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BBenenue

AKTYaJIbHOCTH NIP00JIeMbI

[Mennna (Triticum aestivum L.) sBisieTcst 0THOM U3 OCHOBHBIX MPOMBIIIICHHBIX 3€PHOBBIX
KYJIBTYp. DTOT 3JaK MOCTOSIHHO MOJBEPraeTcsl aTakaM pa3lIMYHbIX MaTOTE€HOB, TAKUX Kak OakTepuu,
rpuObl, BUPYCHI, a TaKKe TPABOSIHBIX HACEKOMBIX W HEMaToJ. B pacTeHHsX MMMYHHBIH OTBET Ha
MaTOreHbI MPAKTHYECKU BCETAa COMPSDKEH C 3alporpaMMUpoBaHHOM KiteTo4yHoi cmepThio (3KC) [1],
B PErYJISALHI0 KOTOPOW BOBJICUEHBI MPOTEoJUTHUYECKHE (epMeHThl (mporenHassl) [2]. B pamkax
JAHHOM JMccepTaluy, COBOKYITHOCTh BCEX MPOTEMHA3 PAacTeHHUs 3/1eCh U Jajiee OylneT Ha3bIBaThCs
JerpajioMoM, Kak ObLIO TpeiokeHo panee [3]. HecMoTpst Ha BaKHOCTh POTEHHA3 IJIsl IMMYHUTETA
u mporieccoB, cBs3aHHbIX ¢ 3KC, nerpagoM MIIEHUIBI 0 CUX HOp He ObUT oxapakrepuzoBaH. [Ipu
3TOM, IMMYHHBIE OTBETHI ILIEHUIIBI HA HEKOTOPBIE MMaTOTEHbI, @ TAK)KE OTBETHBIC PEAKIIMU PACTCHUS
Ha a0MOTHYECKHE CTPECChl, KaK IpaBHJIO, OBLTM OMNHMCAaHBl TOJBKO B OOmMX uyeprax, 0e3
aKIICHTHPOBAHMs BHUMaHUs Ha npoTenHasax [4]. [TomuMo 3TOT0, CYIIECTBYET OYCHb MaJlo JaHHBIX O

TOM, KOTr'la XU KaK NPOUCXOAUT aKTUBALHA IMPOTCUHA3 B KJIICTKAX IMIICHUIIBI.
Crenenb pa3pad0TaHHOCTH TeMBbI

Haubonee mmupokxo uzydennoit ¢opmoit 3KC sBrseTrcst amonTo3 y 4eiaoBeKa, KOTOPBIHA
perynupyercsi Kacmnazamu — ASP-CIeHU(pHYHBIME IIMCTEHHOBBIMEH TpoTenHazamu [5]. Kacmassr
CHHTE3UPYIOTCS B BHJC HEAKTHBHBIX IpokKacma3. HHWIMaTopHbIE Kacmasbl —I10JBEPraroTcs
ABTOKATAJUTUYECKOMY MPOIECCHHTY M  OCYIIECTBIISIIOT aKTUBAlMIO S(QPEKTOPHBIX Kacma3
MOCPEJCTBOM MTPOTEOIUTUIECKOTO Kackana. beuto mpeamnonoxkeno, 4yro 3KC pacTeHuii Tak ke, Kak |
y JKUBOTHBIX, PEryJIHPYeTCS MPOTCOJIUTHYSCKMMHU Kackagamu. M XOoTs Kacmasbl B pacTEeHHSX
OTCYTCTBYIOT, Kacla3o-moi00Hasi aKTUBHOCTh JICTEKTUPYETCS B PACTCHUSAX BO BpPEMs KICTOYHOU
cmeptu. Takas aKTUBHOCTh NPUIKCHIBACTCS MPOTEMHA3aM M3 Pa3IMYHBIX CEMEWCTB, HalpHMeED,
cyorunazam (S8) [6,7], mporeacomubiM cyobeaunuiam (T1) [8], BakyoJasspHBIM MPOIIECCHPYIOTUM

npoternazaMm (VPE, C13) [9] u nananH-110100HBIM 1cTeHHOBBIM ipoTenHasam (C1A) [10].

Hpyroi ocHoBHOH XapaktepucThkoil 3KC y pacTeHuil sBiseTcs MeTaKacla3Hasi akTHBHOCTh
[11]. Merakacna3sl THAPOIHM3YIOT MENTHIHYIO CBsi3b mocie Arg u Lys, u Obuto mokas3aHo, 4TO OHU
Yy4acTBYIOT B pa3IMYHBIX MPOIECCaX, CBA3aHHBIX ¢ ruOebio KieTok [12-15]. Kak u B ciayuae kacmas,
9TH MENTUAA3bl Yalle BCEr0 CUHTE3UPYIOTCS B BUJE 3UMOIE€HOB M HYKJIAKOTCS B MPOTEOJIUTUYECKON
akTuBauuu. OIHaKO CTOUT OTMETHUTb, YTO, CYILECTBYIOT JIMIIb OTPHIBOUHBIE JAaHHBIE O KOHKPETHOM

pPOJIM TMEPEUYHMCICHHBIX BBIIIE MPOTEMHA3, (aKTOpaXx HX AaKTUBALMK, TOYHOW CYOCTpaTHOM



CHCI_[I/I(I)I/I‘IHOCTI/I 1 CUTHAJIbHBIX ITYTAX, B KOTOPBIX OHU MOT'JIA OBl Y4aCTBOBATH HC TOJIBKO B IMIIICHUIIC,

HO U B paCTCHUAX B LICJIOM.

Leab nanHo# padoThl — 0XapaKTepH30BaTh JAerpagoM Triticum aestivum L, orleHuTh BapuaTUBHOCTb
JerpajioMa Ha ypoOBHE COPTOB, MUCCIEIOBATh (DAaKTOPHI AKTUBAIMHU MPOTEOJUTHYCCKUX (PEPMEHTOB
MIIEHHUIIBI B HOPME U TIPH OMOTUYECKOM CTPECCE; UCCISI0BATh aKTUBAIIMIO IN VIVO MananH-1mo100HoM

LIUCTEUHOBOW ITPOTEUHA3BI — TPUTUKAUHA-OL.
3agaum padoThl

1. Ilpoectn OmouH(pOpPMATHYECKHI aHAIM3 JAErpazoMa MIIEHHUIbI, UICHTU(UIMPOBATH BCE
3aKOJIMPOBaHHBIC B TeHoMe 1. aestivum mpoTenHasbl, NPOBECTH HMX KIACCH(PUKAIMIO U
BBIJICIUTH YHUKAJIBHBIC /I BUAA 0COOCHHOCTH;

2. UccrnepoBaTh BapHaTHUBHOCTH JIETpajioMa MIIEHULBI BHYTPH BHUAA IyT€M CpaBHEHUS
MPOTEHHA3 JIByX COPTOB INPH TMOMOIIM >KUIKOCTHOM Xpomarorpapuu M TaHAEMHOW Macc-
criektpomerpun (QKX-MC/MC);

3. OueHUTh M3MEHEHHUS B SKCIPECCHPYEMBIX IMPOTEHMHa3aX W B OOIIEH MPOTEOTMTUYECKOM
aKTUBHOCTH B PACTEHMAX MIICHUIBI OOOMX COPTOB CHyCTs 24 daca MOCie 3apaXeHus
HekpoTpodHbIM Stagonospora nodorum u 6uotpodusiM Puccinia recondita Rob. ex Desm f.
sp. tritici maToreHamu;

4. WneHtuuuupoBaTh aKTUBHUPOBAHHbIE B OTBET HA 3apaXCHHWE IPOTEHHA3BI, KOTOPHIE
MOTEHIIMAIBHO MOTYT SIBISATHCS PETYISTOPAMU PAaHHETO MMMYHHOTO OTBETa MIIEHMIBI, IPU
oMo KX-MC/MC;

5. HccnenoBaTh xapakTep MPOIECCHHIA W aKTUBAIMKU IN VIVO mananH-moJ00HON HUCTEHHOBOW

NpoOTCHHA3bl NIICHUIBI — TPUTUKAWHA-O.
Hay4ynast HOBH3HA

B nmanHo#t paboTe BrepBble ObUIM MAECHTH(PHUIHMPOBAHBI U OXapaKTEPU30BaHBI MPOTEUHA3BI
MIIEHHIBI T. aestivum, BrepBbie MpeaiokeHa ux kiaccupukanus. beum oOHapyKeHbl YHUKaIbHBIC
JUISL BUJIA TPYIIIBI POTEUHA3, KOTOPBIE HE UMEIOT OJIM3KHUX TOMOJIOTOB B IPYTUX OPraHu3Max U UMEIOT

YHUKAIIBHYIO CTPYKTYpY.

BnepBHe ObLIH OLICHCHBI pa3jinuusA MCXKAY COPTaMU NIICHUIBI B OTHOIICHUU SKCHIPCCCHUU

MPOTEOIUTUUECKUX (DEPMEHTOB. DTH Pa3IHUUs OKA3aJIHCh 3HAYUTEIBHBIMU U cOCTaBHIN ~40%.

BriepBbie Obu1a 0XapakTepru3oBaHa MPOTEOTUTUYECKAs aKTUBHOCTh BO BPEMSI PaHHETO OTBETa
NIICHUIBl Ha JIBa Pa3IMYHBIX THUMA 3apaKEHHs MaTOTeHaMH — HEKpOTpopHOH M OuoTpodHOIM

uHOpekusMu. OKa3aaock, YT0 paHHUNA UMMYHHBIN OTBET MILIEHHIIBI CONMPSKEH HE TOJIBKO € Kacmas3o-
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¥ METaKacna3o-TmoJOOHBIMUA aKTHUBHOCTSIMHU, HO U, B OOJIBIIIECH CTENEHH, C IPYTUMHU, O CUX IMOpP HE
OIMCAHHBIMU AKTUBHOCTSAMH. DBBUI MpPEMIONKEH HOBBIA METOJ ONPEACIICHUS CTaTyca aKTUBAaLUU

npoTenHas in Vivo, ocaoBanHbIi Ha XKX-MC/MC.

Bbina BriepBbIe MpoM3BeICHA XapaKTepu3alys polecca akTHBALUH 1N VIVO mananH-1o100H0H

LUCTEMHOBON IIPOTENHA3BI — TPUTHKAUHA-(L.
Hayunas u npakTH4eckasi 3HAYUMOCTh

Pe3ynpTaThl IUCCepTallMOHHON pPa0OTHl MMEIOT OOJbIIOEe Kak (yHAaMEHTAIbHOE, TaK H
npakTudyeckoe 3HaueHue. C Touku 3peHust GpyHIaMEeHTaNbHOM HAyKd, JaHHas paboTa MpeaAcTaBiIseT
pe3yibTaThl, KOTOPBIE HE TOJBKO BIEPBBIC MOKA3BIBAIOT Yy4YacTUE JAPYIHX, KpPOME Kaclaszo- H
MeTacKarazo-TmoJ00HbIX MPOTEMHAa3 B UMMYHHOM OTBETE PAaCTEHUH, HO U IpeJylaracT HOBBIH METO.
IJIsL OTNPEJCICHUs] CTaTyca MpOIEeCcCHHra MpoTenHa3 In Vivo, ocHoBanHoro Ha JXX-MC/MC. C
MPAKTUYECKON TOUKU 3PEHUs, JaHHBIC PE3yIbTaThl MOTYT OBITh UCIIOJIB30BAHBI sl CO3/IaHUs Ooee
YCTOMUYMBBIX K Pa3IUYHBIM MATOr€HaM COPTOB MIIEHULBL [IpoTenHasbl — KIIIOYEBBIE PETYISTOPHI
ACCOIIMMPOBAHHBIX C KJIETOYHOW CMEPThIO PACTEHMH IPOLIECCOB, M MOTOMY MOTYT SBIATHCS

MUILICHSIMU JId UX HOKayTa/ I/IH,Z[yKI_[I/II/I C IICJIBIO ITOBBIIIICHU S yCTOﬁ‘IHBOCTH paCTeHI/Iﬁ K HH(bCKHHHM.
JIMYHBIN BKJIAJ aBTOPa

JuccepranionHasi paboTa OCHOBaHa Ha COOCTBEHHBIX JAaHHBIX, MOJYYEHHBIX aBTOPOM B
nepuof ¢ 2016 o 2019 rr. Conckarenb caMOCTOSATENBHO TPOBOMII aHATIN3 UMEIOILENCS INTEPATYPBI,
IUTAHUPOBAI M TPOBOJAWI AKCIIEPHUMEHTHI, 00pabOTKY M HHTEPHPETAIMIO TOJYYCHHBIX TaHHBIX.
Cowuckarenb CaMOCTOSTENBHO TPEACTABISUT pe3yiabTaThl HCCIEAOBAHMM Ha KOH(PEpEHIMIX U
HETOCPEJICTBEHHO OCYIIECTBIISUI HalKMCaHUEe Bcex craTeil. VMeHa Bcex COaBTOpPOB yKa3aHbl B

OIyOJIMKOBAaHHBIX paboTax.
MeTo0/10J10THsl 1 METObI HCCJIEI0BAHUS

B pabore ncnonp3oBaicsi HIMPOKHHA CIEKTP COBPEMEHHBIX MOJEKYISPHO-OMOJIOTHYECKUX,
OMOXMMHUYECKUX, MHUKPOOHOJIOTHYECKUX U OMOMH(POPMATUYECKUX METOJ0B. DHUIOreHEeTHYEeCKUN
aHanu3 ObUT MPOBENICH Ha OCHOBe mporteoma (penu3 39) T. aestivum, ¢ UCroJIb30BaHUEM MaKeTa
HMMER 3.1b2. UnenTHdHUKaTOphl JOMEHOB KaXXI0TO CEMEICTBA MENTHAa3 ObUIN MOTy4eHBI 13 0a3bl
nanHbix Pfam [16]. BelpammBanue pactenuwii, ux 3apaxenue S. nodorum wu P. recondita,
TpPaH3MEHTHAsI JKCIpecCcUusi PEeKOMOMHAHTHBIX OEJNKOB IyTeM arpOMH(UIBTPAIMM MPOBOAUIHCH
COIJIACHO pa3pabOTaHHBIM paHee MPOTOKoJaM. B xone paboThl OBLIM MPOBEICHBI KIOHHUPOBAHUE
TCHOB B JKCIIPECCHOHHBIC BEKTOpA, MPOAYKIUS PEKOMOMHAHTHBIX OenkoB B pactenmsix Nicotiana

benthamiana, ananus sKcrpeccHu MpU MOMOIIY BECTEPH-O0JI0TTUHTA U Ap. J{J1sl aHaIHM3a JTIOKaTU3auu
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TPUTHKAWHA-O. M XapakTepa €ro IMpoIecCCHHra B KJIETKaX MIICHUIBl, OBUIO MPOBEACHO
(pakuMOHMPOBAHWE  OpraHe/ul KJIETOK MIICHWIBI Opu  MoMOUM  Ju(QepeHInanbHOTOo
neHtpudyrupoanus [17]. s olleHkn aKTUBHOCTH TpUTHKanHa-o B kiaetkax N. benthamiana oObun
MCIOJIb30BaH METOJ] — OCHOBaHHBIN Ha akTUBHOCTH npodaitnuar 6enxos (ABPP), ocHoBaHHBIN Ha
cnenn(UIeckoM KOBAJEHTHOM HEOOpaTHMOM CBSI3bIBAHMM AKTHBHOTO IEHTpa MaranH-TIOA0OHBIX
IUCTEUHOBBIX MPOTerHa3 ¢ (ryopecueHTHOH npoboit (MV202) [18]. Oaun U3 OCHOBHBIX METOJIOB
aHanmm3a JaHHOM pabotel — Meton KX-MC/MC 6e3 MCHONB30BaHHUS METOK, KOTOPBIN MO3BOJIHII
JETeKTUPOBATh MPOTEMHA3bI B 3JI0POBBIX U 3apAXKEHHBIX PACTCHUSX MIICHUIIbI, IPOBECTH CPAaBHEHUE
JEeTPaJOMOB MEXIy COOOM M OMpEeAeTUTh CAlThl pacileuieHus mpoTenHas. B manHoit pabote Obu1
NPEI0KEH HOBBI METOJI OINPEICTICHUsS CTaTyca MPOIECCHHTa MpOoTenHa3 iN VIVO, OCHOBaHHBINA Ha
KX-MC/MC. Meron 3aKkirouaeTcs B ONPEACTICHUN IMOJTy-CIenn(PUIECKUX MENTHIOB, OJUH KOHEIl
KOTOPBIX MOJYJaJICsl B pe3yabTaTe THIPOIN3a UCIIOIB30BAHHOM MTPH MPUTOTOBIICHUH MTPO0 I Macc-
CHEKTpOMeTpHuH mpoTenHasbl (TpurnicuHa, ASPN), a apyroil — HecnerupUIECKHd KOHEIl MenTHAA,
NPEAIOJIOKUTEIFHO TOJTYYCHHBI B pe3ylbTaTe THIPOJIM3a SHJIOTCHHBIMHU MpOTeHHa3aMu IN VIVo.

OO0cueThI MOJIYYCHHBIX CIICKTPOB M MOKUCK OCITKOB mpoBoAuanch B ldentiPy [19].
IMoJ10:keHNs1, BBIHOCHMbIE HA 3aIUTY

1. T. aestivum oOnagaer yHHKaJIbHBIM HAaO0OPOM NPOTEUHA3, NPUHAUICKAIINX PA3TUUYHBIM
CeMeNCTBaM, 4acTh U3 KOTOPHIX HE UMEET OJU3KUX TOMOJIOTOB B IPYTUX PACTCHUSX;

2. JlerpagoMbl pa3HbIX COPTOB IMIIEHUIIBI 00JIaal0T 3HAYUTEIBHON BApHATUBHOCTHIO;

3. buotpodnas um HekpoTpodHas WHGEKIUH BBHI3BIBAIOT HMHIYKIUIO DPAa3IUYHBIX HPOTEHHA3 U
yBeJIMUEHUE OOIIeH MPOTEONUTUYSCKON aKTHMBHOCTH B KJIIETKaX, OJHAKO HUMMYHHBIH OTBET
COTpsDKEH (pepMEHTaMH, OTHOCSIIIUMUCS K OJTHUM U TeM XKe ceMeiicTBaM MenTuaas;

4. AxTuBamus NPOTEMHA3 BO BpPEMs PAaHHET0 HMMMYHHOTO OTBETa IILIEHHUIIBI MPAKTHYECKH HE
COIpsDKEHA ¢ aKTUBHOCTBIO Kacla30- U METAaKacna3o-1mo100HbIX (pepMEeHTOB;

5. AKTHBaIMs ManauH-moJo0HONW MPOTEHHA3bl TPUTHUKAMHA-0. SIBJISETCS MHOTOCTYMEHYaThiM, PH-

3aBUCHUMBIM, dBTOKATAJIMTHYCCKUM IIPOLCCCOM.
CTeneHb 10CTOBEPHOCTH H anpodalus pe3yabTaToB

ITo Teme muccepTalnOHHOM PabOTHI OBIJIO OMYyOJIMKOBAHO 3 CTAaThU B PELEH3UPYEMBIX
KypHaJlaX, pEKOMEH0BAHHBIX AJIS 3alUTHI B ArccepTalnoHHOM coBete MI'Y, u 4 te3uca nokinanos

Ha POCCUHCKUX ¥ MEKIYHAPOJHBIX KOH(PEPEHIIHSIX.

PesynpTaThl paboThl OBLIH MpEACTaBICHBl Ha MEXIyHapoaHbIX KoHGpepeHusx: 43rd FEBS

Congress (Yexus, Ilpara, 2018), na mexayHapoHoi HaydHO# KoH(epenuuu "XII yTeHus namstu



akanemuka FOpus AnaronseBuua OpunHarkoBa", VIII Poccuiickom cumnosuyme "benku u nentuab"”
(Poccus, Mocksa, 2017), mexaynapoanoi koudepeniuu “Toolkits for DNA vaccine design, an
update” (Poccusi, MockBa, 2016), mexaynapoaHoii kondepeniimu UK — Russia Young Medics
Conference (Poccust, Mocksa, 2019).

HuccepramonHas pabora Obuta anpobupoBana 19 centsops 2019 ronma Ha 3acenaHuu
WNuctutyra MonekymssipHo mMeauuuabsl @I'AOY BO Ilepporo MI'MVY um. U.M. Ceuenosa

Mumn3zapasa Poccun (CeueHOBCKUM Y HUBEPCUTET).
CTpykTypa u 00beM AuccepTaANNH

JuccepraonHas paboTta u3ioxeHa Ha 112 crpanunax, cogepkut 6 Tadbaun u 18 pucyHkoB
U COCTOMT W3 CIEAYIOLIUX pas3JesioB: BBEICHHE, 0030p JHUTEpaTypbl, MaTepuaibl U METOJBI,

PE3YyJbTaThI, OGCY)K,Z[CHI/IC, BBIBObI, CITMCOK HCIIOJIb30BaHHBIX COKpaH_IeHI/Iﬁ " CIIUCOK JIMTCPATYPhI.



O030p auTEpaTypbl

l. 3anporpaMMHpOBaHHAs KJIETOYHASI CMEPTh B PACTEHUSIX U NPo0JeMbl ee

KJIaccH(pUKanuu

MHOTOKJIETOYHbIE OPTaHU3MBbI IIOCTOSHHO HYXKIAIOTCS B YCTPaHEHUH W30BITOUHBIX HITH
MOBPEXJICHHBIX KJIETOK, KOTOphIe 00pa3yroTCs KaK B TEUEHHE HOPMAJIBHOTO Pa3BUTHS OpraHU3Ma,
TaK ¥ BO BPEMs B3aMMOJICHCTBUS OpraHU3Ma ¢ OKpYy Karolen cpenoil. Hanpumep, B cTpeccoBbIxX
YCIIOBHSIX, BEIYLINX K HEOOPATUMOMY MOBPEKICHUIO KIIETOK, a TAKXKE MPH 3apaskeHUN
[IaTOT€HHBIMU MUKpPOOpraHu3Mamu. KieTouHslii poliecc, HalpaBJIeHHbIN Ha MIOCIEA0BaTEIbHOE
yIaJIeHHEe HEeXeNaTeIbHBIX KIIETOK, U3BECTEH KakK 3arporpaMMupoBanHas kiaerouHas cmepth (3KC).
Ha ceropusmnuii nens 3KC nanbosnee moapoOHO onucaHa y >KMBOTHBIX. PekoMeHjanum komureTa
10 HOMEHKJIAType THOETH KJIETOK pa3anyaroT Tpu ocHOBHBIX THMNA 3KC jKMBOTHBIX: amomnTos,
ayrodarus u Hekpo3 [20]. AmonTo3 (0T rpeYecKoro «omaaHue JTUCTHLEBY) ABJISIETCS Hanboee
XapakTepHoi U Hanbosee nzyueHHoi Gpopmoit 3KC: 3T0 akTUBHBII MpoLIecc, KOTOPHIi
noJipasymMeBaeT 00pa3oBaHUE allONTOTHYECKHUX TeJIell, KOTOPbIE MOTJIOIMIAI0TCS APYTUMHU KIETKaMU
[21]. Ayrodaruueckas 3KC (0T rpedecKkoro «caMonoeIaHue») ABISCTCS HOPMAIbHBIM JUTSI KIIETOK
IIPOLIECCOM, KOTOPBIM YCUIIMBAETCS IIPU T'OJI0JAHUM U IPUBOAUT K BaKyOJU3aLUH HUTOIIa3Mbl U
YCUJICHHOMY 00pa30BaHuI0 ayTo(harocoM WK ayTOJU30COM ¢ TOCIeayolIe rudenbpio kietok [20].
Hekpo3oMm (0T rpeueckoro «cMepTh») Ha3bIBAOT MPEANIOIOKUTEIBHO HEPETYIUPYEMBIi, TaCCUBHBII
ayTOJMTHYECKHH MpOoIecc, BO BpeMsi KOTOPOTO He 00pa3yIoTCsl HU allONTOTUYECKUE TeIblla, HU
aytodarocomsl. OJTHaKO, CYIIECTBYIOT IPUMEPHI PETYIUPYEMOT0 HEKpo3a, Hauboee N3y4eHHbIM
THUIIOM KOTOPOTO SIBJISIETCSI HEKpotTo3 [22]. JIpyrue npuMeps! peryaupyeMoro HeKpo3a BKIF0YaroT

napraHaToc, OkcuTo3, peppontos, NETo3, u ap. [23]

Pacrenus Tax e obnamarotr 3KC, 1 MHOTHE acTIeKThl UX KU3HU COTIPSKEHBI C HEM, OT
IIPOpacTaHMsI CEMEHU, PEIIPOIYKTUBHOIO Pa3BUTHUS 10 CTAPEHUS BCETO pacTeHus. Pactenus
akTuBUPYIOT 3KC B IHCTHSX, JIENECTKAX, YAIICIUCTHKAX, YTOOBI METa0OIM3UPOBATh TUTATEIIbHbIC
BEIIIeCTBa Nepe TeM, KaK yaalnsiTh HeHykHble TkaHu. Knaccudukanus ¢popm 3KC y pactenuii 10
HACTOSIILIEr0 BPEMEHHU SBJIAETCS IPEAMETOM JUCKyccUuil. TpaguiMOHHO IPUHATO CUUTATH, YTO
aroIITo3 y pacTeHU OTCYTCTBYET, IOTOMY YTO HE MPOUCXOAUT 00pa30BaHMsI allONTOTUYECKUX
Tenel. AHaJIOrMYHO, BOIIPOC, cyuiecTByeT ju ayrodarndyeckuit 3KC y pacteHuit, J0BOJIBHO
HEOJTHO3Ha4YeH. AyTo(darnueckue mporecchl Y >KUBOTHBIX JCIATCSA Ha TP TUIA: MakpoayTodarus,
MUKpoayTo(arus 1 onocpeoBaHHas maneponamu ayrodarus [24]. YV pactenuii HabOIIOAAIN TOJIBKO

Mukpoayrodaruto. C 0JJHOI CTOPOHBI, BO BpEMSI MUKPOAyTO(haruu pacTeHUs: CrioCOOHbI



00pa3oBbIBaTh ayTo(ParocoMo-mog00HbIE CTPYKTYPHI IOCPEICTBOM CIHMSHUS CHEIIMaTbHbBIX
kaHaibiieB [25]. Kpome Toro, pacTeHus mpoIylMPYIOT CBSI3aHHBIE C ayTodarueit 6enku (OenKku
ATG), KOTOpBIE TaKKe CBsA3aHbI C ayrodarueil y )uBoTHbIX [26]. C npyroii CTOpOHBI, 3TH
ayToarmueckue Be3UKysIbl HOTHOCTHIO OTIIMYAIOTCS TI0 IPOUCXOKACHUIO OT CTPYKTYPBI
ayToarocom *HUBOTHBIX, U ayroparnyeckas 3KC y pacTeHHiI MOKET HE COBIIQAATh C TAKOBOM Yy
’KHUBOTHBIX. Kpome Toro, cymiecTByer Mera-ayrodarusi, CrieupuyHas TOJIbKO JUIsl pacTeHui [27]:
OHa TI0JJPa3yMEBAET yTEUKY TUAPOJIa3 U3 BAaKyOJIH U MPUBOIUT K JIM3UCY OOIIMPHOI yacTu
UTOIUIa3Mbl. [lpyroii cnenuduyeckuii 1y pacTeHUN THIT ayTo(aruy BKIIOYAET MOsBICHHE

JUTHYSCKUX KOMITAPTMEHTOB U3 Tuiactun [28].

Cnoxno knaccudpunuponats 3KC pacrenuit, 6a3upysach TOJIBKO JHUILb HA OCHOBE
MOP(}OJIOTHYECKUX U MOJIEKYISAPHBIX 0coOeHHOCTeH. [l03TOMY, MHOTHE HCCIIeIOBATENN B
HacTosIIee BpeMs MPEANOYUTAIOT IPOBOAUTE paznnuue Mexay Bugamu 3KC ¢ pyHKIMOHaIbHOM
touku 3penus, T.e. 3KC pazsutus (p3KC) u 3KC, Bei3BanHO# okpyxkatoreii cpenoii (03KC) [29].
p3KC 3amyckaercst Bo BpeMs pa3BuTus pacreHus, a 03KC — B 0TBET Ha BHELIHUE Pa3IPAKUTENH,
Takue Kak naroreHsl. p3KC akTUBUpYeTCsl BHYTPEHHUMH CTUMYJIAMHU M XOPOIIIO OPraHM30BaHa BO
BpeMeHU U npoctpaHcTBe. Yuactue 3KC B pa3BuTuuM pacTeHUi BKIIOYAET, HAIIPUMED,
mddepeHInpPOBKY TpaxealbHbIX 3JIEMEHTOB, Pa3BUTHE YHIOCTIEPMA U aJICHPOHOBBIX KJIETOK B
37aKax, 00pazoBaHUe TPUXOM, TUPPEPEHITMPOBKY KEHCKOTO raMeTo(huTa, Iepexoa OT JBYIOJIOro K
OJTHOTIOJIOMY LIBETKY, PEaKIuio Ha camocoBMecTUMOCTh [30], a Tak’ke KOHKPETHBIC TUIIBI

MopdoreHesa JUCThEB, KaK y paCTEHHI allOHOTE€TOHA ¢ (PeHECTPUPOBAHHBIMHU JIUCThIMU [31], 1 T.11.

p3KC, kak npaBmiio, ayTOJTUTHYEH, KaK 3TO MPOUCXOANUT NPU TpaxeallbHOM 00pa30BaHUU
kcusieMsl [32], rae a1 pyHKIMOHAIBHOCTH COCya TPeOyeTCs KITUPEHC MUTOTUIa3MblL. [1o
ayTOJIUTHYECKOU (POPMOH MOapa3zyMeBaeTCs pa3pbIB TOHOILIACTA C MOCIETyIoUIe ObICTPOit
SIIMMUHAIMEN [IUTOTIa3MBbl, KOTOPasi BBI3BIBACT I'MOEIb KJIETKH, TOTAa Kak HeayTonuTudeckas 3KC
— €CJIM 3TU COOBITHSI TPOUCXOIAT B yXKe MEPTBBIX KieTkax [33]. dakTuyecku, HEKOTOpbIE
MCCIIeIOBaHUs MoKa3anu, uto ayronutuueckas 3KC nmpoucxoaut Bo Bpems auddepeHnpoBKU
TpaxeaJbHbBIX AIEMEHTOB, H OT/ICJIbHBIEC ayTOIU3UCHBIE MPOLIECCH TPOUCXO AT TOIBKO MOCIIE
npekpatienus 3KC [34]. Tem e menee, p3KC MoxeT Takke BKIIOUYATh NOJOOHBIC ayTO(haruu

0COOCHHOCTH, KaK 3TO MPOUCXOAUT BO BpEMsI IPOLIECCOB 3MOpHOreHe3a u npopactanus [35].

03KC 3amyckaeTcs BHEIIHUMU BO3ACHCTBUSIMH, HAIIPUMEp, aTaKOH IaTOI'€HOB U
aOMOTHYECKHM CTPECCOM, TAKMM KaK TEIIOBOM CTpecC, MOBBIIIEHHAS COJICHOCTb, 3aCyXa U
HaBOJHEHHs. B Takux cirydasx pacTeHUs: MOT'YT aKkTHBHPOBATh THIIEpYyBCTBUTEbHBIH 0TBET (I"O),

KOTOPBIH MpeACTaBiIsgeT co00i rudeh pacCTUTENILHOM KJIETKH B MECTE aTaK, aKTUBUPYEMOM B OTBET
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Ha OnoTpoHBIX matoreHoB. I'O orpaHMYUBAET BO3MOXKHOCTh TOT0, YTO OMOTPO(HBIE TATOTEHBI
OyZAyT UCIOJIB30BATh PACTUTENbHBIE META00IMYECKHE NCTOYHUKH VIS POCTa, U, CIEJOBATEIBHO,

IIPEIOTBPAILAET PACIPOCTPAHEHUE MATOI€HHBIX MUKPOOPTIaHU3MOB 10 BCEMY PACTEHHUIO.

WnenTudukanys MyTaHTOB, UMUTHPYIOIIUX TOBPEXACHUS, IEMOHCTPUPYIOIINX
abeppantubie penorunsl 'O, nokasana, 4to B Takux MyranTax I'O akTHBHpOBaH KOHCTUTYTUBHO
(TIpu OTCYTCTBHHU NATOTE€HOB) U HEKOHTPOIUPYEMO PACIIPOCTPAHSETCS, HE OTPAaHUYUBASICh MECTOM
3apaXeHUs. JTO SICHO IEMOHCTPUPYET aKTUBHBIN XapakTep rudenu kietok [36]. MarepecHo, uTo
'O, no-BuaAMMOMY, TaKKe XapakTepU3yeTcsl IPU3HaKaMu ayTo(aruu, IposBISIONUXCS B
OKPYXAIOIIUX KIIETKaX, KOTOPbIE YIAIAIOT «CUTHAIIBI CMEpTH», 4To0bI orpannuuth 3KC B MecTe
aTaku, TaKUM 00pa3oM MHTUOHpPYs THOENb KIETOK pacTeHus. B aTom ciydae, mo-BUAUMOMY,

coOBITHS ayTodaruu MPOUCXOIAT MapalieibHO, 0e3 HenocpencTBeHnoro yuactus B 3KC [37].

YroObI CIIpaBUTHCS C HEOIArOMPUATHBIMH YCIOBUSMHU OKPYXKAIOLIEH Cpeibl, pacTUTENbHbIC
KJICTKH OIPEJIeNICHHBIX TKaHel MoryT nojseprarbest 03KC, npuBoasimeit kK MOp(oIorudeckum
NepecTpoiikam, TaKUM Kak 00pa3oBaHHUE a3PEHXUMBI B KOPHSX IPH 3aTOIUICHUH. 3a0oaunBaHue
CHIDKAET JOCTYI KUCIOPOAa K KOPHSM pacTEHUH U3-3a MOTEPU BO3YLIHOTO MPOCTPAHCTBA MEKIY
gyacTuIamMu nousbl. OO6pa3oBaHue a3PEHXUMBI IPOUCXOIUT, KOT/1a KJIETKH KOPKOBOTO CJOs
nonsepratorcs 3KC, kotopoe, TakiuM 00pa3oM, OCTaBIISET MPOOTIbHBIE BO3YIIHbIE KaHAJbI,
KOTOPBIE MO3BOJISIOT BO3AYXY PACIPOCTPAHATHCS OT Mo0era K KOpHsAM. Y TOJEPAaHTHBIX K aHOKCUHU
BUJIOB, TAKMX KaK PHC, 00pa30BaHKE a3PEHXUMBI sBIIsIETCs onpeaessionm [31]. Adnorndeckue
CTpECChI, TaKHe KaK 3aCyxa, HaBOJHEHHE, TETUIOBON CTPECC U TSHKENbIE METAJUIBI B TOYBE, OOBIYHO
BIIMSIIOT Ha METa0OJIM3M pacTeHui, yxy/amas (OTOCUHTE3, yMEHbIIasi CHHTE3 OeJKa U,
CJIeZIOBATENIbHO, OOMEH OeliKa U yBeTMUMBasl IPUTOK JICKTPOHOB B 3JIEKTPOH-TPAHCIIOPTHOM LIETH.
Hapymienne 3Tux myrel yBenuuruBaeT MPOU3BOJICTBO aKTHUBHBIX (hopM Kuciopoa u azota (ADPK u
A®DA) B knerke. Korja pacrenue He B COCTOSIHUM ITPOTHUBOACHCTBOBATh META0OINYECKOMY
nucbanancy, oo aktuBupyet 3KC, BeposiTHO, B Ka4eCTBE MOCIEIHETO CPEACTBA IS

CaMOCOXpaHCHUA NMYTEM YAAJICHUS IMOBPCIKACHHBIX KIICTOK.

ADK n ADA Takxke ABISIOTCA XOPOILIO U3BECTHBIMU MOJIEKYJIIPHBIMHM CUTHAJIaMHU, KOTOPbIE
3amyckatoT 3KC Kak npu 3alUTHBIX peakLUAX pacTEHUI Ha CTpecC, TaK U B HOPMAJIbHOM Pa3BUTHU
opranm3ma [38]. B oTBer Ha OmoTHYEeCKHE M aOMOTHYECKUE CTPECCHl HaOMI0AaeTCs IByXpa3Hast
tenaeHus npoaykunu ADK. 3ta 0coOEHHOCTD, MO-BUAMMOMY, PETYIUPYETCsl aKTHBAIIMEH CHCTEM,
npoayiupyromux ADK, rakux kak NADPH-okcnasza miasmaruueckoit MemOpaHsl, HabIrogaeMoi
B OTBET HA IaTOT€HHBbIE MUKPOOPTraHU3MbI M HEKOTOPBIE CTPECCHI, HAIIPUMED, 3aCOJIEHUE T0YBBI

[37]. Heckosbko pacTHTENLHBIX TOPMOHOB TaKKe yuacTBYIOT B MHIyKIuH kak p3KC, tak u 03KC:
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CaITUIIMIIOBAst KMCI0Ta HeoOxoauMa st rubenu kinetok rnpu 'O, stuien s o0pa3zoBaHus

a’pPEHXUMBI U NIPH CTApEHUH TKaHeH, ri00eperunH — mpu 00pa3oBaHUM SHAOCIIEpMa/ajepoHa H T.J.

[29]

[Tocnennuie nanHble CBUIETENBCTBYIOT O TOM, 4TO B ocymiecTBiIeHuU p3KC u 03KC
y4yacTBYIOT pasusbie reHbl [39]. TpeOyercs onpenenenue crennUUecKiX MaTTepHOB SKCIPECCUU
I'€HOB, aKTUBHPOBaHHBIX BO BpeMs 3KC, KoTOpble MOTYT AOMOJIHATH MOP(HOIOTHUECKUH 1
onoxumuueckuit kpurepuu uaeHTuGukannu noarunos 3KC. Kpome Toro, noct-TpaHCcasOHHbIE
Moau(pUKaIK 0eNKOB, yuacTByronux B akTuBanuu 3KC, MOTyT CIy)KUTh elie OJHUM
MOJIEKYJISIPHBIM MTPU3HAKOM, HE0OX0MMbIM Juis niepeaun curnaioB 3KC B onpeneneHHbIX
koHTekcTax [40]. OnHOM U3 TakuX 0COOCHHOCTEH ABISACTCS S-HUTPO3UIMPOBAHUE IIUTO30IHHOTO
(dbepMeHTa, CBS3BIBAOIIETO IEPOKCU]] BOIOpoaa, ackopbarmepokcuaassl (All), B kinetkax TBY-2,
noasepraromuxcst 3KC BenencTeue TemioBoro crpecca. B aTom KoHTEKcTe S-HUTPO3UIMPOBAHHE
Al nepBoHaYaJIbHO HHAKTUBHPYET (PEPMEHT U CIIOCOOCTBYET €ro YOMKBUTHHUPOBAHUIO U
Jerpajialiiy ¢ IOMOIIbIo poTeacoMsl. Y crpanenue All mpusBoaut k Berieckam ADK, kotopbie

3amyckarot 3KC [40].

