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BUOUH®OPMATHUKA

MeTaaHaaM3 TPAHCKPUIITOMHBIX TaHHBIX 1y0a
Yepemvaroro B yCJA0BUAX A0MOTHYECKOT0 M1 OMOTHYECKOT0
crpecca

Bumnsakos C.A., OaeitnnkoB A.A., Kpbuios I1LA.

@HI] acposkonoeuu PAH, Boneoepao, Poccus

Annomayus. B ecTeCTBEHHBIX YCIIOBHAX Ha PAaCTEHUs] BO3ICHCTBYET KOMILIEKC
HEeOIaronpusATHBIX (JaKTOPOB BHEIIHEH Cpeibl, B OTBET Ha KOTOpPHIE M3MCEHSETCS
PHK-npopune. Ha ceromusimiamii  neHb mnpoBoxasarcs wuccienoBanus PHK-
npoduneil B ycIOBUSX BO3ACHCTBHUA OxHOrO (akTopa, OAHAKO paboT 1o
METaaHalln3y OTBETHBIX peakiuii y myba depemrdaroro (Quercus robur L.) He
MIPOBOJMIIOCH. B CBSI3M ¢ 3THUM LIEbIO HAIIETO HMCCIEIOBAaHUSA CTAJO0 MPOBEIECHUE
MeTaaHali3a JaHHbIX JKcipeccur reHoB RNA-Seq, CBs3aHHBIX € 3aCyxoH,
CTPECCOM OT 3apaKe€HUsl MYYHHCTOM pOCOM W TOENaHUS HACEKOMBIMH IS
BhIsSIBIICHHUsT Au(depeHHanbHo  dKenpeccupyeMblix reHoB  ([DI0), Bkitouas
Tpanckpunuuonusle Qakropsl (TD). B pesynsrate OblI0 00HAPYKEHO YETHIpE
nepekpéctapix J[OI' mpu Bo3melicTBUM Bcex crpecc-dakTopos: histone H4,
flavonol synthase, acyltransferase GLAUCE-like u HeoxapakTepu30BaHHBIN T'eH,
copepxamuii momen DUF1223. Pesynprarel ananuza PHK-nipoduieii ¢ momoriibro
mporpammel  iTAK v1.6 mokazamum ywactme 225 T®, u3 xoropeix 159,
aCCOLIMMPOBAaHbl C OTBETOM Ha MOeJaHHe HaceKoMbiMu, 24 T, cBsi3aHHBIX C
MopaxeHneM MYy4YHHCTOM pocoil u 42 T®, ydacTBYIOIUX B peakMM Ha 3aCyXy.
B0 0OHapykeHO, 9TO MPOUCXOIUT MOJAaBIeHHe YeThIpex oomux Td npu 3acyxe
U TIOBPEXIEHUHM HacekoMbIMU. [IpH cTpeccax BBI3BaHHBIMH MYYHHCTOM POCOM U
HaceKOMBbIMHU BBIsIBIEHO 9 Td, cpenn KOTOPhIX C MOBBIIIEHHON 3KCIIpeccuen ObIITH
tpu rera WRKY u mo omHomy u3 cemeiicte AP2/ERF, NAC, MYB u GRAS,
ocrapmmecs aBa Td mpuHamiexann cemeiictey MYB-related. [lepeceuenus B
akcnpeccur T Mexay 3acyxoi 1 MyYHUCTOH pocoil He oOHapyxeHo. Pe3ynsTaTel
ananm3a kodkcrepccnu (WGCNA) mo3BoMiu BBISIBUTH 14 MOIyNEH M3 KOTOPBIX
mecTh 001agany HauOoJbIICH CBS3bI0 C MPU3HAKOM MU OBUTH HCIIOJIB30BAHBI IS
JaJIbHEWIIEro ONpenesieHusl TeHoB-xa0oB. B pesysnbrare aHammsa KO3KCIIPECCUH
OBLIO BBISIBIICHO IIECTh TE€HOB-Xa00B, U3 HUX TPH aBTOMAaTHYECKU aHHOTHPOBAaHHBIX
NAC, GDSL, CESA3 u ocraBmmecs HE OXapaKTepH3OBaHHBIE. Pe3ynbTaTsl
METaaHaJIN3a IOKa3ald, YTO YCTOMYMBOCTb PACTEHUS K pPa3iM4YHBIM CTpECcam
oOecrieunBaeTcs Kak criequpUIeCKUMH, TaK U OOIIMMH MEXaHW3MaMU, TP 3TOM
KJIFOUEBYIO POJIb MUIPAKOT KOAKCIPECCUOHHbIE MOAyId M T®, 4yTOo 1O3BOJSAET
BBIIETIUTH TOTEHIMATIbHBIE T€Hbl KaHIWAATHI JUIs JAlbHEWIINX HCCIIENOBaHUN H
CEJIEKIINN.

Knwouesvie cnosa: memaananus, RNA-seq, WGCNA, 0yO6 uepewmamsiil, 3acyxa,
MYUHUCIASL pOca, HACeKOMble-8peoument

BBEJIEHUE

PacTeHus MOCTOSHHO MOABEPraoTcs KOMOWHUPOBAHHOMY BO3/IECHCTBHIO OMOTHUECKUX U
a0MOTHYECKUX CTPECCOB, YTO HAHOCUT 3HAUUTEIbHBIA YyIIEpO JIECHOMY XO3SHCTBY.
M3meHeHne KiIMMara YCWJIMBAaeT WX HETaTWBHBIM >(QeKT, yBenuuuBas HKOHOMHYECKHE
notepu [1, 2]. OcoGeHHO ysA3BUMBI JEPEBbsl M3-3a UX JOJITOr0 KMU3HEHHOTO IUKJIAa, U 1y0
yepewrdatslit (Quercus robur L.) — He UCKJIIOYeHHE. DTOT BUJ, HIIMPOKO pacpoCTPaHEHHBIN B
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EBporne, uMeer KJIHOYEBOE HKOJOTMYECKOE U HKOHOMUYECKOE 3HAUEHUE: OH IMOAJIEPKUBAET
O6uopazHooOpas3ue, obecrneunBas YKphITHE U TUILY JIJIT MHOXKECTBA BUJIOB [3], a ero meHHas
JIPEBECHHA AKTUBHO HWCIIOJNB3YeTCS B MpOMBIIIIeHHOCTH [4]. JlyObl XpaHAT 3HAUYUTETHHOE
KOJIMYECTBO YIVIepo/ia B CBOCH ApPEBECHHE, JIUCThAX U KOPHSX, IOMOTas COKPaTUTh BHIOPOCHI
MApPHUKOBBIX Ta30B B arMocdepy M CMSTUUThH TII00anbHOE MoTerieHue kiumara [5]. JyOsr
BBIMOJHSIOT BaXXHYIO THAPOJIOTUYECKYIO (YHKIMIO, CHOCOOCTBYS PErylsllMd BOJHOTO
OajaHca PKOCUCTEM U NIpeNoTBpallas jAerpaiaiuio tepputopuid [6, 7]. B HacTosiee Bpems
JyOOBBIE HACAKIEHUS HAXOASATCS IOJ yrpO30M M COKpAIlaloTCs BO MHOTHX palOHaX H3-3a
COYETAHMSI TUIOXUX TOTOIHBIX YCIIOBUH, (DUTOMATOTCHOB, BCIIBIIIEK HACEKOMBIX-BPEIUTENICH 1
MTOBTOPSIIOIICHCS CHIIBHOM Jie(OJIMAIMK, CBSI3aHHON B TOM YHUCIIE C U3MEHEHHEM KiinmmMara [ 8].

MosnekynsapHO-TEHETUYECKIE MEXaHU3Mbl J1y0a Yepelryaroro akTMBHO H3Y4aroTCs IMpU
BO3JICMCTBUM HAa HEro OHMOTUYECKUX U aOMOTHMYECKHX CTPECCOB, BKIIIOYAs 3apakeHUE
naToreHaMu, BO3JIEHCTBHE HACEKOMBIX-BPEIUTENEH, 3aCyXY, 3aCOJICHHOCTh MOYBBI U BBICOKYIO
temneparypy [9-14]. Ognako, HECMOTPsI HAa U3YYEHHOCTh BIIMSHHS OTICIBHBIX CTPECCOB,
KOMIUIEKCHOE BO3JICHCTBHE Ha Jy0 uepelruarbiii ocTaéTcss MajlouccieaoBaHHbIM. [louck u
aHanu3 auddepeHunanbHo KenpeccupyeMbix reHoB (I3I0), Bkiroyas TpaHCKPUIIIMOHHbBIE
¢dakTopsl (TD) MoryT OBITH HCIIOJIB30BAHBI B KAYECTBE OCHOBBI ISl TIOJIYYCHHUS HOBBIX (hOPM
nyba Yepenryaroro ¢ yiay4IIeHHON YCTOMYMBOCTBIO K TE€M WM MHBIM cTpecc-(hakropaMm ¢
MOMOIIbI0 TEHOMHBIX TEXHOJOTUW. B CBSI3M ¢ 3TUM KpailHE Ba)XHO M3YYUTh PEAKIUIO ay0a
Yyepemnyaroro Ha HeOnaronpusTHble (aKTOpbl BHEIIHEH Cpeabl Uil PACKPBITHS €ro
MEXaHHU3MOB aJIallTalliy Ha MOJIEKYIISIPHO-TEHETHYEeCKOM ypoBHE [15].

