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O0mas xapakrepucTuka padoThbl

AKTYaJIbHOCTH NIP00JIeMbI

[Muoennna (Triticum aestivum L.) sBiseTcs OXHOW W3 OCHOBHBIX MPOMBIIUICHHBIX
3€PHOBBIX KYJIBTYpP. DTOT 3J1aK IMOCTOSHHO TMOJBEPracTCsl aTakaM pa3IMYHbIX MATOTCHOB, TAKUX
Kak OakTepuu, rpuObl, BUPYChI, a TaKXe TPABOSTHBIX HACEKOMBIX W HeMaroja. B pacTeHHsx
UMMYHHBI OTBET Ha MATOrCHBI MPAKTHUYECKH BCETJa COMPSDKEH C 3alporpaMMHUpPOBAHHOMN
kinerounoit cmepteio (3KC) (Coll, Epple, and Dangl 2011), B perynsiinio KOTOPOW BOBJICUYCHBI
npoteosuTuieckue (epMmeHThl (mpoTewHasbl) (Zamyatnin  Jr. 2015). B pamkax gaHHO#M
JHUCCEPTAIlNK, COBOKYITHOCTh BCEX IMPOTEMHA3 PACTEHUs 31eCh M Jaliee OyIeT Ha3bIBaThCS
JerpagoMomM, Kak Obuio mpemnoxeno panee (Quesada et al. 2009). Hecmotpsi Ha BaXKHOCTb
NPOTEUHA3 Ul UMMYHUTETa M TPOLECCOB, cBsizaHHbIX ¢ 3KC, nerpazom MIIEHHIBI 10 CUX MOP
He ObLI OxXapakTepu3oBaH. [Ipu 3TOM, UMMYHHbBIE OTBETHI TIICHHUIIBI HA HEKOTOPBIC MMATOTEHBI, a
TaKXKe OTBETHBIC PEAKIIMU PACTEHHsI Ha aOMOTUYECKUE CTPECCHI, KaK MPABHIIO, OBLIM OIMHCAHBI
TOJILKO B OOIIMX dYepTax, Oe3 aKICeHTHpOBaHWsS BHMMaHUs Ha mporenHasax (Erayman et al.
2015). Ilomumo 3TOrO, CYIIECTBYET OYEHb MO JaHHBIX O TOM, KOTJAa U KaK MPOMCXOAUT

AKTHUBAlUA IMTPOTCHHA3 B KJICTKAaX IMIICHUIIBI.
Crenenb pa3pad0TaHHOCTH TEMBbI

Haubonee mupoxo uzyuenHoit gopmoit 3KC siBisercss anonTo3 y 4enoBeKa, KOTOPBIN
perynupyercsi kKacnazamu — Asp-crienupuyHbIMA UCTenHOBBIMU nipoTtennazamu (Crawford and
Wells 2011). Kacmaspl CHHTE3MpYIOTCSI B BHJIE HEAKTHBHBIX IpOKacmas. VHuIMaTopHbIe
KacIasbl IOJIBEPraloTCsl aBTOKATAIUTHYECKOMY IPOIECCUHTY M OCYIIECTBISIOT AKTHBALUIO
3¢ deKkTopHBIX Kacma3 MOCPEICTBOM MPOTEOJUTHISCKOTO Kackana. BbLIo MpeanosokeHo, 4To
3KC pacteHuii Tak ke, KaKk M y KUBOTHBIX, PETYJIUPYETCS NPOTEOJUTHUECKUMH Kackagamu. 1
XOTsSI Kacmasbl B PAaCTCHHUSX OTCYTCTBYIOT, Kaclas3o-mojoOHas aKTUBHOCTh IETEKTHPYETCS B
pacTeHUSAX BO BpeMs KIETOYHOW cMepTH. Takas aKTUBHOCTb IPUIIMCBHIBACTCS MPOTEUHA3aM U3
pa3Iu4YHBIX ceMelcTB, HanpumMep, cyoTunazam (S8) (Chichkova et al. 2004; Trusova et al. 2019),
npoteacoMHbM cyobenuauiiam (T1) (Hatsugai et al. 2009), BakyoJIIpHBIM MPOIECCUPYIOIIHM
npotennazam (VPE, C13) (Zhang, Zheng, and Zhang 2010) u manauH-1o100HBIM ITUCTEHHOBBIM

npoternaszam (C1A) (Misas-Villamil, van der Hoorn, and Doehlemann 2016).



Hpyroii ocHoBHOWM xapaktepuctukoil 3KC y pacreHuii sBiseTcs MeTakacnazHas
aktuBHOCTH (TSsiatsiani et al. 2011). Merakacna3sl THAPOIU3YIOT MENTUIHYIO CBS3b mocie Arg u
Lys, u ObUIO MOKa3aHO, YTO OHHM YYaCTBYIOT B Pa3jIMYHBIX MpPOIECCaX, CBSI3AHHBIX C THOEIBIO
kierok (Sundstrom et al. 2009; Bozhkov et al. 2005; Coll et al. 2010; Bollhoner et al. 2018). Kak
U B CJIydae Kaclasz, 9TH MENTH/Ia3bl Yallle BCEr0 CUHTE3UPYIOTCS B BUJI€ 3MMOT€HOB U HYKJAIOTCS
B MPOTEONIMTUYECKON akTuBauuu. OJHAKO CTOUT OTMETUTh, YTO, CYIIECTBYIOT JIMIIb
OTPHIBOYHBIEC JIAaHHBIE O KOHKPETHOM POJM MEPEUMCICHHBIX BBIIIE MPOTEHWHA3, (PakTopax ux
aKTHBAIMM, TOYHOU CyOCTpaTHOM Cenn(PUIHOCTH U CUTHAIBHBIX ITYTAX, B KOTOPBIX OHU MOTJIH

OBl Y4aCTBOBATh HC TOJIBKO B MIICHUIIC, HO U B PACTCHUAX B LICIIOM.

Hear nanHoii padoTBI — oXapakTepu3oBaTh Jerpagom Triticum aestivum L, oueHutsh
BapUAaTHBHOCTh JIETPaJioOMa Ha YPOBHE COPTOB, HCCIEAOBAaTh (PAKTOPHI  AKTUBAIIMU
NPOTEOJUTUICCKUX (PEPMEHTOB MIICHHUIBI B HOPME M MPH OMOTUYECKOM CTPECCE; UCCIENOBATh

aKTHBAIMIO IN VIVO Ha mpuMepe MaranH-1moJ00HOH IIMCTEMHOBOM MPOTENHA3bl — TPUTUKAHHA-O.
3agaum padoThI

1. TIpoBectu OmounH(pOpMaTHUECKUI aHATM3 JeTpagoMa MIISHUIIb], HICHTU(UIIMPOBATH BCE
3aKOJIMPOBAaHHBIC B TeHOMe 1. aestivum mpoTenHa3bl, MPOBECTU UX KIACCH(DUKAIMIO H
BBIJICIUTH YHUKAJIBHBIE JUIs BUIA OCOOCHHOCTH;

2. HccrnepoBaTh BapHMaTUBHOCTH JIerpajioMa MIIEHUIBI BHYTPH BHJA IyTEM CpPaBHEHUS
MPOTEHHA3 JIByX COPTOB IPHU MOMOIIHU XKHUAKOCTHOM XpoMaTorpaduu 1 TaHJEeMHOM Macc-
criekrpomerpun QKX-MC/MC);

3. OueHuTh U3MEHEHUS B HKCIIPECCUPYEMBIX MPOTEMHA3axX U B OOILIEH MPOTEOTUTUYECKON
aKTUBHOCTH B PACTEHUSX MIICHUII 00OMX COPTOB cIycTs 24 yaca MOCIE 3apaskeHUs
HekpoTpodHbM Stagonospora nodorum u OuotpodueiM Puccinia recondita Rob. ex
Desm f. sp. tritici maToreHamu;

4. WneHTn(uuupoBaTh aKTHBUPOBAaHHBIE B OTBET HA 3apakKCHUE MPOTEUHAa3bl, KOTOPHIC
MOTEHIMABHO MOTYT SIBJISTHCS PErysiTOpaMH PaHHEr0 MMMYHHOTO OTBETA MIICHUIBI,
npu nomo1nu XKXKX-MC/MC,

5. HccnenoBaTh XapakTep NPOIECCHMHIa M aKTHUBaNMU N VIVO manmauH-1mo1o0HOMH

HHCTCHHOBOﬁ MPOTCUHA3LI IMIIICHUIIbI — TPUTHKAWHA-OL.



Hay4ynast HOBH3HA

B nanHo#t paGoTe BmepBble ObUIM HACHTH(OUIIMPOBAHBI M  OXapaKTEPH3OBAHBI
NpOTEMHA3bl MIICHUIBI 1. aestivum, BHepBble MNpeiokeHa WX Kiaccuukamus. bpum
oOHapyXeHbl yHUKaJbHbIC JJIsI BUAA TPYNIbl NPOTEUHA3, KOTOPble HE HMEIOT OJIM3KUX

TOMOJIOTOB B IPYIMX OPTaHU3MaxX U UMEIOT YHUKAJIBHYIO CTPYKTYPY.

BnepBHe ObLIH OLCHCHBLI pa3juiyud MCKAY COpTaMH IMIICHUIBI B OTHOIICHUH
OKCIPCCCUU MPOTCOJIUTUYCCKUX (bepMeHTOB. Ot pas3iimunsa OKas3aJuCh 3HAYUTCIBHBIMU U

coctasmii ~40%.