Taxum o6pazom, 3KC sBisieTcst 4acTo YHUBEPCAIbHBIM CPEACTBOM U HEOTHEMIIEMOI YacThiO
MPAKTUYECKU JTIOOBIX (PU3UOJOTHUECKUX U TATOJIOTHYECKUX MTPOLIECCOB pacTeHUH. IMMyHHUTET He
ABIIsIETCS UCKIIoUueHueM. Jlanee OyieT pacCMOTpPEeHbI OCHOBHBIE 3Tallbl YCTAHOBJICHUS UMMYHHUTETA

pacTeHuil 1 uX 0COOEHHOCTH.
1. HNMmyHuTeT pacrenuit

PacTeHust NOCTOSIHHO MOJIBEPratoTCs aTakaMm (pUTONAaTOTeHOB, BCIEACTBUE YETO CYIIECTBYIOT
pa3uYHbIC TUIIBI HMMYHHBIX OTBeTOB [41]. Ha ceroqusuiHuii eHb Hanboiee H3y4eHHBIM THIIOM
MMMYHHUTETA y )KUBBIX OPraHU3MOB SIBJISETCSI IMMYHHAs! CUCTEMA KUBOTHBIX. DTO OUYEHB CIIOKHAs
crcTeMa, KOTopasi UMEET CBOHM OTJIMUUTENIbHBIE 0COOCHHOCTH, TaKHe KaK BHICOKAs aallTUBHOCTH,
o0ecreynBaroIascs MPaKTHIECKH OECKOHEUHBIM YMCIIOM aHTUT €H-CBSI3BIBAIOINX PEIETITOPOB,
KOTOpPBIE IUPKYITUPYIOT IO BCEMY OPTaHU3MY U CUHTE3UPYIOTCS B TUM(POLUTAX MPU 0OHAPYKEHUU
naroreHa [42]. Dta UMMyHHasi CHCTeMa 3aTIOMHHAET BCE aHTHI'CHBI, KOTOPBIE KOTJa-JI100
BCTPEYAIUChH, C IOMOUIBIO IOJTOKUBYILUX KJIETOK MAaMSTH, a TAKXKE YBEIMUUBAET KOJMIECTBO
JTUMQOIUTOB, SKCIIPECCUPYIOIIUX CHEIM(PUUECKIE aHTUT €HCBA3bIBAIOIINE PEIETITOPBL. DTO
MI03BOJISIET OCYIIIECTBUTH OBICTPBII 1 3 (HEKTHBHBINA BTOPUYHBIH UMMYHHBIH oTBeET [43].
PacturenbHas IMMyHHas CHCTEMa TaK e CJI0XKHA, OJTHAKO 10 CPABHEHUIO C )KUBOTHOM UMMYHHOU

CHCTEMOM OHa XapaKTCPpU3YyrOTCA Ba)KHBIMH OCOGCHHOCTHMI/I, TaKMMHU KaK BbICOKas CHCI_[I/I(bI/I‘IHOCTI:,
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HH3Kasi CAMOPEAKTUBHOCTD U JOJTOBPEMEHHAS AMATh, BOZHUKIINX B PACTEHHUSAX HE3ABUCHUMO OT
KHUBOTHBIX [44]. PacTeHUs HE UMEIOT KPOBEHOCHOM CHCTEMBI, HO 00JIaIal0T KIIETOUHBIMU CTCHKAMH,

KOTOpBIE 0COOCHHO Ba)KHBI JJIS OTIPEeNICHHs] YHUKAJIBHBIX CBOMCTB UMMYHHTETA PACTEHUH.
1. MTI

AKTHUBAIMs] MYMMYHHOTO OTBETA B PACTEHUU MIPOUCXOAUT IPU CTOIKHOBEHHUH C
¢uronatoreHoM. @UTONATOTEHBI POAYLUPYIOT OIPAaHUUYEHHOE YHCIIO CBSI3aHHBIX C MUKpOOaMH
(maToreHamu) MOJICKYJISIPHBIX CTPYKTYp Win iartepHoB (microbe(pathogen)-associated molecular
patterns, MAMP unu PAMP), Takux Kak oJIMroMepbl XUTHHA, (QIarejuinH, JUMOTO0INCaXapH bl U
MENTHIOTIMKAaHbl, KOTOPhIE PACIO3HAIOTCS ClieHalbHbIMU perentopamu PRR (pattern-recognition
receptors) [45]. Dtu penenTopsl coaepkar dorateie JiekiHoM moBTopsl (leucine-rich repeats, LRR)
U SIBJISIFOTCS PEeLenTOP-10100HpIMU KHa3aMu win Oenkamu (receptor-like kinase (protein), RLK
wi RLP). Takue PRR penentopsl pactennii oueHb nmoxosxxu Ha Toll-mogo6Hbie perentopsl,
oOHapyxeHHble Y )kuBOTHBIX. LRR RLK kak pacTenwuii, Tak 1 )KHBOTHBIX CIOCOOHBI Pacro3HaBaTh
pa3HbIe MUTOIIBI OJHOTO U TOTO K€ OenKa, Hanpumep, ¢uaresunHa [46,47]. OHu, B 4aCTHOCTH,
MOJITBEPXKAAIOT TUIIOTE3Y KOHBEPTEHTHOM BOJIIOLIUH PEIETITOPOB Y PACTEHUH U KUBOTHBIX U
HE3aBHCUMOE TOSIBIICHUE aKTUBUPYEMOTO TIaTTepHamMu rnatoreHa nmmynurera [48]. PRR y3Hatot
MAMP uyepe3 LRR nomen u uHIynupyroT 6a3oByro Wi akTuBupyeMyto narrepuamu MAMP
saimuty (MAMP-triggered immunity, MTI). MT| npuBoIuT K aKTUBAIIMU Kackajga MUTOTCH-
akTHBUpyeMoil npotenHkrHa3bl (MAPK) u nocnenyromemMy 3amycKy SKCIPECCHH 3allUTHBIX TEHOB
(Puc.1). Takxe MPOUCXOIAT KaK OMOXUMHUYECKUE U3MCHEHUS B KIIETKaX pacTCHUM, HAPUMeED,
obpazopanue ADK, ADA, ysenuuenne konnenTparuu Ca?* Bo BHEKIETOYHBIX KOMIAPTMEHTAX U
T.J.; TAK U CTPYKTYPHBIEC YKPEIUICHUS KJIETOK, TAKUE KaK 3aKPBITHE YCTHUI] H OTJIOKEHHE KaJIO3bl B
iazmojiecMax [49]. Kamnosa ykperuisieT KIeTOUHYI0 CTEHKY M MPETSTCTBYET MPOHUKHOBEHUIO

naToreHa B 370poBbie kietku (Puc.1) [50].
2. ETI

Cremyer OTMETHTB, YTO B PE3YJIbTATE IBOJIOIHMHU (PUTOMATOT€HOB 3AIUTHBIA MEXaHU3M
pacrenuit MT| nepecrait ObITh IPENATCTBUEM IS OOJIBILIOTO YMCIIA TATOTEHOB. BO-1epBbIX, TOIBKO
OYEHBb HEOOJIBIIOE KOJMYECTBO BUPYJICHTHBIX MOJICKYIT 3aITyCKAET €ro, U, BO-BTOPBIX, ITATOT'CHBI
n300penu crnocoOs! m36exars cucreMsl MTI mocpencTBom smuccun 3pGeKTOpHBIX MoJIeKy. Takue
3¢ deKkTopbl, HEMOCOEACTBEHHO MTPOHHUKAIOIINE B KJICTKY, SBIISIOTCS «aBUPYJICHTHBIMWY CHTHAJIAMU
st PRR m HateneHbl Ha IeaKTUBAIMIO CBS3aHHBIX C UMMYHUTETOM OCIIKOBBIX MOJIeKyi. OIMH U3

TakuX 3auUTHBIX O0ekoB — RIN4 u3 A. thaliana — siBisiercst MUIIICHBIO OTHOBPEMEHHO JIJIs

13



HECKOJIbKUX U3BECTHBIX A dekTopoB u3 Pseudomonas syringae, takux kak AvrRpm1, AvrB,
AvrRpt2 [51]. U3menenus B coctostauu Oenka RIN4 koHTpomupyroTcst OeIKaMy yCTOHYUBOCTH
xo3auHa (R-0enkn) — BHYTPUKIETOUHBIMH PELIENTOPAMHU, KOTOPBIE CIIOCOOHBI PAaCiO3HABATh
addexrops [52]. D10 sBIEHNE Ha3bIBaeTCs «MOJIENBIO OXPaHbD», IPU KOTOPO# R-0enku SBIsIFOTCS
«cTpakamu» MunieHer apdexkropos naroreHa. Ecnu jxe oxpaHsemasi MUIIEHb ICHCTBYET B Ka4eCTBE
KOpeLenTopa Jyis CTpaka, KOr/ia OH MPUCYTCTBYET, U HEAKTUBHA, KOTAa CTPAX OTCYTCTBYET, TO 3TO
siBJICHUE HazbiBaeTcs «Moenbio mpuMankm» [53]. B pacTeHusx cyiecTByer 00JIbIIOE KOJINIECTBO
R GenkoB, T.K. 3PeKTOPHI MaTOreHOB MOJMMOP(HBI Y pa3HBIX OPraHU3MOB, a 6enku R crnennduyHsl
IS Kaxkaoro u3 Hux [54]. R-Genmku conepxar BapradenbHblid N-KOHEIl, HyKIICOTH/I-CBSI3bIBAFOIIUI
caiit u C-koHnieBoii LRR-momeH, uto aemaeT R-0eaku cXOIHBIMM ¢ OelIKaMU YKUBOTHOTO
HYKJICOTH/I-CBSI3BIBAIOIIECTO oromepusannoHHoro gomeHna (NOD)-nomo6noro penentopa (NOD-
like receptor, NLR) [55]. Csi3biBanue nuranga ¢ R 6eKoM NpUBOIUT K U3MEHCHUSIM B UX
koH(popmarmu (rpu nmomoriu manepoHoB HSP90) u nocnenyromieii aktusaryu [56]. AktuBHbIi R
0eJI0K MHIYIIMPYET BhI3BaHHBIHM dddekTopamu nMMyHHBIN oTBeT (effector-triggered immunity, ETI)
— TUIl UIMMYHUTETA PACTEHUN, BOSHUKILINN B PE3yJIbTATE TOHKU BOOPYKEHUN MEK Y

¢duTONMaTOreHaMu M PacTEHUSIMH.

Crnenyer OTMETHTb, UTO MEPBbII KOHTAKT € TATOT€HOM MPOMCXOIHUT B alOILIACTe
(BHEKJIETOYHOM MPOCTPAHCTBE), HA MOBEPXHOCTH KIETKH, KOTOPAsk 3alI0JTHEHAa CUCTEMHO WIIN
JIOKaJIBHO AKCIIPECCHPYEMbIMU MTpoTenHa3aMu [57]. XoTst mo4TH BCe arnoriacTHbIE TPOTEHHA3hI
MPUHAIIIEKAT K CEeMEUCTBY MananH-nmoA00HbIX 1ucTeMHOBbIX nmpotenHas (IIILIT) C1A, pa3ubie
MPOTEHHA3bI OTHOCATCS K Pa3HbIM IYTSIM, KOTOpbIe MOTYT ObITh 0THeceHbl 1160 k MTI, nubo x ETL.
CTONKHOBEHHME C MTaTOTCHOM B aIloIJIacTe UMEET pelliaroliee 3HaYeHHUE IS €0 paclo3HaBaHUs U

JAJbHEUIIIEN TIepeayi CUrHaja JUisl BbI30Ba COOTBETCTBYIOIIETO HMMYHHOTO OTBETA.

ETI npuBoanT K aKTHBAaMU OMOCHHTE3a OCHOBHBIX TOPMOHOB MMMYHHUTETA PAaCTEHUH —
xacMoHoBo# kucnoTsl (KK)/atunena u camunmnosoit kucnotsl (CK) B Xjmoporiactax, KOTOpbie
3aITyCKaIT AKCIPECCHIO TeHOB 3alUTHBIX OenkoB (pathogenesis-related, PR 6enkoB), u 6enkos,
CBSI3aHHBIX C CUCTEMHON PUOOpETeHHOH ycToiunBoCThIO (Systemic acquired resistance, SAR)
(Puc.1). ETI yacto npuBoaut k I'O — MeCTHOMY CONPOTUBIICHHUIO B 3apakeHHOM caiite. Bo Bpems
'O mpoucxXoIuT CUHTE3 aHTUMUKPOOHBIX MOJIEKYJ, TAKMX KaK XuTHHA3a U B-1,3-riirokoHasa, u, eciu

TaKue MOJIEKYIbI He peycneBatoT, To I'O npuBoaut vamie Bcero k 3KC nHdumpoBaHHbIX KIETOK

[58].

CTouT OTMETHTH, YTO (PUTONMATOTEHBI UCHOJB3YIOT JABE Pa3HbIE CTPATErHU IIPU 3aPAKEHUN

pacTUTENLHON KIETKH: OMOTPO(HBIE MAaTOTEeHBI IMTUTAIOTCS KUBOU KIETKOMN, HalpUMep, BUPYCHI,
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OakTepuu, TpUObI, HEMATOIbI U OOMMIIETHI; B TO BpeMs KaK HEKPOTPO(BI YHHUTOXKAIOT
pacTUTENBHYIO KIETKY, YTOOBI MUTaThes ee colepkuMbiM. 3KC kieTku, MHPUIUPOBAaHHOK
OMOTPOQHBIMH MTATOTe€HAMH, ABIsIETCS (PPEKTUBHON CTpaTeruen 3auThl. XOpOIIO U3BECTHO, YTO
Kacmasbl B paCTEHHSIX OTCYTCTBYIOT, M03ToMY perysinnio 3KC npunuchBaloT MpOTEOTUTUYECKIM
(epMeHTaM U3 pa3HBIX CEMEUCTB, TAKUM Kak f-cyobeaunuiia 26S nporeacomsl PBA1 [8],
meTakacnasbl [14], T [59], VPE [60], cyotunasst [7,61] u ap. CooTBeTCTBYIOIINE

pOTEOIUTHYECKUE (pepMEeHTHI U, B 4acTHOCTH, X yuyactue B ETI u 3KC OynyT oOcyxeHs! nanee.
3. SARu ISR

WupyuupoBaHHas yCTOWYMBOCTH pacTEHUI MpeICTaBleHa B IBYX (hopMax: CHCTEMHOM
npuoOpeTeHHON ycTOWYMBOCTRIO (Systemic acquired resistance, SAR) u unayniupoBaHHOM
cucTeMHoOM ycroitunBocthio (induced systemic resistance, ISR). SAR, B nmepByto odepenp, CBsi3aHa C
3aBucumoii ot CK nepenaueit curuanos, Torga kak ISR — ¢ nepenaueii cursaioB, 0IOCpeOBaHHbIX
KK/stunenom [62]. O0a Tuna MHAYIIUPOBAHHON YCTOHYMBOCTH J€TA0T HEMH(PUIIUPOBAHHBIE YaCTH
pacteHuii 0oJiee yCTOMUMBBIMU K IIMPOKOMY CIIEKTPY AaTOreHOB pacTeHuil. HecmoTps Ha
OTCYTCTBHE CUCTEMbI KPOBOOOpAILIEHUS pacTeHUI, MOOMIIbHbIE IMMYHHBIE CUTHAJIBI MOT'YT
NepeaaBaThCs OT JIOKAIBHO PE3UCTEHTHOTO MH(PUIMPOBAHHOTO CaliTa K TUCTAIBHBIM 310POBBIM
y4yacTkam, BbI3biBasi SAR U 3ammiiasi BeCb pacTeHHUs OT 3axBaTunka. Y pacrenuii Nicotiana
benthamiana L., 3apaxxenHbIx BUpycoM Tabaunoi Mmo3auku (tobacco mosaic virus, TMV), SAR
amancst 20 aHei noce 3apaxenust TMV K IpyriuM naTroreHHbIM MUKpoopranuzmam [63].
VIMMyHHBIE CHTHAJIBI, TAKUE Kak MeTwicamuimioBas kuciora (MeCK), mpou3BoJHbIe JTUHIOB
a3eJanHOBOH, )KaCMOHOBOU KUCJIOT M MIIHIIEPOI-3-Pocdar, mpoXoasaT yepes arnoriact u Graodsmy
[48]. benku nepenoca nmunuaoB DIR1 u AZI1 TpaHCTIOPTHPYIOT MOOMIIBHBIC HMMYHHBIE MOJICKYJIIBI
[64]. B pesynbrare MeCK npeobpazyercst ooparHo B CK, u npoucxoaut Hakorieane CK Bo
dnosme, ycranapiuBaromiee SAR. Briocnencreun Hakoruienne CK npuBoauT K MHAYKIIUN
sKcnpeccuu reHoB PR OenkoB B AMCTaIbHBIX TKaHIX, CHHTE3 [3-1,3-To0KaHa3bl, XUTHHA3ZHI,

nedeH3nHOB, MPOTEHHA3 U T.[I., U YCTAHOBJICHUI0 MMMYHHOU mamsitu (Puc.1) [48].

SAR uHAymuMpyer nojiHOe NepenporpaMMUpOBaHIE KIETOK IYTEM 3aITycKa SKCIPECCUU
reHoB 14 kiaccoB PR 0enkoB, KOTOpbIE BKIFOUAKOT 0CHOBHO# peryisitop SAR — NPR1 [65] u
YCTaHABJIMBAIOT JIUTEIbHBI IMMYHUTET Yepe3 NpaiMUpOBaHUE KIETOK — CEHCUOMIN3UPOBAHHOE
COCTOSIHHE, KOTOpOoe o0ecrieunBaeT 6oiee ObICTpBIi 1 0oJiee 3PPEeKTUBHBIN OTBET HA BTOPUYHYIO
aTaky natoreHa. IIpeanosnaraercs, 4To KJI€TOUHBIN paiMUHT CBA3aH ¢ HakoIuleHneM MAP kuHa3
MPK3 u MPK6 [66]. Kpome Toro, n3BecTHO, 4To reHbl R-0eKkoB 00pa3yroT KiacTephl, O3TOMY

ObLIO BBICKA3aHO MPENOJI0KEHUE, YTO TOCIe HHPUIIMPOBAHUS TPAHCTEHEPATUBHAS HIMMYHHas
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naMATh JOCTHUTacTCAd 3a CUCT COOBITHH AYIIIMKAOWUW 5TUX TCHOB U THIIOMCTUIIMPOBAHUSA YH4aCTKOB

XpOMaTHHa, TJI¢ 3TU KJIaCTEPhl PacoJioKeHb [67].

ISR, a Taxxke nepenaya curnanos JKK/sTuneHa, cBS3aHbl ¢ 3aIIUTON OT TPABOSTHBIX
KUBOTHBIX [68] u puzobakrepuii [62]. ISR He noapaszymeBaet cunte3 PR 6enkos, u cunte3 CK
Moxet ObITh MHAYIIpoBaH PAMP. V A. thaliana SAR nau6ouee 3¢ dpekTuBeH npotiB OHOTPODHBIX
MaTOr'€HOB, JIOKHBIX U MYUYHHUCTBIX POC, a TAKXKE BUPYCOB, UyBCTBUTENbHBIX K CK-3aBuCcHMON
3amute. SAR uHrHOUpyer pocT pacrenuit, Toraa kak ISR 6osee akTHBEH B OTHOLICHUN

HEKTPOTPO(HBIX MATOTCHOB U CIIOCOOCTBYET POCTY pacTenuit [62].
4. PHK catinencune

PHK caiineHcHHr — 3TO 3allUTHBIN ITyTh UMMYHHUTETA, UCIOJb3YEMBIA PACTEHUSAMHU IIPOTUB
arak Bupycamu u rpudamu [69]. PHK caitneHcHHT moipazyMeBaeT UCIOJIb30BaHUE MAIIBIX
untepdepupytomux PHK (MuPHK) mis cnenuduyeckoii MHAKTUBALMU TPAHCKPHUIITOB MaTOreHa
[70]. CaiineHcuHT neiicTBYeT MO JBYM HAIpaBIICHHSIM: TPAHCKPHUITIIUOHHOE 3aMATYMBaHIE TEHOB
(transcriptional gene silencing, TGS) 1 nocT-TpaHCKPHUIIIIMOHHOE 3aMaTYMBaHUE TeHOB (POSt-
transcriptional gene silencing, PTGS) [71]. PTGS noapasymeBaet sanumunanuto Bupycuoit MPHK ¢
nomonisio PHK-unaynmpoBannoro komiiekca caiiencunra (RNA-induced silencing complex,
RISC) mocpenctBom o6paszoBanus komruiekca MuPHK-MPHK. Benok Dicer pacmerisier quPHK,
BbIcBOOOXk1ast MUPHK, cuntesupyemyto ¢ BupycHoro renoma npu nomou PHK-3aBucumoii PHK-
nosmmepasbl (PHK-Bupycer) unu PHK-nommmepasst 11 (JIHK-Bupycer) [71]. MetunupoBanue
ruto3una JJHK npoucxoaut Bo Bpemst TGS, sBISSACH TTIaBHBIM 3MIUTCHETHUECKUM COOBITHEM B
3alIMTHOM OTBeTe Ha BUPYCHI [72]. PHK-monnmMepasa IV cuHTE3MpyeT reTepoXpoMaTHIECKyIO
ouPHK, xotopas npespamaercs B nuPHK u pacmennsercs PHK-3aBucumoit PHK-nonumepasoi 2 n
Bkirouaercss B PHK-unnynmpoBanuslii Tpanckpunuunonnsiii kommieke (RNA-induced transcriptional
silencing complex, RITS), koTopslii IeicTBYET B Ka4eCTBE HANPABIISIOIICH LENH 1l 00pa3oBaHMUs
BUPYCHOTO T€TEepOXpOMaTHHA 1 MeTminpoBanus [73]. IHTepeCHO OTMETHTH, YTO CUTHAIBHBIC
¢axtopsl caitnencunra PHK (ouPHK u mukpoPHK) moryT nepememniarbes u3 KJIeTKH B KIETKY Uepes
TUIa3MOJIECMBI U B JUCTAIILHBIC YaCTH PacTeHUs uepe3 Guosmy, mogooHo mosekyinam MeCK (Puc.1)

[74].
I11. BoBJe4eHHOCTH NPOTENMHA3 B HUMMYHHUTET PacTeHUH

IlosiBIeHME pa3IMYHBIX UMMYHHBIX OTBETOB PACTCHUM HEPA3PBIBHO CBSI3aHA CO CTPATETUSAMHU
MaTOTeHOB M HAMPSIMYIO 3aBUCHT OT HUX [41]: KOIBOIIOIMS ¥ TOHKA BOOPYKCHUN MEXTY

PaCTCHUAMMU U MTAaTOI'CHAMMU IMMPHUBCIIA K CJIIOKHBIM UMMYHHBIM PCAKIUAM, KOTOPBIC HCOGXOZ[I/IMO
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KECTKO PEeryJupoBaTh. JHJIOT€HHBIE PACTUTEIbHBIE IPOTEMHA3BI UTPAIOT BAXKHYIO POJIb B

OpraHu3alui IMMYHHBIX riporieccos [10].

['eHOMBI pacTeHUI KOJUPYIOT 3HAYUTEIHHOE KOJMUECTBO IPOTEUHA3: B COBOKYITHOCTH BCEX
npoTenHa3 opranusma — aerpanome — Arabidopsis thaliana L. conepxurcs 6o1ee 800 npoTenHas u3
60 cemeiicTs, a B nerpajgome puca (Oryza sativa L.) cogepsxutcs 6onee 600 [75]. OcHoBHOI
¢byHKIMel npoTenHas sABIsgeTcs NpoTeoan3. [IpoTernHassl ruApoOIU3yIOT HEPaBUILHO CBEPHYTHIE,
MOBPEXJICHHBIE U BpeIHbIE OCIKH U CHA0XKAaI0T KJIETKH aMUHOKHcIoTaMu. [IpoTenHasbl
OCYIIECTBISIOT KaK OTPAaHUYCHHBIN (BHECEHHE MAJIOTO YMCIIa Pa3pbIBOB B MOCIIEA0BATEILHOCTh
OenKka), TaK M MOJHBIA MPOTEO0N3 (TIOJIHOE pa3pyIIeHue OeKa), YTo MoApa3yMeBaeT
BO3HHKHOBCHUE/TIEPEKIIOUCHHE HITH MOTEPI0 (PYHKIMI OEIKOB, COOTBETCTBEHHO [/6]. DTO nemaer
MPOTEHHA3bI KIIIOYEBBIMU (PUTypaMH B MOJIEP’KaHUH KJIETOYHOTO roMeoctasa. Kpome toro,
MPOTEHHA3bI UT'PAIOT PETYISTOPHYIO POJIb B PA3JIMUHBIX MPOLIECCAaX, KOTOPhIE HEOOXOIUMBI IS
pocra, pa3BUTHsI, Pa3MHOXKEHHS, HIMMYHHOTO OTBETa, 3MOpuoreHesa, porocunresa, 3KC u 1.1. [75]
[TpoTerHa3bl 0OBIYHO CHHTE3UPYIOTCS B BUJE 3MMOTEHOB, KOTOPBIE ONPEACISIOT YKIAAKY U

(GYHKIUIO 3penoi menTHIa3sl.

Cornacho 6a3e nanaeix MEROPS [78], pacturenbHble MpoTenHa3bl ISISAT Ha CEMb KJIACCOB
COTJIACHO KaTAIMTHUYECKOMY MEXaHU3MY: CEpPHHOBBIC, IIMCTEMHOBBIE, acTIaparuHOBbIE, acllapTaTHBIE,
TPEOHUHOBBIE, IITyTaMaTHbIE M METAIIONpOoTenHas3bl. CepHHOBBIEC IPOTENHA3BI SBJISIOTCS Hanboiee
pacnpoCTpaHEHHBIMU B PACTEHUSX: OHU BKIIIOYAIOT 14 ceMelcTB U ieBsTh KiaaHoB [78]. CemeiicTBO
S8 conmepkuT cyOTHIA3Bl, KOTOPbIE HA CETOHSIIHUM ICHb SABISIOTCS HanboJyee XOpoIo
OTHMCAHHBIMH CEPUHOBBIMH NMpOTeHHa3aMU. OHU y4acTBYIOT BO MHOTHMX Ba)KHBIX JUIS
KHU3HEIEATSIBHOCTH MPOLIECCaxX, TAKUX KaKk UMMYHHUTET, cumouno3s, 3KC, nuddepeHupoBka KIeTox
u T.1. [79] LuctenHoBbie mpoTenHasbl AesATCs Ha 15 cemeiicT u3 msitu ki1aHoB [79]: kiansl CA u
CE cozneprxar mpoTenHassbl ¢ 1o100HOM MananHy yKiIaakou, Toraa kak CD kinaH cogepKuT Kacmaszo-
noo0HbIe ipoTerHasbl [75]. [{lucrenHoBbie MpoTenHa3bl HrpatoT BaxkHyo posib B 3KC u B peakuusix
Ha Onotnyeckue u abuornueckue crpeccel [2], uBerenue [80], smOpuorenes [81] u mp.
MertannonpoTenHasbl y4acTBYIOT B HOAYJSAIMH, JETPaallii TUIACTHI, Pa3BUTHH TOJICPAHTHOCTH K
CTPECCOBBIM TEMITEpaTypaM, PETYISIIHA POCTa MEPUCTEMBI U Mero3e [75,82]. dynkius
acraparuHOBBIX IPOTEHUHA3 €Il HE BBISICHEHA; OJHAKO MPEAIOJIaraeTcsi, YT0 OHU BOBJICUYEHBI B
nporiecchl crapenus [83], pasmuoxkenus pactenuii [84] u peakiuu Ha ctpecc [85]. TpeoHuHOBas
npotennasa A. thaliana u3 cyowsenuanner B-tuna cemeiicta T1 (PBAL) siisiercst B-cyObenmHuIei
26S mpoTeacoMbl ¥ y4acTBYeT B YOMKBUTHH-3aBUCUMOM Jierpananuu Oenka [8]. ['myramaTHbie n

acCIraparuHOBBIC ITPOTCUHA3BI HCJOCTATOUYHO U3YYCHHI, YTOOBI OMPpCACIINTb UX POJIb B pACTCHUAX.
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[TpumeuarenbHO, YTO PACTUTENBHBIC MPOTEUHA3BI IIMPOKO UCIIONB3YIOTCS B OMOTEXHOJIOTHH U
OonomenuIHe O6Jaroaapsi CBOMM YHUKAJIbHBIM CBOMCTBAM, TAKUM KaK IIUPOKUH TUAMa30H pabounx
Temrepatyp u 3HaueHnil pH. Cpean OMOMEIUIIMHCKUX IPUMEHEHHI PACTHTEIBHBIX IIPOTEHHA3 —
MIPOTHBOOITYX0JIEBasl TepaIHsl, CBEPTHIBAHNUE KPOBH, 3)KUBJICHUE PaH U 0XKOTOB, YXOJ 32 MOJIOCTHIO
pTa u JeyeHne paccTpoiicTs nuineBapeHus [86]. bonee moapoOHO OMOTEXHOIOTHYECKOe

MIPUMEHECHHE MTPOTENHA3 OYIeT PACCMOTPEHO HUKE.

MTI ETI SAR/ISR PHK
caineHcuHr
rupponassl,
npoteasbl, U Ap.,
CUrHanbHble
pacnosHaBaHue rgoreua MONeKy/bl <\{:K
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Pucynok 1. Mexanu3msl 3aminThl pacteHuid ot natoreHoB. MAMP zamyckaror MT| myTem moBbIeHUs
KOHILIEHTPALM1 MOHOB KaJbLus B LuTOMIazMe, oopazopanusd ADK n ADA, orTnoxxeHus Kaio3sl B
TUIa3MOZIECMaX U 3aKpBITUIO YCThHII [77]. Dddexropsr 3amyckarotr ETI nmocpenctBom cBs3biBanus ¢ R-
6enkamu (NB-LRR), koTOpbIe HHIYLIUPYIOT CUTHAIBHBIE ITYTH, PETYIHPYEMbIE CATHLIUIOBON KUCIOTOH, U
nocnenyrontyto uaaykiuto PR-, XKK/stunen-, ISR- u SAR-accoruupoBanubix reHoB. PR Oenku, Takue kak
XHTHHa3a, f-1,3-rMoKoHa3a, MpOTenHaskl U T.1., TMO0 HEMOCPEICTBEHHO aTaKyloT aToreH, 100
uaayuupytot 3KC unduuuposannoii kierku. CK npeBpamaercs 8 MeCK, KoTopblif TpaHcnopTUpYeETCs B
JUCTAJIbHBIE YaCTH PacTEHUs, TakK )K€, KaK U IpyrHe CUTHAJIbHbIE MOJIEKYJIbI, ycTaHaBnuBast SAR nmm ISR.
MuPHK Ttaksxe TpaHCOpTHPYIOTCS B AUCTaIBbHBIE YaCTH PACTEHMs yepes3 IazmoecMbl. Ha3Banus
MMMYHHBIX ITPOLIECCOB OKpAIlIeHbI B 3e1eHbIN 1[BeT. Ha3BaHMs KIETOUHBIX KOMIIAPTMEHTOB OKpAIIEHEI B
KpacCHBIH IIBET.
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C TouKM 3peHuss IMMYHUTETa ObUIO TIOKAa3aHO, YTO MPOTEUHA3bl U3 PAa3HBIX CEMEHCTB
Y4aCTBYIOT IIOYTH B KaXJOW CTaUN YCTAaHOBJICHUS UMMYHUTETA, HAYMHAS C B3AUMOJIECUTBUM C
[IaTOT€HAaMU B MEXKKJIETOUHOM IPOCTPAHCTBE — AllOIJIACTe — U 3aKaH4YMBas UX ydactueM B SAR u

nepeaBaeMoil U3 MOKOJICHUS B IOKOJICHHE MMMYHHO# mamsitu [10].
1. OcHosnvie Hanpaenenus Oelicmeusi NPOMeuHas 8 UMMYHHOM Omeeme pacmenull

[TpoTerHa3bl BHIOIHSIIOT pa3iIuyHble (PYHKIIMK B OTHOILICHUH 3alUTHI pacTeHuil. Bo-
MIEPBBIX, IPOTECUHA3bI AKTUBUPYIOT PA3JIMYHbIE CUTHAIBHBIE IIPOLIECCHI, OCYIECTBIISAA
KOHTposupyeMsli mpoteonn3 PRR u R-6enkoB, Takxke U3BECTHBINA KaK OTHICTICHHE YKTOJJOMEHA
[87]. XoTst TouHBIE MEXaHU3MBI AEHCTBUS MPOTEHHA3 M UX CYOCTPATOB €IIle HEJ0CTAaTOUYHO
BBISICHEHBI, €JUHCTBEHHBIM U3BECTHBIM IIPUMEPOM OTILEIIIEHUS S9KTOJOMEHA B PACTEHUSX SBJIECTCS

pacIieruieHie XuTHHOBOTO perentopHoi kuHaskl 1 A. thaliana CERK1 HensBecTHO# nentumasoit

[88].

Bo-BTOpBIX, MpoTENHA3bI CIIOCOOHBI BBICBOOOKIaTh CUTHAJIBHBIE IENTHIbI, KOTOPBIE
BocnpuHuMaroTcst PRR kak cBsizaHHBIE ¢ MOBPEKACHHEM MOJICKYJISIPHBIE CTPYKTYpHI (damage-
associated molecular patterns, DAMP), aktuBupytormue nmmyHuteT. Hanpumep, aciaprarHas
nporenHaza CDR1 renepupyet nentusl, noxoxxue Ha PAMP unu ropMoH cucTeMuH, KOTOpbIe
aKTHBUPYIOT 0a3anbHblii UMMYHUTET [89]. Boiiee Toro, pekoMOMHAHTHBIE MOCIIEI0BATEIBHOCTH
noMmeHoB C1A npoTenHas u3 SUMEHsI MOT'YT HallpsIMYIO 3allyCKaTh UIMMYHHBIN OTBET Ha aTaKy

YJICHUCTOHOTHX-(UTO(DAroB (3KECTKOKPBUIBIX U aKapy/) U YMEHbIIATh MOBpekaeH!s TucTheB [90].

B-TpeTpux, mpoTenHassl peryiupyroT 0obiioe KoauuecTBo curnanbhbix myreid MTI, ETI,
SAR, ISR u PHK caiinencunra. HecMoTps Ha TO, 4TO psJ MPOTEUHA3 YK€ UACHTHU(PHUIMPOBAH KaK
TaK WM MHA4YE YYaCTBYIOIIUN B UMMYHUTETE PACTEHUI, TOUHbIE MEXaHU3MBbI IEHCTBUS
OO0JIBIIMHCTBA IPOTENHA3, UX CYOCTPAaTOB U CUTHAJIBHBIX IyTEH, KOTOPHIE OHU PETYIUPYIOT,
OCTaIOTCs HEOXaPAKTEPU30BAHHBIMU. /IOMEHHBIE APXUTEKTYPbI U3BECTHBIX IPUMEPOB
aCCOLIMMPOBAHHBIX C UMMYHUTETOM IIPOTENHA3 IPUBEAEHBI Ha Prc.2, B TO BpeMs Kak U3BECTHbBIE
cyOcTparthl, JOKAJIU3aIHs U PoJib B 0TBeTe — B Tabnumax 1 u 2. Taxke CTOUT YIIOMSHYTh, YTO B
ciyyae MTI u ETI curnansl, monyueHssie ot o6oux nmyreit uepe3 PRR nnu R-Genku, nepenatorcst
nanbine yepe3 MAPK kackan u mocnenyromuii CHHTE3 MOOUIIBHBIX CUTHAJIBHBIX MOJIEKYJ. Takum
o0pa3omM, 0JlHa TPOTENHA3a MOKET YYaCTBOBATh B PA3IMYHBIX THIIAX 3alUTHI HJIM B OOLINX YacTsIX

IIyTEH.

19



2. Ilpomeunasvl, 6o6reuennvle 6 bazanvhyio 3awumy (MTI)

Kak onucaHo Bblllle, SHAOT€HHbIE MPOTEUHA3bI MOT'YT ITpoaylupoBatb MAMP- nnin DAMP-
nolo0HbIE MEeNTUIBI, KOTOpBIE BocpuHuMaroTcs peuentopamu PRR. beuto mokazano, urto 12-
aMHHOKUCIIOTHBIN enTun GmSubPep u3 Glycine max L., sBisieTcs 4acThi0 YHUKAIBHOMN CyOTHIIA3bI
u aevicteyetr kak PAMP, BbI3biBast noBbliieHre pH 1 HIMMYyHHBIN OTBET IyTEM MHAYKLUU
IKCIPECCUU TCHOB, CBSI3aHHBIX C 3amuTol, Takux kak Cyp93Al, Chib-1b, PDR12 u achs [91].
JIpyruMm yBII€KaTEIbHBIM IPUMEPOM PEryJIATOPHOTO PACUICTICHUS MENTHA TPOTECHHA30H SIBISETCS
rugposms ProRALF23 cyorunazoit SBT6.1 (S1P) B A. thaliana [92]. Paciierienue proRALF23 S1P
npUBOAUT MHTHOMpoBanuto npoaykunun ADK, nnaynuposannoii elf18 (anuron EF-Tu, MAMP) u
¢ynkmu penenropa EF-Tu, koTopblit yBennyrBaeT BoCpuuM4UBOCTH K Pseudomonas syringae pv.
tomato DC30000 (PstDC3000). Oto nenaer S1P HeraTHBHBIM PEryasSTOPOM HMMYHUTETA PACTCHHIA.
Acnaprartnas npotennaza CDRI1 taxxe criocoona renepupoBath PAMP- unu cucteMuH-iogo0HbIe
NENTH/IBl U MHIYITUPOBATh 3alUTHBIN 0TBET 0a3anbHOU cructeMbl 1 SAR [89]. Penenrropsr PRR
TaKXe MOTYT ObITh MUIICHSIMHU POTENHA3 PACTCHUH, U HE TOJIKO C TOYKHU 3PEHUS TUAPOIIN3a
skTooMeHoB. CyOTuiaza Tomara P69C criocobHa paciierars TpancMeMOpanHbiid 6enok LRP,
KOTOPBIH, BO3MOXKHO, yuacTByeT B ummynurete [93]. [lucrennossie mporennassl A. thaliana us
cemeiictBa C19 AtUBP12 u AtUBP13, no-Buaumomy, SBJISIOTCS HETaTUBHBIMU PETYISATOPAMU
UMMYHHUTETa pacTeHHIA: OHU criocoOHbI nonaBisith Cf-9—onocpenoBannsrit 'O B N. benthamiana

nocie 3apaxenust PStDC3000 uepe3 Bo3MokHOE eyOukBuTHHIIHpOoBaHHe PRR [94].
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Pucynok 2. JloMeHHast apXUTEKTypa aCCOLMUPOBAHHBIX C UMMYHHTETOM PacTEHHI MPOTEHHA3 U3 Pa3HBIX
cemeiicTB. KpacHbIM 0003HaUEHBI KaTATUTHYECKUE aMUHOKUCIIOTHBIE OcTaTKh. CII — curHaIbHBIA HenTH,
JIIT — nuakepusiit nentua, NLS — curnan siaepHoit nokanuzanuy, 1M — TpancMeMOpaHHas 001acTb, 00J1aCTH
B CEPOM — 00JIACTH HU3KOH CIIOKHOCTH.

