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L{uTOKNHUHEI Oonplrass rpynma (UTOTOPMOHOB,
Urparomiasi BaXKHYIO pOJNb HE TOJBKO B PEryJLUH
MPOLIECCOB POCTa U Pa3BHUTHS, HO M IPH OTBETE PACTCHUI
Ha cTpeccoBble (aKTOpbl, Kak aOHOTHYECKOH, Tak |
OMOTHYECKOI HIPUPOABIL. Baxwnoit ¢byHkIen
LUTOKMHUHOB IIPU BO3JCHCTBHU CTPECCOBBIX (PAKTOPOB
ABJIACTCS PEryilusA pPeAOKc-MeTabosIM3Ma pacTeHUS.
OnHaKo MCCIe0BaHUs POJIM UTOKMHUHOB B PETYJISLIUH

penokc-mMeraboin3Ma  pacTeHMid  NpU  TaTOreHese
eIMHUYHBL. B 1maHHOW paboTe W3yYeHO BIIHMSHUC
LUTOKMHUHOB Ha TEHEpaUuI0 [EPEKUCH BOJOpOJa,

AKTUBHOCTP ITEPOKCUIA3HI, OKCATATOKCHIA3hl U KaTalasbl,
a TaKke WHAYKIOWIO HAKOIUICHHWS TPAHCKPHUITOB T'CHOB
OKCHIIOPEAYKTa3 B PACTEHUSIX MSATKOU SPOBOW IIICHUIIBI
(Triticum  aestivum L.) JAByX KOHTPAacCTHBIX IO
YCTOHYMBOCTH  COPTOB, HMHQUIMPOBAHHBIX  I'PHOOM
Stagonospora nodorum. Iloka3aHo, 4TO mpanc-3eaTHH
HHAYIMPOBaad ObBICTPOE W WHTEHCHBHOE HAKOIUICHHE
MEPEeKUCH BOJIOPOJA Y PACTEHWH 3a CYET HHIYKIUU
TpaHckpunuuu  TreHoB  TaRbohF, TaSod, TaPrx,
KOJUPYIOLINX HAJI®H-okcunasy, CyIEpOKCUT,
JIMICMYTa3y ¥ aHHOHHYIO TIEPOKCHIa3y, COOTBETCTBEHHO, a
TaKkXKEe 3a CUYCT NOBBLINICHUS AKTUBHOCTH IEPOKCHIA3,
OKCAJIaATOKCHAA3bl M CHW)KCHUS AKTHBHOCTH KaTallasbl.
WHrubutopHslid  aHanW3  MOATBEPIII  peIIaroliee
3HaueHue HAJI®OH-okcupazsl W nepokcujasbl B
TCHEepalud aKTUBHBIX (OpPM KHCIOpPOJa B PACTCHHUSIX
TIIICHHUIbI Ha HaYaJLHOM cTaauu I/IH(bI/ILII/IpOBaHI/ISI
naroreroM S. nodorum. TakuM 00pa3oM, MOBBIIIEHHOE
COZCPIKAHUEC 3€aTHHA B pacCTECHUAX TIIICHUIIbI
Heobxomumo s 3amycka HAJI®OH- m mepoxcumaso-
3aBUCHMON T€HEepallii aKTHBHBIX (OpPM KHUCIOpOaa B
IepBbIC MUHYTHl W Yachl WH(HIUPOBaHHSA, YTOOBI B
JATbHEHWIIEM aKTHBHPOBAaTh 3alIWTHBIE MEXaHU3MBI
pacTeHus MpoOTUB matoreHa S. nodorum.
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ROLE OF CYTOKININS IN THE REGULATION
OF REDOX METABOLISM
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Cytokinins are large group of phytohormones that plays
an important role not only in the regulation of growth and
development, but also when plants respond to abiotic and
biotic stresses. An important function of cytokinins under
stressful  conditions is regulation of plant redox
metabolism. However, investigation of cytokinins role in
the regulation of plant redox metabolism during
pathogenesis are poor. In this work, we studied the effect
of cytokinins on the generation of hydrogen peroxide, the
activity of peroxidase, oxalate oxidase and catalase, as
well as the induction of enzymes genes transcripts
accumulation with infection in two varieties of soft spring
wheat plants (Triticum aestivum L.), contrasting in
resistance to the causal agents of Septoria nodorum
blotch. It has been shown that trans-zeatin induced fast
and intense accumulation of hydrogen peroxide in plants
by inducing transcription of the TaRbohF, TaSod, TaPrx
genes encoding NADPH oxidase, superoxide dismutase,
and anionic peroxidase, respectively, as well as by
increasing activity of peroxidases, oxalate oxidase and by
reducing catalase activity. Inhibitor analysis confirmed
the crucial importance of NADPH oxidase and peroxidase
in the generation of reactive oxygen species in wheat
plants at the initial stage of infection with the pathogen
S. nodorum. Thus, an increased content of zeatin in wheat
plants is necessary to start NADPH- and peroxidase-
dependent generation of reactive oxygen species in the
first minutes and hours of infection, to further activate the
plant's defense mechanisms against S. nodorum.
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BBEJIEHUE