BriepBrie Obuta O0XapakTepu30BaHA MPOTEOJUTHYECKAsi aKTUBHOCTh BO BpPEMSI PAHHETO
OTBETa IMIICHUIBI HA JBAa PA3IMYHBIX THIA 3apAXKEHUs IaTOT€HAMHU — HEKPOTpPOHOUH H
ounotpoduoit nnpekusamMu. OKa3anock, YTO PAaHHUM UMMYHHBIA OTBET MIIEHHIIBI COMPSKEH HE
TOJIBKO C KAaclla3o- U METaKacna3o-1moJ0OHBIMU aKTUBHOCTSMHM, HO M, B OOJbIIEH CTENEHH, C
IPYrUMH, 10 CHX IOp HE OINHCAaHHBIMH aKTUBHOCTSAMH. DBBUT NpeanoxkeH HOBBI MeTo[

OTIpeJICIICHHs CTaTyca aKTUBAIMU TpoTenHa3 in Vivo, ocHoBanHbii Ha XKX-MC/MC.

beina BrepBbIe TpoM3BEICHA XapaKTepU3alUs Ipoliecca akTUBAMHU IN VIVO TamnauH-

MO00HOM ITUCTEMHOBOW MPOTENHA3HI MIIIEHUIIBI — TPUTHKANHA-(.
Hayuynasi u npakTH4eckasi 3HA4YUMOCTh

Pesynprathl nuccepTalMOHHOM paOOThI HMEIOT Kak (yHJaMEHTaJIbHOE, TaK U
npaktudeckoe 3HaueHue. C Touku 3peHHs (yHJAaMEHTATbHOW HAayKH, JIaHHas paboTa
MIPEACTABIISIET PE3YJAbTATHI, KOTOPbIE HE TOJIBKO BIIEPBBIE IIOKA3bIBAIOT y4acTUE APYIUX, KPOME
Kacma3o- U METacKara3o-1noJ00HbIX MPOTeNHa3 B UMMYHHOM OTBETE PACTCHHUH, HO U MpEeJiaraet
HOBBII METOJI JUIsl OTIPECTICHUS CTaTyca MPOLIECCUHra POTerHa3 iN Vivo, ocHoBaHHOTO Ha K X-
MC/MC. C nmpakTuyeckoi TOUYKHU 3pEHUs, JaHHBIE PE3YJIbTaThl MOTYT OBITh MCIIOJIb30BAHBI JJIS
co3iaHusl 0ojee YCTOMYMBBIX K pa3IMYHBIM MATOr€HaM COPTOB MIIEHHUIbl. [IpoTenHaszbl —
KIJIFOUEBBIE PETYJIATOPBI ACCOLMHUPOBAHHBIX C KJIETOYHOM CMEPTBIO PACTEHUN IIPOLIECCOB, U
[OTOMY MOTYT SBJISATHCS MUIIEHSAMHU JUIi HMX HOKAyTa/MHAYKIUH C LENbI0 TTOBBIIICHUS

YCTOMUMBOCTH PACTEHUN K MHPEKITHIM.



JIMYHBIN BKJIAJ aBTOPa

HuccepranrionHas paboTa OCHOBaHA Ha COOCTBEHHBIX JIaHHBIX, MMOJTYYCHHBIX aBTOPOM B
nepuoa ¢ 2016 mo 2019 rr. Couckarenb CcamMOCTOSTEIbHO MPOBOIMI aHAIU3 HMEIOIIEHCs
TUTEPaTyphl, IUIAHUPOBAT M TIPOBOAUI JKCIEPUMEHTHI, OOpaOOTKYy U HWHTEPIPETAIHIO
MOJY4YeHHBIX JaHHBIX. COUCKATENbh CAMOCTOATENbHO MPEICTABIISI PE3yAbTaThl UCCIIEI0BAHUI Ha
KOH(EepeHIMSIX W HEMOCPEACTBEHHO OCYIIECTBIISUI HAlMCaHUE Bcex cTareil. MMeHa Bcex

COaBTOPOB yKa3aHbI B OMyOJIMKOBaHHBIX paboTax.
MeTo0/10J10THsl 1 METObI HCCJIE0BAHUS

B pabotre wucmosp3oBancs  IIMPOKUH  CIEKTP  COBPEMEHHBIX  MOJEKYISPHO-
OMOJIOTUYECKUX, OMOXUMHUYECKHX, MHUKPOOHOJIOTHYECKUX U OMOMH(POPMATHUECKHX METOOB.
dunoreHeTHUEeCKU aHaNM3 ObUT TPOBEICH Ha OCHOBe mporeoMa (penmu3 39) T. aestivum, ¢
ucnonb3oBanueM nakera HMMER 3.1b2. Mnentuduxaropsl JOMEHOB Ka)kJIOTO CeMEWCTBa
nenTtuaa3 ObUTH NoJydeHbl u3 0a3bl ganHbix Pfam (Finn et al. 2016). BeipaniuBanue pacteHuii,
ux 3apaxenue S. nodorum u P. recondita, TpaH3ueHTHAs SKCIPECCHsT PEKOMOMHAHTHBIX OCIIKOB
IyTeM arporH(UIBTPALMU TPOBOIMINCEH COTJIACHO pa3pabOTaHHBIM paHee MpoTokosiaM. B xone
paboThl OBUIM TPOBEJCHBI KIOHHUPOBAHME T'€HOB B OSKCIPECCHOHHBIE BEKTOPA, MPOAYKIIHA
pekoMOMHaHTHBIX OenkoB B pacrenmsix Nicotiana benthamiana, awanu3 skcmpeccun mpu
MIOMOIIM BECTEPH-OJOTTHHTA U Jp. s aHaiM3a JIOKaau3alud TPUTUKAMHA-0L U XapaKTepa ero
IPOIIECCUHTa B KJIETKAaX MIICHUIBI, ObUIO NMPOBEACHO (PPAKIMOHUPOBAHHE OPIaHEIT KIIETOK
MIIeHUIBl Tpu noMouw auddepenumansHoro nenTpudyruposanus (Lampl et al. 2013). Qs
OIICHKM aKTUBHOCTH TpPUTHKaWHa-o B kieTkax N. benthamiana Obun mcmosb3oBaH MeTon —
OCHOBaHHBIM Ha akTUBHOCTU mpodaitnuur O6enkoB (ABPP), ocHoBaHHBIN Ha crenupuIecKoM
KOBQJICHTHOM HEOOpaTHMOM CBSI3bIBAHWHM AKTHBHOTO IIEHTPA MalanH-TNOAO0OHBIX IIHCTEHHOBBIX
npoTenHas ¢ ¢uyopecueHTHo# npoboit (MV202) (Hoorn 2004). OauH U3 OCHOBHBIX METOJOB
aHanu3a JaHHou pabotel — meror KX-MC/MC 6e3 ucnons30BaHUs METOK, KOTOPBIH TO3BOJIIII
JIETEeKTHPOBaTh IMPOTCHHA3bl B 3[0POBBIX M 33apAKCHHBIX PACTCHUSX IIICHUIIBI, MPOBECTH
CpaBHEHHE JIETPaIOMOB MEK/y COOOH M ONpENeNIUTh CAUTHl PACIICTIICHUs TPOTenHa3. B qanHoi
paboTe ObLI MpEIUIoKEH HOBBIM METO]| ONpE/ICIICHHs cTaTyca MPOLECCHHIa MpoTenHas in Vivo,
ocHoBaHHbIl Ha KX-MC/MC. Mertoa 3akiio4aercss B ONPEICICHUM MOIY-CHEUPHUECKUX

IIENTUIOB, OJUH U3 KOHLIOB KOTOPBIX IIOJIy4asICs B PE3yJIbTaTe TMAPOIN3a UCIIOJIb30BaHHOU IIPU



MPUTOTOBJICHUH MPOO Ui Macc-CIEKTPOMETPHH MpoTerHasbl (TpuricuHa, ASpN), a apyroit —
Hecneun(puIeckuii KOHell MenTH A, MPeaNoI0KHUTEIbHO TOTYUYEeHHBIH B pe3ylbTaTe TUAPOIN3a
OHJIOTCHHBIMU TpOTeHHa3aMu IN ViIV0. OOcCYeThl MOJYYEHHBIX CIIEKTPOB U TOUCK OCIIKOB

npoBoauuck B ldentiPy (Levitsky et al. 2018).
IMoJ10:keHNs1, BBIHOCHMbIE HA 3aIIUTY

1. T. aestivum oOnagaeT yHUKaJIBHBIM HAa0OPOM TPOTEHHA3, MPUHAUICKALNIMX PA3THYHBIM
CeMEeNCTBaM, 4acTh U3 KOTOPHIX HE UMEET OJIU3KUX TOMOJIOTOB B IPYTUX PACTCHUSX;

2. JlerpagoMbl pa3HbIX COPTOB IMIIEHUIIB 00JIaal0T 3HAYUTEIBHOM BApHATUBHOCTHIO;

3. buotpodnas m HekporpodHas MH(EKUNN BBI3BIBAIOT WHIAYKIUIO PA3IMYHBIX MPOTEUHA3 U
yBEJIMUYEHUE OO0IIel MPOTCOTUTHUSCKON aKTHBHOCTH B KJIETKAaX, OJJHAKO MMMYHHBIH OTBET
COIpsDKEH ¢ (hepMEeHTaMM, OTHOCAIIIMMHUCS K OJJHUM U TeM )K€ CeMelcTBaM MenTH a3,

4. AxTuBanus NMpOTEMHA3 BO BpPEMs PaHHET0O MMMYHHOT'O OTBETa IMIICHUIbI MPAaKTUYECKU HE
COIpsDKEHA ¢ aKTUBHOCTBIO Kacla3o- U METaKacna3o-1mo100HbIX (pepMEeHTOB;

5. AKXTHBaIMs MananH-MoJOOHONW MPOTEUHa3bl TPUTHKAMHA-0. SBISETCS MHOTOCTYIIEHYAThIM,

PH-3aBUCHMBIM, aBTOKATATUTUYECKUM HPOLIECCOM.
CreneHb 10CTOBEPHOCTH M anipodanus pe3yJbTaTOB

ITo Teme muccepTalMOHHOM PabOTHI OBITIO OMyOJIMKOBAHO 3 CTAaThU B PELEH3UPYEMBIX
KypHaJlaX, pEKOMEHI0BAHHBIX AJIS 3alIUTHI B AuccepTalioHHOM coBeTe MI'Y, u 4 tezuca

JOKJIa/I0B Ha POCCHMCKUX U MEXTyHAPOIHBIX KOH(EpEeHIUSX.