Oo6menpuasaTeiM pu3HakoM MTI siBiisieTcss HakoTUIEHHE KaJUI03bl B IIA3MOJIECMax, KOTOPOe
OJIOKHPYET TPAHCIIOPT MEXKIY KIETKaMHU M TaKUM 00pa3oM U30JIMPYET UH(UIIUPOBAHHbIE KICTKH
[49]. D10 mpoucxoaut nocie pacnoznaBanus flg22 ¢ nomomnrsio FLS2-BAK1-BIK1 komriekca u
npoaykiu ADK, KkoTopbie clocOOCTBYIOT peryiupyeMoMy CHHTE3Y Kaiao3bl. CHHTE3 KaJlIo3bl
MPOUCXOUT CKOpee He uepe3 OJIMH KOHCEPBATUBHBIN HUCXOAAIIUI KacKaj, a yepe3 ero
COOCTBEHHBII YHHKAJIbHBII MHOKECTBEHHBIN MexaHu3M [95]. CBepxakcmpeccust acapTaTHON
npoterHasbl 13 u3 Vitis quinquangularis (VqAP13) B pactenusix A. thaliana mossimmaer
ycroitunBocTh K PStDC3000 1 mpuBOAMT K e11ie O0JbIIeMy HAaKaIUIEHUIO KAJIJIO3bI B
MHOUIMPOBAHHOM CaiiTe, 4YeM B pACTEHUSX AUKOTO THIIA, YTO CBUAETENBCTBYET 00 ydactun VqAP13
B nepenaye curranoB MTI. Dkcnpeccust VqAP13 6bu1a noseiena npu o6padotke pacrenuit CK u
ITUJICHOM M ToiaBiieHa 00padoTkoit metun-KK u npu unpunuposanuu Botritis cinerea, 1ro

MPEe/roJaraeT yyacTue MPOTEHHA3bI B 3aIIUTE OT HEKpoTpodHOTO THA nHpeKkinu [96].



Hpyrum npuzHakoM MTI sBasieTcs 3akpbITHE YCTHUL], KOTOPOE MPOUCXOAUT B OTBET HA
TOBBIILIEHHE KOHIIEHTPALUH uTo301b5H0r0 Ca®* u nocienyromee nakomnenue H.O, 1 NO B kneTkax
[97]. HucrennoBbie nporernasbl VPE HE0OX0MMBI 47151 HHAYHUPOBAHHOTO 3P (EKTOPOM 3aKpBITUS
yerern y N. benthamiana. VPE nokanu3ytoTcst B BaKyoJId 1 KOHTPOJUPYIOT CIHSIHUAE
TUIa3MaTHYECKO MeMOpaHbl 1 MeMOpaHbl BaKyoJid BO BpeMs uHAynupoBanuoro TMV 3KC [98].
VPE omnocpenyet nnaynupyemoe 3pGpeKTopoM 3aKphITHE YCTHUIL IyTeM perynsuuu HakoraeHus NO
B 3alMTHBIX KieTKax [9]. Takxke usBectHo, yro natoren PStDC3000 ucmosib3yer hakTop
BUPYJICHTHOCTH KOPOHATHH JJIS1 aKTUBHOTO OTKPBITHS YCTHHIIL, a TAK)KE OKcajaT, KOTOPBIH
MPOAYLIUPYETCS MHOTMMH Buiamu rpuboB [99]. Dto nenaer VPE-3aBrcrMoe 3aKpbITHE YCTHHUIL

BR)KHBIM 3aIIUTHBIM MEXaHHU3MOM.
3. Ilpomeunaswi, yuacmeyrowue 6 ETI, 3KC u PHK caitinencunee

Kak 651 oTMeueHo panee, 3(h(heKTOpbl BOZHUKIH B Pe3yJIbTaTe KOABOIIOMH PACTEHUH 1
NaTOreHoB. DPQPEeKTOPHI aBUPYICHTHBI U, B IEPBYIO OUEPEb, MPEIHAZHAYCHBI JJIs1 aKTUBAILIUU
TPAHCKPHIILIUU X0351HA, ISUCTBYS B Ka4eCTBE TPAHCKPUIIIIMOHHBIX (DPAKTOPOB U BIUSSA HAa yIAKOBKY
XpOMaTHHA M PETYJSIHI0 BEICBOOOXKICHHS TUTATEIBHBIX BEIECTB JUIs BBDKHBaHU naroreHa [51].
Kpome Toro, ObUIT c/iesial BBIBOJ] O TOM, YTO OJMH JOMHUHAHTHBINA T'eH ycroitunBocTH Xo3suHa (Cf)
OTBETCTBEHEH 3a ()EHOTHI YCTOWYMBOCTH Ha OTIpeIe/ICHHBIN aToreH, HeCYIuii 1
AKCTIPECCUPYIOLINI €TMHCTBEHHBIN JOMUHAHTHBIN reH aBupyineHTHocTd (Avr) [100]. Dta monens
M3BECTHA KaK «T€H JJIS TeHa», IMoApa3yMeBasi, YTO KaX/Ibli MPOAYKT JOMHUHAHTHOTO AVr TeHa MPSIMO
WJIM KOCBEHHO PaclO3HAETCs MPOYKTOM COOTBETCTBYIOIIEro fomuHanTHoro Cf rena ycroiunBoctu
xo3suHa. Hanpumep, npu B3aumoaeiicreuu Cladopsorium fulvum u Tomarta, npoaykter mstu Avr
reHoB (Avr2, Avr4, Avr4E, Avr5 u Avr9) C. fulvum 3anmyckaror 'O B pacTeHusIX ToMaTa, HECYIIIUX

Cf-2, Cf-4, Cf-4E, Cf-5 u Cf-9 rensi, coorBerctBenHo [101].
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Tab6umua 1. [Iporennassl, yuactByromue B otBete ETI u 3KC.

Pacrenne IIporennaza  CemeiictBo  Jlokaau3auus IIaroren HUnentndunupos HWNurudupoBan  Dynkuus/¢peHorun Ceblika
nocJje aHHBIE 3¢pdpexTopom
HHPUIHPOBAHUS cyéeTparsl
A. thaliana AtMC1, Cys, C14B [uromnasma, sapo PstDC3000 - - IMonasnenue 'O kieTok npu HHOUIUPOBAHUH
AtMC2 aBupyieHTHbIM naroresoM; AtMC1 u AtMC2
AHTArOHUCTUYECKU KOHTPOIMPYIOT THOEITb,
onocpenoBarnyio LSD1 [14]
AtMC9 Cys, C14B Snpo, nuTO307b, - GRI 6enok, - ['uGenp KIETOK KCHIIEMBI, AETpaialis COAEPKUMOTO
aroIuacT PEPCK1, COCYZAMICTBIX KJIETOK ITOCIIC pa3pyIeHUs] MeMOpPaHbI
AtSerpinl BaKyOJIH [102-105]
CathB Cys, C1A Baxyonsb, anomtact ~ PstDC3000 - - Baxen gt 'O n ycroifunBocTH K 601€3HIM, BEI3BAHHBIM
GaKTepHaIbHBIMHU [TATOTCHAMH, MTOJIOKUTEIBHAS
PETYIMPYIOLIAs POJIb PH CTAPCHUU [59]
RD21 Cys, C1A Besukynst OIIP u B. cinerea - - [NonoxuTeTBHBIN PETYIATOP KICTOIHON CMEPTH;
BaKyoJb SIBISIETCSI MUIIICHBIO HHTHOMTOpOB AtSerpinl, AtWSCP; [17,106,1
pacueruisiercs: mporernasamu PttMC13 u PttMC14 07]
RD19A Cys, C1A Baxyonb, sapo Ralstonia - - RRS1-R-onocpenoBanHasi pe3UCTEHTHOCTb,
solanacearu uHruOMpoBanHas s pekropom PopP2
m [108]
VPE Cys, C13 Besukyinsl, Bakyonb ~ PstDC3000  3anacusie Genku - AKTHBUpYET BaKyOJISIpHBIC (PEPMEHTHI U IC3UHTETPHPYET
(12S rno6ynumHst BaKyOJISIPHYIO MEeMOpaHy, BEICBOOOXKIast
and 2S rugponutrdeckre Gpepmentsl Bo Bpemst 3KC B xone 'O,
TBOYMUHBI) BbI3BaHHOrO HHpekuueit TMV [8,99,109]
AtCEP1 Cys, C1A OITP Erysiphe - - OrpaHUYCHHE PACIPOCTPAHECHNS My4YHHUCTON POCHL,
cruciferaru KOHTPOJIUPYIOIIEH MO3aHue cTaauu smuaepmaibaoil 3KC
m [110]
PBAL TT0O, T1B Iuro3oms, sapo PstDC3000 - - Kacnaza-3-nono6nas (DEVDas3Hast) akTHBHOCTb IIPH
CIIVSTHUM BaKyOJISIPHOH U IDTa3MaTHYecKoi MeMOpaH,
PEryIUpyeMOro NpoTeacoMon [8]
AtSBT5.2(au  Ser, S8 DHIOCOMEI PstDC3000 - - He3zaBucumoe 0T MpOTEONTUTHYCCKON aKTHUBHOCTH
b) unruouposanue I'O, onocpenosannoro MYB30 [111]
Picea abies  mcll-Pa Cys, Cl14 LuT0301b, SAPO - TSN - BeI3bIBacT ayrodaruio, KOTopas 3aIyCcKaeT MeXaHU3Mbl
H. Karst. 3KC Bo Bpemst TepMUHAIBHON AU hepeHINPOBKI
IMOPHOHAIBHBIX KIICTOK CaCIICHCOpa M Y4acTBYET B
JlaJIbHEHIIICM ee pa3BUTHH [13,112]
Solanum P69B Ser, S8 Arnorutact Phytophtora - Kaszan- 3amuTa anomiacra, cyoerpar st nporennas SI2-, SI3-
lycopersicu infestans MOI00HbIC MMP, nonoxutensHsii perymstop 3KC
mL. P. syringae HUHTHOUTOPBI
EPI1 u EPI10 [113,114]
P69C Ser, S8 Arnorutact P. syringae  LRP Gemnok - Pacierienne LRP Genka [93]
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SI2-, SI3- Metallo, Arnomact B. cinerea P69B - BHEKIICTOUHBIIH KaCKa [ P TUOEITH IMTUICPMATbHBIX
MMPs M10A PstDC3000 KJIETOK [114]
RCR3 Cys, C1A Arnomact C. fulvum, - Avr2, EpiCs, Buekierounas 3ammra; koperenrop k Cf-2 st
P. infestans, Gr-VAP1 pacmosnaBanus a¢dexropa C. fulvum
Globodera
A®Ktochien
sis [115,116]
PIP1 Cys, C1A ITnasmaruyeckas C. fulvum, - Avr2, EpiCs [upokuii Auana3oH BHEKJICTOYHOMN 3aIHTHI
MemOpana, P. infestans,
arorIacT P. syringae [115,117]
CYP1 Cys, C1A Amnomnact Bupyc - V2 VYaactue B 'O
KEITON
KypYaBOCTH
JINCTHEB
Tomara [118]
Cl4 Cys, C1A Arnorutact P. infestans - EpiC BHekieToYHast 3a111Ta B rayCTOPUAIbHBIX KIETKaX
HHTHOHUTOPE,
AVRDbIb2 [119]
SI-SBT3 Ser, S8 Arnomact P. infestans - - Kacnaza-3-mono0Has akrusHocTh (DEVDasznast), I'O-
nonoOHast naayknust 3KC [120]
Populus PttMC13, Cys, C14B [uromnasMaTudeck - RD21, TSN, - Meraxkacnassr |l Tuma, romonorn AtMC9, yaacrue
tremula x PttMC14 1€ arperarsl PASPA3 CTPECCOBBIX rpanyin B myTH Merakacnassl-TSN u 3KC
tremuloides COCYIMCTBIX U BOJIOKHUCTBIX KJIETOK KCHIIEMBbI, THIPOIIH3
RD21, TSN, PASPA3 B x0/1¢ MOCMEPTHBIX
AYTOIUTHIECKHX TIPOLECCOB [15]
Solanum StSBTc-3 Ser, S8 Arnomact P. infestans - - Kacnaza-3-mono0Has akrusHocTh (DEVDasznast), I'O-
tuberosum nompobuast uaaykiwst 3KC
L. [120]
Avena sativa  Saspase Ser, S8 Arnorutact Cochliobolu  PybucKO - Iporeonus PybucKO B BUKTOPHUH-UHAYILIMPOBAHHOM
L. s victoriae aktuBHoctd 3KC, IETDa3znas u LEHDa3znas [121]
Nicotiana Phytaspase Ser, S8 LuT03011b, Bupyc VirD2 u3 - AxrtuBupoBanHblii B 'O, HHIYLIIPOBaHHOM BHPYCOM
tabacum L. aroruiacT TabayHON Agrobacterium tabawHoi Mo3auky; pacmemtenue VirD2 npenorspaiiaer
MO3aUKU tumefasciens tpancmopt 6enka B siipo; VEIDasuas, IETDa3nas,
LEHDa3nas 1 VDVADa3Has [122]
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Bbu10 mokazaHo, 4To pacTuTeNbHbIE IPOTenHAa3bl yyacTBYIOT B Avr/Cf-unaynuposannom 'O
(Tabm.1). NbPipl u3 N. benthamiana cesizana ¢ Avr4/Cf-4—uanyrmupoBanssiv ['O; npu BHECEHUU
myraruit B NbPipl, 'O 3anepkuBancs Ha oqun-aBa qust [123], Torna kak Rer3 u3 tomara neiictByer
kak kopeuenTop st Cf-2 npu pacniosnaBanuu 3¢pexropa Avr2 [116]. Komupyemsie Cf renamu R-
oenku npenctabisitor coboir NB-LRR (conepxarue nucleotide-binding domain (NB) LRR 6enxwu),
KOTOpBIC B OCHOBHOM JICHCTBYIOT B sIAPE JUIsl PSIMOM U OBICTPOM PEryJsIMU KCIIPECCHU TEHOB
MOCPEJICTBOM aKTHBAIIMH UMMYHHBIX 0TBETOB [124]. Benok RIN4 perynupyer kocBeHHOE
pacrio3HaBaHue 3PEKTOPOB, IOATOMY OH SBJISCTCS MHUIIECHBIO JIUIsl MHOTHX U3 HEUX (AVIRpt2,

AvrRpm1, AvrB u HopF2) [125].

Otset ETI Bnocneactsuu akrusupyer MAPK kackan, KOTOpBI HHAYLUPYET TPAHCKPUIILIUIO
¢ PR renos. 3to Be3biBaeT Ouocunte3 CK, XKK, sTunena u aHTUMHKPOOHBIX (PEPMEHTOB, KaK ObLIO
onucano Bblle. [lerpagaunst NPR1 saBiseTcs MOIEKYISApHBIM NIEPEKIIIOUATENEM, 3aBUCUMBIM OT €TI0
napanoroB NPR3 u NPR4 — peuentopos CK, KoTopbi€ CBSI3BIBAIOT €€ C pa3JINYHBIM CPOJCTBOM U
perynupytot nerpanamuio NPR1 3aBucumbiv ot CK cioco6om [126]. NPR3 u NPR4 siBnsitoTcst
anantepamu Cullin 3-yOukButuH-E-nurassl, a npr3-npré-nBoiiHsie MyTaHTHBIE PACTEHUS
HaKarumBaloT 6osbiioe konudecTBo O6enka NPR1 u He cnocoOub 3anmyckats ETI, 3KC win
ycranaBnuBath SAR. Pacturensnas 3KC xapakrepusyeTcs: KOHAEHCAUMEN XPOMATHHA,
COKpAIllEHUEM LIUTOIUIa3Mbl, HA0OyXaHHEeM MUTOXOHIPHUH, BAKYOJIU3aIleH U pa3pylIeHueM
xjoporuiactoB [127]. XmoporacTel UTParOT HEHTPAIBHYIO POJIb B 3aIIUTHBIX PEAKIUIX U
KJIETOYHOH rudenu KiaeTok pacteHuid. OH SBISIETCS MICTOUHUKOM 3alUTHBIX CUTHAJIBHBIX MOJICKY,
takux kak AOK, ADA, CK u XKK [1]. Kpome Toro, Obu10 MOKa3aHo, 4TO 3P PEKTOPHI MATOTECHOB,

00J1a1aroIIMe CUTHAIAMHE JIOKAIM3AIMK XJIOPOILIACTOB, TOAABISIOT IMMYyHHTET [128].
3.1. Memaxkacna3zwi

[Tpu 3apaskeHUH HEKPOTPOPHBIM MATOTEHOM MH(EKLUS TPUBOIUT K HEKPO3Y KIETKHU, TOT 1A
KaK MpH 3apakeHUH OMOTPO(HBIM MaTOT€HOM PAaCTHTENbHBIN opranu3m 3amyckaer 3KC s
YHUYTOXEHHSI MHOHUIMPOBAHHBIX KJIeTOK. OIHAKO, B TO ke BpeMs Takue naroreHs! nogasisior 3KC,
94TOOBI MUTATHCS XKUBBIMU KiteTKaMu [129]. OcnoBHbIME ucnioaHUTENIMUA 3KC y )KUBOTHBIX
SBJISIFOTCSI Kacrasbl — [IUCTEMHOBBIE aclapTaT-crienu(pUIHbIe MPOTEHHA3bI, OJIM3KHE TOMOJIOTH
KOTOPBIX OTCYTCTBYIOT B pacTeHusx. [Ipu 3tom ctout otmMmetuth, uto 3KC y pactenuii cBs3aHa ¢
Kacmna30-1moI00HOM aKTUBHOCTBIO, HO He ¢ caMuMu kKacnazamu (Ta0:1.1). Merakacnassl sBISIOTCS
OUYEeHb OT/IAJIEHHBIMU TOMOJIOTaMU Kacla3, U X OMOXMMHUYECKHE CBOMCTBA TAK)KE OTIMYAIOTCA:
MeTaKacIasbl CIIOCOOHBI PaCILEIUIATh CyOCTpaThl OCE OCTATKOB aprMHUHA U JIM3MHA, TOTJa KaK

Kacmassl — rmociie acraprara. Merakacnassl aensatcs Ha Tambl [ (AtMC1-AtMC3) u 1l (AtMC4-
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AtMC9), xapakTepHble Ui OaKTepuii, pacTeHuil U Bogopocuei, u l11, xapakrepHbie Ui HEKOTOPBIX
Bu0B Bojtopocieit [130]. Merakacnasbl | Tima cogepikar JONOTHUTEIbHBIN N-KOHIIEBOM MPOJIUH-
OoraThlil MPOIOMEH C MOTHBOM IIUHKOBOTO Naibla [2]. beuto mokazaHo, 4To Merakacmassl A.
thaliana tuna I, AtMC1 u AtMC2, perynupyrot ayronutiueckyto 3KC (Bitogast ObICTpYFO
AIIMMUHALMIO UTOIUIA3Mbl): OHM MOJABIIAIOT peakiuio I'O KIeToK MpH 3apa)keHUU aBUPYJICHTHBIM
natorerom, PStDC3000. AtMC1 u AtMC2 anTaroHucTuyecku KoHTposupyror LSD1-
accolMUpPOBaHHYIO rubenb KieTok [14]. Merakacnasa Il Tuma AtMC9 GyHKIIMOHUPYET BHE KIICTKH
BO BpEMsI ayTOJIM3a JIEMEHTOB KCHUIJIEMBI MOCIIe UX THOEIH: OHa 00ECTIIeYNBaAET MOCMEPTHYIO
AITUMHHAIIHIO COJICPIKUMOTO KIIETOK IOCie pa3pbiBa MeMOpanbl Bakyosin [102]. Bo BHekeToOUHOM
npoctpancTBe AtSerpinl HeoOpaTumo narnoupyer AtMC9 [131]. Beuto mokaszano, yro AtMC9
otmerusieT 11 amuHokucnor ot 6enka GRI, yuacrByromiero B manimanuun 3KC [104]. Apyrum
cyoctparom AtMC9 seisiercst pocoenonnupyBarkapbokcrkunasza 1 (phosphoenolpyruvate
carboxykinase, PEPCK1) — oiuH 13 KOMIIOHEHTOB TJIIOKOHEOTeHe3a Y pacTeHuid. PaciiernieHue
PEPCK1 AtMC9 npuBOIMT K yCHJICHUIO aKTUBHOCTH (PEPMEHTA, YTO CBUAETEIBLCTBYET O POJIU
AtMC9 B orpanndeHHOM MpoTeou3e u ero addexropHpix cBoiicrBax [103]. buto mokaszano, 4To
romoJiord AtMC9 u3 rudpuaHoii ocunsl (P. tremula x tremuloides), PttMC13 u PttMC14
YYacCTBYIOT B Pa3HOOOPA3HBIX Mpolleccax KCHIIEMBL: B yTH MeTakacrnasza- T SN; B peryisTopHoM
npoteonnze RD21 Bo Bpemsi co3peBaHus KCHIIEMBI ¥ THOEIH KIETOK KCUIIEMHBIX 3JIEMEHTOB
(pacmerutenue acriapraTaoil npotennasbl PASPA3) [15]. Onu Tarxke 3KCIpecCHpYIOTCs TIPU

HEayTOJMTHYECKOM THUIIE KIETOYHOW CMEPTHU — IPH BaKyoJIIpHOM KoJutarce [15].

CToHT OTMETHTH, UTO XOTS Kaclasbl U METaKacna3bl 00Ja1al0T pa3IMyHbIMU CYyOCTPaTHBIMU
creuu(PUIHOCTSIMUA U OMOXMMHYECKUMH CBOMCTBaMH, OHH (DYHKIIMOHAIBHO cX0KU. O0e rpymiibl
MPOTEHHA3 CIOCOOHBI THAPOIN30BAThH OJIHU H TE K€ KOHCEPBATUBHBIE CYOCTPATHI, BaXKHBIE JUIS
KHU3HEIEATENFHOCTH pa3HbIX BUJIOB. bblio mokaszano, uto 6e1ok TSN, koTopblil 0OHapykeH B
pacTeHUsX ¥ )KUBOTHBIX (BKJIIOYAst YeIOBEKa) M HEOOXOIUM JUIS TpaHCKpUILUY, crutaiicuara PHK,
penaktupoBanust PHK u 1.1., siBisieTcst cyOcTpaToM Kak JUTst Kacrasbl-3 YyelloBeKa, Tak U JUIs
meTakacmnasbl [ Tuna enu oobikHOBeHHOM (MclI-Pa) [12,13]. TSN Bxoaut cocta komiuiekca RISC,
KOTOPBIN yIpaBiseT akTUBaLuel TpaHcKpunuuy, crutaiicuira MPHK, perynsauueii caiinencunra
PHK [12]. Beuio nmoka3zano, uto TSN siBisieTcs aHTH-aMONTOTHYECKAM areHTOM: MyTaHTHBIH,
HepacmerusieMblit TSN ctumynupyeT npoJimdepaniio KIeTOK U 3allluaeT KJISTKU OT THOeNu.
Herpangauus TSN nox aerictBuem mcll-Pa npuBoauT K yXyAIIEHHIO €r0 CIIOCOOHOCTH aKTUBUPOBATh
craiicuar MPHK, narn6upoBanuio ero puboHyKkieasHOH akTUBHOCTH U, B KOHEYHOM UTOTe, K

rubenu kinetku. beino nokazano, yto mell-Pa Beimonaser 3KC aMOpHOHATBHBIX KIETOK CyCIIEH30pa
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BO BpeMst SMOpuorene3a pactennii [13]. DT gaHHbIC MO3BOJISIOT MPEIIIOIOKUTD, YTO PACIICILICHUE
TSN ¢ nomomsio mcll-Pa npeacraBnser co00it peryasTopHbIii MexaHu3M, KOTOpbIil moxasisier PHK

caitnercunr u cnocobcrByet 3KC kierok, Bei3BaHHOM BupycoM (Puc.3).
3.2. VPE u PBA1

Bakyounsipusrii kosunarc npenctasisetr coooit Tam 3KC, KOTOphIil XapakTepusyercs
OTCYTCTBHEM OBICTPOM 3aUMCTKH LUTOIUIA3MbI M OCYLIECTBISETCSA IUCTEUHOBBIMU MPOTEUHA3AMHU —
depmentamu VPE [34]. VPE oGmanatot kacnaza-1-mogo0HON aKkTHBHOCTBIO M aCTIapTaTHOM
Ceun(PUIHOCTHIO; OHH JIOKAJTH3YIOTCS B BAKYOJIM M OTIOCPEIYIOT BBI3BAaHHYIO BUPYCOM THOEb
KJIETOK, PEryIupYys pa3pylIeHne BaKyoIIpHOW MeMOpaHbl U BBICBOOOKICHHUE TUAPOIUTHUECKIX
(bepMeHTOB 715 aTaku BUpyca B oTBeT Ha nH¢pekuio. VPE otBercrBennsl 3a YVADaznyio
aKTHBHOCTH BO Bpemst unayiupoBannoi TMV 3KC [9]. [Ipyras nporenHasa — TpEOHUH-3aBUCHMAs
B-cyosenunuiia mporeacoMbl (PBAL) — BoBIieueHa B €lle OJMH CBA3aHHBIN C BAKYOJISIMH 3all[UTHBIH
MmexaHu3M. PBAL perynupyert ciausiHie BaKyOJSIpHON U I1a3MaTHYECKONH MeMOpaH ¢
MOCIIEAYIOIUMH BBICBOOOKICHUEM THAPOIUTUIECKUX (PEPMEHTOB B MEKKJIETOUHOE IPOCTPAHCTBO
W aTaKoi MmaroreHa aHTHOAKTepUAIbHOM KHUJIKOCTBIO. DTa JKUAKOCTh coaepkuT PBA1, xortopas
xapakrepusyercs kacnaza-3-nojoonoi (DEVDa3Hoii) akTHBHOCTBIO, peryIupyromei

nocnenyromryro 3KC [8].
3.3. Cyomunaszwl

CyOTuna3sbl (CepuHOBBIE MMPOTEHHA3BI, CEMEHCTBO S8) TakKe MPOSBISAIOT Kacrazo-moa00HYI0
aKTUBHOCTH 1 criocoOcTBYIOT pazsutuio 3KC. Cyotunassl TomatoB P69B 1 P69C O nepBsIMU
BBISIBJICHHBIMU PAaCTHTEIbHBIMU ANIOIUIACTHBIMU NPOTEHHAa3aMU. DTH CyOTHIIa3bl ABisitoTcst PR-
OenKkamMu, KOTOpbIe 00ecreunBaoT 6a3aabHble YpOBHH 3auThl. X mpomortopsl unayuupyrores CK,
Y OHU CUHTE3UPYIOTCS B BUJE NMPENPOo(PepMEHTOB, KaK JIOKAIHHO (B 3apa’keHHOM CaiiTe), TaK 1
CHCTEMHO (B IUCTABHBIX, HCMH(PUIIMPOBAHHBIX caiiTax), B oTBeT Ha P. infestans u P. syringae [132].
[Ipoteasza P69B saBnsiercs mumiensio 1 uuaruoupyercs Kazan-nonoousivu naruoutropamu EPI1 u
EPI10 u3 P. infestans [113]. HexaBro Obu10 mokaszano, uto P69B in vitro sisisiercs cyoectpaToM
MaTpUYHbIX MeTauonporennas S12- u SI3-MMP tomara. Cepxskcnpeccust P69B npusogut k 3KC
KJIETOK 3MHJIEPMHUCA TUTIOKOTHIICH TOMATOB, YTO MO3BOJISIET MPEAIIONIOKUTH, YT0 POIB sBnsiercs
MOJIOKUTENBHBIM perynsitopoM, a S12- u SI3-MMP — otpunarensasivu perynstopamu 3KC knerox
smuaepmuca [114]. SI2- u SI3-MMP taxke ceKpeTHPYIOTCS B alloIuiacT, OHH IPUHAUIEKAT K

cemelicTBy MeTayutonporenHas M10A u cunresupyiorcs B popme npenpodepmentos (Puc.2).
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Hpyrue cyOTunassl — ¢puracnassl — npossisiioT VEIDasnyio, |IETDasnyro, LEHDa3znyro u
VDVADa3Hyto akTHBHOCTH U aKTUBUPYIOTCS BO Bpems T MV-unaynupoBannoit 3KC [122].
dwuTtacmassl CIOCOOHBI OTIICTUIATH CUTHAM siepHoi tokanu3anuu (NLS) ot NLS-coneprkariero
oenka A. tumefasciens, sunonykieassl T-JIHK VirD2, kotopast HeoOxoauMa JIj1s TOTJIOIICHHUS
gyxepoaHoi JIHK B pactutenbHo# KieTke npu OakTepuanbHON HHGEKIUU U TpaHchopMaluu
pacrenuit [133]. ®uracmazbl KOHCTUTYTUBHO CHHTE3HPYIOTCS M JIOKAJTH3YIOTCS B aKTUBHOU opMme B
aroIuIacTe B HOPMAJIBHBIX YCIOBHSX, B TO BpeMs Kak IMOCIIe HHAYKIIMU KIETOYHON cMepTH

PEIOKAIM3YIOTCS Ha3al B uToIiasmy [7,122,133].

Cacna3sl u3 oca o6nagarot IETDaznoit u LEHDa3HO# akTUBHOCTSIMU M PACIICTIISIOT
monekyisl PybrucKO Bo Bpems pa3pylieHust XJIOpOIUTACTOB BO BPEMs BUKTOPHH-HHIYIIMPOBAHHOM
3KC (tokcun u3 C. victoriae) [121]. Cacnia3pl KOHCTUTYTHBHO CUHTE3UPYIOTCSI B HEAKTHBHOU

(dbopMe; TPOLIECCUPYIOTCS U TIepeMeIIaroTcs B arnoruiacT nocne uaaykiun 3KC.

beuo nokazano, uto npyras cyortuinasa u3 S. tuberosum, StSBTc-3, obnanaer kacnaza-3—
noo0Hoi DEVDa3sHoii aktuBHOCTRI0. OHA JIOKAINU3YeTCsl B allOIUIACTE M HAKAIIMBAeTCs B
OTIEJBHBIX JIUCThSX TOCIe 3apakenus P. infestans. Dra npoTenHasza skcrpeccupyeTcst

KOHCTHTYTUBHO U MOXeT BbI3biBaTh 3KC 1 c)karue nurtormiasmsl in vitro [134].

beo nokazano, uto npyras cyortmnaza — AtSBT5.2 (a) u3 A. thaliana — sistercs
HETaTUBHBIM PErylsiTOpoM akTUBHOCTH MY B30 — TpanckpununoHHoro (pakropa, KOTOPBIN
CIOCOOCTBYET Pa3BUTHIO OTBETA, CBA3aHHOTO CO CMEPTHIO KJIETOK, ITyTeM MHIYKIIMU T'€HOB
onocunTesa mununoB [111]. BapuanTaeiii 6enok AtSBTS.2 (b) coxpanser MYB30 B Be3ukynax,

KOTOPBIC HE MOTYT MPOHUKATH B SIIPO BO BPeMsI UHPECKITUH.
3.4. Ilanaun-no0obHbvle Yyucmeurogvle NPOMmMeuUHda3vl

bruto moxazano, uro IITLII perynupytot 3KC pacrenuii. [Tonasnsromniee 00IbIIUHCTBO
M3YUYEHHBIX aloIIacTHRIX nMpoTenHas npexactasieHo [T, kotopeie oTHOCATCS K C1A
noJiceMecTBy UCTenHOBBIX MpoTerHas. [T sBistroTes KitoueBbIME (GUTYpaMU B PEryIIsiun
Pa3JIMYHBIX [IPOLIECCOB PACTEHUH, BKJIKOYAs POCT, pa3BUTHE, PEAKLUIO Ha cTpecchl U 3amuTy. TTITIII
aKTHBUPYIOTCs y pacteHuii A. thaliana, MyranTHBIX 110 TeHaM ayTodaruu atg, uTo yKa3blBaeT 00
Ha MX PE3EPBHYIO POJIb B PEUPKYISAILUHN MUTATEIBHBIX BEIIECTB U peMOOMIN3AINH, TMO0 HA UX

poJib B cosieiicTBiM rrbenu kietok [135].

3.4.1. Anonnactasie TTTIIT

Yame Bcero anorutactabie [T, koTopsie TecHO cBs3aHbl ¢ 0TBeTOM ETI, siBisiroTcst

mutieHsmMu 3¢ dexropos naroreHoB. Hampumep, npotennassl C14 Tomatos u kaprodens
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HHTHOMPYIOTCS IIMCcTaTHH-110100HBIMU 3 dexropamu EpIC [136] u apdexropom AVRDID2 u3 P.
infestans [119]. C14 cunTe3upyercst Kak mpenpopepMeHT U COACPKUT YHUKAIbHBIN IPaHyTNHOBBIN
noMeH ¢ HeusBecTHOH ynkiuent (Puc.2, C1A). Caitnencunr C14 npuBOIUT K TOMY, YTO PACTCHUS
N. benthamiana cranoBsitcs BoctipuumuuBbiME K nHMekuu P. infestans. C14 — ouenb
KOHCEepBaTHBHAs MTPOTEHHA3a, U €€ TOMOJIOTH UMEIOTCS y PA3IUYHBIX MPEeACTaBUTENEH 1apcTBa
pacrenuii. Hanpumep, CYP1 tomara — opronor C14, KOTOpBIN HE COAEPKUT I'PaHYITMHOBOTO
JIOMEHA | SIBJISICTCSI MUILICHBIO Oeika V2 BUpyca JKeJITOW KypyaBOCTH JIMCTheB ToMara [118].
[Mucrennossie nporeassl CP1A, CP1B, CP2 u XCP2 u3 kyKypy3bl TakKe SBISIFOTCS OPTOJIOTaMU
C14, onu He coepiKaT IpaHyJIMHOBBIN IOMEH U SBISIOTCS MHUIICHAME uis 3¢ dexropa Ustilago
maydis Pit2 [137]. OrcyrcTBHEe 3TUX ()EPMEHTOB MPUBOIUT K TIOBBIICHHON BOCIIPHHUMYHBOCTH

pacTeHU# K MaTOreHaMm.

HHTepecHbIME TpUMEpaMy KO3BOTIONNHU 3(p(PEeKTOpOB MaTOreHOB U 3aIUTHl PACTCHUN
ABIISIOTCS Mapanoruunsle anorwiactasie SAG12-nono6usie IITILIIT RCR3 u PIP1. ToT dakt, uro 3!
MPOTEHHA3HI SBIISIOTCS MUIICHSIMU MHOTHX 3()()EKTOPOB, CBUAETENBCTBYET O BAKHOCTH ATUX
(depMeHTOB st 3auIuThl pacTenuit [115]. O0e npoTenHasbl SKCIIPECCUPYIOTCS KOHCTUTYTUBHO B
JIMCTBSIX, HO UX JKCIIpeccHsl yermmBaetcs nociie nHokyisiiuu C. fulvum (kak BUpYyIeHTHBIMH, Tak U
aBHpYJIEHTHBIMH InTamMMam#), P. infestans u P. syringae. O6e npotenHasbl MOTYT OBIThH
UHruOMpoBaHkl dpdexkropamu AVr2 1 rEctaTuH-mo00HbIME HHrHOUTOpamu EpiC [117]. RCR3
TaKOKe SABJISETCS MHUIIECHBIO Ut a3 dekropa Hemaron Gr-VAPL [116]. Dxcnpeccust PIP1 npumepHo B
10 pa3 Beire, yem RCR3, 1 3T0 0OCHOBHAsi «MMMYyHHas1» MPOTENHA3a, BOBJICUECHHAs B 0OcecrieueHue
MMMYHHOI'O OTBETA IIPOTUB LIEJIOT0 Psiia pa3IMUHBIX anoIIacTHhIX natoreHos. Orcyrcrue PIP1
MPUBOAUT K TIOBBIIIEHHON YyBCTBUTEILHOCTU K OaKTEpUATBbHBIM U OOMHIIETHBIM IATOT€HAM, TOT/Aa
kak RCR3 nelicTByeT Kak Ko-penentop k iMMyHHOMY perienitopy Cf-2 mist pacno3naBanust Avr2,

OrcyrctBue RCR3 BBI3BIBaCT MOBBIIICHHYIO BOCHIPUMMYHBOCTB TOJIBKO K P. infestans.

OyHKIMOHANIbHAS AUBEPTEHIIHS MTApaJOrMYHBIX TeHOB o0ecrieunBaet 6oee 3¢pdekTuBHYIO
3aIIMTY OT Pa3IMYHBIX maToreHoB. Kpome Toro, romosor romarta PIP1, NbPip1 u3 N. benthamiana,

BHOCHUT BKJaJ B nHAynupoBanueiii Avr4/Cf-4 'O [123].
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Taoauna 2. [Iporennaspl, yqacTByromue B HUICX0muxX curHanbHbIX myTsix MTI/ETI, SAR u ISR.

