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1. BBenenue

Manble curHanbHblE MENTUIbI, YYacTBYsl BO MHOTHX IpOLECCaX pa3BUTUS PACTEHUH,
ABJISIIOTCS KITFOUEBBIMU MOJIEKYJIaMH MEXKJIETOUHONH KOMMYHMKallMU. Bce Mmanble cUrHajbHbIE
NENTH/IbI YCIOBHO Pa3JeIsioT Ha HECKOJIbKO KJIACCOB, OJJUH U3 KOTOPBIX IPEACTABISAIOT LIUCTEUH-
Oorarble NMeNnTUAbl, K KOTOPbIM OTHOCUTCS U cemeicTBo nentunoB RAPID ALKALINIZATION
FACTOR (RALF).

[lepBoHauaabHO OBUIO MOKAa3aHO, YTO MPHU JOOABICHHUU IENTUIOB B KYIBTYPY KIETOK
Tabaka MPOMCXOAUT PE3KOe MOIIeTaduBaHIe Cpelibl — MenTu bl cemeiictBa RALF, cBs3biBasich
co cBoeii perentoproit kuHazoii FERONIA, unrubupytor pabory H'-AT®asb1 2 (AHA?2), B cBsi3u
C YeM OHHM U MOJIy4UJIU cBOoe HazBaHue. CIycTs HEKOTOPOE BPeMsI KOHKPETHBIX MpeACTaBUTENEH
JAHHOTO CEMEHCTBa MEeNTHUI0B Hadalld u3ydaTh Oosiee moapoOHO, C KaXKIBIM pa3oM OOHapy>KUBas
HoBble ponu RALF. B wactHocT, mist Arabidopsis thaliana Ovuio mokazano, yto RALF34
JIEUCTBYET Ha TPaHCKPUITLIMOHHBIN Kackam, MPUBOIALIUNA K AHULHALANA
6oxoBoro kopHsa. YUyTs nozxe nist orypua (Cucumis sativus), IpeICTaBUTEISI BaXKHOTO B
CeJbCKOXO3SCTBEHHOM OTHOIIEHUU cemeiicTBa Cucurbitaceae, Obl1 UACHTUPHUIIMPOBAH OPTOJIOT
CsRALF34. Onnako pons RALF34 B pa3zsutuu 60koBbIX KOpHEH Cucumis sativus 10 CUX TIOp HE
OIpeleeHa, XOTs IPEANOIaraeTcss CXOMHBIM MOJEKYJISPHBIM MEXaHW3M JEHUCTBHs, KaK U Y
Arabidopsis thaliana. Pacmpenue (QyHIaMEHTAIbHBIX 3HAHHA O POJIA MAaJIOTO CHTHAJIHHOTO
nentuaa RALF34 — ocHOBa TMepPCHEKTHBHOTO BIUSHUS Ha MPOAYKTUBHOCTh I[EHHBIX
CEJIbCKOXO35IMCTBEHHBIX KyJIbTYp. IMeHHO o3Tomy ucciaenoBanue pojn RALF34 B peryasiuuun

BHYTPHMKJIETOYHBIX NIPoLeccoB B KOPHAX Cucumis sativus cTajio 1eJbio 3TOH padoThI.

Jlnis peanu3anuu J1aHHOU 1€, ObIIIM MOCTABJIEHBI CIEAYIONINE 3aAaYuH:

1. OueHHTH COCTOSIHUE KOPHEBOM CHCTEMBI pacTeHuit Cucumis sativus,
ceepxakcnpeccupyronmx CSRALF34, u kouTponsHbIX pacteHuit Cucumis sativus mpu
MOMOIII OMOXUMHUYECKUX MapKepPOB CTPECCa;

2. Tlomy4uTh mpenapar TOTAIbHOTO OejKa U3 KopHel pactenuit Cucumis sativus,
ceepxakcnpeccupyronmx CSRALF34, u konTponbHBIX pacTeHuit Cucumis sativus,
WU3MEPUTH KOHIIEHTPAIHIO OeITka, TIPOBECTH €r0 OTPAHNYCHHBINA TIPOTEOIIU3 U XPOMATO-
Macc-CIeKTPOMETPHUYECKHI aHAIN3 MTOTyYSHHBIX TETTHIIOB;

3. BbInoaHHUTH aHATN3 MacC-CIIEKTPOMETPUYECKUX TAaHHBIX /Ul UACHTH(HUKALINY,
IPOBEICHUS] OTHOCUTEIBLHON KOJMYECTBEHHOM OLIEHKH U ()YHKIMOHAIBHON aHHOTAIMH

00HapyKEHHBIX OCJIKOB;



4. C noMoribio 6MoMHGOPMATHUECKHUX MTOIX0/I0B ONPEACIUTh BHYTPUKICTOUHBIC

npoiiecchl B KopHsax Cucumis sativus, Ha KOTOpbIE TOTCHIIMATBHO MOXKET OKa3bIBaTh

pnusiHue RALF34.

2. JInteparypHblii 0030p
2.1. 3HaueHNe KOPHEBOI CHCTEMBbI PACTEHHS

KopHeBasi cucrema urpaeT BakKHYIO pOJb B JKU3HU pPAacTeHUM, OTBeyas 3a LIMPOKHIM
CHEKTp (yHKLUI1, B YACTHOCTH, CUHTE3 (PU3UOJIOIMUECKU aKTUBHBIX CO€AMHEHHH, NOITIOLICHNE
IIUTATEJIbHBIX BELIECTB, a TAKXKE IONJEPKAHUE PA3JIMYHBIX MEXaHHW3MOB aJalTUBHOCTU K
M3MEHSIOIMMCS YCIIOBUSIM OKPY KaIOLIEH cpeibl.

Opranu3anys KOpHEBOH CUCTEMBI ONPEAETSeTCS CI0KHO PErYINPYyeMbIMH MEXaHU3MaMU
BETBJICHUS, IPOUCXOSAIIETo Kak yepe3 (popmupoBanue 60okoBbix KopHel (BK) u3 3apozplieBoro
KOpellKa, TaK ¥ IIyTeM pa3BUTHS MpuaaTouHbIX KopHei [1]. IlocpencTBoM JaHHBIX MEXaHHU3MOB
OPOUCXOMUT yBenudeHue H(PPEKTUBHOW IIIOMIAM TOBEPXHOCTH KOPHEBOW  CHCTEMBI,
HOMIOMIAIONICH MUTATEeIbHbIE BEIIECTBA, B YaCTHOCTH, BEPXHHE CJIIOM HomIomarT ¢ocdop, a
6onee riryookue — HuTparthl [1] . Kpome Toro, noBbImaeTcst IpoOuHOCTh 3asKOPUBAHUS PACTCHUS B
nouse. OcoOyi0 poib UrpatoT OOKOBBIE KOPHH, TaK Kak MX ()OPMHPOBAHUE ONpPENENSIET BCIO
ApXUTEKTYPY KOPHEBOW CHCTEMBI [2], a 3HAUUT, OHU BBIIOJHSIOT KIIIOYEBYIO POJIb B Pa3BUTHUU

PACTCHUA U BJIUAIKOT Ha €ro MPOAYKTHUBHOCTD.

2.2. Knerounblie MexaHU3Mbl ()OPMHPOBAHHSA OOKOBBIX KOPHEH

B Hacrosimiee BpeMsi M3BECTHBI HECKOJIBKO KJIETOYHBIX MEXaHH3MOB (OPMHUPOBAHUS
OOKOBBIX KOpHeW y pacteHuil. Hampumep, y OONBIIMHCTBA JBYIOJBHBIX, B YaCTHOCTH, Y
Arabidopsis thaliana, popmupoBaHre OOKOBBIX KOPHEH MPOMCXOAUT U3 Map KJIETOK MEepHIMKIIA
POIUTENIBCKOTO KOPHS, 00pa3yoIuXcs U3 MPUIIETAIONINX K ITOJIIOCY KCHIIEMBI TPEX PsI0B KIETOK
(Pucynok 1) [3, 4]. B pe3ynbraTe HECKOIBKHX IUKIIOB JEJICHHUH NaHHBIX KJIETOK MPOUCXOIUT
dbopMupoBaHUE MPUMOPIHUSI OOKOBOTO KOPHS [ 5], KOTOPBIH MO KJIIETOUHOM OpraHu3aIiii BO MHOTOM
CXOX CO CTepKHEBBIM KOopHeM [5]. B To ke Bpems, y pacTeHuil cemeiictBa Poaceae GOKOBbIE
KOPDHM BO3HMKAIOT HEMOCPEJACTBEHHO U3 KIETOK MEepHIMKIa Tmoiroca (IOo3MBl  MpU
JIOTIOTHUTEILHOM y4acTHH dHTOEepMEI [6, 7]. Kpome Toro, Chiatante u cOaBTOpBI ONMcaiy CITyqdan
dbopmupoBanus bK y Populus nigra w3 BTOpHYHBIX TKaHeH MaTepuHCKOro KopHs [8]. Takum
o0pa3oMm, MOJOOHBIE CIy4yaHW, Yalle BCErO OINUChIBaEMble ISl OIHOJOJBHBIX PACTEHHIA,
CBUJIETEIBCTBYIOT O TOM, 4TO NepBUYHOE pa3Butue bK He Bcerna npocTpaHCTBEHHO OrpaHUYEHO

HUCKIIIOUUTCIIbHO KIICTKAaMU IICPUTUKIIA, JIOKAJIM30BAHHBIMU HAIIPOTUB IMOJIOCAa KCUJICMBI.
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Pucynoxk 1. Mopdonoruyeckue U3MEHEHUs, TPOUCXOAIINE MPU Pa3BUTUU OOKOBBIX KOpPHEH Y

A.thaliana, Oepymmx Hadajao M3 KIETOK NEPULIMKIA MEePBUYHOrO KopHsA. (a) OOmas cxema
O6okoBoro KopHs, (b) BoceMb CTaguii pa3BUTHS TPUMOPAUS, (C) JAEMOHCTpaLUs MaKCHMyMa
nepeIadyu CUTHAJIOB ayKCUHA (CHHUH IpaIueHT OTpaxkaeT conepkanue pernoprepa DR5:GUS), (d)
dotorpaduu craguii pa3BUTHSI OOKOBBIX KOpHEeH A. thaliana, OKpallleHHBIX aHUJIUHOBBIM CHHHUM.

Cronbuku mkansl 0603Ha4aoT 20 MM [2].

2.3. MoJjiekyJsipHble MeXaHU3MbI (P)OPMHUPOBAHHUS OOKOBBIX KOPHe

®opmupoBaHusl OOKOBBIX KOpHEH ompenensercss KICTOYHBIMH MeXaHM3MaMH, KOTOpbIe
Cpelu MpeACTaBUTENECH paCTUTEILHOTO MUPA JOBOJIBHO BapruadebHbI, OTHAKO B MIEPBYIO OUYEpElb
peryssinus Bo3HUKHOBeHUs BK mponcxonut Ha MoONeKyIsipHOM YpoBHE. B maHHOM KOHTEKCTe
BeAyllas pOJib MPUHAMISKUT (UTOrOpMOHAM, MPHHHUMAIOIIMM YyyacThe B oOOecreyeHUn
NPaKTUYEeCKH BceX (DU3MOJOTMUYECKUX MpoueccoB. Hampumep, rubOepenvHbl aKTHUBHPYIOT
IPOLIECCHI JENICHUS U PACTSXKEHUS KJIETOK MHTEPKAJSIPHBIX MEPUCTEM, IUTOKUHUHBI COBMECTHO C
ayKCUHAMH PETYIUPYIOT JIeJIEHNE KJIETOK U 00JIaatoT arrparupyromuM dddexrom, adciiu3oBBas
kucnora (ABK) siBnsieTcs ”HTHOUTOPOM pOCTa U HEOTHEMJIEMBIM KOMIIOHEHTOM OTBETA PACTEHUS
Ha CTpecC, ITUJIEH Y4acTBYET B PETyJISAILMU POCTa U PA3BUTHS, AKTUBUPYET HEKOTOPbIE SII€MEHTHI
CHCTEMBl 3alllUTHl PACTEHHs] OT TATOI€HOB, OPACCHMHOCTEPOHIbI PEryaupyroT IPOLECCHI
muGdepeHIIMPOBKY KIIETOK, YYacTBYIOT B (POTOpELENIMKY U Iepe/laue CBETOBBIX CUTHAJIOB [9].
Oco0oe mecto cpeau (UTOTOPMOHOB NPHUHAJICKUT AyKCHUHY, TPaJUEHThl KOHIEHTpalUu
KOTOPOTO — OJIMH M3 IVIaBHBIX 3JIEMEHTOB, 00ecreunBaonX (GOpMUPOBaHUE TKAaHEH U OpraHoOB
BBICHIMX PAaCTCHUH.

B uwactHOCTH, B MOp(oreHe3e OOKOBBIX KOPHEH ayKCHH TaK)Ke UTPaeT BEAYIIYIO pOJib
[10-13], perymupys pabory Aux/IAA (AUXIN/INDOLE 3-ACETIC ACID) — O6enkoB-

pernpeccopoB rpymnmbl TpaHCKpUNIMOHHBIX (akTopoB (Td®) ARF (Auxin Response Factor) —
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MOCPE/ICTBOM BIIUSHUS Ha YOMKBUTHHUPOBAHHME W TUAPOJIN3 JaHHBIX OenkoB (Pucynok 2). Ilpu
($U3MOTOTMYECKN HU3KHUX KOHIEHTpanusx aykcuHa Aux/IAA dopmupyror numepsr ¢ ARF,
npenorBpamas ux cBsaspiBanue ¢ JHK u nocnenyrolryro 5KCHPECCHI0O 4YyBCTBUTEIBHBIX K
WHJI0IWI-3-yKCyCHOM KuciioTe TeHoB [ 11]. Xapakrepu3ysich BRICOKUMU KOHIIEHTPALUSIMU, ayKCHH
cBs3piBacTcsl ¢ pernentopHbiMu Oenkamu TIR1 (Transport Inhibitor Response 1) F-6okca

yOMKBUTUH-THrasHoro kommiekca SCFTRI

, B pe3yibrare 4ero B 26S mporeacomMe MPOUCXOAUT
nerpaganus Aux/IAAs u peanuzanus pyaknuii paktopoB ARF B monHoit mepe [11]. Cunraercs,
YTO pa3MeTKa MHUIUAIBHBIX KIeToK npumopausi BK ompenensiercss ocrpunisinuel KIIETOYHOTO
OTBETa Ha JICHCTBHE ayKCWHA B 0a3aJIbHOW YaCTH MEPUCTEMBI, KOTOPask MPOUCXOAUT Kakible 15

qacoB [4].

ALF4
Mitotic competence

o = 3
AUXIN AUXIN AUXIN
- ’ . l lCK \
Y ' i ‘
- —_— — — R < ACR4
T H Auxi-PIN AUXIN |
[ ] [}
A Auxin maximum IAA14 /
I'_* Meghamcal | L }-/
' stimulus ARF7 and 19
Key: [] Pericycle cell LOB16 and 29
[ Primed pericycle cell Cell cycle activation
I Pericycle cell Cell patterning
with auxin maximum

Pucynok 2. Pannue coObiTs B Xone 3akianku 6okoBoro kopHi. ACR4 - penenroprnono6Has
kuHaza ACT domain repeat 4; ALF4 — snepusiii 6enok ABBERANT LATERAL ROOT
FORMATION 4; ARF7,19 — tpanckpununonusie paxtopsl Auxin Response Factor 7u 19; AUX1
— AUXIN 1, 6enok-penpeccop ARF; CK — nutokunnnsi; IAA14 — INDOLE 3-ACETIC ACID,
6enok-peripeccop ARF; LOB — Ttpanckpunuuonnslii  ¢akrop LATERAL ORGAN
BOUNDARIES DOMAIN [2].

OpHoll M3 MUIIEHEW [JEHCTBUS ayKCHMHA B KIJETKax-ocHoBarenpHuLax bK sBusercs
TpaHCKpUNIHOHHBIN (hakTop GATA23 [14-16]. Dxcnpeccus rena GATA23 cuntaercs Hanbomee
paHHUM CcOOBbITHEM, CBsi3aHHBIM ¢ uHUIManue npumopauss bK — nanueiii T® koHTponupyet
HavaJIbHBIN dTan creruuKai KIeTOK-0CHOBaTeIbHUIL [16].

VY A.thaliana Ge1n uaeHTUPUIMPOBAH KOMIIOHEHT Pa3METKU KOPHS, PEryIUpyeMblid HHIOJ-

3-macnsaoit  kucnoto (MMK), MEMBRANE-ASSOCIATED KINASE REGULATOR 4
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(MAKR4), mnpeBpamaronuii KOMIIETEHTHbIE KIETKH B WHHUIMAJIbHBIC KIETKH OyIyIIero
npumopausg BK [17]. Cuuraerca, uro nepexon MMK B HUVYK B KOpHEBOM uexiukKe MU
MOCJIEAYIOIUN  3almyck 3kcrpeccun MAKR4  onpenenstoT INPOCTPAHCTBEHHO-BPEMEHHYIO

pa3meTKky kopHs [17].

2.4. PoJb meNTUAHOIO CHTHAJIMHTA B (D)OPMUPOBAHMHU DOKOBBIX KOPHeil

bruio nokazaHo, 4to, MOMUMO (PUTOrOPMOHOB, B YHACTHOCTH, ayKCHHA, PAa3BUTHE OOKOBBIX
KOpHEH pacTeHU TaKkke KOHTPOJIUPYIOT Mallble CUTHAJIbHBIE MENTH bl TTOCPEICTBOM aKTUBAIIUU
pa3IMYHBIX MyTEH Mepeaayn CUTHANA, B3aUMOICHCTBYSI C COMPSKEHHBIME PEIIETITOPOTIOA00HBIMU
kuHazamu (RLK), nmokanu3oBanHbIiME Ha MeMOpaHe kieTok-muiienei [18]. K takum nentumam
OTHOCST, HAPUMED, CIETYIOIINE CEMEHCTBA MaJIbIX CUTHAJIbHBIX MENTH/IOB:

e PAMP-INDUCED SECRETED PEPTIDE-LIKE3 (PIPL3)/TARGET OF LBD

SIXTEEN2 (TOLS2);

e GOLVEN/ROOT GROWTH FACTOR/CLE-LIKE (RGF/GLV/CLEL);

e C-TERMINALLY ENCODED PEPTIDES (CEP);

e INFLORESCENCE DEFICIENT IN ABSCISSION (IDA);

e RAPID ALKALINIZATION FACTOR (RALF) [18].

2.4.1. Curnanuur PAMP-INDUCED SECRETED PEPTIDE-LIKE3 (PIPL3)/TARGET OF
LBD SIXTEEN2 (TOLS2)

Manpeii  curHanbHbId nenTun TOLS2, Takke wu3BecTHRIE kak PAMP-INDUCED
SECRETED PEPTIDE-LIKE3 (PIPL3), skcmpeccupyercst B KieTkKax-ocHoBaTelnbHUIAaX bBK,
crenu(puUecKl HHIHOUpYys KX HOBOOOpa3oOBaHHWE, TMOAJEP)KHUBAas IOCTOSHHOE 4YHCIIO YKe
00pa30BaBIINXCS KJIETOK M TEM CaMbIM COXpaHsisi HAaTTEPH UX pacipeeneHus no nepuuukiy [20].
TOLS2/PIPL3 — mumieHs AeHCTBUS TPAHCKPUIIIIMOHHOTO (PaKTOpa MHUIMALUU OOKOBBIX KOpHEH
LATERAL ORGAN BOUNDARIES DOMAIN 16 (LBD16), unaymnupyemMoro ayKCMHOM 4epe3
ARF7 u ARF19 [20, 21]. B xauectBe penentopa TOLS2/PIPL3 BreicTymaer RLK7,
MHTUOMpYIOIasi ayKCUHOBBIM CUTHAJ, U KOTOpasi, CBA3BIBASICH C JIMATHJOM M B3aMMOJEHCTBYS C
ydyacTHUKamu  curHanbHoro mytd TOLS2/PIPL3-RLK7, omocpenoBaHHO  aKTUBHUPYET
skcnpeccuto reHa PUCHI, 4T0 TPUBOAUT K IOAABJICHUIO YBEIWYEHHS] KOJIMYECTBA KIIETOK-

ocHoBarenbhuil bK [20, 22, 23].

2.4.2. Curnasmmar GOLVEN/ROOT GROWTH FACTOR/CLE-LIKE (RGF/GLV/CLEL)
CurnanbHple menTuabl, npuHamiexkamue K cemeictsy GLV/RGF/CLEL, sBastorcs
peryasTopamMu HoAjep)KaHus anukaabHoi mepuctembl kopHA (AMK) y A.thaliana. Tlentunel

GLV11/RGF1, GLV5/RGF2 u GLV7/RGF3 yuactBytor B romeocraze AMK, mnonoxurtensHo
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perymupyst  TpanckpunmuoHHbii  ¢akrop PLETHORA1,2 Ha TpaHCKpUIIIIMOHHOM H
INOCTTPAHCKPUIIIMOHHOM  ypoBHAX  [24]. Kpome TOro, mpeicTaBUTENd  CEMENCTBA
GLV/RGF/CLEL y4acTByIOT B TPaBUTPOITHBIX PEAKIUAX KOPHEW U KOHTPOIUPYIOT MOTOK ayKCHHA
B alleKce KOPHS TMYyTeM MOIYJISIUU LUPKYJIAIuu Oenka-iepeHocunka aykcuHa PIN2 [25].
Fernandez u coaBTOpHI MOKa3anu, 4YTo M CBepXdKcHpeccus rena GLV6, u sk3oreHHas o0paboTka
JAHHBIMH TIETITUAAMU HApyIIAeT IEepBbIe ACHMMETPUYHbIC KJIETOYHBIC ACICHHS, HEOOXOANMBbIE
JUTSI TIpaBWIIBHOTO (popmupoBanus 3apossima [26]. Takum o6pazom, GLV6 koHTpompyeT nepBbie

ACJICHHUS KIICTOK IIEPHUIIMKIIA BO BpEMS HHUIWMAIIUK OOKOBBIX KOpHeﬁ.

2.4.3. Curnasmar C-TERMINALLY ENCODED PEPTIDES (CEP)

[Tentunsr cemeiictea CEP, xapakrepusyoomuecs HaAINYUMEM KOPOTKHX KOHCEPBAaTHBHBIX
JIOMEHOB BOM3U C-KOHIIA, HETaTHBHO KOHTPOJIMPYIOT POCT U Pa3BUTHE KOPHEH, B3aUMOIEHCTBY
co cnenupuyeckumu memOpaHocBszanHbiMU penentopamu (CEPRI1, CEPR2) nHa kierkax-
mumieHsx [27-29]. IlokazaHo, 4TO MHpH aKTUBALMUM CUTHAJIbHBIX IIyTEH, OINOCPEIOBAaHHBIX
nericteuem CEP, ymeHbImaeTcsi CKOpOCTh pocCTa W IUIOTHOCTH pacrnonoxeHus: BK, taxxe
IPOMCXOIUT pPEAyKLUUs UIMHBI nepBuuHoro kopHs [18]. Hampumep, Roberts ¢ coasropamu
IIPOEMOHCTPUPOBAJIN, 4YTO NofasieHue sxcupeccu CEPS NpuBOIUT K yBEIIMYEHHIO IUIOTHOCTU
npumopareB BK Ha paHHUX CTagusX MHUIMAINU, a TaKXKe K 0oiee ObICTPOMY MPOXOXKICHUIO

ctaauii pazsutus bK npu nannmanuu, nHAynMpoBaHHOU rpaBucTuMyssituei [30].