PesynbraTthl paboThl OBUIM MpPEACTABICHBI Ha MEXIYyHApOAHBIX KoH(pepeHuusax: 43rd
FEBS Congress (Yexusi, IIpara, 2018), Ha mexayHapoHOi HayuHO# koH(pepenun "XII ureHus
namaTu akagemuka HOpus AmnatonbeBuua OBumHHuMKOBa", VIII Poccuiickom cummnosuyme
"benku u mentuael" (Poccusi, Mocksa, 2017), mexaynapoaHoii konpepeniuu “Toolkits for
DNA vaccine design, an update” (Poccust, Mocksa, 2016), mexxayHapoaHoi koHbepenin UK —
Russia Young Medics Conference (Poccusi, Mocksa, 2019).

HuccepramonHas pabora Opuia anpobupoBana 19 centsops 2019 roma Ha 3acemanuu
WNuctutyra MonekynspHoil Meauuuael @I'AOY BO Ilepgoro MI'MVY um. .M. CeueHoBa

Mumnzapasa Poccun (CeueHOBCKUM YHUBEPCUTET).



CTpykTypa u 00beM AuccepTannu

JuccepranonHas paboTta u3nokeHa Ha 112 crpanumax, coaepxut 6 Ttabmui u 18
PUCYHKOB M COCTOMT M3 CIEAYIOIIMX pa3JesioB: BBEAEHHE, 0030p JUTEpaTyphl, MaTepHaibl U
METOJIbl, PE3YJIbTaThl, OOCYKJICHHE, BBIBOJIbI, CIIMCOK HMCHOJIB30BAHHBIX COKPAIEHUH M CIIUCOK

JUTEPATYPHI.
Pe3yabTaThl padoThl
1. Hderpamom Triticum aestivum L. mpencraBjieH pa3jiMYHBIMH ceMelcTBaMu
NpOTenHAa3
B mepByro ouepens ObuiM MACHTHOUIIMPOBAHBI MPOTEHHA3bI, KOJUPYEMbIC B T'CHOME
nineHunsl. [TiieHnna sBiseTcs reKCaruiouIHbIM OPraHU3MOM, a €€ TEHOM MPEACTAaBIICH TPEeMs
reHoMamu OJIM3KopocTBeHHBIX 351akoB (AABBDD) (Zimin et al. 2017). IIporeom T. aestivum

(penu3 39) ObLT MoNy4eH u3 0a3bl qaHHBIX reHoMOB Ensembl (ftp://ftp.ensemblgenomes.org/). C

ucnonb3oBanueM makera HMMER 3.1b2 Bcero O6buio oOHapyxkeno 1544 mnporenHassbl,

OTHOCSIITUXCS K pa3inuHbiM cemerictBam (Tabm. 1).

Ta6auna 1. [IpencTaBiaeHHOCTh pa3IMYHBIX CEMEHCTB B TEHOME MIIICHUIIBI.

Karanutuuyecknii T1Hn | CeMelicTBa U IoJceMeiicTBa Yucio
NMpPOTENHA3 (corjiacHO HOMeHKJIaType 0a3bl JaHHbIX Pfam) NMPOTENHA3
IucrenHnoBeIE C1, C2, C12, C13, C14, C15, C26, C48, C50, C54, C65, | 459

C78
CepuHoBbie S8, S9, S10, S15, S28 446
AcnapratHele Al, A22B 336
MerannonpoTernHasbl M1, M3, M8, M10, M14, M16_M, M16 C, M17, M18, | 275

M20, M22, M24, M28, M41, M48, M49, M50B, M50
TpeoHNHOBEIE T1 28
Bcero 1544

WnentudunupoBannele MpoTerHa3bl Obutn kiaccuguimponanbl (Puc.l). CemeiicTBo
nuctenHoBbIX mpotenHa3 Cl cocrosuio mu3 181 Oenka, oTHocsmerocs k mojacemeiictsy C1A
narnanH-noJo0HbIX nucTenHOBBIX mpotea3 (TIIILIT), cormacHo Homenkmatype MEROPS

(Rawlings, Barrett, and Finn 2016).

CepuHOBBIE TPOTEHHA3bI HACUUTHIBAIM 82 (pepMeHTa U 00pa30BaIN OTAEIbHbIE TPYIIIIHI,
cofepxkaiue OJU3KUE TOMOJIOTH, TOTJa Kak JIpyrue IPYMIbl ObUIM YAAIEHBI APYr OT Jpyra
(Puc.1, «CepunoBsle»). MeTaionpoTernHasbl ObUTH TPEICTABICHbBI MHOXXECTBOM CEMEHCTB H

OKa3aJIUCh CMEIIaHHBIMU Ha (¢unorenernueckoM gepese (Puc.l, «MetamionpoTenHasb»).



ftp://ftp.ensemblgenomes.org/

AcnapraTHble NpOTEUHa3bl U3 Pa3HbIX ceMelcTB (cemeiicTBO Al u moxcemerictBo A22B) He
SBJISJIUCH TOMOJIOTaMH U BO3HHMKJIM 3BOJIIOLIMOHHO HE3aBUCHMO B TpYIIIE aclapTaTHBIX
nporenHas (Puc.1, «Acnapratueie»). [Iporennassl n3 cemeiictBa Al SBIAIOTCS YHUKaJIbHBIMU
st T. aestivum u cocrosst u3 N- u C-KOHIEBBIX TOMCHOB MHruoOuTopa kcuiaHassl TAXi N u

TAXi_C, koTopsbl€ SBISIOTCS OTAJICHHBIMHU, HO TOMOJIOTHYHBIMU JIOMEHAMHU.

M14
M49

MeTtannonpoTtenHasbl

AcnapraTHble

M16

M18

M76

TpeoHWHoBbIE
M1

Nicastrin

M24 —
M17 — 0.5

magl M22 2.0 0.3
M50 Proteasome

M3

LlncTenHoBble CepuHoBble
S9

Anhydro-
lase_6

C14 Cc12

C48
C50

C78 ¢2 -

Pucynok 1. [lerpamom T. aestivum. HeykopeHeHHBIE (QHIOrEHETHYECKUE NEPEBbsSI JIEMOHCTPUPYIOT
pa3HooOpasue ceMeicTB MpoTenHas. JIMHbI BeTBeH IepeBbEB COOTBETCTBYIOT SMHUIIAM, UCIIONb3YEMbIM
IUISL OTIPEICIICHHS ABOJIOIMOHHBIX PACCTOSHUN MEXKIY OeiIKaMu. DBOJIIOLMOHHBIC PACCTOSHHS OBbLIM
paccuuTaHbl C HCIONb30BaHMEeM Merona p-paccrosuus (Kumar, Stecher, and Tamura 2017), u wux
SIIMHHUIBI COOTBETCTBYIOT KOJIMYECTBY PA3IMYNi Ha CaMT.

beimn  ckOHCTpyHMpOBaHBI (UIOTCHETUYECKUE JepeBbsi HAa OCHOBE BBIPABHUBAHMIA
COOTBETCTBYIOIIMX JOMEHOB J[UIsI CEMEMCTB, WIEHbI KOTOPBHIX CBSI3aHbl C UMMYHHTETOM
pacrennii, Takux kak Cl, C13, C14 (Puc.2, A) u S8 (Puc.2, b). JlomeHHBIE CTPYKTYphI OBLIN

UACHTU(HUIIMPOBAHBI I BCEX MPOTEHHA3 U3 3TuX cemeiicts (Puc.3 u 4).

[Tockonbky mpotennasbl u3 cemenictB C1A, C13 u C14 ouyeHb cX0XkH, 7151 ITUX CEMEUCTB
Obul0  TOCTpoeHO enuHOoe  ¢umioreHernyeckoe nepeBo  (Puc.2, A). Bcero 0Obuio

uneaTudumrponaHo 25 knactepoB C1A nmpoTenHas. J[eBATh KIIaCTEpPOB COOTBETCTBOBAIIN JACBSITH



rpynmnam, oOHapyxeHHbIM panee Richau et al. (Richau et al. 2012) nns moacemeticts TTIILIT u3
A. thaliana. Kpome Toro, ObutM HICHTU(HIMPOBAHBI MPOTEUHA3HBIC TPYIIBI, TOMOJOTHYHbIC
takoBeiM u3 puca (Oryza sativa) (o6o3nauensl kak Os Ha Puc.2). MHTEepecHo TO, 4YTO
NPOTEUHA3bI U3 APYTUX TPYII HE HMEIH PaHee OMMCAHHBIX TOMOJIOTOB (OKpalleHbl KPAaCHBIM Ha
Puc.2, A). Taxxe ObuUIH OIpeesieHbl HECKOIBKO TOMOJIOTUYHBIX HanOojee OJU3KUX MPOTEHHA3

U3 IPYruX OPraHu3MoB.

