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BJIUSTHUE TUITEPTEPMUMU U DK30TEHHOM CAJIMIINJIOBOM
KHNCJIOTBI HA OKCITPECCHUIO TEHOB
PR-BEJIKOB (p -1,3-TJIFOKAHA3bI, XUTUHA3bI)

N AKTUBHOCTDb ®EPMEHTOB 3ALIUTHOI'O OTBETA
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Wzydeno imsHHE KpaTKoBpeMeHHOH rumeprepMuu (40°C, 3 9) W SK30TCHHOW CaJHIMIOBOH
xuciorsr (CK, 10 M) Ha skcnpeccrio reHoB aByx ruapomas: p-1,3-rmokanassr (K@ 3.2.1.39) u
xutuHa3el (KO 3.2.1.14), oTHocsmmuxcs K OelkaM B3amlUTHOTO OTBETa, B WH(HIMPOBAHHBIX
remubuotpodusiM rpubom Bipolaris sorokiniana (Sacc.) Schoem. mpopocTkax sSpoBOro sUMEHS.
OOHapyKeHO, YTO OTBET PACTEHUWH SUMEHS Ha JIBa BHUAA BO3JCHCTBHS NPOSBISUICS B YBEJIHYCHUU
9KCTpeccHH TeHOB [-1,3-ritokaHa3bl W XUTHHA3bl 4epe3 72 4 MOciie WHOKYJSIIUU MaTOreHOM M
NPEBBIIAN TI0KA3aTeld MX TPAHCKPUIILMOHHOM aKTHMBHOCTH B HMH(HWIMPOBAHHBIX pacTEeHHsAX 0e3
00paboTok. B aTHX yciioBHsAX HaOIIONANOCH TaKXKe MOBBINICHUE aKTUBHOCTH JPYTUX KOMIIOHEHTOB
3alIMTHOTO OTBETa pacTeHHid pH naroreneze — memopanHoit HAJI®H-okcunassr (Rboh, Kd 1.6.3.1)
u L-¢penunananmaammonunitmmasel (OAJL, K& 4.1.3.5). Takum oOpa3om, BoO3IeiCTBHE BBICOKOM
TEMIIEpaTyphl, KaK W 3K30TCHHBII CaJMIMIAT, MOTYT PAacCMaTpUBAaThCS B KaueCTBE HHIYKTOPOB
3a[IMTHOTO MEXaHMW3Ma, IOBBIMIAIONIET0 YCTOWYMBOCTh PACTECHHWH K TPHOHOMY HWHQHUINPOBAHHUIO
IyTeM aKTHBAIMM 3Kcnpeccud reHoB [3-1,3-rmrokaHas3bl M XWTHHA3BI M TOBBIMICHUS AKTUBHOCTH
samuTHBIX O0enkoB (HAJIPH-okcunaser u DAJI).

Karwuesnbie ciioBa: Hordeum vulgare, Bipolaris sorokiniana, caruyunosas kucioma, eunepmepmus,

p-1,3-eniokanasa, xumunasa, L-gpenunananunammonutinuasza, HA/{®H-oxcudasa,
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B nponecce sBonmonny y pacTeHuit pa3Bu-
BaJIMICh Pa3IMYHbIE MEXaHU3MBI JUII KOHTpATakK Ia-
TOT€HOB, B TOM YHCJI€ HECKOJHKO ypPOBHEW KOH-
CTUTYTUBHOM W HMHAyUHpyeMon 3amuthl (Jones,
Dangl, 2006). 1ns1 nepenaun CUTHAIOB Y pacTeHUI
BBIpa0OTaNNCh WMMYHHBIE PELENTOPHI, KOTOPHIE
aKTUBUPYIOT 3((EKTUBHBIE 3aIIUTHBIE PEAKIUH
npyu oOHAapy>KeHHH MOJEKYN MaToreHoB. MIMMmyH-
HBII OTBET y PACTCHHMH 3aITyCKaeTCsl MpU OOHApY-
KEHHH MOJIEKYJSIPHBIX TAaTTEPHOB HAa MeMOpaHe,
cBs3aHHBIX ¢ nmaroreHamu (MAMPs, PAMPs) wiu
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napycu, yia. Akanemudeckas, 27, r. Munck, 220072, Pecny6-
nuka benapyce;
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noBpexaeHusMu (DAMPs), koTopsie TPUBOIAT K
MMMYHUTETY, 3amyckaemoMy marrepaom (PTI), a
NpU TIPOHUKHOBEHWH IMATOT€HA BHYTPHb KIIETKH
ummyHHTeT 3amyckaercs 3ddexropom (ETI) (Win
et al., 2012). PacriosnaBanne PAMP u s dexropa
3allyCKaeT JIOKaJbHbIE CHUTHAJbHBIE COOBITHS B
pacTUTENFHON KIIETKe, BKIIFOYas TOTOKH HOHOB,
TeHepaLuio akTUBHBIX GopM kuciopona (ADPK) u
WHIYKIHIO TPOTEMHKHUHA3, YTO MIPUBOAUT K CUHTE-
3y (HUTOTOPMOHOB, (PUTOATEKCHHOB, (E€HOJBHBIX
COCJIMHEHUI U OEIIKOB, CBS3aHHBIX C MMATOTCHE30M
(PR) (van Loon et al., 2006), 1 B KOHEYHOM UTOTE
— K TUNEPYyBCTBUTEIHHON peakiuu (TUIl 3ampo-
TPaMMHUPOBAHHON THOETN KIIETOK), KOTOpas Mpo-
UCXOIUT B MecTe BTopxeHus naroreda (Coll et al.,
2011).
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Camummoast kucnora (CK) um xacMoHaT
(KK) mpu3Hansl HanOoJiee BaKHBIMH TOPMOHAMH
JUTSI IMMYHHBIX OTBETOB PAcTEHHWH, IIPU 3TOM OHo-
cunTte3 U nepegada curnanoB CK u XK ncropuue-
CKH CBSI3aHBI C 3aIlIUTOH OT OHMOTPO(HBIX WIH
HEKPOTPO(HBIX  TATOT€HOB,  COOTBETCTBEHHO
(Glazebrook, 2005; Shigenaga et al., 2017). ¥ pac-
tennii CK sBIsieTCS CUTHANBHON MOJEKYIOH, pe-
TYJTUPYIOMIEH peaknd YCTOMYMBOCTH K 3a00eBa-
HusMm (Klessig et al., 2018). ®ennnanannHaMMo-
nuimasza (OAJl, KO 4.3.1.5) — xiroueBoit dep-
MEHT B CHHTe3¢ (DEeHWINPOMAaHOWIHBIX COEIIHE-
HUM B PacTUTEIHHOMN KIJIETKE, aKTUBHOCTb KOTOPO-
ro KOppelaupyeT ¢ HakolUleHHeM (DEHOJBHBIX CO-
€MHEHH, U B YaCTHOCTH, C YPOBHEM CHTHaJILHO-
ro mocpenamka — »HHoreHHo CK (Campos-
Vargas R. et al., 2005). Hakomienue CK u ckoop-
JUHUPOBAHHAS C 3TUM MpoleccoM akTuBauus PR-
TE€HOB HEOOXOMUMBI ISl (hOPMUPOBAHUS CHUCTEM-
HOM miproOpererHol ycrorunBoctu (CIIY) B pac-
TUTCIIBHBIX TKAaHAX, YAAJICHHBIX OT MECTa MEPBUY-
Hoit nHpeknnu (Dong, 2004; Liu et al. 2016).

CIIY — 3TO 3aIlMTHBIN MEXaHU3M, KOTOPHII
MHIYLUPYETCs B PAaCTEHUsIX OOJBIIMHCTBOM IATO-
TeHOB, BBI3BIBAOIINX Hekpo3 TkaHerd (Kumar,
2014; Klessig et al., 2018). On obecmneunBaeT 3a-
IIUTY HEMH(PHUUUPOBAHHBIX YacTell pacTeHus OT
IIMPOKOr0 CIHEKTpa MaTOreHoB M OOYyCJIOBJEH ak-
TUBHOCTBIO OEJIKOB, CBSI3aHHBIX C IaTOTEHE30M
(PR-Oenkmn), Takux Kak XHTHHa3a M TIIIOKaHAa3a,
oOnajaommMx  AHTUMUKPOOHOW  aKTUBHOCTBIO
(Dempsey, Klessig, 2017). B Hacrosiiee Bpems
obmenpuszHano, 4To 3Kcmpeccuss PR-reHos ciy-
KHUT yNOoOHBIM MapKkepoM it MoHutopunra CITY
(Gao, 2015).