2.4.4. Curnasmnr INFLORESCENCE DEFICIENT IN ABSCISSION (IDA)
B3aumoneiictsue curnansHoro nentuja IDA co cnenuduueckumu perenropamu HAESA
(HAE) u HAESA-LIKE2 (HSL2) ctumynupyeT cemapaiuio KJIETOK, JIeKAIIyl0 B OCHOBE
Ipolecca OnajeHus OpPraHoB IIBETKA IIOCJE €ro omnbUIeHHs [29]. AHAJOTMYHBIN CUTHAJIbHBIN
Kackajl akTUBUpYyeT Au(@epeHlHalni0 KIETOK B IPOILECCe NMPOpAcTaHHs 3a4aTKOB OOKOBBIX
KOpHEH, MPOUCXOSAIINX U3 HAXOSAIIMXCS [TOJI MHOTOYMCIIEHHBIMH CJIOSIMH ITPOYMX TKAHEH KIETOK
nepuiukia nepsuaHoro kopHs [32, 33]. Kommnexke IDA-HAE/HSL2 aktuBupyer MAP-kuHa3HbIiM
Kackajl, B paMKax KoToporo kirodeBble ponu urparor MAPKK4/5 u MAPK6/3 [33, 34]. beiio
MIOKa3aHO, 4YTO JaHHbII MAP-KMHa3HBIA CUTHAIBHBIM MOIYJb PETYJIHUPYET KCIPECCHUIO T'€HOB
pPEMOAECNTUPOBAaHUS KJIETOUYHOM CTeHKU. I[IpOayKTBl 3KCIPECCHUU JAHHBIX TEHOB YCHUIIUBAIOT
Jerpajialiiio MEeKTUHA B CTEHKaX KIETOK, OKpyxarommx npumopaun bK [33], tem cambiM

obecnieunBas pa3sutre bK.

2.4.5. lMentuawl cemeiictea RAPID ALKALINIZATION FACTOR (RALF)
Masple curHanbHbIe eNTU bl ceMmelicTBa RALF yuacTBYIOT BO MHOTHUX (DU3HOTOTHYECKIX
mpoleccax, a Takke IMpoleccax pocrta W pa3BuTus pacteHuit [35, 36]. OOmeit yeproit

OoJbIIMHCTBA WIEHOB ceMeiicTBa (He nmokazaHo g RALF11, RALF12 u RALF37) aBusercs ux
14



CroCOOHOCTh MHTUOMPOBATH POCT, B UaCTHOCTH, 22 u3 37 MeNTUI0B, OMUCAHHBIX 17 A.thaliana,
UHAYIHUPYIOT HHTHOHpoBaHue pocta KopHs [38]. [lepBuyHO OBLIO MMOKa3aHO, YTO MPHU AOOABICHUN
RALF B kynbTypy KiteTok Nicotiana tabacum npoucXonuT pe3Koe nossiiienne pH cpenbl, B cBI3H
C YEeM MEeNTHUAbl JAHHOTO CEMENUCTBA U MTOJIYUUIIM CBO€ Ha3BaHue [39].

JU11 MHOTUX BU/IOB pacTE€HHI ONucaHa BBICOKAsS CTENEHb FOMOJOIMYHOCTH HNEPBUYHOM
cTpyktypsl RALF, 4T0 CBUAETENbCTBYET O BHICOKOM KOHCEPBATUBHOCTU U (PyHAaMEHTAIBHOCTH
(byHKIMI TenTHA0B JAHHOTO CEMENCTBAa BO MHOTHX ceMeiicTBax pactenuii [39]. bosee Toro, 66110
MIOKa3aHO, YTO B XOJ€ 3BOJIOLMM Ha3eMHbIX pacTteHud cemeiictBo RALF 3naunTensHO
PacUIMPUIIOCh, YTO CBUJICTEILCTBYET O HEO(YHKIIMOHAIU3AMK JaHHbIX nentuaoB [40].

RALF mnpunamiexar K Kiaccy LUCTEHH-OOTATBhIX MENTUAOB, K KOTOPBIM OTHOCSTCS
KpYIHbIE, TOJOXHUTEIbHO 3apsDKEHHbIE MENTHAbI, COAepXallue B CBoeM cocraBe 10 160
AMHHOKHUCIIOTHBIX OCTaTKOB, B TOM uHcie OT 4 1o 16 ocTarkoB LHUCTeMHA, 0Opa3yroLuX
JTUCYIb(GHUIHBIE MOCTUKH, HEOOXOAUMBIE I IPAaBUIBHOTO CBOpAaYMBaHUs 3pesioro nentuaa [39].

OyuknuoHanbHbeli  mentu RALF oOpasyercs B pesynaprare MNpOTEOJIUTUYECKOTO
IIPOLIECCUHTa MpenponeTuia, cocrodmero u3 79-160 amunokucinor (Pucynok 3) [36]. Cuauana
pacuienjieHue  OPOMCXOIUT IO  CaiTy, OTAENSIOIEMY  CUTHaJbHYI0  N-KOHIIEBYIO
[OCJIe/I0BATENIBHOCTh OT HPOMENTUAHOIO OCTOBA, 3aT€M — [0 KAHOHUYECKOMY JBYXOCHOBHOMY
aprunuHoBoMmy caiity (RRXL, rne X — mro0asi aMMHOKHCIIOTa), y3HAaBa€MOMY DPAacTUTEIbHOU
npotea3oif SITE-1-PROTEASE (S1P) u orrecusitomiemy C-nomen 3penoro RALF [36, 41-43].
JlaHHBI KaHOHMYECKUI CallT y3HaBaHUS CyOTHUIIa3bl HACHTU(UIIMPOBAH Y ACCIATU U3 37 NENTUIOB

RALF, onucannbix mst A.thaliana [36].

IIponenTna
5 — RRXL  YIXY C C C C —3’
*caHT y3HaBaHHA NPOoTeassl calTa-1 (S1P) 3peablii menTHa

Pucynok 3. MonexymnsipHas ctpykrypa npenponentuga RALF. I — uzoneinun; L — neiinun; R —

APTUHUH; X — mrobas AMHWHOKHCJIIOTA, Y- TUPO3HH.

3penblid nenTua mnpeActaBieH C-KOHUEBBIM JOMEHOM MpENNIeCTBEHHUKa H3 48-52
AMUHOKHCIJIOTHBIX OCTaTKOB, BKJIFOUAIOUINX 4 KOHCEPBAaTUBHBIX OCTAaTKa LUcTenHa [39], KoTopsle
OKPY>Kar0T KOHCEHCYCHBIE TI0CIIEN0BAaTENbHOCTH. Cpeay TaKuX MOCIIEN0BAaTEIbHOCTEN OTAENBHOE
MecTto 3aHMMaeT N-koHueBod wmotuB YI/LSY, wurpatoummii BaXkHYIO pojb B aKTHBaLUU
CUTHaJIbHOTO Kackada npu cBsizbiBaHMM RALF ¢ onnuM u3 cBoux peuentopos — FERONIA [44,
45]. B pacTBope raBHas LieNb MENTH/A SBISIETCS T0BOJIBHO T'MOKOM, 1 Ha npumepe RALF8 6bu10
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MOKa3aHo, YTO OOJBIIECH CTETICHBIO YIIOPSA0YCHHOCTH XapakTepusytorces Juib 2 metiau (C21-Cog
u C41-Ca9), ormensempbie aucyabGuaHbiMU MoOcCTHKaMu [46]. OTCyTCTBHE OMpeaeeHHOTO
CBEpPHYTOIO COCTOSIHMS JIaHHOTO NENTHJIA B PACTBOPE NPEIIOJAraeT, 4YTO JONOJHUTEIbHBIC
MPOCTPAHCTBEHHbIE  CTPYKTYphl ~MOTYT OBITh  MHAYLIUPOBAHBl  HUCKIIOUUTEIBHO  MPHU
B3aUMOJICHCTBHM C JAPYTMMH OelkaMH, BKJIOYas Oenku-penentopbl [46]. M3oanekTpudeckas
touka nentunoB RALF Bapeupyer B npenenax sHadenuit pH ot 4.42 no 10.31, unauBuyanbHoO

JUISL K&KJI0TO IIPEICTAaBUTEIISl paCCMaTPUBAEMOI'0 CEMENCTBA MaJIbIX CUTHAJIBHBIX NMENTUAOB [47].

2.5. Penenuus nentuaoB RALF

Brino nmokasano, uro nentuasl RALF sBisrorcs murangamu s Catharanthus roseus
RLK1-LIKE penentopubix kuna3z (CrRLK1L) [48], xapakTepu3yommxcst HaTHIueM
MaJICKTHHOIOIOOHBIX JIOMEHOB BO BHEKJICTOUHOM yacTu perentopa [49]. CBs3biBasich ¢
peLenTopoM, MpeACTaBUTEIN STOTO CEMEWCTRA MENTHI0B MOTYT IPHHUMATh YYaCTHE B PSJIE
CHUTHAJIBHBIX TPOIIECCOB:

e RALFI1, RALF22 u RALF23 ces3siBatorcsi c FERONIA, perynaupys pocT KOpHei,
peakiiy Ha a0MOTHYECKUi 1 OroTHueckuit crpecc [50-52];

e RALF4 u RALF19 sBastorcs muranaamu aias perentopasix kuaaz ANXURL (ANX1),
ANX2 u BUDDHA’S PAPER SEAL 1, 2 (BUPS1,2) B kOHTEKCTE pOCTa MbLIbIIEBBIX
TpyOOK U MOAACPIKAHISI [ISIOCTHOCTH KJIETOYHOM cTeHku [53];

e RALF34 cesassiBaer perienropHas kunaza THESEUS1 (THE1), perynupys poct npu
UHTHOMPOBaHNUH OMOCHHTE3a IEIUTI003bI [54];

e RALF c BoicokuM cpoactBoM cBsizbiBatorcs ¢ 6enkamu LEUCINE-RICH REPEAT
EXTENSINS (LRX), yuacTBys B nepefaue curtaia oT KJIeTOYHON CTEHKU BO

BHYTPEHHIOIO YacTh MbUIbLIEBOM TPYOKH JUI PETYISILIMU POCTA PACTEHUH U B

obecriedeHrH YCTOMIMBOCTH K COlIeBOMy cTpeccy [55, 56].

Taxue CrRLK1L xkax FERONIA, ANX1/ANX2 nu BUPS1/2 pa6oTtatoT COBMECTHO C
riko3uidocharuauInHo3uToN-3assKopeHHbIMH OennkaMu LORELEI unu poicTBEHHBIMU
LORELEI-mogo6upIMu 6ekaMu, UMEIOIIIMMHE MTOTEHIIHIO K (POPMHUPOBAHUIO PEIIETITOPHO-

KOPEIENTOPHBIX KOMIUIEKCOB JJISI BOCTIPUATHSI CHTHAJIOB, ONTOCPEI0BaHHBIX nenTuaamMu RALF

[57, 58].

2.6. FERONIA — oqun u3 Han6os1ee u3yuyeHHbIX penentopoB RALF
Ha nanneiii moment mus A.thaliana ommcano 17 penentopusix kuuHa3 CrRLKIL,
3aHUMAIONIMX Ba)KHOE MECTO B OCYIIECTBICHHUW Pa3JIMYHBIX (H3HOJOTHUECKHX (DYHKIMI Ha

MoJiekysipHoM yposae [37, 49, 59]. 13 nannbsix CrRLKI1LS nmyurnie Bcero uzyuena FERONIA,
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HaszpiBaemas Takke SIRENE u oOHapy)eHHass Ha MOBEPXHOCTH KJIETOK BCEX OPraHOB PACTEHUS
[60, 61]. beuto nmokazano, uto FERONIA omnocpenyer y3naBanne RALF1, RALF22, RALF23, u
RALF33 B paznuuHbIX pu3ronornueckux konrekcrax [50-52, 62].

[IponeMoHCTpUPOBaHO, YTO akTHBaIWs myTei mnepenaun curHaioB RALF1-FERONIA
IPUBOIUT K (ochoprImpoBaHuUIO JIOKATM30BAHHOTO Ha IJIa3MaTH4YEeCKOH MeMOpaHe dKcropTepa
nporoHoB H'-AT®a3bl 2, 4T0, B CBOIO OYEPE/b, CHIKAET €r0 aKTUBHOCTH M HPEIOTBPAILAET
MOJKKUCIICHUE aIoIUIacTa, KOTOpPoe TpeOyeTcs i pa3phIXJICHHs KIETOYHOW CTEHKH W POCTa
KJICTOK IIepBUYHOIO KopHs [50].

HenaBuue wuccnenoBaHusi Ha ypoBHe TeHOB moka3anu, uro FERONIA nHaxomutcs Ha
MEPEKPECTKE HECKOJIBKO PETyJISATOPHBIX TyTEH, JekKaliX B OCHOBE MHOKECTBEHHBIX
TOPMOHAJILHBIX PEAKIHi, BKIIOYas CTUMYJIMPYEMbI ayKCHHOM POCT KOPHEBBIX BOJIOCKOB [63],
peryjmpyemMoe 3THICHOM U OpacCHHOCTEpPOMIAMH YJIHHEHHe rurnokotwis [64, 65] u ABK-
OMOCPEIOBaHHbIE peakiuu Ha abuormueckmit crpecc (Pucynoxk 4) [65, 66]. bbuin
npoaemonctpupoBansl pyHkuun FERONIA u tecHo cBs3anHbix ¢ Heit RLK B obecnedenun
(bepTUIIBHOCTH PACTCHHH, POCTa KJICTOK U B TOJJICPYKAaHUH [ETOCTHOCTH KJICTOUYHOM CTEHKH [67-
69].
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GAPDH - mmunepansaerun-3-pocdarneruaporenasa; GEFs, GEF1/4/10 — daktops oOmeHa
ryaHnuHOBBIX HykieoTuaoB 1/4/10; NADPH — HAJI®H-okcunaza; OST1 — open stomata 1;
PYR/PYL/RCAR - peuentopsl adbciu3zoBoit kuciaotsl; RALF — manbiii cCUTHaNbHBIA MENTH]
Rapid Alkalinization Factor; RIPK — RPM1-uanynupyemas nporennkuHasa; ROP2, 11 — Rho-
nonoOHas ['Tdaza 2, 11; ROS — akruBHbIe Qopmbl Kucioponaa; SAM — S-aleHO3WIMETHOHHUH;

SnRK2 — SNF1 (sucrose non-fermenting 1) -cBsi3anHast mpoTenHKrHa3a 2 [72].

B pamkax oOmero o63opa mpoduis skcripeccun reHoB cemeiictBa RLK  FER
UICHTHPUIUPYIOT KaK OMH U3 reHoB, penpeccupyembix ABK [70]. Pesynbprarsl uccienoBanui,
MPOBEICHHBIX YU C COAaBTOPAaMH, HOATBEPIAMIA TeHETHUECKYIO CBsI3b Mex 1y ¢pyHKiueit FERONIA
u orBeramu Ha Bo3zaelictBue ABK [71]. [IByruOpunnsiii ananu3 nokasain, yro Tpu FERONIA-
conpsikenHbix GEF (GEF1, GEF4 u GEF10) akruBupytor ROP11 (GEF—Rho-like GTPase 11),
KoTOpBIi B3aumopeicTByer ¢ ABI2, nporenndocdarazoit 2C A-tuma (PP2CA), orpunarensHo
perymupytomei orBet Ha aeiictBue ABK [72]. Yu ¢ coaBropamu 3aximtoumin, uto FERONIA
nomasnsier ABK-otser, aktuBupyst myte GEF1/4/10-ROP11-ABI2 (Pucynox 4) [71]. bsuio
noka3zano, 4to npu cBs3biBaHMu RALF1 wiu ABK ¢ FERONIA npowucxomur ero
dbochopunupoBanue, B To BpeMs kak 4detbipe wieHa cemeiictBa PP2CA (ABI1, ABI2, HABI u
HAB2) nedocdopunupyror ero, TeM cambiM UHTHOHpys: curHanbHbli myTh RALF-FERONIA.
[TpumeuarensHo, uto PP2CA-3aBucuMoOe nedochopuimpoBaHre HAXOAUTCS TIOA KOHTPOJIEM
perentopoB ABK tuna PYR/PYL/RCAR [72]. Bbei3BaHHOE CTpeccOM TOBBIIIEHHE YPOBHS
conepxxkanusi ABK mopmasnsier mporenndocgarassl tThna ABI2, ycunmBas omnocpenoBaHHOE
RALF-FERONIA unrubupoBanue pocta KOpHEBBIX KIETOK [72].

B pomnonHenue k moamienayuMBaHUIO anoruiacta, nentuasl RALF Takke MHIyUHpYOT
ObICTpOE  yBEJIMYEHHWE KOHLEHTPALMM I[MTOIUIa3MAaTHUECKOro KalblMs, 4YTO  SIBJISETCS
OTIMYMUTENbHBIM Mpu3HakoM akTuBanuu FERONIA [50, 73]. beuto nokaszano, uto y A.thaliana
nepenada Ca’'-curnana akTuBupoBanach B Teuenue 40 ¢ mociae o6paboTku nentuaoMm [73], 4to
MO3BOJIIET TO3UIIMOHUPOBAaTh €€ B KayecTBE NEpBUYHOM peakuumun Ha uHAyknuio RALF.
CunTaeTcs, 4TO M3MEHEHHE KOHLEHTpAllMU HUToMIasMaTthueckoro Ca’’, pacmpocTpaHeHHOro
BTOPUYHOTO MECCEH/Kepa, OONMraTHO JUIi MHOTHUX peakIHMid pocTa, pa3BUTUS M OTBETa

PaCTUTENBHBIX KJIIETOK Ha U3MEHEHMS OKPYKAIOIIEH CPeIbl.
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Pucynok 5. Moxens pa6otel mns nmytu FERONIA B perymsimum peakuuu Ha aOCIM30BYIO
kucnoty. ABA — abcunzosas kuciora; ABI2 — unen cemelictBa npotenndocdarazoit 2C A-tura;
DFs — mumenn dochopunupoanus SNRK2; FER — penentopnas kunaza FERONIA; GEFs —
dakTopel oOMmeHa ryaHuHOBBIX HykKIeoTHa0B; PYR/PYL/RCAR — perenitopsl  abCIin30BOM
kucnotbl; ROS — aktuBHbIE hopmbl kuciiopoaa; SLACL — aHHOHHBIN KaHAT MEJIEHHOTO TUTIA 1;

SnRK2 — SNF1 (sucrose non-fermenting 1) -cBs3anHast mpotenHkrHasa 2 [71].

2.7. RALF34 y Arabidopsis thaliana

Ha mannsiii mist A. thaliana onucano 37 npeacrasutencit cemeiictea RALF [38]. beuto
BBICKa3aHO mpenmnonoxenue, uto RALF34, unentudunuposannsiii y A. thaliana (AtRALF34),
BOBJICUCH B PEryJSITOPHYIO CeTh, KOHTponupytonryo ununuanuio bK [74]. AIRALF34 ciyxut
HETaTUBHBIM PETYJISTOPOM UHHIIMAIMY OOKOBBIX KOPHEH U, COTNIaCHO mpemnonokennto Murhy u
COABTOPOB, OTPAaHMYUBACT MHUIIMAIIMIO B HETTOCPEIICTBEHHOMN OJIM30CTH OT YK€ CYIIECTBYIOIIMX
npuMopaueB [74], neiicTBysi aBTOHOMHBIM 00pa3oM, aHaJorHuHO menTuaam cemeiictBa CLE
(CLAVATA3/Embryo Surrounding Region-Related) [75, 76].

RALF34 maumHaeT SKCHpPECCUPOBATHCA B KJIETKaX NEPUIMKIIA, ACCOIMHPOBAHHBIX C
MIOJTFOCOM KCHJIEMBI, /IO TIOSIBJICHHS KaKHX-JTMOO BHIMMBIX IMPH3HAKOB WHHUIIMAIUK OOKOBBIX
KOpHEH M IpojaoiDKaeT SKCIpeccupoBaThes B 3auaTtkax bK Ha mpoTshkeHuu Bcero mporecca
pasButus. Kpome Toro, RALF34 skcmpeccupyercs B KIETKax MEpUIMKIA, OOPaMIISIONIUX

npumopanu bK [77].
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I[Tomumo FERONIA, B xadectBe penentopa mist RALF34 y Athaliana 6siia
uneHTuuIMpoBaHa peuenroponogodnas kunaza THESEUS1 (THE1l) [54]. T'en nanHO#M
penenToponoo00HONW KHHA3Bl SKCIIPECCUPYETCS 1O BCEMY IEHTPAIBLHOMY IHMIMHIPY, BKIIOYAs
NEPUIMKII, & TAKXKE B Pa3BHBAIOIIMXCS MPUMOPAMSIX OOKOBBIX KOpHEH. MyTaHTBI ¢ moTepei
¢byukuuu thel nemoHCTpUPYIOT Te ke AeeKThI, UYTO U MyTaHTHI ¢ HokaayHoM RALF34 [38].

CurHanpHBI MeXaHH3M, C Tomollpio kotoporo monyib RALF34-THE1/FERONIA

perynupyet nHunvanuio bK, Ha 1aHHBII MOMEHT HE OIUCAH.

2.8. RALF34 y Cucumis sativus

Panee manst 19 w3 37 mentunoB RALF, B Tom uncne RALF34, uaeHTUUIMPOBHHBIX Y
A.thaliana , Obun Halinensl romonoru y Cucumis sativus, B T0 Bpems, kak s 18 (4tRALF1,
ARALF5-ARALF7, AIRALF10-4tRALF14, A(RALF16, AfRALF18, A(RALF25-AfRALF27,
ARALF29, AfRALF30 u AT2G32890) momoOHBIX TOMOJIOTOB 0OHApYKEeHO He ObLIo [78].

Cuuraerca, uto CsRALF34 sBnsercs opronorom AtRALF34. Ten CsRALF34,
KOJUPYIOIIMHA JIaHHBIM NENTHUJ, SKCIpEecCUpYeTcs B OOJIBIIMHCTBE OpPraHOB PpAcTEHUM, B
YaCTHOCTH, B KOpHAX. Dkcripeccusi CsRALF34 HaunHaeTcsl B KJIETKax psijia MPOTOKCHIIEMbI Ha
yaaneHud okoiio 200 MKM OT WMHHUIUMANBHBIX KJIETOK, a 3aTeéM paclHpoCTpaHseTcsl B KIETKHU-
OCHOBATEJIbHUIIBI OOKOBBIX KOpHEH, pacrojiokeHHble B mepuuukie. Kpome Toro, skcmpeccus
COXpaHAETCS B KJIETKaX PsAA0B KCUIIEMbl HENTOCpeACTBEHHO B ipuMopausax bK u mexxny aumu [78].
Taxoke Kiryushkin u coaBropamu 6610 0Ka3aHo, YTO B KOpHAX Cucumis sativus ocie CUHTE3a
B KJIeTKax kcuiemsl M nepunukia RALF34 tpancnopTupyeTcst n HakaruiMBajics B amnoruJiacTte, a
TaKKe KJIETOUHBIX CTEHKAX KJIETOK KOPhI B 0a3aJIbHON YacTH MEpUCTEMBbI KOpHS [78].