1 AtRD21

2 AtXCP2

3 AtCEP1

4 ASAGI2
5 AtXBCP3
" "6 AUTHIT
7 AtRD19
- 10° AFAALP 1 OsSBT3.8
11 OsCP15
CeMencTBo
1 12 0scP12
5 13 2  OsSBT1.7
L] 14 oscP22
. 162? BnCOT44 3 OssBT14
* 18
s+ ———— 19 VmVignain/0scp29 4 0sSBT5.3
- ? 20 CBA3aHHAaA C
22 OsSAG39 < 5 orsetom Ha CO2
cekpeTipyemas
-<L 23 AtCathB H npoTenHa3a paca
L 4 5:05CP30
CeMencTBo . 26 VPE 6  OsSBT1.8
13

CemeicTBo —<| 7 OsSBT1.7
C14 ] _
27 MeTakacnasbl /—\r— 8 0sSBT25

4 9 TprnenTignun-

4

0.06 npoTenHasa 2
- W3 puca

0.06

A b

Pucynok 2. ®@unorenernueckue nepesbs (A) cemeiicts C1, C13 u C14 uucrenHoBsix nporennas, (b) S8
CEpUHOBBIX NPOTEHHAa3. TpPeyrolbHUKKM 0003HAYAIOT COKPAILEHHBIC KIaAbl M pa3Mep KaKIOH TpyIIbl
nporenHas3. byrcTpan 3navyeHus Boime 70% Mmoka3aHbl ¢ YEPHBIMH TOYKAMU B COOTBETCTBYIOIIMX y3JaX.
bmkaiiimme romonorn rpynm mpoTeMHA3 yKasaHbl clipaBa OT (uiioreHermueckoro aepesa: At — A.
thaliana, Os — O. sativa, Bn — B. napus u Vm — V. mungo. Homepa yHukaneHbIX [uist T. aestivum rpymmn
OKpalleHbl KPaCHBIM IIBETOM.
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Kak npasmiio, Cl1A nporenHasbl MIIEHUIBI COACPXKAIN MPOJOMEH M KaTaIUTHUECKUMN
noMmeH, a B ciaydae XBCP3-nmogo6ubix 1 RD21-mog00HBIX MpoTEeNHA3 — IPaHYJIMHOBBIA JJOMEH
(Puc.3). dpyrue rpynmsl npoTenHa3 00Jafaid OTIMYUTENHBIMU OCOOCHHOCTSIMU, HAlpHMeEp,
rpynna 15 conepxkana Genku ¢ tomMeHoM Hen3BecTHOM ¢ynkuuu 4371 (DUF4371); a rpynma 22
— NAM nowmesn.

82 cepuHOBBIC MPOTEHHA3Bl U3 CEeMecTBa S8, TakKe M3BECTHBIE KAaK CyOTHIIA3bl, OBLIN
KJIacCH(UIIMPOBAHBI HA JEBATH TPYIIL, JJIsI KOTOPHIX OBUIM ONpEIeNeHbl ONMMKaWIINe TOMOJIOTH
u3 A. thaliana (Puc.2, b). [IporenHasbl mouTH U3 BCEX TPYIII HECIU HE TOJBKO KaTaTUTHYSCKHN
nomeH (Peptidase S8), Ho Taxke koHcepBaTuBHBINA pogomed (Inhibitor 19, Puc.4). I'pynmnst 3-6
u 8 conepxkanu nporenHassl ¢ PA (protease-associated) nomenom. CyOTunassl u3 8 u 9 rpymnn

coJiepKalii IOMeH, 1o100HbIH (pubponektuny 1l Tuna (fn3_5).

MoOXHO 3aKIIOYHUTh, YTO B TEHOME MIIEHUIBl ObUlo wuaeHTUuIMpoBano 1544
NPOTEHHA3bl, OTHOCSIIMXCA K OTHOCHUTEIHHO OONBIIOMY KOJHUYeCTBY ceMmelcTB. HambGomee
SAPKUM TIpUMEpOM siByisieTcst mojaceMeicTBo ClA manauH-moJ00HBIX HUCTEHHOBBIX MPOTEUHA3,
HacuuThiBatoniee 181 gepMeHT u BKIIOUaroliee 8 yHUKaIbHBIX s mieHusl rpynn (Puc.2, A,
KpPacHBIM).

[pynnbl npoTeMHas  [lOMEHHaA apXMTEKTYpPa NPOTEMHA3 U3 CEMEACTB
C1,C13mnCl4a

2-4,6-14,16-18, @9 Peptidase C1_ )

21,24

15 Peptidase C1

22 NAM Peptidase C1
23 Pl

26 Peptidase_C13
27 — A PeEtidase C14 =
—@ PeEtidase Cl14 =

L 1 1 1 1 1 1
1 100 200 300 400 500 600

AMAHOKNCOTHbIE
ocTatkn

Pucynok 3. Tunuunas noMeHHas opranuzanus nporentas u3 cemeiicts C1, C13 u C14. Homepa rpynn
COOTBETCTBYIOT TeM, KOTOpble yka3aHbl Ha Puc.2, A. JInuHBI Bcex CTPYKTYyp YyKaszaHbl B MaciiTade,
COOTBETCTBYIOIIEM InKaie cHuzy. Uaentuduxaroper Pfam: Peptidase C — mporeonuTHUecKuii TOMeH
nporenHas cemeiicte Cl, C13 u C14; 129 — Inhibitor_I29 — nponomen; NAM — No Apical Meristem
nomen; P_C1 — Propeptide_C1 - npogomen; zf — nomen zf-LSD1.
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lpynnbi [ omeHHas apXuTeKTypa NpoTeMHas U3 cemeidcTBa S8
npoteuMHas

K ~Q) (pepudase s -

8 Peptidase S8 FN3_5

L 1 1 1 1 1 1 1 1 1 1 1 1 1 1
1 200 400 600 800 1000 1200 1400

AMWHOKWUCNOTHBIE
OCTaTKKH

Pucynok 4. Tunuunas 1oMeHHas OpraHu3alus CyOTWIa3 U3 MiueHUnbl. HoMepa rpynmn cOOTBETCTBYIOT
HOMepaM, ykazaHHbIM Ha Puc.2, B. JInuHBI BCex CTPYKTYyp yKa3aHbl B MacmTade, COOTBETCTBYIOILEM
mkane cauzy. Mnentupukaropsr Pfam: Peptidase S8 — mporeonutuueckuit momen; 19 — Inhbitor_I19 —
mponomen; PA — PA nomen; FN3 5 —fn3_5; TPPIl — foMeH TpunenTyInInenTuaasbi-2.

2. JlerpaaoM nieHWIbl BApbUPYeTCS HA YPOBHE COPTOB

Ha cnenyromem »stame  paboTel  ObUTM  MISCHTHU(DUUIMPOBAHBI  MPOTEHHA3HI,
NPUCYTCTBYIOLIKE IN VIVO B 3M0POBBIX pacTeHUsx coptoB Xakacckas U [apes. Pacrenus copra
Xakacckas sIBIAIOTCS 00Jjiee UyBCTBUTEIBHBIMU K aTakaM IaTOTEHOB, B TO BpPeMs KaK pacTeHUs
Happu — 6osee ycTOHUMBBIMH. J[eTeKTHpOBAaHUE MPOTEUHA3 OBLIO MPOU3BEICHO MPH MOMOIIN
METO/a JKHJIKOCTHOW XpomaTtorpaguu u TaHaeMHON Macc-criekrpomerpun (JKX-MC/MC).
IlonyueHHble naHHBIE yKa3bIBalM HA TO, YTO JETPaJOM MILEHUIBI BApbUPYETCS BHYTPHU BHUJA
(Puc.5). CpaBHUTENBHBIN aHAIN3 [TOKA3aJl, YTO PACTEHUS COPTOB Xakacckas U [lapbs conepxanu
pa3zHoe KoiaudecTBO IporenHas (94 u 79 mporenHas, COOTBETCTBEHHO), IpuueM 49 mpoTenHas
OBUTH JIETEKTUPOBAHBI B 000UX COPTax, 4TO cocTaBisuio 52,1% u 62% oT olmiero xoaudecTBa
nporenHas s Xakacckoi W Jlapeu, cooTBercTBeHHO. Hambonee mnpencTaBieHHBIMU

ceMeiicTBamMu mpoTenHas y oboux coptos sBismuchk Cl, S8, S9, S10, M20, M24 u Al.

MO’HO 3aKIIOYHUTh, YTO B PA3HBIX COPTAX IMIICHUIIBI MOTYT ObITH OOHAPYKEHBI pa3HbIC
Habopbl nporenHas. Jlerpagomsl Xakacckoi u Jlappu coBmamatorT Ha 52,1% u 62% ot Beex
MPOTEHHA3, COOTBETCTBEHHO, YTO HECKOJIBKO MEHBIIIE, YeM yXKe M3BECTHOE paHee COBIAJICHHE Ha

79,3% Mexay MmoHBIME IpoTeoMamu coptoB mineHutlsl (Faghani et al. 2015).
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Xakacckas Dapba

LincrenHosble

TpeoHuHOBbIE

94 49 79
Pucynok 5. [lnarpamma Benna, npeactapisromasi 94ucio BOCHPOU3BOANMO ACTEKTHPYEMBIX MIPOTEHHA3
JUISL COPTOB TMINCHUIIBI Xakacckas (0Oo3HaueHbl 3eneHbIM) U Jlapbs (0003HauUeHBI TOITYOBIM).
[Iporennassl, 0OHapyKeHHBIE B 000OMX COPTax, 0003HAYECHBI JKENTHIM I[BETOM, 00IIee YHUCIIO POTEHHA3 —
COOTBETCTBYIOILIMM IIBETOM BHHU3y JUarpaMMmbl. lIyHKTHpHBIE JMHHU [ACNAT MPOTEHHA3bl Pa3HBIX
KaTaJIUTHYECKUX TUTIOB.