B cBia3u ¢ 9TUM 1eIbI0 HCCIENOBaHHUS CTalo IMPOBEACHHE MeTaaHallu3a JaHHBIX
skcripeccun reHoB RNA-Seq, CBSI3aHHBIX C 3aCyXOH, CTPECCOM OT 3apa)KCHUsI MYYHUCTOU
pocCol U noeaanus HaceKoMbIMU 1S BbisBiieHus 01, Bkitouas TD.

MATEPUAJIBI U METOJbI
COop 1aHHBIX, KOHTPOJIb KA4eCTBAa U KAPTHPOBaHUE

HeoOpaboranusle nanusie PHK-cekBeHnpoBanus, oTpakaronue U3MEHEHUs! SKCIIPECCUN
TeHOB B JIUCThAX y Jy0a dYepenryaTtoro MpH pa3ludyHbIX CTPECCOBBIX YCIOBHUSX, OBLIH
3arpyxeHbl u3 apxuBoB NCBI SRA (www.ncbi.nlm.nih.gov/sra) u European Nucleotide
Archive Browser (www.ebi.ac.uk/ena/browser/home) mo pe3ynbraram TpEX HCCIeAOBaHUMN
[16-18]. Jlanubie RNA-seq [llumina BkitogaroT mH(poOpManuio 00 3KCOpPECcCUU T€HOB IpU
cTpecce, BbI3BAHHOM Jy00BOH 3eneHoit nuctoBeptkoit (Tortrix viridana L.) — PRIEB1903 (4
oOpa3la, cocrodlMe M3 2 CTPECCHUPOBAaHHBIX M 2 KOHTPOJBbHBIX), HpPHU CTpPeEcce OT
MPOHUKHOBEHUS MUIlenus MydHucToir pocsl — PRINA1161636 (6 o6pasiuos, cocrosimue uz 4
CTPECCUpPOBaHHBIX U 2 KOHTPOJbHBIX) W TpPU BO3JIEHCTBUU CTpecca OT 3acyxu —
PRINA450334 (5 oOpasioB, cocrosimue U3 3 CTPECCHPOBAHHBIX U 2 KOHTPOIBHBIX). B
UCCIIEJIOBaHNE ObUIM Takke BKIOUEHbl AaHHble RNA-seq moiydeHHble HaMu paHee C
MOMOIIIbI0 HaHOMOpoBOro cekBeHupoBanus (ONT) y nyba uepemryaroro B YCIOBHUAX
monenupyemoit 3acyxu — PRINA1202660 (3 o6pasia, cocTosmue u3 2 CTpECCUpPOBaHHBIX U |
KOHTPOJIBHOTO 00pa3IoB).

KauectBo nannsix PHK-cexkBenuposanus [llumina nposepsuiock ¢ momombio FastQC, mis
ONT wucnons3oBasics NanoPlot. CornacHo otueram FastQC u NanoPlot, kaduecTBO MCXOTHBIX
JTAaHHBIX CEKBEHMPOBAHMSI, MPEJCTaBIEHHBIX B SRA, ObLJIO 1OCTAaTOUHBIM Ui AaJIbHEHIIETO
aHanu3a, MO3TOMY He ObLIO HEOOXOJUMOCTH B IpeaBapuTenbHONH 00paboTke M 0Opeske
UCXOJHBIX JAHHBIX SKcrpeccuu. [y MeTaaHanuza ObUIO CPOPMHUPOBAHO YETHIPE TPYIIIIBI
HAOOpPOB JaHHBIX: KOHTPOJb, 3acyXa, 3apaXeHHEe MYUYHUCTOW pPOCOM U TMOBPEXKICHUE
HACEKOMBIMH-BPEIUTEIISIMHU.

Pedepencusiit renom nyda ueperruaroro (GCF 932294415.1) u anHoTaumu B opmarax
FASTA u GFF Obutn 3arpyxensl u3 0a3sl ganHbix NCBI RefSeq. [IpoBepennsie nmpoutenus
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OBLIM COIMOCTABJICHBI ¢ PehepPEeHCHOMN IOCIIeI0OBAaTEIbHOCThIO TeHOMa ¢ momombio HISAT2
qu1st [llumina [19] u minimap2 gst ONT [20].

KoiunyecTBeHHAs OlleHKA U HOpMaJu3alus JTaHHBIX IKCIIPpEeCCUU

Jlnst  mojcuera  MpOUYTEHWM — MCmoib3oBajcs — wHcTpyMeHT — featureCounts [21].
EdgeR ncnonp3oBancs st HOpMalln3aluy JaHHBIX MTOJICUeTa, MoayyeHHbIX u3 featureCounts,
MerooM TMM (Trimmed Mean of M-values). ITaker R edgeR peanusyer smmupudeckue
METOABl 0alleCOBCKON MoJepanuu, 4TOObl O0CCICUUTh HAACKHBIN BBIBOA TPU HEOOIBIIIOM
KonuecTBe perutukanuii [22]. [lpu moctpoeHUn MaTpuilbl 1u3aiiHa OBLIM yYTEHBI (haKTOPBI
NapTUM C LENbI0 MCKJIIOYEHHMS] TEXHUYECKOM BapHallMM M COXPAHEHHUS JOCTOBEPHOCTHU
OMOJIOrMYeCKOro aHaIM3a.

I'enbl cuntanuck audQepeHInaIbHO IKCIPECCUPYEMBIMU, €Cii KOd(D(UIIMEHT JI0KHOTO
obnapyxenus FDR < 0.05, a Momynp norapuMUpPOBAaHHOTO 3HAYEHUS M3MEHEHUS YPOBHS
skcnpeccuu rena |logFC| > 1.

Houck ¢paxkrTopos Tpanckpunuum cpeau 31" u aHAJIN3 reHHOH OHTOJIOTHH

Hyxneotuaneie mocnenoBarenbHOoCcTH 3HaunMbix JIOIT nyba uwepemrdaroro ObLIH
MIPOAHATM3UPOBAHBI C MTOMOIIIBIO MPOTPAMMBI JIsl UIEHTUUKAUU (PAKTOPOB TPAHCKPUIIITUU
pacrtenuii, pernpeccopoB TpaHckpuriuu 1 kuHa3 iTAK v1.6 [23].

s GyHKIMOHATBHONW aHHOTAIMKM TeHOB ObLT mpuMeHeH uHCTpyMeHT eggNOG-mapper
v2 ¢ ucrnonb3oBanueM 0asbl maHHBIX eggNOG 5.0 [24, 25]. Anamu3 obGoramenus GO u
KEGG Obi1  BbIIONHEH C uUCHoilb30BaHWeM mnaketa clusterProfiler nmns  s3bika
nporpammupoBanus R.

AHau3 MoyJieil COBMECTHOM IKCIPeCCHN TeHOB

Jlnsi BBISBIGHUS MOIYJIEH TEHOB C CONIACOBAHHBIMU TNPO(GUISIMH DKCIIPECCUU OBLIT
INPUMEHEH METO]l B3BEIIEHHOIO aHalM3a KOPKCIPECCHOHHBIX reHeTnueckux cereit (Weighted
Gene Co-expression Network Analysis, WGCNA) [26]. JlanHbIi TOIXOA IO3BOJISET
UCHTUPHUIMPOBATh KJacTepbl (MOIY/IM) T€HOB C BBICOKOW KOppensuuedl M CBs3aThb UX C
OMOJIOTHYECKIMH yCIIOBUSIMU. AHanM3 OBUI TPOBEAEH C HCIIOIB30BAHUEM CIETYIOUIHX
napaMeTpoB: MoporoBoe 3HaueHue cBs3u (soft threshold) — 15, uyBcTBUTENBHOCTH
paznenenus moxyneit (deepSplit) — 1, mopor cinusiHus moxayneit (mergeCutHeight) — 0.1,
MUHHMMAaJbHBIN pazmep Moayist — 50 reHoB.

