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AHHOTauuA. B peanu3aumy 3alUTHOTO OTBETA PACTEHMI MPUVHUMAIOT yyacTMe CTpeccoBble GUTOFOPMOHbI —
CanMumnnoBas 1 *kacMOHOBasA KUCOTbI. MoBbIlLeHVEe COAepKaHMA STUX COeAUHEHNI NPU MHOULMPOBAHUN pacTeHNI
naToreHamu NPYBOAMT K aKTVBaLMM CUTHASIbHbIX MyTeln, B KOHEYHOM UTOre N3MEHAIOLLNX SKCMPECCUo FeHOB 1 CUHTe3
6enKkoB, Cpeay KOTOPbIX BblAeNAeTcsa rpynna UHAYLMPYEeMbIX, CBA3aHHbIX C natoreHe3om 6enkos (PR). [ns oueHKu
aKTMBaLMWN 3TUX CUFHaNbHbIX NyTeN MCMONb3ylTCA GUTOrOPMOH-3aBUCUMbIE, TaK Ha3blBaeMble MapKepHble FeHbl.
B HacToAwel paboTe BbiABNEHbI U OXapaKTepPU30BaHbl SKCMPeCccHpyloLmecs B KOPHAX ropoxa reHbl MapKepHbIX AnA
canuumunaTHoro curHanuHra 6enkos PR-1. MpoaHann3npoBaHoO BAMAHME CanMLUIOBOM KACIOTbl U METUMKacMoHaTa
Ha 1x 3Kcnpeccuio. MoKasaHo, UTo B KOPHAX ropoxa reH Psat1g156240, kogupytowumii PR-1, BXogWT B Uncno Hanbonee
3HauYNTENbHO SKCNpeccnpylowmxca reHos. CanuumnoBas KACOTa He Bbi3biBana N3MeHEeHMe SKCNPeccum 3Toro reHa,
B TO K€ BPeMsA OH MHAYLMPOBANCA MeTUIKaCMOHATOM yepe3 24 4. AHann3 3KCNpeccun Apyrux reHoB, KOAMPYOLWMX
6enku PR-1, nokasan, 4to canuumnat He BANAN Ha UX dKCNpeccuto yepes 24 1 72 u. MNpu aHanm3e 3KCnpeccum reHoB
XWUTWHA3 1 XUTMHa3a-nofobHbIX 6enKkoB nepBble He MPOoABAANN crneundUYHOCTb OTBETa Ha AeNCTBME canuumiata
N MeTUIXKacMOHaTa, 3a UCKMoueHnem reHa Psat1g131280, skcnpeccusa KOTOPOro MnoBbllwanacb yepes 24 n 72 4
npv AencTBny MeTuKacMoHata. leHbl XuMTMHa3a-nofobHbIX 6enkos, Psat1g147600, Psat1g147560, Psat1g149120,
NPaKTUYECKN He SKCMPEeCcCUpPOoBannCb B KOPHAX ropoxa KOHTPOJIbHOIO BapuaHTa 1 cneunduyHo MHAYLMPOBanmChb
CanuuMIoBoN KucnoToid. feHbl B-1,3-rmoKaHas He UHAYLMPOBANUCh UCCIefOBaHHBIMU GUTOTOPMOHAMU B KOPHSX.
MonyyeHHble pe3ynbTaTbl MO3BOAWAN ONPefeNUTb KOHKPETHble reHbl, KOAMpPYloLMe XUThHa3a-nofobHble 6enku,
JKCMPeCccna KOTOPbIX MHAYLMPYETCA CanvUMNOBON KUCAOTOW. 3TU reHbl MOFyT ObiTb MCMOMb30BaHbl ANA OLEeHKM
aKTMBALMUN CanuLmMnaT-3aBUCMOro CUrHaNbHOTO MYTU B KOPHAX ropoxa.

KnioueBble cnoBa: MapKepHbIli reH; PR-6enKY; CUrHanuHS; canuumioBas KUCNIOTa; aCMOHOBas KUCIOTa; XUTUHA3a-
noAo6Hble 6enku; PUTOUMMYHUTET

[na yntnposaHua: Eroposa A.M. AHanu3 skcnpeccum reHoB PR-1, PR-2, PR-10, XUTWHa3 1 XUTMHa3a-Nofo6HbIX 6enKoB
B KOPHAX ropoxa nop BAVAHNEM CanvLnIoBOM KACIOTbI M METUIIXKaCcMOHaTa. Basusiosckuli XXypHasn 2eHemuKu U cesex-
yuu. 2026;30(2):212-221. doi 10.18699/vjgb-26-24

DOuHaHcmpoBaHue. ViccnefoBaHue BbIMOMHEHO 3a cyeT rpaHta PHO 1 Akapgemun Hayk Pecny6nuky TatapctaH no
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Abstract. Stress phytohormones - salicylic and jasmonic acids - participate in the plant defense response. The increase
in the content of these compounds during plant infection by pathogens leads to the activation of signaling pathways,
ultimately resulting in changes in gene expression and protein synthesis, including a group of pathogenesis-related
(PR) proteins. Phytohormone-dependent so-called marker genes, are used to assess the activation of these signaling
pathways. In this study, PR-1 genes, which are markers for salicylic acid signaling and expressed in pea roots, were
identified and characterized, and the effects of salicylic acid and methyl jasmonate on their expression were analyzed.
It was shown that in pea roots, PR-1, encoded by the Psat1g156240 gene, is among the most significantly expressed
genes in the control. Salicylic acid did not cause a change in the expression of this gene; however, it was induced
by methyl jasmonate after 24 h. Analysis of the expression of other genes encoding PR-1 proteins showed that
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salicylate had no effect on their expression after 24 and 72 h. Analysis of the expression of genes encoding chitinases
and chitinase-like proteins showed that the former do not exhibit specificity in response to the salicylate and methyl
jasmonate, except for the Psat1g131280, the expression of which increased after 24 and 72 h of treatment with methyl
jasmonate. Genes Psat1g 147600, Psat1g147560, Psat1g149120 encoding chitinase-like proteins, were barely expressed
in pea roots in control, and were specifically induced by salicylic acid. -1,3-glucanase genes were not induced in roots
by the studied phytohormones. The obtained results allowed to reveal specific genes including chitinase-like proteins,
the expression of which is salicylate-inducible. These genes can be used for the assessment of the activation of the

salicylate-dependent signaling pathway in pea roots.

Key words: marker gene; PR proteins; signaling; salicylic acid; jasmonic acid, chitinase-like proteins; phytoimmunity

For citation: Egorova A.M. Analysis of PR-1, PR-2, PR-10, chitinases and chitinase-like proteins genes expression in pea
roots under the action of salicylic acid and methyl jasmonate. Vavilovskii Zhurnal Genetiki i Selektsii=Vavilov J Genet

Breed. 2026;30(2):212-221. doi 10.18699/vjgb-26-24

BBepeHue

B TeueHne )Xn3HM pacTEHMs! MOCTOSHHO MOJBEPTarOTCS BO3-
JICHCTBUIO TTATOI€HOB W HEOIArONPHUATHBIX (aKTOPOB cpe-
Jbl. DUTOMMMYHHUTET TIO3BOJISIET UM CIIPABIISATHCS C aTaKoH
MIaTOTeHOB, TPEOI0ICBAaTh ATH HEOIArONPHUSITHBIE yCIOBHS
u BbDKHMBaTh. Kpome Toro, pacteHnst BEIpaboTali MUPOKUH
PSIZL 3aLIUTHBIX MEXaHM3MOB B OTBET Ha AEHCTBUE CTPECCO-
POB M araky IaTOr€HOB, BKJIIOYAs ITaTOT€H-CIIeNU(UIHBIE
TeHBbl YCTOWYMBOCTH, aHTUMHKPOOHBIC COEIMHEHUS, TAKHE
Kak (PMTOAIEKCHHBI, HHAYIMPYEMbIE TaTOTeHAMH 3aIIUTHBIC
6enxu (de Wit, 2007).

Camununosas (CK) u sxacmonoBast kuciorsl (JKK) sB-
JSIOTCSL (PUTOTOPMOHAMH, YYacCTBYIOIIMMHU B peaH3aliy
3amuTHOTO oTBera pactenuii (Ding P., Ding Y., 2020; Wang
et al., 2021). Cunraercs, uro CK urpaer ponb B 3ammure ot
OHOTPO(HBIX U TEMHOHOTPO(HBIX ATOTCHOB, ITUTAIOIIIXCS
KMBBIMHU TKaHsAMH pacTeHnH, Toraa kak JKK — rmaBHbIM 00-
Pa30M B 3alIUTEe OT HEKPOTPO(DHBIX ITATOTEHOB U TPABOSTHBIX
HacekoMbIx (Glazebrook, 2005). Ataka pacTeHUiA TaTOTeHAMH
TIPUBOIUT K 00Pa30BAHHIO CUTHAIBEHBIX MOJICKYJI M aKTUBALIMN
CUTHAJIBHBIX MyTEH, Cpeil KOTOPBIX KIIIOYEBBIM SIBIISETCS
OJIMH M3 BHIIIEYNOMSIHYTHIX ()aKTOPOB MIMMYHHTETA PACTCHUI
(Ding L.N. etal., 2022). AkTHBAIHsI CHTHAILHOTO KaCKa/1a BbI-
3bIBACT M3MEHEHHE HKCIIPECCHY IT'€HOB M CHHTE3a OeJIKOB. DTH
6enkn b0 caMu 001aJal0T aHTUIIATOTCHHBIMH CBOHCTBAMH,
00 Yy4acTBYIOT B CHHTE3€ 3al[UTHBIX COSINHEHHH.

