHHOIO
KOJMPOBaHUS M TICeBAOTeHOB. JlaHHBIE 00 YPOBHAX TPAHCKPUITOB MHUTOXOHAPHAIBHBIX OEIKOB
SIEPHOTO KOJIMPOBaHUs NpuBeieHbl Ha Puc. 17A, nmarpammel Benna Ha Puc. 17B. [Iuddepennmansuas
aKcIpeccHs ObuTa 00Hapyx)eHa Uit 439 TeHOB MUTOXOHIPUATIBHOM aIpecalluy SIePHOTO KOTUPOBAHHUS,
npuHaUIe)Kamux 27 ceMeilcTBaM, caMblM KpPYNHBIM M3 KOTOPBIX ObUIO CEMEWCTBO OEIKOB aliuii-

munuaHoTro Metabonusma (10 reHos).
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B YcuneHue akecnpeccum
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Cemeitcrso ||[1[8

Puc. 17. A: Dkcnipeccust MUTOXOHIPHATIBHBIX OEIIKOB siZiepHOTO KoAupoBaHust; B: muarpammel Benna.

Bo3MoxHO, cymiecTByeT crenupHuuecKuil peTporpajHblii OTBET Ha HM3MEHEHUE YpPOBHS
RPOTmMp-3aBUCHMBIX TPAaHCKPUIITOB B oOpraHeiax. Jusl METEeKIMW TEHOB, MPEIIOI0KUTEITBHO
YYacTBYIONIMX B pEeTporpajHoM oTBere Ha u30biTok RPOTMp B Murtoxomapusx, muz JIOI ¢
MUTOXOHApHaIbHON anpecanuei auaun OEMI15 6bun ordunbrpoBansl obmue DI ¢ nuHusAMEU
OEP12, Tmp-P1 u rpotmp. Takum o6pa3zom Obl1 modydeH Habop u3 53 reHoB ¢ nojasiseMoit, u 17
reHOB ¢ ycuiauBaroreiics skcrpeccueit (Puc. 18). Jlns ompeneneHuss BO3MOKHOTO PETPOTPagHOTO
otBeTa Ha oTrcyTcTBe RPOTMP B MuToX0oHApHsIX Ha000poT - oT 00mux DI munHwmii rpotmp u Tmp-P1
orunsTpoBbiBasiuch obume DI ¢ nmuamsamu OEP12 m OEMI5. TlonydeHHbli HaOOp JaHHBIX
cogepkan 20 reHoB ¢ ycwimBatomeiics (15 wu30bITOuHO mpenacTaBieHHbIX Kareropuit GO,
o0beAMHSIONIMECS B KAaTeropuud ummnopra OenkoB B Mutoxonapuu u okuciaeHuss NADH) u 5 c
nojaBisieMoit skcrpeccueit (25 u30bITOUHO TpeacTaBieHHbIXx Kateropuit GO, oObeIuHSIOMHUECS B
KaTeropuu OTBeTa Ha Tumokchio, oTBeTa Ha CK, OMocnHTEe3a BTOPUYHBIX METaOOJIMTOB W JINTHHHA,

KaTaboJIM3M apoMaTHYECKUX opraHuueckux BeriecTs) (Puc. 18).
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Puc. 18. CereBoe npeacTaBieHre TPAHCKPUITOMHBIX H3MEHEHHH BCIIEICTBUE PETPOTPAJHOTO OTBETA HA
n3MeHenue konumdectsa RPOTMpP B MUTOXOHIPHSX.

OtcyrctBue RPOTMpP B MHUTOXOHIPHSX TNPUBOIWIO K YCHJICHUIO OJKCIIPECCHU POTCHOH-
nHeuyBcTBuTeibHOW ~ NADH-geruaporenasst NDB3  (BeposiTHO  TakuM — 00pa3oM  HECKOJIBKO
KOMITCHCHUPYETCSl HeocTaTOuHOCTh 110 Komiuiekcey 1), TIM23-3 (umnopt Genka B Mmutoxouapun), PDR2
(ABC-tpancnoptep), mopuna TOM40, PPR-6enka LOJ, nporeassr LON4, anannHaMuHOTpaHChEepasbl
ALAAT2 (dpepment rnmkonmsa), ceHcopuoro Oenka TSPO (HaxoauTcs BO BHEIIHEH MeMOpaHe
MUTOXOHJIPHI U ydacTByeT B oTBeTe Ha ABK, coieBoit 1 ocMOTHUECKUIT cTpece, B CBA3U C YEM MOKET
YCUIIMBAThCA YyBCTBUTEIBHOCTh K JaHHBIM (hakTopam), mapkepa Qocharnoro romomanus ATIPS2
(Wang et al., 2019), a raxxe At12Cys-2. B pabore (Wang et al., 2016) yka3biBaeTcst 4TO JaHHBIH OETOK
WHIYIHPYETCS B OTBET HAa HEIOCTATOYHOCTHh MO KOMIUIEKCY | JBpIXaTenpHON Henu MUTOXOHAPHIA,
BBI3BAaHHYIO TCHETHYCCKUMH HAPYIICHUSIMHU. BEposITHO, MHAYKIHMS U MHOXXECTBEHHAs JIOKAIM3AIUS
JTAHHOTO OeJiKa SIBIISIETCS YacThI0 MEXaHWU3Ma Tepe/layd CUTHAIa MUTOXOHAPHATLHONU AUCHYHKIMH B
LUTO30Jb U JApyrue opra”eiisl. Ilpu stom mopammsuiace skcrpeccus S5 reHos: BAPL (otBer Ha
temrepaTypy 1 Ha canunmiar), PDR1 (ABC-tpancnoprep), HSPRO2 (oTBeT Ha OKHUCIUTENBHBIN CTPECC
u canuiiar), AT2G38365 (snmonykieasa) u TN8 (mepemava curHaga MUMMYHHOTO OTBETA).

I'unepakcnpeccus RPOTMP B MUTOXOHAPHANBHON afpecaluu MPHUBOIUIA K TOJABICHUIO
IKcIpeccuu 53 TeHOB, B TOM 4Hclie: TpaHcmoptepa Maraus MRS2-1, reHoB merabonm3ma JIMITHIOB
SDE3 wu AT2G30660, OenkoB cemeiictea mmroxpoma P450 - CYP720A1 (6buocuHTe3
opaccunoctepouyioB, Chaturvedi et al., 2020), CYP71A27 (cunte3 ¢uTOaICKCHHA KaMaJleKCHHA,
Koprivova et al., 2023) u CYP79A3P, MEF3 — daxropa penaktupoBanust PHK atp4-89 (Verbitskiy et
al.,, 2011), MEF10 - ¢akropa penmaktupoBanus PHK Nad2 (Hartel et al., 2013), u psna
HEOXapaKTepU30BaHHBIX  OenkoB.  [lpm  3TOM  MPOMCXOAWMIIO  YCHJIIGHHE  DKCIPECCHUHU

nposmHaeruaporenassl ERDS (koTopas NpuUBHOCHUT 3JEKTPOHBI OT OKHCIeHHMs mnposnHa B OTL]
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mutoxonapuid, Launay et al., 2019), cepunoBoii mporeassi AT1G74140, TIMKO3WITHIPOJIA3BI
AT3G44070, SDH6 (c/e kommuiekca Il) u psina HeoxapakTepusoBanHbIx OenkoB (Gorbenko et al., 2024).

[TonmyuenHble HAOOPBHI T'€HOB OBUIM MPOAHAIM3UPOBAHBI HAa M30BITOUHYIO INPEICTABICHHOCTh
muinenei TP (monyuennsix ¢ caiita plantRegMap: http://plantregmap.gao-lab.org, noctym 06.09.2023).
3HaunMoe oboramieHne ObUIO0 OOHapy>KEeHO TOJbKO Uit Habopa reHoB «OtcyrctBue RPOTmMp B
mutoxoHapusx»  (Puc. 19). Bo3mokHO, JgaHHas Tpylma TEHOB PEryJlupyercs TpyIInoin
TpaHckpunuuoHHbX (akropoB cemeiictBa NAC, u3z kotopeix NAC016 (AT1G34180) umen camoe

3HAa4YNMOC O6OFaII_IeHI/IC.

NAC-Domain o
ANAC103 ®
ANACO71 1 *
ANAC069 o Hneno
ANACO057 o . s
ANAC054 o
ANACO050 e
ANAC045 o
ANAC028
ANAC017 °
ANAC016 @
ANAC013 [

2 3 4 5
3HaummocTb P

w o N

TpaHCKPMNLUWOHHBLIA hakTop

Puc. 19. Ouenka oboraiieHus: FTeHOB MUTOXOHIPUAILHOHN afpecalini, SKCIPEeCCHsi KOTOPBIX YCHUIINBACTCS
ToNbKO mipu HepoctaTke RPOTMP B MUTOXOHAPHSX, MUIICHSIMHA TPaHCKPUITIIMOHHBIX (HakTOpOB. 3HAYUMOCTh P
= -L0g10(P). P-3nadenus ckoppekTupoBaHbl MeToioM benmxkamunm-Xoxoepra.

W3 nanHoro cnucka gakropoB cpenu JOI' 6bu1 obHapyxken Toibko NACL03, skcmpeccus
KOTOPOTO TMOJAaBJsIach TOJBKO B OTBET Ha rumepakcrnpeccutro RPOTMP B MUTOXOHApHUSX, a B
OCTAJIHBIX CIy4asX OcCTaBajlach HeM3MeHHOH. C MOMOmIbI0 0a3bl JAHHBIX IOCT-TPAHCISIIIMOHHBIX
moaudukamnuii (c caiira https://www.psb.ugent.be/webtools/ptm-viewer/, noctyn 07.09.2023) Obuio
OTIpeNIeNIeH0, YTO 4YeThipe (PaKTopa M3 JAaHHOTO CIHCKA MOTEHIMAIbHO PErYIMPYIOTCS C MOMOIIbIO
docopunmuposanust (NAC103, NACO069, NACO50 u NACO016), uTto mMO3BOISIET MPEANOIOKUTH

M3MEHEHUE UX aKTUBHOCTH 0€3 U3MEHEHUs YPOBHEH TPAHCKPHUITOB.

3.1.6 Dxkcnpeccusi reHOB, KOAMPYIOLIUX 0eJIKH XJI0POIJIACTOB

Cpenu 121 uccrnenyemsbIx JIMHUIM He ObUTI0 0OHAPYKEHO HU OJIHOTO reHa, kogupyemoro xn/IHK,
yTo cornacyercsa ¢ yurepatypHeiMd naHHbiME (Kithn et al.,, 2009; Tarasenko et al., 2016) u
npexanonaraer yto RPOTMp He urpaer cymectBeHHOW ponu B TpaHckpunmmu reHoB xn/JHK y 12-
JTHEBHBIX IPOPOCTKOB Apabujorncuca.

C nomompto kIIIIP Obuto ycraHoBieHO uYTO y JMHUH ¢ runepskcnpeccueir RPOTmMp B

79



wiactuaHou aapecanuu (OEP6, OEP8, OEP12) npoucxoaunino 3HAYUMOE yCHIEHUE IKCIIPECCUH TPEX
reroB: accD (c/e amermi-koA-kapOokcuiassl, yuacTByromas B ouocunrese JKK), CIpP (kommoHeHT
npoteasHoro komruiekca Clp, KoTopelii y4acTByeT B KOHTPOJIE KauecTBa HEMTPABUIIbHO CBEPHYTHIX HITH
HETIOJIHBIX HENTHA0B) U FPOB (cyonenunuma PEP-monumepassn). Jlanusie npeacrasinensl Ha Puc. 20.
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0,0 -

accD clpP rpoB rm16 petB pSbA rbecL ycf3

Puc. 20. Ilpodums sxcupeccnn HexoTopbix reHoB Xm/IHK y uccrmemyembix JawHWNA TpaHCTEHHBIX
pacrennit (Gorbenko et al., 2024). IIpuBeneHsl YPOBHH 3HAYMMOCTH HM3MeHeHHi oTHOocuTenbHo Col-0 (Tect
CrerogenTa): ** - P < 0,01, *** - P < 0,001.

Bri6opka ypoBaeli TpanckpunToB 131 6€TKOB siiepHOro KOAUPOBAHUS MIACTUHON aipecaliu
npuBeneHa Ha Puc. 21A, nuarpammer Benna Ha Puc. 21B. Jns onpenenenus /IO, oTBeTCTBEHHBIX 3a
peTporpaaHblii oTBeT Ha rumepakcnpeccuto RPOTmMp B xmopomnactax, or DI nuam OEP12
ordunbTpoBbiBan DI, obmme c¢ munusmu OEM15, Tmp-M3 u rpotmp. Ilomxyyennsiit HabOp
cozmepxan 26 reHoB ¢ mopaBisiemoi, u 20 reHOB ¢ ycuiamBaroleics skcrnpeccueit (GO ananms
U30BITOYHO MPE/ICTABICHHBIX KAaTErOpuil He BBISBWI). [ €HBI C YCHJICHHON 3KCIIpPEecCHed BKIIOYAU B
cebs  nmenonupyrommiicss B xnopormiactax Td WRI4, TPR-6enok OTP82 (ywactByrommii B
penaktupoBanuu tuactuaHbix  PHK), smepuyro mnporemnkunazy PERKG6 (menonupyercs B
xnoporutactax), maneponud HSP90,5, tnopenoxcun WCRKC1 (pemokc romeocrtas) u PGL1 (hepment
nenro3odocdarnoro mytr). [Ipu aTom OblTa cHIKEHa KcTpeccust Oenka aktuBaiu PYBUCKO RCA,
Oenka BHemrHeH MemOpanbsl OMP85, PHK-cBs3piBatomero oemka ALY 1, 6enka dporocucrembr PSAH-1.
Takxe B yuclie T€HOB C HM3MEHEHHOM »3Kcmpeccuedl OblT psa OenkoB OMOCHHTE3a BTOPUYHBIX

MeTaboJIMTOB M HeoXapakTepu3oBaHHbIX OenkoB (Gorbenko et al., 2024).
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A B Ycunenuve 3KCnpeccumn

~

£ 49 \OEP12

LFC  CewmeiicTBO OEM15 \
6 Acyl Lipid Metabolism Family —
4 AGC Family N
2 AP2-EREBP Transcription Factor Family
IO Aquaporin Families
ARR-B Transcription Factor Family 13 |

l - M basic region leucine zipper (bZIP) Transcription Factor
4 W c2C2-Dof Transcription Factor Family
W c2H2 Transcription Factor Family
C3H Transcription Factor Family
Calcium Dependent Protein Kinase
n Carbohydrate Esterase Gene Families
Chloroplast and Mitochondria gene families
M cNGes
Core DNA replication machinery rpOtmp
Cytochrome P450
Cytoplasmic ribosomal protein gene family Tmp—M3
EF-hand containing proteins
Eukaryotic Initiation Factor Gene Family
B FH2 proteins
B Glutathione S-transferase Family |_|0,£I,aBﬂe HWe 3KCn DECCVI n
Glycoside Hydrolase Gene Families
M Glycosyltransferase Gene Families T
HSP70s /'
Inorganic Solute Cotransporters < 24 \*-‘_‘OEP'I 2
M lon Channel Families OEM15 \
Kinesins _— -
. Lipid Metabolism Gene Families
MADS like gene family 2 | \
B MADS Transcription Factor Family
| ] Magnesium Transporter Gene Family
W Miscellaneous Membrane Protein Families
B Monosaccharide transporter-like gene family
B NAC Transcription Factor Family
M Nodulin-like protein family
Organic Solute Cotransporters
PP2C-type phosphatases
M Receptor kinase-like protein family
Response Regulator

rpotmp

cemeincrso [T W

Tmp-M11

Puc. 21. A: YpoBHH TPaHCKPUIITOB OCJIKOB SICPHOTO KOJIWPOBAaHUS ILIACTHIHOW anpecanuu; B:
Junarpammvsl Benna.

Jlnist BBISABIICHHS TPENIOJIOKHUTEIHHOTO peTporpagHoro orsera Ha orcyrcrtBue RPOTmMp B
wiactuaax — ot oomux J2T munwmii rpotmp u Tmp-M3 otdunsrpoBsiBanucek 317, obiue ¢ TMHUIMA
OEP12 u OEMI15. Tlonmy4eHHblii HaOOp copaepxan 8 TeHOB ¢ yCHIMBArOUmEeHcs (HM30BITOYHO
npejcrasieHa kareropus GO opraHu3anuyu MUTOXOHIPHIA) U 3 TeHa ¢ MOoAaBsieMOi dKkcrpeccueit (25
U30BITOYHO TIpeACTaBICHHBIX KaTeropuii GO, 00beqUHSIOMMUECs B KAaTETOPHH KaTabom3Ma Kpaxmanna,
OMOCHHTe3a Iucaxapu/IoB, TPAaHCIIOPTA XKelle3a, Pa3BUTHSI [IBETKA U CTapeHus JIMCTA) y JIMHUH rpotmp u
Tmp-M3. OtcyrecrBue RPOTMp B xstopomsactax NpUBOAUT K yCHIIEHHIO dKkcpeccun T 3TuineHoBoro
orBera ERF071, xunesnn-nomodHoro Oenka KIN-14P, 6enka mmmynutera AT3G24020, npoTeass
cemetictBa CIpS u PHKa3p-H RNH1C, a Taxxe K moJaBIEHUIO KCIPECCHU 3 TEHOB: OeTa-aMuiIas3bl
BMY3, T® AGL42 u ABCI4 — ¢hakropa cOopku nutoxpoma C. JlaHHble peacTaBieHsl Ha cxeme (Puc.
22). O6oraIieHus JaHHBIX HAOOPOB T€HOB MUIIICHSIMH TPAHCKPUIIIIMOHHBIX (DAKTOPOB OOHAPYIKEHO HE

OBLIO.
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CewmeiicTBo

8201 Acyl Lipid Metabolism Family
DUF784 ]
AMP-dependent synthetase and ligase family
bZIP62
ABAM3 RCA oL sz AP2-EREBP Transcription Factor Family

WRi4 :
At12Cys-2 Aspartate kinase
RLUAT
s basic region leucine zipper (bZIP) Transcription Factor
DUF726
PCAZ DUF247 DUFZ20 C2H2-like zinc finger

Cribd ¥ ?
. g ® o — CBHC-type zinc finger
e AIPERKS @ Comichon family protein
e PGL1 Cytochrome P450
Disease resistance protein (TIR-NBS-LRR class) family
orcyrpere AGL103 M306BITOK cept Eukaryotic Initiation Factor Gene Family

RPOTmp RPOTmp @ Glycoside Hydrolase Gene Families

@ DIR1G AtHsp90.5

[}

Kelch-repear superfamily

® Kinesins
CYP86C3
Tra2.f MADS like gene family

g X3 @® MADS Transcription Factor Family
orpPs2™

nitrobindin heme-binding domain
AERF71

Organic Solute Cotransporters

Galact (‘oxndase i
CYPBID3 Outer membrane OMP85

AGL42 Am PSAH-1 PH-domain
PetporpaaHbliit oTeeT Los1 Protein kinase
R Nucleotidefsugar transporter
Yeunenuve

©® RNase H family

Mopaenenve ® TPR-like

Puc. 22. CereBoe npeacTaBieHNe TPAHCKPUITOMHBIX U3MEHEHHH BCIIEICTBUE PETPOTPAJHOTO OTBETA HA
n3MeHeHue komyecTBa RPOTMp B ruractumax.