[Mutoxkununsl (LIK) — Oomnpimas rpynma (UTOrOPMOHOB, IMPEACTaBIEHHAs MHOXECTBOM
130(OpM U BEITIOTHSIONIAS B paCTCHHUIX MHOT00Opa3Hble ¢pyHkimu [Pomanos, 2009]. [etictue LIK
Ha pacTEHUE B OCHOBHOM CBSI3aHO C pEryJisilledl IpoleccoB pocta W pa3Butusa. OnHaKo, Kak
[OKa3bIBAIOT MOCHEAHUE AaHHble, [IK urparor BaxkHyI0 pojb IPU OTBETE PACTEHUN HA CTPECCOBBIE
(bakTophl, KaKk aOMOTHUYECKOM, Tak U OroThueckoi mpupoasl [O’Brien et al., 2013; Arnaud et al.,
2017]. Kpome Toro, B HacTosilliee BpeMsi pacTeT 4YMCIO Joka3arenbecTB o poiu LUK B perymsmun
3alIUTHBIX OTBETOB pacTeHuit mpoTus maroreHoB [Choi et al., 2010; Choi et al., 2011; Arnaud et al.,
2017]. Panee LUTOKMHUHBI — B CHCTEME PACTEHUE-TIATOI'€H pacCMaTPUBAINCh TOJIBKO KaK TOPMOHBI,
NPOAYLHPYEMbIE TATOT€HAMH W HEOOXOIUMBIE JUIsl KOJOHHM3alMK pacTeHuid. Ha ceromusimnuit
neHb mokazaHo ydactue LIK B ¢dopMupoBaHMM YCTOWYMBOCTH DPACTEHHH depe3 peryJIsIHio
canmuunar (CK)-3aBUCHMBIX 3alIUTHBIX PEAKIUI, MHAYKLIHUH 3KCIPECCUU pAJa T€HOB 3alUTHBIX
0enkoB, cuHTe3a (PUTOATIEKCHHOB U TiporieccoB JmrHudukanuu [O’Brien et al., 2013; Choi et al.,
2010; Choi et al., 2011]. Bmecte ¢ Tem, posib LIK B marorenese ocraercss HGOTHO3HAYHON U 3aBUCUT
OT THUIIa IATOT'€HA U BUJA PACTCHHUS.

Baxnoit ¢ynkuumeit IIK kak B mpomeccax pocta W pa3BUTHS, TaK U TMPH BO3JCHCTBUU
CTpeccoBBIX (HAaKTOPOB SIBIIACTCS PErysiius pemokc-meradonusma pacrenus [Kunikowska et al.
2013]. Omua w3 BaxkHedmmx 3ddexro LIK — 3T0 cTUMYISIUMS JeNeHHUs KIETOK, 4YTO Ha
OpPraHM3MEHHOM YpPOBHE NPHUBOJUT K AKTUBALlMUM POCTa M 3a7epiKke crapeHus, npu 3tom LK
OKa3bIBAIOT aHTHOKCUJAHTHOE JielicTBUE Ha pacTeHue [Pomanos, 2009]. UuTepecHO, YTO B BBICOKHX
koHUeHTpauusax LK BbI3bIBalOT MHrMOMPOBAHUE POCTA, KOHTPOJIUPYIOT 3alpOrpaMMHpPOBAHHYIO
rubens kierok (3['K) B mporpamme paseutusi u crapenus [Kunikowska et al. 2013], a takxe
MOBBIIAIOT MPOAYKLHUIO aKTUBHBIX (popm kuciopona (ADK) Bo Bpemsi oTBeTa pacTeHMH Ha
cTpeccoBbie akTopsl pasnuuHoi mpupoas [Wang et al., 2015; Arnaud et al., 2017].

N3BectHO, uTo ADK unrparor neHrpanbHyo posib B UMMyHHUTeTe pacteHuil [Podgorska et
al., 2017]. PacTenus pearupyroT Ha aTaKky MaTOT€HOB OKHUCIUTEIHHBIM B3PHIBOM - UHTEHCHUBHOU
reHepanueii A®K, KOTOpbIi HPOMCXOAUT B amoIviacTe ¢ Yy4YacTHEM JIOKaJM30BaHHOW Ha
miazmamieme HAJI®H-okcunassl U cBOOOJHO-pPACTBOPUMBIX MIJIM CBSI3AHHBIX C  KIETOYHOU
crenkoi nepokcuaas (I1O) [Podgorska et al., 2017]. Kpome Toro, B mporiecce renepanuu ADK B
MaToreHe3e NpuHUMAaloT yuactue cynepokcua qucmyrasa (COJl) u okcanmarokcuaaza (OO) [Barna
et al, 2012]. B Hacrosiiee BpeMsi MEXaHU3Mbl PEryJIsdlUM CHHTe3a anomiaacTHeix ADPK B
MMMYHHOM OTBETE€ MHTEHCUBHO M3Y4YalOTCs, HO JI0 KOHLIa HE pacKphIThl. HenaBHue nccnenoBanus
MOKa3ajy, 4TO NpO-/aHTMOKCUJAHTHBIA CTaTyC PAacTeHWH HAaXOJIUTCS MOJ CTPOIMM KOHTPOJIEM
(UTOrOPMOHOB, YYaCTBYIOIIMX B (GOPMHUPOBAHHMHU 3aIIMTHBIX peakiuii mpu crpecce [Almagro et al.,
2009; Barna et al., 2012].

Ponp LK B perymnsiiuu nporpaMmupyemMoi cMepTH KieTok u npoaykuuun ADK B mponeccax
pocTa u pa3BUTHA (POCT KOHUMKA KOPHS, (JOpMUpPOBAHKME COCYIOB M Ap.) obcyxkmaercs [Carimi et
al., 2003; Kunikowska et al., 2013]. Oagnako uccnemoBanus poiau I[K B perymsmuu pemoxc-
MeTaboaM3Ma pacTeHWil MpH martoreHese eauHW4HbBL. Tak B padore Arnaud et al., 2017 Gsui0
MOKa3aHo, YTO B pacTeHHUsX apabumioncuca nHpuumpoBanHoro Pseudomonas syringae pv tomato
00paboTKa mpanc-36aTHHOM HHAYIIMPOBAJIA 3aKphITHE YCTHUIl U HakoruieHHe ADPK B yCTBHUHBIX
KJIETKax yepe3 aKTUBAILMIO [IMTOKMHUHOBOTO curHaibHoro nytu B CK-3aBucumoii manepe. Kpome
TOro, OBIJIO IMOKA3aHO, YTO TIOJOXKHUTENBHBIH PETyIsSTOp IMTOKMHHHOBOIO OoTBeTa TMma-B ARR2
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HampsIMYyI0 aKTHBHUPOBAJ SKCIPECCHIO amorviacTHeIX mnepokcungaz PRX33 u PRX34, xoropsie
tpebytorcs s CK-unaynupoBannoi nponykuuu ADK [Arnaud et al., 2017]. Ha TpaHcreHHBIX
TMHUAX Tabaka ¢ cyneprponykuueil LK, mopakeHHBIX BHpPYCOM WM TMATOTCHHOW OakTepuei,
MOKa3aHO BIMSHUE 3TUX (PUTOTOPMOHOB HA ()EPMEHTHI PO-/aHTHOKCUIAHTHON CUCTEMBI, TAKHUE KaK
I10, COJ u xaranaza (KAT), npuBoauBiIee K IOBBIIIEHUIO YCTOHYMBOCTH PACTEHUH, HO, K
COYKaJICHHIO, OCTAETCsl HEACHBIM KaK IIpH 3ToM MeHsuiochk coaepxanne ADK B pactenusx [Pogany
et al., 2004; Barna et al., 2008].