[Tpn u3yueHnyn oTBeTa PACTCHUH Ha JCUCTBHE Pa3IMUHBIX
(haxTOpOB YACTO HEOOXOAMMA OLEHKA aKTHBAIMU TOTO HWIIU
MHOTO CUTHAJIBHOTO ITyTH JUISl BBISICHEHHSI 0COOCHHOCTEH pea-
JIM3aLUH 3TOTO OTBETA. J{JIsl 3TOTr0, KaK MpaBmIIo, CTIOIb3YIOT
aHaJIM3 aKTHBALMH YKCIIPECCHH TaK Ha3bIBAEMbBIX MapKEPHBIX
TeHOB. B OCHOBHOM 3TH T'eHBI OXapaKTepH30BaHBI HA MO-
JISTIbHBIX PAacTEHMSAX, TAaKUX Kak apaOumoricuc, Tabak, puc,
U TIPEeUMYIIECTBEHHO Ha Ha/[3eMHbIX opranax. Ho He Bcerna
Ppe3yabTaThl, HOJyYSHHBIE HA MOJEIBHBIX PACTCHUSX, MOTYT
ObITH 0€30TOBOPOYHO PACTIPOCTPAHEHBI HA JPYTHe BHUIBI, B
TOM YHCJIC BRKHBIC CEIIbCKOXO3SIMCTBEHHBIE KYIbTYphI. Tak,
Ha ripumepe Brassica rapa ObUI0 TIOKa3aHO, YTO ITUPOKO HC-
T10JTb3yeMble MapKepHbIE T€HbI CAINIHMIIAT- ¥ )KaCMOHAT/3TH-
JIEH-3aBUCUMBIX CUTHAJIBHBIX Iy Tell HE IPOSIBILIIOT cHer(uy-
HOCTb 9KCIIPECCHH B OTBET Ha JICHCTBUE JaHHBIX TOPMOHOB
1 YPOBEHB MX KCIIPECCHH PA3IIMYACTCs B I0OErax U KOPHSIX
(Papadopoulou et al., 2018). B npyroii paboTe Ha pacTeHUSX
Capsicum annuum TPOJEMOHCTPUPOBAHO, YTO MapKEPHBIN
JUISL CAlTMIIMIIATHOTO CUTHaJIMHTA reH PR-1 siBisiercst Ooree

moaxosIuM KauauaatoM st Me)XKK/atmneH-3aBucuMoro
mytH, Ho He 1t CK-mrytH (Perez-Aranda et al., 2024). B pac-
TeHusIX Brachypodium distachyon aHam3 KCIIPecCHU TCHOB
BdPR1-4 n BdPRI-5 perymupoaics kak CK, tak 1 MeXXK
(Kouzai et al., 2016).

B moctrenomHy0 3py Omarogaps pa3BUTHIO OMUKCHBIX TEX-
HOJIOTHH CTaJI0 BO3MOXKHO aHATN3UPOBATH OOJIBIITHEC MACCHBEI
JAHHBIX, BKITIOYAs JaHHBIC TT0 AKCIIPECCHU TCHOB U CHHTE3Y
OemkoB. VMerommiics mya TPaHCKPUIITOMHBIX TaHHBIX IT0-
3BOJISICT MMPOAHATN3UPOBATH ITOJHBIN CIIEKTP IKCIIPECCUPYIO-
IIUXcs B KOHKPETHOM OpTaHe TeHOB, KaK KOHCTHUTYTHBHBIX,
TaK ¥ W3MCHSIOMINXCS IO BIUSHUECM Pa3IMYHBIX YCIOBHM.
BrraBrienne n uaeHTH(GUKAINS TAKUX TSHOB, UTPAIOIIHNX POJTh
B QJIaNITAlliN PACTCHUH, MOKET OBITh ITOJIC3HA IIPH CEIICKIINT
ycroituuBsix coptoB (Tyagi et al., 2022).

B peanm3anuu 3a0MTHOTO OTBETA PACTEHHH BaYKHYIO POJTh
UTPAIOT OCNTKH, MHIYIHPYEMbIC TTATOTeHAME 1 001 JaroIIne
aHTHUIATOTeHHBIM feiicTBreM (PR-6enkw). B 3aBucumoctn ot
0coOeHHOCTeH MX QYHKITHOHUPOBAHUS OHU MTOAPA3ICISIOTCS
Ha 17 xiraccoB. MHorme n3 PR-0enkoB, Hapsay ¢ HHAYKIHCH
MaTOTeHAMH, aKTHBUPYIOTCS] CTPECCOBBIMH (PUTOTOPMOHAMHU
(van Loon et al., 2006). Canunuiar-3aBUCHMbIE TeHBI HMEIOT
OoIbIIOe 3HAYCHHE B Peai3aliy 3alluTHOTO OTBETA pacTe-
muii (Maleck et al., 2000; Blanco et al., 2009). Oxgaum n3
HamOoIiee U3BECTHBIX IMPUMEPOB MAPKEPHOTO TeHA IS ca-
JIUIAIIAT-3aBUCUMOTO CUTHANMHTA siBisieTcst PR-1 (Breen et
al., 2017). CanumuioBoit KUCIOTON PETyaNPYIOTCS U APYTHE
npeacraButenn PR-reHoB — -1,3-mrokanassl (PR-2) (Hennig
et al., 1993; Jayaraj et al., 2004) u xutuna3s! (PR-3, 4, 8, 11)
(Davis et al., 2002; Tapuesckwuii u np., 2010).

B mocnemame rompl 6onpIIoOe BHIMAaHUE MCCIICAOBATEIIH
VICINSIOT TpolieccaM, MPOUCXOISAIINM B puszochepe, B3au-
MOJICHCTBHIO KOPHEH pacTeHHil ¢ MaToreHaMu, CHMONOTHYe-
CKUMU OaKTepUsIMHU U IPYTHMHU OOUTATEISIMU TOYBEI. YacTo
OT ATHX B3aMMOOTHOIICHUH 3aBUCHUT YPOKail, TOCKOIBKY Kak
opa’keHUE TIOCEBOB MATOTCHAMHU KOpHEH, Tak u 3¢ dekTus-
HOCTH 00pa3oBaHUS CHMOWMO30B (B OTHOIICHUU OOOOBBIX)
C KIIyOCHBKOBBIMH OaKTEpUSIMH OKa3bIBACT 3HAUUTEIHHOC
BIIMSTHHC Ha UX POCT M ypoxkaitHOCTH (Solomon et al., 2024).
Kpome Toro, KopHU UTParOT BAYKHYIO POJTE B KU3HH PACTCHUH
HE TOITBKO B Ka4eCTBE «IOOBITUNKOBY» BOIBI H MUHEPATBHBIX
BEIIIECTB, HO M KAK YYACTHUKH 3aIIUTHOTO 0TBeTa. HexoToprie
COCIIMHEHUS, 00NITA0IIIe AaHTUIIATOTCHHBIMH CBOHCTBaMH,
TaKye KaK aJKaIOUIbI U TePIICHOUIBI, CHHTE3UPYIOTCS B KOP-
HSX ¥ TPAHCIIOPTHPYIOTCS B HA/I3EMHBIC OpraHbl. B momomHe-
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HUE K STOMY KOPHH PEaTH3yIOT CBOH CIICIM()UYHBIC 3alTUTHBIC
mexaam3mbl (Erb, 2012).

Panee B cBoeli paboTe MBI CTOJKHYJIUCH C pa3iudueM
MPOTEOMHOI'0 OTBETA JINCTHEB U KOPHEHN TrOpoxa Ha JeHCTBHE
sk3oreHHol CK, 4To Takxke MOXET OTpakaTh pa3HUILY B
CTpaTeruy UX 3alIUTHOro oTBeTa. B mucThsx ropoxa CK npu-
BOJIIJIA K 3HAYUTEITFHOMY TIOBBIIIICHUIO conlep kaHus psima PR-
0eJKoB — XUTHHA3, B-1,3-mrokanas (TapueBckuii u ip., 2010),
TOTZIa Kak B KOPHSIX HambOoyiee CYIIECTBEHHO MOBBIIIAIOCH
COZIep’KaHNe XUTHHA3a-TTOJJOOHBIX OEJIKOB, OTHOCSIIUXCS K
mirko3uaruaponazam cemerictsa 18 (GH18) (Egorova, 2025).
EcrecTBeHHO, 4TO pa3HbIE YCIOBHS CPEbl POCTA Ha/I3MHBIX
OpPTaHOB M KOPHEH OKa3bIBAIOT BIMSHUE Ha OCOOCHHOCTH MX
OTBETa Ha TO WM WHOE Bo3neiicTBue. [103ToMy BEISBICHHE
0COOEHHOCTEH OTBETa KOPHEW, B TOM YHCIIE Ha aTaKky maro-
TeHOB, Ba)KHO, MOCKOJIBKY MOXKET OBITh HCIHOIB30BAHO MPH
CEJICKLIN YCTOWYMBBIX K TIOYBEHHBIM I1aTOT'€HaM COPTOB U JISI
Ppa3paboTKy arpoOMOTEXHOIOTNYECKHX MOIXO0/I0B IS 3aIIIUThI
ITOCEBOB KOHKPETHBIX KYJBTYP OT TOYBEHHBIX MAaTOreHOB. [1pn
M3yYCHUH peasTn3alliiy 3a[UTHOTO OTBETA KOPHEH U OICHKU
AKTHBALMU TOTO WJIM HHOTO CUTHAJIBHOTO ITyTH HEOOXOAUMO
HCIIOJIb30BaTh aJICKBATHbIE MapKEepHbIE I'eHbl. B 3TOM cBA3M
TIOUCK, XapaKTEPUCTUKA 1 0COOCHHOCTH SKCIIPECCUH ITHX I'e-
HOB, CIIEIIM()UYHOCTH B OTHOIICHUH TOTO MJIM HHOTO CUTHAJIb-
HOTO COCAMHEHHUS MIPECTABISAIOTCS aKTyaIbHOM 3aadei.