3. 3apakeHue MaTOreHAMH NMPHUBOIUT K H3MEHEHHUIO COCTABOB MPOTEHHA3
Jlanee ObUIO MPOBEJCHO CPaBHEHUE MPOTEHHA3, AETEKTUPYEMBIX B 3/I0POBBIX PACTEHHIX
U pPacTeHHUAX, COOpaHHBIX 24 yaca CITyCTs MOCIIe 3apaXeHUsT OMOTPO(PHBIM MMATOT€HOM — TPUOKOM
P. recondita u HekpoTpodHEIM MaToreHoM — rpubkom S. nodorum. Mnentudukanus npoTenHas

Obu1a IpoBenieHa ¢ ucrnoib3oBanuem KX-MC/MC.

beuio obHapyxeHo 117 m 77 mpoTtenHa3 y pacteHuid, 3apaxeHHbIX P. recondita u S.
nodorum, cootBerctBeHHO, 55 (58, 5%) u 45 (60%) mpoTenHa3 W3 KOTOPBIX COBMATAIOT C

COOTBETCTBYIOIUMH KOHTpossiMu (Puc.6).

Cnenyer OTMETHTh, YTO B ciydyae OHOTpO(HOW WHGEKIHH ObUIM WHAYLHPOBAHBI
npoTenHasbl u3 cemeiicte M17 u M20, B To Bpems Kak B ciydae HekpoTpodHoit — u3 C14 u C26.
ITpu 3ToM 06e MH(EKINN BHI3BIBAIN YBEIMUYCHHE KOJUYECTBA MPOTEWHA3 W3 OOJIBIIOTO YHCIa
onuux u tex xe cemeiicts (C1, C13, C48, C65, M24, M41, S10, S9, S8 u Al). [IporenHassr u3
CI3 u Cl4 cemeiicTB paHee OBbLTM acCCOLMHPOBAHBI C OTBETaMH Ha maroreHsl. OgHAaKO

OCTaBIIMECS CeMENUCTBa TPEOYIOT JaTbHEUIIIETO U3yUCHHS.
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Xakacckasi Dapbs

3poposble 3apaxeHHble 3nopoBbie 3apaxeHHble
pacTeHus Puccinia recondita pacTeHusi Stoganospora nodorum

13 9 20 UncrenHoBble

TpeoHuHoBbIE

94 55 117 79 45 77

A b

Pucynok 6. [Ilnarpammbl Benna, npeactaiisiionie 9uciio BOCIPOU3BOINMO JETEKTHPYEMBIX MIPOTEHHA3
B mipoTeomax (A) 310poBbix (0003HAUCHBI 3€lIEHBIM) U 3apaxkeHHBIX P. recondita (0603HaueHBI PO30BBIM)
pacrenuii copra Xakacckas; (B) 3mopoBbix (0003HAYeHBI TOMYObIM) H 3apakeHHbIX S. nodorum
(06o3HaueHbI (hHOMETOBBIM) pacTeHuii copta Japbs. Uucino npoTernHas, OqHOBPEMEHHO 00HAPYKECHHBIX B
OIBITHBIX M KOHTPOJBHBIX Mpo0ax, 0003HAUYEHBI Ha MEPECEUCHUH KENTHIM, 00lIee YHCIO MPOTenHa3 —
COOTBETCTBYIOIIMM LIBETOM BHHU3Y AUATPaAMM.

4. MHOXKecTBO CyOCTPaTOB, paciiensieMbIX MPOTeNHA3aMHu IN VIVO, yBeTHYHBAETCS HA
(¢oHe 000X THIIOB 3apa’KeHHA

Janee ObuT MPOBEPEHO, YBEIWYHMBACTCS JM OOINAs MPOTEOJIUTHUYECKash aKTUBHOCTh Ha
(doHE yBEIMUYEHUS YMCIIa SKCIIPECCHUPYEMBIX MPOTENHA3. Bl MpOBEACH MOUCK MOTEHITHATBLHBIX
CyOCTpaTOB, pacIICTUIIEMbIX MPOTEHHA3aMU B 3JJOPOBBIX PACTEHUSX OOOUX COPTOB. AHAmu3
BBISIBUJI Pa3HbIE MHOKECTBA TIPE/IIOJIOKUTEIHHO THIPOIM30BAHHBIX CyOCTPaTOB, COBIIAIAIOIICE

Ha ~40%, B 310poBbIX pacTeHusax Xakacckoit u Japou (Puc.7, A).

Kak ykaspiBasioch paHee, MMyHHbIEe OTBeThl pacTreHMid u 3KC cBsizaHbl Cc Kacmaso-
noI00HOM M MeTakacma3HON aKTHMBHOCTSIMH, KOTOpBIE MOJPAa3yMEBAIOT THAPOJIH3 CYyOCTpaTOB B
cneunpuyeckux caiirax, Takux kak VEID, DEVD, YVAD, u np. Ilostomy mnpucyrcrsue
CcyOCTpaToB, NPEANOJIOKUTENIFHO —paclIeIUIAeMbIX Kacla3o- M MEeTaKaclas3o-ToJA00HbIMH
INPOTEHHA3aMH, TaKXke ObUI0 HuccienoBaHO. bbulo mpuMeHeHO 000O0IIEeHHOE MPaBHIIO s
uneHTuduramu  cyocrpatoB: XXXD gns  kacmazo-momobHeix u XXXR, XXXK s
MeTaKacnazo-moA00HbIX MENTHAa3, rae X — Jarbas aMMHOKHUCIOTA. Bbuto 0OHapy:KeHO MOYTH
OJIMHAKOBOE YHMCIIO BEPOATHBIX CYOCTPAaTOB Kacla3o-MOJAOOHBIX MPOTEHMHa3 B 3JI0POBBIX
pacrenusix Xakacckod u [lappm, TOorza Kak 4YHCIO CYOCTpaTOB MeETakacraszo-TmoJA00HbIX

npoTterHas 0bU10 B 1,5 pasza 6osnbiie B pacrenusx Japou (Puc.7, A, CHHUM U KpaCHBIM).
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Xakacckasi Japes

Kacna3o-nogo6Hbie caiTbl

220 85 178

A

Xakacckas Hapes
300poBble 3apaxeHHble 340poBble 3apaxeHHble
pacTteHuns P. recondita pacTteHus S. nodorum

220 121 518 178 77 300

b B

Pucynok 7. [marpammbl BeHHa, mpencTaBisOIIME YHCIO BOCIPOM3BOIUMO JIETEKTUPYEMBIX CAHTOB
pacierienust in Vivo (o6HapyxeHHbix ¢ nomoinsio KX-MC/MC) Bo Bcex Genkax B mporeomax (A)
3I0POBBIX PAacTeHUsIX XakaccKod (0003HA4YEHBI 3€JeHBIM) W 3II0POBBIX pacTeHusx Japeu (00o3HaueHbI
rony6bim); (B) 310poBbIX (0003HAYEHBI 3e/IeHbIM) M 3apaxkeHHbIX P. recondita (o603HaueHbI pO30BHIM)
pactenusix Xakacckod; u (B) 3mopoBeix (0003HaueHbl TONYyObIM) M 3apakeHHBIX S. nodorum
(o6o3Hauens! ¢uoneroBeiM) pactenusix apeu. IIpoTenHasbl, OMTHOBpEMEHHO OOHapYKEHHBIE B Pa3HbIX
oOpa3max, 00O3HauYeHBl JKENThIM IBeToM. XXXD — kacmazo-momoOHbI caiT; XXXR, XXXK -
MeTaKacna3o-moAoOHbIe CaThl; X — J00as aMMHOKHCIOTA; HUQPBl BHU3Y AWArpaMM — OOIIee YHCIO
CaiiTOB pacuielUIeHUs] 10 MPOTEeOMaM; YHCIIO Kacla3o-MOAOOHBIX CalTOB 0003HAYEHO CHHUM, YHCIIO
METaKacna3o-mog0OHBIX CAHTOB — KPACHBIM.

[TockoyibKy YHCIIO JETEKTHPYEMBIX MPOTEMHA3 YBEIMYHMBAJIOCh Ha (oHe o00enx
uHbeKIuii (cM. PeABIIYINI pa3/en), OblJI0 MPOBEPEHO, YBEIUYUBACTCS JIM YHUCIIO CyOCTPaToB,
pacIIeIUIeHHBIX SHIOTeHHBIMU TIpoTerHa3zamu. B ciryuae nndexuu P. recondita (Puc.7, B), ato
YHCIIO YBEJIMYMIOCH B ~2,5 pa3, B To BpeMs kak B ciaydae uHpekuuu S. nodorum (Puc.7, B) — B
~1,6 pa3. CyOcTparhl Kacmas3o- U MeTaKacrnazo-1mo100HbIX MPOTenHAa3 TaKkkKe ObLII 0OHAPY)KEHBI.
[Tpousonuio yBenMueHHE 4YMCIAa CaWTOB OOOMX THUIOB B 2-3 pasa B ciaydae uHpekiuu P.

recondita, u B 1,5 pa3a ToJIbKO Kacma3o-mo00HbIX CAalTOB B ciydae S. nodorum.