Jlnist BU3yallM3allii CEeTH KOIKCIPECCHU B MHTEPECYIOIIEM HAC MOIYJE HCIOIbh30Bajach
nporpamMa Cytoscape v3.10.2 [27]. ®aiin, coxepxkauuii y3mbl (TeHb) U Bec (CUiy
KO3KCIIPECCUU MEXIy IBYMs Yy3J1aMM), HOJdy4deHHbIH B pesynbrare aHammza WGCNA,
UCIIOJIb30BAJICS B KauecTBEe BXOJIHBIX AaHHBIX Uil Cytoscape. KitoueBble reHbl XaObl ObUIH
HaWgeHsl ¢ momombio TaruHa it Cytoscape Cyto-Hubba wmetomom makcumanmbHOM
knukoBo# nieHTpaibHoct (MCC) [28].

PE3VJIBTATbBI
Houck A2’ u T®

B pesynbrare ananuza nuddepeHnuanbHoil 3kcrpeccu Obuio o6Hapyxkeno 1732 JIOI
Ipu cTpecce oT 3acyxH, 2072 npu noeaaHuyu HacEKOMbIMM, 560 mpu 3apakeHUN MYYHHCTON
pocoit, mpu FDR < 0.05 u [|logFC| > 1. Hopmanu3oBaHHble 3HAu€HUS CTAaTUCTHYECKU
3HauuMbIX JIOIT ®  cooTBeTcTBymommMe Trpaduueckue MaTepuaibl TMPHUBEICHBl B
JIOTIOTHUTEIBHBIX MaTepuaiax (puc. S1, Tabn. S1).

Mpb! BBINONHWIM TepekpecTHbIN aHanu3 JIOI' B Tpex Habopax NaHHBIX, YTOOBI BBISBUTH
TeHbl, y4acTBylolue B peakuuu [[yba uepemryaroro mpu TpEX THMax crpecca. Pe3ymbrarsb
aHanu3a ToKazaiau, 4rto O6ombmuHCcTBO IO ObUM ciennuYHbI Ui OTAEIBHBIX CTPECCOB,
onHako 4 rera (LOC126731645 — histone H4, LOC126702476 — flavonol synthase/flavanone
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3-hydroxylase, LOC126709605 — acyltransferase GLAUCE-like, LOC126694877 — reH,
conepxkamuii fomeH DUF1223) muddepeHnmaibHO KCIPECCUPOBAINCH B TPEX Tpymmax
(puc. 1). Tlomusiit cnucok mnepekpéctabix DI co 3nauenusimu logFC mpencraBieH B
JOTIOIHUTEJIBHBIX MaTepuainax (Tabda. S2).

3acyxa My4HucTasn
poca

Hacekomble-BpeanTenu

Puc. 1. Jlnarpamma Benna, mokasbiBaromast koauuecTBo (DI, ygacTByIONUX MpH CTpecce OT 3aCyXH,
IIPU 3apaXXEHUU MYYHUCTOM POCOil U HACEKOMBIMHU-BPEIUTEIAMU

Cpemn BbisBaeHHbIX JIOI' Obumm  uaeHtudunupoansl TP, wu3 koropeix 159,
aCCOLIMHPOBAHbI C OTBETOM Ha MOEJaHME HACEKOMbIMH, 24, CBA3aHHBIX C IOPAKEHUEM
MYYHHCTOH pocoil W 42, ydacTBYIOIIMX B peakuuu Ha 3acyxy (puc. 2). HaumOomnbiiee
KOJIMYECTBO TPAHCKPHITIIUOHHBIX (PAKTOPOB B TPEX TPYNIAx MPUHAIIEKAIO K ceMeiicTBaM
MYB, WRKY, AP2/ERF, NAC u bHLH.

IIpu cpaBHenun nepekpeiBaromuxcs J3IT ans Tpéx TUMOB cTpeccoB He ObLIO
oOHapyxeHo ob0mux T®d. Mexnay 3acyxoif u MydHucTOM pocoit obmux TD Takxke He
BBISIBJICHO, TOT/Ia KaK MEXJy 3aCyXOl M TIOBPEKICHHEM HACEKOMBIMH OOHapyxeHO 3 ¢akTopa
(GARP, Trihelix, C2C2), skcnpeccusi KOTOPBIX IMOAABISIACH TOJIBKO MPHU 3acyxe, U OIUH
MYB-related, mogasisiiicst mpu o6omx crpeccax. B To ke BpeMs I TEPEeCCUCHHS] MEXTY
MYUYHUCTOH POCOM M MOBPEKIACHUEM HACEKOMBIMHM BbIsABIEHO 9 T®, cpenum KOTOpPBIX €
noBeIeHHON peryssinuer 6putn 3 reHa WRKY u mo omnomy u3 cemericts AP2/ERF, NAC,
MYB u GRAS, ocraBmmmecs 2 T® npunaanexanu cemeiictey MYB-related u umenu
MOHMKEHHYIO YKCIIPECCHIO.
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Puc. 2. KomaectBo nuddepennnansio sxcrpeccupyembix TD. Cunuii 1BeT 0003HaYaeT MOBBIMICHHYIO
peryssInuio, KpacHBI — HOHIDKEHHYIO. [ MCTOrpaMMBbI MPECTaBICHBI Ui TPy 3acyxa (A), My4HHCTast
poca (B), nopakerne HacekoMbIMU-BpeanuTersivMu (C) y myba gepernrgaroro

AHaJau3 odorameHusi reHHoi onrosaoruu aasa I3

JUts w3ydeHWs W3MEHEHWH SKCIPECCHH TEHOB B OTBET HA pa3jIMYHbIC HETaTUBHBIC
dakTophl OKpyKaroleil cpenbl ObUT TpoBeACH aHanu3 oboramienus TepmMuHOB GO. D10
MO3BOJIMJIO  OTPEJCIUTh  OMOJOTHYECKHE  TIPOIECCHl, KJICTOYHBIC  KOMIIOHEHTBI U
MOJIEKYJISIpHBIE (DYHKIIMH, OTpPaKaIoIUe OTBET pacTeHHsl Ha Tpu Tuma crpecca. [logpodubie
pE3yNbTaThl MPECTABICHBI Ha PUCYHKE 3.
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Puc. 3. Ananuz oboramenuss GO i IO npu pasnuuHbIX CTPEcCcOBBIX ycioBHsAX. Ha rmcrorpammax

OMOJIOTHYECKHU I

U OCH IIPEACTABJIICHBI

noka3zansl 20 Hanbolee OGOI‘aH.IeHHLIX TEPMHUHOB I €HHOI OHTOJIOTUHU B TPEX KATEropusax

(yakmus. 1o BepTHUKAIBHO

3HAaYCHUA KOJHMYCCTBA I'€HOB, a4 IO TOPU30HTAJIBHOM OCH NPEACTABICHBI TCPMUHBI

o6o3HayaeT GO-TepMHHBI, ACCOIMUPOBAHHBIE ¢ OMOIOTUYECKUMHU TPOIIeCCaMuU

nponecce, KJICTOYHBIM KOMIIOHEHT U MOJICKYJIsIpHast

W 1BeT

, 3CJICHBIN C KJICTOYHBIMU

¢yHKIMAMHU. [HCTOrpaMMBI TIPEACTaBIEHBI IS TPYIIT

3acyxa (A), myunucras poca (B), nmopaxenue HacexoMmbiMu-Bpenuressimu (C) y myba depernrdaroro.