B nactosmieii paboTe OBUTH BBISBICHBI U OXapaKTEPH30-
BaHbl reHbl PR-1, XUTHHA3 U XUTHUHA3a-I0JO00HEIX OEIKOB,
B-1,3-mroxana3 u PR-10 B xopusix Pisum sativum. IIpoana-
JIU3UPOBAH YPOBEHb 3KCIIPECCUU 3TUX I'€HOB B KOHTpOIE, a
takxe rnpu neiicreun CK n metnimkacmonara (MeXXK). Oke-
TIPECCHIO TEHOB OIIEHUBAIIN METOIOM CPaBHUTEIHFHOTO TPAHC-
KPUIITOMHOTO aHaJIH3a KOHTPOIBHBIX U 00padoranHbix CK n
MeXK kopHeit ropoxa.

MaTepman n metopabl
BoipamuBanue u o0padorka pacrenuil. CemeHna ropoxa
(P, sativum L.) copta Tan crepunuzopanu B 0.05 % pactso-
pe nepMaHranara Kanus B TeueHue 20 MUH, 3aTeM TIIaTelb-
HO NPOMBIBAJIM JUCTHIUIMPOBaHHOK Bomoii. [IpopammBann
Ha BIAXHOU (QUIBTpOBaNIbHON Oymare B TeueHHE 3 CYT B
TemHoTe. IIpOPOCTKH BBIpAIMBAIN Ha ¥4 cpe/pl XOrIeHaa—
ApHoHna nipu 16-yacoBoM cBeTOBOM JHE, 25 °C, 8-IHEBHBIE
MIPOPOCTKH UCTIONb30BAIH IS AATbHEHIIET0 SKCIIEPUMEHTA.
B ombITHOM BapuaHTe B Cpejy pocTa pacTeHUH 100aBIsin
CK B rxonnenrpanuu 50 MmxM (Sigma, CIIA) wm MeXK B
xoHneHTparwn 20 MxM (Serva, ['epmanmst), KOTOpEIE pacTBO-
psnmu B >tEoBoM crupte (500 mxi). KoHTpomem ciryxumm
[POPOCTKH, BBIPAILIEHHbBIE Ha Y4 Cpefibl XOIIeH1a—APHOHA,
B KOTOPYIO JO0ABJISUTH PACCUMTAHHOE C YICTOM pa30aBiCHHUS
KOJIMYECTBO ATHIIOBOTO criupra. Yepes 24 u 72 4 KOpHU Tpo-
POCTKOB ropoxa ()MKCUpPOBAJIN B KHKOM a30Te.
TpanckpuntoMublii anaau3. Toranenyto PHK Beinens-
i n3 200 MKT KOpHEH ropoxa ¢ MCTIONb30BaHUEM PEaKTHBa
ExtractRNA («EBporen», Poccust), mo pekoMeHIausm mpo-
n3Bonutens. Konnenrpanuto u kauectBo PHK onpenensmu ¢
riomotneto Hanoporomerpa Implen NanoPhotometer (Implen,
GmbH) n B 1 % arapo3nom rexnb-anexrpodopese. [Toxyuenne
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PR genes, chitinases and chitinase-like proteins in pea roots
under salicylic acid and methyl jasmonate treatment

oubmmotex kJIHK, BrIcOKOA()(heKTHBHOE CEKBCHHPOBAHHE
1 6MonH(pOPMAIMOHHBIH aHAIN3 MOJYYEHHBIX TPaHCKPHII-
TOMHBIX JaHHBIX OBUIN BBIIOJHEHB! KoMIaHuei Novogene
(ITexun, KHP).

KauectBo PHK 6bu10 mpoBepeno Ha cucteme Agilent
Nano 6000 Assay Kit of the Bioanalyzer 2100 (Agilent,
CIIIA). MPHK 6buta ouniieHa ot rotainsHoi PHK ¢ moMormsio
11o11-T OJTMTOKOHBIOTUPOBAHHBIX MATHUTHBIX YacTHIl. Dpar-
MEHTAIMIO MIPOBOIMIN C MCIOJIB30BAHUEM JABYXBAJICHTHBIX
KaTMOHOB NPH MOBbIIIeHHON Temneparype B X5 First Strand
Synthesis Reaction Buffer (Thermo Fisher, CIIIA). IlepBas
nens k/IHK Oblna cuHTE3MpOBaHa CO ClydyailHBIM Tekca-
mpaiimepom 1 M-MuLV obparHo#i TparckpumnTasoif (Thermo
Fhisher, CIIIA). Bropyto nens k/IHK cuaTe3mpoBamm mpu
yuactun JJHK monmumepaser I 1 PHKa3sr H. [Tocne agerniu-
posanust 3'-koH1oB pparmentos JIHK ananrep co crpykrypoii
LIMWIBKY OBUT IMTUPOBAH JJISI TIOATOTOBKU K THOPHIM3ALIUH.
Just otbopa ¢pparmentoB k/IHK npennouturensHoil aiauHbl
(370420 m.H.) pparmMeHTHI OHONHOTEKH OBUIA OYHIICHEI C
momotsio cucteMbl AMPure XP system (Beckman Coulter,
besepnu, CIIIA). ITocne mpoBenenus [P ¢ yanuBepcans-
HBIMH IIpaiiMepamMy MPOAYKThI ObLIM OYMIICHBI ¥ KaueCTBO
O6ubanorexu oreHeHo Ha cucreme Agilent Bioanalyzer 2100
(Agilent, CIIIA).

[Mocme reneparu knactepos cBot ¢ Habopom TruSeq PE
Cluster Kit v3-cBot-HS (Illumina, CIITA) 6ubnuroreka Obta
cekBenupoBana Ha miardopme Illumina NovaSeq 6000
(Illumina, CIIIA) u mosy4eHbl MapHbIe MPOYTEHUS JUTHHON
150 1. 1. ChIpble 1aHHbIE ObUTH 00padoTaHbl Ha si3bIKe perl. Ha
9TOM 3TaIle MOCIIe YAAICHUS [TPOUTSHHUMN, COACPIKAILNX a1arTe-
PBI, ToH-N-CoIeprKalie MOCIe10BaTeIbHOCTH U IIPOUTCHUS
TIOXOTO KayeCcTBa, OBUIN MOIYyUYCHBI YHCTHIC JaHHBIE U MPO-
cuntano cogepxkanue Q20, Q30 u GC. Jlns mocienyromero
aHaJIM3a MCIOJIb30BAJIMCH OUMIIIEHHBIC JAHHBIE BBICOKOTO Ka-
yecTBa. B kauecTBe pedepeHcHOro ObUT BBIOpaH reHoM Pisum
sativum_vla (Kreplak etal., 2019) (https://urgi.versailles.inra.
fr/Species/Pisum), mHneKCHpoBaHUe peepeHCHOTO TeHOMA H
BBIPABHUBAHUE TTOMYICHHBIX YUCTHIX MIPOYTEHUN C HUM BBI-
MoJTHEHO ¢ nomosio Hisat2 v2.0.5.

[TozxcueT 4ncna NPOYTEHUH, COMOCTABICHHBIX C KAXKIBIM
reHoM, poBoun B featureCounts v1.5.0-p3. FPKM kaxnoro
reHa ObUI TPOCYMTAH Ha OCHOBE JUIMHBI I'eHa M KOJIMYECTBa
MIPOYTEHUH, COBMABIINX ¢ 3TUM reHoM. FPKM (umcno mpo-
YTEHNH Ha THICSIIY HyKJICOTH/I0B HA MUJUTHOH KapTHPOBAHHBIX
MIPOYTEHHI) YUNTHIBAET BIUSIHUE [TyOUHBI CEKBEHUPOBaHMS
U JUIMHBI T€Ha Ha KOJIMYECTBO MPOYTECHUI OJHOBPEMEHHO
(Trapnell et al., 2010).

Amnanu3 nuddepeHanbHON SIKCIIPECCHH TE€HOB OCYIECT-
sk B makete DESeq2 R (1.20.0) (Love et al., 2014). ITo-
JIydeHHbIE 3HAUCHNUS p OBUTH CKOPPEKTUPOBAHBI C TIOMOIIBIO
nogxona benmxamuan—Xox6epra 1asi KOHTPOJIS YacCTOTHI
JIO)KHBIX coBrasienuit. ['enpl co 3Hauenunem p < 0.05 u 3Haue-
uHueM log2 FC > 1 cuuranuchk quddepeHuaibHo dKCIpec-
cHpyeMbIMU. B KaxJJ0M BapraHTe ObLIO B31TO MUHUMYM TPH
OG1onornyecKne MoBTOPHOCTH.