PR-0enku ObLIH BIIEPBBIE BBIACIEHBI U3 YKC-
TPAKTOB JINCThEB Tabaka, MHPUIUPOBAHHBIX BUPY-
com TabayHoi mozauku (TMV) (van Loon, van
Kammen, 1970). B 1980 roxy (Antoniw et al.,
1980) Ob1 BBemeH TepmuH «pathogenesis-related
proteinsy (OesikH, CBS3aHHBIC C MATOI'€HE30M, WK
PR-0enkn), koTopble ObUTH OTIPEENeHBI KaK «0el-
K{, KOAUPYEMbIe PACTCHUEM-XO03IMHOM, HO MHAY-
UpyEeMbIe TOJBKO B IATOJOTHYECKHX WU CXOJI-
HBIX C HUMH CHUTYyalusAX», TpPUYEM IOCIeIHUE
MOJpPa3yMeBalOT CUTYAIlMH HEMaTOTeHHOTO HpOHC-
XOXKIEHHA. DTO OCJIKM C HHU3KOHW MOJEKYJISIPHOH
Maccoit (6-43 xJIa), CEeEKTUBHO DKCTParupyeMEBIE,
cTa0miIbHBIE IPH HU3KOM pH u TepmocTabunbHbIe
(Van Loon, 1999). PR-6enku y4acTByIOT B aKTHB-
HOU 3aIluTe, MOTEHIMAIBHO OTPAHWUYMBAsI Pa3BU-
THE MAaTOTCHHBIX MUKPOOPTaHU3MOB U MX PacIpo-
ctpanenue (Boccardo et al., 2019). TpanckpunTsl,
cootBercTByOmue PR-0enkamM, HakarimBaroTcs B
Te4YeHHE HECKOJBKHX MUHYT WJIM YacoB IOCIIE WH-
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nykuuu PTI u ETL skcnpeccust O0NbIIMHCTBA U3
uaux perymupyerca CK (Klessig et al., 2018). Cie-
noBatenbHO, PR-0enmkn BKITIOUAIOT TPYMITy HHIY-
MUOENBHBIX W (DYHKIMOHAIBHO pPa3HOOOPa3HBIX
0enKoB, KOTOpBIE MPOAYIUPYIOTCS B OTBET Ha ara-
Ky maroreHa. OpHako, TOMHUMO HWH(EKITMOHHBIX
nporeccoB, PR-0enku Takke MHIYIHPYIOTCS TIPH-
MEHEHHEM (PU3MOJOTHUSCKH aKTUBHBIX COCIHHE-
Hui, Takux kKak 3twieH, KK n CK, koropeie nMu-
TUPYIOT 3(PPEKT NaTOreHHOW WH(GEKIHH WIA BbI-
3bIBAIOT AHAJIOTUYHBIE CTPECCOBBIE COCTOSHHSA

(Sels, 2008).

K nacrosmemy Bpemenu omucaHo 17 ce-
meiictB PR 6enxoB (ot PR-1 no PR-17) y mHOTHIX
BunoB pactennit (Boccardo et al.,, 2019). bomb-
IIMHCTBO CeMeicTB PR-0eiKOB BKIIIOYAKOT MpOTE-
WHBI, aKTUBHOCTh KOTOPBIX COIJIACYETCsI C POJIBbIO B
3alIUTe PACTCHUH OT TPUOHBIX W/MIM OOMHUIIETHBIX
natoreHoB: B-1,3-supormokanazsl (PR-2), snmo-
xutuHassl (PR-3, 4, 8 u 11), TaymaruHomnoio0HbIe
6enku (PR-5), nepensunnt (PR-12), Tnonuns: (PR-
13) u 6enku-nepeHocunku aunuaos (PR-14) (Jain,
Khurana, 2018). Yto kacaeTcs X poid B 3allIWT-
HOM oTBeTe, To PR-0enku MoryT HemocpeacTBeH-
HO BIIMSTBH HA LIEJIOCTHOCTH MATOI'€HOB /WM I'eHe-
pUpOBaTh CUTHAJBHBIE MOJIEKYJBI 3a CYET CBOeH
(hepMEHTAaTUBHON aKTHBHOCTH, KOTOPHIE NEHCTBY-
10T KaK 3JIMCUTOPBI, YTOObI HHAYLHUPOBATh JPYyTHE
MyTH, CBsI3aHHBIE C 3amUToi pacteHuit (Jain,
Khurana, 2018).

JIByMsi XOpOIIO M3BECTHBIMH TNPUMEPaMHU
PR-6enkoB  sBmsroress  B-1,3-rmokanaza  (EC
32.139) u xuwrmraza (EC 3.2.1.14). B-1,3-
TIIIOKaHa3a, U3BECTHAsI KaK JIAMUHApHHA3a, TTOBBI-
11aeT yCTOWYMBOCTh PacTeHUil K TpHOHBIM MaTore-
Ham (Kirubakaran, Sakthivel, 2007). Otu 3H70-
TJIIOKaHA3bl  KaTAM3UPYIOT — THAPOIUTHYECKOE
pacuieruieaue (1,3)-p-D-rnroko3uaHbiXx cBs3el B
(1,3)-p-rmrokanax u AEHCTBYIOT B IIEPBYIO OYEPEIb
Ha TJIIOKaHbI, NPUCYTCTBYIOIIWE B KJIETOYHOU
crenke rpuboB. Oynkiun B-1,3-rimokanas cesiza-
HBI HE TOJILKO C UX aHTUMHKPOOHOH aKTHBHOCTBIO,
HO M C y4acTHUEM B PENPOIYKTUBHBIX IPOLECCAX Y
pactennii. Tak, -1,3-TJ1I0KaHa3bl JOKAJIU3YIOTCS B
Pa3VIUYHBIX OpraHax Ha pa3HbIX CTAAUAX Pa3BHTHUS
U PENpOYKLIUHU PACTEHUH, & IMEHHO, IPU MUKPO-
CHOpOreHe3e, MPOPACTaHUH MbUIBLBI, POCTE MbLUIb-
1EeBOH TPYOKH, Pa3BUTHHU TUIOJIOB U CO3PEBAHMH,
PasBUTHM CEMSH W IMPOPACTaHUH, COMATHYECKOM
sMmOpuorenese (Shi, 2006). Dra rpymnna OenkoB
TaKXe IKCIPECCUPYETCs] B PACTEHHSIX, YTOOBI MPO-
TUBOCTOATh  PSJly a0HMOTHYECKHX CTPECCOpPOB
(Balasubramanian et al., 2012).

XutunHassel, npuHajiexkanme Kk PR-3 rpynne
3alUTHBIX OEJIKOB, KaTaIM3UPYIOT THIPOIH3 [3-
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1,4-cszeit  monmMepa N-aeTWITTIOKO3aMHUHA,
Ha3bIBAEMOT0 XHTHHOM, KOTOPBIA SIBISETCS OC-
HOBHBIM KOMITOHEHTOM KJIETOYHBIX CTEHOK MHO-
rux rpuboB (Kasprzewska, 2003). B otnuuune ot
[IIOKaHAa3, KOTOPhIe IOMHMO AaHTHUIIATOTEHHOTO
addexra 06IaMAOT PAIOM JIPYTHX KU3HEHHO HE-
00X0AUMBIX (YHKLUH, XUTHHA3bl YYacTBYIOT B
OCHOBHOM B Pa3pyLICHUH KJIETOYHOH CTEHKH IpU-
00B, AEMOHCTPUPYS BBICOKYIO aHTHU(YHTAIBHYIO
AKTUBHOCTh B OTHOIICHHUHW OOIBIIOTO YKCia MaTo-
renoB (Gonzalez-Teuber, et al., 2010; Gupta et al.,
2013). Dkcmnpeccrst TeHOB, KOJUPYIOIIUX XUTHHA-
3y, CUUTaeTCs Ba)KHBIM MOJIEKYJISIPHO-
TeHETUYECKUM MEXaHU3MOM 3aIlUThl PACTCHUH OT
rpubHbIX matoreHos (Li, 2019).