Pacrenne IIporennasz  CemeiictBo  Jlokaausanus IIaToren ®ynknus/penorun Ccbuika
a
S. lycopersicum  SI3-MMP Metallo, [TnazmaTnaeckast PstDC3000, B. [NoBblmeHHAs: YCTOMYMBOCTH K B. Cinerea u mosbinieHHast [138]
M10A MeMmOpaHa cinerea JKCIpECCHsl TEHOB, CBSI3aHHBIX C 3alUTON
SBT3-SI Ser, S8 Cocyaucras Jlmunaku Manduca  3amiuTa OT TPaBOSIHBIX )KUBOTHBIX, Y4aCTBYIOLIIMX B poneccunre  [139]
cucrema sexta cucrtemuna u JXXKK-onocpenoBaHHON yCTOMYHBOCTU
Gossypium GbSBT1 Ser, S8 [TnazmaTnueckast Verticillium dahliae  Ces3ana ¢ nepenaueii curnanos KK [140]
babardense L. MeMOpaHa,
LUTOIIA3Ma
V. AP13 Asp, Al - PstDC3000, Ilepenaua curnana CK-3aBUCHMOrO IIyTH, HO MOJABICHUE [96]
quinquangularis My4HHUCTas poca, B.  mepenaun curnana myru XK, ycuieHHOE OTIIOKEHHE KaJLI03bI
cinerea
A. thaliana SBT3.3 Ser, S8 Amnormtact PstDC3000 H>O2-nanynmpyemMsblii MO3UTUBHBIA PEryISTOP BPOXKAESHHOTO [61]
HMMYHHTETa, AeiicTByromul BBepx no nyru CK, aktuBanus
MAPK xackana, pemonenupoBanue xpomarnaa CK-
ACCOIIMMPOBAHHBIX TCHOB
OTS1,0TS2 Cys, C48 Anpo P. syringae OTSI n OTS2 nerarusno perynupytot 6nocunte3 CK, camkas [141]
skcrpeccuio reHa ICS1, npenmonoXuTensHo, B 3aBUCUMOCTH OT
YPOBHSI YTpO3bI IATOreHA
CDR1 Asp, Al OIIP u anomnact P. syringae Wunykuust CK-3aBHCHMOro 0TBETa; MOXKET BBICBOOOXKIATh [89]
SHJIOT€HHbIE BHEKJICTOYHBIE METITH/IBI, KOTOPHIE IEHCTBYIOT KaK
MOOMJIbHBIC CUTHAJIBI IS yeTaHoBieHHst SAR
AED1 Asp, Al Arnomnact P. syringae Wunymmpyercs nokansao (EDS1-He3aBucHMBIA) 1 CHCTEMHO [142]
(EDS1-3aBucuMblii) BO BpeMs Iiepead CUrHAIOB pH SAR;
rOMEOCTaTUIECKUI MeXaHNU3M /It orpaHndeHns SAR,
KOMITPOMHCC MEKIY 3aIIUTON M POCTOM pacTeHUH
TOP1, TOP2 Metallo, M3 TOP1 - - Hexonxypentroe cBsizsiBanne CK, onocpenyer CK-3aBucumyro [143]
XJIOPOILIACTBHI, repeiady CUTHAJIOB M HEOOXOIMMa It IMMYHHOT'O OTBETa Ha
TOP2 — nuro3ons ABHUPYJICHTHBIE TATOI€HEI
Kykypy3a MIR1 Cys, C1A MyroBka Kykypy3sl ['yceHHIbI [Iporeonn3 nepuTpoduIeckoro MaTpuKca I'yCeHHII, ITUIICH- [144]
yepHas Heliothis virescens, 3aBucumasi nepeaya CUrHajia B AUCTAIBHBIE OT/CIbI PACTECHHUS
MEKCHKaHCKast IS
caxapHas
(BMS-33)
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3.4.2. Buyrpuxkierounsie [TITIHIT

AKTHUBHOCTb HE anoIIacTHbIX, BHyTpuKiIeTouHbIX IIIIIT pacTenuii Taxxe cBs3aHa ¢
umMmyHHBIM 0TBeToM U 3KC. Karencunel — nananH-mo100HbIe IIUCTEHHOBBIE TPOTEUHA3BI dKUBOTHBIX
— MPECTABIAIOT COO0M TM30CcOMaNbHbIE (DEPMEHTHI, KOTOPBIE CBSA3aHBI KaK CO CMEPTHIO, TaK U C
BbDKMBaHueM KiieTok [145-149]. V A. thaliana AtCathB, BeposiTHO, SIBIIsSICTCS TO3UTUBHBIM
PEryasTopoM Tubenu KIeTOK U 0a3aabHON Pe3UCTEHTHOCTH, ONIOCPEIOBAHHOM Yepe3
B3aumoaeicTus ¢ LSD1. KitoueBoii mapkepHsblii ren crapenusi, SAG12, nonasisiercss y TpPOMHBIX
myranToB atcathb. Takum o6paszom, karericun B HeoOxoaum st ['O 1 ycToH4YnBOCTH K

OakTepuanibHbIM matoreHam [59].

HN3BectHo, uto RD21 u3 A. thaliana ssnsiercst romosnorom C14, KOTOpBI HaKaIIMBACTCS B
sHIoMIIa3MaTHUeckoM petukyiayme (DI1P) B HeakTMBHOM Gopme, CoaepIKaIeii CUTHANBHBIN MEMTH],
IIPOJIOMEH U TpaHylIMHOBBIN AoMeH (Puc.2, C1A), KoTopble paciiemIstoTcs BO BpeMsI IPOLIECCUHTA.
RD21 ¢usuuecku u odbparumo moaasiercs naruouropom tuma Kyaun AtWSCP u3 A. thaliana,
koTtopbiit perynupyet 3KC Bo Bpems pa3sutus nuBetkoB [107]. B otaenennbix mucthsix RD21 takke
SIBJIICTCSI MUIICHBIO 11 HHTHOUTOpa AtSerpinl. AtSerpinl jokanu3yeTcst B IUTOIIA3Me, TOT/1a KaK
RD21 nokanuzyercs B OIIP u Bakyonu. @akTopbl KIIETOYHON CMEPTH YBEIMUMUBAIOT IPOHUIIAEMOCTb
MeMOpaH, 4TO MPUBOJINT K Ko-nokanu3aruu RD21 u AtSerpinl B riuroruiazmMe U HeoOpaTuMoOMy
uHruoupoBanuio nporenHassl [17,150]. Kpome Toro, kak yxe ynomuHanocs, RD21 takxke
pacuieruisiercss Merakacmazamu |l tuma, PttMC13 u PttMC14 [15]. MyranTel RD21 He moaBepxeHbl
uHdekuuu P. syringae, Ho Ooiee BOCIpUMMYHBEI K HekpoTpody B. cinerea. Dtu nannsie

JIEMOHCTPUPYIOT TOT (hakT, uTo RD21 ompenenser UMMyHHBIH OTBET Ha HEKPOTPO(HBIE HHPEKINH.

Opronor RD21, RD19, Takxe ydacTBYeT B 3alllUTe pacTeHUI: OH HHTHOUpyercs ddhdexropom
R. solanacearum PopP2, kotopsiii B3aumoeiicteyer ¢ RRS1-R u3 A. thaliana [108]. RD19
MHIyIUpYyeTcst Bo BpeMs nHpeknuu R. solanacearum u oObI9HO JOKAIN3YeTCS B MOOMIBHBIX
komnaptMmentax JI1P, u npu B3aumoneiictBuu ¢ 3¢ppexropom POPP2 oH nepemeriaercs B sIpo
KIeTOK pacteHus. Anepusiii komruiekc RD19-PopP2 pacnosnaercss RRS1-R u mHeoboxonum mis

ocymiecTBiaeHus orsera ETI.

KDEL-conepxamas mucrenHoBas sugonentraasa 1 u3 A. thaliana (AtCEP1) takke
nokanuzyercst B DI1P u pyHKIMOHUpYET BO BpeMsi THOCIH KIETOK MPH Pa3BUTHH U
pPEMO/ICIMPOBaHNY TKaHU. BbIJIO MOKa3aHo, 4TO Ta MPOTEHHA3a CBsI3aHa C IO3THHUMH 3al[UTHBIMU
peakusIMH: OHa OTPAaHUYMBAET PocT OuoTpoduoro rpuda E. cruciferarum u ygactByer B mo3aHeit

rubeny snuaepManbHbIX KieTok [110]. AktuBHocTs AtCEPL perynupyercst MoeKylaMu TOPMOHOB,
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a He MAMP, u nakamiuBaetcs B rayctopusix, Bbi3biBast 3KC. AtCEP1, BeposiTHO, TpaHCIIOPTUPYETCSI
n3 OIIP B BakyoJb yepe3 NO3AHHUE SHAOCOMBI C MOCIIEAYIOIUM CIUSHUEM C BaKyOJIbIO, YTO IIPUBENET
k nepemerienuio AtCEP1 B anormiacT nim BHeraycropuainbaoe mpoctpanctso [8]. KDEL-
coaepxartue [T, Takue kak AtCEP1, cunrarorcst mporenHasaMu No3HETO JEHCTBUSA, KOTOPbIE
NepeBapuBalOT OEIIKM KIETOYHON CTEeHKH Ha KOHEUHBIX ctaauax 3KC u pemoaenupoBanus TKaHen

mocJie KJIIETOYHOro pacrnana [151].
4. [Ilpomeunaswvi, yuacmsyrowue 8 Hucxooswux cuenarorvix nymsax MTI/ETI, SAR u ISR

Hucxonsmue coobrtrst MTI u ETI wacTiuHO mepekpbIBalOTCS U BKIIFOYAIOT aKTUBAIIUIO
MAPK kackana u paxkropoB Tpanckpuniun WRKY, conepikaiiie KoHCEpBaTHBHYIO
aMHHOKUCIIOTHYIO nociiefoBaresibHocTh WRKYGQK Ha ero N-kowite [152]. TpaHCkpuUIIuOHHBIS
¢daxTopst WRKY ocymiecTBisioT ObIcTpyIo akTHBaIuio PR reHoB, CBA3aHHBIX ¢ OMOCHHTE30M
curnanbHbix Mosiekyn CK, XXK u stunena, a Taxoke ¢ TUrHUGHUKAIMEH, TPOIyKIUEH aHTUMUKPOOHBIX
areHToB u T.7. [153,154] Cyorunaza SBT3.3 u3 A. thaliana aktusupyer MAP u OXI1 xunasbl nocie
araku narorena (Ta6:m.2). B HokayTHBIX 110 TeHy Sbt3.3 pacTeHusx mporcxoauT HHrHOMpoOBaHUE
MAPK kackazia 1 peMoJenTupoBaHMs XpOMAaTHHA, YTO CBHJIETEIBCTBYET 00 €ro Y4acTHH B PETYJISALHH

KWHA3 M SIUTeHETHYEeCKOM perysiuu [61].
4.1.3asucumoie om CK cuenanvHvle nymu

Pactenus npoayuupyiot CK U3 X0pu3MOBOM KUCIOTHI IO IBYM OMOCHHTETUYECKUM IMYTSIM,
OJIH U3 KOTOPBIX KaTtanuzupyercs Gpenmnananunainazamu 1-4 (AtPAL1-4), a npyroi —
uszoxopucmarcunTazoi 1 u 2 (AtICS1 u 2) B xsoporuiactax [155]. Hakorienne CK npuBouT k
co3nanuio SAR — nuTenbHON yCTOMUMBOCTH K IIMPOKOMY CIIEKTPY 3a00JIeBaHUi, KOTOpast
M0JIpa3yMeBaeT aKTUBAIMIO 3aIIUTHBIX MEXaHU3MOB B MH(HUIIMPOBAHHBIX MECTaX M HalleJIeHa Ha
3aIIUTY TUCTAIBHBIX 30POBBIX TKaHel [156]. SAR npuBoIUT K OTHOMY TIepenporpaMMUPOBAHUIO
PR-reHoB u kj1eTouHOMY MPaiMUPOBAHUIO. DTO TOCTUTAETCS 3a CYET MPOAYKIIMH MOOMIBHOM
curHanbHoi MoJiekyisl MeCK B HHQUIIMPOBAaHHOM MECTE U €€ TPaHCIIOpTa Yepe3 MIa3MOIeCMbl U
¢dosMmy B muctanbHble yactu pactenus [156]. JloctaBnenHslii B 310poBbie Kitetku, MeCK
npespamiaercs B CK u csasbiBaetcs ¢ ee peuentopamu NPR3 u NPR4, uto npuBoauT K erpananuu
NPR1 u unaykimu reHoB, cBsi3anHbIx ¢ SAR [126]. SAR-acconnupoBaHHbie TPOTEHHA3BI

npuBeneHsl B Tabmuie 2.

AxtuBupyembie CK HIKeCTOSIIME TeHBI JENIATCS Ha HEMOCPEACTBEHHO PAHHUE U MO3/IHUE
T'eHbI, KOTOpbie BKItoUaroT red prl [157]. Tlentunaszer TOP1 u 2 npeactaBisior co0oii

metaonporenHassl u3 A. thaliana, kotopsie B3anmoeiictBytoT ¢ CK, 4To IpuBOIMT K MOTEpe UX
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NPOTEOJUTUYECKOW aKTHBHOCTH KakK IN VItro, Tak M B pacTUTENBHBIX SKcTpakTax [144]. OrcyrcTBue
TOP meramionpoTerHas MPUBOIMUT K MOBBIIIEHHON BOCIpUUMYKUBOCTH K P. syringae [144]. Beuio
BBICKa3aHO npeanosoxenue, uro TOP yuactByroT B CK-3aBUCHUMBIX CUTHAIBHBIX MTYTAX U
JIEHUCTBYIOT KaK MOIYJISITOPBI IIPOIIECCOB KIETOYHON CMEPTH, IPOUCXOISIINX B XJIOPOILIACTAX U

IMUTO30JIM, KOTOPBIC MOT'YT HC aKTUBHUPOBATHCSA UCKIIOYHUTCIIBHO MaTOTeHHOM HH(bCKHHCﬁ HaIpsMy1o.

OTS1 u 2 — 310 mcrenHoBBIe poTenHasbl u3 A. thaliana, kotopsie oTmeIIsIOT MaTbIi
CBsI3aHHBIN ¢ YOuKBUTHHOM Mo qudukarop 1 u 2 (SUMOI u 2) u ynpasnsror SUMO1/2-
orocpeoBaHHOM peryisiuei nepenaun curdanoB CK [141]. JIBoitHo# mytanT 0tS1/2
IPOJICMOHCTPHPOBAJ TMOBBIIIICHHYIO YCTOHYHMBOCTD K BUPYJICHTHOMY IiTaMmy P. syringae,
Bo3pociue ypoBeHb CK u 3kcmpeccuto reHa iCS1 nmo cpaBHEHHIO ¢ pacTeHussMu aukoro tumna. CK
crumyaupoBana aerpaganuio OTS1/2 u cnocoOcTBOBaa HakoTIEHHIO KOHBIoratoB SUMO1/2.
Hakomienne Takux KoHbrOratoB coBnajaio co ctumynupyemoit CK nerpananueit OTS1 u 2, u

MO>KET UI'PaTh MOJIOKUTENBHYIO posib B CK-omocpeioBaHHOM Iepeiaue CUrHAJIOB.

Beo nokazaHo, uTo anoriacTHas acnaprarHas npotenHasa AEDI1 u3 A. thaliana
WHTyIUPYETCsl JOKaIbHO U cucteMHo npu oMo CK u ee ananorom, OeH3otraauazonom [142].
benox EDS1 BaxeH kak /1s reHepanuu curaaiga SAR B ”HOUIIMPOBAHHOM y4yacTKe, TaK U JUIs €0
BOCIIPHSATHS B CHCTEMHBIX TKaHSIX. B MyTaHTHBIX 10 €dS1 pacTeHus X N30bITOUHAS aKKyM yJISIIHS
komiuiekca AED1 u remarrmoruanHa nHruOuposana nuaynupoannyto CK pesuctentHocts 1 SAR
(EDS1-3aBucumyto), HO HE JIOKaIbHYIO pe3aucTeHTHOCTh (EDS 1-He3aBucumyto). JlanHbie
npenmnosaraioT, uto AEDI siBisieTcs 9acThi0 MEXaHU3Ma TOMEOCTAaTUYECKOW 0OpaTHOM CBS3H,
KOTOPBIN PETYIUPYET CUCTEMHBI UMMYHUTET. J[pyroy acnapTaTHOM aroIyIaCTHOU IPOTea30i
seisiercst CDR1 u3 A. thaliana, runepakruBanus KoTopoii Bei3biBaeT CK-3aBHCUMYIO peaKIUIo
ycroitunBocTy K nHpekimsM [89]. I1o aktuBupyer SAR u unnynupyer nHakorienue CK n
TPAHCKPHUITOB reHoB Prl u pr2, kotopsie sBiustorcs mapkepamu SAR. benokx CDR1 HakammBaeTcs B
arnorUIacTe B OTBET HAa MHOKYIISILIMIO aBUPYJIEHTHBIMU OakTepuanbHbiMu natoreHamu. CDR1 moxer

TeHEpUPOBATH BHEKIIETOUHBIC MENITHIbI, KOTOPBIE AKTHBUPYIOT OTBET 0a3aibHON 3aIUTHI.
4.2. 3asucumvie om KK u smunena cueHaibHvle nymu

KK siBnsieTcss OCHOBHOM CUTHaJIbHOM MOJIEKYJION MHIYLIUPOBAHHON CUCTEMHOMN
ycrounBoctH ISR u mpoayrupyeTcst myreM MHAYKIUU okTaaekanouaHoro mytu. KK sBrsercs
TJICHOTPOITHBIM TOPMOHOM, a JKK-3aBUCHMBIE TEHBI KOJUPYIOT apceHan OSIKOB 3allUThl pAaCTEHUH,
YUYACTBYIOIIMX B YCTOWYMBOCTH K HACEKOMBIM U HEKpOTpoHbIM matoreHam [158]. XKK- u stuneH-

ACCOMUPOBAHHBIC CUTHAJIBHBIC ITYTHU OCYHICCTBIIAIOTCA U UHTCTPUPYIOTCA CyHCpCCMCﬁCTBOM
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ATUJICH-YYBCTBUTEIBHBIX TPAHCKPHUIIIIMOHHBIX (PaKTOPOB, KOTOphIe cBs3bIBatoTCcst ¢ GCC-60kcom PR-
oenkoB [159]. XKK-unayuuposannsie (ISR) u CK-unnyiuposanubie (SAR) cUrHalIbHBIC TTYTH
HEraTUBHO PETYIUPYIOT APYT Apyra: curHajibHbIN yTh CK yyacTBYeT B yCTOWUMBOCTH K
OMOTPO(HBIM MMAaTOreHaM, B TO BpeMs Kak curHaibHble yTH KK 1 3THIeHa B 0CHOBHOM OTIOCPEIYIOT
YCTOWYHMBOCTB K HEKpOTpodHbIM natoreHam [160]. Oxnako ObUI0 HASHTHHUIIMPOBAHO TOIBKO
HECKOJIBKO F'€HOB, KOTOPBIE PETYIUPYIOT B3aUMOJIEHCTBUE MEK Y curHaibHbIMU 1TyTaMu JKK u CK
(Tab61n.2). Cepxakcmpeccus acrapraTHoi mpoteuHassl 13, AP13 u3 V. quinquangularis, onucannas
BBIIIIE, HE TOJIHKO TOBBIMIAET YCTOMUYUBOCTh K MyYHHUCTON POCE, HO TAK)Ke CIOCOOCTBYET PeTyJIsIHH
CK, XK u stunerom. Ee ypoBHH TpaHCKpPHIIIIUK CHU3HIIKCH TIOCIIe 3apaxkenus B. cinerea
(aexpoTpodHBIM MaToreHoM) u 06padoTroit meTwin-XKK, HO yBennuuiaoch mocie oopaboTKu
strsienoM u CK. 3to roBoput o ToM, uto neiictBue VqAP13 cnoco6erByer CK-3aBucumoii nepenade
CUTHaJIa, HO NojasJseT myTh nepenaun curnana XKK. Cepxakcnpeccus VqAP13 nonasmnsier
o6uocunres XK, a Takke SKCIPECCHIO HIKECTOSIIMX T€HOB, HAIIPUMep, JIMIIOKCUT€HA3bI 3,
pactutenbHoro AedeH3nHa 1.2, 1 yCHICHUE SKCIPECCUU IeHOB ICS1 u Prl, KOTOphIE SBISIOTCS

KoMmroHeHTaMu 1yt 6nocunre3a CK u curnanpaeix myreit CK, cootBercrBenHo [96].

DKcIpeccusi MeTaNIONPOTEMHA3bl MaTpuKca ToMata, SI3-MMP, unaynupyercst undexuuneit
B. cinerea, PstDC3000, a Taxxe oopadotkoit CK, XK u stunenom [138]. SI2- u S13-MMP
NPEANOYUTAIOT THAPOPOOHBIE AMUHOKHCIIOTHBIE OCTATKU B MOJIOKEHUU P1 M IPOJIMHOBBIM OCTAaTOK B
nosioxkeHnu P3 cyoctpata [114]. OtcyrcrBue S13-MMP npuBoAUT K MOBBIIICHHO N
BocnpuuMunBocTH K B. cinerea u PstDC3000. Kpome toro, oopadorka CK, metun-KK u
MPEIIECTBEHHUKOM 3THIeHA — 1-aMHHOIMKIIOponiaH-1-kapOOHOBOM KHCIOTHI — MOKa3ania
YBEIMYEHHUE B TPU-YETHIPE pasza MO CPAaBHEHHIO C KOHTPOJIEM, YTO CBUETENBCTBYET 00 aKTHUBAIUU

reda S13-MMP B nno3nnue oreetsl ETI.

Cyorunasa u3 G. barbadense, GbSBT1, romosorununa AtSBTS.2, onrcanHo# BhIIe, U
CBsi3aHa C 3alIMTHBIM oTBeTOM Ha mH(pekuuto V. dahliae [140]. U3oxopucmarasza, VAISCI,
cekperupyercs V. dahliae s nogasnenus CK-omocpenoBaHHOTO BPOXKICHHOTO UMMYHUTETA
KJIETOK-X035€B. Y CTOMYMBOCTh K 3TOM MHPEKINH, TAKUM 00pa3oM, CBsi3aHa C CUTHAIBHBIM IIyTeM
KK. GbSBT1 006b14HO JOKaMU3yeTCs B I1a3MaTHYecKoi MeMOpaHe, Torja kak nocie oopadotku KK
Y STHJICHOM OHa TIEPeMEIaeTCsl B IUTOILIA3MY, YTO YKa3bIBaeT Ha TO, YTO MPOTEHHA3A SIBIISETCS
JATYNKOM KOMOMHHPOBAHHBIX CUTHAIOB 00padoTku 3tuneHoM u JKK. Kpome Toro, cBepxakcmpeccus
GbSBT1 B A. thaliana npuBoaut k aktuBamu curanbHoro MAPK kackana u dKK-uyBcTBUTENBHBIX

renoB [161].
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ITpoTennasbl, KOTOpBIE c1OcOOCTBYIOT ISR M ydacTBYIOT B 3alUTe OT HACEKOMBIX, TAKXKe
obutn uaeHTuGuurpoBansl (Tabm.2). UHTepecHBIM NIPUMEPOM PACTUTEIBHOM MPOTEHMHA3HI, KOTOpast
Y4acTBYET B 3aIUTE OT HAIlJCHUsI TPABOSIAHBIX HACEKOMBIX, SIBIISIETCS LIMCTEMHOBas nporeaza MIR1
U3 KyKypYy3bl, KOTOpasi akTHBUPYETCS B OTBET Ha KOpMIIeHHE TyceHuiamu [144]. AKTUBHOCTb
(bepMeHTa 3aBHCUT OT 3TUJICHA M HAKAIUIMBACTCS B MYTOBKE KYKYPY3bl, UYTO MPHUBOJUT K CHIDKEHHUIO
pocTa ryceHHIIbl ¥ JeTpajaluy ee MepuTpohuieckoil MaTpuiisl. J(pyruM npuMepoMm siBIsieTCs
cyorunaza SBT3-SI u3 romara, KoTopast HHIYIIUPYETCS MOCIIE PAHEHUS U HallaeHUs HACEKOMBIX
[139]. Caitnencunr SBT3-S1 npuBOAUT K CHIKCHUIO YCTOMYMBOCTH K JINUMHKAM TPABOSITHOTO
KHUBOTHOTO, M. Sexta, u ociabiseT HHIYKIUIO CHCTEMHBIX I'€HOB 3aIUTHI B paHe. briio
oOHapyxeHo, uto SBT3-Sl ocraercst cTaOMIIbHBIM U aKTUBHBIM B MTUIIIEBAPUTEIBHOM CUCTEME
HACEKOMOTO0, OTKY/Ia OH MOKET BO3JICHCTBOBATh Ha OEJIKM HACEKOMOTO MJIM PAaCTUTEIILHOTO

npoucxoxaeHus. Kpome toro, SBT3 yuacTByeT B peryisiuy NeKTHHMETUIICTEPA3.

IV. IlanamH-mogo0HbIE HUCTEHNHOBbIC MPOTEHHA3BI: CTPYKTYPa, CHeNH(PHUIHOCTD,
CBOIICTBA

1. Iousmue nanaun-noooo6HvIX UUCmMeuHoB8blX npomeurnas u ux KJZCZCCMQbMKCZL}M}l

Janee paccMOTpuM 0oJjiee JeTalbHO CTOJIb BaXKHBIE 11 MUMMYHHUTETA paCTeHUH (epMEHTHI —
narnanH-noJ0OHbIE IMCTEMHOBBIE IPOTEMHA3bl. BriepBbie UCTEeNHOBAs TPOTEHHA3a — MANanH — ObLIa
BBIJICJICHA M 0XapakTepu3oBaHa B 1937 rony u3 nanaiiu C. papaya [162]. ['pymma [T otHOCHTCS
k C1A mojiceMeicTBY IUCTEMHOBBIX MpoTerHas corisacio MEROPS [163]. Oto camas
MHOTOYHCIICHHAs TPYIIa THOJOBBIX IPOTEHHA3, KOTOPAsl COJEPKHUT B TOM YHCIIEC KaTETICUHBI
yeoBeka. KarerncuHbl, Ha3BaHHBIC OT rpedeckoro «kathepsein» — «nepeBapuBath, penCTaBICHBI B
OCHOBHOM JIN30COMAIIBHBIMU (pepMEHTaMH, IPUYEM HE TOJIBKO U3 TPYIIIBI IIUCTEUNHOBBIX, HO U
acrapTaTHBIX U CEPUHOBBIX IPOTEeHHA3. B pacTenusx, u3 11 mMCTEMHOBBIX KAaTEIICHHOB YEJIOBEKA
B,C,F, HK, L, O, S, V, Xu W, 6111 00HapyKeHBI TOJIEKO TOMOJIOTH KarerncuHoB L, F, H, u B
[164,165]. Karencun L- 1 B-nogoOHbIe pacTUTEIbHBIC TPOTEMHA3EI (POPMHUPYIOT ABE OTICIbHBIC
TPYIIIBI M PA3IMYAIOTCS 110 CTPYKTypaM mpojomeHa u 3pesoro pepmenra [148]. Karerncun L-
noio0HbIe MpoTenHa3bl (BKiItouas katerncuH H) umeror nmpogomer conepkuT ~100 aMIHOKHUCIOTHBIX
OCTaTKOB U, B TOM YHCJI€, BRICOKO KOHCepBaTuBHbIe nocienoBatenbHoctd ERFNIN u GNFD [162], B
TO BpeMs Kak karericuH B-mogoousie MmotuB ERFNIN He conepkar [166]. Karencun B takxke
oOaaer XapakTepUCTUIHON 0COOCHHOCTBIO — OKKIIIO3MOHHOM MeTiIeH, onocpeayromen
KapOOKCHUIENTHAa3HY 0 aKTUBHOCTH [166]. Karencun F-1iojo0HbIe MPOTEHHA3BI pACTCHUIN COJCPIKAT
cnenupuueckyto nocienoparenbHocth ERFNAQ B mpogomene [167]. [Ipu 3TOM CTOUT OTMETHTH,

yro knaccuduxanus [TITLIT Opia ocymecTBIeHa TOIBKO A HECKOIBKUX BHJIOB PACTEHUH (TaKuX
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kak Arabidopsis, Hevea brasiliensis, u np.), u, yautsiBas BaskHocTb [ITTIIT 11t uMMyHUTETa MHOTHX

paCTeHHﬁ, ux O6HaPY)KCHI/Ie n KJ'IaCCI/I(I)I/IKaI_[I/ISI B IPYIruXx paCTUTCIbHBIX OpraHUu3Max HCO6XOJ:[I/IMa.
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Pucynok 3. Yyactie pacTUTEIBHBIX IPOTENHA3 B Pa3INYHBIX MyTIX IMMYHUTETA U UX BHYTPUKIICTOUHAS
nokanu3anus. [IpoTenHasbl, pacCMOTpEHHBIE B 0030pe, OKpaIlleHbl B OpaH)KEBBIN 1IBeT. IMMyHHBIE IPOIIECCH
OKpallleHbI B 3e/IeHbli 1BeT. HazBaHus KOMIIApTMEHTOB OKpallleHbl B CHHUH 1BeT. CTPENKH yKa3bIBaIOT Ha
00BEKT ACHCTBUS IIPOTEa3bl (THAPOIN3 CyOCTpaTa WM BIMSHUE HA TIporiecc). T-1oo0HbIe CTPENKH
MoJpa3yMeBaloT HHIMOMpOBaHue MpoTenHas 3¢ dexropamu.

2. Mexanuzm kamanuza nanaui-noo0oOHbIMU UUCMEUHOBbIMU npomeurnasamu

[MTananH-noj00HBIE TPOTEUHA3KI COJIEPIKAT JIBa JOMEHa, 0Opasyromie BMecte V-00pazHyto

mecib, B KOTOpOﬁ pacnojiaracTcs AKTUBHBIN LHCHTP NPOTCHUHAS. AXTHBHBIN LHCHTP COACPIKHUT

KaTAIMTHUYCCKYIO TpHaay, COCTOAIIYIO Halll€ BCCIrO0 U3 OCTATKOB MUCTCHUHA, TUCTUIWHA U aCllaparnHa
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[168]. Ha mepBoM 11are MexaHu3ma peakluy KaTaau3a paclieIUIeHUs MENTUHIHON CBSI3H CyOcTpaTa
MPOUCXOTUT JIEMPOTOHUPOBAHNE KATATUTUYECKOTO OCTaTKa UCTeHHA (pepMEHTA PUJIETAIOIUM
OCTAaTKOM U3 KaTATUTHYECKOHN TPUAIbI C OCHOBHOM Trpymmoit (00br4Ho ructuanHoM) (Puc.4). lanee
MIPOUCXOUT HyKJIeO(PUIIbHAS aTaka IeIPOTOHUPOBAHHOM S™ rpymnmoi KapOOHUIBHOTO aTOMa
yraepona cyocrpara. Ha aTom mrary BeicBoOokmaeTcsi N-KoHIIeBast 4acTh pa30pBaHHON MENTHIHOMN
CBSI3U CyOCTpara, B TO BpeMs KaK OCTaTOK T'MCTHAMHA MPOTEHHA3bI BO3BPAIIACTCS B
JETPOTOHUPOBaHHYIO opmy. IIporcxout obpasoBanne THOIPUPHOTO UHTEPMEHATA,
MOJIyYMBILIETOCS B pe3yJIbTaTe CBSI3U MEXIY HOBOOOPA30BaHHBIM KapOOKCHUIIBHBIM KOHIIOM
cyOcTpara ¥ KaTaJUTUYECKUM LUCTEeHMHOM MPOTenHa3bl. THOApHPHAs CBS3b B MOCIEICTBUU
THIPOJIU3YETCS C BBICBOOOKICHUEM KapOOKCUIILHOM TPYIIIBI CyOCTpaTa ¢ 0JHOBPEMEHHOM

pereHepanmen MpoTENHA3hI.

CTOUT OTMETHUTH, YTO LIUCTEUH UMeET HU3KYI0 PKa, 1 TOTOMY BaKHOCTb acliaparuHa B TpUAJE
CWJIBHO BapbHpyeTcs. B HEKOTOpBIX IpoTenHAa3ax (HanpuMep, IpoTenHa3a BUpyca remnarura A)
3¢ dEeKTUBHO JEHCTBYET Muaja MUCTEUH-TUCTUINH, B To BpeMs Kak juist [ITIIT acmaparun BaxkeH Juist

ocyliiecTBieHus karanusa [169].
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| HCYHOK 4. MexaHu3M KaTaausa pacuiCryICHUA HeHTH,Z[HOﬁ CBsA3HU CY6CTpaTa MUCTCUHOBBIMHA IIPOTCHHA3aAMU.
Karanutnueckuii ocTaTok OUCTCHUHA 0003HAYEH JKEIITHIM. HpOTGI/IHaBa 0003HaueHa PO30BBIM OBAJIOM.

TMaponu3 TMO3MUPHOIA CBA3N
1 BeICBOBOX/AEHME KapBoKcnbHOW rpynnel cybcTpaTa
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3. Cneyuguunocmo LI

AxTtHBHOCTB ¥ cnieniduaHocth C1A mentu3an pacreHui in Vitro 10cTaTo4Ho Mo jpoOHO
MCCIIEIOBAIUCH C MIOMOIIBIO Pa3IMYHBIX TECTOB C UCTIOIb30BAHUEM OCIIKOB, (PIIyOPOT€HHBIX
CHUHTETHYECKUX NENTUIHBIX CyOCTPaTOB, a TAKXKE MENTHIHBIX HHTUOUTOPOB. Kpome TOro, akTHBHO
pa3BuBaioTCs OMOUH(OPMATUYECKHE METO/IbI, TO3BOJIAIOIINE TPOBOIUTH MOJICIIUPOBAHUE
MOJIEKYJISIPHBIX B3aHMMOJICHCTBUI SHIOMENTHIA3 C UX cyOcTpaTamu. V3 uMmerolelics Ha JaHHBII
MOMeHT uHpopmaruu cienyet, yto IITLII pactenuii 061a1a10T OTHOCUTEIHLHO HU3KOM
cieun(puIHOCTHIO. TeMm He MeHee, Ha OCHOBAHUU Pa3IMYHBIX padoT, TOCBAIICHHBIX UCCIIEIOBAHUAM
cyOcTpaTHO criepUUHOCTH 3TUX MENTHIa3, aBTOPBI IPUXOAT K BEIBOY O TOM, UYTO CyOCTpar
NPEIIMOYTUTENBHO TOJDKEH UMETh B MO3UIUH P2 TuapodoOHbIii, BKIIOYast IPOJIMH, WIH
apOMaTUYECKU aMUHOKHUCIIOTHBIA OCTAaTOK, 4, B HEKOTOPBIX CIy4asiX, aMUHOKUCIOTHBIM OCTaTOK
aprununa [164,170-172]. ABTopsI psiga paboT, MOCBSIIEHHBIX OTPEIEIICHHIO IPOCTPAHCTBEHHBIX
crpykryp IIIILII pactenuii, Takxke oOpamaloT BHUMaHHE Ha OMPEEISIONIYIO POJIb JHIIb Sz KapMaHa

B cyOcTpaTHO# cnenmduuHocTH pepmentos [173-175].
4. Cunme3 u akmusayusi N(pOMeuHa3 pacmeHull

IlepBriM 3TanoM yuactus npotenHas pacteHuil 3KC sBisieTcst UX akTUBaLUs, IOCKOJIbKY BCE
n3BecTHbIE cBsi3aHHble ¢ 3KC npoTenHasbl KaK y )KUBOTHBIX, TAK U Y PACTEHUN CUHTE3UPYIOTCS B
BU/JIC HEAKTUBHBIX 3MMOTEHOB — IPENPO(PEPMEHTOB — U TPEOYIOT OTIICTUICHUSI MHTHOUPYIOIIHUX
JIOMEHOB, KOTOPOE€ Ha3bIBA€TCsl POLIECCUHT. B pe3ynpTaTe nporeccuHra npoTerMHa3a CTAaHOBUTCS
KaTaJIMTUYECKU aKTHUBHOM (B CIIydyasx, KOTJIa HE CBsi3aHa ¢ MHTUOUTOPOM). BobIIMHCTBO
CEKPETUPYEMBIX 3UMOI€HOB UMEIOT CXOHBIE JOMEHHBIE CTPYKTYPBI U COAEPKAT CUTHAIIbHBIN
nentus, N-KoHueBble u/uimm C-KOHIIEBbIe aBTOMHTUOUPYIOIIHE MTPOJOMEHBI M KaTATUTUIECKUN
nomeH (Puc.2). ['maposnn3 aBTOMHTHOHPYIONIUX JOMEHOB MOXKET IMTPOUCXOIUTH aBTOKATATUTUYECKH
(camoli mpoTENHA301) WM APYTUMHU IIPOTENHA3aMU B PE3YIbTATE MEKMOJIEKYIISIPHBIX
B3aMMO/ICHCTBH, BBI3BIBAIOIINX KOH()OPMAIIMOHHbIE H3MEHEHUS, KOTOPbIE HEOOXOAUMBI JUIS

AKTUBHOCTH MPOTEUHA3HI.
4.1. U3secmnuvle nymu axmueayuu npomeunas pacmeHui

[ITupoko U3BECTHO, YTO UHTMOUTOPHI HEOOXOAMMBI JUTS PETYJISIIIMA aKTUBHOCTHU MPOTEUHA3 Y
’KHUBOTHBIX [176]. D10 Takke cripaBeMBO U T pacTeHuil. Hanpumep, Bo Bpemsi SMOpHOHAIBHOTO
pazutus N. tabacum mexanuswm, 3amyckaromuii 3KC cTpyKTyphbl, y4acTBYIOIIEH HCKIIOUUTEIBHO B
MO3UIIMOHUPOBAHUU CAMOTO SMOpPHOHA BHYTPH CEMEHH — CYCIIEH30pa, OCHOBAaH Ha

AHTarOHUCTHYECKOM JCUCTBUH JIBYX O€JIKOB, HHTHOUTOpa mpoTerHasbl (ucratuHa NtCY'S), u ero
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muineHu (karerncud H-ogoOHou npotennassl NtCP14) [81]. Apyrum npumMepom siBisieTcst
nporterHaza RD21, akTUBHOCTb KOTOPO# peryaupyercsi HoCpeICTBOM HEOOPaTHMOTO
uHruouposanus uaruouropa AtSerpinl Bo Bpems 3KC [17]. boniee Toro, HeraBHO OBLIO TIOKa3aHO,
YTO CYILECTBYET IEPEKPECTHAS CBSA3b MEXAY MyTAMHU HeoOpaTuMoro uuruduposanust RD21
(mocpenctBom AtSerpinl) u oO6parumoro nHrnOMpoBanus, onocperoBannoro WSCP, koTopsiii B
IIEJIOM CIIOCOOCTBYET perynsatopHoi poin RD21 npu BposkJIeHHOM HMMYHUTETE U Pa3BUTHHU

pacrenwuii [150].

WMHru6UTOpPHI M aKTUBATOPHI ONPEACTICHHBIX MPOTENHA3 OOBIYHO PACIIOIaraloTCsl B OJJHUX U
TeX JK€ BHYTPHKIETOYHBIX KOMIapTMeHTax [18], koTopsie MOTYT pa3inuyarhces 1mo 3HaueHusiM pH
cpeabl. OTO MOXKET CYIIECTBEHHO MOBJIHATH HA CTATYC aKTUBALMU MpoTenHa3bl. OTHUM XOPOLIHM
MPUMEPOM, IUTIOCTPUPYIOIIKUM ATOT ITYHKT, SIBJISIFOTCS KaTETICUHBI YEJIOBEKa, KOTOPHIE
aKTHUBHUPYIOTCS B KUCIBIX CpeAax ¢ HU3kuM pH, B mu3zocome. MHTEpECHO, YTO 3TO MOATBEPKIAAETCS U
pacTUTENBHBIMU BaKyOJIIPHBIMH POTEMHA3aMU, TAKUMH KaK MpoTenHasza apadunoncuca RD21 [149]
WM €€ TOMOJIOT M3 IMIIeHHIbI — TpuTuKanH-o, [170]. C13 npoTenHasa gerymanH, KOTOPBIi
JIeMOHCTpUpYyeT pH-3aBUCHUMYIO TUMEPU3ALUIO U aKTUBALIMIO, TAKXKE SIBJISETCS XOPOIIMM IPUMEPOM

[177].