3.1.7 Dxcnpeccusi MApKepPHBIX TeHOB OPraHeJIbHbIX HAPYIIeHHI
B pabote (Van Aken et al., 2012) Gbutn BBISIBIICHBI [CHBI, MIOBBIIICHHAST KCIIPECCHS KOTOPBIX
SIBJIICTCS. MapKepaMyd MHUTOXOHJPUAIIBHBIX W/WIM IUIACTHIAHBIX HapyuieHuil. IllecTp w3 HHUX ObLIH

npectasiensl cpeau 2T uccnenyempix nunuit (Puc. 23).
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AT2G41730 HRG1 Io
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[ O o e =3 nnactugHble
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Puc. 23. Dkcnpeccust MapKepHBIX T€HOB HAPYILICHUH Y HCCIIEAYEMBbIX JIMHUM.

VY muanit OEM15 u Tmp-M11 skenpeccust MapKepHBIX TEHOB HE OTJIMYAach OT YPOBHS IUKOTO
tuna. Jkcrpeccust At12CYS-2 Obiia 3HaYUTENBHO MOBBINICHA Y NEPUIUTHBIX 110 MUTOXOHAPHAITEHON
RPOTmMp muuuit u komruiementanta 1mp-M3. AT12CYS-2 nokanu3oBaH B MEXKMEMOpPaHHOM
IPOCTPaHCTBE MUTOXOHApUH. Ero TpaHCKpumius MHAyLMpYETCs B cilydae cTpecca pasiIndHON
IIPUPO/IbI, OTHAKO YBEITHUUEHNE KOJInYecTBa Oesika ObIJI0 00HAPYKEHO TOJIBKO Y MyTaHTOB J€(PHUIIUTHBIX

no kommiekcy | (Wang et al.,, 2016). Jlanusiii Oei0K MpeACTaBAsSeT COOOW OJMH W3 BEPOSTHBIX
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KaHIUAATOB Ha pOIb MEAHATOpa PETPOTPATHOrO CHUTHAJIA MUTOXOHAPUANBHBIN AUCHYHKIIHUH.
BeposiTHOI nprUuMHON MHAYKLIMHU JAHHOTO OeJKa y MCCIeyeMbIX JIMHUHN sABIstoTcs: y rpotmp, OEP5,
OEMZ20, Tmp-P1 — nedumurHOCTh IO KOMIUIeKCY |; TMP-M3 nMeer HU3KUIT ypOBEHb TPAaHCKPHUITA
pekoMmOuHanTHo RPOTMpP u kommuiemeHTamusi ee (YHKIMH B MHUTOXOHIPHUSIX MOXKET OBITh
HepocratouHoii; OEP12 — monmaBnenuwe skcmpeccuu HatuBHOro reHa RPOTMpP u kak cnencrBue
HeKoTopasi HexoctaToyHOcTh 1Mo RPOTmMp B mutoxonapusx (xors cpemu reHoB MtJHK OEP12

sKcHpeccust OblIa CHIbKeHa ToJibko y Orf121B).

3.1.8 Dxkcnpeccusi renoB PPR-0e1koB

benku ¢ meHrarpuxkonentuaHbIM 1oBTOpoM (PPR-Genkm) cnocoOHBl — crienududecku
CBSI3BIBATBCA C OIpenesieHHbIMU mnocienoBaTensHocTsiMM PHK 1 ydacTBOBaTh B penakTHpOBAHUU
opranesibHeIX PHK. B pa6ore (Liu et al., 2016) aBTopsl paccmarpuBanu skcipeccuio PPR-6enkoB
noarpynmnsl E, BoBiedueHHyro B penaktupoBanue opranemibHbix PHK mpu crpecce. [lannbie 00
skcnpeccun PPR-6enkoB moarpynmsl E B riccaenyeMbIx IMHUSAX pacTeHUN TpeAcTaBiIeHbl Ha Puc. 24.

Cpenu 10T uccnenyempix nunuii u3 105 6enkos PPR noakmaccoB E2 u E+ 6b110 00HapyskeHO
9. IIpu 3TOM sIpKUX U3MEHeHHH B dKcrpeccuu PPR oOHapyskeHo He ObLI0, Toria Kak B padbote Liu et al.
(2016) u3menenus skcnpeccun gocturanu LFC = 6. V nunuit rpotmp u Tmp-M11 Obuta noBbiieHa
skcnpeccust AT3G47840, mpakTHdecku A0 TeX-)Ke 3HAYSHHI, 9TO U Yepe3 6 4acoB MOCIE TEIIOBOTO
crpecca (Liu et al., 2016). ¥V muaun Tmp-P1 noseimanacek skcrpeccuss AT5G42450 co 3HAUYCHHUSIMH,
CXOHBIMH JJIsl TAKOBBIX P okuciuTensHoM crpecce (Liu et al., 2016). V nuaun OEPS ObL1 nOBBIIICH
ypoBeHb 3kcnpeccun reHa AT3G18970 no 3nauenwuii, 61u3kux K HabmromaeMbiM B pabote Liu et al.
(2016) mpu OKUCITUTEILHOM CTpEcCe.

OTMe4YeH CHWKEHHBI YpOBEHb TpAaHCKpUNTOB (akTopoB penaktupoBanus PHK MEF3
(AT1G06140), MEF10 (AT3G11460) u AT3G15930 y muaumu OEM15. AT3G15930 ko-

skcnpeccupyetcs ¢ sk3oHoM Nad5B (mannsie u3 BJ1 String: https://string-db.org/), MEF10 otBeuaer 3a

penaktupoBanne PHK Nad2 (Hartel et al., 2013), a MEF3 yuactByer B penaktupoBanuu atp4-89
(Verbitskiy et al., 2011). BeposiTHO, TakuMm 00pa3oM KOMIICHCHPYETCS HW30BITOK MEPBUYHBIX

MUTOXOH/IPHAIIBHBIX TPAHCKPUIITOB, BBI3BaHHBIM Trumnepakcnpeccueir RPOTMP B MuTOXOHApHUSIX

(Gorbenko et al., 2024).
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Puc. 24. Dxcnpeccus 6ENKOB ¢ MEHTATPUKOIIENTUAHBIM [TOBTOPOM y HCCIIEAYyEeMbIX JIMHUHA. J[aHHBIE O
nokanu3anuu B3atel 13 Bl SUBAS (Hooper et al., 2022).

3.1.9 AHaau3 KO-IKCIpeccuu reHoB

AHaM3 KO-3KCIPECCUH TO3BOJISIET TTOJIYIUTH HH(POPMAITHIO O CKOOPIUHUPOBAHHOMN DKCITPECCUH

T'pyHail réHoB — MOI[yneﬁ KO-3KCIIPCCCHUU — HAa OCHOBAHHWU HAHHBIX O JIOI-3KCIIPECCUU TPAHCKPHUIITOB

oOpa3ioB (3HaueHusx Quyopecuennun JHK-mukpounmna). Yacto B MOIynH KO-DKCIPECCUU

00BEIMHSAIOTCSI T€HBI, KOTOPhIE UMEIOT OOIIYIO,

HIJIN TECHO CBA3AHHYIO PEryJIAINIO, IMPUHAAJICHKAT K

OJIHOMY WIH TECHO B3aWMOJCHCTBYIOIIMM pETYJATOPHBIM MyTsAM. B coderaHnn ¢ aHaJIU30M

muddepeHIMaNTbHON SKCIPECCUU T€HOB JIaHHBIM METOJ MO3BOJIIET OOHAPYKMBATh MOTEHIMAJIbHBIE

HEU3BECTHHIC B3aMMOCBS3H B CETSAX I'€HHOM peryisinuu. B HacrosmeM aHanmuze OBbLIN MCIIOJIb30BAHbI
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3HAUEHUS JIOT-IKCIpeccuu ¢ 24 crnaiioB nByxkaHabHbIX JJHK-MUKpPOYHIIOB - IO TpH OHOIOTHYECKUX
MOBTOPHOCTH KaXKI0M M3 § UCCIIeTyeMbIX TPAHCTCHHBIX JIMHUN U 24 COOTBETCTBYIOIINX OMOJIOTHIECKUX
MTOBTOPHOCTH JTUKOT'O THIIA Col-0 (mamHBIC JIOCTYITHBI B NCBI GEO:

https://www.ncbi.nlm.nih.gov/geo/query/acc.cgi?acc=GSE251661). B pe3yaprare aHamm3a OBLIO

OTIPEICIICHO 5 MOTyJIeH KO-9KCIIPECCHH, COIep)KaHne KOTOPBIX puBeeHo Ha Puc. 25A.

Omnenka oborameHusi MOAYJIeH KO-3KCIIPECCUU TO3BOJIAET ONPEACIUTh — HAOIIOAAICS U JUIS
OKCHPECCHH 3HAYUTENBHONH YacTH T€HOB MOJYJS CKOOPAWHUPOBAHHBIM «IepeBec» B OJHOM WU
HECKOJIBKUX Kjaccax oOpasmoB. i ompenenieHus: HOpMaJIM30BaHHBIX OILIEHOK oOoramieHusi ObLia
oToOpaHa 4acTb 00pa3ioB: «comp-My - Tmp-M3, Tmp-M11; «comp-P» - Tmp-P1; «KOEM» - OEM15;
«OEP» - OEP12; «rpotmp» - rpotmp; «Col-0» - pactenus aukoro tuma. Pe3ynbTarhl mpeacTaBieHbl HA
Puc. 25B.
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Puc. 25. A: KonnuectBo 30108 JITHK-MuKpounna n accoliMmupoBaHHBIX TEHOB B BBISBIIEHHBIX MOJTYJIISX
Ko-skcnpeccud. B: HopmannzoBanHas orieHka o0oraiieHust MoayJiei o kiaccam o0pasuoB. Pex) — P-3Hauenus,
CKOpPpPEKTHpOBaHHbIe MeTonoM  benmkamunu-Xox6epra. NES — Normalized Enrichment  Score,
HOPMaJIM30BaHHAs OLIEHKA 0OOraIeHus.

Beuto obHapyxeno, uro Mmoxyinb M1 Obut oboramen y OEM15 u nonmasmsess y OEP12. M2
o0OorameH y JUKOTO THIIA, 3HAYHUT CHJIGHO ITOJABIISUICS Y HCCICIYyeMBIX JMHUH (T.K. OIlCHKA
OTHOCHUTEIbHAs ). M3 ObUT OTHOCHUTENBHO OOOTAIIeH Y BCEX TPAHCTEHHBIX JIMHUN, KPOME MYTaHTHOM.
M4 ObL1 00OTalIeH TOJIBKO y TUIIEPIKCIIPECCOPOB, a M5 oueHb criibHO oOoratieH y nuaun OEP12.

Ananmu3 oborarmienust TepMuHOB ['enHoit Onronorun (buonornueckue [poreccsl) mokasai, 4to
reHbl MoayJis M1 TecHO CBsSI3aHBI ¢ TPOLIECCOM OTBETAa Ha MHTEHCHUBHOCThH CBeTa, M2 — ¢ OTBETOM Ha

THITOKCHIO, @ M4 — ¢ aykcuHOBBIM oTBeTOM (Puc. 26).
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Puc. 26. Pesynmprarhl aHanm3a W30BITOYHON MPENCTaBICHHOCTH TepMHHOB [ eHHOM OHTOIOTHU
(buonornyeckue [Iporiecchr) B MOAYIISX KO-IKCIIPECCHU.

JInist 1eTambHOTO MCCIIEIOBaHUSI MOJYJICH, U3 HUX ObUIa M3BJIeYeHA MH(OpMAIUS O TJIABHBIX
xabax MOJyJIel, TO €CTh y3/IaX B3BEIICHHBIX CETel KO-3KCIIPECCHH C CAMOW BBICOKOM IIEHTPAIbHOCTBIO,
U3MEHEHHsI SKCIIPECCHH KOTOPBIX KOPPEIUPYIOT C 3KCIpeccHed OOoJbIIoro 4yucia reHoB mMoxyis. C
noMoIikio uHTepakToma u3 padotsl (Yilmaz et al. 2022) Gbiu npoaHaIu3upoBaHbl OEI0K-OCITKOBBIC
B3aumozeiictsus (bbB) ¢ yuactuem renoB mojayneil. B kauectse mepsl gjocToBepHOCTH cBsizeld BbB B
UHTCPAKTOME IPHUMEHSCTCSl JIOTUT-OLICHKAa B3auMMHOro padra (1oBP), koTopas 3aBucuT OT
HaOJII0JaeMBIX B JKCIIEPUMEHTAX SBICHUSAX KO-IKCIIPECCHH OOOMX Y3JIOB, MOKa3bIBasi TEM CaMbIM
BEPOSITHOCTH MOJIOKHUTEILHON MIIM OTPUIATEIILHON KOPPEISIMU TEHOB Y3JI0B IN VIVO.

Mooy M1

Cpenu xaboB, KOOPAMHUPYIOIIUX SKcrpeccuto monayns M1 Owbimu oOHapyskeHBl TeHBI, He
npencraiennsie B J[OI1 UDP-riroko3oanumepasa UGEL (AT1G12780), HaTpueBblii HOHHBIA KaHA
(AT5G59960) u 3 HeoxapakTepr30BaHHbIX reHa. M1 ObuT 3HaUMMO oOoraleH ToJIbKO Y 00pasnos OEM
u noxarisuicss y oOpasmoB OEP, Bo3MoxxHO B cmity coaepkanus JIDI, MHIyIHPOBAHHBIX pa3sHOU
aapecareit pekombunantHoit RPOTmMp.

C mnomompto uHTepaktoma (Yilmaz et al. 2022) 6buma codpana BbB-cerp monmyns M1,
coaepxaast 5097 y3noB (1012 npunamiexxatr M1) u 15052 pebep (4413 ¢ nonoxurtenbHoi 10BP, 3141
C OTpHIATeNIbHON). AHaiu3 H30BITOYHON MpPEACTaBICHHOCTH TonydeHHO# cetn BBB mokaszan
oboramienue repMuHoB GO: perymsiuus Tpanckpunuuu PHK-nommumepasoii 11 (209 renos), perymsims
curHanuHara (192 rena) m perynsims moctaMOpuoHanbHOTO passutus (196 renos). Ton-10 ys3mos,
OTIPENIEICHHBIX C IOMOIIBI0 IATH METPHUK IeHTPaTbHOCTH, ObUIM oboramieHsl TepmuHamu GO,
ACCOIIMMPOBAHHBIMUA C OMOTEHE30M KIIETOYHOH CTEHKH, PETYJISIHEeld COCTOSHUS TOKOS CeMSIH U

peryiaann HOCT3M6pI/IOHaJ'IBHOF O Pa3BUTHAL.
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Mooyns M2

Monayns M2 (momamnsromuiicss B JuHHSX KomiuieMeHTantoB U OEM) Obut oOorarieH
tepmuHamu GO, acCOIMUPOBAHHBIMU C OTBETOM Ha COJICHOCTh U CTPECCOBBIM OTBETOM. XaObl MOIYJISI
CoAepKald  TpaHCKpHMIITHI  pernenropuoit  kuHasel SOBIR1  (AT2G31880), AT5G59550
(MOJIOKUTENTBLHOTO peryisaTopa OTBeTa Ha 3acyxy uepe3 merabonusm ABK), ERF4 (AT3G15210) u
HenneHTuuuupoBanubiii red. Tepmunsl GO accommmpoBanubie otBetoM Ha CK u Ha ypoBHH
KHCJIOpo/a ObUIM CHIJIBHEE BCEr0 acCOIMHPOBaHBI ¢ rpymmoil xaboB moxayna. Cers BbB momyns
coaepxaia 2680 y3nos (432 npunaiexanux M2) u 6886 pedep (1782 ¢ monokurenshoit 10BP n 1821
¢ orpunareiapHoii). Torn 10 meHTpanbHBIX y3710B ObUTH OOOramieHsl TepMuaamu GO, ceszanabiMu ¢ CK-
u XKK-oTBeToM.

Mooyns M3

Xabamu Moyt M3 (mogaBinsromuiics y rpotmp, 1 o60raiieHHbIi B THHAAX KOMIUIEMCHTAHTOB
u OEM) 6butn nckimrountenbsno RPOTMpP-3aBHCHMbIE METOXOHIPHAIBHBIC T€HbI, SKCIPECCHS KOTOPHIX
obuta ycwiieHa B muaun OEM15. Ananus o6oramenuss GO Cellular Component BbISIBHI TEpMHHBI,
CBSI3aHHbBIE C JIIOMEHOM OpraHe/lsl U MEXMEMOpaHHbIM NpocTpaHCTBOM MuTOXOHApuil. Cerb BbB
Mozayns coxepkana 174 y3ma (22 rema M3) u 172 pebpa (40 ¢ monoxutenpHoit 10BP u 36 ¢
OTPHIIATEILHOM).