AnbTepHATUBHBIM MEXaHHM3MOM, C IIOMO-
mpio0 Kotoporo oba PR-Oemka akTuBHpyOT 3a-
HIMTHBIC PEAKIMA B PACTCHUAX, CIY>KUT BBICBO-
Ooxnenue B-1,3-T0KaHa U XUTHHOBBIX OJIMTOCA-
XapuJ0B, KOTOPHIE B JaJbHEUIIIEM JIEUCTBYIOT KaK
snmucutopsl (Shi, 2006). DxcniepuMenTs! in Vitro
MPOJCMOHCTPUPOBAIM, YTO 3alIUTHBIC 3()(OEKTH
XuTUHA3 U (-1,3-TII0KaHa3 CUHEPTUYECKU YCHUIIH-

BalOTCA B TPUCYTCTBUU 00oWx (pepMeHTOB
(Gonzalez-Teuber et al., 2010).
Pesynprarhl HccreqoBaHUM MOKA3BIBAOT,

YTO B E€CTECTBEHHBIX YCIOBHSIX OINpesesieHHbIe
CTPECCOBBIE COCTOSIHMS, BO3HHUKAIOLINE I1OCIIE0-
BaTENbHO WIIM OJHOBPEMEHHO, MOTYT IOBBIIIATH
YCTOWYHMBOCTh PACTEHHH K JPYTUM aOMOTHYECKAM
unu ouotuueckuM crpeccopam (Foyer et al., 2016;
Hossain et al., 2018). Heckoibko OOIIMX CHTHATb-
HBIX KOMIIOHEHTOB, B ToM uucie ADK, pactu-
TEJIbHBIE TOPMOHBI U YYBCTBUTEIBHBIE K CTpECCy
TeHbl, aKTUBU3UPYIOTCS, YTOOBI 3ayCTHUTh MeXa-
HU3M TIEPEKPECTHOW TOJEPaHTHOCTH B OTBET Ha
CTPECCOBBIE BO3/CWUCTBUS OKPYKAIOIIEH Cpeabl
(Atkinson, Urwin, 2012; Lin et al., 2014). Iletns
o0paTHON CBs3M MEXIy Iepenadeil CHTHAJIOB
A®K n Ca®* MOKeT reHepHpoBaTh CaMOINOLIEP-
JKUBaIoONiica oTBeT Ha TerutoBod mok (THI) y
pacrenuii. [1oJ0OHO TAaTOreH-UHYIIUPOBAHHOMY
nytn passutus CIIY, Bo3melicTBHE KpaTKOBpe-
MeHHoro TIII nmoBeIIaeT yCTOWYMBOCTL PACTEHMM
K TUIEPTEpPMHUH ¥ BBI3BIBACT (POPMUPOBAHUE CU-
CTEMHOH MpuoOpeTeHHON akkauMaru3anuu (SAA)
(Suzuki et al., 2013). Ha ocHOBaHMHU 3THX H IpYy-
TUX WCCIIEZIOBaHWH Oblila TpeAsIo’keHa MOJEIb Tie-
pelladyu CTPECCOBBIX CUTHAJIOB ADK/Ca** B SAA-
pacrenusix (Gilroy et al., 2016). B atoit monenun
TII yBenuuuBaeT KOHIIEHTPAIUIO LUTO30JbHOIO
[Ca®*] u axruBupyer Ca’*-3aBHCHMbBIE TPOTEHHKH-
Ha3bl, KOTOpbIe (OCHOPUINPYIOT U AKTUBUPYIOT
nokanu3oBaHHble B MeMOpane HA JIOH-okcumasbt
(Rboh, K& 1.6.3.1) pacrenuii. 3aTeM aKTHBHUPO-
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BanHble RBOH renepupytror ADK Bo BHEkneTou-
HOM mpocTpaHcTBe; ADPK BoCIpHHUMAIOTCS CO-
CeHMMH KJIETKaMH, 3aIyCcKas HOBBIN payHH mepe-
naun Ca**-curmanos. B pesynsraTe 3amycka JaH-
HOTO MeXaHu3Ma OTBeT SAA pacrpocTpaHsIeTcs 1o

pacterussmM co ckopocthio 8,4 cm/mMuH (Gilroy et
al., 2016).

O06HapyXeHO, 4TO CTUMYJIaMH, TOOyKIaro-
IIMMH PACTeHUS] MEPEXOAUTh B MpaiiMHUpOBaHHOE
COCTOsIHUE, 00ecneynBarolee MOBBILICHUE YCTOMU-
YUBOCTH TIPH TATOTEHE3e, SIBIIIOTCA IIpeJIie-
CTBYIOIIME CTPECCHI, a TaKKe MPUPOAHBIC HIIH
CHUHTETHYECKHE XUMHAYECKHE COCAMHEHHUS
(Savvides et al., 2016). aTEpecHO, ITO OTHUM M3
TaKuX NPARMHUPYIOMHUX (PAKTOPOB SBISETCS II0-
BBIIIICHHAs TemriepaTtypa. [loka3ano, 4To mpu MHO-
TUX B3aUMOJEHUCTBHUSIX XO3SMH-NIATOI€H yCTOWYH-
BOCTh PACTEHUH W/WJIM BOCIPUUMYHUBOCTH 3aBHCUT
ot temmeparypsl (Kubienova et al., 2013; Lebeda
et al., 2014). TemoBoii cTpecc MOXKET U3MEHHUTDH
YPOBEHb DHIOTEHHOW KOHIIEHTPAITUH XUMHUYECKHIX
COCIIMHEHU, KOTOpBIC BIIOCIEICTBUU BIUSIOT Ha
YCTOMYMBOCTh U (MJIM) BOCHPUMMYHBOCTH pacTe-
HU K Bo30OymuTenro. B cBoro odepenb, TOPMOHBI
crpecca pactenuit 1 ADK Takxe BOBIECUYEHHBI B pe-
aKIMM pacTeHui Ha TerioBoit crpece (Larkindale,
Huang, 2005; Kotak et al. 2007; Clarke et al.,
2009). Takne coemuHeHUs Kak aOCIIN30Bas KHUCIIO-
ta (ABK), XK u CK, xak u3BeCTHO, JAEHCTBYIOT
Kak curHamsl TermmoBoro crpecca (Lopez-Delgado
et al., 2004). O6napyxeno, uro CK moxer mox-
JIEpKUBATh YCTOMYMBOCTH K TEIUIOBOMY CTpECCy y
pacTeHuid pa3NUYHBIX BHJOB U CIIOCOOCTBYET pas-
BUTHUIO MPUOOPETEHHOW CHCTEMHOW aKKIMMaTh3a-
uu (Larkindale et al., 2005; Wang et al., 2010) 3a
CYET yCWJICHUS] aHTUOKCHUIAHTHOH CHCTEMBI U TI0-
BBIIICHHUSI YPOBHS JKCIPECCHH OEIKOB TETIOBOTO
moka HSP70 u HSF (Snyman, Cronje, 2008; Khan
et al., 2013). Kpome TOro, BBISBJICHO 3HAYUTEIIb-
HOE€ TEPEKPHITHE CUTHAIBHBIX MyTe B OTBET Ha
MOBBIIIICHHYIO TEMIIEpaTypy ¥ OKHUCIUTEIbHBIN
ctpecc (Reddy et al. 2009). beuio obHapyxeHO
HaJIMYMe TPUYHHHO-CIIEJICTBEHHOW CBS3H MEXILy
cogepkanneM CK, OKHCIHUTENBHBIM CTPECCOM H
CHHTE30M AaHTHOKCHAAHTOB IOCJIE TEPMUYECKOH
00paboOTKM pacTeHHIA, YTO MOXKET UTPaTh BAXKHYIO
poJib B conpoTHBieHUM naToreHam (Schweizer et
al., 1995; Dat et al., 2000; Wiese et al., 2004;
Cingoz, Gurel, 2016). Tak, y BBICHIUX pacTECHHA
sk3oreHHble CK U MeTHinKacMoHAT He TOJBKO T0-
BBIIIAJIM YCTOWYMBOCTD K TEIUIOBOMY CTpeEcCy, HO
TaKXe YCHJIMBAJIU NPOTUBOBHPYCHYIO AKTUBHOCTD
(Calil, Fontes, 2017; Li et al., 2017; 2018a). Coor-
BETCTBEHHO, T'€HBI, CBA3aHHBIC C PEAKLUHUSIMH Tep-
MotoJiepanTHoctd U CIIY, umeroT mepekpsiBaro-
mecs narrepusl 3kcnpeccun (Clarke et al., 2004).
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[Toka3zaHo, 4TO B pacTeHUAX TOMAaTa TPAHCKPHITLHSI
reHoB PR-0enkoB, CBsI3aHHBIX C CAIMIIAIATOM, HH-
IynpoBajach HarpeBaHWEM W 3aIlyCKajach dBre-
HOJIOM B OTBET Ha 3apakeHHE BHPYCOM >KEITOU
kypuaBoctu (TYLCV) (Wang, Fan, 2014). Ilpaii-
MHUpPOBaHHOE COCTOsHWE, WHAyIHpoBanHoe CK,
BKIIIOYAJO  aKTHBALMIO  Kackaja  MUTOTCH-
aKTUBHpYEMBIX KHHa3, akTuBanuio NPR1 u yBe-
JMYeHHE KoJandecTBa TpaHcKpuToB PR-renos (Yi
et al., 2015). Coobmanoch 0 CHIDKCHHH WH(EKITH-
OHHOTO TIpOIlecca y pacTeHHH SUMEHsI U ToMara u
WHAYKIAN PE3UCTEHTHOCTH IIOCIIe TepMooOpabdoT-
KW, TIpU9eM HauOoJbIas aKTUBAIlUS CHTHAIBHBIX
nyteit ¢ yuactueM ADK u CK BbI3bIBasiachk UMEH-
HO KoMOuHHpoBaHHBIM ctpeccoM (Nozkova et al.,
2019).