W Ha060pOT, aKTUBHOCTh HEKOTOPBIX MTPOTEHHA3 ¢ HEUTpaIbHBIM pH onTHMyMoM B
3HAYUTEILHON CTETICHU 3aBHCHUT OT WX KallbIIUK-CBA3BIBAONIEH criocoOHOCTH. Hampumep, kak B
cllyyae MeMOpaHa-CBSI3aHHBIX MPoTenHa3 MiiekonuTaromux [178]. Dto cnipaBeyuBo 1 s
pacTtuTenbHbIX npoTenHas. Tak, purokanmnand DEK1 npeacraBnser co6oii Kanblui-3aBUCHMYIO
MeMOpaHa-CBsA3aHHYIO IPOTEHHA3y, aKTUBHOCTh KOTOPOIl 3HAYUTEIHHO YCHIUBACTCS MOCIIE
CBsI3bIBaHMS C KaybleM [75], Tak ke kak 1 Merakacmassl 11 Tuma [13], Brmrouas MCA2 u3 A.

thaliana [105].

[TomMumo 3TOTO, aKTUBATOPAMH Kaclasbl-3 y )KUBOTHBIX sBIsitoTcss ADK [179]. Ananoruyso,
AO®K crocoOHBI aKTUBHPOBATH MPOTEHHA3BI M B pacTeHHsIX. Hampumep, kacma3o-1moo0HbIe
npotenHasbl (C1LP u C3LP) o6nanany moBHIIIEHHON aKTHBHOCTHIO, 00YCIOBICHHON aKTUBHBIMU
KapOOHUIILHBIMU COCTMHEHUSMU, KOTOPBIE SIBISIFOTCS mpoaykTamu myTd ADK u motomy 3amyckanu
3KC B N. tabacum [180]. ['m0enpb KiI1€TOK BaKyoJId TAK)KE MOXKET PEryIHpOBaThcs ¢ momomnsio ADK,
MTOCKOJIbKY pajiiKajl KUCIOPOa HETIOCPEICTBEHHO BBI3BIBAET MPOHHUIIAEMOCTh MEMOPaHBI BAKYOJIH,
BbIcBOOOXKIeHue RD21 u ero mocnenyroiiee cBsa3biBanue ¢ AtSerpinl B kietkax A. thaliana,

npuBozsiee k 3KC [181].
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@axTOpsl, BIUAIOIINE HA aKTUBALUIO IPOTEUHA3 PACTCHUHN U UX CPABHEHUE C )KUBOTHBIMU,

CyMMHUpOBaHbl Ha Puc.5, A.
5. Ilpomeonumuyeckue xackaowl 6o epems 3KC

Kak Tosbko MpoTenHa3a CTaHOBUTCS aKTUBHOM, OHA MOYKET U3MEHATh KOH(POPMALIUIO U
B3aMMO/JIENCTBOBATH ¢ ApyruMu nporenHasamu (Puc.5, b). Kak yxxe ynomunanocs panee,
OCHOBHBIMM HMCIIOJIHUTEISIMU allONTO3a Y )KUBOTHBIX SIBJISIFOTCS Kacas3bl, KOTOpPbIE JEHCTBYIOT Yepes
IIPOTEOJIMTUYECKHE Kackaabl. Kacnazpl MOTYT ynpaBiisiTh IByXdTanHou aktuanuen 3KC
MOCpEeCTBOM HabOpa MHUIIMATOPHBIX (Kacnasbl-2, -8, -9, -10) u addexTopHbIX (Kacmasbl-3, -6, -7)
kacma3s [5]. MaunmaropHble Kacmasbl BRI3BIBAIOT aKTUBALKIO 3P (HEKTOPHBIX Kacma3, KOTOphIie, B CBOO
ouepelib, BHOCAT Pa3pbIBbI B P APYrUX MPOTEHHA3 WM IPOAMONTOTHYECKUX CYOCTPaToOB,
npuBosinee k rudenu kinetku [20]. Anmonro3 xapakrepusyercs YV ADaznoit, DEVDasnoi,
VEIDa3Hoit u aipyrumu akTHBHOCTsIMH [182], KOTOpBIE COOTBETCTBYIOT aKTHBHOCTSIM Kacmas-1, -3 u -

6, COOTBETCTBEHHO.

HecMoTpst Ha TO, 4TO B pacTEHHSX OTCYTCTBYIOT OJIM3KHE FTOMOJIOTH Kacma3s, IPOTEHHA3HI,
NpUHAUIeKAIIHE K TOMY K€ CeMEHCTBY HIUCTEHHOBBIX nentuaas C14, B pacTeHUSX MPUCYTCTBYIOT U
Ha3bIBAIOTCA MeTakacnazamu. B To Bpemst kak metakacnasbl | Tuna (AtMC1, AtMC2) TecHO cBsi3aHbI
c ayromurndeckuM tunoM 3KC u ummyHuTeTom pacrenuii [14], merakacnassl Tuna I1 u3z Populus
tremula x tremuloides PttMC13 u PttMC14 criocoOHBI pacIerisTh narnanH-no00Hy0

uctenHoByto npotenHasy RD21 Bo Bpems p3KC kcumeMHbIX 5ieMeHTOB [15].

Cy1iiecTByeT Takke MHOTO MCCIIEA0BAaHNMN, TIOATBEPKAAIOIINX yIaCcTHE TPOTEUHA3, OTINYHBIX
ot metakacna3, B 3KC pactenuii, KOTOpble Mbl pacCCMOTpENHN paHee B 0030pe. AHATOTHYHO MOJIENN
aronTo3a XXMBOTHBIX ObLIA TPEIOKEHa MOJIeTh HHUIHATOP-dddexTop s merakacna3 [183].
Merakacnassel | Tvna noasepraroTcsi aBTOKaTaIMTUYECKOM ITPOLIECCUHTY U MOTYT aKTUBUPOBATh
Metakacnasbl 1l Tuna. M3-3a HeOCTaTOUHOrO KOJMYECTBA JAHHBIX BCE €LIE TPYJHO MPUIHKCATh POJIb
MHUIAaTOpa UK 3pdeKTopa Ui «He-MeTaKacma3zHbIX» MPOTenHa3, KoTopsle ydacTBYIOT B 3KC
pacrenuii. bonee Toro, cymiecTByeT MHEHHE O TOM, YTO LIUCTEHMHOBBIE MMPOTEUHA3BI MOT'YT HE OBIThH
yHHUBepcanbHbIMU perynsitopamu 3KC y pacTeHnid, Kak y )KHUBOTHBIX, U MOTYT OBITh

HeoOs3arenbHbiME 15t 3KC pactenuii B npuHnmne [184].

HenaBHo ObLT paccMOTpEH BOIIPOC O TOM, CYIIECTBYIOT JIM MPOTEOJUTUYECKHE KaCKabl B
pacTeHusX, 1 ObLJIO MPEATI0KEHO KOHKpETHOE TpeboBaHMe IS IBYX MPOTEHUHA3 sl 00pa30BaHUS
CBSI3U MEX]y HUMH, ITpoTenHasza-3ddexrop — mporennasza-cyocrpar [185]. Hecmotpst Ha To, 4TO

Kacia3bl B paCTCHUAX OTCYTCTBYIOT U KaCHaSO-HO,Z[OGHaSI HE ABJIACTCA CHHHCTBCHHOﬁ AKTUBHOCTBIO,
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xapakrepusytomeil 3KC pacTeHuii, HECOMHEHHO TO, YTO OHA IPUBOAUT K CXOHBIM aIllONTO3Y
NpU3HAKaM, TAKUM KaK C)KaThue MUTOTIa3Mbl, KOHJICHCAIMS XpoMaThHa U GpparmenTarms sapa [33].
OcCHOBBIBasICh Ha ATHX JaHHBIX, BEPOATHO, 4yTO BoBiieueHHbIE B 3KC pacTeHnii MpOTEOIUTHIECKHE
KacKaJibl CYIIECTBYIOT, HECMOTPS Ha TO, YTO UX YYACTHUKH Pa3IN4alOTCs M0 MPOUCXO0XKIEHUIO, HO

CXOJIHBI 10 (PYHKLIHSAM.
6. Ucnoanenue cuenana, nepedagaemo2o npoOmMeuHa3amu u RPUB0OAue2o K cubenu Kiemxu

PacTeHus 1 )KUBOTHBIE PA3IMYAIOTCS IO PALY MPUYMH, BO-TIEPBBIX, H3-3a (POTOABTOTPOGHOTO
THIIA pOCTa PACTEHUH, OTCYTCTBHUS IOABWKHOCTU U HAJIMYHUS ITOTYKECTKON KIIETOYHOU CTEHKHU.
He3zaBucumast 3BOJTIOIUS )KUBOTHBIX U PACTEHHH MPUBEJa K Pa3BUTHIO aHATIOTUYHBIX, HO
HEKOHCEPBATUBHBIX CTPYKTYpP OCJIKOB M CUTHAJIBHBIX IyTel. OTHUM SIPKUM MPUMEPOM SIBIISIOTCS
Toll-nono6usie peneniropsr (Toll-like receptors, TLR) sxuBoTHBIX. B pacTenusx sxkBuBaieHToM TLR
seisitorest RLK [186]. O6a tuna 6enkoB umeror C-KOHIIEBOM qoMeH, coctosinuii u3 LRR moBTopos,
a IUTOIIa3MaTUYEeCKHE JJOMEHBI, XOTh U HE SBJISASACH KOHCEPBATUBHBIMHU, CTIOCOOHBI BBITIOJIHSTh
aHajoruunele GyHKuuu. TeM He MeHee, HIDKECTOSIINE CUTHAIbHBIE ITYTH 04€Hb KOHCEPBATUBHBI

Cper PYKapHOTHIECKUX OpraHu3MOB, HarpumMep, aktuBamus MAPK kackanos [187,188].

ArnonTo3 cam 1o cebe 0OYeHb KOHCEPBAaTHBEH Y )KHBOTHBIX H TprOOB [5]. Pacmierienue
cyOcTpara mpoTerHa3aMH B ONIPECICHHOM CaiiTe MOKET MMPUBECTU K ABYM IOCIEACTBUSAM: TIOTEPE
WY TIOSIBJICHHIO/CMeHe (DYHKIIMU 3TOro Oenka-cyocrpata (Puc.5, B). beuin npoanamusiupoBaHbl
3 PeKThI pacIIeIICHHs OOJIBIIOr0 KOJU4ecTBa cyocTpaToB Kacmnazamu [189]. beuio oOHapyxeHO,
9TO OOJIBIIIMHCTBO CyOCTPATOB TEPSIOT CBOIO (DYHKIIMIO MOCTIE PACIIEIUICHHS, YTO TIPHBOJHT K
OCTaHOBKE MOYTH BCEX MyTeH, HEOOXOAMMBIX IS )KU3HEACITeNbHOCTH. OTHAKO HEKOTOPHIE U3
CyOCTpaToB CTAHOBSITCS aKTUBHBIMU TIOCIIE THPOJIN3a, TAKHE KAaK IUTOKUHBI, IPOTEUHKUHA3BI U

PErYIIAATOPHBIC GCHKI/I, HCOGXOZ[I/IMBIC U Iepeaavun KICTOYHbBIX CUTHAJIOB.

OueHb BaXXHO OTMETUTb, YTO aHAJIN3 CAHTOB Kacmas, UX CyOCTpaToB U COOTBETCTBYIOIIUX
nyreit y mbitieid, Drosophila u Caenorhabditis elegans, kotopeie pa3aeneab 600 MUUTHOHAME JIET
HBOJIIOLIMH, TIOKA3aJl, YTO TAKHE CAUTBl COXPAHAIOTCS B TEUEHHE OTHOCUTEIBHO KOPOTKOTO
HBOJIIOLIMOHHOTO MIEPUOJIa BPEMEHH 10 CPABHEHUIO C 00Jiee KOHCEPBATHBHBIM YPOBHEM CUTHAIBHBIX
yTel, KOTOPbIE COXPAHSIOTCS Ha OoJiee [UIMTEIbHBIX BpeMEeHHbBIX poMexxyTkax [190]. Hampumep,
6enok TSN, paccMOTpeHHBIH paHee, HEOOXO0UM JUIsi KOHCEPBAaTUBHBIX CPEIN DYKApHUOT IMyTel
aKTHBAIMK TpaHCKpuriuy, crutaiicuara MPHK u caiinencunra PHK [186]. B xone stux myreii, TSN
MOKET PacIIeIUIIThCS KaK Kacmazoi-3 4enoBeKa, Tak u Merakacmnazoid mell-Pa u3 enu

00bIKHOBeHHOM [12]. Ananornuno, moyu (ADP-pubo3a)nomumepasa (poly(ADP-ribose) polymerase,
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PARP), koTopasi yaacTByeT B APYyroM KOHCepBaTUBHOM IyTH — penapanuu JJHK — sBisercs
cyOcTpaTroM Kacmas yenoBeka u aByx mMetakacnas (MCA1 u MCA?2) u3 rpuba Podospora anserine
[191]. B cOBOKYIHOCTH 3TH pe3yJbTaThl B ACHCTBUTEIBLHOCTHU MOATBEPIKIAIOT UICIO O TOM, YTO
9YKapHOTHI UMEIOT 00II1e KOHCEPBATHUBHbBIE CUTHAIBHBIC ITyTH, KOTOPHIE MOTYT SIBIATHCS MHUILIECHIMHU
11st mpotenHas Bo Bpemst ucnoiHenus 3KC, kotopbie QyHKIIMOHATBHO CXOHBI, HO CTPYKTYPHO
YHUKaJIbHBI (HarpuMep, kacnasza-3 1 Merakacmnasza mcll-Pa, u op.).

KuBoTHble PacTteHwms

A AKTVBALMA
@ Oceofioxderue om uHaubumopa: [a Oa
MameneHue ypoeHa pH: Aa Oa
m
pousoeuHe Annocmepuyeckan peaynauus: Ha Oa
ADK: Ha Ha
HHuuuamopHsie Kacnasa-2 (npednonoXxumensHo)
b B3AMMOOEWCTBUE npomeuHasbi: Kacrnaza-8 AtMC1
Kacnaza-9 AtMC2
Kacnasza-10 Si2-, SI3-MMPs
ﬂpomconum ,- Sq)d]eKmopr;e Kacnaasa-3 AtMC9
Kackad ApomeuHasbl Kacnasza-6 PHMC13, 14
Kacnasza-7 mch-Pa
P69B, P69C
Qumacnasa
Cacnasa
RD21
B wucnonHenue
@ L{umokunsl: 4 benka ?
Mpucbpementie  mnomeunkunasza: 32 6enka PEPCK1
(cmera)
chyHKUUU
cybempama
LumockenemHsie benku: 22 benka ?
KnemouHbil qukn: 15 benkos ?
MematGonuam HK: 8 benkos, PARP
ﬂomepﬂ gkmoyasd PARP
A MematGonuam PHK: 12 Genkos ?
cybempama
TpaHckpunuua: 21 Benok, TSN
sxmovan TSN
TpaHcnayua: 11 6enkoa ?
MembpaHHLie peyenmopsi: 11 Genkos Eenok LRP

Pucynok 5. Cxema yuactus nporenHas pacteHuil u xxuBoTHBIX B 3KC 1 ux cpaBHenue. (A) dDaktopsl,
KOTOpBIC BIHMAIOT Ha aKTUBALMIO TpoTenHas (mannuanus); (b) B3anMoericTBie NpoTenHa3 MeXIy co0oit
nocie HHUNUAIKY (IPOTeOTUTUYeCKui Kackan); (B) u BiausHue Ha mepeaady CUTHalla aKTUBUPOBAHHBIMU
npoTerHa3aMu (MCTodHeHne). [ pynnbl kKacnasHbeIx cyocTpaToB ObutM agantupoBanbl U3 [189]. Hazeanus
MPOTEnHa3, MyTH, KOTOPhIE COOTBETCTBYIOT KMUBOTHBIM, YKa3aHbI KPACHBIM, & PACTECHHUSIM — 3€JICHBIM.

Kpome Toro, emie 0/HUM OTJIIMYHBIM IPUMEPOM SIBISIETCS MEMOpaHHBIN OeI0K-penenTop,
KOTOPBIH COAEPKUT JICHIIMH-00TaThie MOBTOPBI M MOXKET PACIICIUIATHCS poTenHa3oi Tomata P69C

[93]. DTOT GEnoK TaKke MOKHO BHECTH B TPYIIITY MEMOPAaHHBIX PELENTOPOB, KOTOPHIE COJEPIKAT
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cyoctpatsr kacma3 (Puc.5, B). Hakonen, PEPCK1 moxer ObITh paciieruieHa u aktusupoBana AtMC9

[103]. Apyrue npuMepbl H3BECTHBIX CyOCTPATOB PaCTUTEIBHBIX MPOTEHHA3 CYMMUpPOBaHbI B [192].
7. Ilanaun-nodobnas yucmeuHo8ds NPOMeurHasa NUeHUYbl — MPUMUKAUH-0.

TpurtukauH-o — 3TO aNanH-1M0100HAs IUCTEUHOBAS MMPOTENHA3a, KOTOpas BIEpBhIE ObLIa
oOHapyXeHa B MPOPACTAIOIIUX ceMeHax miieHuibl [193]. bawkaiimii roMosIor TpUTHKanHa-o B
Arabidopsis — RD21, koTopslii BMECTe CO BCEMH €r0 TOMOJIOT'aMH ObLT BBIJICJICH B OJIHY U3 9
noarpymm [ITHIT B A. thaliana [164]. RD21 B cBoto ouepens siBIsieTCst OJM3KHUM TOMOJIOTOM
karerncuHa L yenoBeka. TpurukanH-o vMeeT THIMYHYO Juid 3Toi rpynnsl [ITIHII ctpykTypy
(Puc.6). OH coaepUT CUTHAIBbHBINA MENTU (TIPEINO0JI0KUTEIHHO HAMPABISAIOMIUM MPOTEMHA3Y B
BaKyoJib), N-KOHIIEBOI IPOJIOMEH, KaTATUTHUECKHIA JoMeH, U C-KOHIIEBOU IPaHYJIMHOBBIN JOMCH.
['panynuHOBBIN TOMEH SIBISETCS OTIIHYUTENBHON 0cobeHHOCThI0 RD21- 1 XBCP3-110100HBIX
NpOTEUHA3. ITOT JOMEH TOMOJIOTHYEH IpaHyauHaM dyenoBeka [194]. OmHako posib rpaHyTHHOBBIX

AOMCHOB B COCTAaBC MPOTCHUHA3 paCTeHI/Iﬁ A0 CUX IIOP HC U3BCCTHA.

cn MpopomeH MNpoTeonutuyecknia fomeH [paHynuHoBbLIN fOMEH

1 23 24 129 130 ; ; i 348 349 461
C 154 H290 N 310

Pucynok 6. Cxema cTpyKkTyphl Tputukanta-o. CII — curHampHbIM NENTU; KaTaTUTHYECKUE OCTaTKU
0003HAaYCHBI KPACHBIM.

Bbu10 moka3aHo, 4To MakCUMaJIbHAs SKCIIPECCUs] TPUTHKaMHA-0o Ha0II0Jalach Ha paHHeil
CTaJMU MPOPACTaHUsl CEMEHH U CIYCTs JiBa JHs mociie ero Ha0yxanus [193]. Dxcnpeccus
TPUTHUKAaWHA-0. [T0/IABJSIACH HHITMOUTOPOM CHHTE3a ruO0epeyinHa — YHUKOHA30JI0M. TpuTHKanH-o
JETeKTUPOBAIM KaK B CaMOM 3MOpPHOHE, TaK U B aJIEypOHOBOM ciioe. bbliia mpeasioxkena poib
TPUTHKAMHA-0. ¥ €0 TOMOJIOTOB B PACIICIICHUH 3allaCHBIX OCJIKOB CeMEHHU (TJIFOTEHA) BO BPEeMs

IIpOpacTaHusl.

B nameit maboparopuu ObIJI0 TOKA3aHO, YTO TPUTUKAWH-0, IEHCTBUTEIBHO CIIOCOOEH
pacuieriaTh rroteH [195]. lenuakus — 370 ayrouMMyHHOE 3a001eBanue, BeTpevaromnieecs y 1%
MOTYJISIIUY JIIOAEH IO BCEMY MHUPY U BBI3BIBAEMOE HEJOCTATOYHBIM pacUICTNICHHEM TII0TeHA —
COBOKYITHOCTH 3aITaCHBIX OEJIKOB CEMEHH IIICHUIIbI, IPEACTABICHHYIO TJIMAJANHAMH U TIIOTCHUHAMH,
— Y T€HeTUYECKH MPEeIpaciooKEHHBIX Jro/iel. He moMHOCThIO pacuienyieHHbIE TENTH bl O0TraThl
OCTaTKaMH IIIyTaMUHa, KOTOPbIE IeaMHUIUPYIOTCS 0 TIYTaMUHOBOM KHUCIOTHI TKAHEBOI
tpancriyramuHasoi (1TG) uim 06pa3yroT Kpocc-CIIMBKY ¢ OCTaTKaMu Jin3uHa camoit tTG.

JleaMuIupOBaHHBIE NENITU/IBI Y3HAKOTCS PELENTOPAMU Ha IIOBEPXHOCTHU T-KIIETOK, IPUYEM Y JIFOACH,
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CTpaJIAIOIINX LIETHAKUEH, 3TH PELENTOPHI COCTOST MPEUMYIIECTBEHHO U3 CYObEIMHHULL, KOJUPYEMBIX
HLA-DQ2/8 amnensamu [195]. Komriekchl TOkcnuHbIX ienTuaoB U tTG Takke akTHBUPYIOT T-
KJIETKH. AKTUBUPOBAHHBIE T-KJIETKU U BBI3BIBAIOT AyTOMMMYHHBIH OTBET, BOCIIAJIEHUE U B KOHEYHOM
UTOTe MPUBOJAT K XPOHUYECKON iMapee, NCTOLICHNIO, aHEMUH, OTCTaBaHUM B Pa3BUTHHU Y JIETEH, U
T.1. EnuHCcTBeHHBIH 3P PEeKTUBHBIIN cr10CO0 JeueHHs LeIUaKuU Ha JAHHBI MOMEHT — 3TO
NoXKU3HEeHHoe cobmoaenue OesrimoreHoBoi nuersl (BI']). Tputukant-o 3pGeKTHBHO pacIIeTIsiT
TJIIOTEHOBBIE Oenku npu ¢pusuonornueckux ycnosusx, pH 3.0-6.5 u remnepatype 37°C. K Tomy xe,
TPUTHUKAWH-0, CIIOCOOEH THIPOJIN30BAaTh TOKCUUYECKHE JUIS JIIOJIEH, CTpaJaromuX eInakuei,
[JIIOTEHOBBIE MENTH/IBL. JTO JENaeT ero MOTEHIUATbHBIM areéHTOM 3H3MMAaTHYECKOH Tepanuu
nenuakuy. Ha TaHHBI MOMEHT, ITpernapar, CO31aHHbIA Ha OCHOBE TPUTUKAUHA-0, IIPOXOIUT

KIIMHUYCCKHUEC UCIIbITAHUA.

[ToMuMO 3TOTO, TPUTUKAMH-0 00JIAIACT KOJUTArCHA3EHO aKTUBHOCTBIO: (PEPMEHT PacIICTUISLII
KOJUJTareH KoM ObIKa MpH (pu3nosiorndeckux yciaosusx, pH 3.6-4.6, 6.0-6.5 u temneparype 37°C
[170]. Oto cBOMCTBO nenmaeT TPUTUKAUH-0 IOTCHIIMATBHBIM areHTOM ISl JISYCHHS paH, 00paboTKH

0’KOTOB, IIPAMOB U JIPYTUX KOJUIAr€H-aCCOLIMMPOBAHHBIX 3a00JICBAaHHH.

Bonee Toro, B Haieil 1abopatopun Ob11 pazpadoTa 3GEKTUBHBINA CIIOCOO MPOTYKIIUT
PEKOMOWHAHTHOTO TPUTUKAMHA-0 B pacTBOPUMOM (ppakimu B kietkax E.coli [196]. PekomOunanTHas

BEPCHS COIAEPKUT MPOJIOMEH, IPOTEOJIUTUYECKUI TOMEH U KaTaJIUTHUYECKU aKTHBHA.
V. IIpumeHeHne nporenHas pacTeHuii B OMOMeIHIIUHE

Kak 0b110 cKa3aHO BBIIIE, TPOTEHHA3bI BHIOJIHAIOT MHOXKECTBO (PH3HOJIOTHYECKUX (PYHKITUI
U SIBJISIIOTCS KIIIOUEBBIMH (PUTYpaMU MPAKTHUECKH BO BCEX BAXKHBIX JJIS )KU3HEACATEIbHOCTH
OpraHu3Ma pacTeHus mnpoieccax. M CTOUT OTMETHUTH, YTO IPOTEUHA3bl PACTEHH, KaKk U caMu
pacteHus1, 00Ja1a10T YHUKAJIBHBIMUA CBOWCTBAMH, HE BCTPEUAIOIIMUXCS Y IPOTEHUHA3 IPYTUX HKHUBBIX
opranu3MoB. VIHTepec K paCTUTENbHBIM MPOTEHHA3aM OCHOBAH Ha UX IIMPOKOM JIMana30He pabounx
temrepatyp u ypoBaed pH [197].Pactenus MoryT ObITh HCTOYHUKAaMH Pa3HOOOPA3HBIX MPOTEHHA3,
o0aaromuX pa3InYHbIMU AKTUBHOCTSIMH U IIPUTOJHBIX IS IIMPOKOTO UCIIOIB30BAHUS B
OMOTEXHOJIOrMK U OnoMeauuuHe. B maHHO# ri1aBe MBI paCCMOTPUM TEKYILUE JOCTHXKEHHS B 001aCTH

HCIIOJIb30BAHUA PACTUTCIIBHBIX ITPOTCUHA3 B 6PIOMC,Z[I/II_[I/IHC, CYMMHPOBAHHBIX Ha Puc.7.
1. Hpomu@oonyxwze@aﬂ AKMUuBHOCNb pacmumeylbHblX npomeunHas

Pacrenus ABISAIOTCS €CTECTBEHHBIM UCTOYHUKOM MHOTHMX IIPOTUBOOITYXOJIEBBIX areéHTOB. B
HacTosee Bpemst 60% MpoTHUBOOIYXOJIEBBIX IPENAapaToB MOJIyYatoT U3 IPUPOJHBIX HCTOUHUKOB

[198]. DkcTpakThl pa3HBIX PACTEHUH YaCTO MPOSBIAIOT IPOTUBOOITYXOJIEBYIO aKTHBHOCTD M IIIUPOKO
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UCTIOJIB3YIOTCS Ha MPAKTUKE B STHOMeuIMHe. OTHAaKO 3HAHUSI KOHKPETHBIX KOMIIOHEHTAX IS
MHOTHX U3 HHX, a TAK)KE O MEXaHU3MaxX UX ACUCTBUS, JI0 CUX MIOP OTCYTCTBYIOT. B HEKOTOPBIX
Clly4yasiX IpPOTEHHA3bl, IPEJICTABICHHBIE B SKCTPAKTAX PACTUTEIBHBIX KJIETOK, CUUTAIOTCS
OCHOBHBIMH KOMIOHEHTaMM, OTBETCTBEHHBIMH 32 IPOTUBOOIYXOJIEBYIO aKTUBHOCTD. Takas
aKTHUBHOCTH ObLiIa MOKa3aHa JyIs BOAHOTO 3KcTpakta C. papaya, KyJIbTHBHPYEMOTO B TPOITHYECKUX
30HaxX 3€MHOro 1mapa. kcrpakTel C. papaya 3HaYuTeIbHO UHIHOUPYIOT POCT JTUHHUNA OIyXOJEBBIX
KJIETOK, onocpenyst Thl-3aBucumblit UMMYHHBIH 0TBeT [199]. DKCTpaKTHI TaKXKe YaCTO AKTUBUPYIOT
ummyHoMoayupyroriue reusl [199]. TlokaszaHo, 4To rugpoUIbHBIN SKCTPAKT, MOJTyYCHHBIN U3
Oantuiickux Oypbix Bogopociei Fucus vesiculosus, conepxut hapMakoIorudecku aKTUBHBIE
BelIecTBa, 3(h(heKTUBHBIC IPOTHUB paKa Mo KETyI0YHON jKeJe3bl, KOTOPBHIA U3BECTEH KakK
arpecCHBHBIN THIT paka ¢ HU3KOH S-netHei BepkuBaeMocThio [200]. DkcrpakTs! F. vesiculosus
MHTUOMPYIOT KIETOYHBIM UK MPOIU(PEPUPYIOUTNX KIETOUHBIX JIMHUH MOHKETYI0YHOH JKeIe3bl, HO
HE 100pOKaYeCTBEHHBIX MOKOSIIUXCS T-KIETOK M TEPMUHAIBHO TU(PEepEeHIIMPOBAHHBIX KIETOK

MOJDKEITYJOYHOH xkemne3bl. DPdeKT ycunupaics B coueTaHuu ¢ MHruouropamu ayrogaruu [200].

Brienennsie 6eKoBbIEe (PPaKIUU PAa3HBIX PACTEHUH HCIIONIB3YIOTCS JaXKe yallle, YeM CaMu
sKCTpakThl. Hampumep, cMech mananH-1mo100HBIX IUCTEMHOBBIX MPOTEHHA3, U3BECTHAS KaK
OpoMernanH, KOTOPBIHA MOJYYaloT U3 OTXO0B aHaHaca Ananas comosus. bpomenanH npeacraBieH
IPYIION MPOTEOIUTHUECKUX (DEPMEHTOB, SKCIPECCUPYIOLINXCS B Pa3HbIX YaCTSIX aHaHACA: aHAHAWH,
KoMocauH — crebneBsie mpotenHassl (EC 3.4.22.32), a GpoMenanH Kak TaKOBOH MMOJIy4aloT, B
OCHOBHOM, 13 (ppykroBoro coka (EC 3.4.22.33). /Ipyrue KOMIIOHEHTHI OpoMenanHa MPUCYTCTBYIOT B

KOXYpe, Ap€e, KPOHE U JIUCThSX.

Bbruto nmokazaHo, uro 6pomenanH o01agaeT aHTUMETAaCTaTHUECKUMH CBOMCTBAMHU M CTIOCOOEH
pacLIeIIsATh PElenTOPhl — MOBEPXHOCTHBIE Oenku HHTErpuH a3f1 1 perentop ruaaypoHOBOM
kucnotsl CD44, ygacTByromue B mHBa3uu kietok rimomsl [201]. TIpoTuBooryxosnessiii addext
HaOIo1aICA TPU XOJIAHTHOKAPIIMHOME: OpoMeNaH WHIHOMpOBall Iepeiady CUTHAJIOB
NF«xB/AMPK, 4T0o npuBOIMIO K YMEHBIICHHIO MPOIH(epanny, UHBa3HH U MUTPAIIIH KIETOK
kapuuHombl [202]. BpomenanH Takke OKa3blBaeT aHTUIPOJIUPEPATUBHOE U MPOATIONTOTHYECKOE
JEWCTBUE HA KJIETKH KOJIOPEKTAIBHON KapIIMHOMBI M XUMHOTIPO(HIAKTHIECKOE eCTBUE TIPH
KaHI1eporenese Tosictoi kumku [203]. OmHako TOYHBIC MEXaHU3MBI ICHCTBHS OpOMeanHa eiie He

A0 KOHI[a U3YYCHBI.

C. papaya siBisercst ucTouHHKOM J1atekca. OH coaepkuT 15% cyxoro BeriecTBa, KOTOpoe
COCTOUT B OCHOBHOM M3 NUCTCUHOBBIX ITPOTCUHA3, TAKHUX KaK MallalH, XUMOIIAIIaWH, KapUKanH 1

ruiI-3Hgonentuaasa [204]. Ipotennasa namauH cpeau Apyrux GepMEHTOB, TAKHX KaK
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kosuarenasa, /IHKa3a, ruanmyponuaasa, aucrasa, UCIOJIb3yeTcsl Ul MATKOHM (hepMeHTaTHBHOM
JHCCOLIUAIINY OTYXOJIeH TOJIOBHOTO Mo3ra yenoBeka [205]. Bbuio mokaszaHo, 4To mananH OKa3bIBaeT
IIPOTUBOOITYXO0JIEBOE JEHCTBHE, CHUKASI CKOPOCTh POCTAa, METACTa3UPOBAHUE U MHBA3UBHOCTH KJIETOK
JICTOYHOW KapirHOMBI JIbtonca u kjietok MenaHoMel B16 [206]. Beuto moka3zaHo, 4To yMEHbIIICHHE
pocTa U MeTacTa3supoBaHUs KIETOK MeJIaHOMbI B16 koppenupyeT ¢ yMeHbIIEHUEM KOJIMYECTBA
monekyn CD44 u CD54 [207]. Hapsiny ¢ IHKa3oii I, HanpaBneHHOM Ha pa3pylieHue
nupKynupytomieit 6ecknerounoit JIHK, B kauecTBe MpOTUBOOITYX0IEBOW KOMITO3UITUH ObLIa

NpeAI0KEeHa CMECh TPOTEUHA3, BKIIFOYAOIIas MallauH, XMMOTpUIICHH 1 TpuricuH [208].

Bbruto nmokxazaHo, uto (hapMareBTHUECKUE Mpernaparbl Ha OCHOBE CMecel narnanHa 1
Opomenanna 3G (HEeKTHBHBI TPOTUB 3JT0KaYeCTBEHHBIX GopMm omyxouieit [209]. beuio BEIABHHYTO
MPENOJI0KEHNE, YTO NamanH 1 OpoMeNanH JeHCTBYIOT aHaJIOTHYHBIM 00pa3oM. OmyxoseBas cpena
XapaKTepU3yeTCsl «KUCIbIM» BHEKIETOUHbIM pH 6,5-6,9. N3BecTHO, UTO MOMUMO paclierIeHHs
MOBEPXHOCTHBIX OEJIKOB M MOJIEKYJ aAre3uH, 3TH MPOTEOIUTHIYECKHE (PepMEHTH HEOOPaTUMO
CBSI3BIBAIOTCS C aHTHIIPOTEHHA3aMHU, TAKUMH KaK 02-MakporioOyauH wim ol-antutpuncus [210].
CHmxeHue cBOOOHBIX aHTUITPOTEHHA3 MPUBOANUT K CHHTE3y HOBBIX aHTHIIPOTEHMHA3 Makpodaramu,
KOTOPBIE MHAKTUBUPYIOT IPOTEUHA3BI, HEOOXOAUMBIE JUIsl PA3BUTHUS OIyXOJIeH U MeTacTa3upOBaHMS,
takue Kak katerncuubl [211]. TNF-B ciocoOCTByeT MMMYHOCYTIPECCHH X03sIMHA M CITIOCOOCTBYET
ru0enu OMmyXoJeBbIX KJIeTOK. KoMIIeKCh MpOoTenHa3-aHTUIIPOTEUHA3 CBA3BIBAIOTCS C IIUTOKMHAMH,
takumu Kak IL-1, IL-6, IFN-y u TNF-B, u BBIBOAAT X U3 OIyX0JH, oOecrieunBas
POTHBOOTMYX0JIeBbIH 3 dexT (Puc.7). Kpome Toro, onyxonu G10KupyroT hakTopbl IMMYHHOM
CHCTEMBI, KOTOPbIE MO3BOJISIOT OMYXOJIEBBIM KJIETKaM 3aIlUIIATh ce0sl OT pacro3HaBaHUs
aHTHUTEJIaMU 1 UIMMYHHBIMU KJI€TKaMu. briokupyromue GpakTopbl MpeACTaBIsI0T COO0H pacTBOPUMBIE
MTOBEPXHOCTHBIE AHTUI'CHBI, CBSA3aHHBIE C AHTUTENIAMH, HHTHOUPYIOIIMMH Makpo(}haroB, MOHOLIUTOB U
ecrecTBeHHBIX KMIUTEpoB (NK-KIeToK). DK30reHHbIe TIPOTEOTUTHYECKHE (PEPMEHTHI, TAKUE KaK

narnavH U OpoMesiauH, yMEHBIIAIOT KOJIMYECTBO TaKUX OJOKHPYIOMUX (hakTopos [43].

B nacrosiee BpeMst 04€BUIHO, YTO METO/IbI IIPOTUBOOITYX0JIEBOM SH3UMATUYECKOM TepaIlnH,
OCHOBAHHbBIE Ha JEWCTBUU NIPOTENHA3 PACTEHUM, HE MOTYT 3aMEHUTh TPAJAULIMOHHBIE CTPATErH
JICYEHUs paKa, TAKHE KaK XUPYPIHUs, JydyeBas Tepanus, XAMUOTEpanusl ¥ TOpMOHaJIbHAs TEPAIns,
Jayke HECMOTPS Ha TO, YTO TPAJUIMOHHBIE CTPATETUH UMEIOT CEphe3HbIe HEJOCTATKU U TOOOYHbBIE
addekrsr [210]. Tem He MeHee, 3TO MEPCIEKTUBHAS ATbTEPHATUBA, KOTOPYIO MOYKHO UCIIOJIb30BATh
BMECTE C TPAJULIMOHHBIMUA METOIaMU JIEUEHUS 37I0KaYECTBEHHBIX OITyX0JIEH, U KOTOpas UMEET

00JIBIIION TOTEHIMAN [T AaJbHEUIIETo yaydIeHusl.
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pactuTenbHblE

npoTenHasbl
J 6nokupytowme dakTopbl 4 3KCNpeccun | UMTOKUHDI
J-agresun knetok aHTunpoteuHas  IL-1,IL-6, IFN-y and TNF-8

4 ecTecTBeHHbIE lBaxHble 4nA pocTa

Kunnepbl
P onyxonn
1 makpodarn
NPOTeNHa3bl (KaTencuHbl)
1+ MOHOLUTBI

{4 MmMmyHHocynpeccua
Pucynok 7. Cxematnueckoe n300paxeHUE MPOTHBOOIYX0JIEBOr0 JCHCTBU MananHa 1 OpoMenanHa.
depMeHTHI ACHCTBYIOT B TpeX HampaslieHHAX: | — mananH 1 OpoMenanH pacweruisitor CD Monekyinsr Ha
MOBEPXHOCTH KJIETOK M OJIOKHPYIOIINE (PaKTOPHI, BBIIEISEMbIE OMyXO0JIbI0, 1 OCBOOOXIAIOT MOHOILIUTHI,
Mmakpogaru u ectecTBeHHbIX KniutepoB (NK-KIeTku) oT 1eCTBHS 3TUX OJOKHPYIOIINX (paKTOpOB; 2 —
9K30T€HHbIE IPOTEOTUTUYECKUE (PEPMEHTHI CBS3BIBAIOTCS C aHTUIIPOTEHHA3AMH, YCHIIBAS UX DKCIIPECCHIO B
Makpodarax 1, TakuM 00pa3oM, CHIKasi HeOOXOMMOE [UIsl Pa3BUTHS OIYXOJIH U METACTa3HPOBAaHUS
KOJTMYECTBO MPOTEHHA3 (KATEIICHHOB); 3 — pacTUTEIbHbBIE MPOTENHA3bl YMEHBLIAIOT KOJTHMYECTBO
MIPOBOCIIATUTENBHBIX IIUTOKWHOB. 3HAK HOXKHHUI] YKa3bIBaeT Ha BO3MOYKHOE YUaCTHE MPOTEOIUTHIECKON
AKTUBHOCTH 3K30T€HHBIX MENTHAA3.