15



MOHO 3aKIIOYdTh, YTO cIycTs 24 dYaca mocie 3apakeHuss oOOMMH MaTOreHaMu
NPOU30IUI0 YBEJIMYEHUE HE TOJBKO 4YHCIA MPOTEHHA3, HO M OOLIEH MpOTEOIUTUUECKOM
aKTUBHOCTH B KieTkax pacteHuidl. CTOMT OTMETUTh, YTO Kacma3o-NoJoO0Has aKTHBHOCTb
BO3pociia B 000MX Ciydasix, B TO BpeMsl Kak MeTakacma3Hasi — TOJIBKO B cliydae OMOTpoQHOI

MH(DEKINH.

Taxoke, OBbLIM HCCIENOBaHBI MOTEHIMAIBHBIE CyOCTpaThl Kacma3o- M MeTakacraso-
noI00HBIX TPOTEWHA3, TUIPOJU30BAHHBIX OJHOBPEMEHHO B OTBETE pacTeHH Ha 00a Tuma
uHpeknuu. bbuto 00HApYXKEHO, YTO CeMb OENKOB OBLIM THAPOIU30BAHBI KaCIa30-To100HBIMU
NpOTEeHHa3aMu, a TpU — MeTakacna3o-nmogoOHsIMU. CyOcTparbl mnpuBeneHsl B Tabm.2.
Pacmieruienne  penentop-moJ0OHBIX — MPOTEMHKMHA3  MPOTEMHAa3aMU  MOXET  SBISATHCA
HETMOCPEICTBEHHBIM 3BEHOM B YCTAHOBJIGHMH 0a3albHOTO WMMYHHMTETa WIM HMMYHHTETA,

BbI3BaHHOTO 3 dexTopamu (Watanabe and Lam 2011).

Tadauna 2. Bo3MoxHBIE cyOCTpaThl Kacmas3o-MOJOOHBIX M METaKacma3o-MOJO0OHBIX IMPOTEHnHa3,
THIIPONU30BaHHbIe HA (hoHE 000MX THIIOB MH(eKIMi. AHHOTanus OenkoB ObUIa CAenaHa MpU MOMOIIH
Blast: npuezens! mydnie Haxoaku ¢ E-value <1*10°. CaiiTsl Taponu3a yka3aHbl CTPEIKaMH.

Beaok Cait

THPOJIN3A

Bo3moscuvie cyocmpamul Kacnazo-noo0oOHbIX npomeunas

Uncharacterized protein VPTD|AQLE

Protein Translocon at the inner envelope membrane of chloroplasts 22 (TIC 22), | ITLD]QVYM
chloroplastic-like

Disease resistance protein Rho-type GTPase-activating protein 2-like (RGA2) VSAD|GVTR

5'-3" exoribonuclease 2-like ILRD|MVPL

Homeobox-DDT (DNA-binding homeobox-containing proteins and the different | KPED|LTEY
transcription and chromatin remodeling factors) domain protein Ringlet 3-like
(RLT3)

Protein Fatty Acyl-CoA Reductase 1 (FAR1)-Related Sequence 5-like LAAD|HPRR
Constitutive Photomorphogenicl (COP1)-interacting protein 7 IDID |AELG
Bo3moscnvie cybcmpamol Memakacnazo-no0ooHsIX npomeunas
Adenine/guanine permease Azaguanine Resistant 2 (AZG2) CLAR|TKSD
Wall-associated receptor kinase 5-like LSTR|NELI
Protein FAR1-Related Sequence 5-like LFKK|GVGA
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5. buornyeckuii cTrpecc BbI3bIBAE€T CHHTE3 HM/WJIM NPOTEOJUTHYECKYI0 AKTHBAIUIO
NPOTEHHA3 NMyTeM JAeHCTBUA OTJMYHBLIX OT KaCma3o- U MeTaKacna3o-mogo0HbIX
NPOTenHAa3

Bbbuto moxazaHo, YTO Kacmas3o- W METaKacna3o-NMoJ00Hass aKTUBHOCTH MPHUCYTCTBYIOT B
KJIETKaxX IMIIeHUIBI mocie 3apaxenus P. recondita m S. nodorum. CreayrommM IaromMm cCTajio
U3YYUTh, BIMSIOT JH 3TH aKTUBHOCTH Ha IMPOTEOJIMTHYECKYIO AKTHBALMIO MPOTEMHA3 KaK B
3JIOPOBBIX, TaK U B 3apaKEHHBIX pacTeHHsX. [[g 3Toro ObLI peasin30BaH MOJAXO, OCHOBAaHHBIN
Ha WJCHTU(UKAMH TOJY-CIEHU(PHUECKUX TMENTUIOB IOCNE PACILEIUICHUS TPUIICUHOM WM
AspN mpu noarotoske mpo6 k XKX-MC/MC. beut npoBelieH IOUCK MENTUIOB, MPUXOISIIIAXCS
Ha 00JacTh TPaHUIBI MPOJOMEHA U TPOTEOTUTHUYECKOTO goMeHa (+40 aMUHOKHCIOTHBIX
OCTaTKOB OT I'PaHUIBI), T.K. OOJBIIOE KOJIMYECTBO MPOTEUHA3 COAEPIKAT aBTOMHTHOMPYIOIINE
IPOJOMEHBI, KOTOPble HEOOXOIUMO THAPOIM30BATEH JUIS MOJYYEHHUS aKTUBHOM mMpoTenHasbl. B
cllyyae MeTakacma3z ObulM BBIOpaHBI MOJy-CHeUU(UYHBIE TENTHABI B M3BECTHBIX MecTax
npolecCHHra romosiornuHbiX (epmentoB (Tsiatsiani et al. 2011). Takum oOpazom ObuI
OTIpEJENICH CTAaTyC MPOLIECCHHTa MPOTEMHA3 B 3J0POBBIX M 3apaxkeHHbIX P. recondita u S.

nodorum pacrenuii cnycts 24 yaca nocine 3apaxenus (Taom.3).

Ta6auna 3. [Tomyuennsle Ha ocHoBaHMM HaHHBIX JKX-MC/MC mnpemnnonaraeMbie CaiiThl aKTUBalluU
MPOTENHA3 M3 PAa3HBIX CEMEHCTB B 3/IOPOBBIX U 3aPAKEHHBIX PACTEHUSIX 000X COPTOB.

Karanutnuecknii | CemeiicTBO Yucs10 1eTeKTHPOBAHHBIX CAHTOB
THII (uucno caiitoB Buga XXXD, ecnu Obutn 00HapYKeHBI),
[aucio caiitoB Buga XXXR mmm XXXK, ecau ObLx
00HapyKeHBI |
310poBBIE 3apaxeHHble | 3M0pOBBIE | 3apaKCHHbBIE
pacTeHus P. recondita | pacreruss | S. nodorum
Xaxacckoit pacreHus Hapen pacreHus
Xaxkacckoit Hapeu
I{ucTenHOBBIC Peptidase_C1 2 1 1 2
Peptidase C13 1(1) 1()
CepuHOBBIC Peptidase_S8 2 1 1
Peptidase _S10 1
Peptidase S49 1
Merasio- Peptidase_M17 1
Peptidase M20 1 1
Peptidase_M24 1 1
Peptidase M41 | 1 2 2 2
AcnapTatHeie Al (TAXi_C) 4 6 (2) 2(1) 1
Bcero 7 16 (3) 7() 9(1)

*Ka)KZ[BIﬁ CauT pacuiCryICHUA OBLI 06Hapy>KCH TOJBKO B O,Z[HOﬁ nmpoTrenHase, T.C. YucCjiio 06Hapy>KeHHI>IX
CanToB pacuiCiuICHUA COBIAAACT C YMCIIOM aKTUBUPOBAHHBIX IPOTCHUHAS.
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Pesynprar, cymmupoBanHslii B Tabi.3, mokas3pIiBaeT, 4To B 3apa’keHHOM IMIIICHUIE CANThI
aKTHBAIlMM TPOTEWHA3 OTJIMYAIOTCS OT M3BECTHHIX CAWTOB y3HABAHUS Kacla3 M METaKaclas.
Tonbko Tpu U3 16 U OIMH U3 IEBATH CAUTOB OTHOCHIIUCH K Kacla3o-TOA00HBIM (epMEeHTaM IS
3apaxxeHHbIx P. recondita m S. nodorum pacrteHusiM, cooTBeTcTBeHHO. Hu onHOro caiita
aKTHBAIMK HE ObUIO OOHAPYXKEHO Ul METaKacmas3o-moA00HbIX (pepMeHTOB. MOXKHO 3aKIIOYUTh,
YTO AaKTUBAIMs TMPOTEHMHAa3 TIPU pAHHEM OTBETe TMIICHHWIBI Ha OHMOTHYECKUH CTpecc
OCYIIECTBIISICTCS MPOTEHHA3aMH, OTIMYHBIMU OT Kacla3 U MeTakacna3 U 00JIaJalouuMH 10 CUX

IOp HCOXApaKTCPHU30BaAHHBIMHU aKTUBHOCTAMMU.

6. AKTHUBalNUsl TPUTHKAUHA-O — MHOTOCTYNEHYATHI aBTOKATAJIMTHYECKMii Mpoluecc,
KOTOPBIH, NPeAN0JI0KATEJbHO, PeryJIHpyeTcsi HUCTATHHOM

JIns Toro, 4roObl OoJyiee JETANbHO M3YYUTh MEXaHHU3MBI MPOLECCHHTA IPOTEHHA3
MIIEHHIIBI IN VIVO, ObLIO MPHHATO PEIICHHUE UCCIEN0OBATh OCOOCHHOCTH aKTHUBAIMU MPOTEHHA3HI
TPUTHKAMHA-0,, KOTOPAasi KaK CTPYKTYPHO, TaK U 1O THITy aKTHBHOCTH HE OTHOCUTCS K Kacmas3o- u
MeTaKacnazo-nofAo0HbIM (hepMeHTaM. TpUTHKaMH-0 MPEACTABISET U3 ceOs ManauH-moa00HY0
IICTEMHOBYIO MPOTEHHA3y, KOTOpas Oblla OOHApy)KeHa B MPOPACTAIOUIMX CEMEHAX IIICHUIIBI
(Kiyosaki et al. 2009). Panee Hamu ObLIO TIOKA3aHO, YTO TPUTHUKAUH-0 003 Ja€T MIFOTEHA3HOU U
KoJutareHasHou aktuBHOcTsMHU (Savvateeva et al. 2015), oxnHako ero (U3UOJOTHUYECKHE

CBOMCTBA M CII0CO0 dKTHUBAaIlMU OCTaBaAJIUCh HC U3BCCTHBIMMU.