OTKpBITE B IIOJHOM pa3sMepe

GO. Cunn

KOMITIOHCHTAMH, a KpaCHBIM C MOJICKYJISAPHBIMH
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Bce Tpu rpyrisl pa3nensior 6a30BbIe MPOIECCHl, TAKHE KaK KaTajlu3, CBSI3bIBaHUE OCITKOB
U HYKICHMHOBBIX KHCJIOT, a TaK)Ke TPAHCIIOPTHbIE MeXaHU3Mbl y nyba depemrdaroro. Ha
YpOBHE OHMOJIOTMUECKHUX TPOIecCOB 3HaUMMO oborameHsl GO Tepmunbl «cellular process» u
«metabolic process», TepMHHBI, CBS3aHHBIC C JANTUBHBIMU OTBETaMHU Ha CTPECC, TAKHE KaK
«response to stimulus» u «response to stress», a TakkKe TEPMHUHBI, CBS3aHHBIE C
MeTab0JIM3MOM OpraHWYECKHX COCIMHEHHMH «organic substance metabolic processy, «cellular
metabolic process». Cpeau KIETOUYHBIX KOMIIOHEHTOB MPEJCTaBICHBI TepMUHBI «intracellular
anatomical structure», «organelle», «membraney», 4To OTpa)kaeT MX POJb B CTPYKTYPHOH H
GYHKIMOHATBHOW — ajanTamuu Ay0a dYepemdaroro K HeOJIarompusTHeIM — (akTopam
okpyxaromeid  cpenpl. GO TepMUHBI,  OTpaKaloUIMe  MOJCKYIApHbIE  (DyHKIHH
IIPECUMYILIECTBEHHO CBs3aHbl C (epMEHTAaTUBHBIMH IIpolieccamMu — «catalytic activityy,
MOJICKYJISIDHBIM CBsi3bIBaHHEM — «binding», perymsnuedl TpaHCKPHIIUK M TPAHCIOPTOM
BEILIECTB uepe3 MeMOpaHbl — «transcription regulator activity» u «transmembrane transporter
activity». Cnoucok 20 nHaubomee mnpeacraBieHHbIXx GO TepMUHOB TMpEACTaBIeH B
JOTIOTHUTEIBHBIX MaTepuanax (Tabda. S3).

AHauu3 ceTH KOI3KCIIpEeCCUH reioB

Jlnist BBIABIICHUS MOIYJIEH COBMECTHO JKCIIPECCHPYEMBIX T'€HOB OBUI BBHIMIOJHEH aHAIIN3
B3BELICHHBIX CeTel KolrKcrmpeccuu reHoB ¢ nomourpto WGCNA Ha Tpéx Habopax IaHHBIX
RNA-seq, cocrosimux u3 17 o6pasmos. Kaxaas rpymnmna o0pa3ioB Obliia 00beTUHEHA METOIOM
®duiepa, ¢ ucnonabzoBanueM nakera metaRNASeq [29]. B pesynsrare JI21" 6butn pasneneHsl
Ha 14 pa3iauuHbIX MOJYNIEH, YKa3aHHbBIX Ha PUCYHKE 4 B JIeBOM KonoHKe. J{J1s KaXKaoi rpynimbl
ObUIM OIpeNieNIeHbl 3HaUMMble MOAYIU KOAKCIIPECCHU T'€HOB, NEMOHCTPUPYIOIIUE 3HAYCHHE
koppersituu Beime 0.7 u p-value menee 0.01.

ME-| o 03) 08) -
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poca BpeauTenn

Puc. 4. TermoBas kapTa B3aMMOCBS3M MEXAY MOIYISIMH KO3KCIpeccHMd U Tpymmamu y J[lyGa
yepemuaroro. Kaxkaasi siyeiika COJEPXKUT COOTBETCTBYIOUIMH IOKa3arelb Koppemsiuuu U p-value.
Kpacuplif mBeT ykas3pIBaeT Ha MOJOXKUTEIBHYIO KOPPEIANHIO, a CHHHH — Ha OTPHIATENbHYI0. 3HaK
KOPPEeJIIMU TAaKKe O3HAYaeT IOJIOKHUTEIBHOE WM OTPUIATEIIFHOE HAIpaBJICHHE SKCIPECCHH T€HOB B
MOJyIe
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Jlnst rpymnmbl 3acyxa B KadecTBE 3HAYMMBIX Moaysei Obutn BeiOpansl ME-VI u ME-IIL,
JU1s1 3apakeHust MyuHuctou pocoit — ME-IV u ME-X, nna nacekombix-Bpenuteneit — ME-XIII
u ME-VIIL

JlononHuTeNnbHAs MPOBEPKA JOCTOBEPHOCTH CBSA3M IPHU3HAKA C MOIYIEM KOIKCIIPECCUU
MPOBOAWIACH IYTEM OIEHKH B3aUMOCBSA3M MEXKJIY MNPUHAIICKHOCTHIO K MOIYIIO0 U
3HQUUMOCTBIO T€HAa B IIECTH 3HAUYUMBIX MOIYJISIX C Hcnojb3oBaHueMm nakera WGCNA
(puc. 5).

Pe3ynbprarel JOMONMHUTEIHHOW MPOBEPKU MOATBEPIMIIA OOHApY)KEHHbIE paHHEE CBS3U
MEXIy MPU3HAKAMU U MOIYISIMU KOIKCIPECCUU. BBISBICHHBIE KOPPENSLUU YKA3bIBAIOT HA
3HAYUMYIO CBSI3b MEXAY KIIIOYEBBIMU 3JEMEHTAMH B MOAYISIX U SKCIEPUMEHTAIbHBIX
rpynnax y ayoa uepeurdaroro.
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Puc. 5. B3aumocBs3b MEKAY NPUHAATICIKHOCTHIO K MOAYJIIO U 3BHAYMMOCTBIO I'€HA Y I[y6a yepeumyaToro

Ananus odoramenusi KEGG Pathways B moaysnsix ko3kcnpeccun
Pesynbrarer o6oramenuss KEGG nmnst Momyneil COBMECTHOM IKCIIPECCHU TEHOB Yy 1ay0a
YeperryaToro moka3aHbl Ha pUCYHKE 6.
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Puc. 6. Ob6oramenne tepmunamu KEGG Pathways B 3HaunMbIx Moayisax y ayba uepemrdaroro. Crea
pa3meniensl rpaduku oboramenns KEGG ams mMomynedl ¢ HMONOXHUTENHHON PETYIAIued SKCIpPEecCHH,
CIIpaBa C OTPHULATENBHOM. A — MOIYIM TI'€HOB, CBSI3aHHBIX C OTBETOM Ha 3acyxy, B — mopaxkenue
MY4HHUCTOH pocoii, C — mopaxxeHne HaCEKOMBIMU-BPEAUTENIMHA. OTKPBITH B IOJHOM pazMepe
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Jdns  xaxpgoro wMoxyns Ha rpadukax wuzoOpaxensl 20 Hambomee 00OrameHHbBIX
Merabomnueckux myredt KEGG. O0mmMu MeTabOIMYecKMMH MYTSAMH IS MOIYJIEH ¢
HOBBILICHHON PETYJISILUEN SBISIIOTCS IYTH, YJacTBYIOLUE B KOHTpoJe 3kcnpeccun, MAPK-
CUTHAJIbHBIX MyTax M jerpaaanuu PHK. Monynu ¢ MOHM)KEHHOM peryisinuei Bo BceX TPEX
Tpymmax cojuepkar odmue Meraboiudeckue myTd mporecca ¢oTocuHTe3a. s rpymmsl
3acyxa XapakTepHa TIOBBIIICHHAs PETYISIIMs IMyTe, CBA3aHHBIX C LHUPKATHBIM PUTMOM,
ayrodarueil u nmpoueccuHroM Oelika B 9HAOIUIA3MaTUYecKoM petukyinome. Ilpu 3aboneBanun
MYYHUCTOH POCOM 3HAauMMbl MYTH MeTabonu3Ma TIHOKCWIaTa M JUKapOoKcuiara,
MeTa0O0IM3M aMHMHOKHUCIOT, OMOCHHTE3 aJIKaJOUuJOB U MeTaboIu3M 2-0KCOKapOOHOBBIX
kucnoT. [Ipu cTpecce OT HaceKOMBIX-BpeIUTENEeH AaKTHUBHBI METAIOOIMYECKHE IyTH
TOPMOHAJIBHOM CHUCTEMBI PACTeHHS, HYKJICOIUIa3MaTUYECKU TPaHCHOPT, METaboInu3M
anb(paTMHOINEBON KUCIOTHI, OMOCHHTE3 TEPIICHOUIOB.

TpanckpunuuoHHble (aKTOPbI, PeryasiTopbl TPAHCKPUILIMU M TPOTEMHKHHA3BI B
HCCJIeyeMbIX MOAYJIsIX Kodkcnpeccuu y /lyboa yepemryaroro

B xaxmom wMomyme cpemm 100 rteHoB ¢ HaumbombmuM 3HadeHueM KME  Obuim
unentuunupoBanbl Td, perymsroper Tpanckpuniuu (TP) um mporennkunassl (I1K). B
monyne ME-VI copepxanocs Hambombimee uucao TO u IIK (9 Td, 1 TP u 8§ IIK).
Pacnipenenenne Td, TP u IIK B ocTambHBIX MOIYISAX MPEICTABICHO CICIYIOIUM 00pa3oM:
ME-IV -2 T®, 3 TP, 4 T1IK, ME-XIII — 4 T®d, 3 TP, 7 11K, ME-IITl — 6 T®, 3 TP, 4 1K), ME-
X (7 Td, 2 TP, 3 IIK), ME-VIII — 2 TP, 5 IIK). bomee moapoOHas wuHpopmarus
npeJcTaBieHa B Tabauie S4.