Mooyne M4

Okcmpeccust M4 KoOpIuHHPOBaIaCh YPOBHSIMHU TPAHCKPHUIITOB FeHOB 0TBeTa Ha pocop — EXL3
u 5 (AT5G51550 u AT2G17230, cootBetctBerHo), PARL (AT2G42870, TpaHCKPHUIIIIMOHHBIN (akTop),
SAUR46 (AT2G37030, ¢aktop 3THIIEHOBOTO 0TBEeTa) U mojurainaktyponassl (AT1G48100). Cers BB
moayas coaepxana 309 ysmoB (22 rena M4) u 325 pebdep (108 ¢ momokutensHOi 10BP, 116 ¢
orpuniaTelibHo# ). Tor-10 meHTpanbHBIX y3710B ceTH ObUIH oOoraiieHbl TepmMuHamMu GO, CBS3aHHBIMHE C
OTBETOM Ha KPaCHbIU U JaJIbHUM KPACHBIN CBET.

Mooyns MS

M5, o6oramennsiii y OEP12, koopaunuposacs yposasmu tpanckpuntoB NAC014 u CAMTAL
(AT1G33060 u AT5G09410, cooTBeTcTBEeHHO; 3Kcmpeccus ycumuBaiace B OEP12), LIN37A
(AT1G04930) u MIM (AT5G61460, Tpanckpunimonssiii hakrop). Cets BBEB conmepikana 146 y3mnos
(18 renoB momyns) u 132 pebpa (40 ¢ monoxurensHoit 10BP, 30 ¢ orpunarenshoii). Tom-10
[EHTPAILHBIX Y3JI0B ceTh Obumn oOorameHsl TepmMuHOM GO mepemayn curHaiza ¢ TIOMOIIBIO
dbochoprnpoBaHus.

Cemu Oenok-06e1Kk08uix 63aUMO00eticmeuti

ITpu anamuse cereit bBB oOHapyXeHHBIX MOJyNieil KO-3KCIpeccUr OBbLTH BBISBIEHBI Y3IIbI C
HaAWBBICIIEH [EHTPAIBHOCTHIO (C HWCIOJB30BAHMEM KOMOWHAIIMHM IISSTH METPUK IIEHTPaIbHOCTH),

npencrasiennble B JIDI uccnenyempix nunuit (Tabnuna 1 [punoxenus). HekoTopsle U3 3TUX reHOB
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MPEJICTABISIIOT 3HAYUTENbHBIM WHTEpeC B KOHTekcTe uccienoBanus. Y muauit OEM15 u OEP12
nonaBisutack skcnpeccus rena GASAS, koroperil BoBiiedeH B oTBeT Ha ABK, uTo MOXeT OBITh CBS3aHO
CO CHM)KEHHOM 4yBCTBUTEIILHOCTBIO ATUX JIMHUI K 9k30reHHOit ABK (Gorbenko et al., 2024). V rpotmp
noaaBisuiack skcnpeccus FLA14, koTopblii yuacTByeT B AMOPHOTEHE3€ U PA3BUTHH CEMSH.

Konmpons mooyneii ko-s3xcnpeccuu mpancKpunyuoHHuLMU pakmopamu

C nomomipio manabix w3 b/ PlantGSAD (TFT) u PlantRegMap 6Obuta mpoananiu3upoBaHa
U30BITOYHAS MTPEICTABICHHOCTh MUIIICHEH TPaHCKPUIIIMOHHBIX ()aKTOPOB B HAOOpax T€HOB MOJyJeH
ko-akcnipeccun (Puc. 27). beuto oOHapykeHo, 4yto reHbl M1 oGoramensl mumeHsmu 75 TO,
aCCOLMMPOBAHHBIX B OCHOBHOM C ITUPKAJAHBIMU puTMaMu, M2 — mutensimu 70 Td, accournmpoBaHHbBIX

¢ bC-curnanuarom, M3 — mumensimu 13 TO, kaxpiii u3 kotopbix umMeeT NAC-1omeH.

3HaummocTb Q

>

M1 M2 M3 M4 "
2 prD2 P WRKY3 . @ AT1G19040 | ®
% PDF2 . WRKY26 - @ anac103 | @ SARD1 ® 40
E=3 PAP3 . WRKY21 . anac096
> DROP2 P SARD1 € .acorile 20
I
I atse7 @ GT3A '@ anac058
3 AwGBF1 P DREB2 (@ nac057 ' ® PAP3 P
E CAMTAS . @ anac Yucno
g AT2G38090 B ATWRKY59 @ anac045 | @ MULLEHE
S AT2G22750 B ATWRKY43 @ anac028 ® A ® 0
.
§_ AT1G66420 B ATWRKY11- @ anac017 @ ®
anac025 @ APRR1 @ anac016 @ ®
150
0 204060 0 204060 0 204060 0 204060

3HaunmocTb P @ 20

B
M1 M2
E steroid hormone mediated signaling pathway e
8 rhythmic process _
8 response to steroid hormone [ ] 3HauumocTs P
5 response to brassinosteroid [ ] 10
= regulation of transcription by RNA polymerase || 1
S regulation of anthocyanin metabolic process - |GG
I circadian rhythm _ 8
E cellular response to steroid hormone stimulus -
g cellular response to organic cyclic compound _ 6
= cellular response to brassinosteroid stimulus -
= brassinosteroid mediated signaling pathway ]
2 anthocyanin-containing compound metabolic process [N
anthocyanin—-containing compound biosynthetic process | [

0246810 2 46 810
Yucno TP

Puc. 27. V30bITOYHAsT IPEACTaBIEHHOCTh MHIIEHEH TPAHCKPUITIUOHHBIX (aKTOPOB B HaOOpax T'€HOB
Momyneir ko-skcmpeccun (A; s M1 m M2 mpencraBmensl 1o Tom-10 kareropuit), W u30BITOYHAS
NPEJICTaBICHHOCTh TepMHHOB [ 'eHHOW OHTOJOrMM B OOHApyKEHHBIX HA0OpaxX TPaHCKPHIIIMOHHBIX (AKTOPOB

(B).

®akTop SARD1 (AT1G73805), MuIiiieHr KOTOPOTO CHIIbHEE BCEr0 U30BITOYHO MPEICTABICHBI B
Habopax reHoB M2 u M4, sBisercs OJHUM M3 JBYX KIIOUEBBIX peryisTopoB OuocunHresa CK,
ACCOIIMUPOBAHHOTO C TMPUOOPETEHHEM CHCTeMHOW ycroiumBocTH (Zhang et al. 2010). Cpemu

u30BITOYHO npeacTaBieHHbIX B M2 Obin mumenn APRR1 (TOCL, AT5G61380) — «uacoBoroy» rexa,
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KOoTOpbIi oAaBisieT akTHBHOCTh T® PIF (mumenu PIF1, PIF3 u PIF7 Takke n30bITOYHO MPEICTABICHBI

B M1 u M2), u perynupyercsi B OCHOBHOM NOCT-TpaHckpunuuoHHo (Yan et al. 2021).

3.1.10 AHanu3 cKOppeJTHPOBAHHOM IKCIPECCUU CeTeBbIMU METOIAMH

YPOBHHU JIOT-IKCIIPECCUU T'€HOB, COJEPIKAIIMXCSH B MOJIYJAX KO-IKCIPECCUHU, HCCIETI0BAIN
HONapHbIM KoppessiioHHbIM aHamu3oM ([Tupcon), otunbrpoBeiBau HU3kue koppemsiun (R < 0.8),
CTPOWJIM B3BEUICHHBIA Trpad W MOJIydyaad Ha ero OCHOBE MUHUMabHOE ocToBHOE npeBo (MOJ) c
MOMOIIBIO B3BemIeHHOTo anroputma [Ipuma. [Tonyuennoe MO/l umeno ckeaeTornoqo0Hy0 TOTOJIOTHIO
u coaepxaino 3415 y3noB, 465 U3 KOTOPBIX IKCIPECCUPOBATUCH AUPHEPSHIINATHLHO XOTS ObI y OJTHOM

u3 uccieayembix sunuit (Puc. 28).

= yiwrr W Koppensauus
[ oTpuuatensHas
nonoXxurensHas

: » ; [ . JtC)
=\ £k % o 0
) ~ b4 - j /1 ( Het 19

Puc. 28. MuanMansHOE OCTOBHOE JIPEBO, TOCTPOCHHOE Ha OCHOBE KOPPEISIIIMOHHOTO aHAIM3a 3HAUCHHUN
nor-skenpeccun mutiened JIHK-MukpounnupoBanus ucciaeayeMbIX JUHUN pacTeHuil. LIBeT cBsizeil mokas3bpiBaeT
3HAaK KOPPEJIHMM: KpacHBI — TOJIOKUTENbHAsl, CUHUM — oTpumarenbHas. KpacHbIM BBIIENEHBI Y3IIbI,
npeacTaBieHHble B Maccuse (01,

JIpeBo pa3aenuig ¢ TOMOIIBIO KilacTepu3aliuu 1o nocpenauuectsy (Cluster_edge_betweenness)
U MPOBEJIM aHaJIU3 o0oraileHns HabopoB reHOB KJIACTEPOB € JaHHBIMU 0 JI3I" COOTBETCTBYIOIINX F€HOB
0 UCCIIeAyEeMbIM 00pa3iiaM — TaKUM 00pa3oM MOMy4YuiIH rpyminy u3 13 narepecyromux yuactkoB MO/|
(Puc. 29). Knacrepbl, HaxonsIuecs B TECHOM KOHTAaKTe€ IPYr C JAPYroM, ObUM OOBEIMHEHBI B

cynepkiactepsi (36--43; 8--15--48).
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Puc. 29. duddepenimansras 3Kcnpeccusi FeHOB, cojepxamuxcs B kiactepax MO/I, o0oraieHHbIX Y
WCCIIeTyeMbIX THHUHN pacTeHuil. XaObl — y3JIbl CETH HAWBBICIIEH EHTPAIHHOCTH. TOM-y3IIBI — TOM-Y3IIBI CETEH
BBB, omnpe/eneHHbIe ¢ TOMOIIBI0 KOMOMHAIIMN 5 METPHUK IICHTPAIIbHOCTA. MOAYIIb — MOJYJIH KO-3KCIIPECCUH.

HaubGonee mHTEpecHBIM SIBISUICS cynepkiactep 36--43, T.k. UMeHHO OH coaepxkan RPOTmp-
3aBHCHUMbIE MUTOXOHJApHANbHbIE I'eHbl. KoppensuuoHHas ceTh cynepkiactepa nokasana Ha Puc. 30.
OOHapyKeHHasi OTpULATeNbHass Koppensuus (pacroyiaraeTcsi HEMOCPEJCTBEHHO B JIEBOM dYacTu
«xpe0Ta» yJacTka JpeBa), BEPOSITHO SBIISIETCS OTPAKEHUEM CYMIECTBYIOMIETO MEXaHU3Ma PETyJISIUuN
IKCIPECCHH MUTOXOHIPUAIbHBIX TeHOB. JlaHHAst KOppessIiiMOHHas CBsi3b coenuusier y3ibl Nad4 u MatR
¢ resom DCC1 (AT1G24095), koaupyrommum O0enoK, KOTOPbI peryinpyer akTHBHOCTb KoMmILiekca | 3a
cuet pepokc-moaudukaiuu kapooanruapassl CA2 (Zhang et al., 2018). Dkcnpeccust MpakKTUYECKH BCEX
CBSI3aHHBIX C HUMH Y3JIOB UMe€JIa MOJIOKUTEIBHYI0 KOPPEIAIMIO U TOBBIMIAIachk y rpotmp. Dxcmpeccust
ABCG30 (AT4G15230) mossimiaercss mpu (ocdaTHOM TroJOAaHUM W HHTHOMPYET POCT KOpHEH
(Naumann et al. 2019), uro moxeT umeThb 3dekT Ha rPpotmp, T. K. y 3TOM JIMHUU POCT KOPHEH 3aMeieH
(Gorbenko et al. 2024). CepunoBas npoteaza LON4 (AT3G05790) nBoitHON HampaBIeHHOCTH
(MUTOXOHJIPUM M THUJIAKOWIBI) BOBJICUYEHA B MPOIECC YTUIIM3AIMH MOBPEKACHHBIX OenkoB (Ostersetzer
et al. 2007). GMI1 (AT5G24280) BoineueH B penapaliyio JByIenoYedHbix pa3psiso (Bohmdorfer et
al. 2011; Mondal et al. 2016).

Hns guauun OEMI15 He ObuIo OOHapyXeHO W3MEHEHHMH OSKCIPECCHU SJIEPHBIX T'€HOB,
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CKOPpPEJIMPOBAHHBIX C MOBBIIIEHHOU sKcnipeccuer reHoB MTIHK, cBuaeTensCTBYs O TOM, UTO B JAHHOM
CIIydae peTporpagHas peryJssiius MPOUCXOAUT YEPE3 HEKOTOPBIM ONIOCPENOBAHHBIA MEXAHU3M, IT03TOMY

JIMHEMHBIX 3aBUCUMOCTEH HE Ha6J'IIO,I[aeTC${.
A OEM15 DE

NAC044

ALAATZ2

/ Nad4 KopguposaHue
MatR & Rps4 A\ —< \\%\ A Mt
M B——“’ ® Nuc

/\A Koppensuus
Rrn26 05
B 0.0
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Puc. 30. Auddepennmansras 3Kkcpeccus TeHOB cynepkiactepa 36--43 y muauit OEM15 u rpotmp.

DKCIpeccust HEKOTOPBIX TeHOB KiacTepoB 3 u 98 monxasmnsiiack uckimountenbio y OEM15 (Puc.
29). CLE18 (AT1G66173) — cekpeTupyeMblii MaJTbIii ENTUIHBIA TOPMOH, MOy THPYIOIIHI TPOTPaMMBI
pocta u pa3Butus kopueit (Meng et al., 2012). SUS4 (AT3G43190) — unaynupyemMast pu TUIOKCHH
caxapo30CHHTa3a, HeOOXOoAuMasi Ul BbDKUBaHUs pacTeHus mpu crpecce (Santaniello et al., 2014).
benok cemeiictea G3H (AT5G13360) — yuyacTHHK ayKCHHOBOI'O OTBETa, JKCIIPECCHS KOTOPOTO
nojasisercs npu oreete Ha aykcuH (Kloth et al. 2016). APX1 (AT1G07890) — ackopbarmnepokcuaasa,
KOTOpast akKyMmysupyeTcst ipu ctpecce B otBeT Ha ABK (Zandalinas et al. 2016), u skcripeccust KOTopoi
NOJIaBIISIETCSl B NMPHCYTCTBUH TapakBaTa — MHAyKTopa (orookcumatuHoro ctpecca (NCBI Gene).
Urpaer kiroueByro poiib B OTBETE Ha KOMOMHAIUIO Pa3IMYHBIX CTPECCOBBIX (pakTopoB (Koussevitzky et
al. 2008). Bo3amoxHO, ee TI0aBJICHUE CBA3aHO C M3MEHEHHOM 1yBCTBUTEIbHOCTRIO pacTeHnii OEM15 k
ABK. G-cyobenunuiia ATO-cunrasel (AT4G26210), mo TUTEepaTypHBIM JTaHHBIM, KO-PETYIHPYETCS C

Nad9, Cox1 u apyrumu cyObeIuHUIIAMU KOMIUIEKca V MUTOXOHIpUaIbHOTO KoaupoBanus (Leister et
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al. 2011). Onnako, B JaHHOM cCilydae HaOJIIOJAaeTCsl TOHIKCHHBId YpPOBEHb TPAHCKPHUIITOB Q-
CyOBEIMHHIBI, TpPU TIOBBIIIGHHOM YPOBHE MHUTOXOHJPUAIBHBIX TPAHCKPHUIITOB, MpEAIoarast
OTCYTCTBHE O0OpaTHOW peryisnuu. Takyke HW3BECTHO, YTO JaHHAs CyOBbEOUHUIA HEOOXOaMMa IS
HOJIEPIKaHUs CTPYKTYPBI KPUCT 3a cuer qumepusanun komiiekca V (Boyle et al. 2001). BozamoskHo,
HEKoTOpoe moBbieHue 3hdexkTuBHOCTH padoThl MuTOXOoHApHanbHOH OTL[ y OEMI15 (3a cuer
HIOBBILICHHOTO KOJIMYECTBAa KOMIUIEKca |) MoBIeKIo 3a co0oi CHIKEHHE IKCIPECCUH JTAHHOTO T'eHa.
PUB12 (AT2G28830) — youkBuTHHIMIa3a, IpHHUMaomias y4dactie B nerpagauun ABK (Kong et al.
2015), a Taxke ocymecTBistomas youksutuauposanus BRI1 mocne penernumu BC (Zhou et al. 2018),
YTO TOTCHIHUAIBHO CBS3BIBACT IOCHEACTBHA runepskcnpeccun RPOTMP B MHTOXOHAPHATIBHON
aapecanuu ¢ curHanbHbiMu yTsiMu ABK u BC.