TputukanH-o. umeer tunuuHyro aiug IIIIIII cTpykTypy M COIEp:KUT CHUTHAJIbHBII
nentus, N-KOHLIEBOH MpPOJOMEH, MPOTEOJUTHYECKUA IOMEH M (C-KOHLIEBOM TI'pPaHYJIMHOBBII
nomeH (Puc.8, A). B skciepuMeHTax 1Mo U3y4eHUI0 aKTUBALUHU (PepMEHTa, B KaUeCTBE KOHTPOJIS
ObUI CO37aH W HCIOJIb30BaH MYTAHT TPUTHUKaWHa-o 1Mo Katanutuueckomy Cys. B pesynbrare
ObLIO IMMOKa3aHO, YTO MPOLIECCHHI TPUTHUKaWHAa-0. — cryneH4arsiidi mpouecc (Puc.8 u 9). Ilpu
CBEPXIKCIIPECCUU PEKOMOMHAHTHOTO TpUTHKaWHa-o B pactenusix N. benthamiana, chauana
IPOUCXOIUT oTiiernjeHne N-KOHIIEBOrO MpOJOMEHa Kak B ()epMEHTE IUKOTO THIA, TaK U B
MyTaHTe C 0Opa3oBaHHEM IPOMEKYTOYHOH (opmbl — uHTepmenmata (iTtc, Puc. 8, b, ar).
CornacHo pe3yJibTaTy OCHOBAaHHOTO Ha aKTMBHOCTHU mpodaiinunra oenkos (ABPP), iTtCc mukoro
TUIIA, HECMOTPSI Ha YaCTUYHOE CO3peBaHMe, 00Iafan MPOTEOIUTUYECKON aKTHMBHOCTHIO, B TO
Bpemsi kak mMyTaHT Obul ee yimiieH (Puc. 8, b, C154A). Ilpu 3TOM, IPOIIECCHHT MYTaHTHOTO
depMeHTa 10 NPOMEKYTOUHOH (OPMBI BCE K€ MPOUCXOAMI. DTO TOBOPUT O TOM, UTO

OTIIEIUICHHE TIPOIOMEHa IN VIVO MPUBOAUT K aKTUBALUHU (PEPMEHTA U MOKET OCYLIECTBIISATHCS HE
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TOJIBKO CaMUM TpPUTHKAWNHOM-O (aBTOKaTaJII/ITI/I‘IeCKI/I), HO M 3a CUCT MCIKMOJICKYJISAPHBIX

B3aMMO/ICHCTBHIA € APYTUMHU (PEPMEHTAMHU B X0/1€ TIPOTEOJIUTHIECKUX KaCKaIOB.

Tt
C154 H 290N 310 —lis K3 € S
. .o O )
H 1F &R e &0 ST 5
MNpenpo- - - My & O e © & N
bepmenT | cn I MNpogomeH I MpoTeonuTHuecKUiA JOMEH |rpaHyJ1MHDBbIVI nomeHl S S5
P 1 23 24 129 130 348 349 461 o 4— -— iTte
A l 5 -— <!
S == [=oad <« mTtc
Mpo- | ABPP (npoba, ceassisarowan
bepmeHT o T St T akmusHbie nanauH-nodobHbie Becmept Gaom
npomeurassi) (aumumena k Ttc)
. ® Ttc Ttc
pomexyTouHaa popma |
(iTto) Arxmusen koHTp AT C154A KOHTP AT C154A
130 48 349 461
l B 40— — _— 4 i TTC
35—
3penan dopma | A — | - <—mitc
(mTtc) § . ABPP (npoba, canswsgﬂg{uﬂ BecmepH 6aom
aKkmugHele nanauH-nodobHele (aHmumena K Ttc)
npomeuHa3sbi)

Pucynok 8. AkTuBanms TpUTHKaWHA-o iN VIVO — MHOTOCTyNeHYaThIi npomuecc. (A) IlaTtTepH akTuBanuu
TputukanHa-o; CII — curHambHBIA NHENTHA, KaTAIUTHYECKHE OCTaTKH 00o03HadeHbl KpacHbIM. (B)
Pesynprar cBepxokcmpeccun peKoMOMHAaHTHBIX (opMm aumkoro Tuma (ar) u wmyrtanta (C154A)
TpuTHKanHa-o B kiuerkax N. benthamiana; (B) B anomacre. TtC — TpUTHKaWH-0,, KOHTP — KOHTPOJb, IT —
nporenHasa aukoro tuma, CI54A — myrant mo karaautuueckomy Cys, ABPP — ocHoBaHHBI Ha
AKTUBHOCTH NPOo(aiIvHT OENKOB.

bbulo  0OHapy)XeHO, UTO aKTUBHOCTh TPUTHKAMHA-0. TIIOJIHOCTHIO  MOJABIISETCS
mucratuHoM Tomata SICys8 mpu ux koskcnpeccun B mucthsax N. benthamiana. ABPP nokaszan,
YTO TPUTHKAMH-0 TIOJHOCTBIO YTpPaTUJ CBOIO aKTUBHOCTb, HECMOTpS Ha TO, YTO BCE K€
NPUCYTCTBOBAJl B KJIETKE, COTJIIACHO pe3yibrary BecTepH Onorrunra (Puc.8, b, Ttc+SICys8).
Crout otmeruTh, uto B mpucyrctBuu SICys8 3penoii Gopmbl TpUTHKanHa-0 HAKAITUBAJIOCh
3HAYUTENBHO MeHbIIE. [10-BHIMMOMY, IUCTATUH CIIOCOOCH BIUATH HA AKTUBALIUMIO U CO3PEBaHHE

TPUTUKAUHA-(L.

Takxke ObIO OOHapyKeHO, 4TO0 YacTh ITtC Kak JUKOrO THIA, TaK W MYTaHTa,
CEKPETUPYETCS B MEXKKIETOUHOE MpocTpaHcTBO — amoruiact (Puc.8, B). Amomuact sBnsiercs
6oraroif mporenHaszamu cpefoil. Tak, ObUI0 0OHAPY)KEHO, UTO B ciydae (pepMeHTa TUKOTO THUIA
NPOUCXOIUT oTiiernyieHne C-KOHIIEBOTO I'paHYJIMHOBOTO JIOMEHa 1o 3penoit ¢opmsl (Puc.8, B,
AT), B TO BpeMs Kak B cilydae Myranrta 3toro He mpoucxoaut (Puc.8, B, C154A). MoxHo
3aKIIOYUTh, YTO CO3peBaHHE (EepMEHTa TMPOUCXOJUT ABTOKATAIUTHUYECKH, MPH KOTOPOM
HeoO0X0/MMa MPOTEOJIUTHYECKAss aKTUBHOCTh caMoro (¢epMeHTa. OTambl IPOLECCUHTa

TpUTHKanHa-o ObuM ToaTBepkaeHbI JKX-MC/MC.
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7. TpuTuUKamH-00 B OCHOBHOM HAKAaIUIMBaeTCsd B BaKyo0JH, a ero co3peBaHHe
npoucxoaut pH-3aBucumo

Jlnst Toro, 4TOOBI BBISICHUTBH, KaK MPOUCXOJUT aKTUBAILUS SHIOTCHHOTO TPUTHKAMHA-0. B
Pa3NIUYHBIX KIETOYHBIX OpraHeulax B KJIeTKax MIIEHHUIIbI, ObUIO MPOBEICHO (PpaKIMOHUPOBAHNE
OKCTPAKTOB  JIUCTbEB  7-AHEBHBIX MPOPOCTKOB MpH  TOMOIM  Ju(QepeHInanbHOro
ueHtpudyruposanus. Llearpudyruposanue npu 1,000*g nasano ocamok P1, cogeprkamiuii sapa,
XJIOpOIIacThl, »HIoMIazMaTnueckuii perukynym (OIIP), mpu 8,000*g — ocamok P8 c
MutoxoHapusMu u tensiiamu JIIP, mpu 100,000*g ocamokx P100 ¢ mukpocomanbHO# (pakiueit

u 100,000*g — cynepuatant S100, comepkaniuii IUTO30J1b U PACTBOPUMBIE BAKyOJISIPHBIE OCIIKH.

@akT yCHEIHOro NpPOBEACHUS (PPaKIMOHUPOBAHUS ObUI TOATBEPXKICH IyTeM
KOJIOPUMETPUUECKOTO M3MepeHHs Mapkepa Bakyosn — HUTpaTtoB (Puc.9, A). Beiio mokasao,
YTO TPUTHKAUH-0. IPUCYTCTBYET B PA3IMYHBIX (PpaKIMAX B pa3HbIX (opMax, IpUUYEM Iepexos1 OT
npenpodepmenTa 10 npomexyrounoi (ITtC) u momHocThIO 3pernoii (MTLC) GopMbI MporcXoauT
nocreneHHo (Puc.9, b). Crout otmeruts, uto Ha Puc.9, b mpoObl BEIPOBHEHBI 0 KOHIIEHTPAILTUU
TPUTHKaWHA-0, a He Mo oObemy mnosyyaemblx ¢pakuuid. @paxmquu P1l, P8 u P100 Obutn
ckoHueHTpupoBansl B 20 pa3. IIpu stom B S100 HaOmromaercs camas HU3KOMOJICKYJISpHAs
¢dbopma, cooTBeTCTBYIOIIAs 3peoit hopme Tputhkanna-o (Puc.9, b, mTtc). Mecra nporeccunra
¢depmenTa BO Bcex (pakiusx ObLTM OMpEeNeHbl MPU MOMOIIM Macc-CHEKTPOMETPHUYECKOTO

ananmu3a (Puc.9, B).