B cBs13u ¢ 3TnM, 11€71610 HacTOsIILIEN pabOThI ABIsUIOCH U3yueHue BiusHus LK Ha renepanuio
H>07, akTUBHOCTh NIEPOKCHIA3bI, OKCATATOKCHIA3bl U KaTajlasbl, a TAK)KE€ MHAYKIHMIO HAKOIICHUS
TPAHCKPHUIITOB TEHOB OKCHJIOPEAYKTa3 B PACTCHHUAX IIICHUIBI, WHPHUIMPOBAHHBIX TI'PUOOM
Stagonospora nodorum.

MATEPUAIJIBI U METO/IbI

O0beKTOM HCCIeJOBAHMS CIY)KWIH 7-CyTOUYHbIE IPOPOCTKM MSTKOHM SPOBOW MIIEHUIIBI
(Triticum aestivum L.) koOHTpacTHBIX 1O YycToWumBocTH K S. nodorum coprtoB JKuwuia
(BocripuumuuBbiil) 1 Owmckast 35 (Om35) (ycroituuBblii). PacreHust BblpammBalid Ha BOJHOM
KYJbType Kak onucaHo panee [Becenosa u ap., 2016]. IlepBbie TUCTbS CEMUCYTOYHBIX POPOCTKOB
cpe3aiy 1 noMeraiy B yamku Ilerpu Ha BnaxHyro BaTy ¢ 1o0aBieHrneM OeHzumuaasona (40 mr/m).
YacTh nMCThEB Nepesl MHQUIUMpPOBAaHHMEM MHKYOMpOBAJIM B pacTBOpax mpawuc-3eatuHa (2,5 MxkM)
(Sigma) unu uaruéutopa HAJI®H-okcunassl — nudenunen nogounyma (JADN) (10 mxM) (Sigma),
WJIM MHTUOUTOPA aKTUBHOCTHU Nepokcuaasbl — a3una HaTpus (1 mM) (Sigma). Uepes 24 4 Ha AHUCTbS
HAHOCWJIM 5 MKJI CYCIICH3MH MMKHOCIIOpP arpeCcCHBHOIO InmtammMa rpuda S. nodorum (10° criop/mun)
Kak onucaHo panee [Becenosa u nip., 2016].

Buoxumuyeckune napamerpsl. M3mepenne coaepkanus nepexucu Bonopona (H202) uepes
0,25, 6, 24 u 72 4 nocne uHpuuMposanus u aktuBHocTH GepmenToB 10, OO u KAT uepes 24 u
72 4 mocie WHPUIMPOBAHUS MATOreHOM S. NOAOruMm MpOBOAMIIM, Kak OmHMcaHo paHee [Becenosa
u ap., 2018].

TpaHncKpUNIIMOHHASL AKTHBHOCTH TIeHOB. Brinenenue rtortanpHoi PHK mpoBommmm c
ucrojib30BaHueM peareHta Trizol cormacHo nmpoTokosty Gupmbl-niocTaBiuka (“Sigma”, I'epmanus)
U3 JIUCTHEB IMIICHUIBI, 3a(QUKCUPOBAHHBIX B KHMJKOM a30Te depe3 24 4 mocie HHOKYISALUU
natorenoM. s cunresa k/IHK npoBoauiu peakiuio o0paTHON TPaHCKPUIILIUKM C UCIIOJIb30BAHUEM
M-MuLV  ob6patHoit Tpanckpunrassl (“Cunrton”, Poccus). AHanmM3 53KCIpPECCHU T'€HOB,
KOAMPYIOUINX (DEPMEHTHI MPO-/aHTUOKCUIAHTHON CHCTEMbI, TPOBOJIMIA METOJJOM KOJIMYECTBEHHON
ILIP B pexume peanbHOro BpeMeHu Ha mpudope “iCycler iQ5 Real-Time PCR Detection System”
(“Bio-Rad”, CIIIA) ¢ ucnonb3oBanuem uHTepkanupymomero kpacureiast SYBR Green I (“Cunron”,
Poccust). B pabore wucnons3oBanin mpaiimMepsl K reHam, koaupyroumm HAJI®H-okcnaasy
(TaRbohF, AY561153), annonnyro uzonepokcunasy (TaPrx, AK333699), cynepokcun aucmyrasy
(TaSod, JX398977). U3meHeHHs B TPAaHCKPUIIMOHHOW AaKTHBHOCTH TEHOB OIPEICISIIN
OTHOCHUTEJILHOTO pepepeHCHBIX TeHoB Oelka nmojgooHoro naruouropy PHKassi-L nmenunisr (RNase
L inhibitor-like protein) (TaRLI(a), AY059462) u dakropa AJl®D-pudozunupoBanus (TaARF,
AB050957) ¢ momomnipio nporpammuoro ooecrieuenus “iCycler iQ5 Real-Time Detection System
software” (“Bio-Rad”, CIIIA).