2. CeepmulgaHue Kposu

Koarymsiiust (umu cBepThIBaHKE) KPOBH — 3TO IPOIEcC 0Opa30BaHUs CTYCTKa KPOBH C
MOMOIIBIO psiia PEePMEHTATUBHBIX PEAKIINMA, 3aIUIIAIONIUX OT HEOCTAHABIUBAEMOTO KPOBOTEUCHUS
[212]. ®ubpuHOIN3 — 3TO MpOIIecC pa3sioKeHUs: PUOPHHA Ha PACTBOPUMBIC (PParMeHTHl,
OCYIIECTBIISIEMOTO KacKaaoM (PepMEHTATUBHBIX PEAKIINNA, TPUBOISAIINX K PACTBOPEHHUIO CTYCTKA HIIN
TpomOba — mporiecca, Ha3pIBaeMOTo TpoMOo3ucoM [213]. B HOpMabHBIX yCIOBUSX KOATYISIHS U
¢ubprHOIN3 cOaTaHCUPOBAHBI, HO IPU HATIMYUHU MATOJIOTHYECKON aHOMAJIMH COOTHOIIEHUE
KOaryJsiuu 1 (uOpuHOIM3a He cOaIaHCUPOBAHO, YTO MPUBOIUT K HEYJACPKHUMOMY KPOBOTEUCHHUIO
WA TpoMO0IMOOTIMUECKUM HapyIIeHUs M. Takum oO6pa3om, GUOpHH ABISETCS HE3aMEHUMBIM OEIIKOM
00enx CHCTEM M MPHUCYTCTBYET B KPOBOTOKE B BHJIE MPEALIECTBEHHUKA — (PMOPHHOTEHA,
HEO0XOAMMOTO JUIsi TEMOCTa3a, 3AKUBJICHUS PaH, BOCHAJIIEHUS, aHTHUOTeHe3a U APYruX
ouonormyeckux GyHkiwii [214]. 310 pacTBOpUMBIiA OEJI0K, HO €ro MpeBpaneHne B MOHOMEPHBIN

¢ubpuH MpUBOIUT K 00pa30BaHUIO HEpacTBOpUMOro (hubOpuHOBOTO crycTka. Paciienienue
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¢ubprHOTreHa MoKeT ObITh UHIYIIMPOBAHO IJIA3MUHOM HJIM TPOMOMHOM, HUPKYJIUPYIOIIMMHU B
KPOBH, YTO MPHUBOAMT K Aerpaganuu GuOpUHOTEHA UK K 00pa30BaHuI0 (PMOPHUHOBOTO CIYCTKA,

COOTBETCTBEHHO. OUOPUHOBBIN CI'YCTOK, B CBOIO OYEPE/lb, MOXKET Pa3jiararhCs MIa3MUHOM.

2.1. IlpokoaryiasHTHbBIE CBOMCTBA

XO0Ts IpOKOAryssHTHbIE NIpenapaThl HA OCHOBE YHCTBHIX PACTUTENBHBIX IPOTENHA3 ELIE HE
pa3paboTaHbl, MHOTHE PACTUTEIbHBIE SKCTPAKTHI, COJCPKAIIUE TPOTEHHA3bI, ITUPOKO UCTIOIB3YIOTCS
B HApOHOM MEIUIIMHE JUISI OCTAHOBKHU KPOBOTCUEHUH U 3aKHUBJICHUS paH. Takum oOpa3om, B
HACTOsIIIEE BPEMSI IPOKOATYJISTHTHBIE CBOMCTBA POTEUHA3 SIBJISIFOTCS IPEAMETOM MHTEpECa.
CymiecTByeT HECKOJIBKO paCTHTEIbHBIX MPOTENHA3 M OSJIKOBBIX (PpaKIfii, BEIICISIEMbIX U3 JIATeKCa,
C MPOKOATYJISTHTHBIMU CBOMCTBAMH, KOTOPBIE COKpAIAIOT BpeMsi CBepThiBaHUs kpoBu [86]. B
KJIMHUYECKOW paKkTUKe HanOoJjiee YacToe NCIO0Ib30BaHNE aKTUBUPOBAHHOTO YACTUYHOTO
tpomboractiHoBOro BpeMeHu (AUTB), TpombrHOBOTO Bpemenu (TB) u mpoTpoMOnHOBOTO
Bpemenu (IITB) ans ouenku ceepreiBanust kpoBu. AUTB u3MepsieT akTUBHOCTh BHYTPEHHEN
CHCTEMBI U 00U IyTh KOATyJISIMOHHOM CUCTeMBI, B TO BpeMs Kak [1TB ornenuBaer GpyHKIuo

BHEIITHEH CUCTEMBI U OO ITyTh.

Pergularain e I u3 Pergularia extensa siisieTcst eIMHCTBEHHOM MPOTENHA30H C JJOKa3aHHBIM
pacuiernyieHueM MoxXoxux Ha pubpuHonenTuasl A u B parmeHTOB, KOTOpBIE OOBIYHO
IPOAYLHUPYIOTCS B PE3YJIbTaTe pacuieryieHust TPOMOMHA B IJI1a3Me, YTO MPUBOIUT K 00pa30BaHUIO
crycTka B ipucyrctBun Ca®* u tpancriyramunass (paxrop XIII) [215,216]. BonsmuHcTBO
PaCTUTENBHBIX MPOTENHA3 TAKXKE BBIABIIN (PUOPUHOIUTHYECKHE CBOKcTBA. OOHAPYKEHO, YTO
nenTuaasel cemeiictsa Asclepiadaceae o6iaarT kak MIa3MHUHOBOM, TaK U TPOMOUHO-TIOA00HOM
akTUBHOCTBIO [217,218]. Hexotopsie npotennassl (u3 Calotropis procera, Cnidoscolus urens, S.
grantii) nemoncrpupoBaiu cHikenne AUTB u nensmennstii [ITB, 4ro cBumeTenbcTBYET 0
BO3MOYKHOW IIPEHMMYIIECTBEHHOM aKTHBALMK (DAaKTOPOB KOAryJsiiui BHyTpeHHero mytu [218-220].
Kpome Toro, Ob110 00HApY)EHO, YTO HEKOTOPbIE MPOTEHHA3bI YUACTBYIOT HE TOJILKO B
¢ubpuHO(reHo)nmu3uce, HO TAKXKE B AKTUBALUMK (PEPMEHTOB C MPEBIAYIINX ITAOB KacKaaa
koarymsiuuu. Gunnn camwkaer kak AYTB, Tak u [ITB B HOpManbHOI m1a3me yenoBeKa U 1ia3me C
neduuToM (haKTOPOB KOATYISAIMH, HO TpakThyecku He cHkaeT AUTB B mnasme ¢ aedunmrom FX
(pakropa X) u I1TB B mna3me ¢ nedururom FX u FV (pakroposX u V). B mazme ¢ neguurom
npoTpomMOuHa, (pUIMH He ObLT BoBJeueH B cHkenue [1TB, uto npennonaraet nCKItoueHHE MPSIMOTO
pacmerenus pudbpuHoreHa gumraoM. OunnHoBBIe TpoTenHassl (23,2 k/la u 23,5 k/la) BnusioT Ha
CBEpPTHIBAHUE KPOBH ITyTeM akTHBaMU FX ¢ HICHTUYHBIMU CXEMaMH pacIerIeHHs], B 3aBUCUMOCTH

ot npucyrcTsus Ca?* u Mn?* [221]. [Nanaus nposBiseT TpaHCTIyTaMUHA30-M0J00HYI0 aKTHBHOCTb,
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BBI3bIBast KPOCC-CIIUBKY B OYHMIICHHOM Ipemnapare ¢pudpunorena. [lanann He cocobex
IPOIIECCUPOBATh MPOTPOMOUH B TPOMOMH, OSTOMY OH pacuierisieT (UuOpUHOTeH HEMOCPEICTBEHHO

TPOMOMHO-TI0TI00HBIM 00pa3oM, 00pa3yst MATKHE CrycTku [222].

2.2. AHTHKOAryJISIHTHBIE CBOMCTBA

DKCTPAKThI U MPOTEOIUTHIECKUE (PPAKIIUU HEKOTOPBIX PACTEHHU MPOSBIISAIOT HE TOJIBKO po-,
HO U aHTUKOAryJsiHTHbIE cBOicTBa. OHM CIOCOOHBI PACIICTUIATh (PMOPHUHOTECH C pa3IMYHON
CTPYKTYpoil 1 3(h(HEeKTUBHOCTHIO: HEKOTOPBIE MPOTEUHA3HI OBLI CIIOCOOHBI OCYIIECTBIATH MOTHBIN
THJIPOJIN3, A APYTHE — TOIBKO YAaCTUYHBIN rUApoian3 pubpruHoreHa. bobmMHCTBO IpoTeHHA3
o0nagaroT npsiMoit GUOPUHOIUTHUECKONW aKTUBHOCTBIO U CIOCOOHOCTHIO JIM3UPOBATH CTYCTKH KPOBU
[86]. Heckonbko pacTHTENBHBIX IPOTEUHA3 MPOSIBISIFOT aHTU-arPEraTHyI0 akTHBHOCTD. Jlist
HEKOTOPBIX IPOTEUHA3 BI3bIBAEMbIE UMU NTPOJOHTMpoBaHHbIM AUTB 1 He3HAUNTENbHO U3MEHEHHBIN
[1TB (manpumep, npotenHassl u3 Costaria costata, u3 sxkcrpaxra cemsin Artocarpus heterophyllus)
MOTYT OBITh CBS3aHbI C MHTHOMPOBAHUEM BHYTPEHHETO W/WIIN OOIEro IMyTH KOAryJsiuu. JTo

rOBOpPHUT O TOM, YTO BHCIIHUM IMIyTb HC MOKCT OBITD IMOJIHOCTBIO MU I/IHFI/IGI/IpOBaH.

HekoTopseie pacTuTenbHble NPOTENHA3BI IPEAOTBPAILAIOT WM yMeHblIaloT AYTB Ha
MBIIIMHON MoaenH. YseHsl cemeiicTBa Asteraceae noxaszanu GuOPUHOIUTHUECKYIO aKTUBHOCTD,
CPaBHUMYIO C aKTHUBAaTOPOM ILJIa3MHHA ypOKHUHA3HOTO TuMa (u-Pa) [223,224]. Xapakrtep
pacuierieHust pubpuHa, CXOAHBIH ¢ u-Pa (kak mpsiMoi, Tak ¥ HEMPSIMOM THIPOIN3 — IIyTEM
pacIieruieH st IUTa3MUHOTEHA B TUIA3MKH), IPUIIHCHIBaETCS OpoMenanHy u3 A. comosus [225],
koauase u3 Codium fragile [226], mpotennazam CLP u3 Codium latum [227] u C. costata [228]. Otu
0COOEHHOCTH JIeNAIOT 3TU MPOTENHA3bl MOTEHIIMAIHHBIMHU areHTaMH JUTsl UCTIOJIb30BAHUS B KAUECTBE
tpomboutukoB. [Iporernaser u3 Petasites japonicus u koauasa u3 C. fragile, kotopsie 3ammuiiator
MBIIIEH ¢ MHYHUPOBAHHBIM KapparnHaHOM TPOMOO030M ¢ GoJbinelt 3(h(heKTUBHOCTEIO, 4eM u-PA, n
HE MPOSIBIISIOT TEMOPPArMYECKON aKTUBHOCTH, IPEACTABIISIIOTCS 0COOEHHO MHOTOOOCIIIAIOIIUMH.
Takoxe mokas3aHo, 4TO KoJMa3a MPOSIBISET aHTUTPOMOOIIMTAPHYIO aKTUBHOCTH [226]. Bpomenann
M3BECTEH CBOEH CrIOCOOHOCTHIO aKTUBUPOBaTh (hakTop XII 1 mpeKkauIMKpenH, a TakxKe

THJIPOJIM30BaTh XoJectepuH [229].

JIBoitHast (IpO- ¥ AaHTUKOATYJISIHTHAS) aKTUBHOCTh MMOKa3aHa JIsl 00TaThIX OEITKOM 3KCTPAKTOB
u3 BuoB Bromeliaceae: Pseudananas macrodontes (Pm), Bromelia balansae (Bb) u Bromelia
hieronymi (Bh), mo cpaBHEHHIO C KOMMEPUYECKHM CTEOIEBBIM OpoMeTanHOM. Bce aKkCTpakTh
MMOKAa3bIBAIOT OJIMHAKOBYIO CIIOCOOHOCTH TUIPOJIM30BaTh BCE CYOheIMHUIIBI (PUOPHUHOTEHA.

[TpokoaryistHTHBIE CBOICTBA BBISBIISIOTCS MPU HU3KUX KOHLEHTparusax Pm, Bh u 6pomenanna npu
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nomoiu AUTB, a npu cankenuu I1TB npu BEICOKHMX KOHIIEHTpALUAX BCE IKCTPAKTHI IPOTEUHA3
NeMOHCTpUPYIOT nposioHruposanHbie [ITB u AYTB (aHTuKOAry/IsHTHBIE CBOWCTBA).
®ubpunomuTHYECKast akTUBHOCTH Pm, Bb 1 Bh Huxe, yem akTHBHOCTH OpoMeianHa B UCCIIEAYEMbIX

koHIeHTpanusax [230].

WuTtepecHo, 4To 3TH MpOoTEeMHAa3bl U3 Boxopocieit Codium divaricatum conepkat kak
¢ubpuno(reno)muruueckuit pepment (CDP wm FII), Tak u pepmeHT cBepThIBaHUS PrOpUHOTEHA
(FI) [231]. MHTEpecHO OTMETHTD, YTO HA KacKaJl KOAry/IsIIIMA MOKET BIIUSATH HE TOJIBKO
MPOTEOJIUTUIECKOE JICHCTBHE PaCTUTEIbHBIX OenKkoB. HecMoTps Ha To, 4TO OH He 00J1agaeT
IIPOTE0JIMTUYECKON aKTUBHOCTBIO, FeTepOMYIbTUMEPHBIH riukonporenH HSGPLI1 us3 A.
heterophyllus Bo3neiicTByeT Ha BHyTpeHHHIA TyTh KOATYJISIIUU B KAYECTBE HHTHOMTOpA CEPUHOBBIX
MPOTEHHA3 U, KaK OBbLJIO MOKa3aHO, CHI)KAET aKTUBHOCTH (DakTopoB cBepThIBaHMs kpoBH Xla u a-Xlla

yenoBeka [232].
3. 3aoicusnenue pan

Pana — 310 TpaBMa, Ipu KOTOPOH MPOU30LLUIO HAPYIIEHUE LETOCTHOCTH dnuTenus. B
KJIACCUYECKON MOJIENH 3a)KUBJICHUS PAH UMEETCS YETBIPE MOCIIE10BATENBHBIX, HO
MEPEKPBIBAIOLINXCS Tara: reMoCcTa3, BOCHaleHHe, MpoJudepalys U peMoIeIupoBaHue. IOTu ¢a3bl
BKJTIIOYAIOT B ce0s1 00pa3oBanue (puOpUHOBOTO CTyCTKa, YCTaHOBJIEHHE HMMYHHOTO Oaphepa,
pacTtBopeHue pUOPUHOBOTO CTyCTKa, YAAaJCHUE MEPTBBIX TKaHEH, aHTMOT€He3, CHHTE3
BHEKJICTOYHOTO MaTpUKCa M pa3BuTHE HOBOTO snutenus [233]. Mcnons3oBaHue narexca Juist
32)KUBJICHUS paH ObLJIO MOMYJISIPHO C APEBHUX BpeMeH. DPPEeKTUBHOCTH UCIOIB30BAHMUS JIATEKCA
CBsi3aHa C OOJIBIIUM KOJMYECTBOM MPOTEUHA3 CO CIIEIU(PHUECKON aKTUBHOCTBIO, YUUTHIBAsI, UTO
3HaueHust pH B oOnmactu paH BapbUpyIOTCS OT 5 1 HUXKE (MMoBepXHOCTHEIC) 110 8,0 (TiryOokwme).
I'emoctarnueckuii 3phext mpoTenHas OCHOBaH Ha akTUBALUU 3uMorena FX nmocpeacrsom
MPOTEOJM3a, KOTOPBI MPUBOAUT K €ro akTUBHpoBaHHOH dopme FXa (cepuHoBast mpoTenHasa),
KOTOpasi, B CBOIO 04epe/ib, 00eCIIeunBaeT MpeBpalieHne IpoTpoMOrHa B TpoMOUH. briio moka3aHo,
YTO CMOCOGHOCTH paciienIaTh FX XapakTepHa 11 nanausa u ¢pumuna [212], oqnako Ca?* u Mn?*
HeoO0X0AUMBI JUisl cTabmin3anuu FXa: ux oTcyTcTBUE MPUBOINT K JaibHeHIeMy paciieruienuto FXa

(bUIHOM.

[Tporennassl u3 natekca C. gigantea crocoOHbI pacuieisaTh GUOPUHOTEH ¢ 00pa3oBaHHEM
BOJIOKOH (puOpHHA, KOTOPbIE SBISIOTCSI OCHOBOM CI'yCTKOB KpOBH. TeM He MeHee, OH BhI3bIBAET
KPOBOTEUEHHE B BHICOKUX KOHIICHTPALIUAX, TaK KaK OH Takke oOsangaeT GpuOpHHOINTHIECKOM

akTUBHOCTBIO [234]. Takas TpoOMOMHO-TIOAOOHAsI aKTHBHOCTh XapaKTepHA U JUIS JTATCKCHBIX
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npotenHas u3 S. grantii u W. tinctoria, koTopbie ObLTH BBIJICIICHBI U 0XapaKTEPU30BaHbI KaK
CEpUHOBBIC, U IIMCTEMHOBOM TpoTeasbl pergularain e | u3 narekca P. extensa [235,236]. bosee Toro,
ucciae0BaHus N Vitro Ha MOTMHUIIMPOBAHHON CMEIIAHHOW KYJIbTYpe TMM(OIMTOB OKA3aJIH, YTO
OpoMeTavH U ManauH ClocOOCTBYIOT YBEIMUCHHIO MPOIYKIUHU 1L-6, KOTOPBIi SBISETCS BaXKHBIM
Y4aCTHUKOM MMMYHHOTO OTBeTa Ha MoBpexaeHue [237]. OnHako 3TH pe3ynbTaThl He COTIACyIOTCS C

UCCJICIOBAHUSMU aKTHBHOCTH OpOMeENanHa Moclie epopaibHoro nprema [238].
4. Obpabomxa 03#co208

[TpucyrcTBUE MEPTBOM TKaHHU SIBISIETCS OJHUM U3 HanOoJiee BaXXHBIX (PakTOpOB MH(MEKIIUU
IIPU 0KOTaX, 1 OCOOCHHO MPH 0KOTaX TPEThEeH CTENEHH, MOCKOJBbKY SBISETCS UCTOYHUKOM
MHTOKCUKAIIUH, CO3/1aBasi OMaronpusTHBIE YCIOBHS Ul POCTa MHOTHX HAaTOT€HHBIX OaKTEepHil.
[TosTOoMy BaXKHOM 3ajaueii ABIsSCTCS paHHEE ylaleHHe MEPTBBIX TKaHel 0e3 yiiepoa s 370poBOi
KOokH. B HacTosimee Bpems 0)koTu 0OBIYHO JIedaT KOMOMHAIMENH XUPYPIHUECKOTO U XUMHUYECKOTO
neuenus. O6paboTKa paHbI JIEKAPCTBEHHBIMU BEILIECTBAMHU, KOTOPAs TIO3BOJIAET U30€XkKAaTh
XAPYPrUYEeCKUX HEJJOCTATKOB (TaKUX Kak O0JIb U MOTepsi KPOBH), TpeOyeT OOJIbIlie BpeMEHH U
MOBTOPHBIX BO3JICHCTBHIA IS yAaJIeHUS HEKPOTHUECKoi TkaHu. C cepeIrHbI MPOIIOTo BeKa yIeHbIe
u3ydanu (epMEeHTHl U3 Pa3HBIX HCTOYHUKOB, KOTOPHIE MOTJIM Obl IPUMEHSTHCS IS
(bepMeHTaTUBHOTO JicueHus 0okoToB [239]. B uacTHOCTH, OBLIO MTPOBEAEHO MHOTO HUCCIICAOBAHUIA,
OOBSICHAIONUX UCTIOIb30BaHUE MTPOTEHHA3 OaKTEPHATLHOTO IPOUCXOXKICHHUS, B OCHOBHOM U3
Clostridium histolyticum u Bacillus subtilis [240] u pactuTenpHbIX TPOTEHHA3; B OCHOBHOM 3TO

narnavH u OpomenaunH.

PacTturenbHble MPOTEHHA3b], UCIIOIb3yEMbIE IS JICUSHUSI 0’KOTOB, THIPOJIU3YIOT OENKU
KOKH, TaKh€ Kak KoJuiareH | tuna (1iens A a7 nanavHa), a TakKe OMEPTBEBIINE U HEKPOTHUECKHUE
TkaHu. pH obnactu oxxora Bapeupyercs ot 7,9 no 8,5 [241]. Cmeck pepMEHTOB MananHa aKTHBHA B
mupokom auamnaszone pH ot 3,0 no 12,0 u nposiBasier MakcuMaibHyt0 akTuBHOCTH Ipu pH 4,0-7,0 n
temnepatype 37 °C, Torzna kak cMech OpoMeIanHOB pacleIuisieT cyocTpaTsl B auanaszone pH ot 5,5
1o 8,5 [242]. [1anauH cTan OHUM K3 NEPBBIX (EPMEHTOB, KOTOPBIE OBUIH MCCIICIOBAHbBI HA MPEIMET
MCTIOJIb30BAHMUS TIPH JICYEHUH 0K0T0B. CMech nmarnanHa, MOYEBUHBI U XJIOPO(DMIIMHA POIAIOT KaK
npenapar Panafil, kotopsrit y:xe noctynwi B mpoaaxy [243]. OngHako KCHoab30BaHKe
aJIbTEPHATHBHOTO JIEKAPCTBEHHOT'O CPECTBA HA OCHOBE MOYEBHHBI U TallanHa 1oJ1 Ha3BaHUEM
Debridace MoxeT IpUBECTH K TaKUM HEOIaronpusaTHeIM 3QeKTaM, Kak BHICOKasi TEMIIepaTypa u

0otk [244]. Debricin Ha ocHoBe durrHa 3(PEKTUBHO pa3pylIaeT MEPTBBIC TKAHH 0’KOTOBBIX 30H

[245].
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Cmech OpoMenanHOB SBJISIETCS OJHUM U3 Haubosiee 3 (HEeKTUBHBIX SH3UMATHUECKUX CPE/ICTB
neueHust 0xoroB. KieitH n3yuan npuMeHneHne OpomMenanHa B JIEYEHUH 0XKOToB, HauaToM B 1960 .
CortacHo ero uccieoBaHusM in Vitro, opoMenann ObuT Hanboee SPPEKTUBHBIM M3 U3YYCHHBIX B TO
BpeMs pepMeHTOB [246]. BpoMenann ObIcTpo 1 3P PEKTUBHO paziarai 03KOTOBbIC ()parMeHTHI
TpeThel crernenu npu temmneparype ot 37 no 38 °C. JlanpHeliue nucciae0BaHus IPUBEIH K
pa3paboTKe METOa BhIJICIEHUS] OpoMeanHa, KOTOPbIil BIIOCIIEACTBUN CTaJl UCHOIB30BATHCS B
3 PEeKTUBHON CMECH, 3alaTeHTOBaHHOM 101 Ha3BaHueM Debridase [247]. DddexkTuBHOE ynaneHue
HEKPOTUYECKOM TKaHU B TeueHue 4 yacoB ¢ nomoiuisio Debridase Takxke crioco6cTBoBano 0oee
OBICTPOIi pedNMUTETN3ANN TOBPEKICHHOM KOXXH U YMEHBIICHHIO IIJIOIIAU paHbl, TpeOyromiei
tpancmanTanuu [248]. Kpome Toro, ObUI0 MoKa3aHo, 4To Obliia MOBbIIIeHA 3P (HEKTHBHOCTh OYHCTKU
ot crpyna ¢ komOuHanuei Debridase ¢ ynprpassykom [249]. HenaBHo ObLT pa3paboTaH HOBBIi
mpernapar Jj1s JISYeHUs! 0)KOroB Ha OCHOBE OpoMenanHa 1o HazBaHueM NexoBrid, koTopsiii Takoke
oOnagaer BhICOKOM 3(GEKTUBHOCTHIO B yaieHuu oxxorooro crpyna [250]. MccnenoBanus,

cpaBHUBaroIIKe 3PPeKTUBHOCTH U 6e3onmacHocTh Debridase n NexoBrid, emie He mpoBOAMIHCE.

brino nokazano, 4To ABE Apyrue LUCTEUHOBBIEC TPOTEHHA3bI, AHAHAMH 1 KOMO3auH, TaKXKe
MPHUCYTCTBYIOIINE B COKE CTeOIel aHaHaca, HO B HEOOJIBIITUX KOJTMYECTBAX, YCIIEITHO pa3iararmr
HEKPOTHUYECKYIO TKaHb [251]. OnHako, BEpOSITHO, M3-3a HU3KOTO BhIX01a (pepMEHTa MPU OUHCTKE,

OBLIO TOPa3/I0 MEHbIIIE CTIBITAHUI HA MPUMEHEHHUEe ATUX pepMeHToB, yeM Debridase.

HC,Z[aBHO, AKTUHUJWH, IIPOTCUHA3a U3 IJIOJOB KHUBH, KOTOpBIﬁ paHeC UCIIOJIB30BAJICA B
KauCCTBC pa3MATIUTCIIA MsCa, OBLI BIICPBBIC UCCIICAOBAH B OTHOIICHWUHU JICHCHUS OJKOTOB. bruio
BBIABJICHO, YTO AKTUHUAWH ITPOSBJIACT GaKTepI/IHI/I,Z[HBIC CBOMCTBA U YMCHBIIACT PaHbI MMOCJIC CaHAlUN

pH JICUCHUH 03KOT0oB [252].

Kax ObL10 CKa3aHO paHee, HUCTEHHOBAsI IPOTEUHA3a U3 MIICHUIIBI . aestivum, TpuTHKanH-o,
TaKxke 00J1a/1aeT KOJUIar€HOJIUTHYECKOW aKTUBHOCTBIO, 3 (EKTUBHO THAPOIN3YS OBIYMIA KOJIareH

koxu ripu 37 °C u nuanazone pH 3,5-6,5 [170].
5. Vxo00 3a pomosoii nonocmwio

Kapuec sBisiercss oqHIM 13 HanOoJiee pacrpoCTpaHEHHBIX 3a00JI€BaHUH TTOJIOCTH pTa U
xapakrepusyercs pH, MeHbIIMM WK paBHBIM 5,5. XMMUKO-MEXaHUYECKOE yAJICHUE Kapueca
OCHOBAHO Ha NPEABAPUTEIBLHOM Pa3MATYCHUH ITIOPAKEHHOTO IEHTHUHA C MOCIIEIYIOLIUM
BbIckaOmBaHueM. Cocko0 He TOJIBKO yIaIseT BEPXHHI CIIOH, HO U AEMUHEPAIU3YyeT BEpXHHE
HECKOJIKO MaKpOMETPOB, 0OHakast BOJIOKHA KOJIIareHa, 1ol KOTOPbIMH HaXOUTCSI ICHTHH.

CymiecTByeT Tpu TUIA KOJIJIAr€HOBBIX BOJIOKOH: KosutareHoBblie Tumbl [, 111 u V. Kosmarenosie
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Oenku 00pa3yroT CeTH, KOTOphIe HEOOX0AMMO THAPOIU30BaTh IpH yraneHuu kapueca [253]. [lepBoie
IpernapaTsl Uil XEMOMEXaHUYECKOTO yAalleHHUsI Kapreca 3yO0oB ObLIM OCHOBAHBI HA TUTIOXJIOPUTE
natpus (NaOCl), runpokcuae natpus (NaOH) u xnopune narpus (NaCl) [254]. [To3nuee B
bpasunuu 0611 pazpaboTaH mpenapart 1moJ Ha3BaHueM Papacarie, B 0CHOBE KOTOPOTO JIeXKallH MaraunH,
XJIOPaMUH U TOJYUAWHOBBINH cuHui [255]. [Taman runponu3yetr 4acTHYHO pa3pylICHHBIC MOJICKYJIbI
KOJIJTareHa B MOBPEX/IEHHON TKaHM, TaK KaK He 00JIaZjaeT aHTUIIPOTEMHA3HOH aKTUBHOCTBIO U, TAKUM
o0pa3oM, coXpaHseT IeMUHepaIn30BaHHbIN TeHTHH. Kpome Toro, marnauH cokpaiaeT Bpems
BOCCTaHOBJICHH TKaHell. Papacarie xapakTepusyercs aHTHOMOTHYECKOI aKTUBHOCTBIO, B OCHOBHOM
B oTHomIeHun Streptococcus mutans u Lactobacillus, a Taxke mpoTHBOBOCHATUTEIEHBIMU
corictBamu. ['enb Papacarie — 3To MeHee MHBa3UBHBIN METO/T JICUCHHUSI Kapueca, U, IIOCKOJIbKY OH
YMEHbIIaeT NOTPEOHOCTh B aHECTE3UH, UCTIONb3yeTcs i Aereil. B 2013 roxy nnauiickue ydeHble
NIPEUIOKUIIM HOBBIH, OoJiee JeleBblid mpenapatr Ui XeMOMEXaHUYEeCKOTo yIaJeHHus KapHeca,
Ha3BanHbIi Carie Care. Carie Care moxoxa Ha KoMno3unuio Papacarie, Ho oTinudaeTcs Giarogaps
no6asiieHUI0 3GUPHBIX Macen u3 pactenuii [256]. [Ipu cpaBHEHUH 3TUX TPOAYKTOB OBLJIO TIOKA3aHO,
yro Papacarie OpIcTpee ynanser kapuec U 00JiaiaeT 6oJiee CHIIbHBIM aHTHOAKTEPHUATbHBIM
nerictBueM. TOYHO Tak ke OpoMeNanH MIMPOKO UCIOJb3YETCsS B CTOMATOJIOTHH U3-3a €T0
KOJUTareHOJIUTUYECKON akTUBHOCTH. OH OBLJI HCCIIEI0OBAH HA ACTIPOTCHHU3UPYIOIIEe JEHTUH

CBOWCTBA ¥ MPHBEJ K YIAJICHUIO KOJIJIareHOBOM cetu [253].

OtOGenuBanue 3y00B SIBISETCA €Il OJHUM MPUMEHEHUEM PACTUTEIbHBIX IPOTeHHA3. bbiIo
MOKa3aHo, YTO MaravH 1 OpoMesiauH 00J1a1al0T OTOSIMBAIOIMMH CBOMCTBAMH, TaK KaK yIAJISIOT
OenkoBbIe YacTH 3yOHOTO Hasera [257]. OnHako, MOCKOJIBbKY MarnanH U OpOMEIanH SBIISIOTCS

(bepMeHTaMI/I, CPOK TOAHOCTH MACThI OTPAHUYICH.

6. AumumuxpobHvle ceoticmea

6.1.AuTHOaKkTepruanbHbIE CBOMCTBA

HexoTtopele pacTuTelbHbIe MPOTENHA3bl 001aJaI0T aHTHOAKTEPUATBHOM aKTUBHOCTBIO.
Ilanaun n 6pOMeJIaI/IH IIoKa3aJin 6aKTepI/IL{I/I,Z[HyIO AKTUBHOCTH B OTHOLICHHHU I'PAMITOJIOKHUTCIIbHBIX
oakrepuii Alicyclobacillus sp. [Tanaun Takke U3BeCTeH CBOCH aHTHOAKTEPUAILHOW AKTUBHOCTBIO B
OTHOIIICHUH HeCKOJIbKUX mTammoB B. subtilis, suteponarorenos Enterobacter cloacae, Escherichia
coli, Listeria monocytogenes, Salmonella typhimurium, Staphylococcus aureus, Proteus vulgaris,
Pseudomonas aeruginosa u Klebsiella pneumonia [258].

BeposiTHO, uTO MHTHOMpYIOLIasi aKTUBHOCTD MananHa U OpoMeNanHa B OTHOLICHUN OaKkTepuit

CBsA3aHa C UX TPEXMEPHOU CTPYKTYPOM ¥ aMUAA3HOMN U dCTEPA3HOU, HO HE INIPOTEOIUTUYECKON
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aKTHBHOCTBIO [259]. CBs3aHHbIE C JICYNIENITHHOM, 3TH MPOTEHHA3bI IEMOHCTPUPOBAIIN OJHHAKOBBIH
YPOBEHb aHTHOAKTEPHAIBHOM aKTHBHOCTH, YTO TIOAPAa3yMEBAET TO, YTO OTCYTCTBUE
NPOTEOJUTUYECKAsi aKTUBHOCTH HE BIIMSET HA aHTHOAKTepUalibHbIE CBO¥cTBA (hepMeHTOB. BhLIO
MOKa3aHo, YTO TMananH U OpOMeTanH CHHEPTUIECKH B3aUMOJICUCTBYIOT JPYT C APYTOM H C HU3UHOM —
MOJIUIUKJINYCCKUM aHTHOAKTepUAbHBIM TIenTUI0M. OTHAKO TOYHBINH MEXaHU3M
AHTUOAKTEPUATIBHOTO JICHCTBY NarmanHa u OpoMenanHa 70 cux nop Hesicen. Kpome toro, Obu10
POJEMOHCTPUPOBAHO, YTO MANauH noriomaet 1,1-1udeHun-2-muKpuaruapa3uiruIpoKCUIbHbIC U
CYIEPOKCHIHBIC PAIUKAIIbI U CHIKAET BbI3BaHHBIN H202 okucuTensHbiil cTpece y mrammoB E. coli
[260]. ArTUMEUKpOOHas akTHBHOCTH poTHB Pseudomonas aeruginosa ATCC 27853 Gbiia
npoaeMoHcTpupoBaHa 1t AMP48 u3 narekca A. heterophyllus, Ho TouHBIi MexaHH3M ellie He

HUCCICIOBAH.

6.2. IlpoTuBOrpuOKOBEIE CBOUCTBA

CooOmraercst 0 MPOTUBOTPUOKOBBIX CBOMCTBAX JIBYX aclaparnHOBBIX mpoteas S. tuberosum
(StAP1 u StAP3) mpotus criop Fusarium solani u xuct P. infestans [261]. B cooTBeTcTBHU C STHMH
npoOiemamu StAP1 cHmkan xku3HecnocoOHocTh criop F. solani mo30-3aBucumMbiM 00pa3om u ObLI
IIPUMEPHO B J1Ba paza 6oisee 3¢pdexruBubiM, yeM StAP3. Kpome Toro, 11t HHTHOMpPOBaHUS
npopacrtanus P. infestans va 50% tpebyercst mpubim3uTensHo B 70 pa3 MeHbIask KOHIICHTPAIIHs

StAP1, uem StAP3.

OmnucaHbl aHTHIIPOJIU(EPATUBHBIC CBOWCTBA 3UHTUIIAWHA, IIICTEHHOBOM MTPOTENHA3HI U3
kopHeBuL Zingiber ottensii, mpoTuB rpuOKOBBIX, OaKTEPUATBHBIX U 3JI0KAYECTBECHHBIX KIICTOUHBIX
nuHMN yenoBeka [262]. AMP48 takxke MpoeMOHCTPHPOBAJia CUIBHYIO IIPOTUBOTPHOKOBYIO
akTUBHOCTH B oTHOIIeHnu Candida albicans, koTopsrlit siBisieTCst OTHUM U3 Hanbosee
pacnpoCTpaHEHHBIX MATOI'€HOB YEJIOBEKa, U HUKAKOW aKTUBHOCTH B OTHOIICHHH MEHEE MaTOT€HHOTO

Candida tropicalis [263].

7. Paccmpoiicmea nuwesapenus

7.1.KenynoyHo-Kunieynble UHPEKIUU U SI3BbI

PactuTenbHble MPOTEMHA3BI UCTIONB3YIOTCS MPH JICUCHUH JKETYA0YHO-KUIIEYHBIX HH(EKITHIA,
BBI3BaHHBIX HeMaTojaMu. Kak )KMBOTHbIE, TaK U JIFOM, UMEIOIIUE OTHOLIEHUE K CEJIbCKOMY
XO3SIICTBY, CTPAAAIOT OT TaKWX WH(pEKIHit Bo BceM Mupe. HekoTopbie IUCTEHHOBBIE MPOTEUHA3HI U3
pacTeHui 00JIaJal0T AHTUTEIIBMUHTHOW aKTUBHOCTBIO [264]: OHM crTOCOOHBI pa3iaraTh KyTUKYITY
Hematon nipu pH 7,4. Bbuto moka3aHo, 4TO OYHUINEHHBIH (DUIIMH, TAITAWH, XUMOTIATIalH, SKCTPAKTHI

ETUIIETCKOro JIaTeKCa MOJIOYasi M 9KCTPAKTHI, coJiepKalue Opomenant, 3pQeKTUBHBI IPOTUB
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Hemaroz Heligmosomoides polygyrus mo cpaBHEHHIO ¢ KOHTPOJIBHBIM MUPAHTEN TAPTPATOM C
JI0Ka3aHHOM aHTHTeIIbBMUHTHOM aKTUBHOCTHIO [265]. HaTypanbHbie aHTUT€IbBMUHTHBIE ITPETIapaTh
SIBJIIFOTCSL XOPOIIEH albTEPHATUBONM CHHTETUUECKUM JIEKAPCTBAM, K KOTOPBIM HEMATOIbI YIKE

npuoOpenu yCTOWIMBOCTD.

[MTamann ¥ ECTEeMHOBBIEC TIpOTerHA3kl M3 Carica candamarcensis oka3bpIBarOT 3alIUTHOE
JeWCTBUE HA MOJICNIN SI3BEHHON OO0JIE3HH JKEITy/IKa KPBIChI: OH BOCCTAaHABIMBAET PABHOBECHE TAKHX
coenuneHui, kak HCL, 3TaHO0II, TIENCMHOTeH U 3alIUTHBIX areHTOB, TAKUX Kak OMKapOOHAT,
NpoCTarjaHauHbI U T.J1. [266] BpoMenanH Taxoke mokasan ObICTPOE YIIydIIEHHE CHMIITOMOB TIPU

JICUCHHUH SI3BEHHOTO KojuTa [267].