Kak yxe oTmedanoch Bblll€, YCTOHYHBOCTD
pacTeHnii K OOJIe3HSIM MOXKET OBITh 00YCIIOBIIEHA
KaK KOHCTUTYTHBHBIMH, TaK U APYTHMH HHIYLHU-
poBaHHBIMM MexaHu3maMu. Hakoruienue PR-
OenKkoB sBNSETCS OMHUM W3 Hambollee pacIipo-
CTPAaHCHHBIX MapKepOB WHIYLUPOBAHHOW 3aIl[UTHI
pacrenuii. bonee Toro, U3BECTHO, YTO BO3ACHCTBUE
HEKOTOPBIX XUMHUYECKUX U (PU3HIECKUX (haKTOPOB
MOJET TPHUBOAUTH K CHIDKCHUIO TOBPEKICHUS,
BBI3BAHHOTO TPHOHOH WMH(QEKIHEH, 32 CUET MOBBI-
meHns ypoBHs dkciipeccun PR-6enkoB. Criegoa-
TEJIbHO, TOHMMAaHHE MOJIEKYJSIPHOTO MEXaHH3Ma
YCTOMYMBOCTH K OOJE3HSM, ONOCPEIOBAHHOTO
Oenkamu, cBa3aHHbIMH c martorene3oM (PR), u
NPaiiMUHIOM 3aIIUTHBIX PEAKLUIl IPH SK30T€HHBIX
BO3/ICHCTBHAX, MOXKET CO3/1aTh HAYYHBIC OCHOBEI
UL pa3paboOTKH HOBBIX MOJEKYISPHBIX WHCTPY-
MEHTOB OOpBhOBI ¢ OOJIE3HSAMH CEIIbCKOXO035i-
CTBEHHBIX PAaCTECHHI.

Llenpio paboTHI ABUJIOCH U3YyUCHHE BIIUSHUS
TIHI u 5K30reHHOro caJunuiata Ha 3KCIPECCHIO
TCHOB XWTWHA3bl M TIIOKaHa3bl, a TAKKE aKTHB-
HOCTHb (pepMeHTOB 3amuTHoro otBera (DAJl u
HAJI®H-okcunaspl) B MpOpOCTKax SUMEHsI, HH-
¢unmpoBanubix remutpodHBIM Tpudbom Bipolaris
sorokiniana, BeI3BIBarONIMM 3a00JIEBAHHE TEMHO-
Oypoil MATHUCTOCTBIO (T€JIBMUHTOCIIOPHO3).

METOJIUKA

OOBEKTOM HCCIIEIOBAHUS CITYXKWIH TIEPBEIC
JIUCThS TPOPOCTKOB sipoBoro siumenst (Hordeum
vulgare L.) 6enopycckoro copra MaryTHsl, BhIpa-
IIeHHbIC TIpu 16-yacoBoM (hoTomeproze Ha IMOJIH-
XPOMAaTUYECKOM oemom CBETY (120
MKMOHB'KBaHTOB'M_ZXC_l) pu TeMIIepaType
22/16°C (neHb/HOYB) Ha CHEIMAIBHBIX CETKaX Ha
cioe GUIBTPOBAIBLHON OyMaru, yBIQXHEHHOH BO-
JIOH.
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TII BeI3BIBanHM, MOMeNIas S-AHEBHBIE pac-
TeHus B Bo3AymHbid TepMoctaT TC-80M-2 Ha 3 u
mpu Temmeparype 40°C 1 MOCTOSHHOM OCBEIICHUN
(120 MxMomb-KBaHTOB'M 2xc). B ciyuae 3apa-
JKEHHBIX pacTeHuil kpatkoBpeMeHHbl TII co3pa-
BalIM cpa3y IIOCJI€ WHOKYJALUM HaroreHoM. B
ombiTax ¢ 3k3oreHHo CK 3eneHble 4-THEBHBIC
MPOPOCTKU STUMEHS 32 | CyTKM O WHOKYJISLIUH T1a-
TOTEHOM OINPBICKUBAIN BOAHBIM PacTBOPOM TIOp-
MoHa B KoHIenTpammu 10™ M. Muokynsauuio 3eme-
HBIX TPOPOCTKOB sYMEHs maroreHoM Bipolaris
sorokiniana (Sacc.) Shoem. ocCyIIecTBIsLIH MyTEM
ONPBICKUBAHUA S-THEBHBIX JIMCTHEB CIOPOBOM
B3BeChIO, comepxkamteit 10° crmop/mm u3 pacuera
5 mn/na pactenue. ['pud B. sorokiniana npensapu-
TEJIHO BBIPALIMBAIHN HAa KapTO(EeIbHO-TIIOKO3HOM
arap€ B TCUCHHUC JIBYX HCICJIb. KOHTpOJ'II)HI)Ie pac-
TEHUsI COOTBETCTBYIOIIETO BO3pacTta oOpabaThiBa-
Y UCTWUIAPOBAHHOW BOJOH. AHamu3 MpOpoOCT-
KOB IIPOBOJAMIIN Yepe3 72 4 Imocie Mocieanen 00-
pabotku (TL vnm HHOKYISAMH).

Okcnpeccrto renoB PR-2 u PR-3, xoaupy-
IOIUX KITFOUEBHIC aHTUIIATOTCHHBIE Oenku — (-1,3-
IJIIOKaHa3y M XUTHHa3y, COOTBETCTBEHHO, ONpere-
JISJTU € TIOMOILBIO TOJIMMEPAa3HOM LIEMHOM peaKIuu
B peasbHoM Bpemenu (IIL[P-PB), kak onucano B
pabote (Pebpuxos u ap., 2015). s onpenenenus
YPOBHS 3KCIIPECCHH 3aIUTHBIX T'€HOB U3 JIUCTHEB
SYMEHSI BBLACTSUIM  OOLIYI0 PUOOHYKIEHHOBYIO
kucinoty (PHK) ¢ momomsto pearenra TRItidyG™
(AppliChem, I'epmanus). das sroro 0,1 r pactu-
TEJIHHOTO MaTepuaia pacTHpaid B 1 Mi peareHra
TRItidy G™, BBIIEp)KUBAIN P KOMHATHOW TEM-
nepaType B T€4€HHE 5 MHH U LEHTPU(YTHPOBAIIH
10 mun npu 4°C n 12000 g. anee k cynepHaTaH-
Ty, comepxxamemy PHK, moGammsum 0,2 mi xio-
potdopma, TepeMeIMBAIH W UEHTPH(YTUPOBAIH
15 mun npu 4°C u 12000 g. Boanyio dasy, co-
nepxamyto PHK, nmpomsiBamu 0,5 mi uzompona-
HOJIa, TIepeMEIINBaIN U BbIAepkuBaIn 5-10 MuH
pY KOMHATHOM TeMIlepaType, 3aTeM LEeHTpU]y-
rupoBanu 10 mus npu 4°C u 12000 g. OGpaszo-
Bapmmiics ocamok PHK mpomemamm 1 mu 75%
9TaHOJA, MOJICYIINBAJIM IPU KOMHATHOMN TeMIlepa-
Type u pactBopsuin B 50 mxn DEPC-Bonbl, BbI-
nepxxuBamm 10 mua mpu 55-65°C. KommuecTBo
BoijienieHHo PHK omnpenensiiim mo morsomieHuto
npu 260 HM Ha cnekrpodoromerpe NanoDrop
2000c (Thermo Scientific, CIIIA). Crenensr 4u-
CTOTHI TOJYYE€HHBIX OOPAa3IOB OIEHHWBAJH IO CO-
OTHOIIEHUIO Ajs0/Ajzgo (TAHHBIH IMOKa3aTENb HOJI-
skeH ObITh Oombiie 1,7) (Jomanckast u ap., 2011).
Hns nonyuenns k/IHK na marpune PHK ucnosns-
30BaJIM peaKkUio 0OpaTHON TPAHCKPHUILUHU C NpHU-
MEHEHHEM OOpaTHOM TPaHCKPHUINTAa3bl BUPYCa MbI-
muHoM neikemun Mononn. Cunte3 k/IHK nposo-
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JOUIIN C HCII0JIBb30BAaHUEM
ProtoScriptlIReverseTranscriptase (BioLabs,
CIOA) B ammmmdukarope MIMini (Bio-Rad,