DKCIIPECCUI0 TEHOB B JaHHOW paboTe OLEHWBAIH C TIO-
Moo 3HaueHuss FPKM, nockonbky He Bce MpoaHalin3u-
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POBaHHbIC TCHBI BXOAWIN B YUCIO JU(dEpeHIIHANTBEHO IKC-
npeccupyromuxcs. Ha prcyHkax npeictasieHbl CpeJHUe 3Ha-
YeHus JKcrpeccuu, BoipaxkeHHsle B FPKM, u crannaptHbie
otknonenus. JJuddepeHnnanbHo dKCpeccHpyoIuecs reHbl
OTMEYeHBI 3Be3/104Koil (*). JlaHHbIe, MOMydYeHHbIE B pe-
3yJbTare cekBeHuposaHus, goctynHsl B NCBI (BioRroject
PRINA1358375).

Buoundopmanuonnsiii anaaus. [lonck BLAST mo npen-
CKa3aHHBIM IIOCIIEZIOBATEILHOCTAM IeHOB U OEIIKOB ropoxa
TIPOBOJIMIIM HA OCHOBE JIAHHBIX TeHOMa ropoxa P, sativum_v.la
(Kreplak et al., 2019) B 6a3e EnsemblePlants (https://plants.
ensembl.org/Pisum_sativum/Info/Index). MHoOXecTBEeHHOE
BBIPaBHHBAHUE OCJIKOBBIX MOCIIENOBATEIBHOCTEH OCYIIECT-
Bisuk B iporpamme MEGA v. 10.2.6 (Kumar et al., 2018).
[TostHBIE aMUHOKHCIIOTHBIE IOCIIEJ0BATEILHOCTH OSITKOB IS
MHOXXCCTBCHHOI'O BbIpaBHUBAaHUSA 6I)IJ'II/I TMOJTYy4YCHBI U3 633
nmanabix UniProt u NCBI. JlomeHHast opranu3anusi OCIKOB
IIPOaHAIM3UPOBAHA U IpeJICKa3aHa ¢ ucroibp3osanueM Con-
served Domains Database (https://www.ncbi.nlm.nih.gov/
Structure/cdd/wrpsb.cgi).

Pe3ynbraTtbl

IIpoBeaeH TpaHCKPUITOMHBIN aHajlU3 TPEX IPYII KOpPHEH
MIPOPOCTKOB TOPOXa: KOHTPOIBHBIE PACTEHHUS U PACTCHHUS MO
BiugHueM CK (24 u 72 1) u MeXK (24 u 72 4). Kaxxzaprii Ba-
puaHt coaepxai ot 36 1o 57 miuH npourenuil. KomuuecTso,
KaueCTBO U XapaKTEPUCTUKH ITOYYCHHBIX TAHHBIX TPUBEIICHBI
B [Ipunoxennu'.

BripaBHUBaHME TIOTYYEHHBIX TPOUTCHHUN C pedhepeHCHBIM
reHomoM ropoxa P. sativum_vla (Kreplak et al., 2019) mo-
3BOJIMJIO BBIABUTH OKOJIO 20 THIC. TpaHCKPHUNTOB. Yepes 24 u
CK BbI3bIBasIa U3MeHeHUe skcnpeccun 1476 reHos: y 635 re-
HOB JKCIIpeccusl MOBbIaNach, y 841 — nonmxkanace. Uepes
72 u peiictBus CK usMensunachk skcnpeccus 2420 reHoB:
sKkcrpeccus 977 reHoB moBbIIANack, 1443 — moHIKaNIACh.
IIpu neticteun MeXXK uepe3 24 4 uaMeHsIach SKCIPECCHS
3384 renoB: y 1546 noBeimanacs u'y 1838 reHoB moHmKa-
nack. Yepes 72 u MeXKK npuBoaui1 K “BMEHEHHIO SKCIIPECCHU
5462 renos: skcrpeccusi 2218 reHoB moBblLanach, 3244 —
TTOHIKAIIACH.

Hamu BBITIONTHEH aHAJIM3 SKCIPECCHU B KOPHIX ropoxa
reHoB PR-1, XuTuHa3 u XuTUHA3a-TIOA00HBIX OenkoB, B-1,3-
rtokana3 u PR-10 17151 o1ieHKH BO3MOYKHOCTH UX MCTIONB30Ba-
HUS B KAUECTBE MAPKEPHBIX VIS CAITUIMIIATHOTO CUTHAJIMHTA
Y BBISIBJICHHUS KOHKPETHBIX U30(hopM, HHIYITUPYEMBIX HMCH-
HO CK. BBIOOp T€HOB ATHX TpymIl OEIKOB 00YCIIOBICH TEM,
gyro it PR-1, xutnnas, B-1,3-mmokana3 nu PR-10 nmokazana
uuaykius CK (Davis et al., 2002; Li et al., 2005; Spoel et al.,
2007; Xu et al., 2024) u aHTUIIATOTCHHAS aKTHBHOCTH (van
Loon et al., 2006), Torna xak XuTHHA3a-TIOA00HBIC OCIIKH
3HAYUTEIILHO HHAYIUPYIOTCs B KopHsx ropoxa CK (Egorova,
2025). OneHKa SKCTIPECCHUH BBIIBICHHBIX TCHOB IIPOBOIIIIACH
mop BrustHEeM CK 1 MeXXK, mockonbKky OHU y9acTBYIOT B
3aIIUTHOM OTBETE PACTEHHUI U OMPENEeIAIOT XapaKTep pean-
3yEMOM 3aIUTHON CTPATErUHU.

' Mpunoxenue cm. no agpecy:
https://vavilovj-icg.ru/download/pict-2026-30/appx15.xIsx
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PR-reHbl, XUTUHa3bl XI/ITI/IHa3a-I'IO,E|06HbIe 6enkn B KOPHAX ropoxa
npun }J,el;lCTBI/IVI CaJ'IVILlI/U'IOBOI;I KUCNOTbl U MeTUNKaCMOHaTa

dKcnpeccua reHoB PR-1 B KOPHAX ropoxa

PR-1 oTHOCHTCS K CeMeHCTBY OOOTaIIEHHBIX UCTEHHOM
cekperopHbIx 6enkoB (CAP). B renome ropoxa k 3ToMy ce-
MEHNCTBY MPEANOIOKUTEIBHO OTHOCUTCA 12 mocneoBaTels-
Hocrer. [Tonck BLAST B renomHo# 0a3e qaHHBIX ropoxa ¢
HCTIOJIb30BAHNEM OXapaKTEPH30BAHHBIX MOCIEIOBATEIbHO-
creti PR-1 u3 Tabaka (P09042) u apabunoncuca (AT2G14610)
TTO3BOJIHMJI BBISIBUTH CXOTHBIC C HUMH ITOCIIEIOBATEIBHOCTH.
AHanu3 SKCIPECCUM BBISBJICHHBIX B T€HOME ropoxa rnocie-
nosatenbHOcTel! PR-1 reHoB mokasai, 4To B KOpHSIX ropoxa
KOHTPOJIBHOTO BapHaHTa SKCIIPECCUpyYIOTCs JIeBATh reHoB CAP
(puc. 1, a). Oxcnpeccus reHoB Psat7g104840, Psat6g069320
u Psatlg211920 6pa auskoit (<10 FPKM) u manee B 3T0it
pabote He 00cy)KaaeTcs.

Jlis xapakTepucTUKH OeJKOB ropoxa ObUIO MPOBEACHO
MHO)KECTBEHHOE BHIPAaBHHBAHNE aMUHOKUCIIOTHBIX TIOCIIE/I0-
BaTeJILHOCTEH OEJIKOB, KOIMPYEMBIX SKCITPECCHPYIOIMMHCS B
KOPHSIX Topoxa reHamu PR-/, ¢ 0XxapakTepH30BaHHBIMH OeJI-
KaMH U3 apabunomncuca u tabaka. Tak, 6erok, Kogupye-
MBI HanOoJiee 3HAYUTEIBHO IKCIPECCUPYIOMNUMCS TCHOM
Psatlgl56240, umeer 60 % HUASHTUYHOCTH aMUHOKHUCIIOT-
HOW mocinenoBarenbHOCTH ¢ OenkoM PR-1 P09042 Nicoti-
ana tabacum n AtPR1 (AT2G14610) apabunoncuca. benox,
Koaupyemslit renoM Psat1g213200, nmeet 66.4 % npeHTHd-
Hoctu ¢ PRIA TOBAC (P08299) u 65 % c AtPR1. CAP
OeNKM XapakTepu3yloTcs HaludueM KoHcepBaTHBHBIX CAP
mMoTuBOB (CAP1-CAP4) u CAPE nentuna (Han et al., 2023).
IBa PR-1 Oenka, konupyembix renamu Psatlg211480 n
Psat0s4615g0040, nmeror yceuennsiii CAPE nentun u He
coxepxat CAP2 motmBa (cM. puc. 1, 6), Toraa Kak ApyTrHe
KOHCEpPBaTUBHBIE MOTHBBI MPUCYTCTBYIOT B MX IOCIIENOBA-
TEJIBHOCTH.