IlocTpoeHue reHHol ceTH U onpeaeieHre reHOB-Xa00B

JIns1 BBISIBIICHHS KJTIOYEBBIX T'€HOB-Xa0OB B 3HAUYMMBIX MOAYIAX ObLIO oToOpaHo mo 100
reHoB ¢ HanbOonbmM 3Ha4eHrueM KME B kaxxaom momyse kodkcnpeccuu. C UCIOonb30BaHUEM
aruHa cytoHubba B Cytoscape u metoga MCC ObUTH MOCTPOCHBI CETH KOIKCIIPECCHH, UTO
MO3BOJIMJIO OTIPEAETUTH TeHbI-Xa0bI (Tabm. 1).

Tabauna 1. [enp1-xaObl B 3HAYMMBIX MOJYIIAX KOAKCIPECHHU T€HOB

Ha3Banmue Hanpagienue
ID rena Onucanne
MOILYJIst IKCIPECCHH
ME-III LOC126688490 GDSL esterase/lipase EXL3-like MTOHMKCHHAS

Uncharacterized, 5-
methylthioadenosine/S-

ME-IV LOC126718116 . . MHOBBIIICHHAS
adenosylhomocysteine deaminase-
like
ME-VI LOC126720720 NAC 21/22-like transcription factor TTOBEIIIICHHAS
ME-VIII LOC126713977 uncharacterized MOHMKEHHAS
ME-X LOC126699999 uncharacterized ncRNA MOHM)KEHHAS
ME-XIII LOC126712690 probable cellulose synthase A TOBBIIICHHAS

catalytic subunit 3

OBCYKJEHUE

B  ecTecTBeHHBIX YCIIOBHUSX pPAcCTCHHS YacTO IOJABEPralOTCsS  OJHOBPEMCHHOMY
BO3JCHCTBUIO AOMOTHYECKUX M OMOTHYECKHX CTPECCOB, YTO TPUBOAUT K CIIOXKHBIM
W3MEHEHUSM TPAHCKPHIITOMA, BKJIFOYAs B3aUMOICHCTBHS MEXKIY T€HAaMHU H TIEPEKPECTHYIO
peryasiuio 3amuTHeIX myTed [1]. Panee mpoBoaumuce pabotel mo ananu3y 20 mpu
Pa3IMYHBIX CTPECCOBBIX YCIOBHUSX Yy HECKOJbKHX BHJIOB ayoa [30-32]. OmHako, HACKOIBKO
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HaM M3BECTHO, JI0 3TOT0 BPEMEHU HE MPOBOJMINCH MCCIEIOBAaHU, KOTOPbIE Obl CPaBHUBAIN
9KCIIPECCHIO T€HOB J1y0a Yeperryaroro npu Bo3A€UCTBUN PA3IMYHBIX TUIIOB CTpecca.

B xozne MeraaHanu3a ObUIO BBISBIEHO YETHIPE NEPEKPECTHBIX I'€HA SKCIPECCUPYIOIIMXCS
IIPU 3aCYLUIMBOM CTpECCE U MOJABIAIOLIMXCA B APYrMX TIpynmnax. BHe 3aBucumoctu OT
HAIpPaBJIEHUS PETYIALMU 3T T'€Hbl MOXHO paccMaTpHUBaTh KaK BOBJIECUYEHHBIE B PEaKIMIO Ha
OumoTnueckuii u abmoruyeckuii crpecchl. OauH u3 nepekpectHplx reHoB LOC126694877
SBIISIETCS  OCTOK-KOAMPYIOIUM TeHOM, conepxkammm jgomen DUF1223,  crpykTypHO
OTHOCHUTCSI K CYNEpCEMENCTBY THOPENIOKCUHOB. belku ceMelcTBa THOPEIOKCHHOB AKTUBHO
y4acTBYIOT B  AQHTHMOKCHJAHTHOW  3aIUTE€ pPAaCTEHUH, pEryaupyd OKHUCIUTEIbHO-
BOCCTaHOBUTEJNIbHBIE Mpouecchl [33—-35]. TuopenokcuHbl TakXe MOTYT Y4YacTBOBaTh B
PETYISIUU PElenToOpoB abCIM30BOM KUCIOTHI, BAXKHBIX MOJIEKYI CUTHAIBbHOTO myTH ABK, a
TaKkk€ B Pa3BUTUM U (PYHKUIMOHHUPOBAHHHM YCTBUI[ BO BpeMsl CTpecca OT 3acyxXxu U
3aconeHHoctu [36, 37]. Bropoii nepekpectubiii reH LOC126731645 konupyet 0e10K THCTOHA
H4 u sBnsercs oqHUM M3 YeThIpex ructoHoB, Hapsay ¢ H2A, H2B u H3, xoropsie 06pa3yroT
AP0 IYKapHUOTUYECKON HYKJIEOCOMBI, B TOM 4HCJE, Kak U THCTOH H3 OoH Takxke ydacTByeT B
coopke HykieocoM [38]. HenaBHO ObUTIO OMYOIUMKOBAHO MCCIIEOBAHHUE, B KOTOPOM OIUCATIU
BIIMSIHUE BapuaHTOB rucToHa H4 y puca Ha cnennduyeckue 3MUTeHEeTHYECKUEe W3MEHEHHS,
CHOCOOCTBYIOIIME YCTOMYMBOCTH K ocMoTudeckomcy crpeccy [39]. IT'en LOC126709605
xomupyrommii GLAUCE-mono6nyto ammntpanchepasy, u LOC126702476, komupyromuit
¢1aBOHOJICMHTA3y BEPOSTHO BOBJIEUEHBI B MeTabonau3M ¢enunnponanonsoB [40, 41] Dtot
MeTabOoIMYECKU MyTh UIPaeT BaXXKHYIO POJib B (DOPMUPOBAHUU YCTOMUMBOCTH PACTEHHM K
3acyxe [42—44]. VYBenuueHHE SKCIPECCUM 3TUX T€HOB B YCIOBUSX 3aCyLUIMBOIO CTpecca
HNOATBEPXKIAAET WX MOTEHIHAIbHYIO pPOJib B (OPMHpPOBAHMM 3alUTHOTO oTBeTa y /Jlyba
Yeperyaroro.

T® sBusitOTCS KIIOYEBBIMU PETYIATOPAMU POCTa, Pa3BUTUS M MeTabonIM3Ma pacTeHUi
MIOCPEICTBOM AKTHBAlMM W IOJABIEHUS pa3JIMYHbIX IeHOoB. OHM MOIYT ydacTBOBaTh B
nepeaye CUTHAJIOB CTPECCa, BIMSAS HA SKCIPECCUIO HIDKECTOSINX (PYHKIMOHAIBHBIX T€HOB
[45, 46]. CpaBHuTenbHbIN aHanu3 nepekpsiBaromuxcs IO mpu Tpéx Tumax CTpecCOBBIX
BO3/I€MCTBUI MOKa3an oTcyTcTBUe 00mux Td, yTo yka3plBaeT Ha 3HAYUTENbHbIE pa3Ivuus B
pEeryasiuu MyTel 3alllUTHBIX peaknuii y ayba uepemdaroro Mpu OHOTHYECKUX U
abuornueckux crpeccax. [Ipu napHom ananuse nepekpsiBatonuxcs 91 6b110 ycTaHOBIEHO,
YTO MOJIOKUTENIbHASI OJHOHAINpaBiaeHHas perynianus Td npucyrcTBoBaia TONBKO B IpyINax,
MOJBEPTIINXCS OMOTUYECKOMY BO3IAEMCTBHIO. Y TpyNI B YCIOBUAX MOPaKEHUS MYYHHCTOMN
pPOCOM M HAaCEKOMBIMHU-BPEAUTEISAMHU BBICOKO JKCIpeccupoBanuch reusl cemerictea WRKY,
AP2/ERF, NAC, MYB u GRAS. Panee npoBeneHHBbIC HCCIEAOBAHHUS TOATBEPKIAIOT HX
AKTUBHOE Y4acTHE B 3alIUTE PACTCHUM OT NMaTOT€HOB U HACEKOMBIX-BPEIUTEIEH.