CraTtudeckas odpadorka. Bce skcrnepuMeHTH! NMOBTOPsUIM 3 pa3a U MPOBOJWIM B 3-X
OMOJOrMYECKUX U 3-X aHAJIUTHUYECKUX MOBTOPHOCTAX (obmiee n = 9), KpoMe ONBITOB [0 aHAIU3Y
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IUTOMIAIN TIOPAXKEHUs, T/I€ AKCIEPUMEHTHl BKIOYaIH B cebs He MeHee 30 Omoiormdyecknx
noBTopoB (obmee n = 90). Ha pucynkax m B Tabnuiax MpUBEACHBI CpeaHHE apUPMeTHYECKHe
3HA4YCHUsS U UX JIOBEPUTEIbHBIC HHTEPBAJIbI, PACCYUTAHHBIC TI0 CTAHJAPTHBIM OIIUOKAM.

PE3VJIBTATHI 1 UX OBCYXXIEHNE

3aluTHBIE PEAaKIMU B PACTEHUH MOTYT Pa3BHBATHCS TOJHKO B TOM Cllydae, €ClId PacTeHUe
CBOEBPEMEHHO PACMO3HACT MATOI€H U aKTHBUPYET COOTBETCTBYIOLINE MMMYHHBIE MEXaHU3MbI C
y4aCTHEM CHTHAJIBHBIX cUCTeM U (uToropmMoHoB. [lokazaHo, yTo MHGHUIMPOBAHUE PAZTMUYHBIMU
MaTOreHaMH CONIPOBOXK/IACTCS M3MEHEHUSIMH B TOPMOHaIIbHOM Oaniance pactenuid [Almagro et al.,
2009; Barna et al., 2012; O’Brien et al., 2013]. Panee Hamu ObLJIO YCTAaHOBJCHO, YTO, YCTOWYMBOCTD
copra MSTKOH spoBOM mmieHWnbl 1. aestivum k matoreHy S. Nnodorum ompenensuiach Kak
WHTEeHCUBHOM TeHepanuei ADK, Tak v MOBBIICHHEM cojepkanus akTUBHBIX ¢hopm LK B mucThsax
pacTeHHW Ha HaYaJbHOW CTaguu MHPHUIMPOBAHHUSA MaTtoreHoM (Mo 3-x cyTok) [Becemoa m ap.,
2016; 2020].

B nmannoit pabore nns usydenuss BhusiHus LK Ha perymsuuio pemokc-mertabonns3ma
WH(OUIMPOBAHHBIX PACTEHUH OTpPE3aHHBIC TIEPBBIC JIUCThS TMPOPOCTKOB KOHTPACTHBIX TIO
YCTOWYHMBOCTH K S. NOAOrum copToB MSrKoi sipoBo# mieHuIbl: Kuua (BocnpuuMunBbiid) u OmM35
(ycToliuuBhIii), oOpabatwiBanu mparnc-3eatuHoM, JJOU wmu asupom nHarpus. WubunmpoBanue
BOCIIpUUMYHUBOrO copra JKHuma crmopamu S. NOdOrum HpUBOIWIO K Pa3BUTUIO OOJIBIIMX 30H
MOpaKEHUsI C HEKPO3aMH, XJIOPO3aMH W MUKHUAAMH, 3aHUMaBIIMMH 10 73% OT obmieil miomanu
JUCTa, TOTJAa KaK Ha JUCThAX YCTOW4YMBOro copra Owm35 30HBI NOpaXeHHS, B OCHOBHOM
HEKPOTHUYECKOT0 XapakTepa, 3aHUMaiu okoJio 15% ot obieit rtomanu imcra (tabs. 1).

Tadonauua 1. Baussaue oopadoTkmn mpanc-3eatuHoMm, nudenusnen uonouuymom (JAPU) u azugom
HATPHSA HA CTENleHb NMOPAKeHHs JIMCThEeB ABYX COPTOB NMieHnnbl Omckas 35 u ZKauna gepes 7
CYTOK mocJie nHpuuuposanus S. nodorum

Copt Omckast 35 Copt XKuuna
% OT o01Ieit % oT o01Ieit
Bapuant 06paboTku 2 2
[Tnomans, MM IO M [Tnomans, MM IO AN
JUCTa JUCTA
Bona 175+1,9 153+ 1,7 83,0+ 4,0 73,0+2,7
Tpanc-3earun, 2,5 MkM 28+0,2 25+0,3 3,5+£0,2 3,1+£0,2
Asun Hatpus, | MM 65,0+2,8 56,8 +3,9 88,0+ 4,2 774+3,1
JdU, 10 mxM 93,4+6,8 81,7+4,8 106,5+ 7,2 93,7+5,9

[IpenBaputensHas o0paboTKa mpauc-3€aTHHOM PACTeHHH KakK BOCIPUUMYHBOTO, TaK U
YCTOMYMBOIO COpPTAa YBEIWYMBAJIa MX PE3UCTEHTHOCTh K TATOTE€HY: 30HBI MOPAXKEHUS Y
BOCIIPUUMYHUBOTO COPTa COKpamaiuch 10 3,1%, a y ycroitunBoro — 10 2,5% OT oO1ieil miomaan
nucta (tabin. 1). Uarubuposanue HAJI®H-okcuaassr ¢ momompio JIPU u nuarudbuposanue 10 c
MTOMOIIIBIO a3W/1a HATPUS YBEIWYUBAJIO BOCIPUHUMYHUBOCTH K MAaTOT€HY PAacCTEHUN OOOUX COPTOB, B
oompiiet crernenn coprta JKuuma (tabdn. 1). Ilpu stom o6pabdortka JIPU mpuBommma x Oonee
WHTCHCUBHOMY Pa3BUTHIO 30H TOpaXEHUs, 4eM 0OpaboTKa a3ujioM HATpusi y OOOMX COPTOB
(Tabm. 1), 4TO TOBOPUT O pEIIAIOUICH POIH ITHX (EPMEHTOB B PA3BUTHH 3aLIUTHBIX PEAKIUil
pacTeHuil mieHuIsl mpoTuB S. nodorum.