ERF027 (AT1G12630) ckoppenupoBan ¢ (hakTopoM peaakTupoBaHusi TpaHckpunra Nad2
MEF10 (AT3G11460), koTopslii siBisercs BeposTHoi mumneHsio ERF027 (PlantTFDB). Taxske qaHHbI#
daxrop ckoppenupoBan ¢ ATX4 (AT4G27910) — dakTOpOM SHUTCHETHYECKON PEryJIsIiU, KOTOPbIH
U3MEHSCT CTENCHb METHUIIMPOBAaHUS ThICAY JIOKycoB B oTBeT Ha ABK m 3acyxy (Liu et al. 2018).
[ToTeHLManbHO, CHUIKEHUE SKCIIPECCHMHM BCEro Kiactepa 98 MOKeT ObITh CBSI3aHO C IOJAaBJICHUEM
skcnpeccun ATX4.

bonpmmHCTBO TeHOB KiacTtepa 85 (maHHBIE HE IOKa3aHbl) He mpuHamIexkamu k JOI
UCCIICeyeMbIX JIMHUH, OJIHAKO B KX COCTaBE ObUIM 00OHAPYKEHBI 2 CKOPPEIUPOBAHHBIX IHA, DKCIIPECCHSI
KoTopsix Obita noBbimeHa y OEM15 u OEP12 — UMAMIT33 u AtRbcX1. UMAMIT33 (AT4G28040)
— TpaHCHOPTHBIA O€JOK, OOECHEeYMBAIOUINNA HWMIIOPT/PKCIIOPT aMHUHOKHUCIOT B  aroIUIaCTHOE
IPOCTPAHCTBO M WrpaeT BaxkHyH pojib B mnpopactanuu cemsH (Miller et al. 2015). AtRbcX1
(AT4G04330) — daxrop coopxku PYBUCKO, nokanuzosanusiii B Trinakouaax (Kolesinski et al. 2011),
KOTOPBIN MPUHUMAET y4acTHe B OTBETE HA BOJIHBIN AeQUIUT, X0I0I0BOH U coleBoit cTpecc (Zhou et al.
2013), uTo oueHb HHTEpPeCHO, MockonbKy OEM15 n OEP12 nMeroT MOHMKEHHYIO 4yBCTBUTEIBHOCTD K
coneBomy ctpeccy (Gorbenko et al., 2024).

I'pynma renoB kiacrepa 90 (Puc. 29) umena moBBIIEHHBI YPOBEHb TPAHCKPUITOB y JIMHUH
OEP12. CAMTALl (AT5G09410) — kaJbMOJYJIMH-CBS3BIBAIOIIMI TPAHCKPUIIIMOHHBIA aKTUBATOP,
KOTOPBI pEryJupyeT BOCCTAHOBJEHHE IIOCIE 3aCyXH C TOMOIIBI0 aKTHBAaUWHM SKcnpeccun TO
cemeiictBa AP2 u ABK-otBera (Pandey et al. 2013). CAMTAL GbUIT MOJIOKUTENBHO CKOPPETUPOBAH C
RLUA7 (AT3G52260) — niceBnoypuauHCHHTa30M, cuiibHO uHIynupyemoir ABK (Joseph et al. 2014).
THOG6 (AT2G19430) — neratusHbIi perynsrop orBeta Ha ABK (Lee at al. 2010) — 61 cKOppeTUpoBaH
yepe3 CHIN4 (AT1G12390; rpy3osoii penentop DIIP) ¢ ALNS (AT5G58220) — yuacTHUKOM IyTH
orBeta Ha bC n mumensto BRI1, kotopas ciocoderByeT pocty pacrenus (Nam and Li, 2004). ALNS B

cBOIO ouepenb ObuT ckoppenupoBan ¢ GID1C - penentopom rud6epemoBoit kuciaotsl (Voegele et al.

2011).
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3.1.11 CunTe3 KOMOMHHPOBAHHBIX FeHHBIX ceTei

B pesynbrare aHanusza KO-3KCIIPECCUU M KOPPENSLMOHHBIX T€HHBIX ceTel ObUIM OOHApYKEHBI
TeHbl, KOTOPbIE MOTYT BHOCUTH BKJIQJ B Pa3IU4Msl THIEPIKCIIPECCOPOB OT PACTEHUIl NUKOIrO THUIA.
Onnako, HE CMOTpsS Ha (EHOTHNHYECKYI0 M Qusnoiorndeckyro Omm3octs OEM15 u OEP12,
oOHapy>keHHbIE ()aKTOPHI B TOAABIISIONIEM OOJBIIMHCTBE CIIy4aeB pa3Hbie. MOXKHO MPEANOI0KUTh, YTO
PETYJIATOPHON CTYIECHBIO, HEMOCPEACTBCHHO BIIMSAIONICH HAa TaKoW (DEHOTHN pacTeHUH, SBIIIECTCS HE
TPAHCKPHIILIMOHHAS, & MOCTTPAHCKPHUIILIMOHHAS PEryisinusa. Toraa, Ipu HaJUYuMU TI00anbHON CceTh
0enoK-0eTKOBBIX B3aMMOCHCTBHM, CTAHOBUTCS BO3MOXHBIM OINpeEesieHue BEpOSATHBIX 3(P(HEeKTOpoB
STOM pEryjiasTOPHOW CTYIEHHM — HMH MOTYT OBITh OOIIME Y3JIbI B CETSIX OelOK-OeNKOBBIX
B3aUMOJICUCTBUN  KO-PETYJIMpPYEMBbIX TIeHOB. HekoTopele y31bl ceTed MOIyT  OKa3aTbCs
TPaHCKPUIIMOHHBIME (akTopamu, nodtomy ¢ nomormbio B/l PlantGSAD u PlantRegMap 6butn
onpezeneHsl TO U X MUILICHH, U3 CITUCKA MUIIIEHEH OT(OUIBTPOBAHBI TOJIBKO TE, SKCIIPECCHS KOTOPHIX
apnsiercs nuddepennmansuoit y nuauit OEM15 u OEP12. Ilepecedyenue AByX MONy4YeHHBIX HAOOPOB
MUILIEHEH, a Takke cBsi3u ¢ TP, KOTOpble BEPOSITHO UX KOHTPOJIUPYIOT, ObUIM TOOABIECHBI K 00eUM

cetsm. [lomydyennpie komOnHUpoBaHHbIe ceTu s nauit OEM15 u OEP12 npencrasiienst Ha Puc. 31.

Koppensuus oTpuuatensHas noBP nonoxuTtensHasa noBP Y3l obuwue (BBB)

B3aumopgeicteua TO n ux muwieHewn @ obwwue (Muwenn TO)

A N B

Puc. 31. Kombunuposauubsie cetu i OEM15 (A) u OEP12 (B). L[BeToM OTMEUYCHBI COBIAIAIOIINE
y3JbL: 3eJieHbIM — y3iibl ceti BBB, HenocpencTBenHo B3aumozeicTBytoue ¢ JI3I uz MO/I, obuiue s odenx
JIMHUHA, CHHMM — MUIICHH TPaHCKPHUIIMOHHBIX (DAKTOPOB, 0oOmIue Uit oO0eux auHMM. JJOBP — norur-orenka
B3aMMHOTO paHra, MOKa3aTellb KO-3Kcrpeccuu. KoppensimuoHHBIE CBSI3M MEXKIY Y3JIaMH IMOKa3aHbl JKEITHIM,
oTpuuarensHas J0BP — kpacHbiM, nonoxutenbHas 10BP — cunum, csizu TO-MUllleHb CEphIM MYHKTHPOM.

OO0HapyxeHo, 9To 26 y3JI0B, C BBICOKOH JOCTOBEPHOCTHIO B3aMMOJCHCTBYIONIUX C TeHAMH-
y3JaMl MHUHHMaJIBHOTO OCTOBHOrO JjpeBa w3 uucia JIOI' OEM15 u OEP12, obmme mms obenx
nonydeHHbIX ceteid. Cpenu HUX ObUIH 0OHapyxkeHbl 6 TO (TCP4, TCP7, TCP13, MYBS56, NACO089,

NACO001), nporennkunasa (KINbeta3), komnonenT 6paccuHOCTepOUHOTO CUTHANBHOTO TyTH (BEE2),
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2 oenka cemeiictBa PP2C, cunmpHo muaynmpyembix ABK (HAI2, HAI3), a takxke xomnonent CCK
xyoporutactoB — LHCBS. Kpome Toro, ceru comepxkamu 64 ob6mux nuddepeHmansHo
IKCIPECCUPYIOLIMXCS MHIICHH PA3JIMYHBIX TPAHCKPHUIIIMOHHBIX (akropoB (Tabmuua 2 [Tpunoxenus).
AHann3 u30bITOYHON NpeacTaBieHHOCTH TepMUHOB GO He BbIiBwII. Hanmuuune 3THX 00IuMX MUILIEHEH
MOYET TOBOPHTb O TOM, 4TO rumepakcnpeccus RPOTMP, BbI3bIBas MOBBINICHHE YPOBHEH pa3HBIX
TPAHCKPHIITOB, B pa3HbIX OpraHeulaX, MPUBOAMUT K 33JCHCTBOBAHMIO Pa3HBIX CXEM PETPOrPATHOTO
CHUTHAJIMHTA, KOTOPBIE IPUBOJIAT K aKTUBALWH (MITH PEMPECCUH ) PA3HBIX TPAHCKPUIITUOHHBIX (PaKTOPOB,
UMEIIUX 001re MUIIeHH. TakuM 00pa3oM, 3TO MO3BOJIAET OIYYUTh YACTUYHBIM OTBET HAa BOIPOC —
nouyemy rumnepakcipeccuss RPOTMpP B MUTOXOHAPHAIBHON MM XJIOPOIIJIACTHOW ajjpecaliiy BbI3bIBaeT
CXOJHBIE OTINYMs OT JuKoro tuna. C Ipyroil CTOpOHBI, TPaH3UTHBIN mentua HatuBHOH RPOTMp —
JIBYCMBICJICHHBIH, TO €CTh JIIOOOH METO/ PEeryJISIIH SKCIIPECCUH 3TOr0 (pepMeHTa OyAeT U3MEHSTh €ro
KOJINYECTBO OJIHOBPEMEHHO B MHUTOXOHJPHSX M B XJOPOIUIACTAaX, MOJO3pEBasi YTO MEXAHMU3M €ro
PETPOrpagHoOil perysiiuy U3 MIacTUi WM U3 MUTOXOHIPUN MOXET Takke ObITh o0muM. B monb3y
JAHHOM THUIOTE3bl TaKke roBopuT Hamumyue B xjoporutactax OenkoB NIP1 u NIP2, xotopsie
UHAYIHPYIOTCS Ha cBeTy W cBs3piBatorT RPOTMP ¢ tunakomaHoit mMemOpaHo#l, Takum oOpasom
uHaktuBupys (epment (Azevedo et al., 2008), kak mOMOJHHUTENbHAS CTYNEHb PETYJSIUNA BHYTPH

jaaCTuna.

3.2  XapakTepuCcTHKA MPOpacTaHHUs PacTeHHUii JUHHUH ¢ runepIkcnpeccueii RPOTmp

Panee corpyaHukamMu JjaGopaTopud ObUIO BBISBIEHO, 4YTO JIMHMM apabujorncuca ¢
runepakcnpeccueit RPOTmp B mMutoxonapuansHoit (OEM) nu6o mmactugnoit (OEP) appecarum,
MMeITH TOHWKEHHYTO 9yBCTBUTEIBHOCTD K PEIPECCUPYIOIIEMY JIEHCTBHIO TIOBBIMIEHHBIX KOHIIEHTPAIUN
caxapo3bl IPY MPOPACTaHUH CEMSH, U3 YeTo OBLIO CIENIaHO TMPEATIOI0KEHHE O BO3ZMOKHOM HAPYIICHUN
y pactenuii-runepakcnpeccopoB RPOTMp perymsinuu cocrosiaus nokost (Gorbenko et al., 2024). {ns
NPOBEPKU JAHHOM I'MITOTE3bl HCCIIEI0BATIN IPOpacTaHUe CeMsIH 0€3 CBETOBOM CTUMYJISLINU.

CemeHa uCCIeyeMbIX PACTUTENBHBIX JHHUN BBICAKMBAIHM Ha MUTATEIBHBIE CPEIbl U TOCHE
CTpaTH(HKAIMK TIOMEIIAINA B YCIOBHS HOPMAJBHOTO OCBEIICHHS WM B TeMHOTY. Ha 6-¢ cyTkum ot
OKOHYaHHUs CTpaTU(HKAIMK MOJCUYNUTHIBAIM TMPOLEHT MPOPOCHIMX CEMSH OT YHCIa BBICAXKCHHBIX.
[TpopocTkH, BBIpOCIINE B TEMHOTE, UMEIH OOBIUYHYIO JUIsl 3THOIUPOBAHHBIX POPOCTKOB MOPQOIOTHIO
(cunpHO YJUIMHEHHBbIE OecXJIOpo(UIUIbHBIE THIIOKOTHIIM, HEpAacKpbIBIIMECS cemsinonu). Pe3ynpraTsl

aHajIn3a BCXOXECTU B KOHTPOJIbHBIX YCIIOBUAX U B TCMHOTE IIPUBCACHLI HA Puc. 32.
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Puc. 32. BexoskecTs cemsit apabuorncuca gukoro tuma Col-0, myTtanTa rpotmp u TpaHCTEHHBIX JTMHHN ¢
runiepakcnpeccueit RPOTmMp B muroxonapusix (OEM1, OEM15) unu xnopormnacrax (OEP12, OEP15) Ha cBety
u B TemHoTe (Gorbenko et al., 2024). 3HaunMoCTh pa3iIu4Mii OT pacTEHHs JUKOTO THUIA B TEX JKE YCIOBHUSIX
MOKa3aHa KPaCHBIMHU 3BE3/I0YKAMH, OT PACTCHHS TOU JK€ JIMHUU B IPYTHUX YCIOBUSX — cuHUME: * — P < 0,05, ** —
P <0,01.

3HAYMMOCTb PA3INIHA MEKY BCX0XKECTBIO OTACIBHBIX JTMHUN PACTEHUH HA CBETY M B TEMHOTE
OLICHMBAJIM N0 Kputepuro ManHa-YuTHH-Bunkokcona: Bcxoxects nuauiit OEM u OEP B TemHoTe
3Ha4uMO omnyaiack ot Bcxokectu Col-0 (P < 0,05), u Obuta Ha ypoBHe MyTaHTa 1o reny abi4. B
ommmyue oT Col-0, BCcX0KeCTh CeMsH THIEPIKCIPECCOPOB M JIMHUK abi4 Ha cBeTy M B TEMHOTE HE
paznuuanacs (Puc. 32).

IIpopactanue 6e3 CBETOBOM CTHMYJISALMHU Yy apaOuoICHCca IMpencTaBiseT coOOW OAMH U3
BapHUaHTOB HapyILIEHHs COCTOSIHUS MOKOsl CeMsiH, KoTopoe 3aBucuT oT 6ananca ABK u I'K. Hapymenue
COCTOSIHUSI TIOKOSI BO3MOXHO IIPH HM3MEHEHHWH MPOIECCOB, PEryIHPYIONMX JaHHBI Oamanc. Y
MYTAHTHBIX PACTCHUH 1Mo reHy abi4, u3BeCTHOMY MOJIOKHUTEILHOMY PETYJIATOPY COCTOSHHS TOKOS U
penipeccopy karabonuzma ABK, 6b110 cHMxeHo kommuectBo ABK u noBeiieno konmmuectBo 'K B cyxux
CeMEHaX, 4YTO NPUBOAMIO K Oojiee OBICTPOMY MpOpAcTaHUIO B HKCHEpUMEHTax O0e3 CBETOBOH
crumyisiia  (Shu et al., 2013). T'mnepakcnpeccus RPOTMP, BeposTHO, MOXET MPHBOIUTH K
HapyIICHHUIO TITyOUHBI COCTOSTHHSI TTOKOSI CEMSTH, BO3MOKHO BCIIEACTBHE HAPYIICHHUS YyBCTBUTEIILHOCTH
Kk ABK. B nonp3y 1aHHOM THIIOTE3BI TAKKE CBUAECTENIBCTBYET, UTO IPU IK30M€HHOM BO3/IEVCTBUU PAIOM
(UTOrOPMOHOB YPOBHM MHUTOXOHJPUAIBHBIX TPAHCKPUITOB IOBBIIIAINCH, BEPOSTHO, BCIEACTBUE
yemnenus skcripeccun RPOTmp u RPOTm (Bychkov et al., 2023). [lnst npoBepky AaHHOH THITOTE3bI
MBI TIPOBENIM JKCIIEPUMEHTHI MO0 W3YYEHHUIO TPOPACTaHUSI CEMSH JIMHUH-TUTIEPIKCIIPECCOPOB
HEIOCPEICTBEHHO B MPUCYTCTBUHU IBYX KOHIeHTpannii ABK.

JUia mpoBeAeHNsI SKCIIEPUMEHTOB Hcnoib3oBan koHueHrpauuu ABK 0,2 u 0,5 MmxM, noxcuer
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YrcIia MPOPOCIINX CEMSIH MPOBOIWIIM HA 4 U 8 CyTKH TOCTIe CTpaTH(UKAIIMK COOTBETCTBEHHO. J[aHHbIE

npencraBieHsl Ha Puc. 33.

0,2 uM ABK, 4 neHb 0,5 uM ABK, 8 geHb
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Puc. 33. Bimsinue ABK Ha BcxoxkecTh ceMsiH uccieayeMsix tuauii (Gorbenko et al., 2024). TToka3ansl
pasmuuns ot Col-0 (xpurepuit Manna-Yutnu-Bunkokcona): * — P < 0,05, ** — P < 0,01. DxcnepuMeHT
MIPOBOJIMIIN B yCIIOBUsX (hoToneprona 16 1 cer / 8§ 4 TEeMHOTA.

[Ipu xonuentpamuu AbK 0,2 MkM Ha 4 1eHb BCX0KECTb BCEX CEMSIH THIIEPIKCIIPECCOPOB, KPOME
OEM15, 3naunmo (P < 0,05) oTyimuanack OT BCX0KECTH CeMsTH TUKOTO THIa. CamMblii BBICOKUH MTPOIICHT
BCXOXKECTH UMel TutacTuaHbi runepakcnpeccop OEP15. Ipu konnentpanun ABK 0,5 MmxM Ha 8 1eHb
nocJje cTpaTu(UKaluy CeMeHa BCEX UCCIIEyEeMbIX THIIEPIKCIIPECCOPOB MPOPOCITH 3HAUUTENIBHO JIyYIIIE,
4eM ceMeHa pacTeHus [ukoro Tuma. (CeMeHa MyTaHTHOrO pacTeHus Ipotmp, HampoTus,
JEMOHCTPUPOBAIM OYEHb BBICOKYIO UyBCTBUTEIBHOCTH K k30reHHOW ABK u ko BpemeHu nsmepenus
MPOPOCIIMMH OOHAPYKUBAIUCH HE Ooiiee 1 % ceMsH.