N3 1nosiydeHHBIX peE3ylabTaTOB MOYKHO 3aKIKOYUThb, YTO TPUTHKAaUH-0. B OCHOBHOM
HAKaIlJIMBAETCsl B BAaKyOJIU, I'/I€ U IPOUCXOAUT €ro NOJHOE co3peBaHue. CTOUT OTMETUTH, UTO
BAKYOJIb XapaKTEPU3yETCs ITOHMKEHHBIM 3HaueHueM pH cpenbl, U3 4ero MOXKHO 3aKIIFOUYUTh, YTO

aKTHBAIs U CO3pEeBaHKe TPUTUKAMHA-0. IN VIVO mpoucxoaut pH-3aBrcumo.
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Pucynok 9. B pa3HbIx oprasemiax KJI€TOK MIICHUIB TPUTUKAaWH-0. IPHCYTCTBYET B Pa3HbIX (OopMax.
(A) U3mepenue mapkepa BaKyoid — HUTPATOB (3 Onoioruueckue nmopropHocth), (b) pesynprar
(paKuMOHNPOBAHHUS JINCTHEB 7-AHEBHBIX MPOpPOCTKOB MieHubl, (B) pesynprar XKX-MC/MC ananusza
(pakuuii; MenTUbl YKa3aHbl CBEPXY CXEM, CTPEIKaMHU YKa3aHO MOJIOKEHUE HecTIeNU(pUIHOTO KOHIA
nonynentuaa. 1tC — tputukaud-o, CII — curnansnsiii nentun, P1, P8, P100, S100 — ¢ppakuun opranent
KJIETOK MIICHHULIBI.

3akiaouyeHue

KommnekcHelii aHanmm3 reHoma . aestivum BBISBHJI 3HAYHMTENIBHOE KOJMYECTBO
npotenHas (Bcero 1544), kotopoe, Mo-BUAMMOMY, 00YCIOBIEHO I'€KCAIUIONIHOCTBIO OpraHu3Ma
U HaauuueM Tpex He3zaBucuMbix reHomMoB (AABBDD) c o6mum pasmepom 6Gosee 15 Ghbp.
I'enom A Obu1 yHacnemoBaH OT Triticum urartu, B To Bpemsi Kak reHoM B — oT Hem3BecTHOTO
3nmaka, Onmskoro Aegilops speltoides, u D — ot Aegilops tauschii (Zimin et al. 2017). beutu
UACHTU(HUIIMPOBAHBI YHUKAJIbHBIC TPYIIBI IpoTenHa3 u3 cemeirictBa Cl. Ananu3 maHubix KX-
MC/MC BbisiBuN cymiectBeHHOe pasznuune ~40% Mexay nerpajoMaMy pa3iMyHbIX COPTOB
nmenunpl  (Xakacckas u Jlapbs). Pasznuuus ObTM  OJMHAKOBO — paclpeniesieHbl  MEXIy
pPa3NUYHBIMU ~ KAaTAIMTHYECKUMHU  TUMAMHU  TPOTEMHA3, YTO MOXET yKa3blBaTh Ha

KOMIIJIEMEHTALIMIO Pa3HBIX MPOTEMHA3 JAPYr IpYyromM. OTH JaHHbIE NOTYEPKHUBAIOT Ba)KHOCTD
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BBaHMOHeﬁCTBHH MCXKAY KOMIIOHCHTaAMMU JAC€TpagomMa J1I000T0 oprann3Ma MW IMIICHUILBI, B

YaCTHOCTH.

Nudekuus OmorpodusiMu  (P. recondita) wmu  HekporpoduHbsMu (S.  nodorum)
NAaTOreHHBIMH MMKpPOOPTraHM3MaMM BBI3bIBAJIAa PE3KHE H3MEHEHHUS B COCTaBE JETEKTUPYEMBIX
npu nomou XX-MC/MC nporeonutnueckux GpepMeHToB. Tem He MeHee, UMMYHHBIH OTBET
CBsI3aH C MPOTEMHA3aMM, OTHOCSILIUMUCSA K OJHUM U TeM K€ cemeicTBaM. OHU BKJIIOYAIU HE
TOJIBKO YK€ M3YYEHHBIE, HO U €lI€ HE OXapaKTepU30BAHHBIE CEMENWCTBA IPOTEUHA3, KOTOPHIE

TpeOYIOT HaTbHEHIIEr0 U3yICHHUS.

Kpome Ttoro, OuoTHueckuii cTpecc, MO-BHUIUMOMY, AKTUBUPYET MPOTEOTUTHUECKUE
Kackanpl W oO0myro aerpapaiuio OenkoB. Anamu3 fgaHHBIX JKX-MC/MC BBISBUI CalThI
MPOTEO0JIM3a B TIOCIEA0BATEIHHOCTSAX MPOTEHHA3, KOTOPHIE, BEPOSATHO, SBJISIOTCS MHUILICHSIMU JUIS
ABTOKATAIUTUYECKOM aKTUBALMU WM TUPOJIH3A APYTUMHU MPOTEUHA3aMHU B MPOTEOIUTUICCKIX
kackamax. Ilpu 3TOM, TMO-BHIMMOMY, Kacla3o- M METaKaclas3o-MoJ0OHbIE MPOTEHUHA3bl HE
UTPAIOT B JAHHBIX TPOIECCaX KAKOW-TUOO CyIeCTBeHHOH poiu. OIHAKO STOT BBIBOJ CIEIyET

MNOATBCPAUTD TAKKE C MOMOIIBIO APYIHUX IMOJAXOO0B.

AKTUBanMsl TMarmavH-MOJAOOHON ITMCTEMHOBOW MPOTEMHA3bl TPUTHUKAWHA-0O SIBISICTCS
MHOTOCTyNEHYaTbIMU pH-3aBUCHMBIM IIPOLIECCOM U, MTO-BUIUMOMY, MOKET OCYLIECTBIATHCS KaK
ABTOKATAJIMTUYECKU, TaK U B PE3YJbTATE MEKMOJICKYJIAPHOTO B3aWUMOJCHCTBUS, BO3MOXKHO, B

PE3YIbTATC MPOTCOJIUTUICCKOTO KaCKa/aa.
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BoIBOaBI

1. Tenom T. aestivum coxepxut 1544 mpoTerHa3bl, MPUHAICKALINE K MATH OCHOBHBIM
KaTaJIUTHYECKUM THUIIaM. [ €HOM MIIEHUIbl COACPKUT YHUKAJIbHBIE TPYIIIbI IPOTEUHA3
u3 cemeiicta Cl;

2. JlerpagoMbl cCOpTOB MiIeHUIbI Xakacckas U Jlapes pasznuuatorcst Ha ~40% coriiacHo
KX-MC/MC;

3. Hudexmus ouorpodusm (P. recondita) wim HexpoTpodubM (S. Nodorum) matoreHaMmu
BBI3bIBAET YBEIMUCHHE YUCIIA KaK CaMUX MPOTEOJUTUYECKUX (PEpPMEHTOB, TaK W OOIIeH
IIPOTEOJIUTUYECKON aKTUBHOCTH. IMMYyHHBIN OTBET B pa3HbIX COpPTax MILIECHULBI CBSA3aH C
IIPOTENHA3aMH1, OTHOCSIIIUMHUCS K OJHUM U TEM K€ CEMEMNCTBaM;

4. CaiiTel aBTOKATAIMTHUECKOM WM  OCYLIECTBISEMOM  JIPYTMMHM  SHIOT€HHBIMU
IIPOTEMHA3aMU aKTUBALlMM [PEUMYIIECTBEHHO HE SABILIIOTCA CcalTaMM y3HAaBaHUS
Kacrma3o- WJIM MEeTaKacna3o-moJ00HbIX (pepMEeHTOB;

5. AKTHBalMs TPUTHKAWHA-0. BKIIOYAeT NpoleccMHr N-KOHIIEBOTO NMpOJOMEHA U MOXKET
IIPOUCXOJUTh  ABTOKATAIUTUYECKM  WJIM B pe3ylIbTare  MEKMOJIEKYIISIPHOTO
B3aUMO/JICHCTBUSA, B TO BpeMsI Kak co3peBaHHe C-KOHIEBOTO I'DaHYJIMHOBOIO JOMEHA —
TOJIbKO aBTOKaTatuTH4Yecku. OKOHYATENbHOE cO3peBaHue (epMeHTa HPOUCXOIUT B

BAKYOJIU IIPU IOHWKEHHOM pH.
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Cowuckarenb umeet 3 pabOTHI 110 TEME AUCCEPTALINH, OITYOJTUKOBAHHBIE B PEIICH3UPYEMBIX
HAyYHBIX U3JAHUSIX, HHACKCHPYEMBIX B MEKIyHAPOIHBIX cucTeMmax rutuposanus (WoS,
SCOpUS) 1 peKOMEHIOBAHHBIX JIJIS 3alTUTHI B AUCCEPTAIMOHHOM coBeTe MI'Y o cienuanbHOCTH
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