CIIA). Hnsa storo k 1 mrn 10-X peakiiMOHHOTO
oydepa ¢ MgCl, s DNase 1 go6asmsmu 1 MK
po0s1, 5,8 Mk DEPC-Bogsr, 1 mxm DNase 1 (1
en/mMkn) u uakyouposanu 30 muH npu 37°C. 3atem
nobasmsin 1 mxn 25 MM EDTA u nnkyOGupoBanu
B teuenne 10 mua mpm 65°C. Jlamee TOTOBHIHM
CMeCh, COCTOSIIYI0 M3 CIEIYIOIIUX PEarcHToB: 2
Mka1  RandomPrimerMix (60 ™mkM), 4 wMxn
5XProtoScriptllbuffer, 2 mxm 0,1 MDTT, 1 mxn
ProtoScriptIIRT (200 em/mxmn), 1 mxax 10 MM
nHT®, 0,2 mxn RNaselnhibitor (40 en/mxn). 3a-
TeM B KaKAylo mpody ao6asmsuu mo 10,2 MK mo-
JYy4eHHOH CMeCH W HHKYyOMpOBaIM MOCIEI0Ba-
tenbHO: 5 MuH npu 25°C, 60 mun npu 42°C, 10
muH npu 70°C u 5 mun npu 10°C. IlomydeHnnyio
k/IHK xpanunu B MOpPO3WIBHON Kamepe HpH —
20°C. Pacyer m nu3aiiH mpaiiMepoB i OETKOB
XUTUHA3BI U B -1,3-TiroKaHas3bl MPOBOJMIIN CaMo-
crosTenbHO B nporpamme Vector NTI, ucnonesys
nocneaoBaTenbHocTH KioruposanHoit JIHK u 6a-
3y manHbix Nucleotide (NCBI). [ns renor B-1,3-
TJIIOKaHa3bl U XUTHHA3bl OBUTH MOJ00paHbI ClEay-
IOLKME OJINTOHYKJICOTUAHBIE NpaiiMephl ¢ MPsIMOM
(F) u obpatnoii (R) nocnenoBarensHocThIO: F — 5

CGCCATGTTCAACGAGAACC3 m R - %
ACTTGTCCGGGTTGAAGAGC3" mgma fB-1,3-
TJIFOKAaHa3El; F-5'
CCAATGGGGCTACTGCTTCA3! u R-5'

TGGGTCCCCGTCCATAGTAG3' gna rena xu-
TuHa3bl. [IpaiiMepsl s reHa-HopManusatopa 18S
rRNA (F-ATGATAACTCGACGGATCGC u R-
CTTGGATGTGGTAGCCGTTT) Obutu B3STH U3
pabotel (Jomanckas u np., 2011). Onuronykieo-
TU/IHBIE TIpaiiMepbl ObUTM CHHTE3UpOBaHbl B H-
CTUTyTe OHMOPU3NKH W KIETOYHOW WHKEHEPUH
HAH benapycu u OOO «AptbuoTex» (MuHck,
benapycs).

Peaknmonnas cmecs mirsa TP (10 mxi) co-
nepxkana: 1 mxn k/IHK, 10 nmonp kaxxgoro mpai-
Mepa, 4 MKII 2,5X peakIIMOHHOW CMEeCH ISl TPOBe-
nenus [1LP-PB B npucyrctBun EVA Green (Cun-
toi, Poccust) u 5 mxn DEPC-Bongr. [1L[P-PB mpo-
BOIWIN C WCIIOJb30BaHUEM Tepmorukiepa C1000
Touch Thermal Cycler ¢ onTHYecKHM peakIUOH-
HeIM MoxyiteM CFX96 (Bio-Rad, CIIIA) B ciemy-
IONIMX YCIIOBHSX: INpEIBapUTEIIbHAS JICHATYPAIHSI
mpu 95°C — 5 mun; miasiaenue mpu 95°C — 15 ¢;
omxur npu 55-65°C — 45 c. KonuuecTBo LUKIOB
amrmudukanuy — 40. O6pabOoTKy MOyYeHHBIX pe-
3yJIbTaTOB MPOBOIMIHN B porpamme Bio-Rad CFX
Maestro. YpoBeHb 3KCIpecCU T€HOB ONpeAEIsTI
B OTHOCUTENBHBIX EIUHULAX, HOPMHUPYS €ro o
JKcTpeccuu reHa-HopMaimzatopa 18S rRNA.

71

AxtuBnocts HAJI®H-okxcuaassl onpenens-
mn o okuciennto HAJI®OH (Pinton, 1994). Jlu-
cthsa pactenmid (1 T) pactupamu B 8 mur 50 MM
HEPES-6ydepa u uentpudyruposanu 10 Mmun npu
7000 o6/mMuH. K peakmmoHHON cMecH, COCTOSIIeH
u3 0,8 mi peakimonnoro 6ydepa (50 MM HEPES-
KOH (pH 7,8), 0,1 mM DATA u 1 mxkM KCN),
no6asisin 0,2 M poObl U pebIHKYOupoBany 1
muH nipu 30°C. Peaknwrio WHHUIIMHPOBAIN TOOAB-
neaneM 110 mxM HAJI®H, ckopocTh OKHCICHHS
KOTOPOTO PETUCTPUPOBAIM Ha CHEKTpodoTOoMeTpe
«ShimadzuUV-2401»(Slmoxusi) 1o yMeHBIICHUIO
ancopOruu pu 340 M B TeueHue 5 mwuH. s
pacyeToB HCIOIL30BATH KO3(PPUIMEHT IKCTUHK-
oyu 6,22 MM ™t-em™.

AxtuHOCTh DAJI ompenensuin o oOpazo-
BaHUIO KOPUYHOH KHCIOTHI U3 L-(heHmnananuna.
HaBecky 3aMOpOXEHHOTO B JKUAKOM a30T€ pacTH-
TenpHOro Marepuana (1 r) TOMOreHHU3UpOBaIU Ha
xonone B 0,1 M Goparnom Oydepe (10 mur), pH
8.8, comepxkamieM 5 MM DJITA u 3 MM nutuotpe-
uTONa ¢ J00aBlICHHEM MOJIMBUHWIMUPPOINAIOHA
(mommmknap AT, 25 % ot Beca celpoii Tkanu). ['o-
MOTeHaT (QUIbTPOBANH W TEeHTpU(yrupoBamn 20
MuH npu 25000 g u 4°C. CynepHaTaHT HUCIONb30-
BaNM Ui OMpENENICHUS YAENbHOW aKTUBHOCTH
¢depmenrta. M3MepeHHne ONTHYECKOH TUIOTHOCTH
MPOBOAMIHN Ha cniekTpodoromerpe Shimadzu UV-
2401 PC (Shimadzu, AnoHust) npu AJMHE BOJHEI
290 uM. AxtuBHOCcTh DAJI BhBIpaxkamu B
HMOJTb MI * Geska-u - (OneHndeHKo u ap., 2008).

Copnepxanue 0enka B npobax U3MEpSIIH 110
metony Jloypu (Lowry et al., 1951).

Bce skcniepuMeHThl IPOBOAMIN B 3 OHOJIO-
TUYECKHX M 3 aHATUTUYECKHUX MOBTOPHOCTX. Cra-
TUCTHYECKYI0 00pabOTKy 9SKCIIEpUMEHTaIbHBIX
JAHHBIX TPOBOJWMIN C TIOMOIIBIO TPOTPaMMBI
Excel 2010 (Microsoft, CIIIA), ANOVA. Ouenn-
BaIM CPEJHIOI CTAHIAPTHYIO OIIMOKY CpEIHEro
apupmerryeckoro. C nomompto t-xputepust Ctb-
I0JICHTA OIpe/eNicHa JOCTOBEPHOCTh Pa3IHUMit
MEXIy HCCIeIyeMBbIMH BapuaHTaMH IIPH YPOBHE
JIOBepUTENbHOM BepostHocTh P < 0,05.

PE3YJIBTATBHI U OBCYXKJIAEHUE

AHanmu3 S3KCHpecCUM TeHa, KOAMPYIOLIEro
aHTHIIATOTeHHBIH Oenok [B-1,3-rimrokanasy, moka-
3aJI HaJIMYMe aMILTMKOHOB rera PR-2 (glu) Bo Becex
W3y4YCHHBIX BapUaHTax, B TOM YHCJIE B KOHTPOJIb-
HOM (puc. 1). OgHako, ecnu y 3apakeHHBIX pacTe-
HUH Ha 3-U CyTKM NOCJIE HHOKYJISIIMU aKTUBHOCTD
skcnpeccun reHa [-1,3-rimokaHa3el MpeBbILIAA
KOHTpOJIb TObKO Ha 50%, To HanbosbIIee yBEIH-
YeHHE YHUClia aMIUIMKOHOB JIAaHHOTO I'eHa B CpaB-
HEHMU C KOHTpOJeM Obulo OOHapy>KeHO B pacte-
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Puc. 1. JDxcnpeccusi reHoB B-1,3-raokana3sl (glu) u xutuHazpl (cht2) B 8-1HeBHBIX mMpopocTKax
sumensi: K — kourpoas, B.S. — B. sorokiniana, TII-tenaoBoii mok (40°C, 3 1), CK — canuuuioBas

kucaora (10 M).