CurnanbHble ITyTH, B KOTOPBIX IPUHUMAET HenocpeacTBeHHoe yuactue CsSRALF34 no cux
nop He ObuTM omucaHbl. B uwactHocTH, ponb CsRALF34 B ununumanuu BK He Obuta TowHO

OIIPCACIICHA.

3. MarepuaJjbl 4 MeTObI
3.1. MarepuaJjbl
3.1.1. PacTuTeabHbIil MaTepHaJl

Marepuan xopuer orypua (Cucumis sativus L., copt «DeHuKc») ObUT TIpenoCTaBieH
kojuteramMu u3 JlaGopaTopuu KIIETOYHBIX U MOJIEKYJSPHBIX MEXaHM3MOB Pa3BUTHS pacTEHUN
borannueckoro uncrtutyta um. B.JI. KomapoBa PAH (Canxt-IlerepOypr, Poccus). Pactenus
KOHTPOJILHOW TPYHIBI U TPYMIbI co cBepxakcnpeccueit CsRALF34 6bun TpaHC()OPMUPOBAHBI €
MOMOIIIbIO0 CKOHCTPYHUPOBAHHBIX HA OCHOBE I1a3Mua Rhizobuim rhizogenes GMHaApHBIX BEKTOPOB
pKGW-RR-MGW-p35S::gusA n pPKGW-RR-MGW-p35S::CsRALF34, coorBeTcTBeHHO (PucyHok

6). O6a BekTOpa B KauecTBe CKPMHMHIOBOro Mapkepa B mpenenax rpanun T-/IHK copepxanu
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DsREDI non xontposiem npomotropa AtUBQ10. Bektop pKGW-RR-MGW-p35S::CsRALF34
conmepxkail BcTaBKy p335S::CsRALF34 c¢ mnpomoropom 355CaMV  miis  cBepXdKCIpeccuu
CsRALF34, Bektop pKGW-RR-MGW-p35S::gusA —BcTaBky p35::gusA, Hecylyto penopTepHbIi
reH [-TIIOKYpOHHa3bl A B KadyeCTBE KOHTPOJS NPOTUB cBepxdkcnpeccuu CsRALF34, n

UJCHTUYHBINA TPOMOTOP.

A KanR NOS Terminator b KanR NOS Terminator
NOS Terminator RShED DSRED

LB T-DNA repeat pAtUBQ10

NOS Terminator
PAtUBQ10 LB T-DNA repeat

SmR

SmR

TermAct TermAct

;  PKGW-RR-MGW-p355:CsRALF34 @ . coraLF34 o PKGW-RR-MGW-p355:GUS

12538 bp

ori 13972 bp
\ p35S \

RB T-DNA repeat pVS1 RepA ~

GUS

. p35S
pVS1 RepA : M13 rev

M13 rev
pVS1 StaA pVS1 StaA RB T-DNA repeat

Pucynoxk 6. KapTel BEKTOpOB, HCIIOJIB30BaHHBIX AJIsl TpaHC(opMaluu mpopocTKoB pacteHuid C.
sativus. (A) Bekrop mis cBepxskcnpeccun CsRALF34, (B) BekTop IUisi CBEpXdKCIpeccUu f-

2NIIOKYPOHUOA3bL A.

3.1.2. PearenTsl

Bblu Mcnonp30BaHbl XUMUYECKUE PEareHThl OT CIeTYIOIUX TPOU3BOJUTENEH.

AMRESCO LLC (Fountain Parkway Solon, OH, CIIIA): Oucakpmiamun (ultra pure),
Tpuc-(2-kapookcudTii)-pochun rumpoxiopua (ultra pure), 2-mepkanrostanon (biotechnology
grade), penmnmeruncynshonundtopun (high purity); Bioanalytical Technologies 3M (St. Paul,
MN, CIIA): tBepaoda3Hble OKTOAEIMIIOBBIE SKCTpakimoHHble aucku Empore™; Calbiochem
(Mbaaucon, CIIA): munun (molecular biology grade); Jlua-M (Mocksa, Poccust): denon mmst
MOJIEKYJIsIpHOU Omonoruu (oc.4., 99/5%); Dxoc-1 (MockBa, Poccus): aneron (oc.4.); Helicon
(Mocksa, Poccus): N,N,N',N'-trerpametmidTuiieHaamMus (ultra pure), mepcynbpar aMMOHUs
(ACS), nopeunncynbdar Harpus (biotechnology grade), akpunamun 2K (standard grade, extra
pure), moueBnHa (USP grade), moHomaypar mommokcudTriieH-20-copOutana (reagent grade),
DTT-mutuorpeuton (biotechnology grade), kamus xmopun (CP); Hayuno-uccnemnoBaTenbCKuii
WUuctutyr JII'Y (Cankr-IlerepOypr, Poccus): xmopodopm; Merck KGaA ([apmiuranr,
I'epmanus): aneronutpun (LC-MS grade), meranon (LC-MS grade); Peaxum (Mocksa, Poccus):
consiHas kucinota (GR for analysis), TpuxiopykcycHas kucinota, kapOoHat HaTtpus (extra pure);

SERVA Electrophoresis GmbH (I'elinensOepr, I'epmanust): Coomassie Brilliant Blue G-250
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(ultra pure), 2-mepkanTostanon (research grade), Tpuncun NB (sequencing grade); Thermo Fisher
Scientific (Waltham, MA, CIIIA): PageRuller™ Plus Prestained Protein Ladder #26619 (10250
k/la); Dichrom GmbH (Mapns, I'epmanus): amantepsr Progenta™ st HAKOHEUHUKOB ISt
aBToMarnyeckux go3atopoB Ha 200 wmxm; Sigma-Aldrich Chemie GmbH (Taydxupxen,
['epmanus): ackopOarokcunmaza ot Cucurbita sp., karanasza, 3TWICHIMAMUHTETPAyKCyCHAs
kucnora, uomoareramuy (BioUltra), 6ukapoonar ammonwmst (>99.0%), MypaBbHHas KHCIOTa
(>98%), TeTpaHaTpueBas colib KCHIEHOBOTO opamxkeBoro (ACS grade), arierar ammonus (>98%),
copouton (GR for analysis); Bekron (Cankr-IlerepOypr, Poccus): TmoGapOouTypoBas Kuciaora
(299%). JenonusupoBanue BOJIbI IIPOU3BOANIIN c KCIOJIb30BaHUEM
CUCTEeMbI KOHIUIIMOHNpoBaHus U ourcTtku Boabl Elix 3 UV (Millipore, Mocksa, Poccus) wim
Millipore Milli-Q Gradient A10 (comportuBnenue 5—15 mQ/cm, Merck Millipore, Jlapmmranr,

I'epmanus).

3.2. Metoabl
3.2.1. Onpenaesienue cogep:KaHus MePoOKCHIA BOAOPOAA

Conepxxanue H>O» onpenensiiocs mo merony, onucannomy Chantseva u coaBropamu [79],
¢ Hebompmumu momudukamusmMu. K 100 Mr 3aMOpoXeHHOTO MEPEMOJIOTOTO0 PACTUTEIHLHOTO
marepuana, nodasmsics 1 mi nensHoi (4°C) 0.4 MOb/T XJTOPHON KHUCIIOTHI, 3aTeM MPOOBI OBLIH
nepememansl Ha Boprekce (30 c) m umentpudyruposanst (13000x g, 10 mun, 4°C). Hanee
CylepHaTaHT OblT HeWTpanu3oBaH 4 MOIB/I THUIPOKCUIOM Kalusi C MOCIEAYIOIUM
uentpudyruposanuem (13000x g, 10 mun, 4°C). 3arem noGaBmsuiock 375 MKI HaTpHii-
docdarnoro Oydepa (0.1 mons/n, pH 5.6), 1 UN ackopbarokcumazsl U 125 MKI 3KCTpakTa
uccieayeMoro oOpasna B 2 KIOBETHI Ul CHEKTPO(OTOMETPUH, IOCIE YEro CyCHEeH3UU
nepememuBanuck Ha Boptekce (30 c). [anee B omHy M3 KioBeT Jo0aBisuics | MK pacTBopa
katanasel (1 UN) u unkybuposancs (2 mun, 25°C). Hakonen, 500 mxn FOX-pearenta (0.2
MMOJIb/J T€TpaHaTpUeEBasi COJIb KCUIEHOBOTO opaHxkeBoro, 200 MMoib/n copouton, 50 MMosb/i
cepHas kuciota, 0.5 mmonbs/n ammonus-xkenesa (I1) cynbdara rekcaruapar) 100aBIsIUCE B 00€
KIOBeTHl (C Jo00aBieHHOM karama3zoil u 0e3). Comepkumoe KroBeT mepemenuBanochk (30 c),
MHKYOHpOBajioch B TeMHOTE B TeueHue 30 munyT npu 25°C, mocie yero uzmepsiiach onTudeckas

IUIOTHOCTD MPH 575 HM (JUTMHA ONTUYECKOTO MyTH — 1 cM).

3.2.2. Onpenenenue coaepkaHus BelleCTB, pearupyloIuX ¢ THOOAPOUTYPOBOH KHCJIOTOM
Conepxanue BemecTs, pearupytomux ¢ TBK, BbIpaXXeHHBIX B 9KBUBAJICHTaX MaJIOHOBOTO

JUaNbJeru1a, ONPeAesaaoch Mo MPOTOKOITY, OlMcaHHOMY Soboleva u coaBTopamu, ¢ HEOOJIBIIMMHU

monudukanusmu [80]. 25 Mr 3aMOpOKEHHOTO TIEPEMOJIOTOTO PACTHUTEIHHOTO MaTepuala

uHKyOupoBanucek Ha Jpay (4°C) B TeueHue 3 mMuHyT nepen modasinenuem 300 mxa 5% (w/v)
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TpuxsiopykcycHoit kuciotsl (TXY). 3arem oOpasmsl nmepeMemuBanuch Ha BopTtekce (30 ¢) u
nenTpudyruposamucet (10000x g, 20 mun, 4°C). Hanee xk 250 Mkn cynepHaranTa godasisuics 1
min TBK-pearenra (0.5% w/v TBK B 20% TXY). Ilocne, mpoOsl HHKyOWpOBaIHCH B
TBepaoTenbHOM TepMocTate (BioSan, JlarBust) B Teuenue 30 munyT npu 95°C. [l ocTaHOBKH
peakuu 1poObl oxnaxaammch Ha Jbay (4°C), nearpudyrupobanuch (1900x g, 10 mun, 4°C),
nocye 4ero oroupaics 1 M OKpaIIeHHOTO CylepHaTaHTa Jjsl U3MEpeHUs MOMIONIeHUs pu 532
HM (IyIHa onTU4eckoro mytu — 1 cm). Hecnenuduueckoe nornmomenue mpu 600 HM BBIYUTATIOCH
u3 momtomeHus npu 532 HM (mummHA onThveckoro myTH — 1 cm). CojaepkaHue BeIIECTB,

pearupyronmx ¢ TBK, paccuutsiBanu mo popmyse: € = 155 MM lem™.

3.2.3. Onpenesienne coaepKaHus rUAPONEPOKCHI0B JUIIUI0B

YpoBeHb cofiepaHUs TUAPOTIIEPOKCHIOB JUMUAOB ONPEACTSIIM O METOAY, OMUCAHHOMY
Frolov u coaBropamu [81], ¢ nHeOompmumu wmoaudukamusmMu. 10 Mr 3aMOpPOKEHHOTO
MIEPEMOJIOTOTO PACTUTEIBPHOTO MaTepuaia HHKyOHpoBaIMCh Ha Jbay (3 muH, 4°C), mocie 4ero
nobasisutock 750 Mk steasHol (4°C) emecu xitopodopm-meranon (cootHorenue 1:2, v/v) u 150
MKJ ykcycHo# kuciotel B dH2O (0.15 momw/m), 3atem npoOsl nepememmuBanuck Ha Boprekce (30
¢). Hobasnsmocsk 225 mki 0.01% (w/v) nuruapokcutonyona (bXT) B xsopodhopme u naeHTUYHBIN
00beM TUCTHJUTMPOBAHHON BOJBI, TTOCIE MPOOBI mepeMennBaiich (30 ¢) 1 HeHTpu(yTrupoBajInch
(3000x g, 5 wmwmu, 4°C). [lanee orOumpanace HKHsAA (a3a, TEPEHOCHUIACh B YEPHBIE
HOJIMIIPOITMIIEHOBBIE MPOOUPKH U CyLIMIIAaCh B BAKyyMHOM KoHIeHTparope CentriVap (Labconco,
Kansas City, CIIIA) B Teuenue 120 munyt. 3atem gob6asmsuiocs 100 Mk 0.01% (w/v) BXT B
MeTaHoJj€e, ¥ MpoObl HHKyOupoBanuck Ha abAy (30 mun, 4°C). lansHeiimee nodasnenue 900 M
FOX-pearenTa (1.0 MMOJIB/TT KCUIICHOBBIN OpaHXKEBBIN U 2.5 MMOJIB/M Cybdar jkefie3a-aMMOHHUS
B 250 mMonb/1 cepHoii kucnore, 0.01% (w/v) BXT B metanone, 1:9, v/v) Takke cCONpOBOXKIANIOCH
30-MuHyTHOM MHKYyOauel Ha by (4°C) U, BIIOCIEACTBUN, U3MEPEHUEM ONITHYECKON MIIOTHOCTH
npu 560 HM (muHa ontuueckoro mytd - 1 cm). ComepkaHue THUAPOIIEPOKCHIOB JIMITHIOB
PAacCUMTHIBAJIOCh KaK KOJIMYECTBO SKBUBaJEHTOB 13S-ruaponepokcu-97,11E-okTanekaHoBoi

kuciaotel (13(RS)-TTIOM), € = 6.0 x 10* M lem™..

3.2.4. OnpenesieHne CoaePKAHUA ACKOPOMHOBOM KM CJIOThHI

VYpoBeHb cofepaHUsl aCKOPOMHOBOM KHCIIOTHI ONPENENSIA 110 METOMY, ONHCAaHHOMY B
pabote Shumilina u coaBTopoB [82], ¢ HebonbImUMU MonupukanusyMu. K 50 Mr 3aMoposkeHHOTO
M3MEJIBYCHHOTO PACTUTENBLHOTO Marepuana aodasmsioch 500 mxn neasnoit (4°C) 2.5 monb/n
XJIOPHOM KHUCJIOTBI, 3aTeM MpoObI nepemeninBaiuck Ha BopTekce (30 ¢) u neHTpupyrupoBaIuch
(13000x g, 10 mun, 4°C). Ilocne, cymepHaTaHT HEHUTPAIM30BAJICS HACHIIIEHHBIM PAaCTBOPOM

kapOoHaTa Hatpus u ueHtpudyruposaics (13000x g, 10 mun, 4°C). g oueHKH coaepKaHus
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BOCCTaHOBJICHHOHM acCKOpOMHOBOM KUCIOTHI 1.8 MK Harpuii-pocdarroro 6ydepa (0.1 mons/m1, pH
5.6) u 200 MKJ cymepHaTaHTa BHOCHIIMCH B KIOBETHI uid YP-criekrpodoromerpuu. Cycrnen3nu
nepememuBaiuch (30 ¢), mocie 4yero u3Mepsiach ONTHYECKast IIOTHOCTH (A1) 00pa3ioB mpu 265
HM. [lanee B Te ke KroBeTHl J00aBisuioch 4 MK ackopbarokcuaasbl (0.5 e.a./MKi) U 00pa3iisl
nepememuBanuck (30 c). Ilocie S-munyTHOW MHKyOammu npu 25°C u3Mepsiach ONTHYECKas
TUIOTHOCTH (A2) ipu 265 HM. J{71s1 O1IeHKH coiep kaHust o0IIei aCKOPOMHOBOUM KHCIOTHI K 250 MK
cyrnepHaranTta ao0aBisioch 3.3 Mk gutuorpenrtona (DTT), u mpoOsr nepememuBanuck (30 ),
3areM MHKyOupoBaauch B TeueHue 15 muuayT mpu 25°C. ITocne k 200 MKJI BOCCTaHOBJICHHOTO
obpasma mobasmsiock 1.8 Mk Harpuii-dpocharnoro Oydepa (0.1 monws/n, pH 5.6), mpoOsr
nepememBanuch (30 ¢), U U3MepsIach onTHYECKas IIIOTHOCTh (A3) mpu 265 HM. 3HaueHue
COJICpXKaHUSI OKHCICHHOW ()OPMBI aCKOPOMHOBOW KHCIOTHI (IETHUAPOACKOPOUHOBOM KHCIIOTHI)
paccunThIBajach Kak pa3HOCTh MEX]y 3HAUCHUSMHU COIEepKaHHs OOIIei aCKOpOMHOBON KHUCIOTHI

1 €€ BOCCTaHOBJIICHHOM (1)0pMLI. I[J'II/IHa OIITUYCCKOTO ITyTH IAJId BCEX I/I3M€p€HI/II7I cocraBisia 1 cm.

3.2.5. Boiesienue 0esika MeToA0M (PeHOJIBLHOM IKCTPAKIMHT

Brigenenue 6enka mpou3BOAMIOCH IO METOY, onucaHHoMy Frolov u coaBropamu [83], ¢
HeOonmpmuMu  Monupukanuamu. K 250 Mr u3MeNnbueHHOro pacTUTENLHOTO MarepHala
nobasisutock 700 Mkt neasiaoro (4°C) Oydepa st peronbHOM sxcTpakuu (0.7 MOIb/JI caxaposa,
0.1 Momw/n XJOpUA Kaius, 5 MMOJB/IT ITWICHIMAMUHTETPAyKCyCcHass Kuciota, 2% (v/v) f-
MepKanTodTaHon U 1 mMmonb/n peHnnamermicyibpormndTopun, pactBopeHHsie B 0.5 Moib/n
oydepe Tpuc-HCI, pH 7.5). O6pasubl nepememmuBanuch Ha BopTekce B TedeHue 30 c. 3arem
no6asisuiock 700 mxn nensHoro (4°C) denona, mpeaBapuTenbHO HachimeHHOTO 0.5 MOb/1
oybepom Tpuc-HCl (pH 7.5). Ilocnme nanpHeimero mnepememmBanHus (30 c¢) o00pasisl
MHKYOHpoBauch B Tepmolteiikepe (BioSan, Jlareus) B reuenue 30 munyT, npu 900 00./muH, 4°C,
nociue yero ueHtpudyruposaauch (5000x g, 15 mun, 4°C). Jlanee ¢deHonbHas ¢a3a aBaXk/bl
MIPOMBIBAJIACh MyTeM J00aBieHus oobeMa Oydepa st GeHONbHON SKCTPAKIINHU, PABHOTO 00bEeMY
dbenonpHOU (a3pl, ¢ nocienyomumM eHTpudyrupoBanueM (5000x g, 15 mun, 4°C). Ilocne
KaxJ1oro 1o0aBnenus oydepa npoodsl nepemermuBanucsk (30 ¢), MHKyOUpPOBaIHUCh B TEpMOLIEHKEpe
(900 06./mMuH, 30 mun, 4°C) u uentpudyruposaiuch (5000x g, 15 mun, 4°C). 3aTemM TOTaNbHBIN
Oenok ocaxkmancs nodasieHuemM 1 mu neasHoro 0.1 Moib/n anerata aMMOHHUSI, PACTBOPEHHOTO B
MeraHnosne B TedeHue Houn npu —20°C. Ha crmemyromee yTpo OenkoBast (ppakiusi ocaxmaiach
nentpudyruposanuem (5000x g, 10 munH, 4°C). benkoBwlii 0CagoK IBaXKABI MPOMBIBAIICS
JIBOMHBIM O0BEMOM JIEASTHOTO MeTaHoya (OTHOCHTEIbHO oObhema (eHonbHOH (a3el), 3aTeMm
anetoHa. O0e mpombiBKM TpousBoauiuck npu 4°C. Kaxaelii pa3 mocie pecycrneHIupoBaHus

o6pasts! neHTpudyruposaiuck (5000x g, 10 mun, 4°C). B xoHIIe OUHIIIEHHBIH OETKOBBIN 0CaI0K
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BBICYIIMBAJICS B BBITSDKHOM IIKady B TeueHHE yaca U mocie pactBopsuics B 70 Mk 4%

nonemwicyinbdara Hatpus (J1C-Na).

3.2.6. OnpenesieHne KOHEHTPAIUU OeJIKa

OmnpeneneHrne KOHIEHTpAMK OeKa MPOBOAMIOCH C MOMOMIBI0 KOMMEPYECKOTO Habopa
Bicinchoninic Acid Kit for Protein Determination (Sigma-Aldrich, St. Louis, CIIIA), cornacHo
MPOTOKOITY (DUPMBI-IIPOU3BOAUTENA. TOUHOCTH ONpeieNieH s MOATBEPK 1IN TIPU OMOIIHU JIUCK-
anekTpodopesza B monuakpwiamuaHom rene (ITAAID) B mpucyrcrBum JIJIC-Na, mo meromy

Laemmli, ¢ HeGonpmmmu Monudukanusimu, onucanubiMu Greifenhagen u coaBropamu [84].

3.2.7. Auck-3aekTpodope3 B MOJMAKPUIAMUIHOM rejie B MPUCYTCTBUH JoAeHIIICyabdara
HATpUS

Jliss mpoBeneHus TUCK-3IEKTpodope3a B IMONHAKPUIAMHUJIHOM Tejle B MPUCYTCTBUU
JONCIIICYIb(ara HaTpUs HCIONIb30Bajcs meron Laemmli, ¢ HEOOMBIIMMH MOAHQPHUKAIIIMH,
onucanubiMu Greifenhagen u coaBTopamu [84].

s popmupoBanus cuctemsl [IAALT 1 mpoBeaeHus AUCK-31eKTpodopesa UCIONb30BaIU

CJIEYIOIINE PACTBOPBI:

e PacTtBop 115 mpuroToBiIeHUs pasaestoniero rens: 13% AA, 0.4% 6AA, 0.1% J/IC-
Na, 0.75 mons/n 6ydep Tpuc-HCI (pH 8.8), 0.065% TOME]], 0.065% IICA.

e PacTBOp U1 MPUTOTOBIIEHUS KOHIIEHTpHpYomero res: 4% AA; 0.25% 0AA;
0.025% JJC-Na; 0.5 mons/n 6ydep Tpuc-HCI (pH 6.8); 0.065% TOME]; 0.065%
[1CA.

e DOnexrpoansiii 6ydep: 0.1% JAJAC-Na; 0.192 mons/n raumus; 0.025 mons/n Tpuc
(pH 8.3).

e JIByxKpaTHbIil pacTBOp /uis mpurorosienus npood: 0.05% (w/v) 6pombeHonoBbIi
cunnit, 10% (v/v) rauuepus, 2% (W/V) noxetincynbdat HaTpus, 5% (V/V)

f-mepkanTtodTanon B 62.5 mmons/n Tpuc-HCI (pH 6.8).