B KOHTpPOJIBHOM BapHaHTE YPOBEHb AKCIPECCHUU I'€HOB
Psatlg156240 v Psatlg213200 camblii BBICOKHIA 110 CpaBHE-
HUIO ¢ Ipyrumu reHamu PR-1. beuo onieneno Binusinue CK u
MeXKK nHa sxcripeccuto reHoB PR-1 (eM. puc. 1, a). Dxcnpec-
cust reHa Psatlgl56240 perynupoanack MeXXK u mospia-
nach yepe3 24 4. CK He BBI3bIBaNIa JOCTOBEPHOTO M3MEHEHHUS
9KCIIPECCUH ITOTO T'eHa. DKkcnpeccus rena Psatlg2 13200 no-
CTOBEpHO He u3MeHsach noj suusHueM CK, Ho cHukanach
oy, BimsiaueM MeXXK (cMm. puc. 1, 6). YpoBeHB 3KCIIpeccuu
reHoB Psatlg211480 n Psat0s4615g0040 B KOHTpOIE OBLI
HIDKE 110 CPAaBHEHHIO C JIBYMsI HPEIBIAYIIUMH T€HaMHU U HE
m3mensuics HU nipu aevictun CK, au npu aeiictsrun MeXKK
B M3YUYCHHBIX BPEMEHHBIX Toukax. Dxcrpeccus Apyrux CAP
reHoB — Psat(ss9363g0160, Psat4g090120, Psat2g163240,
Psatig211840 n Psat0ss9363g0200 — B KOHTPOJILHOM Ba-
puanTe OblIa HU3KOH, He M3MeHsutach noy BiaustaueM CK, HoO
cHrkanacek pu neiictun MeXXK (em. puc. 1, a).

3Kcnpeccus reHoB XUTMHA3 U XUTUHa3a-nofo6HbIx 6enkoB
B KOPHAX ropoxa

Xutunassl (EC 3.2.1.14) oTHOCATCA K TIHKO3UI-THIPO-
nazam cemeiictB 18 (GHI8) u 19 (GH19). I'ensl xutnna3
Psat3g016800, Psatlg084840, Psat2g145680, Psat3g016400,
Psat5g291720, Psat2g128240, Psat4g175600, Psat4g175720,
Psat0s794g0040, Psat5g256760, Psat5g298520,
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Puc. 1. O6oraLueHHble LMCTENHOM CEKPETOPHbIE 6eNKK, FeHbl KOTOPbIX SKCMPECCHPYIOTCA B KOPHAX rOpoXa. a — SKCnpec-
cupyolmecs B KopHsx ropoxa CAP 6enku (PF 00188) B KOHTposibHOM BapuraHTe (KoHTp) n nog BnuaHmem CK (50 mkm)
n MeXK (20 MkM) B TeueHre 24 1 72 u. LiBeToBas wWKana npencraBnseT Hanbonee CUbHO (KpacHbIi UBeT) 1 cnabo
(CrHMIA) SKCNpeccrpyemMble reHbl, YPOoBeHb dKCnpeccun BoipaxkeH B FPKM; 6 — MHOXeCTBeHHOe BblpaBHVBaHNE aMUHO-
KUCNOTHbIX NocnepoBatenbHocTel PR-1 6enkos apabuponcuca (P33154), Tabaka (P09042) n nocneposatenbHoctein CAP
6enKoB, SKCNPeCcCUPYIOLLUXCA B KOPHAX ropoxa. YepHbIMM pamKamm nokasaHbl KoHcepBaTuBHble CAP1-CAP4 fomeHbl,
KOHCepBaTMBHble LUCTEVH, TMCTUANH, II0TaMUHOBAA KNCIOTa, KaBeosMH-CBA3biBaoWwmn MoTre (CBM), oTBETCTBEHHbIN
3a cBA3bIBaHMe co cteponamu. CAPE nentup BbigeneH KpacHomn pamkoi; 8 — anddepeHumanbHo-3KCnpeccpyowmecs
CAP reHbl B KOpHax ropoxa npu genctasum CK n MeXK.

3pecb M Ha puc. 2-4: NpeAcTaBieHbl CpeAHMe 3HauyeHWA £ CTaHJaPTHbIe OTKIOHEeHWA TPexX-NATU GMOoNorMyecknx MoBTOPHOCTEN;
* p < 0.05 1 3HaueHue log2 FC = 1 - 3HauMMble pa3nuumna sKkcnpeccum reHos B BapmnaHTax CK n MeXK no cpaBHeHMIO C KOHTponeMm.

Psatlgl69040, Psat4g171240, Psat4g177760, Psat5g020240,
Psat6g166120, Psat6g194800 ne s5KkcpecCUPYIOTCS B KOPHSIX,
WM ypoBeHb UX 3kcnpeccun HU3Kui (<10 FPKM), B cBszn
¢ ueM Jajee B JJaHHOW pabore He obcyxnarorcs (M. IIpu-
JIOXKCHUE).

AHanu3 TpaHCKPUNTOMHBIX JJAHHBIX TIOKa3aJl, 4YTO B KOPHSX
ropoxa dKCIPECCUPYIOTCS IECTh TEHOB XUTHHA3, KOAUPYIO-

216

mux 6enku cemeiictea GH18, u nBa rena cemeiictea GH19,
KOTOPBIE, B CBOIO OYEPE/Ib, TPUHAUICKAT K PA3HBIM IPyIIIaM
PR-6enkoB (puc. 2, a). Bee akcnpeccupyronmecs: B KOPHIX
ropoxa xutuHaszel GH19 coxeprkar an3onnm-mogoOHbIH 10-
MeH, BKJIIO4Yasi HanOojee 3HAYUTEIBHO IKCIPECCHUPYEMBIN
reH Psat5g000800 (cm. puc. 2, a). Hu CK, an MeXXK He BbI-
3BIBAJIM JJOCTOBEPHOTO M3MEHEHHS HKCIIPECCHH ITOTO TeHa.
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A.M. Eroposa PR-reHbl, XUTUHa3bl U XUTUHa3a-Nofo0Hble 6enky B KOPHAX ropoxa 2026
npu 4eNCTBN CaULUIOBO KNCIOTbI Y METUIXKaCMOHaTa 30.2
a
Ten Kourp CK24a CK72a MeXK 249 MedK 724 Cyniepcemelicteo pfam Koncepearnessni gomen Tpyona PR
GHI19 PsatSg000500 586 1500 827 721 1367 Lysozyme-lke doman  PF00182 ChBD1_GHI19 PR-3
Psardgl03520 23 26 13 Lysozyme-like domain PF00182 Glyco_hydro_19 PR-3
GHI8 Psar3g005200 57 119 73 23 1= Glycoside hydralase PF00704 GHI18_hevamine Xipl class III PR-§
Psat6gl04720 35 31 49 37 36 Glycoside hydrolase PF00704 GHI18 hevamine Xipl class III PR-§
Psat6giossso G 29 132 22 64 Glycoside hydrolase PF00704 GHIS_hevamine Xipl class 111 PR-%
Psatlgl31280 13 16 152 28055 ] 14g2* Giycoside hydrolase PF00704 GHI8_hevamine_Xipl_class_ITI PR-8
Psat0s5923g0040 20 35* 20 38* 25 Glycoside hydrolase PF00704 GHI18_plant_chitinase class_V PR-11
Psat3g07040 142 125 119 157 118 Endochitinase-like PF00187 Barwin domain PR-4
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Puc. 2. Banaxve canmumunoBoi KNCOTbl U METUMKAaCMOHaTa Ha SKCMPeCcCUio reHOB XMTMHA3 B KOPHAX ropoxa. d — SKCnpeccupyoLymnecs
B KOPHAX ropoxa reHbl xutnHa3 GH18 n GH19 B koHTponbHOM BapuaHTe (KoHTp) 1 nog BavaHrem CK (50 mkm) n MeXK (20 mkM) B Te-
yeHue 24 1 72 u. LiBeToBas WKana npeacTaBnset Hanbosnee CUbHO (KpacHbIN LBET) U cnabo (CMHWIA) SKCnpeccrpyemble reHbl, ypoBeHb
3Kcnpeccuu BoipaxkeH B FPKM; 6 — skcnpeccus reHa Psat1g 131280 B KopHsix ropoxa npu genctaum CK n MeXKK.

DKcrnpeccusi BToporo resa npejacraBureneid xutunaz GH19,
Psat4g10352(0, 3HaunTENBHO HUKE 11O CPABHEHUIO C YPOBHEM
9KCIIPECCHH MIEPBOTO I'eHa U TOKE HE M3MEHSIIACH TIO]] BITHSI-
Huem CK u MeXKK.

YpoBenb 3kcnpeccuu reHoB cemerictea GH18 B koHTpob-
HOM BapHaHTE HIJKE MO CPABHEHHIO C INPEJICTABUTEISIMHA
GH19. Xutnnass! rpymms! PR-3 comepixar reBenH-11o00HBIIH
JIoMeH. Dkcrpeccust TeHoB Psat3g005200 n Psat6g194720,
KOAMPYIOIINX KUCIIBIC HJOXUTHHA3bl, HE N3MEHATACH NPHU
JIEMCTBUY canuumiara, Ho akcnpeccus Psat3g005200 3naaumo
cHmkanacek noa BiaussHueM MeXXKK uepes 72 u. Dxenpeccus
reHa Psat6g194680 ne usmensuiace Hu npu aeiictun CK,
a1 MeXKK (cm. puc. 2, a). Dxcnpeccnst rena Psatlgl31280,
AHHOTHPOBAHHOTO KaK TeBEaMHUH A, CyIIECTBCHHO ITOBBIIIA-
nack mon BiusHueM MeXXK depe3 24 u 72 49 (cm. puc. 2).
Oxcnpeceus Psat0s5923g0040, npunannexamero GHI18,
HE3HAYUTENbHO NoBbIanack rnpu Bo3aeiictsun CK u MeXKK
gepes 24 4 (cM. puc. 2, a).