OnHOM U3 caMBIX OBICTPO ONPEAETSIEMBIX PEaKIIMii Ha TPOHUKHOBEHUE MATOT€HA B PACTCHUE
sBisieTcss u3MeHeHue conepxanus ADK, B wactHoctm Hy0, [Podgorska et al.,, 2017]. Ilpwu
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HHOKYJISAINU ycToiunBoro copra Om35 marorenom S. nodorum oOHapy’»KEHO TPH MUKA FCHEepaIuu
HyO, — uwepe3 15 mun, 6 u 24 u nocine uHbunupoBanus (puc. la). Bo3HHMKHOBEHHE MHKOB
renepaunn ADK sBiseTcss XapakTepHOH OTBETHOH peakiyeil OHOJIOTMYecKOH CHCTEMBbI Ha
crpeccoBelii  ¢paktop u (Gopmupyer «ADPK BomHy», HEOOXOAMMYIO JUIS 3alycka Kackaja
MOCIEAYIOMUX peaknuii u oOpa3zoBaHusi jgoirocpouHoro curHama [Mittler et al. 2011].
BocnpuumMuuBsiii copt JKHuUIIa 0TiIMYano OTCYTCTBUE NMOBBIIeHUs renepanuu HoO; B Teuenue 72 4
nocine uHumupoBanus (puc. 10). Opnako o0paboTka  mpaHc-3€aTHHOM — PacTCHHUI
BOCIPUUMYHUBOTO COpTa MeHsula xapakTtep rerepanuu HyO; y HUX Ha CXOJHBIA C YCTOWYHBBIM
COPTOM C TpeMs TuKaMH — uepe3 15 muH, 6 u 24 4 nocne uHdunupoBanus (puc. 10), a Ha XapakTep
reHepaunu HpO, pacTeHuil ycTOWYUBOro COpTa MPAaKTHUYECKU HE BIIMSUIA, YCHIIMBAs €€ uepe3 24 4
nociue uHpumposanus (puc. la). Takoe MOJTOKHUTENbHOE BIUSHUE MpaHC-3€aTHHA HA TEHEPALUIO
A®K B pacTeHHsX HE SBISIETCS CIOPIPU30M, TaK KaK pojib pPa3HbIX (GopMm sKk30reHHbIX LK
(kuHeTHHA, 6-0CH3MIAMUHOITYPHHA, mpaHc-3eaTiHa) B MHIyKuuu reaepaunn A®K npu perynsnuu
MIPOLIECCOB POCTa U Pa3BUTHUSA, a TAKXKE OTBETOB HA BO3JIEHCTBUE CTPECCOBBIX (DAKTOPOB MOKa3aHa
Ha pa3lMYHBIX BUJAX pacTeHUi W KynbTypax kietok [Mlejnek et al., 2003; Kunikowska et al.,
2013; Arnaud et al., 2017].

~
V]
~

B Bonma ™ 3eatun ¥ Asupg Hatpus M JJOU

25 r
<
&
8 20
=)
Z 15
Q.
= 10
z 5
=
0
0 0,25 6 24 72
Bpewms nocne nadunmpoBanus, 4
(6) ® Boga ®™3earun ¥ Azug Hatpus ® JJOU
fa] 25 B
<
=
S 20
S
~, 15
Q
- 10
z s
0

0 0,25 6 24 72
Bpewms nocne nnduuupoBanus, 4

Puc. 1. U3menenne conep:xkanusi H,O, mon BaussHueM 00pa0OTKH mpanc-3eaTHHOM, a3HI0M
HaTpusa W JaudeHuned uoaonuymom (JI®@H) B pacTeHMAX NIIEHUIbI KOHTPACTHBIX IO
ycroitunBoct coproB Om35 (a) n JKuuua (6), nHpuIHpoBaHHBIX naTorenom S. nodorum.
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[Tpumenenue uarnouropo HA I®OH-okcunazer — JIOU u 10 — a3una HaTpusi IPUBOIUIO K
MO/IaBJIeHNI0 NUKOB TreHepanuuu HyO, y ycTOWUMBOrO copra MU KpPUTHYECKOMY YMEHBLIECHHUIO
conepskanust H,O, y BocmpuumMamuBoro copra (puc. 1), 9To TOBOPHUT O BKJIAJIE ITHX ABYX (EPMEHTOB
B rerepainio ADK Ha paHHe# craauu nHGUIUpoBaHuUs pacteHuir S. nodorum. 3to cornacyercs ¢
COBpeMEHHBIMU AaHHbIMU 00 ydactuu kak HAJI®H-okcuaasel, Tak U anoIiacTHBIX NEPOKCHIA3 B
uHynupoBanHo npoaykuun ADK B pacrenusix npu narorenese [Arnaud et al., 2017; Podgorska
etal., 2017].

Jns BeisiBienust ponu LK B perynsnuu akTMBHOCTH (DEPMEHTOB INPO-/aHTHOKCHUIAHTHOU
CUCTEMBbl HA TPAHCKPUIILMOHHOM U IIOCT TPAaHCJSIUOHHOM  YPOBHSX, Mbl HU3Y4WIH
TPAaHCKPHIIIIMOHHYIO aKTUBHOCTh TeHOB okcuaopeaykras (TaRbohF, TaSod, TaPrx) u aktuBHOCTB
6enxoBbix npoaykToB I10, OO u KAT noza Bo3aelicTBHeM 00pabOTKU mpaHc-36aTUHOM, a3U]I0M
Hatpus u JIDU.