[TpoOsb1, conepskaBmme 5 MKr Oenka, pazoaBmsumck B 10 Mk nBykpatHoro Oydepa mms
po0, MOCIIe Yero MHKYOUPOBAJIMCh B TBEPAOTENbHOM TepMocTtare (BioSan, JlaTtBus) B Teuenue 5
muHyT npu 95°C. Ilocne mHkyOanuu Bech 00beM 00pas3ioB BHocwics B JdyHku ITAAIL. [lns
BO3MO)KHOCTH OTIPEIEIEHUS] MOJIEKYJISIPHBIX Macc OJIKOB MCIOJIB30BAJICSI MapKep CTaHIapTHBIX
Moneky sapHbix Mace PageRuller™ Plus Prestained Protein Ladder #26619, 10-250 x/la (Thermo
Fisher Scientific, CIIIA). Dnextpodoperndeckoe pa3aeneHue NpoBoInIoCh B pekuMe: nepsbie 15
muH npu 80 B, 3arem 45-60 mun nipu 160 B. I'enu oxpammBamnucs ¢ nomotiso 0.1% Coomassie

Brilliant Blue G-250 B tedyenne 12 uwacoB. CpeqHue MIOTHOCTH OTIENBHBIX JOPOKEK TeJs,
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BhIpOKEHHBIC B TPOHM3BOJIBHBIX CIUHHIIAX, ONMpPEACsUMCh cucteMoi Bu3yanusamun ChemiDoc
XRS (Bio-Rad Laboratories Ltd., CIIIA), ympapnsiemoil mporpaMMHBIM OOECTICUYCHHEM st
anammsa Quantity One® 1-D (Bio-Rad Laboratories Ltd., CIIIA). Jlns pacyera OTHOCHUTEIBHBIX
CTaHJAPTHBIX OTKJIOHEHUH TUIOTHOCTH OTIIEIBHBIX JOPOXKEK I'elisi HOPMaIH30Bajiach 10 CPETHETO
3HAYEHUsI TPU TIOMOIIM mporpamMmHoro obecmneuenus Image) (National Institutes of Health,

CILLA).

3.2.8. 'uaposuTHyecKkoe pacuienjieHue 0eJKa TPUICHHOM

3a neHb 10 MPOBENCHUS IPOIEAYPHI TPUIITUIECKOTO TuAposin3a B punbsrpel Amicon Ultra
30K (Sigma-Aldrich, St. Louis, CIIA) no6asnsuiocs 500 mxit 5% Tween-20, mocie yero puiabTps
uHKyOupoBanuce B TepMmoiueiikepe (BioSan, JlatBus) mpu 350 o06./mun, 12 u, 25°C. Ha
CIEeNyIIUA JeHb (GUIBTPBl ABAKIBl MPOMBIBAINCH JeroHU3upoBaHHON Bomoit (Milli-Q),
UHKYOHpysick B Tepmornerikepe (450 06./mun, 30 mun, 25°C). Ilocne nIpoMBIBKA Ha (QHIBTPHI
HAHOCHWJIOCh 35 MKr Oenka, nobamisutock 200 Mk pactBopa MoueBuHBI (8M modeBmHa, 50
mmone/1 6ydep Tpuc-HCL, pH 7.5, UA), a 3atem ¢unbsrpsl nenTpudyruposamucs (14000x g, 10
MmuH, 4°C). CynepHaTaHT yaaJsics, ocie 4yero Bee AeiictBus ¢ UA MOBTOPSUTUCH TPUKBL. 3aTeM
nobasisuiock 100 Mk BocctanaBiuBaromiero pactsopa (100 mmons/n DTT B UA), mocine yero
GmIBTpEl HHKYOHpOBAIUCH B TepMmorteilikepe (450 06./mun, 25°C, 1 4) U HeHTpU(yTUpOBaIKCH
(14000x g, 10 mwun, 25°C) Cc mMOCIEOYIOUIUM YAaJeHHEeM CyNepHaTaHTa. AHaJIOTHUYHOE
uentpudyruponanue (14000x g, 10 mun, 25°C) npousBonunock u nocie aodasnenus 100 M
ankunupymomero pactsopa (50 mmons/n nomaneramug B UA), ogHako nepememruBanue (450
00./MuH, 25°C, 1 4) npousBoaMIOCh B TeMHOTE. ClleIyIoIIHUM 3TaroM ObLIa IPOMBIBKA (PHIIBTPOB
200 mxn UA c¢ mocnenyromum 1eHtpudyrupoBanuem (14000x g, 10 muna, 4°C). Bcee
BBILIIETIEPEUNCICHHBIE TPOLIEYPhl MOBTOPSUIMCH JBAX/bl. T€ e Mpoueaypbl MOBTOPSIIUCH U C
Oydepom amst THAPOTUTHUECKOTO pacIierieHus: TpurncuHoM (50 Mmoib/n OukapOoHAT aMMOHUS,
ABC) nocnenoBarenbHo 2 pa3za. [lociie TOTOBHIICS CTOKOBBIN pacTBOp TpUIICHHA (COOTHOIICHUE
depmenT:0emok — 1:20). OH noGapnsiicst B (uiabTphl, 3areM NpoObl MHKYOMpPOBAJINUCH B
tepmoteiikepe (450 06./mMuH, 4 4, 37°C). UnkyOanus B Tepmolueiikepe mpopoikanachk (450
00./muH, 37°C, 12 4) mocie NOBTOPHOTO HAHECEHHUs Ha (PUIBTPBHI pacTBOpa TPUIICHHA, HO B
cootHommeHnn ¢epment:6emok — 1:50. Ha crnemyromee yTpo o00pasiibl HEeHTpU(PyrupoBaInch
(14000x g, 10 mun, 25°C), mpu 3TOM QUIBTpAThl COXpaHsauch. CleayromuM Iarom Oblia
nosTamHas mnpombiBKa ¢uibTpatoB 40 wMxan 50 mmons/n ABC ¢ mocneayrommm
nentpudyruposanuem (14000x g, 10 mun, 25°C). J[aHHBI 1Iar TOBTOPSUTH JIBAXK/IbBI, TIOCTIE YETr0

MOJTyuyeHHble THponu3arbl Oenka xpanunu npu -20°C. IlomHOTy ruaponn3a OLEHUBAIM C
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nomoIplo auck-3nekrpodopesa B [TAAD' B mpucyrctBun JIJIC-Na, mo meromy Laemmli, ¢

HeOoMbIIMMHU MoauduKaumMu, onucanabiMu Greifenhagen u coaBropamu [84].

3.2.9. Teepaodaznasi IKCTPAKIMS MENTHIOB

[IporeonmuTrueckne  TUAPOMU3ATHl  OYMIIANUCH  METOAOM  OOpamieHHO-(ha3HOM
TBepAo(ha3HON IKCTpPaKIUMU TO CXeMe, MpeacTaBiIeHHOW B pabore Spiller u coaBTopoB [85].
HakoHeuHnuku 11 aBTOMaruueckux ;103aropoB Ha 200 Mk ¢ 6 cinosamu Marpuibl C-18, 66883-U
(Sigma-Aldrich, CIIIA), Stage-Tips, BCTaBIsUTHCh B 2 MJI TPOOUPKH C MTOMOIIBIO CHEIIUATBHBIX
miacTukoBeix  agantepoB  (Dichrom  GmbH,  Tepmanus). 3areM  HaKOHEYHUKHU
KOHJMIIMOHUPOBANUCH,  TyTeM  BHecenuss 100 MK MeTaHojga ¢ THOCJEIYIOLIUM
uentpudyrupoanuem (2000x g, 5 mun, 25°C), moce yero ypaBHoBeImuBanuck qodasienrem 200
Mk 0.1% (v/v) pactBopa mypaBbuHO#l kuciotsl (FA) ¢ mocnenyromum 1eHTpudyrupoBanieM
(2000x g, 5 muH, 25°C). Ilocme nByxkpatHoi npombiBku 0.1% (v/v) FA Ha marpuiy C-18
HAHOCHWJICS TIOJHBIH 00BEM Tuaposm3ara O0enka, 3aTeM 00paslbl IBaXK/Ibl LEHTPU(PYTHPOBAIIHCH
(2000x g, 5 mun, 25°C). anee Stage-Tips maBaxasl mpombiBaiauck 200 mxi 0.1% (v/v) FA u
uentpudyruposanucet (2000x g, 5 mun, 25°C). [lentuasl >moupoBanuck myreM BHecenus 150
Mki 40% (v/v) aneronutpuna B 0.1% (v/v) FA u nocnenyromero uentpudyruponanus (2000x g,
5 MmuH, 25°C) ¢ coxpaHeHHeM amoara. Te e 3Tanbl HOBTOPSIMCH U MPH IMOCIEI0BATEILHOM
no6asnennu 150 mxa 60% (v/v) u 150 mxa 80% (v/v) aneronutpuia B 0.1% (v/v) FA, ognaxo
BpeMs IEHTpU(YTUPOBAHUS COCTABISIO 7 U 8§ MHMH, COOTBETCTBEHHO. B KOHIIE, MOTyYeHHBIN
AITI0AT, COAEPKAIIMN MeNTHAbI, BeIcymnBancs (4°C) moa MOHMKEHHBIM JIaBJICHHEM B BAKYYMHOM

koH1eHTparope CentriVap Vacuum Concentrator (Labconco, Kansas City, CILIA).

3.2.10. IToaroroBka npo6 pasa LC-MS/MS ananu3a

Bricymiennsle mentuabl pactBopsuiuck B 2 Mka 60% aneronutpuna (ACN) B 0.1%
MypaBbUHOM KUCJIOTE, 3aTEM MepeMennBaInch Ha BopTekce (30 ¢) 1 moiBepraiuch BO3ACHCTBUIO
yAbTpa3Byka B TedeHHe S5 MUHYT B ynbTpa3BykoBod BanHe (HIIII Candup, Poccus). Bcee
BBILICYIOMSTHYThI€ JTalbl MOCIEA0BAaTEIbHO NOBTOPSUIUCH 3 pa3a, MOKa KOHEUHas! KOHIeHTpalus
MENTHI0B He cocTanisuia 250 HIr/MKII, KOHEUHBIH 00beM mpoo - 60 Mk, a cogepxkanre ACN — 3%.
Taxxe Obuta mpuroroBiieHa mpoba ans koHTpods kadectBa (QC) myTemM CMEIIMBaHUSA 5 MKI
Ka)KJI0TO MCCeryeMoro oOpasiia B 0IHOM nmpobupke. Bo Bpems mporienypsl paHI0MHU3aIANA TTPOOBI
QC mnomemanu mocie KaxAbIX LIECTH HccleayeMmbix oOpasios. [Ipoueaypa panaoMuzanuu

npousBoauiack B mporpamme Microsoft Excel (Microsoft, CILIA).

3.2.11. Nano LC-MS/MS
BenkoBble ruApPOIU3aTHl 3arpyKalyd B S-MUJUTMMETPOBBIM KapTpHIK-TOBYIIKY Acclaim

PepMap (Thermo Fisher Scientific, CIIIA) u pasnmensuiin Ha kononke Bruker FORTY (CI18
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ReproSil AQ, 40 cm % 75 mxm, 1.9 mxm, 120 A; Bruker Daltonics, ['epmanmnsi) ¢ ucmnonp3oBaHueM
xpomatorpaduuekoit cuctembl nanoElute UHPLC (Bruker Daltonics, I'epmanust), conpssKeHHOM
C KBaJpyTNOJLHBIM BpeMSINpoJeTHbIM Macc-criekTpomerpoM Tim-sToF Pro (QqTOF-MS) gepes
ncrouHuk noHoB CaptiveSpray (Bruker Daltonics, I'epmanus) B pexxume omnaitH. Hactpoiiku

MeTO/Ia XpoMarorpagpuueckoro pasaeneHus ykazansl B Tabmuie 1.

Taomuua 1. [Tapamerpsr merona Nano UHPLC.

Ilapamerp Hacrpoiiku
ITapameTpsl MeTOA
O0beM UHBEKIIUU 2 MKJI

Pesxum BBeeHus poOBI
TemmnepaTypa KOJIOHKH

uHbekuus npu 217.5 6ap
45°C

JIIOEHTBI

OmroeHT A 0.1% (v/v) FA B dH,O

OmoeHT B 0.1% (v/v) pactBop FA B ACN

Pexum amronun Bpewms (Mun) % B
0 2
40 40
40.5 85
55.9 85
57.9 2
60 2

Kononka-noBymka

Thermo Trap Cartridge Smm

OGbem 0.148 MK
VYpaBHOBEIIHBAOIICE 217.5 6ap
JIaBJICHUE

PacuetHoe Bpems 0.65 MuH
ypaBHOBeHII/IBaHI/Iﬂ

OO6beM ypaBHOBEITMBAHMS 1.48 MK
(x10)

Paspensromnias KOJOHKa Bruker FORTY
OGneM 0.742 MK
VpaBHOBeNIHBAIOIIEE 600.0 6ap
JIaBJICHUE

Pacuetnoe Bpems 7.91 MuH
YpaBHOBEIINBAHUS

O0bem ypaBHOBELIMBAHMS 2.97 MK
(x4)

Anamu3z UHPLC-QqToF-MS/MS mnpoBomuics mpu TOMOIIM aJIrOpMTMa aHajau3a Ha
OCHOBE TOJy4eHHBIX NaHHBIX (DDA), BBITIOJIHEHHOTO B PEXHUME IMOJIOKHUTEIHHOW MOHU3AINH,
BKJIIoUaronieM o030opHoe ckaHupoBanue ToF-MS u 3aBucumoe MS/MS-ckanupoBaHue IS
HanOoJiee paclpoCTPaHEHHBIX CUTHAJIOB B TEUYEHHE CIEAyIOImUX 3 ¢ (MpH ONpeaereHHbIX
3HAYEHUAX BpPEMEHHU YIepKaHus) ¢ 3apsjgaMud B auamna3zoHe or 2 no 5. Hacrpoiiku macc-
CIIEKTPOMETpa MpuBeeHbI B Tabmuie 2.
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Tadoauuna 2. HacTpoiiku Macc-CIIeKTpOMETPa, UCIOJIb30BAHHBIC 11

cuctembl ESI-QqToF-MS DDA.

ITapamerp Hacrpoiiku
ITapamerpsl MS-ananau3a

Pexxum nonunsanuu [TonoxurenbHbIN
JInara3zoH OTHOLIEHHUSI MacChl K 150 — 2200
3apsany (m/z)

Yacrorta cnekrpa 2T
OTKJI0HEHHE TOPLIEBOH 500 B
TJIACTUHBI

Kanumissproe HanpspkeHue 4500 B
PacnpimuTens 1.5 6ap
Temneparypa BbICbIXaHUS 200°C
[Tomava cyxoro raza 2.0 1/mun

IHapamerpst MS/MS-anaau3za

Pexxum ckanupoBaHus
Tun ¢pparmenTanmu

[Iupuna n3omauumn

[Tonyuyenue cnekrpoB MS/MS
IToporoBoe 3HaueHue (Cym. s
kaxxaoit 1000)
IIpoaoIKUTENPHOCTD UKIIA
OHeprus CTOJIKHOBEHUS
PexxuM ckaHupoBaHus

Asromarnueckas MS/MS
Jluccoumanys, BbI3BaHHAS
CTOJIKHOBEHUEM

2-3

8—-32Tn

250 cts

3¢

ot 23 3B (m/z 300) no 65 3B (m/z 1300)
Apromarnueckas MS/MS

3.2.12. buonH(popMaTHYeCKHIl aHAJIN3 JAHHBIX

Ob6pabotka panHbix LC-MS mnpowusBoauiack ¢ HUCHONB30BaHHEM IPOrPaMMHOTO

obecrnieuenus PEAKS Studio (Bepcust 10.6, Bruker Daltonics, I'epmanusi). Hactpoiiku noucka

npuBeneHbl B Tabmuue 3.

Tadamua 3. [TapameTpsl 1 HacTpoliku noucka B 6a3e nanHbix PEAKS Studio 10.6.

Hactpoiiku noucka B 0a3e JaHHBIX

AHanuTuyeckas mporpamMmma

JluHaMu4yecKoe OTKIIOHEHUE POAUTENIbCKON MacChl:
JluHamMuueckoe OTKJIOHEHUE MacChl parMeHTa:

Tun moucka MacchI-peIIIecCTBEHHUKA:
depMeHT

[IponyiieHHbIE CalThI paCIIETICHUS
FDR

®uKcupoBaHHBIE MOTU(DUKAIIHH:
BapuaGenbuble Moaudukanum:

Haubonee BapuabGensubie IITM s kaxmoro

InerTuaa

PEAKS Studio 10.6 build 20201221
10.0 ppm

0.05 [a

MOHOU30TONHBII

Tpuricun

2

2

Kapbamunomerunuponanue: 57.02
Oxucnenne (M): 15.99
AunerunupoBanue (N-koner 6enka): 42.01
Hezamuauposanne (NQ): 0.98

2
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@uibTp 3apsaa 1-7

Wnertudukarys NENTHIOB W aHHOTHPOBAHHE OEIKOB OCHOBBIBAJIUCH HA IOUCKE IO
AMUHOKUCIIOTHBIM TocienoBarenbHocTsIM Cucumis sativus cv. Chinese Long v2 [86] (momyueHO
¢ FTP-caiita 6a3er ganubix Cucurbit Genomics Database v1), BBIIOJHEHHOM C TOMOIIBIO
anmroputma  SEQUEST [87, 88]. IloctoOpaboTka maHHBIX BbIMONHsuIack B RStudio
v.2021.09.0+351 (RStudio Team, 2021), cpene ans si3bika nporpamMmMupoBanus R (Bepcust 3.6.3,
R Core Team, 2020). KonnuecTBeHHbI aHanu3 Oellka MPOBOIWICSA MO MPeoOpa3oBaHHBIM B
jJorapupMuUecKre HOPMAIM30BaHHBIM JaHHBIM C HCIOJb30BaHHEM TNakeTa [imma ¢
MUHHUMAJIbHBIM OTPaHUYEHUEM W3MEHEHHS YHCICHHOCTH B 1.5 norapudpmuueckux pasa [89]. s
AHHOTAIIMHU OCJIKOB UCITOJIb30BaJIOCh IporpaMmMHoe obecrnieuenne Mercator4 (Bepeus 2.0) [90, 91].
CyOkJteToyHasl JIOKaau3anus OEJIKOB OIpeNesuiach ¢ MOMOIIBI0 MPOrPaMMHOTO PACITUPEHUS

WoLF PSORT [92].

3.2.13. CratucTu4ecKknii aHAJIU3 JTAaHHBIX

CraTucTHYeCKW aHaJM3 JaHHBIX BBITIONHSUICS C TOMOIIBbIO mporpammbl Microsoft Excel
(Microsoft, CLIA). lnsa 6uoxumudeckux mapkepoB crpecca (H202, sksuBanentoB TEK, 13(RS)-
HPOD, ackopOuHOBOI KHCIOTHI) HpuMeHsuics t-kputepuil CTbloneHTa s HE3aBUCHUMBIX
BHIOOPDOK B COYETAHMHM C TECTOM Ha HOPMAIBHOCTh. JlIs waeHTHQHUKANUU OEIKOB,
IPOAEMOHCTPUPOBABILINX  YBEJIMYEHHME U  YMEHbBIIEHHWE OTHOCHUTEIBHOIO  KOJMYECTBA,
MCIIONB30BAJICA t-TE€CT C KOPPEKIIMEH YacTOTHI JTOXKHBIX 00Hapy-keHuit benmkamunu-Xoxoepra. Bo
BCEX CTATUCTHMYECKUX TecTax pazaunuus B 3HadeHuAX p < 0.05, wm < 0.01, wm < 0.001

MNPUHHUMAJINCH CTATUCTUYCCKU 3HAYUMBIMHU.

4. Pe3yabTarhl
4.1. Anain3 OMOXMMHYECKHX MapKepoB cTpecca B kKopHaXx Cucumis sativus

Oddextsl nentuga RALF34 moryT ObITH CBsI3aHBI ¢ peakiiiei pacteHuil Ha cTpecc. s
U3yYEHUs YPOBHS IEPEKHUCHOTO OKUCJIEHMs JIMMUIOB, LEJIOCTHOCTH MeMOpaH U cTaryca
AQHTUOKCHJAHTHON 3allUTBl B  KOHTPOJIBHBIX KOPHAX II0 CPaBHEHUIO C  KOPHSAMH,
cBepxakcnpeccupyromumMu CsRALF34, OblI0 OLIEHEHO HECKOJIbKO OMOXMMHUYECKHX MapKEpOB
OKHUCJIUTETIBHOTO CTpecca: YPOBHU MEPOKCHIA BOAOPOAA, THIPONEPOKCHUIOB JUIHI0B, BEIIECTB,
pearupytomux ¢ TBK (BbpakeHHBIX B SKBHBaJICHTaX MaJIOHOBOTO Auanbaeruaa, TBARS), a Tak
K€ COOTHOILIEHHE BOCCTAHOBJIEHHON M OKHCICHHOH (hopM acKOpOMHOBOW KUCIIOTHI. Pe3ynbTarsl
MOKa3alld, 4YTO YPOBHM IE€PEKHCH BOIOpOJa ObUIM 3HAYUTEIBHO HIDKE B  KOPHSX,
cBepxakcnpeccupyomux CsRALF34, 1o cpaBHEHUIO ¢ KOHTPOJIbHBIMU KopHAMHU (Pucynok 7B).

Hamportus, cogepxanne TBARS B xopHsx, cBepxakcnpeccupytomux CsRALF34, nByxXkpaTHO

30



MIPEBBINIANIO UX COACp)KaHWe B KOHTPOJIbHBIX (Pucynok 7A). C apyroit cTOpOHBI, H30BITOUHAS
skcnpeccuss CsRALF34 He Bnusla Ha YpOBHU COJAEP)KAHUS T'MAPONEPOKCHIIOB JIMIIUIOB U
ackopounoBoii kucnotsl (Pucynok 8A,b). Conepxanne obrero ackopbara ObUTO0 HUXKE TIpeselia
KOJIMYECTBEHHOT'O OIpe/Ie]IeHUsT BO BCeX o00paslax, T.e. Myl acKOpOMHOBOW KHCIOTHI OBLI

MPEJCTaBJICH TOJIBKO OKUCIEHHOM (OPMOI U 1eTUApOacKOpOaTOM.