HccnenoBanu npopacTaHue CEMSH B YCIOBHUAX COJIEBOIO CTpecca — Ha cpefax, coaepxamux 150
MM NaCl. PesynbraTtsl npuBenensl Ha Puc. 34. bbiio oOHapyskeHO, 4TO B YCIOBHUSAX COJIEBOTO cTpecca
BCXOXECTh CEMSIH JIMHUN THUIEPIKCIIPECCOPOB CHHKAJIAch B TOM K€ CTENEHU YTO U y CEMSIH JAMKOTO
Ttuna. BcxoxecTh ceMsH rpoOtmp cHukamach cuibHee, W 3HauyuMo (kKputepuil ManHa-YuTHU-
Bunkokcona, P < 0,05) ornuyanack OT pacTeHMH AMKOTO THUIA, YTO TOBOPUT O MOBBIIMIEHHON

qyBCTBUTEIHLHOCTH MyTaHTa K cosieBoMy ctpeccy (Gorbenko et al., 2024).
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Mccnepgyemble NMHUM pacTeHUid

Puc. 34. BcXokecTh CeMsH HCCIEAYEMBIX JIMHHM B KOHTPOJBHBIX yciaoBusaX (A), W Ha cpemax,
coaepxkanmux 150 MM NaCl (B) (Gorbenko et al., 2024). IToka3aub! pa3nuuust oT pactenust qukoro tuma Col-0:
* — P < 0,05. DkcriepyMeHT POBOIWIN B YCIOBUSIX (oTornepuosa 16 4 ceer / 8 4 TeMHOTA.

3.3  H3ydeHme cynmpamoJieKyJsIPHOW OPraHM3aLMU IbIXaTeIbHOM el MUTOXOHAPHIi 1
XJIOPOIJIACTOB B JIMHUSIX ¢ runepikcnpeccueid RPOTmMp

3.3.1 Xapakrepucruka ITL mMuTOoXOHIPHIi Hcc/IenyeMbIX JHHHI METOAOM ro.yooro
HATMBHOIO 3JIeKTpogope3a

W30mupoBaHHbIC M OUHIIIEHHbIE MUTOXOHIpuH nHuid Col-0, rpotmp u OEM15 anukBoTHpoBau
1o 100 MKT ¥ COMOOMIU3NPOBANIN C IOMOIIBIO TUTUTOHWHA B COOTHOIIEHUH 5 MI' JUTUTOHUHA Ha 1 Mr
Oenka, B 00beme 30 Mxi1. ComroOmIM3aT UCCIIS0OBAIN € IIOMOIILIO TOJIyOOT0 HATUBHOTO AJIEKTpodopesa
(BN-PAGE) B rpamuentHoM moauakpuiamuaaom rene (3,5-13% akpuiamuga) 1Mo METOIUKE,

omucanHoi B pabote Wittig et al. (2006). Dnekrpodoperpamma MUTOXOHAPHATBLHBIX OCIIKOB PACTECHHS

mukoro tuma Col-0 npesicrasnena na Puc. 35.
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Puc. 35. Dnexrpodoperpamma BN-PAGE Col-0, okpariennas ¢ momonipio: [+CBB - ructoxumudeckoro
ONpeleJeHUs] AaKTHUBHOCTH KoMIUleKca [ ¢ mocnenyromed OKpacKoW KOJUIOMIHBIM KyMaccu; IV —
TUCTOXMMHUYECKOTO ONPEIETIEHNs aKTUBHOCTH KoMIuiekca [V; Il — rucToXuMHUYECKOro onpeeseHnss aKkTUBHOCTH
komiekca 1.

[Tpu onpeneneHnn akTUBHOCTH Komiuiekca |V Obuto o6HapyxeHo nomumo 1Va u IVy (hopma
KOMILIEKCa ¢ OTCYTCTBYoMIEH cyonhenuuuiieir COX6b) nHeckombko qomonHuTenbHbix mojoc: 500 k/la —
BO3MOXHBIN gumep V2, xomurpupyrommii ¢ xomriekcoM lllz; 650 xJla — BepositHo [I+1V,
KOMUTpUpPYIOLIUN ¢ KomIuiekcoM V; crmabas monoca B paiione 1500 k/la — Bozmoxkno I+11l2 umeer
coctaB |+1I2+1V, win ¢ Hum xomurpuposan cynepkomimiekc Ix+1Vy. Onnako, IMMyHOXUMHYECKH
npucytctBue komiuiekca 1V (C antutenom antu-COXX6) B paiione 1500 k/]a moaTBepkaeHo He ObLIO,
npezrnonaras, 4ro JaHHas IMoJioca — HeCMenu(pUIecKoe OKpamuBaHue. BO3MOXHO, MPOW30ILIO0
HEeKoTopoe okpamuBanue komiuiekca lll, uro ynomunaercs B nuteparype (Mitsuhashi et al., 2011).
Crexunomerpuueckuii coctaB cynepkomiuiekca l2+1112 ¢ kaxymeiics maccoit okono 3 M/la 1ono/uinHHO
HEM3BECTEH, TaK Kak MHQpOpMalus B JMTEpaType HECKOIbKO MPOTHBOpPEYMBA — HAa OCHOBAHUU
KPHOAJIEKTPOHHBIX MHKPOCKOIIMYECKUX HCCIIEAOBAHUI KPYITHBIX CYMEPKOMIUIEKCOB MHUTOXOHIPUI
yenoBeka, Obika M KapTodesss MoxHO mpeamnonaratk coctaB lo+I112 (Jha et al., 2016; Bultema et al.,
2009), na ocHoBanuu wuccienoBanus Pisum sativum — I>+l1ls (Ukolova et al., 2020). Brisicuenue
TOYHOT'O CTEXMOMETPUUECKOTO COCTaBa CYNEPKOMIUIEKCOB BBIXOAMT 32 PAMKU JAHHOW PabOThI, OJTHAKO
Ha OCHOBAaHWMU BTOpOW Mepbl aekTpodopesa (Puc. 38) m Bectepu-OnoTTHHTA (PHc. 40) MOXHO
YTBEPKAaTh, UTO OH COAEPKUT KoMmIuiekcsl | u |1l u He cogep uT cyObeANHUL IPYTUX JIbIXaTEIbHbBIX

KOMIIJICKCOB.
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Cpasuenue 3ekrpodoperpamm BN-PAGE nunuii rpotmp u Col-0 npeacrasieno Ha Puc. 36. Y
JMHUAW MyTaHTa rpotmp Obl1 0OHAapy>KeH aKTUBHBIN KoMIUIEKC | B cBOOOAHOM BHIE, a TAKXKE B COCTaBE
cynepkomiuiekca I+1ll2, omHako koiMuecTBO €ro OBUIO CHIIBHO CHIDKEHO. TakKe HCCIIeI0BaIn

aKTUBHOCTH KoMIuIekca || — pasnmuuwmii mesxy rpotmp u Col-0 o6Hapy»xeHo He ObLIO.

A ; § .

£ 2 ¢ I

8 8§ 8 B 8 8 8

¥

I2+|IIn a§> 3000
1+111, . £ o 3 1500
| - 8 38 & 1000
v 650
b ~ B 500
_ | 350
I 160
130

Puc. 36. CpaBuenue snekrpodoperpamm BN-PAGE rpotmp u Col-0. A — okpacka ¢ MOMOIIBIO
THCTOXUMHYECKOTO OIpEJeTIeHUs] aKTHBHOCTH Komiuiekca |, B — okpacka ¢ mOMOIIBIO TMCTOXMMHYECKOTO
omnpeneneHus kommiekca |1, C — okpacka KOJUIOMAHBIM KyMAaccH MOCIIE OIPeeNIeHNs] aKTUBHOCTH KoMmiIuiekca |.
TpeTheli MuHMEH B KaXI0W 4aCTH PUCYHKa PaCIOOXKeHBI COBMEIEHHs dekTpodoperpamm, Col-0 B kpacHOM
KaHaie, rpotmp — B 3e1eHOM.

CpaBuenne osnekrpopoperpamm  BN-PAGE  nuumit  Col-0 u  MHTOXOHIpHATBHOTO
runepakcrpeccopa OEM15 npeacraBneno na Puc. 37. Coneprkanue cynepkomiuiekcos 1+ u l+111;
B smmanu OEM15 6puto Heckombko moBbimeHo. Ilpyu m3MepeHun aktuBHOCTH KomruiekcoB 1V u |l

pasuuisl Mmexay muausiMa Col-0 u OEM15 o6HapyskeHO He ObLIO (JaHHBIC HE TTOKA3aHbI).
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Puc. 37. Duekrpodoperpammbr BN-PAGE Col-0 u OEM15: A — rucroxuMuuYecKoe OrpeieieHue
AaKTHUBHOCTH KOMIIJICKCaA |, B - OKpacCKa KOJUIOMAHBIM KyMacCCH ITIOCJIE ONPEACICHHUA aKTHUBHOCTH KOMIIJIEKCA |
(Gorbenko et al., 2024). TTo nienTpy 000MX YacTeil pHCyHKa TOKa3aHO COBMeIeHue anektpodoperpamm: Col-0 B
kpacHoM kaHaire, OEM15 — B 3enerom.

3.3.2 Xapakrtepuctuka cynpamoJiekyjaspHoii opranmzamuii ITI[ MuTOXOHAPHIi
HccJenyeMbIx JuHuii MeTooM aBymepuoro BN/SDS aiexkrpodopesa

Jlns mepBoil Mepbl roily00oro HaTUBHOIO 3JeKTpodopesa Hcnosib3oBaId Npodsl mo 300 MKr
MHTOXOHIPHATIBHOTO Oelika, KOTOphIe HAHOCWINCh Ha 3 JOpOKKU TpamuentHoro rens (3,5-13%
akpuinamu). [locite mpoBeeHUs mepBoii Mepbl AstekTpodopesa otaessan oonactu ot 1000 k/{a u Bbie
U HCIIONIB30BAIN [Tl BTOPOil Mepbl B rpamueHTHOM Tene (10-20% akpuinamun) B JACHATYPUPYHOIIUX
ycnoBusix ¢ SDS. Dnekrpodoperpamma asymeproro aekrpodopesa Col-0 u rpotmp npezacrasieHa Ha
Puc. 38. KonnuectBo Genka cyObequHMIl KoMIUiekca | y muHuu rpotmp cymecTBeHHO CHMKEHO, B TO
BpeMsl Kak KOJIM4YeCTBO Oenka B msiTHax ¢ maccoit okoso 30 k/la (1000-1500 k/la B mepBoM U3MepeHUHN),
COOTBETCTBYIOIIMX BEPOSITHO KOMIIOHEHTaM mpoxubutuHoBoro komiiekca (Klodmann et al., 2011),
06110 cpaBHUMO ¢ TakoBbIM y C0I-0. Y rpotmp Obw10 0OHapyKeHO MOBBIIIEHHOE KOJUYECTBO OejKa B
naTHax ¢ maccamu okosio 34 u 44 xJla (Puc. 38). [IpeanonoxurenbHO, NaHHbIE OCIKU SBISIOTCS
KOMITOHEHTaMHU MUPYBATIETUIPOTEHA3HOTO, WIH OKCOTIYTapaTAEeTHIPOreHa3HOTO KOMILUIEKCOB, a MX
TIOBBIIIEHHOE COZEP)KaHWE B MUTOXOHAPHUSAX FPOIMP OOBSACHSETCS CIEAYIONUM: U SKCIEPUMEHTA
MHUTOXOH/IPHUH HOPMUPYIOTCS IO KOJIMYECTBY Oeika; Komruieke |, Oymyuu caMbIM KPYITHBIM U OCHOBHBIM

KOMIIOHCHTOM CYICPKOMIUICKCOB, BHOCHUT CymeCTBeHHLIﬁ BKJIaa B 06H.[HI>1 YPOBCHBb Oenka
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MHTOXOHHpHﬁ; CHM)KEHHE KOJIMYECTBa KOMILIekca | B MUTOXOHAPUAX MMPUBOAUT K YBCIMUCHUIO OOJIN

0enKoB MaTpuKca B 1 MKI' CyMMapHOTO MUTOXOHIPUAIBHOTO OelKa.
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Puc. 38. Dnexrpodoperpammsr 2D BN/SDS-PAGE cymmaproro mutoxonapuaibtoro oenka. A: Col-0;
B: rpotmp; C: namoxenue snekrpodoperpamm (Col-0 — kpacubiii kaHam, rpotmp - 3enensiit). CHU3Y yKa3aHb
macchl 6enkoB B iepBom usmepennn (BN-PAGE), cipaBa — Bo Bropom usmepenunu (BN/SDS-PAGE), k/la.

Onexrpodoperpamma 2D BN/SDS-PAGE Col-0 u OEM7 npencrasnena ua Puc. 39. B nanaom
HKCIIEPUMEHTE BBISIBIICHO HEKOTOPOE IMOBBIIIEHUE KOJIMUecTBa CyObenuuuil komruiekcoB | u Il B

coctaBe CK I+111 (1500 x/a).
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Puc. 39. Dnekrpodoperpammbr 2D BN/SDS-PAGE. A: Col-0; B: OEM7; C: namoxeHue
anektpopoperpamm (Col-0 — 3enensiii kanain, OEM7 — kpacusiii). CHU3y yKa3aHbl Macchl OCIIKOB B TIEPBOM
usmepenun (BN-PAGE), cipaBa — Bo Bropom nsmepenun (BN/SDS-PAGE), k/la.

3.3.3 Xapakrepucruka cocraBa cynepkomiviekcoB JTL MmuToxonapuii ucciegyeMbix
JIMHUI MeTO0M MMMYHOOJIOTTHHTA

C mpobamu mo 300 MKr MmuTOXOoHApHanbHOro Oenka mupoBomwiu 2D BN/SDS-PAGE,
HepeHOCWIN 00J]acTh CYHNEpKOMIUIEKCOB Ha HHUTPOLEIUIIOIO3HYI0 MeMOpaHy U HPOBOJMIN
UMMYHOOJIOTTUHT CO CHEeUU(UUECKMMU aHTUTENaMH K CyObeJMHMLIAM JbIXaTelIbHBIX KOMILJIEKCOB |
(antu-75 kDa, antu-Nad9), Il (autu-SDH1-1), Il (antu-CoB), IV (antu-COXX6) u V(antu-ATP3).
O0OpaboTaHHBI CHUIMOK MEMOpaHBbI, a TAK)KE COBMEIIIEHHE YacTH MeMOpanbl ¢ rpotmp ¢ 2D BN/SDS-
PAGE mpexacrasienst Ha Puc. 40. OT™MeueHO CYIIECTBEHHO MeHbliee KomuuecTBo Oenka 75 kDa 'y
MmyTaHTHOU snuHuH. Jlerekuus cyobeanuuisl COB y muanu Col-0 mpomnuia ycremHo, u ee mo3uIus
cooTBeTcTBYeT cynepkomiuiekcam I+l1l2 u 241112, ogHako y rpotmp ona nerextupoBaHa He ObLIa.

Cyowenunuiia NAD9 Takxke ObUTa AeTeKTHpoBaHa ToiabKo y tuHuu Col-0.
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Puc. 40. Hutpouemnrono3nas Membpana mocie ummyHoomortaara Col-0 (A) u rpotmp (B) B 3enenom
KaHaje, coBMmerneHHas ¢ anektpodoperpammamu 2D BN/SDS-PAGE (Puc. 38) B kpacHoM kanaie. Macchl
OenkoB yka3aHsbl cripasa (k/la). CneBa yka3aHbl COOTBETCTBYIOIIHE aHTHTENa. CBEPXY yKa3aHbl MacChl OEIIKOB B
nepBom usmepennu (BN-PAGE), cnipaa — Bo Bropom m3mepennu (BN/SDS-PAGE), k/1a.

[Tpo6s1, coaepxarue mo 200 MKT MHTOXOHIApUAILHOTO Oenka nuHui aukoro tuna Col-0 u
MUTOXOHJIPHAJILHOTO THunepakcrnpeccopa OEMIL5, takke Obutn mpoaHamu3upoBaHbl MmetogoM 2D
BN/SDS-PAGE ¢ nocieayroumM HMMYHOOIOTTUHIOM. O0IaCcTh CYNEepKOMIUIEKCOB ObLIa epeHeceHa
Ha HUTPOIIEIUTIONIO3HYI0 MEMOpaHy U MOABEprHyTa THOPUAU3AIMU CO CIeIU()UUECKUMU aHTUTENIaMH K
cyOobenuumnam aeixarenbHbix komiviekcoB | (75 kDa, NAD9), 111 (COB, CYC1), IV (COXX6) u V
(ATP3) (Puc. 41). Bce ucnonb3oBanHble Tpu 00paboTke aHtuTena, kpome COXX6, mo3Bosmiu
IPOBECTU JETEKLUIO COOTBETCTBYIOIUX OenkoB. Habmogaemas pa3sHHIla B COCTaBe OENKOBBIX MATEH
o0ycJIOBIIeHa pa3HOM CTemneHblo 00pa3oBaHUs CYOKOMIUIEKCOB NpU TMPOBEJCHUHM BTOPOH MepbI
aektpodopesa. OtcyrcTBHE B o0OmacTu  cynepkomiuiekcoB aHtureHa COXX6 mo3Bossier
MIPEANONIOXKUTH, UTO KOMILIEKC |V HE BXOAHUT B COCTaB CYNEPKOMILIIEKCOB ApaOuIoTnicuca, Wik OHH Ha
CTOJIBKO CJIa00 CBSI3aHBI, YTO PA3JIENIAIOTCS ellle MPU BO3JIeHCTBUN AUTUTOHUHA BO BpeMs NIEPBOIl Mepbl

anektpodopesa. Pasuuipt B cocraBe cynepkomiuiekcoB Col-0 u OEM15 oGHapysxeHo He ObLIO.
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Puc. 41. CMoHTHpOBaHHBIC (pparMeHThl CKAHMPOBAHHUIT MTOCIIE0BATEIbHBIX HHKYOarmii Mmemopan Col-0
n OEM15 ¢ anturenamu k kommuiekcam | (75 kDa, NAD?9), 111 (COB, CYC1) u V (ATP3).