Tabamua 2. OTHocuTenbHOe cogep;kanue MPHK renos B mponeHTax oT HeMH(UIPOBAHHOIO
KOHTPOJIsI, KOTUPYIOIIUX (pepMEeHThI MPO-/aHTHOKCUAAHTHON cuctembl: uzogpopmy HAJIOH-
okcnaasel (TaRbohF), cymepokcena qucmyrasy (TaSod), anuonnyio mepokcuaasy (TaPrx) moa
BJIHMSIHAEM 00pad0OTKM mpanc-3eaTHHOM, a3UA0M HATpus U AudeHueH nogounymom (JA®H) B
JIMCTHSAAX KOHTPACTHBIX MO YCTOHYMBOCTH cOPTOB mumeHuubl Omckas 35 u Kauna yepes 24
Jaca nocJjie HH(pUUUpoBaHusi maToreHoMm S. nodorum

Bapuant 0GpaGoTk O6o3HayeHue TeHa

TaRbohF TaSod TaPrx

Copt Omckas 35
Kontposnb 100 100 100
S. nodorum 495 + 35 287 +£23 419 + 39
mpanc-3eaTuH 100£9 130+ 12 170 £ 16
S. nodorum + mpanc-3eaTx 540 +£ 48 543 £ 51 921 + 81
A3uj HaTpus 100+ 11 100 £ 11 100+ 14
S. nodorum + Aswun Hatpus 500 £ 48 95+9 123 £ 12
JAdUn 70+ 6 80+ 7 70 £8
S. nodorum + JI®U 185+ 14 10+£2 2242
Copt XKuuna

KonTpo:s 100 100 100
S. nodorum 51+3 85+7 129 + 10
Mpanc-3eaTuH 138 £ 10 120+ 11 190 £ 11
S. nodorum + mpamnc-3eaTux 580 £40 161 £12 365 £25
A3uj HaTpusd 154 £ 14 80+5 90+ 7
S. nodorum + Asuj HaTpus 140 £8 80+ 6 80+4
JdUn 90+ 6 90 £ 8 70+£3
S. nodorum + JI®U 150+ 12 90 +5 29+2

B Hammx skcnepumenTtax depe3 24 4 nocie uHpUIMpoBaHHs Y ycToitunBoro copra Om35
BMECTE C HaKoIUleHHeM TpaHckpunToB reHa TaRbohF, komupyromero HAJI®H-okcnaasy, ObL10
OOHapy)KEHO HAKOIUICHHWE TpaHCKpunToB reHoB TaPrx um TaSod (tabm. 2), 4to coBmagaio ¢
noBeiieHneM resepaunu H,O, y nannoro copta (puc. la). Hanpotus, y BOCIpUUMYHBOrO copTa
XKuuna Obulo OOHApPYKEHO YMEHBIICHHE COJIEpP)KaHUs TPAHCKPUIITOB TEHOB, KOJIUPYIOLINX
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depmenTsl, renepupytonmme AOK — TaRbohF, TaSod, u orcyrcTBHE 3HAUUTEIHLHOTO MOBBIIICHUS
conepkanust MPHK rena TaPrx, (tabmn. 2), uro coBmanano ¢ Hu3kuM coxaepxkanueM HpO; y atoro
copta (puc. 16). Takum oOpa3om, HaIIK PEe3yabTAThl CBUACTEILCTBYIOT HE TOJIBKO 0 ponn HAJ[DH-
okcupgassl u 110, Ho u 0 ponu CO/] B renepanyn ADK B pacTeHHSX MIIEHUIBI, HHPUITMPOBAHHBIX
S. nodorum. HHurepecHo uto, 00OpaboTka pactenuit uHruouropom HAJIDPH-oxcumazsr DU
NPaKTUYECKH TOJHOCTBIO TMOJABIISIIA TPAHCKPUIIIMOHHYIO aKTUBHOCTH reHoB 1aPrx m TaSod B
MHOUIMPOBAHHBIX PACTEHUSAX MIICHUIIBI, YTO MPUBOAMIIO K KDUTHYECKOMY CHH)KEHUIO COJIePIKAHUS
H;0; B Takux pacteHusx (puc. 1), Torma kak oOpaOoTka a3ujaoM HATpHUsl OKa3biBalla TOpPa3io
MEHbIIIEEe BIMSHUE HA HAKOIUICHHE TPAHCKPHUITOB JaHHBIX T€HOB NMPH MHOUIMPOBaHUH (Tabi. 2).
DTO TOBOPHUT O 3aBUCHUMOCTH PETyJSAIUH TpaHCKpumiu reHoB TaPrx m TaSod or akTuBHOCTH
HAJI®H-okcuaaszel. 13 Hamux pesynbTatoB cienyet, uto HAJIOH-okcuaasa MoKeT y4acTBOBaTh
B pEryisiuu paboThl JPYruX Mpo-/aHTHOKCHIAHTHBIX (pepmenToB, Takux kak [10 m CO/, uto
COIJIaCyeTCsl C BBICKA3aHHBIMU paHee IMPEANONIOKEHUSIMU O B3aumojeiictBuun Mexay [IO u
HAJI®H-okcumasoii [Liu, He, 2016].

OO6paboTka mpanc-3€aTHHOM HE W3MEHsUIa XapakTep HAaKOIUIEHHS TPaHCKPHIITOB
M3Y4YEHHBIX I'€HOB y ycToiunuBoro copra Om35, ycunusas HakorieHne MPHK HexkoTOpbIX U3 HUX —
TaSod u ocobenno TaPrx (tab:. 2). O0paboTka pacTeHHi BOCIPUUMUYHUBOTO copra JKuuma mparc-
36aTHHOM  3HAYUTENIbHO  IOBBIIIAJIA  SKCIPECCHI0  H3YYEHHBIX  T€HOB,  KOIUPYIOIIHMX
okcunopenykrassl — HAJI®H-okcunazy, COJ u 1O, uro coBnagano ¢ nukamu rerepauun HpO»
(Tabn. 2). Hamm qanHbIie COTIACYIOTCS C pe3yJibTaTaMu, MOTYYEHHBIMU Ha TPAHCTEHHBIX PACTEHUSIX
Apabunoncuca ¢ cynepnpoaykiuein LIK AtIPT8-OE, y koTopsix mox Bo3neiicTBHEM 3acOICHUS Ha
¢done noeimeHHON poaykinn ADPK oOHapy)mim 0ojee BEICOKUN YPOBEHb TPAHCKPHUIIIIH TEHOB,
koaupyronmx uzopopmel  HAJI®H-okcumassr  AtRbohF, AtRbohD, AtRbohJ, nekoropsie
nepokcuaasel AtPrx u cynepokena auemyrtasy AtSodl, mo cpasuenuio ¢ gukum tunom Col [Wang
et al., 2015]. Kpome Toro, Ha MyTaHTHBIX JIMTHUAX ApaOujorncuca ¢ yCHICHHbIM curHamuarom 1K
(AtARR2-OE) o6HapyxeHo, 4To ipu HHOUIIMPOBAHUU pacTeHuil Obakrepueit Pseudomonas syringae
pv tomato o6paboTka mparc-3eaTHHOM B 6 pa3 yBeIWYUBaja dKCIPECCUI0 TeHOB, Koaupyromux [10
PRX33 u PRX34, tpebyrommxcs anst npoaykuun ADPK [Arnaud et al., 2017].