A b
TBARS H,0,

—t

——

30 ;

20 1

10 4

Copepxanne, avoasT FW
Copepxanne, amoas/r FW

KonTpoas | RALF34+ ' Koatpoas RALF34+
Pucynoxk 7. Conepxanue (A) Bemects, pearupytonux ¢ TBK (TBARS), (b) nepokcuna Bomopoaa
(H202) B 0oOpasuax KopHEH TPaHCTEHHBIX KOHTPOJIBHBIX pacteHuil Cucumis sativus (KoHTpoIb)
n KopHeil co cBepxakcnpeccueit CsRALF34 (RALF34+). FW — ceipas Macca. 3Be3qoukaMu

0003Ha4YeHbl CTATUCTUYECKH 3HAYMMBbIE Ppa3IMuUsl MEXIYy TIpyNIaMH BBIOOPOK, t-KpUTEpHid

Creronenra: p < 0.05.

A b
IkpHBAJeHTHI 13(S)-I'TIO O0mni ackopoar
0.20 . 05,
. [
E I I E
£ 015 1 E 0.4 1
g I g
z g 03]
g 0.10 : {
§ : 0.2 1
5 005 § ol 1
3 )
© o
0.00 0.0 v
KonTpoas RATLF34+ KonTpoas RALF34+

Pucynok 8. Conepxanue (A) ruapONEpOKCHIOB JIMIHUAOB, OINPEIEICHHOE KaK KOJIUYECTBO

skBuBasieHTOB 13(S)-ITIOA, u (Bb) obmero ackopbara B o00pa3lax KOpHEH TpPaHCTEHHBIX
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KOHTpOJIbHBIX pacteHui Cucumis sativus (KoHTpoJIb) 1 KopHEl co cBepxakcnpeccueit CsRALF34

(RALF34+). FW — ceipas macca.

4.2. BoiiesieHue 0eJika U TPUNTHYECKUN THAPOJIN3

s oGecniedenust 3PPEKTUBHOMN IKCTPAKINUN OEIKOB KOPHS U MAKCUMAIIBHO BO3MOXHOTO
oxBara nporeoma Cucumis sativus, ACTIOIB30BAJICS METO SKCTPAKLIUU OeJKa Ha OCHOBE (heHOIa.
OmnpeneneHre KOHIEHTpAMiA Oellka B MOJTYYEHHBIX H30JSTAaX MOKA3aJI0, YTO BBIXOJ SKCTPAKIUH

Haxonutcs B auana3one 0.234—0.463 mr/r FW (Tabnuna 4).

Tadauna 4. Beixon skcTpakuuu O6eka, KOHIEHTpaus Oefka B SKCTPAKTaX U ONTHYECKHE
IUIOTHOCTH OTJEJIBbHBIX M10JIOC MTOJUAKPUIAMUHOIO I'elisl, COOTBETCTBYIOIIUX OTJEIbHBIM
o0pa3naM OEJIKOBBIX KCTPAKTOB, BBIJICIIEHHBIX U3 KOPHEH TPAaHCICHHBIX KOHTPOJIbHBIX KOPHEH

C. sativus (KoHTpOJIb) U KyIbTUBUPYEMBIX ¢ U30bITOuHON sKcnpeccueit CsRALF34 (RALF34+).

Mpoa Macca Konuenrpauust Brixon 0eika, Onrnueckas
HABECKH, I Oeaxa, Mr/mJ mr/r FW ILIOTHOCTH
Kontpons (1) 0.250 1.53 0.428 1595601
Kontpons (2) 0.254 1.13 0.312 1612235
KonTpoms (3) 0.255 1.25 0.343 1525704
KonTpons (4) 0.241 1.51 0.470 1525891
Kontpos (5) 0.236 1.35 0.400 1572125
Kontpons (6) 0.271 1.65 0.428 1598280
Kontpons (7) 0.233 1.38 0.413 1625710
Kontpons (8) 0.284 1.88 0.463 1658598
RALF34+ (1) 0.253 1.47 0.407 1727770
RALF34+ (2) 0.248 1.64 0.462 1734730
RALF34+ (3) 0.273 1.50 0.385 1823112
RALF34+ (4) 0.224 1.05 0.330 1718919
RALF34+ (5) 0.284 0.95 0.234 1736292
RALF34+ (6) 0.244 1.33 0.382 1768621
RALF34+ (7) 0.260 1.51 0.405 1768116
RALF34+ (8) 0.224 1.27 0.397 1542560

TouHOCTH aHaNMM3a ONpeelsiach ¢ MOMOIIBIO AUCK-IEKTpodope3a B IeHATypUPYIOIIUX
ycnoBusx B npucytctBun J1JIC-Na myteM HaHeceHUs 10 5 MKT Oelika Ha T0poXKKy refst (PucyHok

9A,b). IlepekpecTtHas mpoBepKka ¢ MOMOIIBIO IEHCUTOMETPHUECKONW OIIEHKH OKpAIIEeHHBIX C U
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ucnonp3oBanuem Coomassie Brilliant Blue G — 250 reneii BpisiBHIIa 00IIYIO TUIOTHOCTD TOPOXKEK
1.53x10%- 1.82x10° ycnosrbix enuani (Tadmuma 4), (AU, RSD = 5.8%).

Habmomaemeie anekrpodopeTrndeckue mpoduiau pa3aencHus: OSIKoB ObLTH OMUHAKOBHI B
KOHTPOJIBHBIX U 3KCHEepUMeHTalbHbIX Mpobax (Pucynok 9A, b). [lonogHUTENBHO MOMYyUYEHHbIE

C-)JIGKTpO(pOpeI'paMMI)I MMOKa3bIBAIOT YCHCIIHOCTL MPOBEACHUA OrPaHUYCHHOIO TMApOJin3a Ocika

tpurcuoM (Pucynox 10A,B).

A B

kITaM 1 2 3 45 6 7 8 xIaM 9 10 1112 13 14 15 16
250 i tan B e wat g e m 250 22 ‘

130 130

100 100

e 55

35 35

25 25

15

Kontpo.as

RALF34+

Pucynok 9. DnexrpodoperpaMMbl IpernaparoB TOTATBHOTO Oelka (5 MKT) KOHTPOJBHBIX (A) U
skcniepuMeHTanbHbIX (B) oOpasuoB kopueit C.sativus. Pazpenstomuit rens 12%. M — mapkep
monekysapabix Mace (PageRuller™ Plus Prestained Protein Ladder #26619 (10-250 x/la),

Thermo Fisher Scientific, CIIIA). I'enu okpamensr 0.1% pactBopom Coomassie Brilliant Blue G
—250.

A b

ka M 2526 27 28 29 30 31 32 16
250 RS

130
100
70

5§

35

25

KonTpoias RALF34+

Pucynoxk 10. DnexrpodoperpaMmmsl IpenaparoB TOTaabHOTO Oeika (5 MKT) KOHTPOIBHBIX (A) U
skcriepuMeHTanbHeIX (B) oOpasnoB kopuedt C.sativus TOCIE TPUINTHYECKOTO THUIPOIIH3A.
Pasnenstonuii rens 12%. M — Mapkep Monekyisipabix Mace (PageRuller™ Plus Prestained Protein

Ladder #26619 (10-250 x/1a), Thermo Fisher Scientific, CIIIA). I'ens oxpamren 0.1% pactBopom
Coomassie Brilliant Blue G — 250.
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4.3. AnHoTanus 0enxoB Cucumis sativus

C nomompro MS/MS crniekTpoB BO BceM HaOOpe JaHHBIX ObUTO uaeHTuhuupoBano 10378
nentuoB. Cpeau HuX 8561 1 8780 nmenTu0B ObUIM HIEHTU(GUIUPOBAHBI B KOHTPOJIBHBIX KOPHSIX
U B KOpHAX, cBepxakcnpeccupyromux CsRALF34, coorBerctBeHHO (Pucynok 10A). Cpenn HuX
6983 nentuaa (67.3%) Bcrpeuanuch B obeux rpymnmnax, B To BpeMs kak 1598 (15.4%) u 1797
(17.3%) nentumoB OBUIM YHUKAIBHBIMH JMOO Ui KOHTPONBHBIX, NHO0 it CsRALF34-
CBEPXIKCIPECCUPYIOMUX pacTeHUi. OCHOBBIBAsACh Ha IMOJMYYEHHBIX PE3yNbTaTax, MOXKHO OBLIO
anHotupoBath 2302 Bo3MOXHBIX Oecnka (2147 w 2120 B KOHTPOJBHBIX KOPHAX H B
cBepxakcnpeccopax CsRALF34, coorBercTBeHHO, (Pucynok 11B)), kotopsie Bxomunu B 1946
oenkosbie Tpymmbl (Pucynok 11B). Cpenu Hux 2302 6enkoB 1965 (85.4%) Obutn obmumu asist
obeux rpynn kopuei, 182 (7.9%) u 155 (6.7%) GenkoB ObLIN YHUKAIBHBIMHU JJII KOHTPOJIBHOU

Tpynmbl ¥ rpyIisl cBepxakcnpeccun CsRALF34, coorBerctBenHo (Pucynok 11B).

A b
Konrpoasn RALF34+ Kontpoan RALF34+

1797 182 | 1965

(15.4%) | (67.3%) | (17.3%) (7.9%) | (85.4%)

Kontpoasn RALF34+

144 | 1677 | 125

(7.4%) | (86.2%) | (6.4%)

Pucynox 11. KommuectBo mnentumoB (A), OenkoB (b)) wu OenkoBeix rpymm (B),
UIEHTU(UIIMPOBAHHBIX B KOHTPOJBHBIX KOpHAX C.sativis M KOPHSAX, CBEPXIKCIIPECCHUPYIOIINX

CsRALF34.

4.4. KoimuyeCcTBEHHAsl OLIEHKA M (PYHKIMOHAJIbHASI AHHOTALMS

Ha nepBoM »srame HaOmrofaeMble pasiuyusi B IPOTEOME OBUIM OXapaKTepU30BaHbI C
MIOMOIIbI0 MeTofla IIaBHbIX KOMMOHEHT (PCA), mpuMEHEHHOro K MOJHOMY HaboOpy IaHHBIX
(Pucynox 12). Pe3ynpTarsl moka3any HU3KYIO BHYTPUTPYIIIIOBYIO AUCIEPCHUIO U BHICOKYIO CTETIEHb

OOBACHEHHOM MEXIPYyNIoOBOM aucrepcuu, T.e. Oonee 99.1% rpynnocnenuduyHbx OenkoB
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obecrieunBad HAACKHOE pasneieHue rpymm no miaBHor kommoHeHte 1 (PC1). Ilo rmaBHOM

KOMIIOHEHTE 2 MEKIPYIIIOBOTO pa3JielieHHus He HaOII0aJIoCh.

[ ]
) 0 ' RALF34+
E g Kontpoan
=4
== 1
-]
= =
g s
g =
[
Fi -
&8
R
—
E3 s
[ ]
-2 -1 0 1 2

CrasgaprasopagHas PCl1
(99.1% o0BACHEeHHOI JHCI.)

Pucynok 12. MeTog TIaBHBIX KOMIIOHEHT, WJUTIOCTPUPYIOIIMI MEX- W BHYTPUTPYMIIOBYIO
JUCTIEPCUU MEXKIY TPAHCTEHHBIMU KOHTPOJIbHBIMH KopHAMH C.sativus (KoHTpPoab) U KOpHIMHU
C.sativus, cBepxakcnpeccupyromiumu CsRALF34 (RALF34+). Mucn. — nucnepcusi; PC1/2 —

[1aBHAsA KoMmoHeHTa 1 u 2.

KonuuecTBeHHBII aHANU3 ¢ UCTIOIB30BAaHUEM O€3METOUYHOTO MOAX0/a BhIsBUI 208 GenkoB
cpenu Bcex 2302 aHHOTHPOBAHHBIX OENKOB, MPOJEMOHCTPHUPOBABIIUX KOJIWYECTBEHHBIC
u3meneHus: (t-xkpurepuit: p < 0.05, FC > 1.5, Tabmuma 6 B IlpwiokeHun) moj BIUSHUEM
cBepxakcnpeccun CsRALF34 B xopHsix orypua. Cpenu Hux 92 0enka MpoAEMOHCTPUPOBAIIN
yBenuueHue, 116 — yMeHblIleHHe OTHOCUTENIBHOTO KonudecTBa. Hanbonbiee yBennyeHne ObLI0
MOKa3aHo /sl ThopeaokcuHa (B 17.8 pa3za), nmytarnonnepokcuaassl (B 17.2 pasa), KapHUTUHOBOTO
oneponHoro Oenka CaiE (B 16.6 pa3za) u 6enka paneBoro crpecca (B 16.5 paza) (Tabmuma 5).
BripaxkeHHOE yMEHBIIEHHE OTHOCHUTEIBHOTO KOJMYECTBA TPOJAEMOHCTPHUPOBAIU:  OEJIOK
teruioBoro moka 70 k/la (B 21.1 pasa), docdarasa, cogepxamas youkButuanoaoousii CTD-
nomeH (B 18.7 pasza) u ¢nosmusiii nexktun (B 18.2 paza) (Tabmuna 5). 25 ocHOBHBIX O€lKOB, B
HauOONbIIEH CTENEeHN OKAa3aBIIMX BIWSHHE HA W3MEHEHHUs MPOTeOMa Oryplia, CBS3aHHBIE CO
cBepxakcnpeccueit CsRALF34, mnepeuncrnensl B Tabmume S5 (Bce O€NKH TEpPEYHCICHBI B

[Tpunoxxenun, Tabnuie 6).
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Tab6aumna 5. 25 6e1KoB, MPOIEMOHCTPUPOBABIINX HAUOOJIBIIINE KOJINYECTBCHHBIC N3MCHEHUS B

HKCIIEPUMEHTAIBHBIX 00pasuax co cBepxikcnpecuein CSRALF34

Ha3Banmue Gesika HanpagByieHHOCTH PC1 FC Padijusted
KOJINYeCTBEHHOI0
U3MeHeHHUs
Tuopenokcun up 0.084 17.8 53x107%°
['yTaTHOHIIEpOKCH Ia3a up 0.081 17.2 4.4 %10
PubocomubIii Genok up 0.081 17.0 5.6x10°%°
L19
CHP-6oratsrii 6e10K, up 0.081 17.2 6.8 x 107°
MOA0OHBIN ITUHKOBBIM
naiblIam
benok S24 40S up 0.080 16.7 3.2x107%
prUOOCOMBI
KapautnHOBBIi up 0.079 16.6 5.6x107%
orepoHHbIi Oenok CaiE
benok panenus/crpecca up 0.078 16.5 4.4 %107
[opun/6enox up 0.078 16.5 5.6x107%
MOTEHIAI3aBUCHMOT O
aHMOH CEJIEKTUBHOTO
KaHaa
Benok L18a 60S up 0.077 16.4 6.8 x 107
pubOCOMBI
dochodpykTokrHaza up 0.077 16.0 8.7 x107%®
Cy6benununa C up 0.077 16.3 1.4 x 1073
9YKapHUOTHIECKOTO
(bakTopa UHUIMAITUT
TpaHcIALuu 3
Unen cemeiicTpa A, up 0.077 16.3 5.0x 1071

COJIEpIKAIlNI TOMEH,
TOMOJIOTUYHBIN JJOMEHY

TUICKCTPpUHA
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3-0Kcoanu-
[armnepenocsmii

0e0k] cuHTa3a 3

up 0.076

16.3

9.0 x 107

PHK-cBs3pIBarommii

OeJlok 8A

up 0.076

16.1

8.3 x 107

TpancmemOapHHBINM
0€JI0K, YIeH

cynepcemMeiicTa 9

up 0.075

15.3

9.5x 107

Besok TeruioBoro moka

70 x/la

down

—0.100

21.1

1.7 x 107

docdarasa,
cozeprKanas
YOMKBUTHUHIIOIOOHBII

CTD-nomen

down

—0.089

18.7

4.5 %1073

DJI05MHBIN JIEKTHUH

down

—0.086

18.2

4.8 x 10730

Tencum,
BCIIOMOTAaTeIbHas
cyObenuHuIa

komriuiekca AP4

down

—0.083

17.6

2.4 %103

10 x/la maneponu

down

—0.083

17.6

4.8 x 107

benok, conepxamuit
MIEHTaTPUKOIENTH IHBIH

MTOBTOP

down

—0.082

17.5

1.7 x 1073

Benox L32 60S

pubOCOMBI

down

—0.082

17.3

2.0x 10730

Cyo6tunusuH-nogo0Has

CCpUHOBAA IMpOTCasa

down

—0.081

17.4

83 x 107

benox MEMO1

down

—0.081

17.2

6.8 x 10°%

A-cyOKOMITIEKC
cyosenuuuIel 13
NADH-neruaporenass
1

down

—0.079

16.9

56x107%®

Up — YBCIMYCHHUEC OTHOCHUTCIIBHOTO KOJMYCCTBA Oenka o4 BJIMAHHUCM CBCPXIKCIIPECUU

CsRALF34; down — yMEHbIIICHHE

OTHOCHUTCJIbBHOI'O

KOJIMYECTBA

Oeinka

nox

BIMSITHHUEM
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ceepxakcnpecun CsRALF34; FC — nu3MeHeHrne KpaTHOCTH OTHOCHUTEIILHOTO KOJIMUECTBa OENKOB;

Padjusted — CKOPPEKTUPOBAHHOE 3HAYCHUE P.

4.5. DyHKIIHOHAJILHASI AHHOTAIUSA

QOynkumoHanbHas aHHoOTauuss 208 OeNKOB, MPOJEMOHCTPUPOBABIIUX KOJIMYECTBEHHBIC
M3MEHEHUsl NoJ BIMAHUEM cBepxdkcupeccun CsRALF34, OCHOBBIBaJaChb Ha MNPOrPaMMHOM
obecnieuennn Mercator4. Ananu3 BeIIBIII 26 (QyHKIMOHANBHBIX KiaccoB (Pucynok 13). benku,
OTHOCHUTEIIbHOE KOJIMYECTBO KOTOPBIX YBEIMUMIIOCH (O€iKu, CBS3aHHbIE C OpraHu3aluen
xpomaTuHa; (otocuHTe3om; O6uocuHTtesom PHK; BropmuHbIM MeTab0nIM3MOM M TPaHCHIOPTOM
PAcCTBOPEHHBIX BEIIECTB) M YMEHBINMWIOCH (O€NKH, Y4acTBYIOUIHE B PEAKIIMU Ha MOBPEXKICHHE
JHK, MynbTUIIPOIIECCHOM PETYSIUN U TPAHCIIOPTE PACTBOPEHHBIX BEILIECTB), MPEACTABIEHBI 25
1 22 KJIacCaMH COOTBETCTBEHHO.

B rpynme nponeMOHCTpUPOBABIIMX — IOBBIIIEHWE OTHOCUTENIBHOIO  KOJIMYECTBA
MOJIUTICNITHIOB TIpeo0maany ydJacTBymImue B OuocuHTese Oenka (15 OenmkoB), mpuyem
pubocomubie 6enku .19, L18a, L35, S24 u ¢hakTop MHUTIHAIINH TPAHCIIAINH 3YKaPHOT 3 TTOKa3aIH
HanOOJIBIINK OTHOCUTENIbHBIA MpUpoCcT unucieHnoctu (17.0-, 16.4-, 15.7-, 16.7-, u B 16.3 paza
00J1bI1Ie, COOTBETCTBEHHO) MO BIUsIHUEM cBepXakcnpeccun CsRALF34. B nannyto rpyniy Takxke
BHECJIM 3HAUMTENIFHBIA BKJIaJ 8 OEJKOB, YYacTBYIOIIMX B TPAHCIOPTE BE3WKYJ, B YAaCTHOCTH,
peuenTop COPTHUPOBKH BaKyojedl 7, KOMIIOHEHT KOMIUIEKCA OJK30IMCTBI, a TaKxke OOIIHit
BE3UKYJSIPHBIM TpaHCHOPTHBIN QakTop pllS5S (U3MeHEeHHS B OTHOCHUTEIHHOM KOJIHYECTBE
cocramiu 14.9, 14.9- u 13.1 pa3za, coorBercTBeHHO). 12 Genkam (13.3% ot Bcex OeiKoB,
XapaKTEepPU3YIOIIUXCS MOBBIIIEHHEM OTHOCHTEIBHOTO KOJIMYECTBA) HE YAANOCh NMPHUCBOUTH HU
o/IHY (YHKIIMIO B KOHTEKCTE JIOCTYMHBIX (DYHKIIMOHAIBHBIX KJIACCOB; OHU OBLITM 0003HAYEHBI KaK

6enku “HeonpeneneHHol pyHkuuu” (Pucynok 13).
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Down-regulated Up-regulated

22 = Heonpenenennas gpyHxums = 12
MeTtaGomu3M aMHHOKHCIOT [ 3
MertabonHu3M yriieBo0B I 3

Perynsumnsa kneTodnoro muKma |
Oprasmzanys KIeTOYHOH CTeHKH |[=

Kitetounoe qpixanme e 2
Opraauszanusi DuTocKeneTa == |
Opraanzanys XpoMaTHHA e 2

MetaGonnsm KoPepMEHTOB [ 3
Ortger Ha noBpexieHne JJHK

11 = Knaccndukanns hepMeHTOB | 5
OTBeT Ha BHEIIHHE CTHMYJIBI  [= |
Mertabonm3M THIHIOB e 4
MyiprHiIpoLeccHas peryisaus
MeTabonn3M HYKICOTHIOB 2
MPoTocHHTE3 P 2
JeiicTBHE (PHTOrOPMOHOB = 1
buocunTes denka = 15
15 BenkopsIi romeocTas I 2
Momndukaiys OelkoB —
Tpancmokamsa 6emKoB e 4
Redox-romeocras e 4
buocuntez PHK = 1
IIponeccuar PHK —— o}
Bropuunslii MeTabolnam ]
TpaHcnopT pacTBOpeHHBIX BelllecTB [ 3
BesukynapHslii TpaHCIIOPT 1 8

Pucynoxk 13. ®DyHKUMOHaNbHAs AaHHOTALMSI KOJUYECTBEHHO M3MEHMBILUXCA OEJIKOB 0]
BiusiHMEeM cBepxadkcnpeccun CsRALF34 B wxopusix C.sativus. Down — regulated — Genkw,
IPOJIEMOHCTPUPOBABIINE YMEHbILICHHE OTHOCHUTEIBHOIO KOJIMYecTBa; up-regulated — Oenxwy,
IPOZIEMOHCTPUPOBABILINE YBEIMUYEHUE OTHOCUTENIBHOTO KOJIMYecTBA. YMCIOBBIE 3HAYEHUS -

KOJIMYECTBO OEJIKOB, COCTABIISAIOIINX OT/EIbHbIE ()YHKIIMOHAIbHBIE KIIACCHI.