Hpyroii npencrasurens GH18 cemeiicTBa 6eMKoB, MPOTYKT
reHa Psat3g007040, Hapsily ¢ XUTHH-CBS3bIBAIOLINM JOMEHOM
COZICPXKHT JIOMEH OapBuHa. benku ¢ 3THM JOMEHOM OTHOCST
Kk PR-4 6eaxam. Hu CK, au MeXXK ne oxka3piBaay BIUSHUS
Ha HKCIIPECCHUIO ITOTO TPEIACTABUTENST XUTHHA3 ropoxa (CM.
puc. 2, a).

B npenpinymeit padote (Egorova, 2025) Hamu Obia oka-
3aHa 3HAUYUTENbHAst NHIYKIUS B KOPHIX TOPOXa CAJTUIIAIATOM
TpYMITEI OETKOB, OTHOCSIUXCS K cemeiictBy GH18. Mnentn-
¢unmpoBaHHBIe OENKM KOAUpYOTCs TeHamu Psatlgl47560,
Psatlgl47600, Psatlgi49120 n Psatlgl48600. Ananu3
XWTHHA3HON aKTHBHOCTH ATHX OCIIKOB MOKAa3aJl, YTO OHH HE

CTIIOCOOHBI pa3pylIaTh XUTHH M OTHOCATCS K XWTHHA3a-TI0-
n06HBIM OenkaM. IIpoBeeHHBINH TPAaHCKPUIITOMHBIN aHAIN3
BIIMSTHHS Ha SKCIIpeccHio 3TuxX reHoB CK 1mo3Bosiit BEISIBUTH
3HAUUTEJIFHOE MTOBBIIICHUE YKCIIPECCHN BCEX YETHIPEX TEHOB
nipu eiicteun CK, Tora Kak B KOHTPOJIE SKCIpeccust ObuIa Ha
Hu3koM ypoBHe (Egorova, 2025). B HacTosmeit pabote ObL10
npoananusupoBano Aeiictue MeXKK, koTopbiii He OKa3bIBalI
BIIMSTHUSI HA OKCIIPECCHIO BCEX YETBIPEX MMPOaHATM3NPOBAHHBIX
TeHoB (puc. 3).

dKcnpeccna reHoB PR-2 n PR-10 B KOpPHAX ropoxa
B nmucTesx ropoxa paHee HaMu ObLTA BBIIBICHA MHIYKITHS
B-1,3-rmokana3 (PR-2) u Genka ycToHdmBOCTH K O0J€3HU
(PR-10) mpu peiictBuu CK (TapueBckwuii u ap., 2010). IIpo-
TEOMHBIN aHaINu3 OEJIKOB KOpHEW ropoxa, oopadoranubix CK,
TTOKa3aJl MOBHIIIEHHE COACPKAHNSA OCTKOB yCTOWYMBOCTH K
6one3nn 1 ABK-3aBUCHMBIX OEIKOB, OTHOCSIIIIUXCS K TPYII-
e PR-10, HO MBI He OOHAPYKMIIM U3MEHEHUST COACPIKAHHS
B-1,3-timrokana3 (TapueBckuit u ap., 2010). B renome ropoxa
OBLT IPOBEICH MOKMCK T€HOB, KOAUPYIONINX 3TH OCIKH, i Ha
OCHOBE TPAaHCKPHUIITOMHBIX JAaHHBIX IPOAHATH3MPOBAHA UX
aKcIpeccus. B aToi yactu paboThI MBI C/I€TIaH aKIISHT JIUIITh
Ha HamboJee 3HAYUTENBHO IKCIPECCUPYIOMNXCA B KOPHIX
ropoxa rerax (>100 FPKM), mockoibpKy y TeHOB ¢ 0ojiee Hi3-
KHM yPOBHEM SKCTIPECCHUH HE TPOUCXOANIO TOCTOBEPHOTO U3~
MEHCHHUS IpHU AeicTBHH (HUTOropMoHOB (cMm. Ipunokenwue).
B renome ropoxa 0110 BhIsiBIeHO Oonee 50 renoB B-1,3-
TJTIOKaHa3, U3 KOTOPHIX B KOPHSIX HA Pa3HOM yPOBHE KCIIpec-
cupoBasioch npumepHo 20 reHoB (cMm. IIpunoxkenne). ['en
Psatlgl61880 sxcripeccupoBalics B KOHTPOIHLHOM BapHAHTE HA

FTEHETUKA U CEJIEKUMA PACTEHWI / PLANT GENETICS AND BREEDING 217



A.M. Egorova

PR genes, chitinases and chitinase-like proteins in pea roots
under salicylic acid and methyl jasmonate treatment
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Puic. 3. Dkcnpeccrs reHoB XUTUHA3a-Nnofgo0bHbIx 6enkos npu genctaum CK (50 mkM) n MeXK (20 MKM) B KOpHsAX ropoxa

B TeueHue 24 n 72 v (FPKM).
Kontp CK24a CK72a Me#K 249 MedKK 729 Annotaums

PR-2 Psatlgiol880 310 174 Glucan endo-1.3-beta-ghuicosidase
Psat3gio5080 83 Glucan endo-1,3-beta-ghicosidase 11
Psat7gl79640 9 Glucan endo-1.3-beta-ghicosidase

PR-I0  Psardgi80soo [N 4654 igse IS 4000 3280  Pathogenesis-related protein Bet v I family
Psatlgi56020 2405 2555 2784 1744 2675 ABRI17
Psatlgl57240 567 1247 1627* 422 579 Disease resistanse response protein Pil76
Psatlgl57360 362 1065 841 Disease resistanse response protein Pid9
Psatigl57200 418 Disease resistanse response protein Pi49

Puc. 4. Cnncok HeKoTopbix Hanbonee 3HauuTenbHo (>100 FPKM) akcnpeccupyowmxca B KOPHAX ropoxa reHos PR-2
(B-1,3-rntokaHas) n PR-10 B KOHTpONbHOM BapuaHTe (KoHTp) 1 nog snuvsHuem CK (50 mkm) n MeXKK (20 mkM) B TeueHune
24 1 72 u. LiBeToBas WKana npeactaBnseT Hanbonee cubHO (KPacHbIN LUBET) 1 C/1abo (CYHUI) SKCNpeccrpyeMble reHbl,

YypOBeHb 3KCnpeccum BbipaxeH B FPKM.

BBICOKOM YPOBHE, 1 €T0 SKCTIPECCHsI HE N3MEHSIIACH TIPH JICH-
cteun CK 1 MeXXK (puc. 4). Oxcnpeccus rera Psat3g165080
He 3aBucena or CKu MeXK. I'en Psat7g179640 npakTuuecku
HE JKCIIPECCUPOBAJICS B KOHTpoJse, HO akTuBHpoBasics CK
gepes 24 4 (cM. puc. 4).

B xopHsx ropoxa skcrpeccupyercs 6onee 10 reno PR-10
6enxoB. IMEHHO NpeicTaBUTEIh 3TON TPYIITEI OSITKOB, KOJH-
pyemsiit TeHoM Psat4g180800, sBnsiercs Hamboee CHIBLHO
sKcrpeccupyeMbIM B KopHsx ropoxa. Hu CK, nu MeXK ne
OKa3bIBAJIM 3HAYNTEIBHOTO BIMSHUS Ha SKCHPECCHIO ITOTO
reHa. ['en Psatlgl156920, npotyKT KOTOPOTro aHHOTUPOBAH KaK
ABK-3aBucnmeIii 6enok 17, Toxke IKCIpecCHpoBaiCcs Ha BBICO-
KOM YPOBHE, M €70 SKCIIPECCHSI HE U3MEHSUIACH IO BIMSIHUEM
n3ydeHHBIX puroropMoHoB. Uepes 72 u CK BrI3bIBaIA TOBHI-
LIEHUE dKcTIpeccuu rena Psatlgl57240, npomyKT KOTOPOro aH-
HOTHPOBAH KaK OCIIOK YCTOMYMBOCTH K OOJIE3HU (CM. pHC. 4).

O6c¢cyxpeHue

[Tpu pabote ¢ HEMOETBLHBIMU PACTEHHUSMH, K KOTOPBIM OTHO-
CHUTCSI OCHOBHAs YaCThb CEJIbCKOXO3SIMCTBEHHBIX BHU 0B, BO3HU-
KaroT pacxoXACHUA C pe3ylibTaTaMU, YCTaAaHOBJICHHBIMU Ha
MOJCIBbHBIX BHUAAX paCTeHHﬁ. B YaCTHOCTH, JaHHBIC O Map-
KEPHBIX I'CHaX, aKTUBaAlHs SKCIPECCHU KOTOPBIX CBA3aHa C
BKJIFOYCHUEM TOI'O UJIHU UHOI'O (bI/ITOFOpMOH-BaBI/ICI/IMOI‘O CHUTI'-
HAJIBHOT'O ITYTH, MOJYYCHBI UMCHHO Ha MOJICIIbHBIX PACTCHU-
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sIX apabujoricuca, Tabaka u ap. OCOOEHHO 3TO BaKHO NPH
W3YYECHUH 3aIIUTHBIX MEXaHU3MOB PACTEHHH, TIOCKOIIBKY T10-
JIydeHHbIE JTaHHBIE MOTYT OBITH HCIIOJIL30BAHBI TP paspa-
0OTKe TOJXO0/OB IS 3alUTHl 3TUX BHUJIOB U NPH CEJEKINU
YCTOWYHBBIX COPTOB.