Paznuuns mo cpaBHEHHIO ¢ KOHTpoJieM goctoBepHbl mpu P < 0,05 (* — mus rena glu, ** — s rena cht2).
[Fig. 1. Expression of B-1,3-glucanase (glu) and chitinase (cht2) genes in 8-days-old barley seedlings: K-
control, B. S. — B. sorokiniana, HS (TIH) — heat shock (40°C, 3 h), SA (CK) — salicylic acid (10 M).
Comparison with the control are significant at P < 0.05 (* — for gene glu , ** — for gene cht2)].

Husx nocie TII xak 3mopoBwix (B 25 pa3), Tak u
MHQHUIMPOBaHHBIX 00pa3ioB (B 29 pa3). Cnenosa-
TeNbHO, cofepkanue PR-0enkoB B pacTeHHsX sU-
MEHsI YBEJIMUMBACTCSA HE TOJIBKO MOJ BO3IEHCTBU-
eM rpubHoi nHdpexkuuu, Ho u npu THI. Dk3oren-
Has CK yBennumBalia ypoBEHb SKCIIPECCHU TeHa
PR-2 B 6-7 pa3 kak B MHQUIMPOBAHHBIX, TAK U B
3]I0POBBIX JINCTHAX TUMEHS.

Pesynprarer I11[P-ananm3a (puc. 1) mokaza-
JM, Y9TO yPOBEHb JKCIPECCHU TeHa Chi2, komupy-
rolero xutuHasy Il kiacca, B JIMCTBAX IPOPOCTKOB
SYMEHSI M3MCEHSUICS aHaJIOTHYHO M3MEHEHHIO KO-
JMYEeCTBa aMIUIMKOHOB reHa [-1,3-rmiokaHa3el BO
BCEX OMBITHBIX BapHaHTaX, YTO ellle pa3 MoJTBep-
JKTaeT CHHEPTH3M (QYHKIMOHHPOBAHUS 3THX JBYX
AQHTHUIIATOT€HHBIX T'€HOB. BinsHue Ha 3KCIpeccHro
rena chi2 mpensapurensHoro TILI Tarke ObuIO
OueBHIHBIM. [IpU 3TOM YCHIIEHHE 3KCIIPECCHH
M3yYEHHBIX T'€HOB B MH(HUIMPOBAHHBIX MPOPOCT-
kax stumeHs mocie TIL HamHOro mpeBBImIaNo Ta-
KOBO€ Yy WH(HIIMPOBAHHBIX PACTEHUI 0e3 Ternio-
BOTO CTpecca, 4TO YKa3blBaeT Ha ydacThe O0OMX
(akTOpOB B IeHEpALlUM 3alIUTHOTO OTBETAa. DK30-
rerHas CK BbI3bIBaa yBeJIMYeHUE IKCIIPECCUH Te-
Ha Chi2 10 cpaBHEHHIO C KOHTpOJEM, IPHYEM B
MHQHUIMPOBAHHBIX MPOPOCTKax Habmoganock 6o-
Jiee CHJIbHOE YBEIMYECHHE aMIUTUKOHOB T'€HA XUTHU-
Ha3bl 10 CPABHEHHIO cO 3710poBbIMU. Crenmyer oT-
METHUTb, YTO B OTHOLICHUH T'€HOB, KOAUPYIOIINX
[IIOKaHa3y, Takas 3aBUCHUMOCTH He Oblia OOHapy-
KEHa.
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Panee 6bu10 IOKa3aHo, uTO comepkanue PR-
OCJIKOB B PAaCTUTENBbHBIX KJIETKAX YBEINYMBACTCS
HE TOJIBKO IO/ BO3/ICHCTBHEM OMOTHYECKUX, HO H
abuoThyeckux (PaKTOPOB BHEIIHEH Cpepl, 4TO
MOJKET BBI3bIBATh HEPEKPECTHYIO aJaNTalLUI0 pac-
TeHUH K pa3HbIM Tumnam crpecca (Kuwabara et al.,
2002). CpaBHUTENbHBIA aHATU3 HAIIUX PE3yibTa-
TOB CBHUJETEIBCTBYET 00 OAMHAKOBOM HaIlpaBJICH-
HOCTH, HO Pa3HOM KOJIMYECTBEHHOM IMPOSBICHUU
nevicteus TI u CK Ha skcnpeccuro reHos f-1,3-
IJIIOKaHa3bl M XWUTHHA3bI, NPUYEM MNOTEHIHPYIO-
it 3¢ dext T Ha sKCTIpEeccHio BYX TE€HOB OBLIT
cymiecTBeHHO BbImie, yeMm jaeiictBue CK wimm wH-
¢unupoBaHNe NAToreHoM. TemnoBas WHIYKIHA
sKcnpeccuu reHoB PR-0enkoB ykaspiBaeT Ha OHO-
XUMUYECKUN IYTh 3alUThl PACTEHUMH, BEPOSTHO,
cemanublii ¢ Ca’’-omocpenoBaHHOi mepeaueit
CUTHAJIOB ITyTEM M3MEHEHHS €ro KOHLEHTpPAluu B
KJIETKaX COBMECTHO C APYTMMH MOJIEKyJIaMH, Ta-
kumu kak H,O,, TeHepupyeMblii C ydacTuem
HAJI®H-okcunaze, u CK (Ma et al., 2009).
MosHo npeanonoxuts, yro TII BeI3bIBaeT riy-
0OKHe M B3aWMOCBSI3aHHBIE M3MEHEHHS B «HOP-
MaJIBHOW» (PU3HOJIOTUHU PACTEHUH, TIOBBILIAS TOJE-
PaHTHOCTb K APYTUM CTpeccopaM, B 4aCTHOCTH, K
uHuIMpoBanuto ¢uromnaroreaoM. OnHaKO HE0O-
XOJMMBI JTOTIOTHUTENNbHbIE UCCIIEIOBAaHUS, YTOOBI
IuddepeHInpoBaTh MEXaHU3MBI, Ojarojapsi Ko-
topeiM THI Bimsier Ha cuHTE3 H3ydeHHBIX PR-
0eJIKOB.
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Puc. 2. AktuBHocth pepmenTa HAJIOH-okcuaaspl B 8-1HeBHbIX NPOpocTKax siuMeHsi: K — KoHT-
poan, B.S. — B. sorokiniana, TII — TemyoBoii mok (40°C, 3 u), CK — canuuujioBas KHCJI0OTa

(10 M).

* — pa3nmu4HA MO0 CPAaBHEHHIO ¢ KOHTpoJeM ocTtoBepHs mpu P < 0,05.
[Fig. 2. The activity of NADPH-oxidase in 8-days-old barley seedlings: K — control, B.S. — B. sorokiniana, HS
(TI) — heat shock (40°C, 3 h), SA (CK) — salicylic acid (10 M).

— differences in comparison with the control are significant at p < 0.05.]

W3BecTHO, UTO pa3BUTHE MATOTEHA U THUIIEP-
TEpPMHUSI MOTYT HapyllaThb T'OMEOCTATHUYECKHi Oa-
JIAaHC B pacTeHHWH, BbI3bIBas HakoruieHue ADK B
amorutacte (Awasthi et al., 2015; Carmo et al.,
2017). IlpunsaTo cuutath, uTo oOpazoBanue ADK
aKTUBHPYET 3alllUTHBbIE PEaKIUU pacTeHHH, a (u-
TOIOPMOHBI — ATO LEHTPAIbHBIA Y3€J, KOTOPBII
CBSI3BIBAET, WHTETPUPYET U MEPENpOrpaMMHPYET
MHOKeCTBeHHbIe peakiuu npu crpecce (Golldack
etal., 2014; Gilroy et al., 2016).

CornacHo muteparypHbiM JaHHBIM, ADK,
3aBHCHMBIE OT TOMOJIOTa OKCHJIa3bl Pecrrparop-
Horo B3pbiBa (HAJI®H-okcmmasel), MOTYyT akTH-
BHPOBATHCS TEIUIOBBIM CTPECCOM M BIIOCIIEICTBUU
JIECTBOBATh KaK CHTHAJbl Ha OOJBIIME PaccTosi-
HUs Tpu matoreHHoW arake (Suzuki, Katano,
2018). B Hammx uccieaoBaHUAX 00HAPYKEHO, YTO
B 8-JIHEBHBIX 3JI0POBBIX PACTCHHSIX SYMEHS AKTHB-
HOCTh  ¢epmeHTa cocrasmwia 0,512  mxM
HAA®H/(mkr 6enka-c). eticteue TII u CK BEI-
3pIBJIO  yBenmwdeHwe — akTuBHOCTH ~ HAJIDH-
OKCHJa3bl OTHOCUTENIEHO KOHTpoyst Ha 37 1 16%
COOTBETCTBEHHO (puc. 2). B To ke Bpems, B uH(pU-
[IUPOBAHHBIX JIUCTBSIX TIIOBBIIICHHE aKTHBHOCTH
HAJI®H-okcuaaser coctaBmio Toibko 14% 1o
cpaBHEHHUIO ¢ KoHTpoJsieM. [Ipu atom B nHUIIMPO-
BaHHBIX JUCTBIX aAerictBue TII wm camummnara
MIPUBOIMIIO K aKTUBAIMK JTaHHOTO (hepMeHTa Ha 34
u 73% cooTBeTcTBeHHO. [lomyueHHbBIE pe3yabTaThl
MO3BOJIAIIOT CAENAaTh 3aKIIOYEHHE O TOM, 4YTO
npaiimupytonire 3¢dexrer TII u CK nmeror 06-
A MEXaHU3M, OIOCPEIOBAHHBIA aKTUBAIMEN
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HAJI®H-okcumaspl, 9T0, MO-BHAUMOMY, CHOCO0-
CTBYET Pa3BUTUIO 3AIIUTHBIX PEAKIM B pacTCHU-
X, MHUIUPOBaHHBIX rpudoM B. sorokiniana.