B rpynme mnonumenTuaoB, XapaKTEPU3YIOMIMXCS YMEHBIIEHHEM OTHOCHUTEIHHOTO
KOJIMYECTBA, TMpeolnanany OelKH, yJacTBYIOIIHe B OemkoBoM romeocrasze (15 OemkoB): Gemox
teroBoro 1moka 70 k/la, maneponun 10 x/la, cyOTunm3nnononooHas cepunonas npoteasa u Clp-
npoteasa (cHmxenue B 21.1-, 17.6-, 17.4-, u B 16.2 pa3za, COOTBETCTBEHHO). 7 (hepMEHTOB,
YYaCTBYIOIIUX B MOAM(HUKAIIMHN OETKOB, TAK)KE€ BHECIM 3HAYUTENBHBIN BKIIAJ B IaHHYIO TPYMITY:
B YaCTHOCTH, TTUIAJITIE I THAHAS N-teTpanexkanomirpatcdepasa u
nonuxunaudocdoomurocaxapua OemkoBas MIMKO3UATpaHcdepasa (M3MeHEeHre cofepKanus B 16
u 154 pasa, coorBeTcTBeHHO). [lns 22 O6enkoB, MPOAEMOHCTPHUPOBABIIUX YMEHbBIICHUE
OTHOCHUTENBHOTO KonnuecTBa (17.6%), hyHKIuio ycranoBuTh He yaanock (Pucynok 13).

[Ipenckazanue cyOKIETOUHOM JOKaIU3aluu ObUIO CIIENAaHO MPHU MOMOIIM POTrPaAaMMHOTO
pactmmuperust WoLF PSORT ¢ nocnenyroreit pyuHoi mpoBepkoit Ha ocHOBe 0a3bl nanHbX UniProt
u nuteparypHbix naHHbeiX (I[Ipunoxenue, Tabmuma 6). Pesynprartel mpoAeMOHCTPUPOBAH, UTO
HAauOONBIINK BKJIAA B MPOTEOM, M3MEHUBIIUICS MON BIUSHUEM cBepxdkcnpeccun CsRALF34,

BHeCIM O€nKH, JIOKaJW30BaHHbIE B 1HTO30i€, muactugax u sape (33.3%, 18.1% u 17.6%,
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cootBeTcTBeHHO) (Pucynok 14A,B). C apyroit cTopoHbl, B HAUMEHBIIEH CTEIIEHH U3MEHHIIOCH
OTHOCHUTEIIBHOE KOJIMYECTBO OCJIKOB KJIETOYHOW CTCHKH, IEPOKCHCOM, MACISIHBIX Tel |
uurockenera (1.9%, 1.9%, 1.0%, u 0.5%, coorBercTBeHHo). [IpumMeuarenbHo, 4TO MATTEPHBI
JOKaJ u3alMd  OCJKOB, TPOJCMOHCTPUPOBABIINX KaK IIOBBIIICHWE, TaK W CHIDKCHHE

OTHOCUTEJIBHOI'O COACPKaHM, OBUTH CXOXKHMHU.

A b

ITepokcucoma (2) Knerounas crenka (3)  Macnszoe Tenbrie (2)

DKCTpaKIETOYHOE \ /— Knerounas crenka (1) 3KCT1;:1§J?§(;§}?3? (2) \ , /_ Bakyomns (1)
—

TpOCTpaHCTBO (4) Bakyous (1) npoctpancTeo (1) \\\ /—— Ilutockenet (1)
Armmapat Tonsmku (2) “

Annapat Tonsmxu (4)

DIIP(4) —
“) 4 ITuTo3016 OIIP (9)— TTirosomn
Muroxonapus (6) (32) Muroxonrnpus (7) (36)
IDrasMaTHIC CKas /// IInazmaTideckas
MeMOpana (9) /,// membpana (8) =
IImactuma (13) IInmactuma (25)
Slapo (18) Snpo (19)

Pucynoxk 14. CyOxiieTouHast JoKaau3anus 0eIKoB, IPOJAEMOHCTPUPOBABILNX yBeIUYeHUE (A) U
yMeHblIeHne oTHocuTenbHoro konuuectBa (B), B kopusax C.sativus co CBepXdKCHpeccuei

CsRALF34. UucnoBble 3HaY€HUS YKa3bIBAIOT Ha KOJIMYECTBO OEIIKOB.

4.6. Biusinue CsRALF34 na meTa00/1M3M KOpHeil U CHTHAJIbHbIC Iy TH

Merabonuyeckue M CHTHaJIbHBIE IyTH, MOABEPKEHHBbIE BIMSHUIO CBEPXAIKCIIPECCUU
CsRALF34, Oblmum WCCENOBaHbl MyTeM KapTUPOBAHUS OTAEIbHBIX OEJIKOB, OTHOCHUTEIHLHOE
KOJIMYECTBO KOTOPBIX M3MEHWJIOCh, C MCTHoOJb3oBaHHeM 0Oa3bl gaHHBIX Kyoto Encyclopedia of
Genes and Genomes (KEGG). OcHoBbIBasicb Ha 3TUX JaHHBIX, MOXXHO OBLIO HaOIIOMATH
aKTHBALMIO CHEIM(PUYECKUX CHUTHANBHBIX IyTed, HU3MEHEHHs B MeTaloJIM3Me CaxapoB U
TPUKApOOHOBBIX KUCIIOT, a TAK)XKE YCHJIEHUE OMOCHHTE3a U TpaHCIopTa Oelka B KJIETKax KOpHeH ¢
UHAYLUUpoBaHHOUN cBepxakcnpeccueil CsRALF34 mo cpaBHEHHIO C KOHTPOJbHBIMU KOPHSMHU
(Pucynox 15 u 16).

B nomonnenne k MerabonmueckuM caBUram, cBepxiskcnpeccus CsRALF34 npusena k
BBIPQ)KEHHOMY YBEIMUYEHHIO OTHOCUTEIBHOIO KOJIWYECTBA KaJIbIIUII-3aBUCUMOM MPOTEUHKUHA3BI
(2.7.11.1), mporenndocdarazsr 2C (3.1.3.16) u kuHA3BI KOHTPOJIBbHON TOukH (2.7.11.1). lanHbIC
OeNKM CBsI3aHbI C KOHTPOJIEM KJIETOYHOTO LMKJIA U ananTtanueil k crpeccy (Pucynok 15). Kpome
TOTO, HaOJIONANIOCh TOBBIIIEHHE OTHOCHUTENIIBHOTO KOJMYECTBa THOPEIOKCHHa 1, OenkoB
teruioBoro  moka Hsp90 wu  Hsp72, yOMKBUTHHKapOOKCHJI-KOHILIEBOM  rujponaszsl 1,
yHHUBEpCcaJIbHOTO OejKa cTpecca u miyraruonnepokcuaassl (1.11.1.9), Torna kak oTHOCHTENBHOE

konuuecTBo NADH-neruaporenassl, siiepHOro aHTUT€HA TPOJIM(DEPUPYIOLINX KIETOK, [Ty TaTHOH
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S-tpancdepasbr (2.5.1.18) u ammuHOUMKIONpOMaHkapOokcunaTokcunassl (1.14.17.4) Obuio

camwkeHo (IIpunoxenue, Tabnuna 6).

Ananranus K
PCFYJI}IIII;ISI ADK » crpecey « A6CHH30I351 KHCJIOTA
CDPKI12 | <«------ RALF34 ------ > PP2C + PYR-PYL
A T |
Ca2t <« -7 — v
CDKA | | KRP
v

biiokupoBanue nepexona G2/M

Pucynok 15. Cxema CHUrHaJbHBIX IyTE€H, YYacTBYIOIIMX B PETYJALMH KJIETOYHOIO LUKIA U
peakiuu Ha aOMOTHYECKMM CTPECC, BEPOSTHO AaKTUBHUPYIOUIUXCS TIPH CBEPXIKCIPECCUHU
CsRALF34. AWK — axtuHbie ¢Gopmbl kuciopona; CDKA — nukimMH3aBUCHMAasl KWHaza A;
CDPKI12 - xanpumiizaBucumas nporeunkuHaza 12; PP2C — mporeundocdaraza 2C; PYR-
PYL — penentoper  abcumzoBori  kucinotel; KRP —  0Oenmok, CBs3aHHBIA ¢ CDK-
B3aUMOJICUMTBYIOIIUM O€KOM. benku, MmponeMOHCTPUPOBABIINE YBEIMUYEHUE U YMEHBIIECHUE
OTHOCHUTEJIBHOTO KOJINYeCTBa Npu cBepxdkcnpecun CsRALF34 BblieneHbl 3eJ€HbIM U KPacHbIM

OBCTOM, COOTBCTCTBCHHO.

Hpyrumu s¢pdexramu ceepxakcnpeccun CsRALF34 Obuto yBennueHue OTHOCUTEIbHOTO
konuuectBa Rab-Oenka, QepMeHTOB mHKOIM3a, TEHT030(oCc(haTHOTO IMyTH, METadbOoIU3Ma
MaHHO3BI U yPUHOB, OMOCHHTE3a BaJIMHA, JiellnHa 1 MenatonnHa (Pucynok 16). OTHOCcHUTENbHOE
KOJIMYECTBO bepmMeHTOB LTK TaKkKe M3MEHUJIOCh noJt BIUSTHUEM
cBepxakcnpeccun CsRALF34: nzouutpatneruaporenasa (1.1.1.42) mpoaeMoHCTprpoBaa 4uciie
HHBIN MPUPOCT, Toraa Kak cykuuHmi-KoA-cunterasa (6.2.1.5) — yosus (Pucynok 16). Kpome
TOTO, OBLIIO CHMYKEHO OTHOCUTEIHHOE KOTMYECTBO aKBaIlOPUHA-7 U OJUTrocaxapuiTpaHcdepassl

(ITpunoxenue, Tabnuua 6).
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AMPK RALF I'moko3a ATD

. : ! 633.1 A
1*e - Ml[m 4322
TBCID1 — Rab — i Pu6ynoso-5-P<—s Puto3o-5-P

GLUT $
v 2.7.1.11 221.1
OrocuHTe3 Imokoza <—> T0K030-6-P <> dpykro30-6-P Kennynoso-5-P
Val, Leu 2.7.1.90
$ Dpurpozo-4-P
22.1.6 dpyxrozo-1,6-2P
[Tupysar <—> DocdoeHonupysar $
A
ApaGHH\O'Sa \ bommmme- Tmuuepanbaernn-3-P 7P-2-mernapo-3-1eoKcH-
., B Aneriii-KoA D-apaGUHOTIEHTOHAT
~---> Okcanoauerar
7 \( l, 4234
Manar Lurpar
/ \ 3-zeruIpoxunar
®ymapar Hsouurpar ‘:,
\ 1.1.1.42 / [[ukumar

Cyxuunar

KCOFJ'[yTapaT

Pucynok 16. Merabonuueckue MyTH, H3MEHHUBIIMECS IO/ BIUSHUEM CBEPXIKCIPECCUU
CsRALF34 B xopusix C.sativus (Ha ocHOBe 0a3bl naHHbIX curHanbHbIX myTeit KEGG). AMPK —
AM®-aktuBupyemass  nporenHkuHaza; AT® -  agenosuntpudocdar; GLUT -
MHCYJIMHO3aBUCUMBIN OCJIOK-TIEPEHOCUMK DIIOKO3bI; Rab — unen cymepcemeiicTBa MalbIx
G-6enkoB RAS; RALF — manbiii curnanbabiid nentu Rapid Alkalinization Factor; TBC1D1 —
yieH cemeiictBa gomeHos TBCl; 5.4.2.8 — wmanHozodpochomyTaza; 6.3.3.1 —
dochoprbo3mIhopMUITITHIIMHAMUA TUHIMKI0HTa3a; 4.3.2.2 — aneHwiocyKiuHarinasa; 2.7.1.11
— 6-bochodpykrokunaza; 2.7.1.90 — nudocdarszaBucumas hochodpykroknnaza; 2.2.1.1 —
TpaHckiieronasa; 2.2.1.6 — aueronakrarcunrasa; 4.2.3.4 — 3-neruapoxunarcunrasa; 1.1.1.42 —
u3ouutparaeruaporenasa; 6.2.1.5 — cykunnmi-KoA-cunrerasa. benku, mpoaeMoHCTpUpOBaBIINE
YBEITUYCHUE M YMEHBIIICHUE OTHOCHUTEIBHOTO KoJMuecTBa mNpu cBepxdkcripecun CsRALF34

BBIZACJICHBI 3CJICHBIM U KPACHBIM IIBETOM, COOTBETCTBCHHO.

Jpyrumu KJIeTOYHBIMH IPOIIeCCaMu, Ha KOTOpBIE MOBNHUsIa cBepxakcnpeccust CsRALF34,
ObUTH OMOCHHTE3 Oenka, TpaHcnopT u dk3o01uTo3 (Pucynok 17, Ilpunoxenue, Tabnumna 6). B
YaCTHOCTH, OTHOocUTenbHOE KonmmyecTBO PHK-cBsi3piBaromero 6enka cemericta (Y 14), Genkos
6uocunresa pudocom (NOP4, Genok sapeiika 4 1 NMD3, ananrep skcriopra pudocom), 6€1KoB
Maoi u Gombinol cyobenuuuil pudocom (S10, 12, 24, 25, 29, 32, 38, L14, 15, 18, 19 u 35),
MaHHO3WI-onurocaxapu o-1,3-rmoko3uaassl (Glell), TpancnoprHoro 6enka Sec23/24, 6eraun-
romouuctenH  S-merunarpancdepassl  (1.1.1.5) u  S-meTmireTparuAponTepOMSITPUIITyTa-
MaTroOMOILMCTEeNHMETUITPaHChepasbl (2.1.1.14) ObL10 YBEIIUYEHO B KOPHSX,
cBepxakcnpeccupyomx CsRALF34 (Ilpunoxenne, Tabnuua 6). [IpumeyarensHO, YTO HECKOIBKO

0enKkoB, BOBJICUEHHBIX B IIPOTEACOMHYIO Jerpafanuio (aucynbpua-mzomepasa Oenka Al, TRAP,
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TPaHCJIOKOH-aCCOIIMUPOBaHHas OeskoBas cyobenuuuia o, Hsp70, 6enok Terosoro moka 70 x/la,
p97, AT®a3a nepexoaHOro IHA0MIA3MATHIECKOTO PETUKYIyMa), TPAHCIIOPT OelKa B TUTUYECKHUE
BaKyoJIU (CBSI3aHHBIM ¢ Be3UKylnaMu MeMOpaHHbIid 6enok 7, VAMP7) u sHiouuTo3 (IMHaAMUH, 0-
cyobenuamIa komruiekca AP-2 (AP2), cBsi3aHHBINA C COPTUPOBKON BaKyoJIsIpHOTO Oenka Oenok 4
(VPS4) u cBsi3aHHBIN ¢ COPTHPOBKOI BakyossipHOTo Oenka 6emok (VTA1) npomeMoHCTpUpOBaIn
YMEHBIICHUE OTHOCUTEIFHOTO KOJIMYECTBA B HKCIEPUMEHTAIBHBIX KOPHSX IO CPABHEHUIO C

koHTposnbHbIMU (IIpuiioxxenne, Tabnuna 6).

’—> Herpapauus PHK

PP2A
MPHK
Duoonnasmamuyueckutl pemuxyiym

! TRAP.
T 2 X
PaHCITAIHA ubocoma ~ Hsp70, p97
S10, 12, 24, 25,29 Glell l HenpapunsHo I Ipomeacoma
L14, 15,18, 19, 35 CBEpHYThIE
GCNI, [F-5A ITpaBuIsHO

CBEPHYTHIC OCITKH

L 32,38

o

Jlumuueckue 8AKYOIU

Annapam ['onvosscu

Sec23/24

[Inazmamuveckas memopana

Pucynok 17. Ilytu OuocuHTe3a M TpaHCIOpTa Oelka, aKTUBUPYEMbIE CBEpPXIKCIpeccueit
CsRALF34 (na ocHoBe 0a3bl naHHbIX curHainbHbIX nyTe KEGG). PP2A — cepuH/TpeoHuH-
nporeundocdaraza 2A; S10, 12, 24, 25, 29, 32, u 38 - 6enku Manoit puOOCOMHON CyOBEAMHUIIBL,
L14, 15, 18, 19 u 35 — Oenku Oonbmioiri pubocomuoit cyobenuuunsl; Glell —
MaHHO3MIOoNUrocaxapun o-1,3-rroko3uaaza; TRAP — a-cyoreannuiia 6enka, acComupoBaHHOTO
¢ tpanciokonom; Hsp70 — 6emok teruoBoro moka 70 k/la; p97 - nepexonnas AT®aza DIIP;
VAMP7 - MmeMOpaHHbIi1 0€l0K, CBA3aHHBIN C Be3UKylnaMu 7; Sec23/24 - 6enoK-NepeHOCYUK OT
OIIP x ammapary lonmpmku. benku, mpoaeMOHCTPHpPOBABIINE YBETUYEHHE U YMEHBIICHUE
OTHOCHUTEIILHOTO KOJIMYeCTBa Mpu cBepxdkcnpecuu CsRALF34 BbiaeneHbl 3e€HbIM U KPaCHBIM

OBETOM, COOTBCTCTBCHHO.

5. O6cyxaenne
5.1. ®ynknun CsRALF34
5.1.1. UuruOupoBaHue pocTa KOPHel U peryasuus npojugepanuu KiIeToK
Ha ceromHsmHMi J€HP W3BECTHO, YTO Y HECKOJIIBKMX H3YYEHHBIX BHJOB PAaCTEHUU,

Hanpumep, Medicago truncatula w Solanum lycopersicum, ocHoBHas ponb mentuga RALF34
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3aKIJII0YaeTcsl B KOHTpOJIEC TMOALIENaYUBAHUS OKpY’KaIOLIEH cpelbl Al MHTHOMPOBAHMS POCTa
nyrem nogasienus Gpynkuuii H-AT®ass1 [39, 93, 94], npenoTBpaiaronero yuIMHEHNE KIETOK.
OnHako B IPYTHX MCCIEJOBAHUSAX JaHHBIA d(PPEKT 00CyKAaICs KaK pe3ynbTaT MOJEKYISPHOTO
CUTHAJIbHOTO Kackana, aktuBupyemoro RALF34. Pearce, Moura, Stratmann u Ryan [39]
nokazanu, 4yto skcrnpeccus RALF34 Obuia cBsfi3aHa CO CHUKEHHEM AaKTUBHOCTH MHUTOTEH-
aktuBupyemoi nporenHkuHa3bl (MAPK), o0ycOBICHHBIM HHTHOMPOBAHHEM POCTa OOKOBBIX
KOpHEH.

PesynbraTtel aHanmu3za mpoTeoma, IPETEPHEeBUIEr0 HM3MEHEHUsS IO  BIMSHUEM
cBepxakcnpeccun CsRALF34 B xopusix Cucumis sativus, TPOJEMOHCTPUPOBAIN yYMEHBIIICHUE
OTHOCHUTEJIBHOTO KOJInyecTBa UKIMH-3aBUcuMoi knuHa3bl A (CDKA) (Pucynok 15), 4uro, B cBOIO
o4epelib, MOJKET MMPUBOAUTH K OIIOKMPOBAHMIO Iepexoa KieTku u3 gassl G2 k mutosy [95].

Kpome Ttoro, ObuUlO OTMEUEHO CHHKEHHE OTHOCUTEIBHOW YHUCICHHOCTH SJIEPHOTO
antureHa upomudepupyronmx kietok (PCNA, I[lpunoxenue, Tabmuma 6), maptHepa Mo
B3aumonercteuio JIHK-monmumepas B kontekcre perumkanuu JITHK [96, 97]. B codyeranuu co
CHU)KEHHEM OTHOCHUTEJILHOTO KOJIMUECTBA IeIMKa3 3TU JaHHbIE TIOATBEPKIAI0T IPEAIOI0KEHHUE O
ToM, 4TO cBepxakcipeccusi CsRALF34 npuBoaut k 6mokupoBaHuto nepexoaa G2/MHUTO3 B KJIETKaX
KopHs orypua (Pucynok 15).

5.1.2. Biussaue CsSRALF34 na nepenauy curnaios A®K u aganranmio k crpeccy

TouHbIe MEXaHU3MBI, JIEJKAILIKE B OCHOBE necTBUs nentuaoB RALF B peakuusax Ha cTpecc
Y aJaliTUBHBIX peaKLUsIX, 10 CUX MOp Heu3BecTHHI. OnHako Stegmann u coaBTopsl [51] nokasainu,
4T0 HeCKOJIBKO AfRALF y4acTByIOT B perynsauuu BHyTpUKIETOUHbIX ypoBHeH ADK: AfRALF23
onocpenoBan ypenuueHue BbIpaboTkn ADK, torma xak AfRALF17, HampoTuB, BBI3BIBAI
CHI)KEHUE UX YPOBHEH conepkaHus. Pe3ynbraTsl aHanm3a mpoTeoMa, peTepreBLIero N3MEeHEeHUs
noJ BiausiHuEM ceepxakcnpeccun CsRALF34, noareepxnaaror posb nentugoB RALF B kauecTse
perymstopoB ADPK — mnpeanonaraercs, uro CsRALF34 mopymupyer romeocraz A®K. Ilo
MmeHbI1e Mepe, CsSRALF34 BbI3piBasl u3MEHEHUS B QYHKIMAX AbIXaTEIbHOM e B COYETAaHUH C
aKTUBALMENl CUCTEM AaHTUOKCHUIAHTHOM 3aIlUTHI.

HaGmronanoch yMeHbllleHHEe OTHOcHUTENbHOro konumuectBa NADH-neruaporenassi,
KomIuiekca | jpixarenbHOW 1enu, W cyKUMHUI-KOA-cuHTeTasbl, ¢epMeHTa, MpeBpallatoliero
cykuuHmi-KoA B cykumnar (Ilpunoxenue, Tabnuma 6). M3BecTHo, 4To AedUIUT CyKIIMHATa
MOJABIISIET aKTUBHOCTh CYKIIMHATAECTUAPOTEHA3bI, SIBISIOMIENHCS OTHOBPEMEHHO KakK (hepMEHTOM
IITK, Tak u xomiuiekcoMm II apIxarenbHON nenu MUTOXOHApUM. IloTepst akTMBHOCTH JaHHOTO
KOMIUIEKCA MPUBOIUT K Je(UIUTY IEKTPOHOB B JbIXaTelibHOW Lenu. boiee Toro, okasbiBas
Brusinue Ha NADH-gerunporenasy, BoccTaHaBIMBAIOIIYI0 YOUXHWHOH /10 YOMXHHOJA — cyOcTpara

UTOXpOM c-peaykrassl, CsSRALF34 moxeT oTpunarensHO BIUSATh HA aKTUBHOCTH KomIuiekca I11.
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Takum 00pa3oM, oTpuliaTeIbHOE BO3ACHCTBUE HA KOMILIEKCH | 1 III mpuBOaUT K yMEHBIIEHUIO
IIOTOKA JIEKTPOHOB YEPE3 BCIO JBIXATEIbHYIO LIENb U MOXKET OIOCPEN0BaTh CHUKEHUE CKOPOCTU
o0pa3oBaHMsI CyNEpPOKCH]I aHUOH-paiuKaja, T.K. JAHHbIE KOMILUIEKCHI SIBJISIOTCS €r0 OCHOBHBIMU
reHeparopamu [98, 99].