3.4 XapakrepucTuka 0eJIKOBBIX KOMILJICKCOB THJIAKOU/10B HCCIeAyeMBbIX
PACTUTENbHBIX JUHUHA METOAOM roJ1y00ro HAaTUBHOIO dJ1eKTpodope3a

CynpamMosieKkyJsipHasi OpraHu3aiysi OeJIKOB THJIAKOUIOB ObUIA TIPOaHAM3UPOBAHA C TOMOIIBIO
romyboro HaTHBHOTO 3JeKkTpodopesa. Pesynbrarer npencrasnensl Ha Puc. 42. Hukakux paznuanii B
OpraHu3ay OENIKOBBIX KOMIUIEKCOB THJIAKOUAOB MEXIY PACTEHHUEM JIUKOrO THIMA M IUIACTUIHBIMU

runepakcnpeccopamu OEP8 u OEP12 06Hapy>I<eHo HE OBLIO.
P12 Col P12 Col P8

T TLLTE

PSI-Ndh

PSII sc|
PSI-LHCII

po P R R PN sl e e

CF,F,
, _ . -4 8 4
3 "B P4 ‘

PSII-M
Cytb6f

LHCI - T

Puc. 42. Dnexkrpodoperpamma BN-PAGE tunakounnos Col-0, OEP8, OEP12 B 3 6uonoruueckux
noBTopHocTsax. LHCII — cBetocobuparommit komruieke 11, Cytb6f — muroxpom b6f, PSII-M — monomep
¢orocucremsr I, CF1F0 — AT®-cunraza, PSI — ¢ortocucrema I, PSII SC — cynepkoMruiekch
¢dorocuctems 11, Ndh — NADH-neruaporeHas3HbIi KOMIIEKC XJIOPOILIACTOB.

3.5 Co31aHue reHeTH4eCKUX KOHCTPYKIUI

Tpanchopmarust MUTOXOHIPUH IN VIVO sIBJISIETCSI OMHOW M3 HEPEIICHHBIX HA JaHHBI MOMEHT
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3agay. OTHOM W3 OCHOBHBIX MPOOJEM TpaHCHOPMAIMH MHTOXOHAPHHN IN VIVO SBISETCS OTCYTCTBHE
reHa-penopTepa, MO3BOJSIONIETO OCYIIECTBIATh CEJCKIHI0 TPaHC(HOPMUPOBAHHBIX MHUTOXOHIPHM.
Hcnonp3oBaHne MyTaHTa MO reHy IpPOtmp B KayecTBE CENEKTUBHOIO PEIUIHEHTa T'€HEeTHYECKHX
KOHCTPYKIUH, conepxamux red RPOT2 nukoro Tuma u 1eneBoi reH, MOXKET CTaTh MEPCIIEKTUBHBIM
MIOJIXO/I0M JJIsl PEILICHHSI 3TOH CII0KHOM 3a1a4un. OTHUM U3 IEPBBIX 3TANOB Pa3pabOTKH ATON PoOIeMbI
SBIISICTCA CO3[IaHME TEHETHMUYECKUX KOHCTPYKIHUH, HECYyIIHX YyXEpOJHBIH T'eH MOJ[ YIpPaBICHUEM
IPOMOTOpA U3 MUTOTeHOMa Apabuaorncuca.

Konctpykuuu co3gaBanu Ha ocHoBe miazmuabsl PCK-GFP-PRmt, coxepskameii reH 3ei1eHoro
dyopecuentaoro 6enka (GFP) u3 memyssr Aequorea victoria (Koulintchenko et al., 2003). JTHK
mwiasmuasl  PCK-GFP-PRmt, B kommuectBe | MKr, moaBepraid OJHOBPEMEHHOW 00paboTke
sunonykieasamu pectpukuuu Ncol u EcoRI. Tonyuyennyro JIHK pasznensnu snekrpodoperudecku B
1% arapo3HoM Teine M DIIOUPOBAIM U3 Tens ¢parmeHT 5635 Mm.H., Moiydas TakuM o0pa3oM
JIMHEApU30BaHHYIO MJIa3MHUy ¢ yaaaeHHbIM npomotopoMm pPHK 18S S. tuberosum.

@®parMeHTHI TPOMOTOPHBIX MOcen0BaTebHOCTel reHoB COX1 u Rrn26 n3 MUTOXOHIPUATBHOTO
reHoMa apabuporicuca nonydanu meronoMm I[P ¢ ucnonms3oBanneM B kauecTBe MaTpuilbl Mt/ HK
apabujorncuca U mpaiMepoB K cOOTBETCTBYIOIUM ydacTkam (Tabmwuma 6). IToiaydeHubie hparMeHThI
ObUTH 3aTeM O4YMIIeHbl ¢ Tmomolbio Habopa GeneJET PCR Purification Kit u moasepruyTs
OJIHOBPEMEHHOU pecTpHKIuu ¢ oMoIbio ¢pepmentoB Ncol u ECORI. PectpunmpoBannbie (hparMeHTHI
OYUINAIH C TIOMOUIBIO JFOIMH U3 arapo3HOTro Telisl.

Jlna nurupoBanus ucnons3osanu JAHK nuneapuzoBannoi miasmunasl u JIHK nmpomoTtopos B
MoOJsipHOM  cooTHouieHuu 1:3. [lomyueHHble MPOAYKTHI JIMTUPOBAHUS  MCIIOJIB30BAIM  JJIsS
tpancdopmarnuu mramma E. coli DH5a. TpancopMaHThl BeIpaliMBaid Ha Yaikax [letpu co cpemoit
LBA. C kax/oi yamku ObUTH 0TOOpaHBI U TiepecakeHbl o 30 KOJIOHUH TpaHC(HOPMAHTOB, KOTOPHIC
3aTeM ObUIM MOJBEPrHYThl CKPUHUHTY ¢ nomoibio [I1P ¢ npaiiMmepamu K MpOMOTOPHBIM y4yacTKaM,
BcTpoeHHbIM B mazMuay PCK-GFP-PRMT. [Ins naneHeiimeit paGoTbl Ob11M 0TOOpaHbI U IIEPECaXKEHbI
no 4 konmoHMH, Uil KOTOpbIx B pesynbrare [P nmpomna camas s¢dexrtuBHas ammimukanms.
OT0oOpaHHBIE KOJOHUH OBLIH BBICKHBAIIM B HOUHBIE KYJIBTYPBI M 3aT€M BbLACIsUH iazMuanyo JJHK,
KOTOPYIO HCCIEIOBaId C TIOMOIIbIO pECTPUKIMOHHOrO aHanu3a, [I[P, cexkBeHupoBaHus u
ANIEKTPOPOPETUIECKH.

PecTpukIuio moyrydeHHbIX KOHCTPYKIUI MPOBOINIIM TOce10BaTeNIbHO 1o caiity ECORI, 3atem
no caitam Ncol u BamHI. B pesynbrare pectpukuun mno caity ECORI Obutn momyuens
muneapuzoBannble  JIHK:  pasmep  nuHeapu30BaHHBIX ~ KOHCTPYKUHMH — HpEBbILIAT  pa3Mmep
auHeapu3oBaHHoU twiasMuabsl PCK-GFP-PRmt, kak u mpenmnosiaraloch TEOPETHUYECKH, MOCKOIBbKY
yIaJeHHbIi (parMeHT MPOMOTOPHOTO yuacTka rena Rrnl8 us S. tuberosum umen pasmep B 140 m.H.,

BCTPOCHHBIE MTOCIIEIOBATEIIPHOCTH TPOMOTOPHBIX ydacTkoB PCOX1 u Prrn26 — pasmep B 450 m.H.
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ITpu o6padotke r/IHK EcoRI u Ncol o6pazoBarnock 2 pparmenta, pazmepom ~7000 m.H. u ~500
I.H., JIOKa3bIBast, 4TO (pparMeHT, CoJepKalluil MPOMOTOPHBIM y4acTOK, ObUT ycremHo Bbipe3ad. [Ipu
obpadorke wiJIHK EcoRl u BamHI 6p11m nmonmydenst 2 ¢gparmenta ~6000 m.H. u ~1100 m.H., 9To
COOTBETCTBYET yCIIEITHOMY BBIPE3aHHUIO y4yacTka npomoTtopa u rena GFP.

[TL{P-ananu3 MpoOBOAWIM C HUCIIOJIB30BAaHUEM MPSMBIX MPAMEpPOB K IPOMOTOPHBIM 00JIaCTAM U
IByX oOpatHbIX npaiiMepoB K GFP (164 HT u 619 HT OT caiita Hadana TpaHckpuriuu). [Ipomxykramu
peakiuii sBismch 2 Buaa GpparmentoB — npomorop + 164 ur GFP (614 n.H.) u npomotop + 619 HT
GFP (1069 m.u.). Taxke mnpomsBomwau II[[P-aHanu3 ¢ HCIONB30BaHUEM IMapbl IPaiMEPOB K
¢dparmentam maasmuabl S3 (X13704.1) uz Z. mays, ¢ MOMOIIBI0 Y4ero ObLIO0 IMOKa3aHo 4TO (hparMeHThI
KyKypy3HOH S3 B MOJYYEHHBIX KOHCTPYKIMSX OBLIM COXPAHEHBI, a COBMAJCHHUE JJIMH IMOIYYECHHBIX
¢dparmentoB ¢ npeanonaraeMbiMu (2943 m.H. aus PCK-Pcox1 u pCK-Prrn26) roBoput o6 ycremHom
BBEJICHUM BCTAaBOK IPOMOTOPHBIX IIOCIEAOBAaTENbHOCTEH B IMpeaenax JBYX (QparmMeHToB S3,
pasneneHHbIx reHoMm GFP.

C mwenmpto amMIIMQUKAIMA  TOJHBIX IIOCIEAOBATEIBHOCTEH BCTAaBOK M3  IOJyYEHHBIX
KOHCTpYKUUH Obutn moctasieHsl peakuuu 1P ¢ yHuBepcanpubiMu npaiimepamMu M13, B pe3yibrare
yero ObLIO BRISICHEHO, 4TO KOHCTpYKIus PCK-GFP-PRMT BcnenctBre MHOTOIETHETO UCIIONIB30BAHUS
U KIOHMPOBAHHUS HAKOMHIJIA 3HAYUTEIBHOE KOJIMYECTBO HYKICOTHUIHBIX 3aMEH — H3-3a 4ero Obul
HapylIeH OTXKUT mpaiimMepa M13-R (ompeneneHo ¢ MOMOIIBI0 UCTIOIB30BAaHUS Pa3HBIX KOMOWHAIMN
NPSIMBIX U OOpaTHBIX IMpaitMepoB). BeneacTBue 3TOro ObLI0 MPUHATO PEIICHHE KIOHUPOBATH MOTHYIO
BCTaBKY (coeprkallyro 2 ydacTka miaasmMuasl S3 Z. mays, pasznenennsix reioM GFP noj ynpasiennem
Prrn26/Pcox1) B cocraBe mnasmuasl pBlueScript KS (+). s sToro 6biia mpoBeeHa MHOTOKpATHAsT
aMIUTM(UKAIUS C UCIoJIb30BaHueM npaiiMepoB M13. TIpoiyKThl ObIIN OUMILEHBI, CKOHLIEHTPUPOBAHBI,
HOJIBEPTHYTHI PECTPUKIUK C Hcmoib3oBaHrneM (epmentoB Xbal u Xhol u kmoHupoBaHsl B cocTaBe
pBlueScript (omepanuy 1O TECTUPOBAHHIO TIONYYCHHBIX KOHCTPYKIMH OBUIM  aHAJOTUYHBI
BolleoncanubiM st koHCTpykuuit  PCK-GFP-PRMT). Cxembl MOJyYeHHBIX KOHCTPYKIIHi

npezcTasieHbl Ha Puc. 43.
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Puc. 43. Cxembl mosTy4eHHBIX Ha OCHOBE Iu1a3Muibl PBlueScript renetnyeckux koncrpykuuii pPBS-Pcox1
u pBS-Prrn26.

B pesynbraTe CEKBEHMpPOBAaHUS YYacCTKOB IPOMOTOPHBIX 0OJacTedl, MHTErPUPOBAHHBIX B
TeHEeTHYECKHEe KOHCTPYKIMHU, OBUTO BBISICHEHO, YTO BCTaBKa PCOX1 MaeHTHYHA ydacTKy MPOMOTOpA U3
mt/IHK Apabumorncuca Col-0 (NC 037304.1) ma 100%, Prrn26 — na 99%. HecoBnanenus
MIOCJIEIOBATEILHOCTA BCTaBKU M MpoMoTopa Prrn26 e 3arparuBaroT BakHbIE IS 3()(HEKTUBHOCTH

TpaHckpunuuu no3uuuu (Puc. 44).

CTATCAATTTCATAAGAGAAGAAAG

delC insT TIC NG TSS
v v v D v v
419 372 -300 196

Puc. 44. Tlo3unmu wHCepuui, AENENUi W 3aMeH, OOHAPYXKEHHBIX B TOCJemoBaTenbHOCTH Prrn26,
HHTETPUPOBaHHOM B m1a3mu ity pBlueScript. Ins — unceprust, del — nenenms, T/C u A/G — 3amensl, TSS — nosurms
cTapTa TPAHCKPHIIIHK, OCNBIM MPSAMOYTOJIBHUKOM 0003HAUY€H MPOMOTOPHBIH MOTHB, MOCIEA0BATEIHLHOCTD
KOTOPOTO yKa3aHa BBIlIE (KIFOYEBbIE HYKICOTHIBI MMOMYEPKHYTHI). [TO3MIMK WHCEPIMA, ISTEIi ¥ 3aMeH
yKa3aHbl OTHOCUTEIILHO CaliTa cTapTa TPaHCKPHIILIHH.

Cotpynaukamu jgabopaTopur OBUIM TIOCTABIIEHBI IKCIIEPUMEHTHI MO0 UMIOPTY (parMeHTOB
KOHCTpYKUHMH, coaepxaummx reH GFP mnon ympaBnenuem mnpomotopoB Prrm26 u Pcoxl u
¢nankupoBanHbix TPHK-Trp u3 mmazmuasl S3, B M30JMpOBaHHbIE MUTOXOHJpPUHU apabHaorcuca U
skcnpeccun rera GFP in organello, B pe3ynbTate KOTOPBIX OBLIO BBISICHEHO YTO B M30JMPOBAHHBIX
MHUTOXOH/IPHSIX MPOUCXOAUT TpaHcKpumuus reHa GFP, mpuyem MHTEHCHMBHOCTH TPaHCKPHITIIUHU O]
yIpaBJIeHUEM IPOMOTOPOB OblIIa 3HAUMMO BBIIIE YPOBHA Hecneuupuieckoil Tpanckpuniuu rena GFP
(6e3 mpomoTtopa), a ypoBeHb TpaHCKpunToB Prrn26-GFP 3naumrensHo BbIie, yem Pcox1-GFP
(Tarasenko et al., 2023), uro cornacyercs ¢ JUTEpaTypHBIMH JAHHBIMH 00 AKTUBHOCTH JTHX
MPOMOTOPOB. JIMUHBIN BKJIA] aBTOpa B JAHHON paboTe 3aKII0YaNICs B OCYIIECTBICHUH BCEX OMMMCAHHBIX
HKCIIEPUMEHTOB I10 CO3/[aHNI0 TeHETHYECKUX KOHCTPYKLIUH.

HanbHelimass  pabora  mpeamnonaraeT — MNOJYYEHME  PACTeHMH € MHUTOXOHJIPUSMH,
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TpaHCcHOPMHUPOBAHHBIMHU C MTOMOIIBI0 cucTeMbl ummnopTa JJHK Metogom TpaHcdekiny mpoTomiacToB.
[Tnanupyercs TpaHchEKIHs MPOTOIIACTOB JMHUU MyTaHTa IPOtMP KOHCTPYKIMSIMH, COACPKAIIUMU
qy>KepOJHBIN T'eH, a Takke reH RPOTMp mox ynpasiennem npomoTtopa Prrn26 u dhiaHKUpOBaHHBIX
TPHK-Trp u3 nmuueiHON mnasmMuapl S3, ¢ MOCIEAYIOICH pereHepalueil pacTeHU U3 KyJabTyphl. ['eH
RPOTmp B Takom citydae OyeT BRICTYHATh B POJIM PEIOPTEPHOTO I'eHa, obecreunBas 60jiee BBICOKYIO
JKUBYYECTh TPAHCPOPMHUPOBAHHBIX MPOTOIUIACTOB B KYJIBTYpe, KOTOpPHIE JOJDKHBI IOAABIISATH

HeTpaHC()OPMUPOBAHHBIE MIPOTOIIACTHI MyTAHTA.
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3AK/IIOYEHUE

B pesynbrate ananuza tpanckpuntomMa auauii Arabidopsis thaliana c usmenenHoit axcnpeccueit
RPOTmp Obumn ompeneneHsl reHbl ¢ auddepeHmanbHOl dKCIpeccueld OTHOCUTEIBHO PACTCHHM
JIMKOTO THIIA. DTU TeHBI ObUIH TPOAHATM3UPOBAHBI METOIaAMH aHAJIN3a N30BITOYHOM MTPEICTaBICHHOCTH
U oboraiieHus HabopoB reHoB ¢ ucnoib3oBanueM TepMuHOB GO n merabonmueckux nyreit KEGG.