T®d WRKY Moryr ydyacTBoBaTh B pEeryasiiuu 3allUTHBIX OTBETOB KakK Ha (DPUTONATOTEHBI,
TaKk U Ha HACEKOMBIX-BPEAMTEJEH, B TOM YHCJIE YEpe3 PETYISALUI0 CHUHTE3a >KaCMOHOBOMN
KHUCJIOTBI, YTO TIOKA3aHO, B YaCTHOCTH, y Tonoiis [47, 48], 6epé3nl [49] u sa0610uu [50]. T'ensl
cemeiictBa MYB axkTHBHO BOBJ€YEHbI B OTBET Ha OWOTHYECKHE CTPECCHl, PEryaupys
HUKECTOSIIIIME TeHbl B MyTH MeTaboiu3Ma (hEHUINPONAHOUIOB M YYacTBYS B CHTHAJIbHBIX
MyTAX jkKacMoHara W abcum3oBoil kuciotel [51-53]. Td AP2/ERF [54, 55] perymupyroT
peakuuo Ha OMOTHYECKHUM CTpecc yepe3 CUTHaJIbHbIE MYTH PACTUTENIbHBIX TOPMOHOB, TaKUX
KaK JTUJIeH, )KacMOHOBas kuciora (JA) u canunuiosas kucinora (SA). T® NAC ydacTByroT B
PEryIsiuu yCTOMUMBOCTH K OOJIE3HSIM, PEryIupysl T'eHbl, KOAUPYIOIIne OeNKH, CBSI3aHHBIE C
naroreiesoM  (PR), mepemauy  cHUTHajIOB — pacTUTENBbHBIX ~ TOPMOHOB,  PEAKIIHUIO
TUTIEPUYBCTBUTEILHOCTH U B3auMojeicTBue ¢ 3ddexropamu maroreHoB [56, 57]. Taxxke
u3BecTHO, uro Hekotopsle NAC wmoryr B3aumozelictBoBatb ¢ WRKY, perynupys
skcnpeccuio PR reHOB B OTBETHOH peaklMu Ha 3apa’k€HUe, CIOCOOCTBYS YCTOMYMBOCTH K
naroreHaMm [58, 59]. benku cemeiictBa GRAS mnpexacraenstor coboit kimtoueBbie T,
YYacCTBYIOILIME B PETyIsSLUU pOCTa M pPa3BUTUS pACTeHHM, a Takke B (OPMHUPOBAHUU
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3alIUTHOTO OTBETAa Ha OMOTHMYECKHE W aOMOTHYECKHE CTPECChl uepe3 B3aWMOJCHCTBUE C
CUTHAJIbHBIMH ITYTSMU THOOEPENTMHOBON KUCIOTHI [60, 61].

Anamu3z GO-TepMHHOB BBISIBWI 3HAYUTEIbHOE OOOTAIEHWE KaTerOpuid, CBA3aHHBIX C
3alUTHBIMU PEaKIUsIMU, BO BceX TPEX rpymmax y ayoda uepemrdaroro. Cpeau OMOIOTHYECKUX
IPOIECCOB JOMHUHHUPOBAIM META00IIMYECKHE PEAKIIUH 1 OTBETHI Ha BHEITHHE (PAKTOPHI, TOTIa
KaKk MOJIKYJIsipHble (YHKIMM ObUIM MPEICTaBICHbl PEryldlueld U CBA3BIBAHUEM C
HYKJICMHOBBIMM KHCJIOTAMHM, a TaKX€ BHYTPUKJIETOYHOW TPAHCIOPTHON aKTUBHOCTHIO.
Hecmotps Ha noxoxyto cTpykTypy GO-OHTOIOIMH Y TPEX IPYIII, CONOCTABIECHUE C JaHHBIMU
0 nepekpecTHbIX T@ MoKa3bIBaeT, UTO pa3iIvuus MEXAY IpylIaMu MpPOSIBISAIOTCS Ha YPOBHE
crenupuIecKuX MEXaHU3MOB PEryisilui, 0COOEHHO MPHU CPABHEHUU OTBETA Ha OHOTHYECKOE
¥ a0MOTHYECKOE BO3ICHCTBHE.

JI1s1 BBISIBIICHUS pa3IMuMi B PETYISLUUA T€HOB IPU 3aCyXe, 3apaXKEHUU MYUHUCTOU pOCOMl
U TOBPEXJEHUU JIUCTHEB HACEKOMBbIMM OBl TPOBENEH AaHAIU3 B3BELUIEHHOW CETH
kodkcnpeccun TeHoB (WGCNA), B pamMkax KOTOpPOro /i 3HAUYMMBIX MOJIYIEH ObLIN
ompexaeneHsl oooraménneie mytn Metabommsma KEGG. Anann3 KEGG noka3zan, 4Tto Moayau
UMENHU pa3uyusl B MeTabOJIMYECKUX IMYyTSIX B 3aBHUCHUMOCTH OT TUma cTpecca. Tpems
HanOoJiee 3HAYMMBIMH OOOTAIICHHBIMA METa0OJIIMYeCKUMH MyTsMH y Moxyiass ME-VI,
KOPPETUPYIOIINM C 3acyXoil, ObUIM ayTodarus, IUPKaJHBIM PUTM pPACTCHHd U OETKOBBII
MPOIECCUHT B SHJOIUIA3MOTUYECKOM PETUKYIyMe. AyTodarus mpu HEIOCTATKE BIard MOXKET
AKTUBUPOBATHCA Y PACTEHUHN M3-3a MOBPEKICHUS BHYTPUKIETOYHBIX CTPYKTYpP AKTUBHBIMU
dbopmamu kuciopoaa [62]. benku peryiasTopbl HUPKATHOTO PUTMA PETYIUPYET PEAKIUI0 HA
a0MOTUYECKHUI CTpecC Yy MHOTHX PACTeHH, MOCPEICTBOM B3aUMOJICHCTBUSL C CUTHAJIBHBIMU
OyTSIMH ~ CAJIMIIMJIOBOM  KHUCJIOTHI,  JKaCMOHOBOM  KHCJIOTBI M JTwieHa  [63].
DHI0IIa3MaTUYECKUM PETUKYIIYM Y4aCTBYET B TAKMX Ba)KHBIX IIpoOlieccax, KaK CBOPauYMBaHUE
0€JIKOB, MX TPAHCIOPT M TOCTTPAHCIIMOHHBIE Monudukanuu. Hamuume oboraméHHOTO
MyTH OETKOBOTO MPOIECCHHTa B SHJIOMIA3MaTHUYECKOM PETHKYIyME YKa3blBae€T HAa aKTHBHBII
MPOIIECC MEXAaHU3MOB aJIalITUBHOTO OTBETA PACTEHUsI MPHU CTPECCOBBIX YCIOBHSX [64—66].
Monyns ME-IV, cBs3aHHBIN ¢ OTBETOM Ha 3apakeHHE MYYHHUCTON pOCOil, oOoraiieH reHamu,
Y4acTBYIOIIMMHU B METa00JIM3ME IIIMOKCHIIaTa U KapOOKcHiaTa, MeTaboIn3Me aMUHOKHUCIIOT U
yriepona. Imuokcunar ABIIETCS KJIFOYEBBIM MIPOMEKYTOUYHBIM MPOIYKTOM
(OTONBIXaTEILHOTO MYTH pPACTEHUHM, YYAaCTBYIOIIMM TaK)X€ B CHHTE3€ aMUHOKHUCIOT H
oOpa3yromumcst coBmecTHO ¢ H2O» B peakiuu, Karaau3upyeMol TIIHKOIaT-OKCHIa3o0i [67,
68]. PanHme wuccrnenoBaHus NOATBEPXKIAIOT, YTO METAOOIMYECKHE MYTH IVIMOKCUJIaTa
3alyCKaloTcs B OTBET Ha 3apaxeHue naroreHamu [69]. I[lockombky H:0. siBnsercs kak
IPOAYKTOM INIMOKCUJIATHOTO MeTaboiu3Ma, TaKk W BaXHOW CUTHAJIBHOM MOJIEKYJIOW IpHU
3apaxenun (uromaroreHamu [70, 71], MOXXHO TPEAMONOKHUTH, YTO AKTHBAIMS TIUKOJAT-
OKCHJIa3bl U CBSI3aHHBIX C HEW peakuui IIMOKCHUJIATHOTO IYTH CIOCOOCTBYET peryasiluu
3alMTHBIX MPOIIECCOB, CBSI3aHHBIX C MPOAYKIUEH akTUBHBIX (hopM Kuciopoaa. Moxyns ME-
XIII nambosnee Bcero oOoraiieH T€HAMH, CBSI3aHHBIMU C TPAHCAYKIIMEH TOPMOHAIBHBIX
curHanoB. PacTutensHble ropMOHaIbHBIE curHaibl, B ToM uncie MAPK (mitogen-activated
protein kinase cascade) wurparT BaXXHYIO pPOJb B pEaKIWH Ha TMOEJaHWe PACTCHHUI
HACEKOMBIMHU, PEryIupys OMOCHHTE3 KaCMOHOBON KHUCIOTHI (JA) M 3KCIPECCUIO CBS3aHBIX C
HEW 3alUTHBIX TeHOB [72]. Dk3oreHHoe mpumeHeHue JA unm Metwmxacmonara (MeJA)
MOBBIIIAET YCTOMYMBOCTH PACTEHUH K TpaBOsAIHbIM Bpeautensm [73]. Hamm nanHble
COMIACylOTCA C pe3ylbTaTaMH TNPEbIIyIIuX paldoT, KOTOpbI€ IOKa3bIBAIOT, 4YTO MpHU
MOBPEXICHUH JHUCTHEB HACEKOMBIMU aKTUBHUPYIOTCS TOPMOHAJbHBIE CUTHAJbHBIE MYTH
’KaCMOHOBOW KHMCIIOTBI M CHUHTE3 IYPHHOB, MPEIIIECTBEHHUKOB HEKOTOPBIX aJIKaJIOuAOB [74,
75]. Moaynu ¢ noHmwkeHHOM akcmpeccuerd renoB  (ME-III, ME-X, ME-VII)
MPEUMYIIECTBEHHO BKJIIOYAIOT MeETa0OIMuYecKHe IyTH, CBA3aHHbIE C (DOTOCHHTE30M.
CHikeHne GOTOCHHTETUYECKOW aKTUBHOCTH SIBIISICTCS HAIPABICHHON peakIueil pacTeHus Ha
KOMIUJIEKCHYIO PETY/SIUI0 (PU3HOIOTHYECKUX, OMOXUMUYECKUX U MOJIEKYISIPHBIX IPOIECCOB
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B OTBET HA MOBPEKCHUE KICTOYHBIX CTPYKTYP O BIUSHUEM OMOTUYECKUX U a0MOTUYECKUX
cTpeccoB [76—78].