OCHOBHOI 00BEKT HAIIMX HCCIICIOBAHUN — ropoX. PaHee
HaMM W3Yy4eHO BIMsHHNE (HAaKTOpoB (PuTOMMMYyHHUTETA — Ca-
JIUIWIOBOM M ’KaCMOHOBOW KHCIIOT — Ha OEJNKOBBIH CHEKTp
KOpHEH, BBISIBICHBI HANOOJIEE 3HAYNTEIBHBIC M3MEHEHNUS CO-
nepxanus oenkos (TapueBckuii u ap., 2010; SxoBnesa u ap.,
2013; Egorova, 2025). B HacTosIeit paboTe mpoBecH aHaTI3
9KCTIPECCHH HEKOTOPBIX Ki1accoB PR-TeHOB 1 TeHOB XUTHHA-
3a-TI0/I00HBIX OEJKOB JUISl OIIEHKH MX OTBETA Ha JACHCTBHUE Ca-
smmnmnara 1 MeXXK, mockosbKy MbI CTOJIKHYITHCE C HE00X0/IH-
MOCTBIO BBIOOpA aI€KBaTHOTO MAapKEPHOTO I'eHa JUIsl OLEHKN
aktnBannu CK-3aBucumoro myT B KOpHSX ropoxa. Beibop
BpEMEHH 00pabOTKH (PUTOTOPMOHAMH CBSI3aH C TE€M, UTO ITPH
M3yYEHUH TIPOTEOMOB uepe3 72 9 Mbl HAaOMIO1aI N3MEHEHHUS
0EIKOBOTO CHEKTPaA, KPOME TOTO, HAC MHTEPECOBAIIH ITPOIIEC-
CBI, ITPOMCXO/IAIINE HA HAYAJIBHBIX 3TAlaxX aKTHBAIIMN (UTO-
TOPMOH-3aBUCHMBIX 3aIINTHBIX MEXaHU3MOB.

B nepByto ouepenp ObIa poaHATU3UPOBAHA HKCIIPECCHS
obmenpunsatoro CK-3aBucuMoro mMapkepHoro rema PR-1 u
€ro MapajioroB B KOPHSIX ropoxa. Briepsrie 6emok PR-1 Opun
BBIJICNICH M3 JINCTHhEB Tabaka, nH(umpoBanueix BTM, ero
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KOJINYECTBO MOTJIO COCTABIATH 10 2 % OT 00IIero copepxa-
HUs OCIKOB MH(HIIMPOBAHHEIX JHCThEB Tabaka (Alexander
et al., 1993). Ho ne Bce m3odopmer PR-1 OenkoB mHIYIH-
pOBaJINCH NTPU MHGUIUPOBaHUK. B psine paHHHX paboT mpo-
JeMOHCTpHPOBaHO, 4yTo PR-1 Oenmkn mpuHUMAIOT ydacThe
B TIPOIIECCAX POCTA M PA3BUTHS PACTEHHH, HE CBSI3aHHBIX C
MIaTOT€HE30M, — OHM HAKAIUTMBAJINCH B CTAPCIONINX JIMCThIX
pactenmit (Fraser, 1981), gamenncTukax pa3BUBAIOIIUXCS
uBetoB (Lotan et al., 1989). Cepxokcnpeccus PR-1 mpuBOANAT
K TTOBBIIICHHUIO YCTOHYMBOCTH K Tprbam (Sarowar et al., 2005)
u 6akrepusm (Kiba et al., 2007), y TpaHCTCHOB TOBBIIIIANIACH
ycToumBocTh K matoreHam (Ali et al., 2018). 3amuTHbIC
¢ynakmm PR-1 6e1K0B MOTYT OBITB CBSI3aHBI CO CIIOCOOHOCTHIO
B3aMMOJICHCTBOBATh CO CTEPOJIAMH U C TMPHCYTCTBHEM B HX
crpykrype CAPE menrtuna (Breen et al., 2017; Han, 2023).
brino nokazano, uro CAPE nentua unayuupyercs B pacre-
HUSX MEXaHHYECKUM TOBpEkaeHuEeM 1 00padoTkoit MeXXK,
otmeruisercst oT PR-1 6emkoB ¢ N-koHIIa 0 KOHCEPBAaTHBHOM
CNYX nocie1oBaTeIbHOCTH 1 AKTUBHPYET SKCIIPECCHIO TEHOB
UHTHOUTOPOB TIpoTeas, PR-1, PR-7, ERF-5 (Chenetal., 2014).
HawnbGornee 3HaUNTENBHO HKCIIPECCHPYEMBIE B KOPHSX TOpoxa
renbl PR-1 6enkoB Psatlgl56240w Psatlg2 13200 conepxar
CAPE nentun u mocnenoBarensHocTh CNYX (eMm. puc. 1, 6).
Okcnpeccust reHa Psatlgl5624(0 nocTtoBepHO NOBBILIANACH
mpu neiicteun MeXXK depes 24 9 (cMm. puc. 1, 6). UmerHO
9TOT I'€H UCCIIE0BATEIH UCTIONB3YIOT B KA9€CTBE MAPKEPHOTO
CK-3aBucumoro B mHcThsX ropoxa (Barba-Espin et al., 2011).
[NomyueHHBIE HAMH PE3YyIIBTATHI TOKA3BIBAIOT, YTO 110 KpaitHEeH
Mepe B KOpHAX ropoxa Psatlgl5624(0 He MoxeT OBITh UCTIOINb-
30BaH JUIS OIEHKH aKTHUBALUH CAJIUIMIATHOTO CUTHAJIMHTA.
B 10 e Bpems Oenkm, kopupyemble reHaMu Psatlg2 11480
u Psat0s4615g0040, conepxar yceuennblii CAPE nentug u
He coaeprkar nocienoareabHocTh CNYX. B kopHsX ropoxa
9TH TeHBI KCIIPECCUPYIOTCS Ha HU3KOM YPOBHE M HE MEHSIIOT
WHTEHCHBHOCTH 3Kcpeccny npH aeiictBur CK B M3ydeHHBIX
HaMH BPEMEHHBIX TOUKaX (cM. puc. 1, a, 06). BoamoxHo, akTu-
Ballys TE€HOB MPOUCXOAUT panblie 24 4. Axtusanus PR-1 re-
HOB Me KK 1 npyrivu Bo3aeicTBISIMI ObLITA TIPOIEMOHCTPH-
poBaHa u panee. AxtuBaius AtPRB1 rena MeXXK/atunenom
ObLTa TOKa3aHa Ha KOPHsIX apabuoricuca (Santamaria et al.,
2001). B puce nzopopmsl PR-/ TEeHOB MO-pa3HOMY OTBEYATH
Ha niefictue CK n MeXXK, xpome Toro, Habmroanach pa3Huia
B YPOBHE MX KCHPECCHHU B 3aBUCHMOCTH OT OpraHa pacTCHUS
(Mitsuhara et al., 2008).

Xwurnnaassl (EC 3.2.1.14) oTHOCATCS K TIIHKO3MI-THAPOITA-
3aM, TIIABHBIM 00pa3oM ceMercTB 18 u 19, pa3pymaroT XuTuH,
SIBISTFOIIIMICS] KOMIOHEHTOM KJICTOYHBIX CTEHOK MHOTHX ITa-
TOTEHHBIX MUKpoopranm3MoB (Davies, Henrissat, 1995). ITo-
CKOJIBKY B JIUCTBSIX TOPOXa XUTHHA3bI OBUTM OTHIMH U3 HaH-
Oonee 3HAUUTENBHO WHIYIUPYEMBIX OCIKOB NMpH ACHCTBHU
CK (TapueBckuii u nip., 2010), MBI TpoaHATN3UPOBAIN YKC-
MIPECCHIO TeHOB XUTHHA3 B KOPHsX. [ToMnMO TOTO0, MHAYKIHS
CAJIMIIMIIATOM TPAHCKPHIITOB XUTHHA3 OblIa MOKa3aHa y COCHBI
(Davis et al., 2002).

CornacHo TPaHCKPHUIITOMHBIM JIaHHBIM, B KOPHSIX TOpoOXa
reH Psat5g000800 sxcnipeccupyeTcst Ha BRICOKOM YPOBHE, KO-
IUpyeT OeJoK, oTHoCsmuiics k cemeiictBy GH19, u xapakre-
pH3yeTCs] HATMYUEM JIM30IMM-TI0ZJ0OOHOTO JOMEHa. DKCIpec-
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PR-reHbl, XUTUHa3bl XI/ITI/IHa3a-I'IO,E|06HbIe 6enkn B KOPHAX ropoxa
npun }J,el;lCTBI/IVI CaJ'IVILlI/U'IOBOI;I KUCNOTbl U MeTUNKaCMOHaTa

CHsl 3TOTO reHa He uyBcTBUTENbHA K eiicTBUI0 CK 1 MeXXK
(cMm. puc. 2, a). [Ipeamonaraercs, aro xutuHa3sl GH19 urpator
Ba)XKHYIO POJIb B 3al[UTE OT IOYBCHHBIX MATOT'€HOB, CEKPETH-
pytorcs B pm3octepy (De-la-Peiia et al., 2010). Yucmo 3xc-
MIPECCUPYIOIMUXCS B KOPHSAX TOPOXa XUTHHA3, KOJUPYIOIINX
6enxu cemeiictBa GH18, 6ompie o cpasaenuto ¢ GH19, a
YPOBEHB UX 3KCTIPECCHH HIKE TI0 CPABHEHHUIO C TEHAMH, KOJTH-
pyrouumu xutrHazel GH19. Kpome Toro, u onu He nposiBIisiioT
CHEM(PUIHOCTD PETYISINNA U3yYeHHBIMU (PUTOTOPMOHAMH,
3a UCKJIIoUeHueM rena Psatlgl31280, sxcnipeccust KOTOPOro
JIOCTOBEPHO MoBEIIaNack mpu aeiictsuu MeXXK (cwm. puc. 2).
[NomyuenHbIe JaHHbBIE MOKAa3bIBAIOT, YTO HKCIPECCUPYIOIIUECS
B KOPHSIX TOpOXa N30()OPMBI XUTHHA3 HE MOTYT OBITH UCTIONb-
30BaHBbI ISt onleHKH akTuBannu CK-3aBucumoro myT.