7.2 llenuakus

[ToTreHanbHOE YH3UMATHUECKOE JICUCHHE LEIMAKUU BKIIOUACT UCIOIb30BAHNE IIMCTEHHOBOM
MPOTEHHA3bI TPUTHKaWHA-0 U3 T. aestivum [170]. [lenuakust npencTaBiseT co00it ayToMMMYHHOE
3a0oJIeBaHKe, BCTPEYAIOIIeecs: Y TeHETHUECKH MPEIPACIIOIOKEHHBIX JTroiel, nMmeronux HLA-
DQ2/DQ8 amnenu, U CBI3aHHOE C HETOJIHOM SK30I€HHOMU JeTpaaiueii rIFTeHa — COBOKYITHOCTH
3amacHBIX OCJIKOB 3EPHOBBIX PACTCHUH, TAKUX KaK MIICHHIIA, SIMEHb, POKb 1 oBec [268].
['cTonaToIOrnuecKue CUMITOMBI LIEIMAKUHU BKITIOYAIOT HapYIIEHUE BCACHIBAaHUS MTUTATEIbHBIX
BEIIECTB B TOHKOM KHIIIEUYHUKE, aTPO(UI0 BOPCHHOK, TUIIEPIUIA3UI0 KPUITHI, YCUICHUE
MHOWIBTPALUU UHTPAINUTEINATIBHBIME TUMQoruTaMu. B HacTosIee BpeMst TOJIBKO OJUH MOAX0 K
JICUEHHIO LIETTMAKUU JIOKa3al cBoio apdexkruBHOCTh — BI'Jl, moapazymeBaromas HCKIIOYEHUE U3
NUTaHUA TIIOTeH-coiepxkatieit numu. OxHako, HeCMOTps Ha cBOIo 3(dekTuBHOCTH, BI'/] MeeT cBon
Hegocratku [269]. B ¢Bs3M ¢ 3THM, MHOT0OOCIIAIONIAM IOIX00M K JICUCHHIO HETHAKUH SBIISICTCS
SH3UMAaTHYeCKas Tepamnus, HalpaBJIeHHas: Ha BOCIIOJIHEHHE HEIOCTATOYHONW POTEOJIUTHIECKOM
aKTHBHOCTH WX 3aMeny aedexTHoro gepmenta [270]. bbuio mokazaHo, 4TO TPUTUKAWH-0L
3 PEKTUBHO PACIIETIISIET OCHOBHBIE TOKCUYHBIE IETITUIBI, TOJydSHHbIE U3 INIIOTeHA. DTOT (hepMEHT
akTuBeH B auana3zone pH ot 3,4 1o 6,5 U yCcTOWYMB K IPOTEOIHU3Y, OCYILECTBIIEMOMY MEIICUHOM,

4TO ACIACT BO3MOKHBIM MEPOPATILHOC BBECACHNUEC 3TOT'O (bepMeHTa B XOA€ JICUCHHUA LICIIMAaKNU.

Jpyroi npoTeMHa3HONW KOMIIO3UIIUEN, UCIIOIb3YEMOM B JICUCHUU LICJIMAKUY, SBIISETCS
ALV003 na ocHoBe cMecu rimoreHasbl EP-B2, nonydueHHON U3 suMeHs, ¥ MPOIMIISHAONENTHAA3Hl U3
Sphingomonas capsulata [271]. Beuto moka3aHo, 4To 3Ta INIFOTEHA3HAs CMECh YCIICIITHO Ocaa0sieT
BBI3BaHHOE IJTIOTEHOM IMOBPEXKICHUE CIU3UCTON 000JIOYKH Y MALMEHTOB C LieInakuel. B HacTosmee

BpeMst ALV003 npoxoauT KIMHUYECKUE UCTIBITAaHUSI.
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7.3. Ipyrue eayI04YH0o-KUIIEeUHbIe 3a00J1eBaHus

PactuTenbHble 3KCTPAKThI YaCTO UCHOJIB3YIOTCS AJIs JIEUEHUS JKENyJ0OUHO-KUIIEUYHBIX
3aboneBanuii. Hanpumep, conon (3kctpakt Sophoradin), skcTpakT ceMsiH aMapaHTa, SKCTPAKT CeMsTH
rpeindpyra 1 KarncauyH (IKCTPAKT Meplia YHIK) ObUIA UCCIIE0BaHbl Ha FaCTPONPOTEKTOPHOE
BO3JICHICTBUE Ha OCTPBIE MOPAKEHUS JKEITyIKa, BbI3BAHHBIE arpeCCUBHOM KOHIIEHTpALMEH 3TaHOIa
[272]. BpomenanH 61aroapsi LIMPOKOMY AHMATIa30HY ONITUMAJIBHBIX 3HaYeHUi pH Moxer
HCII0JIb30BAThCA KaK B JKEIYJKE, TAK U B TOHKOM KHUIIIEUHUKE. bpoMenanH ucronb30Baiics B KaUECTBE
MUIIEBAPUTEIBHOIO IIpenapaTa B ciydasiXx SK30KPHUHHON HEOCTATOYHOCTH MO KETYJOUYHOM KeENe3bl
[273] u Mor 3aMeHUTH METNICHH U TPUIICHH. BpoMenanH B COYETaHHH C KEITYbIO BOJIA U MAHKPEATHHOM
oueHb A(PPEKTUBEH I CHIDKEHUS SKCKPEIIMH KUPOBOTO CTYJIA y MAllMEHTOB CO cTearopeeit
MOKETYA0YHOM Xkene3bl. OH TakKe yBEIMYMBAET MOTJIOIIEHUE PaJUO0aKTUBHOM cepbl Ha 50% u
rimoko3amuHa Ha 30-90%, yimyuinas 3aKMBJICHHE CITU3UCTOM xenynka [274]. Bpomenann
MHTUOMPYET MPUKPEIJICHHE SHTEPOTOKCHHA K TOJICTOM KUIIEYHUKE, TEM CaMBIM IIPEIOTBpaIast
BBI3BaHHYIO SHTEPOTOKCHHOM Jnapero [275]. OH Takke MposBiIsieT MPOTHBOBOCIATHTEIbHBIC
CBOICTBA MPH BOCHATUTENBHBIX 3200JICBaHUSX KHIICUHUKA, CHIKAST KITMHUYECKYIO U

THCTOJIOTHYECKYIO TSHKECTh 3a00JIeBaHus y Mbllei [276].

KpOMe TOTr0, MUCTCUHOBLIC ITPOTCHUHA3BI U LCIIIIIOJIA3bl UCITOJIB3YIOTCA AJId JICUCHUA

¢uT00€30apOB, BO3HUKAIOLINX B CUCTEME MUIICBAPCHUS CEIbCKOXO03SMCTBEHHBIX )KUBOTHBIX [277].
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MaTepnanm H ME€TOAbI

1. ®PujaoreHeTMUYeCKUIl AaHAIU3 ceMeliCTB MPOTENHA3 MIIEHUIbI

[TonHbIii HAOOP OENKOBBIX MOCIE0BaTEIbHOCTEH yist T. aestivum (n = 154 140) ObL1 noyueH

u3 0a3bl JaHHbIX reHoMa Ensembl (ftp://ftp.ensemblgenomes.org/) [278]. [nst paGoThl HCoIb30BaIN

caMbIil CBeXHi pentu3 reHoma mireHuIs (penu3s 39). benkoseie mocnaenoBaTeabHOCTH, Kopoue 200
AMHHOKHUCIIOTHBIX OCTaTKOB, ObUIN OIyIIeHbI. BbUIN UCKITIOUEHBI O€IKH, KOTOPBIE CoepKanu Ooee
YETBIPEX HEONPEEICHHBIX aMUHOKUCIOTHBIX OCTaTKOB (TO ecTh X XXX, rae X — HeonpeaeaeHHbII
AMHUHOKHCIIOTHBIN 0CTaTOK). Tarxke ObLIN OIYIICHBI JF0OBIE TOCIEI0BATEILHOCTH B HA0OPE IaHHBIX,
OTJIMYAIOIINECS MEHee YeM Ha 5% HyKICOTUIHOH nocieaoBaTensHocTu. Habop oToOpaHHbIX
nocienoBaTeabHoCTel (n = 66615) ObLT MpoaHaTM3UpPOBaH C UcHoIb30BaHueM nakera HMMER

3.1b2 (http://eddylab.org/software/hmmer/hmmer-3.1b2.tar.gz) [279] mwis Toro, 4To0OBI ONIPEIEIUTH

ToMeHbI 3 06a3bl JaHHbIX Pfam B Genkax mpoTeoma MIeHUIIbL.

[TocnenoBarenbHOCTH OETKOB OBLITH pa3/eNieHbl Ha CEMEWCTBA MPOTENHA3 B COOTBETCTBUU C
UX aHHOTAIMSIMU K IoMeHaM 0a3bl qanHbIX Pfam: unentudukarop «Peptidase_C» ompenensin Oenok
Kak IIMCTEHMHOBYIO MpoTenHa3y; «Peptidase_M» — kak meramnonpoTennasy; «Peptidase_S» — kak
cepuHOBYIO nenTuaasy; «Peptidase A» u «TAXi » — kak acnapraTHbIe eNTUAA3bL; U «Proteasome»
— KaK TPEOHMHOBYIO nentuaasy. IlocnenoBarenpsHoCTH, COAEpkKAIIUE ITH JOMEHBI, AHAJTU3UPOBAIIH C
nomo1nbio nakera HMMER 3.1b2 ¢ ucnonb3oBanuem moporooro 3HaueHusi E-value, pasuoro 10,
CoOTBEeTCTBYIOIIKE TOMEHBI SBIISTHCH (PparMeHTaMH MOJIHBIX OEJIKOBBIX MOCIEI0BATEIBHOCTEH.
Bbbun mpuMeHeHsl pa3InyHbIe MOPOTOBBIE UTHHBI I Pa3HbIX ceMelcTB nmpotenHas: 200
AMUHOKHCIIOTHBIX OCTaTKOB JIJIsl CEMEWCTB LINCTEMHOBBIX U CEPUHOBBIX IIpoTenHas; 150
AMUHOKHCIIOTHBIX OCTaTKOB JIJIsl CEMEWCTB METAJIONPOTENHA3 U aclapTaTHBIX npoTenHas; u 100
AMUHOKHCIIOTHBIX OCTaTKOB JIJIsl CEMEWCTB TPEOHMHOBBIX NpoTenHas. Mcnosb3oBanu cepsep MAFFT
JUI BBIPAaBHUBAHUS COOTBETCTBYIOLIUX JOMEHHBIX MIOCIIE0BATEIbHOCTEN

(https://mafft.cbrc.jp/alignment/software/) [280]. DBostoLIMOHHBIE PACCTOSIHUS OBLITH MTOCUNUTAHBI C

ucnoab3oBanuem Meroa Neighbor-Joining, peanuzoBanHoro B MEGA7

(https://www.megasoftware.net/) [281]. JloctoBepHOCTh AepeBbEB OllCHUBAIOCH 110 100

MOBTOPHOCTSAM OyTcTpama. beuin Hcnoibp30BaHbl OyTCTpIN 3HAYCHUS, TpeBbimaronye 70.
duroreneTnvecKue AepeBbs OBUIM BU3YaIH3HUPOBaHbI ¢ moMouibio FigTree (v. 1.4.2)

(http://tree.bio.ed.ac.uk/software/figtree/).
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2. Hcnoub3oBaHHbIe B padoTe MaTepHAJIbI

2.1. Conu u peaxmugwi

Tpuc, rnumnus, B-mepkanrostaHod, goaeuniacyasgpat varpus (JJCH), 6pomdeHonoBslii cHHUH,
TIIMIEpUH, akpuiiamu, nepcynbdat Harpus, TEME]], 6opHas KucioTa, 1e30KCHHYKIC03UI-5'-
tpudocdarsr (ANTP), stunenanamunterpaykcyctas kuciora (9JTA), MES, MgCl,, PIPES,
HEPES, KOH, CaCl,, KCI, MnCl,, NaHPO4, KH2PO4, NaCl, numeruncynsdokeun (IMCO),
KMnO4, Tween-40, Tween-20, Silwet-77, pudpaMnunmH, CTpENTOMUIIMH, CIIEKTHHOMUIIHH,
alleTHCUPHHTOH, anerar Hatpusi, tutuotpudtol (ATT), stuaunit GpoMua, 06e3B0KEHHOE MOJIOKO,
tabnerku gocadrHoro Oydepa (PBS), merano, ximopohopm, MOYeBUHA, YKCYCHAsE KUCIIOTA,
MypaBbHHAs KHCIOTA, CATUIIMIOBAs KHCIOTA, alleTOHUTPUIL, arap, araposa, Ipox KeBOM IKCTPAKT,
TPUNITOH OBUIM KyIUIeHBI y mponsBoauTenei Sigma Aldrich, Thermo Scientific, Merck, Difco,
Helicon, /luaM, Amresco, GE Healthcare, Fluka, Qiagen, MP.

2.2. Jlunuu pacmenuti
Copra Xakacckas u Jlapbs nimenutis T. aestivum, iro0e3no npenocrasiennsie B.I'. JxaBaxueii.
N. benthamiana L, nro6e3no npenocrasientbie A.I'. ColOBbEBBIM.

2.3. LLImammbl npokapuom u namoz2eHos nuleHuybl
IIramMm E. coli XL1-Blue, Invitrogen

[rammer Agrobacterium tumefaciens C58C1 u GV3101, nro6e3Ho npenocrabieHHbie A.T .

COJIOBBEBBIM.

S. nodorum (Berk) (mramm B-24/MC2 u3 IN'ocynapcrBentoi Kosutekinn @UTonaToreHHbIX

Muxkpooprannzmos BHUN®).
P. recondita Rob. ex Desm f. sp. tritici (HwkueBomkckas nomyssiust 757 uz3 TKOM BHUN D).

2.4. Bexmopul u niazmuowvl

pLH7000delta(+), Invitrogen

pLH7000delta(+)-p19

pLH7000delta(+)-Triticain(wt)

pLH7000delta(+)-Triticain(C154A)

pLH7000delta(+)-SICys8, mobe3no mpenocrasiennas Dr. Philippe Varennes-Jutras.

o M W Dh P

Cunres OJIMT'OHYKJICOTUAOB U CCKBCHUPOBAHHUEC OCYHICCTBIIAIIN B KOMITAaHUN EBpOFeH.
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2.5. Aumumena

1. TlonukinoHaJlbHBIE AaHTUTENA K TPUTHKAUHY-0. U3 KPOJIMKA, JII00e3HO mpenoctaieHHbie H.K.
TuxoMupoBoOu;
2. TlonuknoHaNbHBIE aHTUTENA U3 KO3BI K KPOJIMYBUM OeJIKaM, KOHBIOTMPOBAaHHBIE C MTEPKOCH1a301

xpena, ab6721, Abcam, USA.
3. Cocmaent 6yghepos u cpeo

3.1. Byghepul, neobxooumvie 05 snekmpogopesa 8 noruakpunamuornom ceie (INAAI)

1. Tpuc-rmuuunoBsIi Oydep: 20 MM Tpuc-HCI, pH 7.5; 50 MM raunus;

2. 2xSB: 62 MM Tpuc-HCI, pH 6.8; 5% B-mepkanrosranon; 2% JICH; 0.01% 6pomdenonoBbrit
cunuit; 20% rounepuH.

3. Paspensroutuii renb: 0,375 M Tpuc-HCI pH8.8, 12% akpunamun, 0,1% JICH, 0,06% nepcynbdar
natpusi, TEME]] 1 mxi/m;

4. Kouuentpupyromwmii remab: 0,125 M Tpuc-HCI pH 6.8, 4,5% axpunamun, 0.1% JICH, 0.06%

nepcynbgar Hatpus, TEMEJ] 1 mxn/mi;

3.2. Byghepul, neobxooumvie 0715 2neKkmpoghopesa 8 a2apo3Hom 2eie

5. Tpuc-6oparusiit 0ydep (1XTBE): 0.05 M Tpuc-6opart, pH 8.3; 1 MM D/ITA, 0.5 mr/ma stunuit
OpomuyI.
3.3. Cpeowt
6. LB: nenron 10 r/m; npoxokeBoit sxkctpakt 5 1/1m; NaCl 10 r/n, nosenenue pH no 7.5 10 MM NaCl;
7. YEB: mentoH 5 r/m; ApoKeBOH 3KCTPAKT 5 1/11; caxapo3a S5 1/1;
8. SOB: nenron 20 r/im; nposxokeBoii akcrpakt S 1/1; 10 MM NaCl, 10 MM KCI, noBenenune pH no 6.8-

9.

7.0 10 MM NaCl; nocne aBroxiaBupoBanus nobasisiiu 10 10 MM MgCly;
3.4. Byghep ons acpounurompayuu
MMA: 10 MM MES pH 5.5; 10 MM MgClz; 150 MkM anieTocupuHron

3.5. [lpyeue b6yghepwi, ucnonvzosannvie 8 pabome

10. TB: 10 MM PIPES, pH 6.7 (KOH); 15 MM CaCl,; 250 MM KCI; 55 MM MnCly;
11. PBS: 10 MM NazHPOQOgy; 1.8 MM KH2POs, pH 7.3; 0.14 M NaCl; 2.7 MM KClI;

4. Paboma c knemkamu E. coli

4.1. Ilpueomosnenue komnemenmuuix knemox E. coli

Knerku mramma XL1-Blue ¢ wamku (2% arapa, LB) 3aceBanmu 250 ma cpeast SOB, pactunm

1o A600=0.6. [lanee nakyouposanu 10 MUHYT Ha JIby, HeHTpUudyrupoBaiu B TeueHue 10 MUHYT

mpu 4°C 2500 rpm u pecycnienaupoanu B 80 mut xonoauoro Oydepa TB. Llenrpudyruposanm emie

pa3 ¢ nocneayomum pecycneraupoBanuem B 20 mi TB. [ocne storo no6asnsimm AMCO no 7% u
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nakyouposanu npu 0°C 10 MuHyT. AMTMKBOTHpOBaIK noirydeHHbIe cycnen3un (100 u 200 mk).

3aMopaXHBaU B )KUAKOM a30Te ¥ XpaHuu npH -80.
4.2. Tpancgopmayus kremox E.coli

K 100 mxn xommeteHTHbIX KieTok XL1-Blue no6assau nurasuyro cmech (~100 Hr) win
wiazmuy (~10 ur). Uakyouposanu npu 0°C 25-30 MunyT. 3aTeM MPOBOIMIN TETIJIOBOH IIOK ITyTEM
HarpeBanus B TeueHue 30 cex npu 42°C. [locne 3Toro nepeHocwiu B 1€ Ha 2 MuH 1 go6asisum 0.4
w1 cpensl LB. [lanee mpoBoaniy peHOTUMUYECKYIO SKCIIPECCHUIO ITyTeM WHKYOAIK B TedeHue 1
yaca npu 37°C Ha opOuTanbHOM 1meiikepe mpu 250 rpm. Cenekuunio TpaHc(OpPMaHTOB MPOBOIMIN HA
yamkax [lerpu (2% arapa, LB), comeprxaiimx cooTBETCTBYIOIINN aHTUOMOTHK (CTPEIITOMUIIKH,

CIICKTHHOMMIIMH).

5. Paboma c nykneunoevimu Kuciomamu

5.1. Buioenenue cymmaproti PHK u3 nucmves nueHuywl

Brinenenune cymmapuoit PHK st nocneayromero cunte3a kJIHK u3 1 r nuctbeB 7-aHEBHBIX
POCTKOB MIIEHUIIB TPOBOAMIH TTpu ToMotn peareHTa EXtractRNA ot Esporen (BC032) cornacuo

MHCTPYKLHUSAM POU3BOIUTES.
5.2. Cunre3 kIHK u amnnmdukanms rena uHTEpeca

Cuntes nepsuunoii nenu k/IHK nposoaunu npu nomomu Habopa pearentoB MMLV RT ot
EBporen (SK022S) cornacHo pekoMeHAaIusaM IPOU3BOAUTENS, C UCIIOIB30BaHUEM TpaiiMepa
Oligo(dT) mnu creruduyeckoro oOpaTHOTO MpaiiMepa. AMIUTH(UKAIMIO UHTEPECYIONIETO TeHa
MIPOBOIUIIM TIPU MOMOILIM NoJimMepaszHoi nenHoi peakiuu (I1LP) ¢ ucnonpzoBannem
cnenupuueckux npaiiMepos u Phusion /THK nonumepasst (F530S, ThermoFisher Scientific).
[TpoTokoun i aMIuTU(UKAIIMKE U COCTaB PEaKIIMKi COOTBETCTBOBAIN pekoMeHaaiusam k Phusion JTHK

noJiuMepase.
5.3. Buioenenue naasmuonou JJHK

Beienenue mia3Mu OCyIIeCTBIISIN IPH oMoliu Habopos peareHToB EBporen Plasmid

Miniprep u QIAGEN Plasmid Mini Kit coriacHo pekoMeHIausAM TPOU3BOUTEIISL.
5.4. Obpabomra JJHK snoonyxneasamu pecmpuxyuu. Jlueuposanue.

Pectpukmuio ¢pparmentoB JJHK 1 HeoOX0qMMBIX MIa3MuT IPOBOIUIIH ITPU TTOMOIIH
sHJI0HYKIIea3 pectpukiuu oT Fermentas (ThermoFisher Scientific), cornacuo uHcTpyKIIMN

npou3BoAMTENs. JIMrMpOBaHHe POBOIMIIM B CMECH, COJIepKalleil JIMHeapu30BaHHyto azmuny (50-
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100 ur) u BcrpauBaemsbiii pparment(sr) JJHK (100 ur), no6asmnsumu 10-kpaTHbIi urazneiid Oydep u 1
Mk SU/mkn T4 IHK-nuraser (ThermoFisher Scientific, EL0011). Peakiinonnyto cmech

WHKYOUpOBaAIM B Te4eHHE 1 yaca mpu KOMHATHON TeMIiepaType.
5.5. Dnexmpogpopes JIHK 6 acaposzrom cene

Amnamus ¢pparmenroB IHK npoBoaunu B arapoznom rene. ['enu u anmexTpoansiii 6ydep
(1xTBE) conepxainu 1 mxr/mi 6pomuctoro 3tuaus. OOpasiibl HAHOCKIIM Ha T'ellb B PaCTBOPE,

conepxkamiem 0,001% GpomdenonoBoro curero u 5% riaumepuHa.
5.6. Dmoyus ppaemenmos J[HK u3z acaposnozco eens

Omonuto pparmentos JIHK u3 araposnoro rens npooauiu npu nomontu QIAquick Gel

Extraction Kit (28704, QIAGEN), coriiacHo MHHCTPYKIIMH TTPOU3BOUTEIIS.
5.7. Hcnonv3osannvle 6 pabome 01USOHYKIEOMUObL
B paGote O6buIH HCTIONIB30BAHBI ClIeAYIOIIUE OaUronykieotuast (Tabm.3).

Ta6auna 3. OMUTrOHYKICOTHIBI, HCIIOE30BAHHKIC B pa0oTe.

pLH-Left-60 S-TCATTTCATTTGGAGAGGAC

pLH-Right-60 5’-CCTTATCTGGGAACTACTCACACATT
Trita-P 5’- ATCTCGAGATGAGGAGCTCCATGGCCC
Alpha-M 5’-GGGGGATCCTTACGCGCTACTTTTCTTGCC
Trit-C154A-dir 5’-GCGGGAGCTGCTGGGCTTTCTCAGC
Trit-C1545A-rev 5’-GCTGAGAAAGCCCAGCAGCTCCCGC

5.8. Knonuposanue nonnopasmepnozo cena mpumukautna-o ¢ pPLH7000delta(+)

I'en TpuTHKanHa-o ObL1 mosrydeH npu nomoiuu [P, nis koTopoit ncnonap3oBanach B
kauectBe Matpullbl kKJIHK, cuntesnposannas ¢ cymmaproit PHK, BbIieneHHOM U3 TUCTHEB MILIEHUIBI
T. aestivum. Jlns ammrdukanuy reqa ObLTH HCIOIb30BaHbI npaiiMeps! Trita-P u Alpha-M (Ta6:.3).
I'en ObuUT KIOHUPOBaH B OuHapHbIH BekTop PH7000delta(+) mo caiitam pectpukras BspHI — BamHI.
Knerku mramma XL1-Blue 6putn TpanchopMupOBaHbI MOJTy4eHHOMN JIMTa3HOH cMechio. CeleKIHIo
KJIOHOB MPOBOIIIN TI0 YCTOWYMBOCTH KIIOHOB K CMecH cTpenToMuiinHa (20 Mr/min) u

cnekruHomuImHa (50 Mr/mi) u nipu momoriu [P ¢ npaiimepamu Ha BctaBky u BekTop (pLH-Left-60
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u pLH-Right-60, Ta6:1.3). OTcyrcTBHe MyTanuii B TeHE TPUTUKAWHA-0 OBLIO TI0ITBEPIKICHO
p g yr yr P P

CCKBCHHUPOBAHHCM.

Jnist IoTydeHust MyTaHTa 10 KaTaluTHaeckoMmy nuctenny C154, Oblia BHECeHa MyTaIus
nyrem 3amenbl Cys154 Ha Ala myTtem caiiT-HanpaBiieHHOTO MyTarene3a npu nmomornu [11P u
npaitmepoB Trit-C154A-dir u Trit-C1545A-rev (Ta6:.3). Hanudue myraimm ObLTO IOATBEPIKACHO

CCKBCHHUPOBAHHCM.
5.9. pLH7000delta(+)-SICys8

Koncrpykius pLH7000delta(+)-SICys8, conepxaias ren nucratuia Cys8 u3 tomara, Obliia
nrobe3Ho npepocranieHa Philippe Varennes-Jutras u3 nabopatopun Kemeruku Pacrenui,

Oxcdopackuii Yausepcuret, Oxcdopn, BenukoOpuranusi.

6. Pocm pacmenuil u 3apajcenue namozeHamu

CeMeHa NIIEHULIBI YHUBEPCAIBLHO BOCIIPUMMYNBOM JIMHUY Japbs IpoMbIBaId BOJIOH U
BbIIep)KuBau 15 muH B 5%-HoM pactBope KMnO4, mocie yero nomemani Ha BIaKHYIO
¢mibTpoBaNbHYI0 OyMary B yamku [letpu u MHKyOUpOBasK 2 CyTOK B TEPMOCTATe IIPU TEMIIEpaType
22°C. IIpopocuiue ceMeHa BbICAKUBAIN B BEre€TallMOHHbIE COCY/IBI ¢ 3eMIIEN. PacTeHus BbIpanmBamu
B KJINMaTu4eckoi kamepe B TeueHue 8-10 cyTok npu 16-4acoBoii JuIMHE CBETOBOTO JHS U
temnepatype 20-22°C. J1s1 5KCrIepuMEHTOB UCTIOJIb30BAIH PACTEHHSI C TIOJTHOCTHIO Pa3BEPHYBIIUMCS

MEPBbLIM HACTOAIIUM JIMCTOM.

Kynbrypy rpuba S. nodorum (Berk) (uramm B-24/MC2 u3 'ocynapcrBennoi Komneximn
®duronaroreHHbIX Mukpoopranusmos BHU®) BeipaniuBany Ha CTEpUIBHOM IIIIEHUYHOM 3€pPHE.
Kavanounyro kos0y 3achlnany 70 ABYX TpeTeil 00bemMa 3epHOM U 100aBJISUTN BOIY JI0 TTOJIOBUHBI
Beca 3epHa. KonOy aBroknaBupoBanu B Teuenue 1 vaca (0.5 atm, 114°C). [TomydeHnnyro Maccy 3epHa
OXJIQXK/IAJIM U 3apa)kalld KyCOYKaMHU MHIIEIHsI, COOPAaHHOTO C MOBEPXHOCTH, TOKPBHITOW MUILIETHEM
rpuba arapu3oBaHHOM cpezpl B yammkax [lerpu. KonObl ¢ 3epHOM MHKYOHPOBAIM B TEPMOCTATE IPH
26°C B Teuenue 7 cyTok. Criopbl CMBIBAJIH C TIOBEPXHOCTH 3€pHA TUCTUIUIMPOBAHHOM BOJI0M. B

SKCIIEPUMEHTAX MCHOb30BATH CIIOPOBYIO CYCIIEH3MIO B KoHIeHTparuu 1x10° criop/mit.

Jlnst 3apakeHust pacTeHuid miieHuIpl (copt Jlapbs) HCIOB30BaAIN CIIOPOBYIO CYCIICH3UIO
rpuba S. nodorum. CycrnieH3u0 HAaHOCHIIU C MTOMOIIIBIO MyJIbBepu3aTopa; pacxon — 10 mu Ha 10
pacrenuii. B cycnensuto no6asmsum Tween-40 no xarie Ha 100 M1 cycnien3uu. IHOKynupoBaHHbIE
pacTeHus Ha 2 CyTOK MOMEILAIM BO BIAXXHYIO KaMepy npu Temreparype 20-22°C, a 3atem

BO3BpAIIATH B KIIMMATHYECKYIO KaMepy ¢ IEpBOHAYAIBHBIM peXUMoM [282].
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Cnopsr 0ypoit pxkaBunnbl P. recondita Rob. ex Desm f. sp. tritici (HuxHeBoDKCKas
nonynsus 757 u3 TKOM BHUU®) cycnenauposanu B Bojie 10 kKoHenTparuu 1x10° ciop/mi,
nobasmsu Tween-40 (1 karmio Ha 100 mor). PacTenus mmeHuIs! (copt Xakacckas) Ha CTaiuu
IIEPBOTO Pa3BEPHYBILIEr0Cs HACTOAIIET0 JINCTa MHOKYJIMPOBAIM ITyTEM HAaTUPAHUSI CYCIIEH3UEN CIIOP
JIMCTBEB 0 MOJIHOTO YBJIAXXHEHUSI HHOKYJIMPYEMOM MTOBEPXHOCTHU. Jlajee pacTeHMsI IEPEHOCUIIMCH BO
BIIAXKHYIO Kamepy npu temieparype 20-22°C. Yepes 2 CyTOK pacTeHHs BO3BpAILAIHUCh B

KIMMaTHYECKYIO KaMepy ¢ MepBOHaYaIbHBIM pexxuMoM [283].

7. Ilpooykuyus pexomounanmmuoix 6enkos ¢ pacmenusax N. benthamiana

7.1. Tpancghopmayus acpobaxmeputi niazmMuoOHbIMU KOHCMPYKYUAMU

Hounyto xyneTypy arpobaxtepuii A. tumefaciens mramma C58C1 (umu GV3101),
YCTOMUMBBIX K puaMIUIHHY, TPAHCPOPMHUPOBATIM COOTBETCTBYIOIIMMH TJIA3MUIAMU C
no6asnenneM pudammnuiuaa (100 mr/mi) u 1 Mxr miasmuasl. CMech 5 MUHYT JIepKalld BO JIbAY, S
MUHYT — B )KUJIKOM a30T€, 15 MUHYT — IPOBOIMIIM TEILJIOBO LIOK B BOASHOM TepMocTare rpu 37 °C.
Hanee no6asmsiu 1 ma LB u craBunm Ha xadanky 2-5 yacoB nipu 28 °C. 3aTeM KJIETKH BbICEBAIHN Ha
YaIIKy, COAEpIKaIlIe TBEPAYIO MUTATENbHYIO cpeny ¢ pudammumuaom (100 mr/mi),
crpentoMuiiHOM (20 Mr/mit) u criekTuHOMUIIMHOM (50 Mr/mun) B ciaydae tiasmug pLH7000delta(+).
Pactunu xietku B Tedenue 3-4 nHeH, NpoBEPsUIN NPUCYTCTBUE MIa3MU/ IPU OMOILY IPpaliMepOB Ha

mwiazmuay PLH7000delta(+) (Ta6:m.3).
7.2. Aepoungpurbmpayus pacmenuii N. benthamiana

[Mepen nadunpTpanueit pacrenuii N. benthamiana noarorasnuBanu arpo6akrepuu:
BBIPAIIICHHBIMHU Ha YaIllKaX KOJOHUSIMHU 3aCCBaJIM HOYHYIO KyIbTypy B 5 Mt LB ¢ noGaBnennem

HYXXHBIX aHTHOMOTHUKOB U alleTHCUPUHTOHA J10 KoHIeHTpauuu 20 MkM (cM. [Ipenpiaymnuii paszaen).

[MTapannensHo ¢ arpoOakTepusiMH, TpaHC(HOPMHUPOBAHHBIMHU TUIA3MUIAMH, COACPKAIIMMU
T'eHbl TPUTUKANHA, ITOATOTABIMBAIN arpoOaKTepun, TpaHC(HOPMHUPOBAHHBIE TIA3MUIOH,
cozepkaiei ren Oenka pl9 Bupyca kyapsBoctu nomunopos [284]. p19 npensrcryer PHK-
UHTEep(EPEHIINH B PACTUTENIFHBIX KIETKaX, KOTOpasi MOJaBIISAET MPOIYKIIUI0 PEKOMOUHAHTHBIX

OEJIKOB.

Hounsle kynbTypbl nentpudyrupoBanu 10 munyt npu 22°C u 6000 rpm Ha neHTpudyre
5804R (Eppendorf). CycnenaupoBanu B MMA (cMm. CocTaBbl OydepoB u cpen) B 00beme 5 Ml
W3mepsinu ontrueckoe noryomeHue npu A=600 uMm, noBoamiu 1o OD=1, cmemuBanu cycrieH3nu

arpoOaxTepuil, HeCyIuX reHbl HHTEpeca, U arpoOakTepHii, conepxamux P19-koaupyromyro
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ia3Muy, B oobemax 3:1. 3arem nnpuibTpUpoBay ucThs pacteHuid N. benthamiana cycniensueit

KJICTOK C IOMOIIBIO HIIpHIIa MOCPCACTBOM MPAMOTO BBCACHUA CYCIICH3UN anOGaKTepI/Iﬁ B arioIjiacTt.

B cnyuae koskcnpeccuu tputrkanna-o u SICys8, arpobakrepun HECYIIUE 3TH TeHbI U TeH

pl9, cmemuBanucey B COOTHOIIEHUHU 3:3:1, COOTBETCTBEHHO.
CO60p nUCTHEB MPOU3BOIMIN CITYCTA 3-5 THEH mociie arpouHpHIbTPALIIH.
7.3. Dxempakyus aucmoves

JIucThs pacTUpaIy B CTYIKE B KUAKOM a3ote, nobasmsiau Oydep 20 MM Tpuc pH 7.5 (ns
anekrpodopesa B [TAATD unn ummyHHOONn0TTHHTA) Witk 50 MM amerara Hatpust, S MM JATT, mis
ABPP (cMm. OcHoBaHHBII Ha aKTHBHOCTH podaiinHr 6enkos). Makyoupoamum 20 munyt npu 0 °C,
MOCIIe Yero HeHTpuyrupoBaiu Ha HacToJIbHOU HeHTpudyre npu 4°C 10 MunyT, oTOMpan

CYMEpPHATAHT U 3aMOPAKUBAIH WU aHATTU3UPOBAIIU Jaliee.
7.4. Bvioenenue anoniacmuou H#Cuokocmu

Jluctes pacrennii N. benthamiana cpesanu HoxxHHIIAMHU, pa3pe3ann Ha HeOOJIbIIHE KyCOUYKH,
YIAJISTH KPYIHbIE KUIKH. [IpoMbIBanu ABaXkKbl B TUCTUIUIMPOBAHHON BOJIE, MOJICYIIUBAIHN HA
¢mibTpoBanbHOM Oymare. IIpoBoauin BakyyMHYI0 HHPHUIBTPAIUIO B Ipuile Oydhepom Ha
JTMCTUILTUPOBAHHOM Boje, conepxariem 0.01% Silwet-77, 0.5M NaCl, 1M Tpuc pH 8.0. 3arem
KYCOYKH JIUCTBEB IMOJICYIINBAIHN Ha (QUIBTPOBAIBHOM Oymare u nenTpudyrupoBain 30 MUHYT TIpU
2000 rpm. 13 ocakIeHHBIX JINCTHEB JENIANIN IKCTPAKTHI (CM. DKCTPAKIUS JUCTHEB), OTOOPAHHBIN
CyIepHaTaHT (aroIIacTHas )KUKOCTb) aHATM3UPOBAIH IIPU MOMOIIH JekTpodopesa B [TAAI u

MMMYHHOOJIOTTHHTA.

8. Amanus sxcnpeccuu pexomounanmuuix denkoe ¢ N. benthamiana

8.1. Dnexmpoghopes benxos 6 I[IAAI

Pa3nenenue 6enKOB MPOBOMIIM B TOJIMAKPUIIAMHUIHOM relie mo Metoay JIammum [285].
Ncnonb3oBanu [TAAT ¢ koHnenTpanueit akpunamuaa 12%. B mpoOsl no6asisuii AByKpaTHBIN Oydep
st 00pa3noB (cM. CocraBbl OydepoB U cpel) U 10 HAHECEHUS Ha resib UHKyouposanu npu 95°C B

TEUYECHUE 5 MUHYT.
8.2. Becmepn bnrommume

Jlnst mpoBeieHus BeCTEpH OJOTTHUHra (MMMYHHOOJIOTTHHTA) CHavYalla pa3iesisuii OeJIKu B
I[TAAT mo metoxy JIsmmmu (cm. [pensinymuii pa3men). [lanee ocymmecTBisuig mepeHoc OeNKoB Ha

memOpanbl PVDF (Bxoasmiue B coctaB Habopa s neperoca Trans-Blot® Turbo™ RTA Mini
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PVDF Transfer Kit, Bio-Rad) nmpu nomormu nosrycyxoro crioco6a nepenoca (Trans-Blot Turbo

Transfer System, Bio-Rad) ¢ ucrons3oBanuem crannaptHoi nporpamMmmer Mixed MW.

[Tocne nepenoca meMmOpanbl HHKYOHUpoBau B 5% moioke (AppliChem A0830,0500),
pactBoperHoM B PBS, B Teuenue vaca. [Tocie 3T0oro mpoBoauiin MHKyOALuIo ¢ EPBUYHBIMU
aHTUTEJAMH, PACTBOPCHHBIMHU B COOTBETCTBYIOIIMX KOHIICHTpAIHAX B 5%-0M MoJioke (cM. CocTaBbI
OydepoB u cpen), oT 1,5 yacoB mpu KOMHATHOH Temriepatype 10 Houn rpu 4°C. ITocie sToro
MeMOpaHbl oTMbIBaI Oydepom PBS ¢ nobasnenuem 0,1% Tween-20 tpu pasa mo 10 munyt Ha
HACTOJILHOM Iielikepe. Jlanee HKyOupoBaJii MeMOpaHbl CO BTOPUYHBIMU aHTHTEIIAMH K MBIIIIHHBIM
antutenaM (cM. paszzen Mcnons3oBaHHbIE B pab0Te MaTepualibl), pa3BeICHHBIMU B COOTHOLIICHUT
1:5000 B 5%-om mornoke, B Teuenue 1-1,5 gacos. [locne aToro memOpans! oTMbIBaH Oydpepom PBS ¢

no6asnenuem 0,1% Tween-20 tpu paza no 10 MUHYT Ha HACTOJILHOM HIEHKepe.