VYpoBensb conepxkanus H2Oz ObUT 3HAUUTENIBHO HUXKE B KOPHAX, CBEPXIKCIPECCUPYIOIIUX
CsRALF34, no cpaBHEHUIO C KOHTpOJIbHBIMU KopHsMU (Pucynokx 7B). D10 MoOXer OBITh
00BbSCHEHO MHTMOMPOBAHUEM NEPEHOCA HIIEKTPOHOB 1O JIBIXaTEIBHOM IIeTIH, OMIMCAHHBIM BHIIIIE,
MOCKOJIbKY CYNEpOKCUAHbIE aHUOHKI MTpeodpasytorcst B H2O2 cynepokcuanucmyrtaszoit. C apyroi
CTOPOHBI, MOBBIIIEHHUE YPOBHS OTHOCUTEIBHOTO KOJIMYECTBA THOPEAOKCHHA 1, OETKOB TEIIOBOTO
moka Hsp90 u Hsp72, yOMKBUTHHKapOOKCHII-KOHIIEBOM TUApoia3sl 1 ¥ yHHBEpCcalIbHOTO Oeska
CTpecca yKa3bIBalOT Ha YCUJIEHUE aHTUOKCHUJIAHTHON 3aIUThI KJIETKU.

B otBer Ha cBepxskcupeccuro CsRALF34 wabmonaaoch TOBBIIMIEHUE YPOBHS
OTHOCHUTEJIBHOTO KOJIMYECTBA IIIyTaTHOHIIEPOKCUAA3bl, IMPUHUMAIOIIEH HENOCPEICTBEHHOE
ydyacTu€ B AHTUOKCUIAHTHOM 3allMTe, B YAaCTHOCTH, B BOCCTAHOBJIEHUU THUIPONEPOKCUIIOB
JUIHUIOB /10 COOTBETCTBYIOIMX CIHPTOB, a TAKXKE B BOCCTAHOBJIEHUU IEPEKUCU BOAOPOAA IO
Bonbl [100]. Takum o6pa3om, MOXHO 3aki04uTh, 4T0 CSRALF34 kpuTHdecku BOBICYEH B
nojanienue BbIpaboTku H>O2, a Takke aKTUBALMIO KJIETOYHBIX AHTHOKCHUIAHTHBIX CHCTEM.
Bosmorkno, nannsie a¢dextsl onocpenoansl BiusarueM CsRALF34 nHa curnanbHbie KacKaibl.

B kadyecTBe KOMIIOHEHTOB CHUTHAJIBbHBIX IyTeW, yuyacTByromux B RALF34-3aBucumbix
peakuusax, ObuM uaeHTHGUUUpoBaHbl npoterHpocdartaza 2C (PP2C) u kambiuii-3aBucumast
nporenHkuHaza 12 (CDPK12), npomseMOHCTpHpOBaBIIME YyBEIMYEHHE OTHOCHUTEIBHOTO
KOJINUECTBA O] BiIusiHUEM cBepxakcripeccun CsRALF34. PP2C yvacTtByeT B mepenaue cUTrHaa
abcumzooit kuciaotel [102]. CeazpiBanne ABK ¢ e€ PYR/PYL/RCAR npuBonut k 06pa3oBaHuo
KOMIUIEKCa JaHHbIX perientopoB ¢ PP2C, 4ro, B cBOO ouepesnb, MPUBOAUT K WHTHOMPOBAHUIO
naHHoro (epmenta u akruBaiuu SnRK2. B orcyrcrBue ABK Genku SnRK2 unrubupyrorcs
PP2C-3aBucumbiM  nedocdopmiuposanuem [101]. Kpome Ttoro, uzsecto, uyro CDPKI12
y4acTBYET B PETyJsLUU SKCIPECCHUH T'€HOB AHTHMOKCUIAHTHOM 3alllUThl; CJIEI0BaTeIbHO, €€
AKTUBHOCTh MOXKET BIHUSATh Ha ananTanuio pacteHuit k crtpeccy [103]. Takum oGpazom,
unayuuposanHoe RALF34 nossiiieHne otHocutenbHOro konudecrsa PP2C moxer BIMSATH Ha
nepenady curnanoB ABK u, ciegoBarenbHO, Ha alaliTallUI0 PACTEHUI K OCMOTHYECKOMY CTPECCY.
Bo3MorkHO, uT0 ycuneHnue paboThl KIETOYHBIX aHTUOKCHIAHTHBIX MyTeH, CHUKEHUE MPOAYKIUN
A®K u npoune merabonunyeckue casuru (Pucynok 15, Pucynok 16) MoryT ObITh OIOCpEIOBaHBI
YBEJIMUEHUEM OTHOCHUTENBHOTO KoanuecTtsa PP2C.

VYuactue A®K B nmanHOM mporiecce ObUIO MOATBEPKICHO AHAIM30M OWOXUMHYECKUX

MapKepoB CTpecca TKaHEeW B KOHTPOJIbHBIX KOPHSAX M KOPHSX co cBepxdkcnpeccueil CsRALF34
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(Pucynox 7A,b). JomomHurtensHO, HAOMIOMANM YBEIWYCHHE OTHOCUTEIBHON YHMCICHHOCTH
depmentoB, aerokcupunupyromux ADPK, B kopHiX, cBepxadkcupeccupyroummx CsRALF34.
Bo3M0XXHO, UIMEHHO 3TO CTaJIO0 NMPUYMHOW CHUXKEHUs ypoBHs conepxkanus H>O.. C napyroit
CTOPOHBI, YpOBHU BellecTB, pearupyroumx ¢ TBK, Obuld MOBBIIIEHBI Y CBEPXIKCIPECCOPOB
CsRALF34 1o cpaBHEHUIO C KOPHSAMHU AUKOTO TUIIA, YTO YKA3bIBA€T HA KOMIUJIEKCHOE BO3/IEHCTBUE
RALF34 na pa3inuuHble acleKThl aHTUOKCHIAHTHOM 3alllUTHI.

JlanHoe mpeamonokeHue commacyercs C pabotoir Song wu  coaBropoB [104],
MIPOJIEMOHCTPHUPOBABIINX B3auMOCBs3b myTanuu B FERONIA (FER), rene peuenrtopa RALF y
A.thaliana, ¢ 6onee Hu3kuMH ypoBHsiMH oOpa3zoBaHus ADK. Takum oOpa3oM, mpeacTaBisieTcs
BeposATHBIM, uyTo RALF moxer HemocpencTBeHHO BiausATh Ha BbpaboTky A®DK. Ilockonbky
CDPK 12 akrtupupyercs mpu B3aumopeiictBuu ¢ Ca®" [105], yBenMueHHEe OTHOCHTENBHOIO
KOJTMYECTBA TAHHOM KMHA3bl MOXKET MPUBOAUTD K MOBBIIICHUIO YyBCTBUTEILHOCTH KJIETOK KOPHS
K YPOBHIO BHYTPHKJIETOYHOro Kampius. Ilpu o00paboTke KOpHEH MNPUPOAHBIMH WU
cuHtetnyeckumu  nentugamu RALF B HaHOMONSpPHBIX ~ KOHIIGHTPALMSIX  YPOBEHb
uuromnasmaruueckoro Ca®" mocruran makcumyma B Tedenue 40 ¢ [50]. DToT (akT no3sonser
MPEINONOKUTH, YTO pa3ianuHble nenTuasl RALF MoryT neiicTBoBaTh cOrmacoBaHHO; HEKOTOPHIE
nentuasl RALF MOryT CBS3BIBATHCS CO CBOUM PELIENTOPOM, HHHULMHUPYS BhicBoOOkAeHue Ca’’, B
TO BpeMs Kak JIpyre MOTYT MOBBIIIATh YPOBEHb UyBCTBUTENbHOCTH K ABK. BaxxHo ormeTurs,
uT0 ypoBHH Ca’’ MOryT 3HAYMTENHLHO KOJeGaThCsl B TeUEHHME KOPOTKUX HEPHOIOB BPEMEHH.
CoBMecTHOE NIeHiCTBHE IMHAMHMKHU YPOBHS KaJIbLIUS C peaklUMsIMU, onocpenoBaHHbIMU RALF34,

MOXET JIexaTh B ocHOBe 3 pexToB RALF34.

5.1.3. JluHaMuKa KJIETOYHOT0 MeTado/m3Ma, cBsizanHas ¢ RALF34

CsRALF34 Bausier Ha sHepreTuueckuii MeTabosin3M KopHeBoH kieTkH. Kak ynomunanoce
BbIILIE, cBepXakcnpeccuss CsRALF34 conpoBokaanach CHUKEHUEM OTHOCUTEIIBHOTO KOJIMYECTBA
NADH-geruaporenasst u cykuuHuin-KoA-cunreraspl. BeposiTHO, 1elicTBOBal KOMIIEHCATOPHBIH
MexaHu3M BbIpaboTkn AT®, cBszaHHbli ¢ ycwieHueM pab6orel LTK, mmkonusa,

neHro3odocdaTHoro myTu U GMocuHTE3a MypuHoB de novo (Pucynok 17).

5.1.4. RALF34 kak moayasiTop ¢pMTOrOpMOHAJIbHBIX peaKIuii

B Hacrosimee Bpems B jmTeparype oOcyxknaercs BiausHue mentunoB RALF Ha
ropMOHaJbHYIO0 perymsinuto [37]. HaumbGomee momHO 3TOT acmekT ObLI pPaccMOTpPeH B
UCCIICIOBAHUAX MYTAHTOB fer — pacTeHUH, JEPEKTHBIX MO0 TeHy pPeLenTOprnoAoOHON KHHa3bI
FERONIA, spnstomeiics onaum u3 peuentopoB RALF [106]. JlanHblii penentop yyacTByeT B
MOJYJISIIIMM JUHAMUKH )KaCMOHOBOM KHUCIOTHL, 3THiIeHa, ABK 1 6paccnHOCTEpOn10B B paCTeHUSIX
[106].

46



MoXHO O0XHAaTh, YTO MOBBIINIEHUE OTHOCUTEIBHOrO KoyimuecTtBa PPC2 mpuBoguT K
CHIKEHUIO OTHOCUTEIbHOM uncienHoctd SnRK2. 3to, B cBOIO ouepesib, BIUSET HAa PEaKIUIO HA
ABK, aTumeH, )kaCMOHOBYIO KHCIIOTY U Ha abuoTHueckuii ctpecc B nenoM (Pucynok 15). JlanHoe
MPEIIONIOKEHHE CcOoIvlacyeTcsl ¢ HaOIIoeHUuEeM, MOKa3bIBAIOIIMM, YTO MYTaHTBhl C MOTepei
byHKIMM fer NEMOHCTPUPYIOT TUIIEPUYBCTBUTENBbHOCTh Kak K ABK, Tak m k abumormyeckum
CTpeccopaMm, B YaCTHOCTH, BBICOKHM KOHIICHTpAIUSIM COJIe B cyOcTpare, a TakkKe HHU3KUM
temneparypam [66]. B nomonmHenue k 3¢ddexram, CBs3aHHBIM C cUTHaJIbHBIM myTeM ABK,
cBepxakcnpeccusi CsRALF34 Oblna cBsA3aHa C YMEHBIICHHEM OTHOCHTEIIBHOTO KOJIMYECTBA
aAMUHOLIMKJIONPONaHKapOOKCUIIATOKCUIA3bl, KaTaIU3UPYIOLIEH 3aKIIOUUTENbHYI0  PEaKLHUIo
ouocunre3a stwiena [107]. Janabpii (akT MOXKET CBHACTEIHCTBOBATH O CHUXCHHH YPOBHS
CoJIep KaHMs ITHIICHA B KOPHSX, cBepxdKcnpeccupyommx CsRALF34. IlpumeyarensHo, uto Mao
U COaBTOPHI [65] OTMETHIIM, YTO MYTaHTHBIE 1O TeHY fer pacteHusi A.thaliana B coueTaHuu c
KapJIMKOBBIM (PEHOTUIIOM JIEMOHCTPUPYIOT OoJie€ BBICOKHE YpPOBHH COJEp)KaHUSA JTHUJIICHA B
TkaHsax. Onupasch Ha JaHHBINA (DAKT, aBTOPBI CTAThU MPEIIOIOKIIIN, YTO PElENTOpHAs KHHA3a
FERONIA B3aumoneilicTByeT € S-aJIecHO3UJIMETHOHMHCUHTAa3aMU M IOJaBJII€T OHOCHUHTE3
STUJIEHa B OTBET Ha JEHCTBUE CTPECCOBBIX (PAKTOPOB OKpYXKAIOUIEH Cpedbl, a TaKke Ha
9K30T€HHYI0 00paboTKy ayKCMHOM U OpaccuHocTtepounnamu [65]. [lotoMy BepoSTHO, OTy4YeHHBIE
B 2TOM paboTe pe3yibTaThl CBUJIIETEIBCTBYIOT O TOM, YTO IOCJE CBSI3bIBAHUS C PEICHTOPOM,
RALF34 mnonaBisieT SKCIPECCHI0O aMUHOIMKIONPOINAHKApOOKCUIATCUHTA3bl, YTO 3aTeM,

BO3MOKHO, TPUBOAUT K YMCHBIICHUIO OTHOCUTCJIIBHOI'O KOJIMYCCTBA 3THJICHA.

5.1.5. CBepxakcnpeccust RALF akruBupyer 6umocunre3 0ejika

Csepxakcnipeccusi CsRALF34 mnpuBofuiia K BbIPaXEHHOW YCWJICHHON peryasiuuu
HOJIMIIENTHIOB, YUAaCTBYIOIIMUX B OMOcHHTe3e U TpaHcnopTte 6enkoB (Pucynok 17). Habmonanoch
YBEJIMYEHUE OTHOCHUTEIBHOTO KOJIMYEeCTBA OENIKOB, COCTABISIONIMX Malyld U OOJbIIYIO
cyobenuHuIbl pudocomM, Oenka cemeiictBa PHK-cBsa3biBatomux, Oenka siapeimka 4, amantepa
sKcropTa pubocoM, TpaHcrnoprepa Oenka Sec23/24 u npyrux (Pucynox 17, Ilpunoxenue,
Tabnuma 6). BeposTHO, 1aHHOE SIBIEHHE CBS3aHO C PE3KUM IOBBIIICHUEM YPOBHS HPOLYKIMU
OenKa KJIETKOW, CBA3aHHBIM C SIBJICHHMEM MCKYCCTBEHHOW MHIYKLIMU CBEPXIKCIIPECCHU TeHa

uHTEpeca.

6. BoiBoabI
1. Ouenka OMOXMMHYECKMX MapKepoB cTpecca KopHell pacrenuid Cucumis sativus,
ceepxakcnpeccupyromux CsRALF34, m KOHTponbHBIX pacteHuid Cucumis sativus
MPOJEMOHCTPHUpOBAja yBEIMYEeHHE YypoBHA coaepxkanus TBARS wu cHmwkeHue
konuuectBa H>O» B 2 paga;
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2. Tlomyuen mpemapaT TOTaJbHOTO O€Ka U3 KOpHEW SKCIIEPUMEHTAIBHBIX U KOHTPOJIBHBIX
pacrenuid  Cucumis sativus, W3MEpEHa KOHIIEHTpauusi Oejka, IIPOBEIEH €ro
OTPAaHUYEHHBIN MPOTEOIU3 U XPOMATO-MACC-CIIEKTPOMETPUUYESCKUM aHAIN3 MOTYYEHHBIX

ICITUI0B,

3. BrInonaHeH aHaMM3 MacCC-CIICKTPOMCTPHUYCCKUX NaHHBIX, JdHA KOJIMUCCTBCHHAA OICHKA U
(bYHKI_[I/IOHaJ'II)HaH AHHOTal A I/I,Z[eHTI/I(bI/II_[I/IpOBaHHHX 66J'IKOB, KOTOpas II0Ka3ajia
HauOOJIbIIIEE KOJMYECTBEHHOE N3MEHEHHE 6eJ'IKOB, Y4acCTBYIOIIUX B OMOCHHTE3E 66.]'[1(&,

BE3UKYJSIPHOM TPaHCIIOPTE, OEIKOBOM FOMEOCTa3e U MOAU(PHUKALINN OCIKOB;

4. Ilpum nomomu OMOMH(OPMATUYECKHX IIOIXOJOB OBUIO ONPEAETIEHO, YTO, BEPOSTHO,
RALF34 orpuuarensHo BIUsIET Ha pOCT KOPHEH ITyTeM MHIMOMPOBaHUS NPOIUpUpaALIUH
KieTok, moxynupyer A®K-curHanvHr u ajanrtanuio K aOMOTHYECKOMY CTpeccy,

W3MEHSET KJICTOUHBIM METa0O0IU3M U aKTUBUPYET OnocuHTe3 Oenka y Cucumis sativus.
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I[puioxkenue

Ta6.1mua 6. Crimcok 66J'IKOB, IMPOACMOHCTPUPOBABIINX KOJUYCCTBCHHBIC H3MCHCHUA

noJ BiusiHueM cBepxakcupeccun CsRALF34 B kopuax C.satvus

HanpasJienHocTh
Ipenckazanue
HU3MeHeHHUs DOYyHKIMOHAIBHBI .
Ha3Banmue 6esika logFC . CyOKJIETOUHOI
OTHOCHTEJIbHOTO i Ki1acce
JIOKAJIN3AHT
KOJINYeCTBA
Tuopenokcux Up -17.827 | Redox-romeocras L{uto301b
HP- i i H
CHP-6oratslii 6€10K, TOA00HBIN Up 217201 eomnpeerneHHas [Turosoms
IIUHKOBBIM IaJIbIIaM byHKIUSA
['myTaTnonnepokcumasza Up -17.163 | Redox-romeocra3 | L{uT0301b, MUTOXOHIPHUS
Pu6ocomusrii 6emox L19 Up -17.026 | buocuHTe3 Oenka uto306
benox S24 40S pubocomsl Up -16.696 | buocunTes Genka uto30mb
. . . K
KapautuHoBBIi onieponHbIi O6ernok CaiE Up -16.568 JICTOHIOE MuToxoH1pHs
JIBIXaHUE
H
benok panenus/crpecca Up -16.523 CONPEACICHHAA OIIP
byHKIUSA
Tpancnopr
ITopun/0en0k NOTEHIMAT-3aBUCUMOTO
Up -16.462 pacTBOPEHHBIX MuToxoHpus
aHMOH-CEJIEKTUBHOTO KaHaa
BEIIIECTB
benok L18a 60S pubocombl Up -16.422 | buocunTe3 Oenka HuTo301B
raHW3aus
Buwnn 2 Up -16.340 Op 3afl Snpo
IIUTOCKENeTa
Cy6benununa C 3ykapuoTHYECKOTO
YUBCIIHAL ykap Up -16.305 | buocunTe3 Oenka Snpo
(akTOpa UHUIMALIUU TPAHCIISAIIH 3
3-0OKCOAaIuI-[ aIuIIIepeHOCAIIHA OeIToK |- Metabonuzm
uun-[an P m ] Up -16.286 ITnacruna
cHHTa3a 3 JUINIOB
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Unen cemelictBa A, cofepkaiiui JOMEH, U 16.272 Meraboiusm IImasmaTnueckas
TOMOJIOTHYHBIN IJIEKCTPHHOBOMY P ' JUTH]IOB MeMOpaHa
PHK-cBs3p1Barommii 6eok 8A Up -16.085 | IIpomeccunr PHK Anpo
benox 1 cuctemsl pacueruienus rimuuHa H Up -16.013 doTtocuHTE3 Huro3zo0ib
Kiterounoe
dochodpykTOKHHAZA Up -15.994 BIXAHHE [{uTo307H
KHCiTas SHIOXHTHHA3A Up -15.750 Heonpenenennas Bueknerounoe
byHKIUSA IIPOCTPAHCTBO
dochomanHOMyTa3a Up -15.747 | Redox-romeocras Huro3zo0ib
benok L35 60S pubocombl Up -15.745 | buocunre3 Genka Huro3zo0ib
benok, conepxammii nomen TBCC Up -15.704 Heonpenenenyas Hurozons
byHKIMS
Tpunentuaun nentuaasa Il Up -15.642 | Tomeocra3 6enka HuTo3011B6
Bbenok S29 40S pubocomsr Up -15.619 | buocunTe3 Oenka uro30i16
benok S12 40S pubocomsl Up -15.518 | buocunres Genka [nto30ib
Cy6benununa komrinekca THO Up -15.495 | IIpoueccunr PHK Anpo
PuGocomusrii 6enok L15 Up -15.455 | buocunTes 6enka [urozons
Cy6benunuia y-2 komruiekca AP-1 Up -15.414 Besnkyipb1it Anmnapar ['onbmxu
TPAHCIIOPT
3-IeruIpOXUHATCUHTA3a Up -15.388 Merabomusm [Inactuna
AMUHOKHCIIOT
Pubocomusrii Oemnok 37S Up -15.386 Buocunres Oenka MutoxoHapust
Oxcnoprupyromuil unug A ATO- Tpancropr [Tnazmarnueckas
- Up -15.331 pacTBOPEHHBIX
CBsI3BIBaIOIIMIT/ TIepMeasa, 6enox MshA MemOpaHa
BEIICCTB
[Iporeundocdaraza 2C Up -15.319 Mouguxanus Tlnasmatuieckas
Oenka MeMOpaHa
TparncmemOapHHBIN O€IO0K, YIeH Heonpenenennas [Tnazmaruueckas
. Up -15.315
cynepcemeiicTa 9 byHKUIMSA mMemOpaHa
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Krnaccudukanus