B nutepatype wumeroTcs CBeNEHUS, UYTO
A®K moryT y4acTBOBaTh B paHHEM OTBETE Ha T'H-
MEPTEPMUI0 U (PYHKIIMOHUPOBATH KaK MEpBUYHBIC
CUTHAJIbHBIE MOJICKYJIBI, UTPasi KpUTHYECKYIO POITh
B PETYJSIIINN TEPMOTOJIEPAHTHOCTH PACTEHUN U B
nanpHeimeM B passutun CIIY (Choudhury et al.,
2017). Kak noka3pIBalOT HAlll JaHHBIE, TEPMOHH-
IyKIIAS HapaBHE C SK30TCHHBIM CAIUIIUAIATOM aK-
tuupyetr HAJIOH-okcumasy, T0KaIu30BaHHYIO B
TIa3MaTHYecKo MeMmOpaHe. MOXKHO TPeIoso-
KUTh, YTO dTa AKTUBAIMS YBEIWYUBACT MPOIYK-
IUIO B amoruiactTudeckoM npocrpanctse ADPK, ko-
TOpBIE 3aTeM UMIIOPTHPYIOTCS B KIIETKY Yepe3 aK-
BallOPUHBI U YYaCTBYIOT B KJIETOYHBIX PEAKITUIX,
BBI3BIBAS YBEJIMYEHUE COJCPKAHMS DHIAOTEHHOTO
caJuIUIaTa, YYacTBYIOIIETO B MEXaHHU3MaX pery-
TSy dKcnpeccuu reHoB PR 3amutel (Bienert et
al., 2007; Tsai et al., 2019).

Kax oTmeuanocs paHee, peryisanus OTBETOB
Ha THI MoOXeT NpOUCXOAUTh YEpe3 CUTHAJIBHBII
myTh ¢ ydactueM CK, KOTOpBIH 3aBHCHT OT YpOB-
Heit ADK (Zhao et al., 2018). Ects cBenenus o
tom, uro CK mraynupyer Hakoruienue H,O,, Tem
caMbIM yCHIIMBasi okuciuTenbHbii ctpecc (Chao et
al., 2010), a nosermenue coxepxanus H,0,, B
CBOIO O4Yepe]lb, MOXKET TPUBOJAHUTH K OHMOCHHTE3Y
CK (Vlot et al., 2017). Korna CK u H,0, Hakar-
JIUBAIOTCS 10 ONPEAEICHHOIO YPOBHS, JIOKaJIbHAs
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[Fig. 3. PAL activity in 8-days-old barley seedlings: K — control, B. S. — B. sorokiniana, HS (TII) — heat

shock (40°C, 3 h), SA (CK) — salicylic acid (10 M).

— differences in comparison with the control are significant at P < 0.05.]

sKcrpeccus TeHOB PR-0enkoB Tak:ke MOXKET BO3-
pactatb (Devadas, Raina, 2002; Jin et al al., 2017).
Takum o6pazom, TII yepes crumysnsiuo 00paszo-
Banust ADK BbI3bIBaCT yBENIMUEHHE SHIAOTCHHOTO
conepkanusi CK, 9To NMPUBOIUT K TOBBIMIEHUIO
OKCIIPECCHUU 3alllUTHBIX TCHOB IIPHU IATOI'CHE3EC
(Larkindale et al., 2005; Wang et al., 2010; Khan
etal., 2013; Tsai et al., 2019).

Ha mpumepe psima pacteHuil moka3aHo yBe-
jnyeHne cBobomuoi sHporeHHor CK B kieTkax
pactenuii ipu aeiicrBun runeprepmun (Guo et al.,
2020; Wang et al., 2020). YBenuueHnue cojaepka-
Hust cBoboaHON CK compoBoxkmanock BO3pacTaHu-
em aktuBHocTH DAJI, koTOpas sABiseTcs GhepMeH-
TOM, JUMHUTHPYIOUIMM cKopocTh cuHTe3a CK Ha
nepBoM ero 3tarne (Ban u ap., 2005). IloBbimenue
aktuBHOocTH DAJI paccmaTpuBaeTcs Kak OAUH U3
MEXaHU3MOB (POPMHPOBAHUS YCTOHYHMBOCTH pac-
TeHui k narorenam (Wang et al., 2019). H3BectHo,
YTO aOMOTHYECKUE CTPECCOPHI TaKKE aKTUBUPYIOT
KJIETOUYHBIH CUTHAJIBHBIN MPOLECC, YTO MPUBOJIUT K
YCUJICHUIO TPAHCKPHUIIIUH T€HOB (DEHUIIIPOINAHO-
UIHOTO IyTH, KOTOPBIA MPEJCTABIACT COOOU Iie-
PEKPECTHBII OTBET Ha JISHCTBHE Pa3HBIX (PaKTOPOB
okpyxaromeii cpenbl (Sharma et al., 2019; Wang
etal., 2019).

Hamm nccnenoBanns nmokasaiy yBeJIHMUEeHUE
akTuBHOCTH (DAJI B 8-AHEBHBIX IPOPOCTKAaX s4-
MEHs Kak 1oJ JAeicTBHeM Ouotmueckoro (rpud
B. sorokiniana), rak u abuotnueckoro (TII, 40°C,
3 4) ¢akropoB (puc. 3), mpuueM HanOOJee UHTCH-
CHBHO — TOCJIE KPaTKOBPEMEHHOW THIIEPTEPMHUH B
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WHQHULUMPOBAHHBIX pPAcTEHHUSX. Tak, B KOHTPOJIb-
HOM BapuaHTe akTHBHOCTh DAJl cocrasmma 22,9
HMOJIB/(MT Oenkaxy). B pesynbrare TerioBoi 00-
paboTKH aKTHUBHOCTH ()epMeHTa B MH(UIMPOBAH-
HBIX PACTEHUSAX Bo3pocia Ha 36% 10 CpaBHEHUIO C
KoHTposieM U Ha 12-17% mnpeBblmana TakoBbIe TO-
Ka3aTeld, MOJy4YeHHbIE B BapHaHTaX C TPUOHBIM
3apaxkenneM wuiu nocie TII. HanGonee 3Haunmoe
noBeiierne  aktuBHoctn DAJI (B 1,4 paza)
Ha0JII0/IAJIOCH TI0CIIe TPUMEHeHus dk30renHon CK,
MPEIIECTBYIOIIET0 TPUOHOMY 3apaxkeHuio. [loiy-
YCHHBIC JIaHHbIE CBUIETEILCTBYIOT O CHHEPrU3Me
nevicteust T u rpubHOTO 3apaXkeHus], a TaKXKe K-
30T€HHOTO CAIHIUIIATa U TPUOHOTO 3apaKeHHs Ha
akTUBHOCTh DAJI B pacTeHUAX STUMEHS.