Hapsiny ¢ renamu, KOOUPYIOIINMY aKTUBHBIE XUTHHA3HI, B
TeHOMax PacTeHUH MPUCYTCTBYIOT FeHBI, KOAUPYIOIINE HEaK-
THUBHBIEC XUTHHA3a-110100HbIe OeTTKH. B X071 9BOTIOIMOHHOTO
mporiecca 3TH OCNKK yTpaTHiId CHOCOOHOCTh PACHICIUIATH
XWTHH, B TOM YHCIIC U3-3a aMUHOKHCIIOTHBIX 3aMEH B KaTa-
JUTHYECKH BAXKHBIX JOMEHAX M B CBS3U C OCOOCHHOCTSIMU
(dhopmupoBanus TpetrmuHOU cTpyKTypHI (Kesari et al., 2015).
MBI BBISIBUIIHM 3HAYUTEIBHYIO aKTHBAIIMIO SKCIIPECCHN YEThI-
pexX reHOB XMUTHHA3a-TI0JJOOHBIX OEJIKOB B KOPHSIX rOpOXa MO
neiicteuem CK (puc. 3). [Ipraem 3T TeHBI SBISUTUCH Calld-
LIUJIaT-3aBUCHMBIMH 1 HE N3MEHSIINCH 1o BiusiHIeM MeXKK,
YTO JIeNAeT UX XOPOIINMH KaHAUIATaMH JUISl HCTIOb30BAHUS
B KauecTBe MapkepoB CK-3aBHCHMOro Iy TH B KOPHSIX TOPOXa,
3a UCKIIIOYeHueM rea Psatlgl48600. Mpl nokasaiu, 4To
comeprkaHue Oenka, KomupyeMmoro reHoM Psatlg148600, no-
BblIIaeTcs npu aerctBun 1oHopa NO — HuTporpyccuaa Na
(Egorova, Tarchevsky, 2024).

Pactutensuele B-1,3-mmokaHasel pabOTalOT COBMECTHO C
XUTHHA3aMH, KaTaJIn3upys AErpajalnio KOMIIOHEHTOB KJle-
TOYHBIX CTEHOK MHUKPOOPTaHN3MOB [3-1,3-IITI0KaHOB ¥ XUTHHA
(Jongedijk et al., 1995; Dos Santos, Franco, 2023). B xopHsix
ropoxa HanOoJee 3HAYUTEILHO SKCTIPECCUPYETCS 110 OTHOMY
reny B-1,3-mmokaHa3 ¥ XUTHHA3; YPOBEHb 3KCIPECCUHU 3THUX
TEHOB CXOK. ECITi HeKOTOpBIe TeHBI, KOMMPYIOIINE XUTHHA3BI,
nanynupytores CK u MeXK, to B-1,3-mmrokanasza, koau-
pyemast renom Psat7g179640, nanynupyercsa Toiabko CK.
Okcnpeccust Ipyrux reHoB B-1,3-rmokanas CymecTBeHHO He
u3Mmensiack HU npu aericteun CK, nu MeXXK.

Kak yxe ynomunanocs Belie, Psat4g180800, xonupyro-
i PR-10 6eok, 1eMOHCTpUpYyeT caMblil BRICOKHH YPOBEHB
JKCIIpeccuu cpeau reHos B kopHsx ropoxa: CK u MeXXKK ne
BBI3BIBAII N3MEHEHHS €TO 3KCIpeccuu. Jlpyrue reHsl, Koau-
pytomre PR-10 6exxu, rmaBHBIM 00pa30M HETyBCTBUTEIEHBI
K 3TUM (pUTOTOPMOHAM, M X 3KCIIPECCHs HE M3MEHSIETCS TI0]T
UX BIUSTHUEM.

OnuuM n3 pu3HakoB PR-0eKoB SBIISETCS MX MHIYKIHS
TIpY HHQUIMPOBAHNH TTATOTEHAMHY WM MOJT BIUSHUEM CTpEC-
COBBIX (DUTOTOPMOHOB. AHAJIM3 TPAHCKPUIITOMHBIX JAHHBIX U
TIOJTyYEHHBIE HAMHU paHee MPOTEOMHBIC JaHHBIC TOKA3bIBAIOT,
YTO B KOPHSX TOPOXa IKCIPECCUS U COAEPKAHNE HEKOTOPBIX
npeacTaButeneil PR-0ekoB BBICOKNE — TE€HBI, KOANPYIOIIHE
HeKkoTopble PR-0eku, BXOIAT B YMCII0 Hanbosee 3HaYNTEIb-
HO 3KCIIPECCHPYEMbIX I'€HOB B KOHTpose. Cpenu HUX TeH
PR-1 — Psatlgl156240, rerst PR-10 6enxoB — Psat4g180800
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u Psatlgl56920. 910 MOXeT OBITh CBSI3aHO C TEM, YTO KOPHU
HaXOJSITCS B TOCTOSIHHOM KOHTAKTe C 00MTaTeJISIMH pr3ocde-
PBI, Cpei KOTOPBIX IPUCYTCTBYIOT U ITATOT€HHbIE OPraHU3MBI.
Nmeromuiicst B KOPHSX MyJ1 OEJIKOB ¢ aHTUTIATOT€HHOM aKTHB-
HOCTBIO ITO3BOJISIET UM OBITh TOATOTOBICHHBIMU K BO3MOXKHO-
My MHOHUINPOBAHUIO, & TPH aKTHBAIMN CAINIMIIAT-3aBUCH-
MOT0 3aIUTHOIO OTBETA IPOHCXOJUT AKTUBALMS SKCIIPECCUI
U CHHTE3a XHTHHA3a-TI0JOOHBIX OEJKOB, BBICTYIAIONINX, MO
BCel BEpPOATHOCTH, B KA4€CTBE JOMOTHUTENILHOTO MEXaHU3Ma
3aILUTHOIO OTBETA KOPHEH ropoxa.

3aknioueHune

[TpoBeneHHbIi B HacTOsIIEH paboTe TPAaHCKPUIITOMHBIN aHa-
13 0a30BOH M MHIYIHMPYEMOW IKCIIPECCHH HEKOTOPBIX Te-
HOB PR-0eJkoB B KOpHSIX ropoxa rokasaj, 4yTo Ipu BbIOOpe
MapKEpHBIX T'€HOB Ul OLIEHKH aKTHUBALUU CATUIMIATHOTO
CUTHAJIMHTA CIIeMyeT oOpamarh BHUMaHHEe HA OCOOCHHOCTH
MX 9KCIpPECCHH B KOHKpeTHOM oprane. KopHu ropoxa ot-
JINYAIOTCS BBICOKUM YPOBHEM 3KCIPECCUU T€HOB U COIEP-
YKaHUsI aHTUITATOTEeHHBIX OeJIKOB. TpaHCKPUNITOMHBIH aHaIN3
MOKa3aj, YTo Hanbosee 3HAYUTEIBHO KCIIPECCHPYEMBIE B
KOpHsIX ropoxa reHsl PR-1 He MOTyT ObITH HCTIONB30BaHbI LIS
OLICHKH aKTHBAI[MH CAINIMIATHOTO CUTHAJIMHTA. XUTHHA3BI
n B-1,3-nmokanassl, nHAYHEpyeMmsle CK B IMCTBSIX TOpoxa,
HE TPOSIBIISIIOT CIENU(HUIHOCTH B OTBET HA ee JCHCTBUE B
kopHsX. [lodyueHHbIe JaHHBIE AEMOHCTPUPYIOT PA3HUILY
OTBETa JINCTbEB U KOPHEW Ha JEWCTBHE CTPECCOBBIX (UTO-
ropmoHoB. Ha npumepe pacteHuii ropoxa yCTaHOBJIEHO, YTO
TE€HBI CATTNIUIAT-UHAYIINPYEMbIX B JINCTHSIX aHTUIIATOTEHHBIX
0€JIKOB B KOPHSIX SKCIPECCHPYIOTCS Ha BBICOKOM YPOBHE B HOP-
MaJIBHBIX yCJIOBUSIX, TOT/Ia KaK K CAJTMIMIAT-UHY IUPYEMbIM
OTHOCSITCSI TeHBI, KOJIMPYIOLINE XUTHHA3a-IT0JJ00HBIE OENKH,
KOTOpbIE Takke 00JaAar0T aHTUIIATOI€HHOM aKTHBHOCTBHIO
(meomyOnMKOBaHHbBIE NaHHBIE). KpoMe TOro, TeHBl XUTHHA-
3a-TOAOOHBIX OEIKOB MPAKTHUECKH HE IKCIIPECCHPYIOTCS B
KOHTPOJIE M HHAYLIMPYIOTCSI IMEHHO CAJIHIIMIIATOM, UTO SBJIS-
€TCsl IPEUMYILECTBOM IPU aHAJIN3€ IKCIIPECCUU ITUX T€HOB
C LEJIBIO OMpPE/ENICHUS] aKTUBAIMM CATUIMIIAT-3aBUCUMOTO
CUTHAJIBHOTO TYTH.
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