TpaHCKpHUIITOMHBIE JaHHBIC ObLIM CYyMMHPOBAHBI M COCTABJICHBI IPEIIOI0KUTEIbHBIC CXEMbI
COOBITHH, MOBJIEKIINX T€ WM UHBIE (PU3HOIOTUYECKHE IPOSBICHHUS Ha YPOBHE 11e7I0ro pacTeHus. Cxema

COOBITHIA JIsI paCTEeHUIH-THUIIEPIKCIIPECCOPOB MpecTaBieHa Ha Puc. 45.

ad

NoBbIlUeHWe coaepxaHna enpedtus ydacTka cetu:
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ycuneHue akcnpeccun 27, AP X1 Mapkep cmpecca
nogaesnexuve 42 To ATPG

PUB12 Qezpadauusi ABK. peuenuus 6C
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aKTMBauusa y4acTka ceTu:
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Puc. 45. Cxema KIeTOUHBIX COOBITHH, KOTOPBIE IPOUCXOJISAT B OTBET HA H3MEHEHNE KOJTMUECTBA aKTUBHON
RPOTmp B xnopomacrax 1 MUTOXOHIpUsAX. CHHUM [IBETOM 0003HAUYEHBI I'eHBI C YCHIIMBAIOILEHCSI SKCIIPECCHEH,
KpacHBIM — C TTOJIABJISIOIICHCS, 3eTICHBIM — F'eHbl, AuddhepeHaibHas SKCIPeccHsi KOTOPBIX HE YYUTHIBAJIAC.

[Tpu MuToXOHIPUANBEHON TUTIepIKcnpeccut RPOTMP mpoucxouT NoBEIIIEHHE YPOBHEH psina
MHUTOXOH/IPHATIBHBIX TPAHCKPUIITOB, YTO MIPUBOAMUT K HEKOTOPOMY IOBBILIICHHUIO KOJTMYECTBA aKTUBHOTO
komruiekca | B Buae cynepkommiekca |+1112. B simpo moctynaer curnan o noBsiteHHoM 3¢ pekTuBHOCTH
pabotel komiuiekca |, uro Bemer Kk mnonaBineHuto dSkcnpeccun MEF10 m MEF3  (dakropos
penaktupoBanust PHK OenkoB kommiaekca ), a Ttaxke ATPG — cyObeauHHIBI KOMILIeKca V,
HEOOXOAMMOM JJISI €T0 TUMEPHU3AINH, KOTOpasi IPUBOJINUT K CTAOUIU3AINK U3THOOB MeMOpaHbl KPHUCT.
Bosmoskno, nonasnenne MEF3 u MEF10 okazano sd¢dext, mockonpKy Mo MOCIEAHUM JaHHBIM,

HaCTUYHO PCAAKTUPOBAHHBIC TPAHCKPUIITHI TPAHCIUPYIOTCA B MUTOXOHJIPUAX — U 3TO OJAHA U3 CTyneHeﬁ
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perymsiiuu aktuBHOocTH KomiuiekcoB (Plachard et al., 2018). Ilpowusornuia penpeccusi ydacTka CeTH
CKOPPETMPOBAHHOM SKCIPECCHH, MpHYEM, CyIs IO IMOJYYEHHBIM JaHHBIM, 3Ta TIpylna TIeHOB
JEHCTBUTENIBHO KO-PETYJIUPYETCs, O YeM B JINTEpaType AaHHblE OTCYTCTBYIOT. CaMbIM 3HAYMMBIM
3BEHOM 3TOI'0 ydacTka ceTH siBisiercsa AT X4, KOTOpblil POU3BOAUT MOAM(DUKALIMIO XPOMATHHA B OTBET
Ha ABK, Moaynupys skcrpeccuto Thicsid reHoB. Ero momaBneHune 6e3 COMHEHUS JOJDKHO BIHSATH Ha
qyBCcTBUTEIbHOCTH K ABK.

[Tpu runepakcnpeccun RPOTMp B mimactTuaHoON afgpecanuy MpOMCXOAUT MOBBIIIEHUE YPOBHEH
mwiactuaneix TpanckpuntoB — AccD, ClpP, RpoB. B orBer mnpowmsoluia akTHBAIMs yd4acTKa
perynstopHoi cetu, cpeau KoTopbix 0biin CAMTAL u THOG — yuactBytommue B oTBeTe Ha ABK, ALNS
u GID1C — yuactyromue B otBere Ha ['K.

I'unepakcnpeccuss RPOTMP B MUTOXOHIpHATBHON WM TUIACTUIHON aJpecaluu MPUBOJUT K
U3MEHEHHIO DJKCIIPECCHU COTE€H TIE€HOB, Ul MHOIMX W3 KOTOPBIX H3BECTHBI O€I0K-OelKOBbIE
B3aumoyeiicTeus. C momoinpio ananu3a cereit bBbB oOHapykeHo, yTo uMeercss 26 00IMUX MUIICHEN
HeniocpeactBeHHbIXx BBB s OEM15 u OEP12. Cpenn nux: BEE1 — yuactauk orBera Ha BC, 6 TO —
YUYaCTBYIOUIMX B YAJMHEHUU TUIOKOTHIIS, MU PepeHInanny JucTa, npereHnd, 1 reasl HAI2 u HAIS —
yuactHuku otBeta Ha ABK. Ilomumo »storo, B cetu BBB yuacTByeT OombInoe KOJIMYECTBO
TPAHCKPHUILIMOHHBIX (DAKTOPOB, MHOTHE U3 KOTOPBIX MPU 3TOM AKTUBHUPYIOTCS, WIM UHTHOUPYIOTCS.
Ananm3 MumieHel 3Tux ¢GaxTopoB mokazan, 4yro y rpymn T OEM15 u OEP12 umeetcst 64 o0mux
muIeHd ¢ quddepennpanpaoii skcnpeccueit (oaunakoBoit u st OEM15 u nns OEP12), Brusirorue
Ha ayKCUHOBBIH OTBET, popactaHue ceMsH, oTBeT Ha ABK u mera6onusm BC. OcobeHHO HHTEepecHO
NoJaBJIeHUue y 00eux JUHHUHA rumepakcrnpeccopoB skcnpeccuu gepmerta HCT, oTBeTcTBEHHOro 3a
cUHTE3 ()TABOHOWIOB, 3aMEIISIONINX POCT pacTeHUs. B menoM, moiydeHHBIH pe3ysbTaT MO3BOJISET
CYIUTh O TOM, YTO KOMOWHAIMS TPAHCKPUIITOMHBIX, ITUTCHETHIECKUX U3MEHEHHH U 00K -0eIKOBBIX
B3aUMO/JICHCTBUH C ydacTHEM pa3HbIX T€HOB U (DaKTOPOB, IPUBOJUT Y THIIEPIKCIIPECCOPOB K MOXOXKEMY
(GeHOoTHITy, KOTOpBI XapaKTepu3yeTcs CHMKECHHON YyBCTBUTENBHOCThIO K 3K30reHHoi ABK wu
YCKOPEHHBIM POCTOM.

HccnemoBanbl TPAaHCKPUTITOMHBIX M3MEHEHHSI W O€IKOBBIN MPO(UIh MUTOXOHIPUN MyTaHTa
rpotmp (Puc. 46). OtcyrctBue RPOTMpP B MHUTOXOHAPHSX TNPUBOJIUT K CHIDKCHHIO YPOBHEH
TPAHCKPHUNTOB CyObequHMIl KoMIulekcoB | u |V, 4TO NpUBOAWUT K CHMIKEHUIO KOJMYECTBA 3THUX
KOMIUIEKCOB. B pesynbrare unnynupyemoro aucbananca DT, B MUTOXOHAPUSAX MPOUCXOIUT 3aITyCK
MEXaHMU3MOB PpETPOTPATHOTO CHUTHAJIMHIA — KaK HECTeNU(pUIECKOTO CTPECCOBOTO, TaK U
cneuupuyeckoro. OOHapyxkeHO, 4To ypoBHH TpaHckpuntoB MT/HK, momaBisembix y rpotmp,
IPUBOJAT K aKTUBALIMH KO-PETYIHpyeMoii rpynmsl reHoB (Puc. 29 — knactep 36--43, Puc. 30A), kotopas
BKitouaeT B ce0st DCCL, perymupyrommii akTuBHOCTh Komiuiekca |, ¢pepmenT rimukommsza ALAATZ2,

uHrnouTop pocra kopHeit ABCG30, MuUTOXOHApHANBEHYIO W TUIacTHAHYR0 Tmpoteasy LON4,
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KaHIUJATHBIN TPAaHCAYKTOP CUTHaNA AeduuuTa MUTOXOHApH 1o komiuiekca | — At12Cys-2, a Taxoke
anprepHaTuBHyto NADH-geruaporenasy NDB3, koropas 4acTMYHO KOMIIEHCUpPYET ACPULUT IO
xomiutekcy |. B pesynbraTe cTpecc-peakiuy y MyTaHTa Fpotmp npoUCXOIUT yBETHUCHHE KOTMIHHOCTH
MHUTOXOHJIPHAILHOIO T'€HOMa, YTO YBEJIHMUYMBAcT ypoBHH TpaHckpunToB Rps2, Nadl, Nad3, Rrn26.
MexaHu3MBbl JaHHOH CTpecC-pPeakluy MO-BUMMOMY BKJIIOYAIOT B Ce0s aKTUBAIIUIO SKCIPECCHH T€HOB
orBeta Ha Boaubli gedurmt (GSTF6, ABR), Ha ABK (TSPO), na 'K (BT4) u metabosin3ma riryraTuoHa
(GSTU1), u penpeccuto reHoB cunteza KC (TBL18), smOpuorenesa (FLAL4), pa3Butus I1BeTKa

(BBX32), nepenauu currana crpeccoBoro orsera (MKK9).

lMoBbILLEeHWe YPOBHEN Pa6ota MexaH13MOB cTpecc-peakuuit
TpaHcKpunToB Rps12, \ GSTF6 omeem Ha Bl

Nad1, Nad3, Rrn26

CTpecc, noBbilLeHNe GSTU1 A’:,emationnganvmamuoua
KonuitHocT MTAHK ———>» TSPO omeem Ha ABK

CHwxeHune ypoBHelt 21 ABR omsem Ha B[l
TpaHckpunTa, B T.4. 6enkos / DFRA cuHme3 aHmouuaHos
komnnekca | n IV BT4 omeem Ha [K
TBL18cuHme3 KC
* \ ﬂ FLA143ambpuozeHe3

[edunuut komnnekcos BBX32pa3sumue usemka
Inlv © . MKK9 omeem ha conesou cmpecc

o
 “attacys -~
ERO7 8
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- A
Rostza’’ @

i o ®0.0.9 :
AKTUBaLWS y4acTKa CeTU: ¥ e

DCC1 peeynsiyus akmueHocmu K | LIS

ALAAT220ukonus o e &l

ABCG30 unaubuposaHue pocma KopHeu 9T @ pe, B

LONA ymunu3sauusi nospexoeHHbix 6eKkos «re I

GMI1 penapauus Ou-paspbigog Penpeccus yqacTka ceTu: ®e-

At120y5»2mgaHac:wl(Jm3mQ :Lf7ana ATSGAVTAO UMVUmE

NDB3 ansm. NADH-Oe2udpozeHasa ATCNGC19 mparcriopm UUKNU4ecKux Hm
CML46
TN8 mapkep nnacmudHbIX HapyweHul

2 ¥ 4 ERF071 amuneHosbild omeem BAP1 omeem Ha CK
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KIN14P QsuxeHue opzaHess ERF105 amuneHosbili omseem

PAP1 cuHmes aHmouuaHos

BMY3 kamabonusm kpaxmana

AGL42

ABCl4 cbopka uumoxpoma C

Puc. 46. Cxema KJIETOYHBIX COOBITHH, BBI3BIBAIONINX (PEHOTUN MyTaHTa rpotmp. CHHHM IIBETOM
0003HAYCHBI IeHbBI C YCUIIMBAIOIICHCS SKCIIPeCcCUei, KpaCHBIM — C TIOJIaBJISIFOIIICHCS.

CornacHo NOJTYYEHHBIM JaHHBIM, 0TcyTcTBHe RPOTMP B mactuaax mpuBOAMIO K YCHICHHIO
skcnpeccut ERFO71 (stusenoBbiit otBet) u PAPL (cunTe3 aHTommaHoB), pemnpeccun BMY3
(karabommsm kpaxmaina) u ABCI4 (coopka muroxpoma C). OgHaKo HYKHO OTMETHUTh, YTO JaHHOE
YTBEPKIACHHUE SIBISIETCS CIOPHBIM — H3MEHEHUW ypoBHel TpanckpuntoB xnJIHK mpu sTom He
MIPOUCXOIUT, TIOITOMY HE SICHO, KaK UMEHHO TIPOMCXOHUT PELEIIINs U Iepeiada CUTHANIA OTCYTCTBHUS
RPOTmp B uractuaax. OHOM M3 BO3MOXHOCTEH SIBIIIETCS HEJIOCTATOYHAS KOMILIEMEHTAIHS ()yHKITUI
RPOTmp B nmuanu Tmp-M3 (kotopast Hapsiay ¢ FPOtMP UCIOIb30BaIach s BBISBICHHS ICHOB OTBETA
Ha Hegoctarok RPOTmMp B 1uiactumax). A y4uThIBas JBYCMBICICHHOCTh TPaH3UTHOTO TEMITH/IA

RPOTMp u xak ciiecTBUE €ro OJHOBPEMEHHYIO PETYJISAIHI0O B 00OMX KOMIIAPTMEHTAaX, pa3/ieiCHHUE
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PETPOTPATHOTO OTBETA HA COCTABJISIIOIINE MPEACTABIIACT CIOKHYIO 33729y, TPEOYIOIIYIO JaTbHEUIITHUX
uccnenoBanuii. TeM He MeHee, OJTUH U3 YYaCTKOB PETyJIATOPHOU ceTu, copepskamuid TN8 (MapkepHbIi
T'eH TUTACTHIHBIX HAPYIICHUH ) OBbLI pEpeCcCUpOBaH, Moipa3yMeBasl ydacTue IUIACTU] B €0 KOHTPOJIE.

B nientom, oOHapykeHHBIE TPAHCKPUIITOMHBIC H3MEHEHHS U B3aUMOCBSI3H XOPOIIIO COTIACYIOTCS
C JaHHBIMH, IOJTYYCHHBIMHU TIPH MPOBEICHUH (PU3HUOIOTMUECKUX TECTOB U aHan3e opranu3annu JTL]
MUTOXOHJPHUHN UCCIENYEMBIX JIMHUM.

Cpenu HepeleHHBIX Ha JaHHBI MOMEHT Mpo0JeM B BOIPOCE FEHETUYECKON TpaHchopMaIuu
MUTOXOHJIPHI CYIIECTBYIOT MPOOJIEMBI OTCYTCTBUE IMOJIXOISIIETO BEKTOpa M PEIOPTEPHOTO I'eHA.
Xapakrepuctuka RPOTmp, nonydyenHas B HacTosIie padboTe, TOBOPUT B MOJIB3Yy TOro, yto RPOTMp
MOTEHIMATIBHO SIBIISCTCS XOPOIIUM PEMOPTEPHBIM T'eHoM i 3toi 3amaun (Gorbenko et al., 2024).
BekTopoM MOTyT CIy>KUTh KOHCTPYKUIMH Ha OCHOBE JIMHEHHOW IutasMuibl S3 KyKypysbl, T.K. OHH
xopomio ummnoptupyrores B mutoxouapuu (Ibrahim et al., 2011). B xome paboThl ObLIM CO3AaHBI
reHeruueckue koHcTpykuuu PBS-Pcoxl u pBS-Prr26, cogepxamue ren GFP mopx ympasnenuem
MIPOMOTOPOB MHTOXOHApUANBHBIX TeHoB COX1 m Rrn26 coorBerctBeHHO. KoOHCTpyKIMHM ObUH
UCTIOJIB30BaHbI B 9KcniepuMenTax mo umnopty JJHK B Mutoxonapuu Apabumorncuca u SKCIPEecCHH TeHa
GFP in organello, B pe3ynbraTe 4ero BBISICHEHO, YTO B W30JHPOBAHHBIX MUTOXOHAPHUSAX MPOUCXOJUT
TpaHnckpunius GFP ¢ HHTEHCHBHOCTBIO 3HAYUTEIIHHO BBIIIE YPOBHS HECTICIU(DUIESCKOIM TPAHCKPHUIIIIH,
a ypoBeHb TpaHckpuntoB GFP mon ynpasinenuem Prrn26 (RPOTmMm-3aBucHMBIiA) BbIIIE, YeM IS
TpaHckpunrta moxa ympasiacauem Pcoxl (RPOTmp-3zaBucumeiit) (Tarasenko et al., 2023). Takum
o0pa3omM, cucTeMa, COCTOsIIas W3 BEKTOpa Ha OCHOBE IUIa3MUABl S3 KyKypy3bl, coleprKalias TeH
RPOTmMp mon ynpaBnenuem mnpomotopa Prrn26 (RPOTM-3aBHCHMBIN) MOTEHIUAIBHO MO3BOJSIET

MIPOBECTHU TpaHC(HOPMALIMI0O MUTOXOHAPUI POtMpP MeToA0M TpaHCHEKIMH POTOILIACTOB.
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BbIBO/IbI

Uccnenoanue ponmu RPOTMP B 3kciipeccuu opraHeuIbHBIX OSJIKOB C HCIIOJIb30BAHUEM JTHHHMA
¢ M3MEHEHHOM sKcmpeccuert manHoii PHK-monmmepassr: (1) MyTaHTHOH JMHHH FPOtMp, y KOTOpOi
orcyrctByeT (yHkipoHansHas RPOTmp; (ii) muamii ¢ komruiemeHtanueit ¢ynkuuii RPOTmp B
MUTOXOHIpHsIX (muHuu Tmp-M) u xnoporuiactax (quaund Tmp-P), u (iii) auHME ¢ runepakcnpeccuei
RPOTmp B muroxoumpusx (OEM15) u xmopomnacrax (OEP12) mosBossier cienarh CIEAyIOIIHe
OCHOBHBIE BBIBOJIBI:

1. PHK-nonumepaza RPOTMp in VivO mpou3BOIUT TPAHCKPHUIIIHIO 15 MUTOXOHAPHATEHBIX
renos (Orfl09, Orfl53A, Orfl06D, Orfl64, Orfl43, Orfl00C, Orfl57, Orfl87, Orfl84, Orf120,
Orf240A, Orf145C, Orf204, Orf101A, Orf102B) u 3 mnactuansix (AccD, ClpP, RpoB), B nononHeHue k
u3BecTHbIM RPOTmp-3aBucumMbiM reHam.