OguuM W3 TMyTed MOBBIIIICHUS aKTUBHOCTH
®AJl B nHQUIMPOBAHHBIX (PUTONATOTEHOM pacTe-
HUSAX MOXET OBITh BJIIMSHUE THIEPTEPMUU HA TIO-
CTTPAaHCKPHUIIIMOHHYIO  PETYJISIHI0, TO3BOJISIO-
IIYI0 pacTeHHMAM TOYHO HAcTpamBaTh 3KCIPECCHIO
CBOMX I'€HOB Ha BHENIHME pazapaxkutenu. Hccie-
JIOBaHHUSI HEKOTOPBIX TPAHCKPUIITOB T'€HOB, KOIH-
pyromux Oenku Terwtooro moka (BTIH), mokaza-
nu, uyro nonuaneHuwinpoanue MPHK Moxert cro-
cobcTBOBaTh Oojiee OBICTPON peaKIuM Ha TETUIo-
BOW CTpecc y KMBOTHBIX M pactenuit (Wu et al.,
2020). HakaruimBaercst Bce OOMbIIe MAaHHBIX, II0-
Kas3BIBAIOIINX, uTO TeHsl hSp, xomupyromme BTIIT,
BaXHBI Ui HOPMAIBHOTO DPAa3BUTHS PACTCHHU.
IToxazano, yto BTII npenoTBpamaroT arperanuio
0enkoB n obecneunBarOT pedOANHT AEHATYPUPO-
BaHHBIX MOJICKYJ, y4acTBYsl TaKUM oOpa3oM B pe-
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TYJSIUA aKTUBHOCTH (JEPMEHTOB, B TOM YHUCIIEC, U
¢depmentoB ¢ermmnponanougnoro nyta (Kim,
Hwang, 2015). Kpome Toro, 6pu10 TpOAEMOHCTPH-
pPOBaHO, 4YTO MpaiMUPOBAHWE PACTEHUI ToMara
(Solanum lycopersicum) wu orypua (Cucumis
sativus) sksorennoit CK CHmKaeT HOBpEXIEHHE
pacTeHHid MpH TETJIOBOM CTpEcce 3a CUET MOBBI-
mieHus: ypoBHsi dkcnpeccun reHoB hsp70 u hsf
(Snyman, Cronje, 2008), uTo TakXe KOCBEHHO yKa-
3BIBAET Ha CYIIECTBOBAHHE TMEPEKPECTHHIX CBS3EH
mexay BTHI u Merabonm3Mom (eHUIIIPONIaHOH-
JIOB.
**k*x

[Tony4eHHbIE PE3yNbTaThl CBUACTENBCTBYIOT
0 TOM, 4YTO 3aLIUTHBIA OTBET PACTEHUMN STUMEHS HA
rpubHyr0  uHGEKIHIO, Bb3BaHHYIO  Bipolaris
sorokiniana, peammsyercs ¢ yuactmem HAJIDH-
okcuaassl 1 @AJI v IpUBOIUT K aKTUBAIIMH TCHOB
nByx PR-6enxoB (B-1,3- rimokaHas3sl B XUTHHA3EI).
OTH OTBETHBIE pPEaKUUHU MOAYJIUPYIOTCS KpaTKo-
BPEMEHHON T'MIIEPTEPMUEN M SK30TNCHHBIM Caju-
OUJIATOM IIyTeM Heclenu()UIecKux IepecTpoeK
KJIeTouHoro Merabonusma. B pesymbrate mpowc-
XOJIHT YCUJIGHHUE 3aIUTHOTO OTBETA 3a CUET BKJIIO-
YEeHUS] CUTHAJIBHBIX MyTEH uepe3 CTUMYJISIHIO 00-
pazoBanus ADK c yuactuem HAJIOH-okcuaasel u
yBenuueHus dHporeHHoro conepskanus CK, omo-
cpenoBanHoro aktuBanued DAJI, yto B urore
NPUBOJIUT K TOBBIIICHUIO SKCIPECCHH 3aLIUTHBIX
reHoB, kogupyromux PR-6emku (B-1,3- rmokanasy
W XUTHHA3y), KOTOPbIE TOPMO3ST Pa3BUTHE MaTO-
rera. Takum o6pazom, THI (40°C, 3 4) u 06paboT-
Ky sk3orenHoit CK (10 M) moxHO paccmarpu-
BaTh B KauecTBe MpPaWMHUPYIONIHX (aKTOPOB, HH-
JYUUPYIOUIMX 3allIUTHBIM OTBET PACTEHHUM STUMEHA
IpY FeIbMUHTOCIIOPHO3€, U 00JIAAI0NINX Onpeie-
JICHHBIM CHHEPIM3MOM JICHCTBHS B 3allycKe 3a-
HIMTHBIX PEaKIyid, HO MPH 3TOM OTIUYAIOIIUXCS
Pa3HON aMIUIUTYIOU NEHCTBUSL.
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EFFECT OF HYPERTHERMIA AND EXOGENOUS SALICYLIC ACID ON
EXPRESSION OF PR-PROTEIN GENES (B -1,3-GLUCANASE, CHITINASE) AND
ACTIVITY OF ENZYMES OF PROTECTIVE RESPONSE IN BARLEY PLANTS
UNDER HELMINTHOSPORIOSIS

L. V. Pashkevich, T. G. Kuryanchik, L. F. Kabashnikova

Institute of Biophysics and Cell Engineering
of the National Academy of Sciences of Belarus
(Minsk, Belarus)

E-mail: ljubi.k87@gmail.com

The effect of short-term hyperthermia (40°C, 3 h) and exogenous salicylic acid (SA, 10™ M) on the
expression of genes of two hydrolases: -1,3-glucanase (EC 3.2.1.39) and chitinase (EC 3.2.1.14),
related to proteins of protective response, in seedlings of spring barley infected with the hemibi-
otrophic fungus Bipolaris sorokiniana (Sacc.) Schoem. was studied. It was found that the response
of barley plants to two types of treatment included an increase in the expression of f-1,3-glucanase
and chitinase genes in 72 h after inoculation with the pathogen and exceeded the indices of their
transcriptional activity in infected plants without processing. Under these conditions, an increase in
the activity of other components of plant defense response during pathogenesis was also observed,
namely, membrane NADPH oxidase (Rboh, EC 1.6.3.1) and L-phenylalanine ammonia-lyase (PAL,
EC 4.1.3.5). Thus, heat treatment, as well as exogenous salicylate, can be considered as inducers of
a protective mechanism that increases plant resistance to fungal infection by activation the expres-
sion of genes of B-1,3-glucanase and chitinase and increasing the activity of protective proteins
(NADPH oxidase and PAL).

Key words: Hordeum vulgare, Bipolaris sorokiniana, salicylic acid, hyperthermia, [-1,3-
glucanase, chitinase, L-phenylalanine ammonialyase, NADPH oxidase, reactive oxy-
gen species

BIIJIUB I'IITEPTEPMII TA EK30I'EHHOI CAJIIIIAJIOBOI KUCJIOTH
HA EKCIPECIIO TEHIB PR-BLIKIB (8-1,3-TJIOKAHA3HU, XITUHA3H)
I AKTUBHICTH ®EPMEHTIB 3AXVCHOI BIIITOBLI Y POCJIMH SYMEHIO
IPU T'EJbMIHTOCIIOPIO3I

JI. B. ITamkeBuy, T. I'. Kyp’sauuk, JI. @. Kabamnukosa

ITuemumym biogizuxu i KiimunHoi indiceHepil
Hayionanvnoi akademii nayx binopyci
(Mincok, binopycv)

E-mail: ljubi.k87@gmail.com

BuBueno BB KopoTkodacHOi rineptepmii (40°C, 3 ron) i ek3orenHoi camimmioBoi kuciotu (CK,
10" M) ma excmpecio remis mBox riapomas: B-1,3-rmoxanasu (K® 3.2.1.39) i xirunasu (KD
3.2.1.14 ), mo Hanexath A0 OUIKIB 3aXHCHOI BiAINOBiAi, B iHQIKOBAaHHX TeMiOiOTpOoGHUM TpUOOM
Bipolaris sorokiniana (Sacc.) Schoem. y mpopocTtkax siporo s4MeHro. BcraHoBIeHO, 110 BiAMOBigh
POCIIMH SYMEHIO Ha J1Ba BUJM BIUIMBY BHSIBJISIACS y 30UblIeHHI ekcrpecii reHiB f-1,3-rimokanasu i
XiTHHa3W 9epe3 72 Tof Micis iHOKYJALIl MaTOreHOM 1 epeBHUIlyBaia MOKA3HUKH X TPaHCKPHUIIILiH-
HO{ aKTUBHOCTI B iH(iKOBaHMX pocauHax 6e3 00poOOoK. Y mUX yMOBaxX CIOCTEpirasocs TakoX IMif-
BHIIEHHS! aKTUBHOCTI 1HIIUX KOMIIOHEHTIB 3aXHCHOI BiAMOBI/II pOCIWH MPH MaTOreHe3i — MmeMOpaH-
noi HAJI®H-okcuaazu (Rboh, K& 1.6.3.1) i L-¢peninananinamoniiniazu (OAJL, KO 4.1.3.5). Ta-
KM YHMHOM, BIUIMB BHCOKOI TEMIIEPATypH, SIK i €K30I€HHOT'O CATILIIIATy, MOKYTh PO3TIISIATUCS SIK
IHIlyKTOpH 3aXMCHOTO MEXaHi3My, IO IiJIBUIIYE CTIHKICTb POCINH JI0 TPUOHOTO iH(IKYBaHHS LIS~
XOM aKTHBalii ekcrpecii reHiB (-1,3-mrokanasu i XiTHHA3W Ta MiIBUIICHHS aKTUBHOCTI 3aXHCHHX
ounkiB (HAA®H-okcunaszu i ®AJ).

Katouosi ciioBa: Hordeum vulgare, Bipolaris sorokiniana, caniyunoeéa xucioma, cinepmepmis, f-
1,3-enroxanaza, ximuwnasa, L-gpeninananinammoniiniaza, HAJ®H-okcudasa, ax-
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