Anamn3z WGCNA mo3BOJNHII BBISIBUTH T€HBI-Xa0bl aCCOLIMUPOBAHHBIE CO CTPECCOM Yy ayda
yepemryaroro. OauH u3 Takux reHoB B moxyiae ME-VI 6p1 LOC126720720, sBastomuics
renom cemeiictBa T® NAC. MHTepecHO, UTO MOCIEI0BaTeIbHOCTh BBISIBIEHHOTO TeHa Xaba
HE BXOAMT B CMUCOK 3HAYUMBIX J[OI" y rpynmsl 3acyxa. 3T0 MOXET ObITh CBA3aHO C TEM, YTO
3nadeHue logFC sToro rena 6bU10 MeHbIIE TOPOroBoro npu ananuse 91, B CBsI3u ¢ 4eM reH
ObLI HCKIIOYEH U3 UTOroBoro cmnucka. [lomydaercs, uYTO HEBBICOKas OJKCOpeccus He
UCKJTIOYAET TOT (JaKT, YTO TE€H MOXKET SIBISTHCS KIIFOUEBBIM B CETH KOIKCIIPECCHUHU.

Kpome Ttoro, uro NAC y4acTBYIOT B 3alIuTe pacTCHUH OT MATOreHOB, W Kak OBLIO
onucaHo panee, 3T T Takke BOBJICUECHBI B OTBET HA JIPYTME BHEIIHUE HETATUBHbBIC YCIOBUS
OKpYXalOILlEel Cpelibl, TAKWE KaK 3aCOJIEHHOCTb IIOYBBI, 3aCyXa U BBICOKHE TeMIiepaTtypsl [79].
Td NAC yyacTBYIOT B METaOOIMYECKOM MPOIECCE, MOBBIMIAS WIM TOHIKAS PETYISIIUIO
HIDKECTOSIIIIUX TEHOB-MUIIIEHEH W BIWSASA HA CHTHalbHbIE IMyTH ¢utoropmoHoB [80, 81].
Hekoropsie rensl NAC wmoryt peryaupoBarbest uepe3 AREBI1-2-3aBucumblil MeXaHU3M,
Hanpumep, y tonosst T® AREBI1-2 ceasbiBaercs ¢ ABRE-motuBamu npomoropoB NAC u
WHULUUPYET alleTWJIMPOBAHUE TUCTOHOB, YCHJIMBAs TPAHCKPUIIIIMOHHYIO aKTUBHOCTb WU, TEM
CaMbIM TOBBIIIAsA YCTOMUHUBOCTh pACTEHUs K 3acyxe [82—84].

BoisBinennsiii xab-ren Monyinst ME-IV, cBsizaHHOro ¢ 3apa’k€eHMEM MYYHHUCTOM pPOCOii,
conepxut nomeH Superfamily of metallo-dependent hydrolases u, cornacno nanasim BLAST-
aHajmM3a, HMEET CTPYKTYPHOE CXOACTBO ¢ (EPMEHTOM S5'-METHITHOAJICHO3UH/S-
aJICHO3UIITOMOLIMCTENH JIeaMUHA30H, BIIEpPBbIe OMUCAaHHBIM y Oaktepuil [85]. DTOT depmeHT
KaTaJu3upyeT peaklMio Je3aMUHHpOBaHUA S-metwituoaneHosuna (MTA), kiroueBoro
noOoYHOro MpoayKTa OMocuHTe3a nmonuaMuHoB. Y pactenuit MTA oOpasyercs B mpoiiecce
CHHTE3a PTWJICHA, HUKOTHAaHAMHWHA W MOJIHMAaMUHOB U3 S-aneHo3unMernonuHa (SAM) [86]. B
MeTabonu3Me pacTeHHUil OCHOBHBIM (epMeHTOM, pacuiemsitommum MTA, cuutaercs 5'-
METHIATHOAIeHO3NH-HYyKIeo3una3za (MTN), rorna kak yaactue MTA/SAH-neamuHassl B 3THX
peakusax octaércst mManouszyueHHbIM. Hakorienne MTA MoxkeT HHTMOMPOBATh aKTUBHOCTH
(depMEeHTOB, CBSI3aHHBIX C OWOCHHTE30M IMOJMAMHUHOB M HHUKOTHaHaMuHa [87], 9TO
OTpa)kaeTcs Ha pPOCTE, Pa3BUTHUM U CTPECCOBOM YCTOMYMBOCTH pacTeHui. Ilonmnamunb
MOBBIIMIAIOT YCTOWYUBOCTh PACTEHMM K CTpeccaM, YYacTBYIOT B CHUTHAJIBHBIX MYTSIX
(UTOrOPMOHOB M1 HMMYHHOM OTBETE Ha MaTOTE€HBI, MPOSIBIISAS IPOTUBOTPUOKOBYIO aKTUBHOCTh
[88, 89]. Cnenyetr otmeTuTh, uTo ynomuHanus o MTA/SAH-neamunase y pacteHuil kpaiine
penku. M3 W3BECTHBIX MAaHHBIX COOOIIANIOCH, YTO Yy apaxuca JJaHHbIM QepMeHT (reH
Araip.8ZP6J) nemMoHCTpUpOBan TMOBBIIIEHHYIO 3KCIPECCUI0 MpH TpUOKOBOM HUHGEKUUH,
BO30yaUTENe TO3AHENW MATHUCTOCTH JHCcTheB [90]. Dto HabmromeHue mpearnoigaraeT
BO3MOXHYIO cB3b MTA/SAH-neamMuHasbl ¢ MOJTUAMHUHOBBIM META0OJIM3MOM U 3alUTHBIMHU
pEeakUUsAMHU y IPEBECHBIX PACTEHUM.