Kak usBectHo [10 npuHnMarot ydactue kak B mpoueccax reHepanuu A®K B anormacre, Tak
U B IIpolieccax yTHIIM3alMK U3NMuHuX koarndectB HoO; ¢ oOpasoBaHreM MoiuMepoB JIMTHUHA, YTO
MPUBOUT K YIUIOTHEHHUIO KJeTouHol cteHku [ Podgorska et al., 2017]. Panee Hamu 06110 mMoKa3aHo,
yTOo BBICOKass akTuBHOCTh [IO Ha d¢oHe mnoBwimeHHOTO coaepxanus H>O, mnpuBommma
WHTCHCUBHOW JMTHU(UKAIMHA KJIETOYHBIX CTEHOK PACTCHWH MIICHUIB, WHQHUIUPOBAHHBIX S.
nodorum, moBbIAs TEM CaMbIM HMX YCTOWYMBOCTh K MATOT€HY 4Yepe3 OrpaHHYeHHe ero pocra
[Becenosa u np., 2014]. dpyroit naroren-unayuupyembiii pepment OO kataau3upyeT OKHUCICHHE
coneri maseneBor kuciothl (I1IK) ¢ o6pazoBanuem CO, u H,O, [Dong et al., 2008], Tem cambim
Heiitpammzyer K, xoropas sBIsisich (akTOpOM IAaTOTEHHOCTH psiia TPHOOB, B TOM dYHCIe S.
nodorum, 3aKUCIseT aroIiacT, CTUMYJIHUPYET aKTUBHOCTh FPUOHBIX (DEPMEHTOB, JETpagupyIOLIHX
paCTHTeIbHBIC JIMTHHHBL, Xematnpyer uoHbl Ca’’, ydqacTByeT B IMOJABICHHH OKHCIHTEIBHOTO
B3pbiBa [ Yarullina et al., 2011]. Iloka3zano, uro Huzkue kKoHueHTparuu ADK cmocobCcTByIOT pocTy
MaTOTE€HOB, MO3TOMY I'PUOBI UCIOJIB3YIOT PA3IMYHbIE MEXAHU3MBbI JIETOKCUKAIIUH, CBSI3aHHBIE, B TOM
qyclie, C aKTHBallMeW KaTala3bl — AHTUOKCUIAHTHOTO (pepMeHTa, aKTUBUPYIOUIETO PEAKIUIO
nucmyTtanuu 1Byx mojekyn H,O, B HO u O, [Mittler et al., 2011; Podgorska et al., 2017]. Panee
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MBI TIOKa3aJii, YTO arpeCCUBHBIC MITaMMbI S. NOJOrUM xapakTepU30BaIMCh BHICOKOH aKTHUBHOCTBIO
KAT [Makcumos u ap., 2013].
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Puc. 2. I3MeHeHNe aKTUBHOCTH NEePOKCcHAA3LI (a, 0), OKcaJaToKcUAa3bl (B, I) U KaTaaassl (1, €)
Mo BJIMSIHUEM OOpPadOTKHM mpaHc-3eaTHHOM, A3WJI0M HATpus W AU(eHWIeH HOTOHUYMOM
(APH) B MUCTHAX KOHTPACTHBIX IO YCTOMYMBOCTH COPTOB mieHuubl Omckas 35 (a, B, 1) u
Kuuua (0, r, ¢) mocjie uHGUUUPoOBanua natorenom S. nodorum.

AHanu3 aKkTUBHOCTH OCHOBHBIX ()€PMEHTOB MPO-/aHTHOKCUJAHTHON CHCTEMBI ITOKa3all, YTo
uHbHUIMpoBaHHBIe S. NOdOrum mucThst ycroitumBoro copra OMm35 OTIWYAIMCh BBICOKOM
aKTUBHOCTHIO CBOOOMHBIX [IO B Tedenwme 3-Xx CyTOk HHPUIUpOBaHUS (puc. 2a), MOBBIIICHHON
akTuBHOCTBIO OO yepe3 24 4 nocie MHPUIMPOBaHUS (pUC. 2B) U HU3KOM — HA YPOBHE KOHTPOJIS —
aktuBHOCThI0O KAT (puc. 21), 4yTO NpHUBOAMIIO K MOBBIIIEHHOMY cojepxaHuio HyOp B Takux
pacrenusix (puc. la). HampoTuB, B JMCTBSX BOCIPHUMMYHUBOrO copTa JKHHIIAa B TepBbIe CYTKU
MHOUIMPOBAaHUS HE ObUIO OOHApY)KEHO 3HAYMTENBHOTO MOBBINIEHUs akTHBHOCTH I1O, a 3arem
aKTUBHOCTH (pepMEHTa TOBBIIIANACH, HO B TOPA3[0 MEHBIICH CTENIEHH, YeM Y YCTOHYHMBOTO COpTa
OmMm35 (puc. 26), aktuBHOcTh OO cHMkanach (puc. 2r), a aktuBHOCcTh KAT moBbImanachk B TeueHUe
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72 1 mocne nHUIupoBaHus (puc. 2¢€), 4TO MPUBOIUIIO K CHHKEHUIO conepxkanust HoO, B maHHBIX
pactenusix (puc. 10).