2. I'unepakcnpeccus rena RPOTmp B Arabidopsis thaliana B mr-aapecanuu npuBoauT K
MIOBBIIIIEHHOMY COJICPYKaHHIO KOMIUIEKca | B MUTOXOHIpHsX B popme cynepkomiuiekca [+I11o.

3. I'unepakcnpeccus RPOTmp B MHUTOXOHApUANbHOM WIM IUIACTUIHOM ajapecalnuu
NPUBOJIUT K 3aITyCKY Pa3HBIX aHCaMOJIel peryisTOpHBIX MPOrpaMM M TPAHCKPHUIIIIMOHHBIX (PaKTOpPOB,
KOTOpbIE TEM HE MeHee 4epe3 OelOoK-OCIKOBbIE B3aUMOJCHCTBUS W MOJAYJISALHUIO DKCIPECCHH,
3aTParuBalT OJMHAKOBBbIC (WM OJAMHAKOBOrO A((EeKTa) peryisiTOpHbIC AJIEMEHTHI, MPUBOMISAIIME K
YCKOPEHHIO BBIXOa ceMsH u3 coctosHus nokost (DOG1, UMAMIT33), moaynsiuusx B peleniu Win
metabonu3me puroropmonos: ABK (PUB12, ATX4, CAMTAL, THO6, GASAS, HAI2, HAI3), 'K (ALNS,
GID1C), bC (BEE1, PUB12, MYB56, ROT3) u aykcunoB (G3H, 1AA15), k yCKOpeHHUIO pocTa pacTeHHI
(HCT, rpynmna dakropos TCP), u k pannemy userenuto (DNF, NAC089).

4. 'eHbl MyTaHTHOW JHMHUHM [FPOtMP, 3Kcmpeccus KOTOPBIX M3MEHSETCS BCIEICTBUE
perporpagHoro otTeeTa Ha Heqoctatok RPOTmp B MUTOXOHPUSX, HAXOIATCS MO KOHTPOJIEM TPYTIITHI
T® cemeiictBa NAC.

5. OtcyrctBue (QyHkumoHanbHO RPOTmp mnpuBOIUT K  Pa3BUTHIO CTPECCOBOTO
COCTOSIHUSI, TIPOSIBISIFOIETrocsi B moBbimeHnn gyBcTBUTenbHOCTH K ABK (MKK9, GSTF6, ABR) un
coneBomy crpeccy (TSPO), momymsimusim Metabonm3ma u penerniuu guroropmonoB (TSPO, BT4,
BAP1).

6. Coznansl reneTndeckue koucrpykuuu PBS-Pcox1 u pBS-Prr26, conepxarue ren GFP
MOJT YIIPaBJICHHEM IPOMOTOPOB MHTOXOHJAPHAIBHBIX TeHOB COXx1 m Rrn26 cooTBeTcTBeHHO, H
NPOM3BE/ICH UX YCIEUIHbIH UMIIOPT B M30JMpoBaHHble MuToxoHApru Arabidopsis thaliana. TToka3ana
tpanckpunuuss GFP B muroxonapusx in organello mox ynpasnenuem nmpomotopoB Pcox1 u Prrn26 c
umnopruposanHoi JIHK, npuuem yposens Tpanckpunta GFP 3aBucut ot mpomoTopa u KOppenupyer

¢ ypoBHsiMu TpaHckpunToB Cox1 n Rrn26, coorBeTcTBEHHO.
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NPUJIOKEHUA

Tabmauua 1

Tom y3nb1 ceteit BEB monyneit ko-3kcnipeccuu ¢ nuddepeHImanbHOM SKCIPecCuen y

HCCIIETyEMbIX JIMHUNA PACTCHUH.

CumBoa ID Onucanue Jlokanuzanus Crstsanuiii plic)
npouecc
Moayas M1
TBL18 | AT4G25360 | Trichome birefringence-like 18 |  Inactims: Cell wall Tonasnseres y
biosynthesis rpotmp
Seed germination | Tlogasmsercsy
RVE2 | AT5G37260 Td ¢ MYB-gomenom SAnpo and circadian OEP12 u Tmp-
regulation P1
GSTF6 | AT1G02930 I'myrarnonTpancdepasa uro3omns Resgg;rsis;?ig\r/]ater ycm;;l;a;}:;ca y
AIR9 | AT2G34680 - Breiierotnoe Auxin response yeunmsaetes y
MIPOCTPAHCTBO OEP12
TIFY3B | AT5G20900 Benok ¢ ZIM-nomenoM Hutozo0ms RESponSfe 10 Yeunusactes y
wounding rpotmp
Moayas M2
ASK11 | AT4G34210 - Iluro3omas VOUKBUTHH- [onmasnsercs y
3aBUCHMBIH rpotmp u Tmp-
KaTabom3M OEITKOB P1
HSP90- | AT5G52640 BsammoneiicTByeT ¢ Hutozo0ms OtBer Ha MBIIbsiK | [lomaBnsieTcs y
1 CUTHAJILHBIMH OCJIKaMH rpotmp
nmmynuTera SGT1b u RARL
- AT2G40140 | Benok ¢ JOMEHOM «IIMHKOBBIA Anpo OTBeT Ha [onmasnsercs y
nasery (CCCH-turma) OMOTHYECKHI rpotmp u Tmp-
ctpecc (rpuOsbI) P1
GASA5 | AT3G02885 BogieyeH B peryisiuio BHeknetounoe Oteet Ha ABK IMomarnsercs y
TEPMOTOJIEPAHTHOCTH MPOCTPAHCTBO OEM15 u
MIPOPOCTKOB OEP12
GSTU1 | AT2G29490 | T'myratuontpancdepasa Tay- IuTo3016 Metabonu3m Ycunupaeres y
KJlacca TJyTaTHOHA rpotmp
Moayabs M3
CRF6 | AT3G61630 | ®dakTop oTBEeTa Ha ATOKUHUH Snapo PazButne [Tonasnsiercs y
ceMsIIoNIeN OEP12
MAF5 | AT5G65080 T® cemeiictea MADS-box Anpo Perymnsums YcunuBaeres y
KOPOTKOT'O OEP12
¢doronepuona,
LBETCHHSI
TSPO AT2G47770 CeHCOpHEII1 OeIoK, OI1P, KoMrmuiekc Merabonusm YcunuBaeres y
HHY DY EMBbIi Tonbmxu nopdupus- rpotmp u Tmp-
OCMOTHYECKHUM, COJIEBBIM COJIepIKAIIUX P1
ctpeccom U ABK COEAMHEHU I
- AT2G07773 I{uroxpom B/B6 OITP Tpancmopt rema [Tonasnsiercs y
rpotmp u Tmp-
P1
ABR AT3G02480 Bbenoxk cemeiictBa LEA urto3z01b OTBeT Ha BOAHBIA | YCHIUBAETCH y
JeunuT rpotmp
AGL45 | AT3G05860 T® cemeiictea MADS-box Slapo Perynsius Ycunuaercs y
TPaAHCKPUIIIHH OEM15 u
PHK-nonumepasoi OEP12
1l
IQD6 | AT2G26180 Benok ¢ 1Q67-nomeHOM Snpo Huroxuues [Hopasnsercs y
rpotmp

150




[Ipogomxenne Tadmuub 1

CumBoa ID Onucanne Jlokanuzanus Crstzannbiii Jl i)
npouecc
DFRA AT5G42800 | HurnapodmaBoHON pemyKTa3a HuTo30118, BruocunTes YcunuBaercs
Kommnexc AHTOI[MAHOB y rpotmp
lNonbmxu
PUB12 AT2G28830 PLANT U-BOX 12 Iluro30man 3alMTHBIA OTBET TTomaBnsercs
Ha OakTepuu y OEM15
Moayas M4
FLA14 | AT3G12660 dacuuIMH-TI0100HBIH Buexnerounoe OMOpuoreHes u ITonasnsercs
apaOUHOTAJIAKTaHOIIPOTEHU T MPOCTPAHCTBO pa3BUTHE CCMCHU y rpotmp
Moayas M5
THOG6 AT2G19430 DDB1-cBs3biBaronuii 6eyok uto30516 Ilepenaua Ycunusaercs
WD40 takuPHK, y OEP12
BOBJICUCHHBIX B
PHKu
RHM1 | AT1G78570 UDP-L-pamuo30cHHTa32 uto3051b buocunres UDP- | YcunuBaercs
paMHO3BI y OEM15
NACO014 | AT1G33060 Td ¢ NAC-nomenom Anpo Perymsanus VYcunuBaercs
TPaHCKPHITIHH y OEP12
CAMTAL | AT5G09410 KanpmomynuH-CBsI3BIBaIOITHIA Anpo OtBeT Ha VYcunuBaercs
0eToK, MHIYIHPYEMBIi 3aMOpPO3KY y OEP12
ITHICHOM
Tabauua 2

64 o6mmx ans OEM15 u OEP12 mumienu pa3ubix Td, koTOpbie BO3MOKHO aKTUBUPYIOTCS B

xoxe bbB
Jlokyc Peryasiuus CumBoJa Jokaauzanus Onucanue
AT4G37900 AKTHBanus GRDP2 M
Benok ¢ uMHKOBBIM
AT4G35280 AKTHBaLUA DAZ?2 SAnpo MajableM
Benok cemeiicTBa
TPaHCIOPTEPOB,
AT4G28040 AxTHBaIUsa UMAMIT33 M HOJTYJINH
NYK-unnyuupyemsblit
AT1G80390 AxTHBaIuUsa IAA15 SAnpo oeiok 15
AT5G55430 AKTHBaIMs SAnpo
Bueknerounoe
AT3G06090 AxTHBaLys prePIPL2 POCTPAHCTBO
AT2G48060 AKTHBaNMsS PzZO1 IIM
AT5G45090 AKTHBaIyst AtPP2-A7 I{uTo3011B
AT1G31072 AKTHBaIMsS
T® ¢ nMHKOBBIM
MaJIbIIEM,
crienuUIHBIN 715
aMOpHOHa,
HEOOXOAUMBIN JIIIs
(hOopMHUpPOBAHUS CTAHH
AT5G07500 AKTHBaIMs AtC3H54 SAnpo "cepaue"
AT3G25490 AKTHBaIus M ITporenHknHAa3a
AT1G47300 AKTUBaIMA I{uT03011H 0enok cemeiictsa F-box
benok cynepcemeiictBa
MaHHO3a-CBSI3BIBAIOIIINX
AT1G60095 AKTHBaIMs [{uTo301B JIEKTUHOB
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[Ipopomxenne TaOIUIIBI 2

Jlokyc Perynsiuus CumBoa Jlokaauzauus Onucanue
Bueknerounoe Benok cemeiicTBa
AT5G63085 AKTHBaIust MPOCTPAHCTBO THOHWHOB
AT2G05370 AkTuBanus [{uto301b
AT3G54802 AKTHBaNys [{uTo30516
benok ¢ nomenamu
RING/U-box u TRAF-
AT5G37910 AKTHBaIMs Snapo like
benok cemetictra ¢ C1-
AT3G50010 AKTHBaIUA Snpo JIOMEHOM
AT1G67265 AKTHBaIUA DVL3;RTFL21 [{uTo30516
Bueknerounoe CEeMEMCTBO CBSI3AHHBIX C
AT1G19900 AKTHBaIMst RUBY MPOCTPAHCTBO TJIHOKCATh-OKCHIa3aMHU
[ManeponuH, coopka
AT4G04330 AKTHBaIus AtRbcX1 Tlnactuasl PYBUCKO
Td ¢ MYB-nomenom,
KITIOUYeBast
JIeTepMHUHAHTA
HaKOTUICHHS
MPOAHTOIMAHUINHA B
Pa3BUBAIOIIEMCS
AT5G35550 AKTHBaLUA MYB123;TT2 Snpo CEMEHHU.
ITanepox
cynepcemeincTaa
6enkoB ¢ Dnal-
AT1G56300 AkTHBaIsI DjC53 SAnpo JTOMEHOM
Komnonent PHK-
AT3G16680 AKTHBaIS Anpo nosumMepas |, 11 u lll
AT1G26773 AKTHBaIMs M
AT2G20380 AKTHBaNMsS [{uTo3011b T"anakro3ookcuiasza
AT3G29370 AxTHBaIuUsa P1R3 MuroxoHIpuu
AT1G44085 AxTHBaIUsa [{uTo301b, [IM TIIAIMH-00TaThIi OEoK
AT4G02830 AKTHBaIus SAnpo
AT1G35270 AKTHBaNys
Oenok cemeiicTBa Major
AT1G08890 AxTHBais ESL3.05 Bakyoub facilitator
AT2G24660 AxTHBaIys
AT5G09795 AxTuBanys
Buexnerounoe
AT2G47550 AKTHBaIS PMEI-PME20 HIPOCTPAHCTBO WuBepraza
PenenropHas kuHaza ¢
JIEHIMH-00raThIM
AT4G08850 AKkTuBanus MIK2 M MOBTOPOM
IInactumel,
MUTOXOHJIPHH, XJoporuacTHas
AT1G10070 AKkTuBanus BCAT2 LIUTO30JIb amuHOTpaHcdepasa
PHK-cBs3p1Barommii
AT2G14870 AxTHBanys SAnpo 0eJIoK
AT5G10200 AxTHBaIus SAV4 TIM TPR
UDP-
AT3G02100 AKTHBaIus [{uTo307H I'mukosunTpanchepasa
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[Ipopomxenne TaOIUIIBI 2

Jlokyc Perynsiuus CumBoa Jlokaauzauus Onucanue
DOG1 (DELAY OF
GERMINATION 1).
Jlokyc
KOJIMYECTBCHHBIX
MPU3HAKOB,
BOBJICYCHHBIH B
KOHTPOJIb COCTOSIHUS
TTOKOST CEMSIH.
DKcrpeccus
cnenuuIHA 115
AT5G45830 AKTHBaLUA DOG1 Snpo CEMSIH.
AT5G28673 AKTuBaIms
DKCTCHCHUH 4,
BuekneTounoe KOMIIOHCHT KJIETOYHOU
AT1G76930 AKTuUBaIMs EXT4 MIPOCTPAHCTBO CTEHKH
TpaHcnopTep TSKENbIX
AT5G02600 AKTHBaLuA AtHMP42 [Tnactusl, sapo METAJIJIOB
6emok ¢ AT-hook-
AT4G14465 AKTHBaLUA AHL20 Snpo MOTHBOM
BreknerouHoe
AT4G23560 AKTHBaIUs AtGHI9B15 MPOCTPAHCTBO ['muko3unruaponasza
AT2G22750 Penpeccus Anpo T®d cemeiictea bHLH
AT5G55020 Penpeccus MYB120 Slapo T® ¢ MYB-zoMeHoM
Pemnpeccus Buexnerounoe
AT2G02490 MPOCTPAHCTBO
Pemnpeccus Buexnerounoe
AT3G02885 GASA5 MPOCTPAHCTBO I'omonor GAST1 5
AT4G36580 Penpeccust SBA4 MHUTOXOHAPHN AT®daza AAA-Tuna
Penpeccus benox cemeiicta KK-
AT2G37700 [1M, Bakyoss, [IM THIIPOKCHIIA3
Pempeccus THIIPOKCUCHHHAMOHWII-
COA mukuMat/xuHaT
TUIPOKCUCHHHAMOHHUIIT
pancdepasa. Biuser Ha
HAKOTIJICHUE
(1aBOHOUI0B, KOTOPBIE
HHTUOHUPYIOT
TPaHCIOPT ayKCHHA U
YTHETAIOT POCT
AT5G48930 HCT [{uTo3016 pacTeHHsI.
Penpeccus TpancmeMOpaHHBII
TpaHCHOPTEp JU3MHA U
AT1G48640 M TUCTHINHA
AT3G61270 Penpeccrs M
Penpeccus Buexnerounoe
AT1G61820 BGLU46 MIPOCTPAHCTBO, BaKyoJib| bera-ramko3umasa 46
AT4G36370 Penpeccust [1To30.1b
Pempeccus uroxpom P450,
BOBJICUEHHBIH B
pacuIupeHue JUCTOBOM
IUTACTHHKH Yepe3
KOHTPOJIb PACTSIKCHUS
MOJISIPHBIX KJIETOK.
Karanuzupyer
THIPOKCHIIUPOBAHHUE
AT4G36380 ROT3 M OpaCCHHOCTEPOHIOB.
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[Ipopomxenne TaOIUIIBI 2

Jlokyc

Perynsiuus

CumBoa

Jlokaau3anus

Onuncanmne

AT1G11610

Penpeccus

CYP71A18

OI1P

uToxpoM P450

AT4G31970

Penpeccus

CYP82C2

IIM

utoxpom P450,
ceMeiicTBa 82,
nojcemerictea C

AT3G19140

Penpeccus

DNF

OI1P

DAY NEUTRAL
FLOWERING (DNF)
MeMOpaHHas Jirasa,

BOBJICUCHHAS B
PeryJsILuIo BpeMEeHH
LBETCHUSL.
IIpenoTBpamaer
paHHEe IIBETCHHE B
YCIIOBHSAX KOPOTKOTO
CBETOBOTO JIHS

AT4G33905

Penpeccus

Muroxonapuu

IlepoxcucomManbHbIi
MeMOpaHHBINA OeToK 22

k/la

AT4G01975

Penpeccus

AT2G11405

Penpeccus

Buexknerounoe
MIPOCTPAHCTBO

AT4G25200

Penpeccus

ATHSP23.6-MITO

Muroxonapuu

Mamerii BT
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