HenTpanbubiii ren Moaynnst ME-XIII, cBSI3aHHOTO ¢ MOBPEKICHUEM JINCTHEB HACEKOMBIMH,
MPEINONIOKUTENLHO KOAUPYET CyObeIUHHUILY HeIUTI0I030cuHTas3bl A. Llemmono3ocuaraza A —
3TO OCHOBHOM ()epMEHT, KOTOpBIM KaTalM3UpPyeT CHHTE3 [-TIIMKO3UIAHOM CTPYKTYpbI
[EJUTION03bl U TEMUIIEILTION03bI, COCTABISIONIYI0 OOJBIIYI0 YacTh MEPBUYHOM M BTOPUYHOMN
KJIeTOuHbIX cTeHOK [91] IloBpexkaeHne IUCThEB TPBIBYIIUMUA HACEKOMBIMH BBI3BIBACT
YBEJIMYEHHE AKTUBHOCTU T'€HOB, BOBJICYEHHBIX B CHHTE3 KOMIIOHEHTOB KIIETOUHOM CTEHKHU
pactenuii [92]. B uacTHOCTH, W3BECTHO, YTO TOBPEKIEHHE JUCTHEB, BBI3BAHHOE TIICH,
MPOBOLIMPYET YBEIMYEHHE COACPKAHUS LEJUTIONIO3bl M TEeMUIIEIUIION03bl B  YCTOMYUBBIX
copTax MIIEHUIIbI y)Ke uepe3 Tpu JHs nocie uHunupoBanus [93]. B 063ope ykazano, 4to
(UTOrOPMOHBI MOTYT BIUATH Ha (ochopunupoBanue CesA HampaBiIeHHOE Ha aJaNTallUio
pacTeHHil K CTPECCOBBIM YCIIOBUSIM, a OHWOCHUHTE3 ILEJUIIOJIO3bI B IMEPBUYHON KIIETOYHOU
CTCHKE TOBBIIIAET YCTOWYMBOCTh PACTEHHH K OMOTHYECKHUM CTpeccaMm H3-3a BO3MOXKHOU
peakuuu Ha ATHJIEH W acMOHaT, oOecrneuuBasi CTPYKTYpHOE YKpEIUIEHHE TKaHeW MpHu
BO3ICMCTBUM TATOT€HOB WM HacekoMbiX [94]. Takum oOpa3om, reHsl CesA, BEpOSTHO,
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BHIIHAKOB u zp.

BOBJICUCHBI B AKTUBALIMIO MEXaHU3MOB YKPEIUJICHUS KJIETOYHOW CTEHKHU IMPHU IMOBPEKIACHUHU
JTUCTheB. TeM He MeHee, MpsIMO€ BIUSHHE HACEKOMBIX Ha skcmpeccuto CesA, a Takke
BIIMSTHHE JeUITUTA [EUTFOJI03bI HA YCTOMYMBOCTh PACTCHUH K TPABOSIHBIM OCTAIOTCS CJIa00
M3YYCHHBIMH B TPEOYIOT JadbHEHIIIET0 SKCIEPUMEHTATIBHOTO IMMOATBEpKAeHUS [95].

3AKVIIOYEHUE

Jjis BBISIBJICHHS KJIFOUEBBIX T€HOB YCTOMYMBOCTU Jy0a dYepenrdyaroro K abMOTHYECKUM U
OMOTHYECKUM CTpeccaM ObUI MPUMEHEH METaaHAIW3 M KOAKCIIPECCUOHHBIN CeTeBOM aHaIH3
(WGCNA) nanabpix RNA-Seq, mony4eHHBIX TPH BO3JIECHCTBHH 3aCyXH, MYYHHCTOH POCHI U
HACEKOMBIX-BPEAHUTENICH. DTO MO3BOIMIO UICHTH(PUIMPOBATH BaXKHBIC T€HBI, y4aCTBYIOIINE B
o0LIMX M YHUKaJbHBIX MEXaHHM3MaxX OTBETa Ha paszHble BHUIBI cTpecca. B pesynbrare ObLIO
oOHapyxeHo uepsipe nepekpécTHbix DI mpu Bo3melcTBUU Bcex crpecc-(akTopoB: histone
H4, flavonol synthase, acyltransferase GLAUCE-like um HeoxapakTepu30oBaHHBIA TIcH,
copepxxammii qomen DUF1223. Pesynsrarsel ananuza PHK-mpoduneit BbisiBieHO yuactue
225 T®, u3 xotopeix 159, accomuupoBaHbl ¢ OTBETOM Ha MO€IaHUE HAaceKOMbIMH, 24 TD,
CBSI3aHHBIX C OPAaXEHUEM MYyUHUCTOU pocolt u 42 T®, yyacTByIOIIMX B peakLUU Ha 3aCyXy Y
nyba yeperruatoro. Pe3ynprarel MOKa3bIBalOT, UTO OOHAPYKEHHBIE B X0jie 3Toi paboTel Td
(WRKY, AP2/ERF, NAC, MYB u GRAS) wurparor BaxHYyH poJIb B peakiuu mayoa
YyepelryaToro Ha pasjMyHble CTPECCOBBIE BO3ACUCTBUS OKpYKAlOIIEeH Ccpeapl. AHanuza
KO3KCIIEPCCUM TO3BOJIMIM BBIIBUTH 6 Mopayned, oOnagaronux HauOodbllIeld CBA3bIO C
npu3HakoM. B pesynbprare aHanmu3a KOSKCIPECCHH OBbLIO BBISBICHO 6 T€éHOB-Xa00B, U3 HUX TPU
aBTomarnuecku  aHHotupoBaHHblx NAC, GDSL, CESA3 wu ocraBmmecs He
oxapakTepu3oBaHHbIe. JlaHHbBIE O BbIsBICHHBIX T®, a Takke 0 reHax-xabax B MOAYISAX ceTeit
KOJKCIIPECUU OyayT MOJE3HBI TPU MPOBEICHUU HCCIICIOBAHUA B 007acTH (PYHKIIMOHAIBHON
TeHOMHUKH, YTOOBI OMNpENeTUTh HX TOYHYIO pOJIb B peakuuu Jgyda dYeperryaroro Ha
HeOnmaronpusaTHeie (aKkTOphl BHEMIHEH cpenpl. Kpome Toro, mampHeimias pabora ¢ 3TUMHU
TeHaMH MOXET CIOCOOCTBOBaTh CENEKUMU HOBBIX (opM 1yba uepemryaroro s UX
MCIIOJIb30BaHMS B arpojeCcOMENINOPALINN U 3aIUTHOM JIECOPa3BEIECHUU.

HccnenoBanue BBHIMOMHEHO 3a cueT rpaHTta Poccuiickoro HayuHoro ¢onma Ne 25-26-00545,
https://rscf.ru/project/25-26-00545/.
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Meta-Analysis of Transcriptome Profiles of English Oak

(Quercus robur L.) In Response to Abiotic and Biotic
Stresses

Vishnyakov S.A., Oleynikov A.A., Krylov P.A.
FSC of Agroecology RAS, Volgograd, Russia

Abstract. Under natural conditions, plants are exposed to a complex set of adverse
environmental factors that alter their RNA expression profiles. To date, RNA-Seq
studies in Quercus robur L. have typically examined responses to individual
stressors, and no meta-analysis integrating multiple conditions has been performed.
Therefore, the aim of our study was to conduct a meta-analysis of RNA-Seq gene
expression datasets associated with drought, powdery mildew infection, and insect
herbivory in order to identify differentially expressed genes (DEGs), including
transcription factors (TFs). We identified four overlapping DEGs responsive to all
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examined stressors: histone H4, flavonol synthase, acyltransferase GLAUCE-like,
and an uncharacterized gene containing a DUF1223 domain. Analysis of
transcription factor profiles using the iTAK v1.6 revealed 225 TFs in total, of
which 159 were associated with insect feeding, 24 with powdery mildew infection,
and 42 with drought stress. Four TFs were jointly downregulated under drought
and insect herbivory. Under stress caused by powdery mildew and insects, nine TFs
showed altered expression, including three WRKY genes and one representative
each from the AP2/ERF, NAC, MYB, and GRAS families, while the remaining two
belonged to the MYB-related family. No overlap in TF expression was observed
between drought stress and powdery mildew. Weighted gene co-expression
network analysis (WGCNA) identified 14 modules, six of which showed the
strongest association with the examined traits and were selected for hub-genes
detection. In total, six hub genes were identified; three of them were automatically
annotated as NAC, GDSL, and CESA3, while the remaining genes remained
uncharacterized. Overall, the meta-analysis demonstrates that plant responses to
diverse stressors are mediated by both stress-specific and shared molecular
mechanisms. Co-expression modules and transcription factors play a central role in
these responses, enabling the identification of promising candidate genes for future
functional studies and breeding efforts English oak.

Key words: meta-analysis, RNA-seq, WGCNA, English oak (Quercus robur), drought,
powdery mildew, insect herbivory
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