WMHrnburopHelii aHanu3 mokasaji, uTo o0paboTka azuaoM Hatpus win JJPU npuBommma
yMmenbiennto aktuBHocTH [10 1 OO B uHduuupoBanHbIX S. NOAOrum JIMCThIX 000UX COPTOB IO
CpaBHEHHIO ¢ HEOOpaOboTaHHBIMU MHPHUIKMPOBAHHBIMU pacTeHusMH (puc. 2). AktuBHocTh KAT Bo
BpeMsl HHDUIIMPOBAHMSI CHIKAJIACh TOJIBKO MPH 00paboTKe pacTeHUil 000MX COPTOB HHTUOUTOPOM
HAJI®H-okcunasel JIOU, Ho He mHTHOUTOpOM akTHBHOCTH [1O — asmupom Hatpus (puc. 21, e).
Takue pe3ynbTaThl rOBOPAT 0 3aBUcUMOCTH peryisaiuu aktuBHoctu [10, OO u KAT ot HAJI®H-
OKCHJIa3bl, SBJSIONICHCS OCHOBHBIM (epMeHToM, reHepupytomum A®K B anomnacte, u
HeoOxomuMoit st pactpoctpaneHust «ADK BOIHBD U 3aImycka Kackaga MOCISAYIOMINX 3alIUTHBIX
peakiuii, 4Tro OBUIO JOKa3aHO C MpPUMEHEHHeM Karana3dbl u uHrHOuTopa HAJIDH-okcumassl
[Mittler et al., 2011; Podgorska et al., 2017].

OO6paboTka mpaHc-3eaTHHOM HE W3MEHSJIa XapakTep AaKTUBHOCTH (DEPMEHTOB Yy
YCTOHYMBOTO copra npu uHpuimpoanuu S. nodorum, ycumusas aktuBHocTs [10 u OO (puc. 2a,
B), YTO MPHUBOJAWJIO K MOBBIMIEHHOW reHepauuun H,O; y Takux pacrenuit (puc. la). OOpaboTka
Mmpanc-3€aTUHOM ~ PacTEHUN BOCIPUUMYMBOTO copTa JKHHIIa TpUBOJAMIA K MOBBILIECHUIO
aktuBHOCTH [1O0 u OO u cuHmxenuto aktuBHOCTH KAT Bo Bpemst pa3BuTHS HH(DEKIMH, YTO
coBnangano ¢ nukamu rerepauun H,O; (puc. 16, puc. 26, 1, ¢). Pons LIK B perymsiun paboTs
(bepMEeHTOB NMPO-/aHTHOKCUAAHTHON CHCTEMBI ITPH BO3ACUCTBUH CTPECCOBBIX (PAKTOPOB pa3IMYHON
IpUPOAbI, B TOM 4HCIE OHWOTHMYECKHUX, M3ydeHa HEIOCTATOYHO, JIaHHBIE BCTpEYarolIUecs: B
JIUTEepaType HEMHOTOYMCICHHBI M Pa3pO3HEHBI, HO B HEKOTOPHIX paborax mokaszaHo, 4yto LK
noBbImank aktuBHOCTH I10, yyactByrommx B renepanuu ADK mpu martorenese [Arnaud et al.,
2017] u Heckonbko cHiKanu aktuBHOCcTh KAT mpu 3aconenmu [Wang et al., 2015]. Takum
o0pa3oM, Hallk Pe3yNbTaThl COBMANAIOT C JAHHBIMU JIMTEPATYPHI, a MoNoXuTeabHoe BausHue 1K
Ha akTuBHOCTH OO IIpH NaTOreHe3e HaMU YCTaHOBJIEHO BIIEPBBIE.

Takum oOpa3om, ObICTpoe M MHTeHCHMBHOE HakoruieHne A®K B Hammx skcrnepuMeHTax B
JUCTBSX MIIEHUIIBI YCTOWYUBOro copra OM35 u pacteHusX, 00pabOTaHHBIX MpaHC-3€aTUHOM, KaK
BOCIPUMMYHUBOIO, TaK M YCTOMYMBOIO COPTOB, MOIJIO MPOUCXOIUTh 3a CHET HHAYKIUU
tTpanckpunuuu reHoB TaRbohF, TaSod, TaPrx, xomupyrommx HAJI®H-okcumasy, cynepokcui
IUCMYTa3y U aHUOHHYIO NEPOKCHIa3y, MOBBIIIEHUS aKTUBHOCTU cBOOOAHO-pacTBopuMbIX 110, OO
u cHkeHus: aktuBHOCTH KAT (Tabn. 2, puc. 2.), 4T0 NPUBOAUIO K OTPaHUYSHHUIO POCTa MAaTOTeHa
(tabn. 1). Ilpu srom LK monokuTenbHO BAUSUIM KaK HAa TPAHCKPUIILUIO T€HOB OKCHUIOPEIyKTa3
TaRbohF, TaSod, TaPrx, Tak u Ha akTHBHOCTH ONKOBBIX HpoAykToB (epmentoB 110 u OO.
WNuruburopHslii aHanus noareepaun pematoinee 3HaueHne HAJIOH-okcuaassl u nepokcuaassl B
reaepannn ADK B pacTeHusX NMINEHUIBI HA HAaYaJIbHOW CTaJWW MH(QHUIMPOBAHUS ITATOTEHOM S.
nodorum. Takum o00pa3oM, TMOBBIIICHHOS COJEP)KAHUE 3€aTHHA B PACTCHHUSX IIICHHUIIBI
HeoOxomumo st 3anycka HAJI®H- u nepokcupaszo-zaBucumoit reHepauun A®K B mepBbie
MUHYTHI U Yachl HHPHUIIMPOBAHUS, YTOOBI B JalIbHENIIIEM, CKOpee BCEro, aKTUBUPOBATh 3alllUTHBIE
MEXaHU3MbI PacTeHHsI TPOTHB marorena S. nodorum.
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