Mzouutpar nerunporenasza [HAJD] Up -15.267 (DepMEHTOB [Tnactuna
[IpeniecTBEHHUK TOBEPXHOCTHOTO Up -15.954 Tpancnokanus IacTina
anturcHa (D15) OCIIKOB
DYKapHOTMHECKUH HaKTOp MHMIMAIIH Up -15.246 | buocunTe3 Oenka [uro3011b
TpaHcisuu SA
Tprackeroaza Up -15.228 doTtocuHTe3 [TnacTuna
Tucton H2A Up 15,194 | Opranusauus Sapo
XpOMaTHHa
dochoprdo3uhOpMUITITUITTHAMUTAH Up .15.188 MeTtabonu3m [actia
[IUKJIONTUTa3a HYKJICOTH/IOB
S-METHITETPAruAPONTEPOUIITPUTITyTaMAT- Up -15.187 Metabonu3zm [Trosots
TOMOITMCTEHH METHITpHachepasa AMUHOKHCIIOT
p-rimokosuasa Up 15176 Krnaccudukanus Brexnerounoe
bepMeHToB MIPOCTPAHCTBO
Mepokenasa Up -15.139 Heonpenenennas Bueknerounoe
byHKIHSA MPOCTPAHCTBO
I010-1,3-1,4-B-D-TmioKoHaza Up 15124 Heonpenenennas BuekieTrounoe
byHKIUSA MPOCTPAHCTBO
KansMo 1y THH-CBS3BIBAIOIINN aKTUBATOP Up -15.101 Erocuires PHK Sapo
TPAHCKPUIILIUU
HA1®-3aBucumas D-copouton-6-pocdar Up -15.099 Merabonu3zm IuTos0m
JETUporeHasa YTJIEBOJIOB
benok cemeiicTBa HOHCEHC-
orocpenoBarHoro pacmaga MPHK, NMD3 Up -15.003 | Buocuntes bemia sAnpo
Knaccudukanus
Y 1®-rimko3untpanchepasa 1 Up -14.996 [Tnactuna

dbepMeHTOB




Meraboimsm

benok cemeiicTBa THOPETOKCHHOB Up -14.990 Ko(EPMEHTOR Anpo
o-rajakro3ngasa 1 Up -14.943 Merabomz3m Kiterounas crenka
YTJIEBOJIOB
benok, coneprkaimuii JTOMEHsI CBS3bIBAaHUS Up 14.933 Merabomu3m IuTo30m
a-KoA JUIIUJ0B
. ) BesukyisapHsiit
Penenrrop copTupoBku Bakyosei 7 Up 14,912 TpanCIIOpT Arnmapar I'onbmxu
AT@-CBA3BIBAIOMA KACCETA Up -14.909 OTBeT Ha BHELIHUE [Tnazmarnyeckas
CTHMYJIBI mMemOpaHa
KoMInoHeHT KoMIIeKca 3K301MCThI Up -14.897 Besniynspubiit Besukyna
TPaHCIIOPT
Metabonuzm
AJCHUIOCYKIIMHATIINA3a Up -14.896 HYKIEOTHIOB HuTo3011B6
depMeHT, BBICBOOOXKTAFOIITII Up .14.875 Krnaccudukanus Sapo
AIMIAMUHOKHUCIIOTHI (bepmMeHTOB
Manas cyObeAHHIIa alleTOTaKTaTCUHTA3bI Up -14.851 Merabomsm IluTo30m1n
aAMHHOKHUCIIOT
benok 2, aktuBupyromuii ' T®a3y Ran Up -14.837 Tpancrokaiys SAnpo
0eJIKOB
Cy6benunuia 3B ¢dakropa crutaiicunra Up -14.748 | IIponeccunr PHK SAnpo
benok L14 60S pubocombl Up -14.672 | buocunres Genka [nto30ib
Heonpenenennas
IIpopesnnun Up 14.666 - Anpo
Heonpenenennas
Metuntpancdepasza Up 14.651 byHKI [uro301b
CepuH/TpeoHHHOBAs MPOTEMHKUHA3A Up -14.599 Mopmuranus Hnasmarmieckas
Oenka MemOpaHa
MemOpaHHBIi 6eT0K epokucoMsr 11-1 Up -14.586 Opraumsais Iepoxcucoma

KJIIETOYHOI'O uKJja
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Opranuzanus

RuvB-nono0uas renukasa Up -14.568 Anpo
XpOMaTHHa
Kanpuuii-3aBucumas npoTeMHKMHa3a 12 Up -14.524 Moﬂggzi?unﬂ OI1P
Tpancnokauus
SRP 72 x/la Up 14.511 6e1KOB L{uT030I16
Mertabonu3m
['uctTuauaaekapbokcuiaza Up -14.473 HIIIOB L{uT030I16
. Mertabonmn3m
budynknuonansneiii 6enok folD Up -14.411 KO(EPMEHTOB [uro3ons
PHK-cBs3p1Batomuii siepHbiii 6e10k Up -14.381 | IIponeccunr PHK Anpo
i [erictBue
AJUTEHOKCHIIMKITa3a 3 Up 14.320 (DUTOrOPMOHOB [Tnactuna
. MeTtabonuzm
budynknuonansheiii 6enok folD Up -14.235 Ko(EpMEHTOR [Tnactuna
Tpancnokanus
Amanuna Up 14.041 SeIIKOB Anpo
Benok S25 40S pubocomsr Up -13.980 | BuocuHTe3 Oenka [uro30i16
Perynsitopnas cyobeannanmna
CepUH/TPEOHUHOBOM NMpoTenH(ochaTasbl Up -13.820 Momnduxanus [uTo301b
A Oenka
KoMnoHeHT xoMITIIEKCA DK30IIUCTRI 4 Up -13.807 Besukyaprb1it Anpo
TPAHCIIOPT
SMP-SOlanIOKOHonaKOHasa/6eJ10K Up -13.789 Heomnpenenennas Iactima
cemeiictBa LRE-nnono6HbIX byHKUIMSA
Knaccudukanus
JluruapoopoTar geruaporeHasa (XMHOH) Up 13.779 (bepMeHTOB MuToxoH1pHs
['moramMuH-GpykT030-6-Pocdar Up -13.730 Mertabonu3m [Turosoms
aMHHOTpaHcdepasza 2 [M30Mepu3yIomascs| yTJIEBOOB
docdomeBanoHaTKMHA3A Up -13.618 Bropusbiii Ilepokcucoma
MeTaboIu3M
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Heonpenenennas

benok Tpancnopra 6enka SEC23 Up -13.612 OIIP
byHKIUS
benok, accolMMpoOBaHHBIN C MaJIbIM Up -13.434 | Tiponeccunr PHK IacTina
SAJIEPHBIM PUOOHYKIJICOTIPOTEHHOM
ManHaHCHHTa32 Up -13.399 OpraHH? anmt Amnmapat ['oxbmxu
KJICTOYHOM CTEHKH
I'naBHBIN (aKTOP BE3UKYISIPHOIO Up -13.129 BesukynsapHsiit Annapar Tomb ok
TpHaconpra p115 TPAHCIIOPT
B-cyobenunuiia riaoko3uaassl 11 Up -13.041 Moﬂggjﬁzauﬂg OIIP
AT®-3aBcuumas PHK renukasa Up -12.961 | IIponeccunr PHK [Tnactuna
Tpancnopr
[Ina3zmatnueckas
benok panHero orsera Ha 00€3BOKHMBAHUE Up -12.920 PacTBOPEHHBIX
MeMOpaHa
BEIIIECTB
Conepantii HOMeHbI LE:I' M1 u EF-pyiu Up -12.768 | buocunres Genka MuTtoxoHapus
MUTOXOH/IpHaJIbHBIN Oenok 1
benok, cogeprxaniuii MOTHUB y3HaBaHUS Heonpenenennas SAnpo, mia3zMaTryecKas
Up -4.239
PHK byHKIMS MeMOpaHa
benox GEF, nunru6upoBanHslii BesukynspHslii [InazmaTnueckas
Up -2.074
Opedenbannom A TpPaHCIIOPT MeMOpaHa
Benok cemeiictBa maneponos htpG Up -2.010 I'omeocras Oenka [Tnactuna
Axrtusatop Tpancsimma GCN1 Up -1.933 BruocunTes 6enka Snpo
benok cemeiictBa paxkropoB AJ[D- Up 1874 BesukyisapHsiit Irozons
pUOO3UITUPOBAHUS TPAHCIIOPT
Ras-Gestok Rab-2-B Up 1872 | DesuxymipHeId Iirosos
TPAaHCIIOPT
3.1.2 unozuton MmoHodocpaTasza Up -1.861 Redox-romeocras [uro30ib
benok TennmoBoro moka 70 k/la Down 21.144 I'omeocras Oenka [uTo301H
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docaraza, comepxarias Monudukarms
youkBuTHHIIOA00HBIH CTD-10MeH Down 18.696 Oenka slapo
D105MHBII JIEKTUH Down 18.212 Heog@ii?glmaﬁ [Tmactuna
Tencun, BcriomorarenpHasi CyObeIMHULIA Down 17 647 BesukynsipHslii Annapar Tomb ok
komiuiekca AP-4 TPAHCIIOPT
[Tareponun 10 k/la Down 17.580 I'omeocras Genka [Tmactuna
benoxk, conep;xauinn Down 17517 Heonpenenennas IacTina
MIEHTATPUKOIICIITHTHBIN TOBTOP byHKIUSA
Cybrummsun-nonobuas cepurosas Down 17.420 I'omeocras Genka Bakyounb
mporeasa
benok L32 60S pubocombl Down 17.330 buocunTes 6enka uro30i16
benox MEMO1 Down 17.238 Heog@iﬁ(?;;maﬂ MuToxoHapust
ApFI/IHI/IH/CepI/IH:6OI‘aTI>II/I dakrop Down 16.936 Tpoueccunr PHK Sapo
CIUTaliCHHTa
Cy6beaununa 13 cybxomruiekca 1-o Down 16.852 Kinerounoe MUTOXOHpHS
HA/IH-nerunporenassl JbIXaHue
a-cyobenununa TRAP-6enka Down 16.685 Heog[})s{zl[(?;;maﬂ anﬁz/[;gg:;zmﬁ
SnepHblil aHTUTEH MPOIUPEPUPYIOIINX Opranu3zanus
kietok, PCNA Down 16.569 KJIETOYHOT'O IIUKJIa snpo
CyOenuHuLa U2vaf 38 k/la paxopa Down 16.556 | IIpomeccunr PHK Anpo
CIUTaliCHHTa
[AHAD-popmupyromiast] f-cyobeauHmIIA Down 16.504 Mertabonausm [Turosons
cykuHnoa-KoA nurassl YTJIEBOJOB
N3omepasa Kcuito3bl Down 16.342 Knacenuicars Bretrerouroe
bepMeHTOB IIPOCTPAHCTBO
[Tporectepon 5-f-peaykrasza Down 16.200 Heog@i{ijﬁ;l{aﬂ [Tnactuna
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Meraboimsm

AnleHuiaTKrHas3a Down 16.193 [{uT030I16
HYKJICOTHIOB
Cyobsenununa Clp AT®-cBsa3biBaroLel
yobe I P m Down 16.169 I'omeocras Oenka IInactunma
MpOTEeasbl
[I'uctunuHONGocdharamuHoTpanchepasa Down 16.017 Merabomusm [Tnactuna
aMHHOKHUCIIOT
I'T®-cBsa3bIBaroIHil OEIOK 2 Heonpenenennas
o Hl ’ Down 16.013 peil IuTo3o0mnn
PEryJIHPYEeMBIi B IpOIIecCce Pa3BUTHUS byHKIUSA
I'munmnmnentug N- Mopauduxkamus
H A Down 15.960 ppuKan SIpo
TeTpajiekaHoWITpaHcepasza Oelka
['myratnon-S-Tpancdepasa Down 15.949 Redox-romeocras uTo3016
Baxkyomsapueblii 6e10ok 27 BesukyisipHbiit
YOJAPHbIE o Down 15.927 AP uTo3016
ACCOILIMUPOBAHHBIN C COPTUPOBKOM TPAHCIIOPT
o o Knerounoe
MuUTOXOHIpHABHBIA Pa300IIArOIIHi OeI0K Down 15.850 JICTOHH MuToxoHapus
IBIXaHUue
Tpancmopt
o IIma3smaTnaeckas
JIM3UH/TUCTUIMHOBBIN TPAHCTIOPTEP Down 15.767 PacTBOPEHHBIX
MeMOpaHa
BEIIECTB
N OpraHusanus
benok cemeiicTBa peTUKYJIOHOB Down 15.766 p 8 OIIP
KJIETOYHOI'O I[UKJIa
beauHuIa B sykapuotreuckor
Cybremmmmna B syxapuotuetckoro Down 15.763 buocunTes OGenka [uTo301H
(dakTopa MHUIIMAIIUN TPAHCISIITUH 3
Cy6wenununa U2AF ¢akropa crnaiicunra Down 15.745 | IIponeccunr PHK Anpo
. MeTabonu3m
[TaraTuH-TIOHO0OHBINH OETTOK Down 15.720 [uTo301H
JIAIHIOB
benok L38 60S pubocombl Down 15.668 brocunTe3 Oenmka [{uTo30i16
Tpancriopt IImasmaTnaeckas
AKBanopuH Down 15.594 PacTBOPEHHBIX
mMemOpaHa
BEIIECTB
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depment ouocunTe3a 4-metui-5(B- Down 15590 Heonpenenennas ractima
TUAPOKCUATHII)-THA30IMOHO(DochaTa byHKIHS
benoxk ABRACL cemeticTBa costars Down 15.585 Heonpenenennas L{uT030I16
byHKIHS
Bakyounsipublii 6enok, ACCOLMMPOBAHHBIH Down 15.569 BesukynsipHslii [Turosoms
COPTUPOBKOM TPAHCIIOPT
CyObenunuia
TOMUXUIIU(POCHOOTUTOCaXapUI-TTPOTCHH Down 15.445 Mopmuranus Inasmatnueckas
Oenka MeMOpaHa
TIIMKO3MWITpanchepassl
Memb6pannas naceprasa YidC Down 15.444 Kaerouroe MuToxoHapust
JIbIXaHHe
Maunebiit sipepHbiii puOoHykiIeonporent E Down 15.413 | IIpoueccunr PHK Anpo
DakToponoJ00HBIH OEJIOK MTPOIECCHHTa
npe-wPHK Down 15.400 [Tponieccunr PHK Anpo
Azotperynupytomuii 6enox PII Down 15.337 Heonpenenenas [Tnactuna
byHKIMS
BesukyisapHsiit
CyObpenunmiia (-1 koatomepa Down 15.318 TpaHCTIopT [uro30i16
Karanaza Down 15.317 Redox-romeocras [Tepoxcucoma
benok TennmoBoro moka 70 k/la Down 15.274 I'omeoctas Oenka OI1P
Metabonuzm
1-nmupponun-5-kapOokcuIaT JeruIporeHasa Down 15.273 AMIHOKHCIOT MuToxoH1pus
[TporennknHaza Down 15.198 Momnduxanus Anpo
Oenka
Kiterounoe
deppenoKkcruH Down 15.182 BIXAHIe MuToxoH1pus
Benoxk cemeiicTBa acCOIMUPOBAHHBIX C Down 15172 BesukynsipHbrii [TnazmaTudeckas
BE3UKYJIaMU OCJIKOB TPAHCIIOPT MeMOpaHa
[{uknuH-3aBUCUMas KMHAa3a A Down 15.157 Opranusarus uTo301B

KJIIECTOYHOI'O IuKJja
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Kynnmun-1 Down 15.155 I'omeocTas Oenka Anpo
OpraHusanus
OHp0-1,4-f-rmokoHasa Down 15.134 P N 1 Kierounas crenka
KJIETOYHOM CTEHKU
eOKCUypuIuH 5'-rpudocdar Metabonu3m
Jleoxcuypunnn S"-Tpuchoch Down 15.102 Tnactua
HYKJICOTHATUAPOIIa3a HYKJICOTHIOB
Knaccudnkamus
Y A®-rnuxo3untpancdepasa 1 Down 15.095 (uran [Tnactuna
bepMeHTOB
Bbenok, conepxanuii JjoMeH Tpancriopt ITmasmaTnueckas
O, ConCpIantn A Down 15.083 pacTBOPEHHBIX
cynepceMeiicTBa raBHbIX (PacUIUTaTOPOB MeMOpaHa
BEIIECTB
CyObequHuIa 2 CUrHAIILHOTO Momudukarus
YODCAMHHIL Down 15.070 ppuKan SIIP
MENTUAA3HOI0 KOMILIEKCA Oelka
HAJI®-3aBucuMas nexapOOKCUINPYIOLIas Knerounoe
A jiekap pyrom Down 15.044 MuToxoHapust
MaJjaTAeTUIporeHasa IBIXaHUue
Heonpenenennas
Tpancnun Down 14.993 pel Anpo
byHKIMS
Opragusanus ITmasmaTnueckas
Monornuuepuainmnasa Down 14.964 p - 1t
KJIETOYHOH CTEHKHU MeMOpaHa
Tpancnopr
ITmasmaTnueckas
TpancnopTep caxapos Down 14.958 PacTBOPEHHBIX
MemOpaHa
BEIIECTB
HA J1®-3aBucumas-D-copburomn-6- Merabonuzm
A p Down 14.933 [uTo301H
dbocdarneruaporenasa YTJIEBOJIOB
Mertaboii3m
Ammn-KoA-aerunporenasa Down 14.894 [Tepoxcucoma
R105000501(0):)
Y OUKBATHHOBEIN O€I0K Turasa 4 Down 14.894 T'omeocTas O0enka SAnpo
o o Heonpenenennas
benok, copepxaiiuii aHKUPUHOBBII IOBTOP Down 14.843 (bl;HiHHH [uro30ib
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Krnaccudukanus

S-Tmoko3uaasza Down 14.842 Knerounas crenka
dbepMeHTOB
HATH-tiuroxpom P450 penykrasa Down 14.837 OpraHH? At SI1P
KJIETOYHOM CTEHKHU
5-okcormnposnHasa Down 14.809 Redox-romeocras [{uTo3071H
GDSL »acrepa3za/numnasa Down 14.804 Heonpenenenyas OIIP
byHKIHS
1-amuHOIMKIIONIpOIIaH-1- Down 14.782 JeticTBue He onpeeseHo
KapOOKCHIIATOKCH 1a3a (UTOrOPMOHOB
Merabonu3m
ATD-pochopudosmnrpanchepasa Down 14.780 AMILHOKUCIIOT [Tnactuna
Jlumokcurenasa Down 14.756 Knaccuduranps uTo3016
dbepMeHTOB
Bbenok L1 50S pubocomsr Down 14.753 buocunTes 6enka uro30i16
a-cyObeIMHUIIA TPOSTWIT-4-TUApoIIa3a Down 14.753 MO,Z[EIS;II/II(I:IHI/I}I OIIP
PHK-3aBucumas PHK-mommmepasa 1b Down 14.739 Heonpenenertias Snpo
byHKIMS
Ypuaunknnasza Down 14.690 Merabomusu IImactuma
HYKJICOTHIOB
3aKkynopuBaronui 60K 2 CUTOBUIHBIX Down 14 556 Heonpenenennas SIIP
HIIEMEHTOB byHKIUSA
3,4-murupokcu-2-0yTaHoH-4- Down 14 478 Merabonu3m IacTina
docarcunTaza KO(EpMEHTOB
Anetun-KoA cunrerasa Down 14.410 Merabomsm IImactuna
JIUTHJIOB
AM®-geamuHaza Down 14.398 Merabomsm IluTo30mnn
HYKJICOTHIOB
ApruHUHOCYKIIMHATINA3a Down 14.390 Merabomsm IImactuna
AMUHOKHCIIOT
SRP 19 k/la Down 14.389 Tpancrokanus [uTo301H
OeNKoB
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benok, conepxamuit

N Down 14.342 | TIponeccunr PHK [Tnactuna
MEHTATPUKOIIEIITHTHBIN TTOBTOP
ATRAD3 Down 14.327 Heonpenenennas Anmapar I'onbmxu
byHKIHS
dutoxpom Down 14.312 OTEET HA BHEINHHE Snpo
CTHUMYJIBI
Jlumokcurenasa Down 14.299 e uTo301H
bepMeHTOB
Benok 5 F-60kca aykcuna Down 14.261 Jleticraue Snpo
(bUTOrOPMOHOB
Heonpenenennas
HAJIH-xuHOH-OKCHIOpEeAyKTa3a Down 14.235 by IImactuma
JluHamuH Down 14.232 Opranusauus uTo3016
KJICTOYHOTO IUKJIA
Ilepokcunaza Down 14.135 Merabomsm MacnsiHoe TenbLe
JIVTIHAJIOB
[f-ranakro3uaaza Down 14.123 A Knerounast crenka
bepMeHTOB
. Heonpenenennas
benok, conepkaiuili 1OMEH THOPEIOKCHUHA Down 14.081 byHKLS Anpo
3,4-murunpokcu-2-oyranoH-4-gpocdar Down 13.993 Merabonu3m IMacTina
CUHTa3a KO(EepPMEHTOB
Multi-process
Nuo3uron-rerpakuchocdar-1-knnaza Down 13.991 requlation [uTo301b
OTtBer Ha
Y OuKBUTHHKApOOKCUII-KOHIIEBAs THAPOIIa3a Down 13.793 MTOBPEXICHHE Anpo
JIHK
Jleiikotpuen Ad Down 13.753 I'omeocras Oenka [uTo301H
TUIPOJIa3a/aMUHOTIENITH I3
Cy0Owpenuauna f-1 xomruiekca AP-2 Down 13.704 BesuiyispHbiit Huro3zo0ib
TPAHCIIOPT
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Meraboimsm

[{ucTaTnoHUH-Y-CHHTA3a Down 13.701 [Tmactuna
AMUHOKUCIIOT
Knaccudukamms
Y A®-riuko3untpancdepasa 74 F1 Down 13.651 (DePMEHTOR [Tnactuna
HA1®d-3aBucumast 1ekapOOKCHITUPYIOIIas Down 13.615 Metabonuzm ractima
MaJIaT/ICTHIPOTeHa3a JIMIATIOB
Llutoxpom P450 Down 13613 | Koaccuduiauus DIIP
bepmMeHTOB
AT5g06970 Down 13576 | Heonpenciennas MiacTiza
byHKIHS
docharnammMHO3UTON-4-KHHA3a Down 13.413 Heompenenennas IluTo3o0mn
byHKIHS
Vkianka no Poccmany HAJI-cBsizbiBaronieit Down 13.388 Heonpenenennas ractiza
OKCHJIOPEITyKTa3bl byHKIMS
Benok cemeiictea armadillo/f-kaTenunos Down 13.133 I'omeocTas Genka uTo3015
I'excokunaza 1 Down 13.057 Merabomusm urozons
YTJICBOJIOB
Kunesnun-4 Down 13.012 Opranusanus [urockener
IIUTOCKEJIEeTa
benok cemeiictB hakTopos AJ1D- Down 12928 BesukynsapHsiit ITurosons
pubO3UITUPOBAHUS TPaHCIIOPT
TerpaTpuxonenTuaHbIN OBTOP Down 12.864 Heonpenenertas OIIP
byHKIMS
[Tepoxcunaza Down 12.863 Merabomasu MacasgHoe Tenble
JIVTIHAJIOB
Komnonent nporeacomsr ECM29 Down 12.859 ['omeocTas Oenka SAnpo
Knaccudukanus
Y 1®-rimko3untpanchepasa 1 Down 12.507 (epMEHTOB [Tnactuna
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[-u30dopma peryasaTopHON CyObeTMHUIIBI

B' 57 x/la cepun/TpeoHMHOBON Down 12.279 Momuduxanus Huro3zo0ib
Oelnka
nporenHdocdaTazbl 2A
dochopunaza Down 12.172 Merabomusm [{uTo307H
YTJICBOJIOB
Muo3us-6 Down 3.669 Heonpenenennas [Tmactuna
byHKIHS
ATd®daza nepexognoro JI1P Down 2.072 I'omeocras Oenka SAnpo, muTo30I1b
2-0KCOTJTyTapaT-3aBUCUMast TUOKCUT€HA3a Down 1.956 Knaccuduxaus uTo3016
dbepMeHTOB
CybTimmsnn-non00nas cepunonas Down 1.790 I'omeocTas Oenka uTo3016
mporeasa
Knaccudukamms
VA ®-rnuko3mirpancdepasa 1 Down 1.611 (bepMeHTOB [uto30b

Up — yBenuueHue OTHOCUTENIBHOTO KOoJMdecTBa Oenka moj BiusHHEM cBepxakcnpecun CsRALF34; down — yMeHbIIEHHE OTHOCHUTEIIBHOTO

KoJm4ecTBa Oeska nmoj BnusinueM ceepxskcnpecun CsRALF34, logFC — norapudm ynciia KpaTHOCTH U3MEHEHHSI OTHOCUTENIBHOTO KOJIMUYeCTBa OeKa.
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