[Tocie 3TOro MPOBOAMIN XEMHIFOMUHECIIEHTHYIO JICTEKIIUIO C ToMoIsio Habopa Clarity™

Western ECL, Bio-Rad, cornacHo pekoMeHIalusIM MpOU3BOAUTEIS.

8.3. Ocnosanmwiii na akmusnocmu npogatiiune deixkos (ABPP)

OcHOBaHHBIN Ha aKTUBHOCTH MPOdaiivHr 6eKoB ObLIT IMPOU3BEIEH B 1a00paTOpHH
Kemeruku pactennii Otnena Hayk o pacrenusx Oxcdopackoro YauBepcuteta, Okcdop,
BenukoOpuranust, noa pykosojactsom Dr. Philippe Varennes-Jutras u Prof. Renier A.L. van der
Hoorn [57]. Cnycrs 3-5 cyrok nocie nunduibTpammu uctbeB N. benthamiana arpodakrepusimu,
HECYIIMMHU COOTBETCTBYIOIINE KOHCTPYKIINHU, COOMPaIi HECKOJIBKO AIMKBOT JIUCTHEB MO 3 THCKa
IaMeTpoM 1 cM, TOMOT€HHU3UPOBAJIH B XKHJIKOM a30Te, mocie yero Aodasmsum 150 mxa 50 MM
anerata Hatpus, S MM IATT. Hentpudyruposanu obpasust 10 munyt npu 13000 rpm mpu 4°C.
OtOupanu 48 MKJI cyrepHaTaHTa B HOBYIO poOupky, nobasmsuu 1 mxn IMCO, unkyouposanu 30
MUHYT NP KOMHATHO# Temmepatype. Konrpoabsabie 06pasiisl conepxanu 0,2 MM E-64. Tlocne yero
no6asisiu 0,5 mxit 0,1 M MV202 (koBaneHTHO CBsI3bIBaromasicsi piyopecienTHas npooa,
cnienr(uYHas K MananH-ToJ00HBIM IUCTEMHOBBIM MPOTEMHA3aM) U HHKYOUPOBAJIH 4 yaca mpu
KOMHATHOM Temmeparype B TeMHoTe. [locne storo mpoBoamnu snekrpodopes B [TAAL u

CKaHMPOBAJIM T'elib TpH oMoy ckanepa Amersham Typhoon Biomolecular Imager B kanasne Cy3.

9. ®pakyuonuposanue opzanenn Kiemok aucmuoes T. aestivum nymem ougpghepenyuanvrozo

yenmpudghyzuposanusn

Paspnenenne oprasein KJI€TOK JIUCTHEB 7-IHEBHBIX IIPOPOCTKOB COpPTa NIIEHULBI [[apbs
IPOBOJIMIIN TyTeM UG PepeHIINaTLHOTO HEHTPU(PYTUPOBAHHUS COTJIACHO paHee OMMCAHHON METOIUKE

[17]. JTuctbs ObLIM COOpaHBI ¥ U3METBYCHBI IIPU TIOMOILH ITECTUKA M CTYIIKH B )KHKOM a30Te, TOCIIe
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gero noxy4anu 3kctpakt B 10 MM HEPES-KOH pH 7.5, 10% caxapo3bl. DKCTpakT ObLT
oTdunbTpoBaH npu nomoru Mapiu. lanee GpunasTpar 66U1 PpaKIHOHUPOBAH MTPU TOMOILU
middepenunansaoro nentpudyruposanus. Ocanok P1, mosrydeHHbIH HeHTpUYyrUpoBaHHEM TIPU
1000g, comepskan siapa, xioporuiactel u DIIP, ocamok P8 (8000g) — tenbia DI1P 1 MuToXOHIpUH,
ocanok P100 (100000g) — mukpocomsl, u cynepratadT S100 (100000g) — 111T030J1b ¥ PaCTBOPUMBIC

BakyoJsipHble Oenku. [lomyueHHble Gppakiuy ObLIM aHAIM3UPOBAHBI TyTEM U3MEPEHHS HUTPATOB.
10. H3mepenue numpamoe 60 hpaxyuax Kiemox JuUcHbe8 NULeHUbl

HutpaTel — u3BECTHBIN MapKep BaKyOJIU PACTUTENILHBIX KIETOK. MI3MepeHne npoBo i
KOJIOPUMETPUYECKU MyTeM M3MEPEHUS MOorIomeHus mpod npu A=410 HM corjgacHo MPOTOKOIY,

ONMCAaHHOMY paHee ¥ OCHOBAHHOMY Ha HUTPOBAHHHU CAJTHLIMIIOBOI KHCIOTHI [286].
11. Iloozomoexa obpa3zuoe ona macc-cneKmpomempuu

JInist BBIJIEJIEHUS] CYMMAapHOTo OeJiKa U3 TKaHel pacTeHui ObLT HCIIOJIb30BaH METOT
xsopodopm/MeranosibHOTO TiepeocakaeHus. K 200 Mk akctpakra godasisum 600 MKI MeTaHoIa,
150 Mk xopodopma, epeMeninBaim Ha Boprekce, nooasisui 450 mxin MilliQ, cHoa
NepeMEIINBaIN HAa BOPTEKCE U LHEHTPU(YrupoBasid 1 MUHYTY P KOMHATHOM TeMIIepaType MpH
13000g. VY nansiii BepXHIOK BOIHYIO a3y, J00aBIsUIH K OCTaBIIelcs Kuakoctu 450 MKII MeTaHoIa,
NepeMEIBaIN HAa BOPTEKCE U LEHTPU(YTHPOBAIM 2 MUHYTHI IIPH KOMHATHOHM TeMIepaType npu
13000g. Y pansinu cyneprarant. Ocanok OenkoB pactBopsuid B 6M mouesune, 100 MM Tpuc-HCI,
pH 7.5. ®depMeHTaTHBHOE paciierieHrne cymmapHoro Oenka tpuricuHom (Promega, V5111) u AspN
(Promega, VA1160) npoBoaniu coriaacHO peKOMEeHIaIusIM ponsBoautess Gepmentos. [Tocie
OKOHYAHUS THIPOJIH3a, PEAKIIUI0 OCTAaHABIMBAIY NoOaBneHueM 10 1% yKCyCHOM KUCIOTHI (B CiTydae
Tpuncuna) wim nporpeBanuem 10 munyt npu 70°C (B ciayuae AspN). [epen macc-
CIIEKTPOMETPHYECKUM aHAITM30M poObI oOeccomBany mpu nomoutu Thermo Scientific Pierce C18

KOJIOHOK. Ka)X/1p1ii SKCTIEpUMEHT IPOBOIMIICS 10 3 OMOJIOTHYECKHE TTOBTOPHOCTH.

12. Memoo scuokocmuoit xpomamozpaguu u manoemuou macc-cnekmpomempuu (AKX-

MC/MC)

1 mukporpamm nenTu0B B 00beme 1—4 MK ObLI 3arpy:KeH B IpeABApUTEIbHYIO KOJIOHKY
Acclaim (pa3mep gactur 0,5 mm X 3 mm, Thermo Scientific, Rockwell, IL, USA) npu ckopoctu
notoka 10 MKJI/MHUH B TeueHHE 4 MUH B M30KpAaTHYECKOM pexumMe noaBrxHoi (assr C (2%
arieToHuTpuia, 0,1% MypaBbUHON KUCIOTHI). 3aT€M NENTHUJIBI PA3JENISIIN C IIOMOIIBIO
BBICOKOA(pQeKTUBHOM xuakocTHON xpomarorpaduu (Ultimate 3000 Nano LC System, Thermo
Scientific, Rockwell, IL, USA) B xomnonke C18 mmmHoit 15 cm (Acclaim® PepMap ™ RSLC,
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BHyTpeHHUH nuametp 75 MM, Thermo. Fisher Scientific, Rockwell, IL, USA). Ilentust

MO pOBaJH rpaguenToM oydepa B (80% aneronurpuia, 0,1% MypaBbUHOM KHCIOTHI) PH
ckopoctu notoka 0,3 mxs/mMuH. Ob11ee Bpems npodera, BKIItoYasi HadaabHble 4 MUHYTHI
ypaBHOBeIIMBaHUs KOJOHKH ¢ Oypepom A (0,1% MypaBpuHAast KHCIIOTA), 3aTEM I'PAIUEHT OT 5—35%
Oydepa B B Teuenue 65 munyt, 6 MunyT 10 noctmwkenus 99% Oydepa B, npomsieka 10 munyt 99%

Oydepom B u 5 MuH noBTOpHOTO YpaBHOBeIMBaHUA B Oydepe A cocraBuinu 90 MuH.

Macc-cneKTpoMeTpU4eCKU aHaau3 MPOBOAMIIN, II0 MEHBILIEH Mepe, B TPEX TEXHUYECKUX
MMOBTOPHOCTSAX C MOMOIIBI0 Macc-criekTpomeTpa Q Exactive HF (macc-ciekrpometp Q Exactive HF
Hybrid Quadrupole-OrbitrapTM, Thermo Fisher Scientific, Rockwell, IL, USA). Temnepatypa
kanuiuisipa coctasisiia 240°C, a HanpspkeHue Ha aMutTepe 2,1 kB. Macc-criekTpbl nomydanu ¢
paspemerrem 120000 (MC) B nnamazone 300-1500 m/z. TanaeMHOe ckaHMpOBaHUE (parMEHTHBIX
HMOHOB ObLITO MpoBeeHo npu pazperienun 15000 (MC/MC) B quamnazone ot 100 m/z no 3HadyeHus
M/z, onipeeIsIeMOro COCTOSIHUEM 3apsijia MPe/IeCTBeHHNKa, HO He 6osiee 2000 m/z. MakcuMaibHOE
BpeMsI UHTETPALlUH JUIs IPEKYPCOPHBIX HOHOB cocTaBmIIO He 6osee 50 Mc, 1715t pparMeHTHBIX HOHOB
He Oostee 110 mc. 3HaueHnEe aBTOMATUYECKOTO YIIPABJICHUS YCHIICHUEM U1 HOHOB-
TIpeIeCTBEHHUKOB U (hparMeHTOB ObIIO ycTaHOBIeHO paBHOi 1x10° u 2x10°, cooTseTcTBeHHO. [l
otOopa mpeKypcopoB ObLI ompezenieH nopor HHTEeHCHBHOCTH B 50000, 1 MakCHMAalIbHOE YHCIIO0
pa3peEHHbIX 7151 CHHXPOHHOM 30N HOHOB B pexume MC2 ObII0 YCTaHOBJIECHO, Kak He OoJiee
20. IIpekypcopsl ¢ 3apsiKEeHHBIM cOCTOsTHUEM +1 1 GoJiee +5 ObLTH OTKIIOHEHBI, H BCE U3MEPEHHbBIS

MPEKYpCOphI OBLIM TUHAMUYECKH UCKITIOUEHBI U3 3amycka nocienyromieit MC/MC B Teuenue 20 c.

13. Hoenmugpukayus denxkoe u onpedeyenue caiimos, 2UOPOIU306AHHBIX iN VIVO

IHOO2EHHBIMU npomeunaszamu

I[JDI aHaJIN3a JaHHBIX MAaCC-CIICKTPOMCTPpHUN ObLIa co3aaHa 6aza JaHHBbIX C UCIIOJIb30BAHHUEM

npoteoma T. aestivum (penus 39, 6a3a manubix renoma Ensembl (ftp://ftp.ensemblgenomes.org/)

[278]), oObenuHeHHOTO ¢ TpoTEOMaMu maToreHoB. B ciydae undexuuu P. recondita
ucroJb30Baiack coopka Puccinia triticina 1-1 BBBD Race 1 (NCBI ID 1628) [287], Toraa kak B
ciyyae uH(pekuu S. nodorum ucnosib3oBanack Parastagonospora nodorum SN15 (coopka
ASM14691v?2) [288]. B HamieM ucciieJ0BaHUH MbI BBITOJHUIN 3 OHMOJIOIMYECKUX B 3 TEXHUIECKHX

MOBTOPCHUA I KAXKAOTO SKCIICPUMCHTA.

[Tomy4yeHHbIC JTaHHBIC OOCYMTHIBAIUCH C UCTIOIb30BaHUEM aropuT™a noucka IdentiPy [19].
OTt6op nentuaoB ObuTa 0OcHOBaH Ha Hyperscore anroputma X! Tandem (tabmumsr S1 — S12) [289].

Anroputwm IdentiPy npeanaraer GpyHKIMIO aBTOHACTPOUKH, KOTOPas TIO3BOJISIET TOBTOPHO
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o0pabaTbIBaTh CIIEKTPhI U ONITUMHU3UPOBATH UCXOIHBIE TapaMeTphl oucka. HauanpHbie 3HaUCHUS
111 TapaMeTpoB OBLIIM YCTAHOBJICHBI IO YMOJT4aHuIo kKak 100 ppm asst omrOKku Macchl
npenmecTBeHHuka, 500 ppm amst omrOku Macehl pparmMeHTa u S AJ1s IOMYCTUMBIX OTKIOHEHHH.
Pe3ynbpTaThl npeABapUTEILHOTO MOUCKa ObLITN OTGUIBTpOBaHbI 1o 3HaueHuo 1% FDR ¢
ucrosk3oBanueM target-decoy moaxona ¥ CTaTHCTHUECKH TPOAHATM3UPOBAHBI JIS TTOJTyICHHSI
ONTUMAJILHBIX NTAPAMETPOB, KOTOPBIE OBUIN CKOPPEKTHUPOBAHBI AITOPUTMOM JJISl BCEX IMIOMCKOB,
BBITIOJIHEHHBIX B 3TOM HccieaoBanuu: 20 PpM uist MOTPENIHOCTH MacChl IpeiecTBenHrka, 10-11

ppm Ui MOTPEUTHOCTH Macchl (hparMeHTa u 2 Jyisi JOMYCTUMBIX PACIICTIIICHUH.

IdentiPy Tak>xe ObLT UCTIONB30BaH sl UACHTU(UKAIIMH OSTKOB. AHAJIN3 MOCIE MTOMCKA U
¢unbTpanus FDR ocHOBBIBaMCh Ha MHOTOTIApaMETPUUECKOM anropurme orieHku [290].
ComnocraBnenue PSM, nentuaoB u 6enkoB 0610 caenano npu 1,0% FDR, onenenHoM ¢
UCIIOJIb30BaHUEM pactpeerneHus decoy mocienoBaTenbHOCTel. benku, nmeroniue mo KpaHei Mepe

ABa YHUKAJIbHBIX MMECNITUAA, CYUTAJIUCH ITOJIOKUTCIIBHO I/I,Z[CHTI/I(bI/H_[I/IpOBaHHBIMI/I.

JI1st BBISBIICHUS Pa3Iu4Mil B KOJIMYECTBE MIPOTEUHA3 B PAa3HBIX COPTaX U MEXKY 340POBBIMU U
MHOUIMPOBAHHBIMU PACTCHUAMH B TOCJIEI0BATEILHOCTAX U3 0a3bl JaHHBIX, coJepxaieil Bce 1544
IpoTeas3bl NIIEHUIIbI, OBUTH OTIpeieNieHbl crierduyeckre (OJHbIe TPUNITHYECKUE U MoJIHbIe ASpN)
nenTuasl. ToNbKo MpoTenHasbl, 1Sl KOTOPBIX ObLIM HaiiieHb! 2 1 6oJiee YHUKAIbHBIX MENTH/IA BO

BCEX OMOJIOTMYECKHUX U TEXHUUECKHUX MOBTOPHOCTAX, CHUTAJIUCH I/I,Z[CHTI/I(bI/II_[I/IpOBaHHBIMI/I.

YroObl MASHTU(UINPOBATH CAUTHI TUIPOIIK3a IN VIVO BO Beex Oenkax u3 00pasuoB, ObLT
MIPOBEICH MOUCK NOJTyCenn(PUIeCKUX (MOIyTPUNITHIECKUX U TI0Ty-AspN) NMENTHIOB B
MOCIIEIOBATEIBHOCTSIX U3 0a3bl TaHHBIX, COJepKaliel mpoTeoM muieHunsl. [lomycnenupuieckue
NENTH/IBI, TPUCYTCTBYIOIINE BO BCEX OMOJOTHMUECKUX M BCEX TEXHUYECKUX MTOBTOPHOCTAX IS

Ka)KJIOTO TUIIA P00, OBLIH B3SATHI IS JAITBHEHUIIIEr0 aHaIu3a.

YrtoObl MIESHTU(UIUPOBATH CAUTHI MPOIIECCUHTA MPOTEUHA3 IN VIVO, ObLI MPOBEICH MOUCK
noJrycnenu(puyeckux NenTua0B B 00JIaCTIX, HAXOmuxcs +/- 40 aMUHOKHMCIOTHBIX OCTAaTKOB JI0 U
I10CJIE IEPBOI0 AMUHOKHUCIIOTHOTO CaiiTa MENTUAA3HOro foMeHa. [yt 3Toro nomcka ucrnoab30Banach
0a3a JaHHBIX, cOAEpIKalas MPOTEHHA3bI MIICHUIIbI, KOTOPbIe ObUIA UACHTHU(PHUIIMPOBAHBI C
MCIOJIb30BAHMEM TTOJIHO-CIEIM(PUUECKHIX MENTHAOB. B ciydae Merakacnas ajs moucka
UCIIOJIb30BAITMCH U3BECTHBIE caiiThl poueccunra [291]. TlenTuaasel, conepxaine
nosrycnenuduunsie nentuabl (uaeHtuunsie Ha 100%, nmokpeiteie Ha 100%), BEICBOOOX1aeMble TIOCIIE
pacuierieHust AspN Wil TPUIICHHOM U onipeaesneHHble IdentiPy, Oblyn npunucansl mpoTenHa3am ¢

UCTOJb30BaHueM anroputma BlastP [292].

68



Pe3yabTaTrhl padoTsl

1. Jderpamom Triticum aestivum L. mpeacTaBJiieH pa3jJHYHBIMH CeMeiiCTBAaMH NMPOTENHA3

B nepByro ouepenb ObUTH HACHTHPHUITUPOBAHBI TPOTEHHA3BI, KOJUPYEMBIC B TCHOME IIICHHUIIBI.
IMporeom T. aestivum (penu3 39) Obul mosnyueH u3 0a3bl JaHHBIX TeHOMOB Ensembl
(ftp://ftp.ensemblgenomes.org/) W HUCHONB30BaH ISl WACHTU(PHUKAIIMA MHOXKECTBA IMPOTCHHA3
MIIEHUIIBI (IerpaaoM). Beutn onpeiesieHsl ceMeicTBa MPOTENHA3 PA3IMYHBIX KATATUTHYCCKUX THITOB:

MUCTCUHOBBIC, CCPUHOBBLIC, aCIIaAPTATHBLIC, TPCOHUHOBLIC U MCTAJIJIOMTPOTCUHASEI.

Bcero namu Obuto 06HapyxeHo 1544 nporeunassi (Tabm.4): 459 MUCTENHOBBIX MPOTCHHA3 U3
12 cemelicTB, 275 meramnonporenHa3 u3 17 cemelictB, 336 acmapTaTHbIX IPOTEMHA3 W3 ABYX

ceMmeicTB, 446 CepUHOBBIX MPOTEUHA3 U3 MATH CEMENCTB U 28 TPEOHUHOBBIX POTEUHA3.

Ta6auna 4. [IpencTaBieHHOCTh Pa3IMYHBIX CEMEICTB B TEHOME IMIIICHUIIBI.

Kartanutuueckuii tun | CemeiicTBa U moJiceMeicTBa (COTIIACHO HOMEHKIIaType 0a3bl JaHHBIX
MPOTEHHA3 Pfam)

[{ucrenHoBbBIC C1, C2, C12, C13, C14, C15, C26, C48, C50, C54, C65, C78
CepuHoBbIE S8, S9, S10, S15, S28
AcmnapraTHblie Al, A22B

MertannonporenHasbl M1, M3, M8, M10, M14, M16_M, M16_C, M17, M18, M20, M22,
M24, M28, M41, M48, M49, M50B, M50

TpeoHnHoBbIE T1

CewmeiictBo C1 coctosno uz 181 6enka, otHOcsmerocs k moacemeiictsy C1A ITILII cornacHo
HomeHknatype MEROPS [163]. Cremyer OTMETHTh, 4YTO HEKOTOpPbIE MPOTEUHA3bl OBLIA
OJTHOBPEMEHHO AaHHOTHPOBaHBI JBYMs pa3HbIMH uaeHTHuKaropamu Pfam: Peptidase C1 nu
Peptidase C1 2 co 3nauenuem E-value mopsinka e-100 u e-10, cOOTBETCTBEHHO. DTH TENTHAA3bI
00pa3yIoT He3aBUCUMYIO IPYIIITY M HE UMCIOT onrcaHHbIX romosioroB u3 A. thaliana. Peptidase_C1 2
cootBeTcTBYeT nojceMenictsy C1B (cornmacHo Homenknatype MEROPS). beun caenan BbIBOA O TOM,
4TO reHoM 1. aestivum He coaepkut nentuaassl nojacemeiictsa C1B. Tem He menee, C1 nentuaasbl
oOpa3oBaiy JBe OTACIbHBIC BETBU Ha (DMUIOTEHETHYECKOM JIepeBe, pa3JelICHHbIE HECKOJIbKUMHU
nporenHazaMu u3 cemeiicts C2 u C78, uTo yka3blBaeT Ha BO3MOXHBIE TUBEPIrEeHTHBIE MPOLIECCHI B
noacemerictBe C1A muctenHoBbix mpoTea3 (Puc.9, «llucrenHoBsie»). Y 3TOro 0ONBIIOTO AepeBa

OTJAJICHHO CBSI3aHHBIX LUCTEMHOBBIX IPOTEMHA3 OBUIM OOHAPYKEHBI HEKOTOpPhIE OCOOCHHOCTH.
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Hanpumep, nocnenoBaTeapHOCTH, aHHOTHPOBaHHbIE K ceMelcTBY C48 B COOTBETCTBUH C €70 JOMEHOM
Pfam, Obumn paccestHbl IO BceMy JepeBy, B To Bpems Kak apyrue C48 mporenHassl ObUIH ONMKe K

ApYruM cemeiictBam, 4eM apyr K apyry (Puc.9, « [ {ucrenHOBBIEY).

CepuHOBBIE IPOTEUHA3BI 00PA30BAIM OTAEIBHBIC TPYIIIbI, COAEPIKAIINE OJIM3KHE TOMOJIOTH,
TOTJIa KaK Apyrue rpymnisl ObUTH yaaieHsl Apyr ot apyra (Puc.9, «CepunoBsiey). MetannonpoTenHasbl
ObUTH TIpeACTaBlIeHBI MHOXKeCcTBOM cemeiictB  (Tabn.4), u oka3zamuch CMENIaHHBIMH Ha
¢mnorenetnueckoM aepese (Puc.9, «MetamionporenHasbl»). AcriapTaTHble MPOTEUHA3bl U3 Pa3HBIX
cemelictB (cemeiictBo Al u moacemeiictBo A22B) He SBIAIOTCS TOMOJIOTAMH W BO3HUKIIU
HBOJIIOIIMOHHO HE3aBHUCHMO B I'PYIINE acrapTaTHbIX mpoTenHas (Puc.9, «Acnapratasie»). [IpoTenHasbl
u3 cemeiicTBa Al SBISAIOTCS YHUKAJILHBIMU JUTs T. @estivum u coctost u3 N- 1 C-KOHIIEBBIX JIOMCHOB
unruoutopa kcwianassl TAXi N u TAXi C T. aestivum, xoTopble SIBISIOTCS OTHAJICHHBIMHU, HO
TOMOJIOTHYHBIMU JoMeHaMHu. CieyeT OTMeTHTh, uTo JoMeHbl TAXi N M3 pa3HbIX mpoTenHas Omke
apyr k apyry, uem gomensl TAXi N u TAXi C B npenenax onHo# nenTuaa3sl. beut cremnan BBIBOJ 0
TOM, uTO (pusnorenernueckoe aepeBo (Puc.9, «AcnaprarHbie») yKa3bIBaeT Ha IUBEPreHTHBIE MPOLIECCHI

Mexay nomeHamu TAXi.

dunoreHeTHYECKUE AEPEBbs,, OCHOBAaHHBIC HAa BHIPABHUBAHHHM COOTBETCTBYIOIIUX JJOMEHOB,
ObUIN CKOHCTPYHPOBAHBI [Tl CEMEUCTB, O KOTOPBIX B HACTOSIIEE BPEMS U3BECTHO, YTO OHHU CBSI3aHBI C
UMMYHUTETOM pacTeHuil. JlepeBbs, cooTBercTByrome mnentuaazam cemeiicte Cl, C13, Cl4
otoOpaxkeHo Ha Pucynke 10, cemelictBy S8 — Ha Pucynke 11 [293]. [lomeHHBIE CTPYKTYpbI ObLTH
UACHTU(UIIMPOBAHBI JUISI BCEX NMPOTEMHa3 M cyMMHpoBaHel Ha Pucynkax 12 u 13. Hexortopsie
KPUTEPHH OBLIM BBEIEHBI Ul Pa3TPaHUUYEHUs] AUCKPETHBIX MOATPYII MpoTenHa3. Mcrnoip30Bainch

CICAYIOIIHUEC KPUTCPUH HA OCHOBE IIPUHIIMIIA «OT JIUCTHEB K KOPHAM».

1.  Ilpomepsu oOuwmii y3en Ha aBa qucta. Ecim OyTeTpan 3HaueHHe 1S 3TOro y3i1a ObLIo
6omnbmie 70, OOBEOUHSIM 3TH JUCTbS B ONHY mnoarpymmy. Eciu menpme 70, TO JHMCTBS
paccMaTpuBalIM Kak OT/ENbHbIC, HE3aBUCHUMBIEC IpymIiibl. [IOBTOpSIM 3TOT mIar CTOJIBKO pas,
CKOJIbKO HEOOXOIUMO;

2.  IlpoBepsnn oOmuid y3enm Ui y3JI0B C HHU3KMM 3HaueHueM Oyrctpama. Ecmu a3T0
3Ha4YeHue JyIg o0mero ysna mnpesbiaer 70, TO TOATPYIIIBI CIeayeT pacCMaTpUBaTh KaK UICHBI
0oJiee KpYIMHOMN TPYIIIIHI,

3. Ecnm u3BecTHO, YTO MPOTEHHA3bI 00Pa3yIOT IPYIY C YHUKAIbHBIMH OCOOCHHOCTSIMH,

TO UX CJICAYCT paCCMAaTpUBATh KaK HC3aBUCUMBIC.
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Crnenyst yka3aHHBIM BBIIIE KPUTEPHUSIM, ObLTH CKOHCTPYHPOBAHBI (DUIOTCHETHUECKUE IEPEBHS
Ha OCHOBE BBIPABHUBAHUI COOTBETCTBYIOIIUX JOMEHOB I CEMEUCTB, YWICHBI KOTOPBIX paHee ObLIN
CBsI3aHBI ¢ UIMMYHUTeTOM pacteHui, Takux kak Cl, C13, C14 (Puc.10) u S8 (Puc.11). Jlomennbie

CTPYKTYPBI ObLITH HICHTU(DUITUPOBAHBI IS BCEX MPOTEHHA3 U3 3THX cemeicts (Puc.12 u 13).

[Tockonpky mporteunassl u3 cemeictB ClA, C13 u Cl4 OTHOCUTENBHO CXOXKH, A ITUX
CeMEWCTB ObUIO TOCTpoeHO eauHoe (unoreHernueckoe naepeBo (Puc.10). Bcero Obuio
uneatudumupoBano 25 kimactepoB ClA mportemnas. JleBsATh KIACTEPOB COOTBETCTBOBAIHU JECBSTH
rpynmnam, uaeHTuduupoanseM panee Richau et al. [164] mns nmoacemeiict ITITHIT A. thaliana
(Puc.2): RD21, XCP2, CEP1, SAG12, XBCP3; RD19, AALP, THI1. Kpome Toro, ObLTH Takke
UACHTU(UIIMPOBAHBI MPOTEHHA3HBIC T'PYIIbI, TOMOJIOTHYHBIC TakoBbIM u3 puca (Oryza sativa)

(o603nauens! kak OsCP na Puc.10). Kpome Toro, mpoTenHassl U3 APYrux rpynmn UMeIH paHee

M14
M49

MeTannonpoTtexHasbl

AcnapTaTHble

M18 M16

M76

- TpeoHWHoBbIE

M3 Nicastrin

M24
M17 _
Mag| M22 2.0 0.3 0.5

M50 Proteasome

LinctenHoBble CepuHoBbIe
s9
C65 $10

Anhydro-
lase 6

C14 Cc12

C48
C50

C78 c2

0.9

Pucynok 9. Jlerpamom T. aestivum. MetamionpoTerHasbl 0003HAYCHBI 3€ICHBIM, TPEOHUHOBBIC — JKEITHIM,
acrapTaTHble — CHHHUM, IIMCTEHHOBBIE — OpAH)XXEBBIM, CEPUHOBBIE — PO30BBIM. HeyKkopeHEeHHbIE
(uIoreHeTHYecKre NIePeBbs JEMOHCTPUPYIOT pa3HooOpa3ue ceMelcTB mpoTenHas. [[MMHbI BeTBel nepeBbeB
COOTBETCTBYIOT EAMHHIIAM, HCIIOIIB3YEMbIM IS OTPESIICHUS YBOTIOIMOHHBIX PACCTOSHUN MEXKIY OCIKaMH.

3BOJ’IIOL[I/IOHHI>IC paccTodHusd OBLIH pacCUruTaHbI C UCTTIOJIB30BAHUCM MCTOA P-PACCTOAHUSA [281], 1 X CAUHHIBI
COOTBCTCTBYIOT KOJIMICCTBY pa3nwmﬁ Ha CaiT.
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HEOTIMCAHHbIE TOMOJIOTH (OTMe4eHbl KpacHbiM Ha Puc.10). Taxxke ObUIM ompeneneHbl HECKOIBKO
TOMOJIOTHYHBIX HanboJjee OJM3KUX MpoTenHa3 u3 Apyrux opranuzMoB (Puc.10): nanbonee Onmskas
npoTterHasa jis rpymmnsl 16 crana COT44 u3 Brassica napus, 19 — vignain u3 Vigna mungo u 22 —
SAG39 u3 O. sativa.

Kak npasuno, C1 A mporenHasbl NIIEHUIBI COAEPKAIN IPOJOMEH U KaTATUTUYECKUM JJOMEH, a
B cinyyae XBCP3-nooOubix 1 RD21-110100HBIX IpoTenHa3 — rpaHy/IMHOBBIN JoMeH (Puc.12). [pyrue
IpyIIbl MPOTEUHA3 00JIaAadl OTJIMYUTEIbHBIMU OCOOCHHOCTAMU: Tpynmna 15 coxepikanu Oenku ¢

noMeHoM HeusBecTHOU QyHkimu 4371 (DUF4371); a rpynma 22 — NAM (no apical meristem) nomen.

[Mentunaser C13, orobpaskeHHble Ha (unorenernueckoM aepese (rpymma 26, Puc.10), Obim
KJIacCU(UIMPOBAHBl Ha MATh TECHO CBSI3aHHBIX TPYII, BKIIOYAIOMIMX TOMOJIOTH 0O, P, Y U O
BakyossspHbIX mentuaaz VPE. Merakacnasel u3 cemeiictBa C14 oOpa3oBanu TpU KJIaJabl, KOTOPHIE
BKJIrouanu Merakacnasbl [ u 11 Turma. Merakacnasel [ Tuna numenn N-KOHIEBOM JOMEH TUITa IUHKOBOTO

naybia (zf-LSD1), uTo coBmajaer ¢ y)ke OnucaHHbIMH 0COOCHHOCTIMHU MeTakacma3 | tuma [11].

82 cepuHOBBIE TPOTEMHA3bl M3 ceMehcTBa S8, TaKkKe HM3BECTHBIC KaK CyOTWIa3bl, ObLIH
KJIacCHU(UIIMPOBAHBI HA JEBATH TPYII, JUI KOTOPBIX OBLIH ONpPEACIICHbI OIMKAHIIIe TOMOJIOTH 13 A.
thaliana (Puc.11). IlpoTenHa3bl MOYTH M3 BCEX TPYNI HECYT HE TOJBKO KAaTATMTUYECKUI JOMEH
(Peptidase S8), HO Takke KoHcepBatuBHBIN mpomomeH (Inhibitor 19, Puc.13). I'pynmer 3-6 u 8
cozaepskanu npotenHassl ¢ PA (protease-associated) nomenom. CyOTminassl u3 8 u 9 rpymi coaepkaiu

noMeH, 1o1o0HbIN pubponektuny I1I Tuna (fn3_5).

MO’HO 3aKJIIOYHTh, YTO B TIEHOME MIIEHHUIBI ObUI0 oOHapyxeHo 1544 mnpoTeuHassbl,
OTHOCSIIIMECS K OTHOCUTEIHLHO OOJBIIOMY KOJHYECTBY ceMeicTB. Hawmboiiee sSpkuM mpumMepom
sBisercss moaceMerictBo ClA mamanH-moOOHBIX IMCTEMHOBBIX MPOTEWHA3, HacuuThiBaromee 181

(bepMeHT U BKITIOYaroliee 8 YHUKaIbHBIX JUId MineHuIs! rpynn (Puc.2, A, kpacHbIM).
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Pucynoxk 10. ®unorenernyeckoe aepeBo cemeiictd Cl, C13 u C14 uncTenHOBHIX MpoTenHa3. TpeyronsHIKN

0003HAYalOT COKpAIEHHBIC KIaabl M pa3Mep KaKAOW TIpymmbl mporenHas. bByrcrpan 3Hauenus Beime 70%
MOKa3aHbI C YePHBIMU TOUYKAaMH B COOTBETCTBYIOIIMX y3J1ax. bimkaiiiie romonory rpynn npoTernHas yka3aHbl
crpaBa oT uitorenerndeckoro aepesa: At — A. thaliana, Os — O. sativa, Bn — B. napus u Vm — V. mungo.

Homepa yHukambHbIX uist T. @€Stivum rpymi okpamieHbl KpaCHBIM LBETOM.
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Pucynoxk 11. dunoreHerndeckoe AepeBO MPOTEHHA3 ceMeicTBa S8 MIEHUIBI. TpeyronbHUKH MPEICTABIISIOT
COKpaIlleHHbIC KJIaJIbl U COOTBETCTBYIOT pa3Mepy KaxKIIo rpynmnsl nmpotenHas. byrcrpan 3nauenus Boitie 70%
MOKa3aHbl YePHBIMU TOYKAMHU B COOTBETCTBYIONIMX y3J1aX. birkaiiiie romonory rpymi npoterntas u3 O. sativa
yKa3aHbl ClIpaBa.

0.08

fpynnbl npotenHas  [loMEeHHAA apXUTEKTYPa NPOTEUHA3 U3 CEMENCTB
C1,C13uC14

s —@ (el o~
pnlball A m
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15 Peptidase_C1
19, 20, 25 — Eﬁﬁi‘ﬂiiﬁ S] —

22 NAM
. m
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27 — PeEtidase C14 -
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AMUHOKUCNOTHbIE
oCTaTkK

Pucynok 12. Tunmunas noMmeHHas opraHuzauusi nporenHas u3 cemeiicts Cl, C13 u Cl14. Homepa rpynn
COOTBETCTBYIOT TeM, KoTopble ykazanbl Ha Puc.10. [InmHbl BCceX CTpPYKTYp yKasaHbl B Maciitade,
COOTBETCTBYIOIEM HKase cHu3y. Unentudukaropsr Pfam: Peptidase C mpoTteonutnueckuii JOMEH NpOTEHHA3
cemeiicte C1, C13 u Cl14; 129 — Inhibitor_I29 — nponomen; NAM — No Apical Meristem nomen; P C1 —
Propeptide_C1 - npogomen; zf — nomen zf-LSD1.
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Ipynnbi JomeHHana apXMTEKTYpa NpoTeMHas U3 cemeiicrea S8
npotenHas
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Pucynok 13. JlomeHHast apxuTekrypa cyOTHIa3 M3 MIIeHHIBl. Homepa rpymm cCOOTBETCTBYIOT HOMeEpam,
yka3zaHHbIM Ha Puc.1l. JInuHBI BCexX CTPYKTYp YKazaHbl B MaciuTalOe, COOTBETCTBYIOIIEM ILIKajle CHH3Y.
Wnentuduxaropsr Pfam: Peptidase S8 — mporeonuruueckuii nomen; 19 — Inhbitor_I9 — npogomen; PA — PA
nomen; FN3 5 —1fn3_5; TPPII — noMen TpumenTyuInenTH 1a3bl-2.

2. JlerpaioM nieHMIbl BApbUPYeETCS HA YPOBHE COPTOB

Ha ocHoBe naHHbIX, mosydeHHBIX mpu nomomu KX-MC/MC, Obmd MIACHTU(UIIMPOBAHBI
MIPOTEHHA3bI, IPUCYTCTBYIOIIKE B 3I0POBBIX pacTeHUs X copToB Xakacckas u Jlapbs. Pacrenus copra
Xakacckas sBJsieTcs: 0ojiee YyBCTBUTEIBHBIMH K aTakaM MAaTOreHOB, B TO BpeMs Kak pacteHus Jlapbu
— Oonee ycroiuuBbIMH. MneHTudukanus mnpoTremHa3 ObUla OCHOBaHA HAa KOJIWYECTBEHHOM
OTIpE/IeIEHUH TOJHO-CIeUU(UIECKUX TPUNTUYECKUX U MOJHO-cnenuduyecknx nentuaos AspN. C
0azaMu 0OHAPYKEHHBIX MENTHIOB MOYKHO 03HAKOMUTHCS B TiprioskeHuu (Taou. S1-S2) k crathe [294]

no cceuike https://www.mdpi.com/1422-0067/19/12/3991. TlonyueHHbIe NaHHBIC YKa3bIBAIM Ha TO,

YTO JErpajoM IIIEHUIbI BappupyeTca BHYTpH Buaa (Puc.14). CpaBHUTENbHBIN aHAIU3 110KA3all, YTO
pacteHust copToB Xakacckass U Jlappsi 3KCIIPECCUPYIOT pa3HOE KOJIMYECTBO mIpoTenHas (94 u 79
NPOTEHHA3, COOTBETCTBEHHO), MmpuueM 49 mpoTenHas ObLIM JETEKTHPOBaHBI B 00OMX COpTax, 4TO
cocraBimsger 52,1% wu 62% or ofmero KoiauuecTBa MpOTEHHA3 [uid Xakacckod U /[lapew,

COOTBeTCTBEHHO. Hamboee npeacTaBieHHBIMU CEMENCTBAMHU MPOTEUHA3 Y 000MX COPTOB SBIISIOTCS

Cl, S8, S9, S10, M20, M24 u Al.

MO3KHO 3aKJIFOYHUTh, YTO B PA3HBIX COPTAX MILIEHHUIIBI MOTYT OBITH OOHAPYXEHBI pa3HbIe HAOOPHI
nporenHas. Jlerpagomsl Xakacckoi u Jlapsu coBnazaroT Ha 52,1% u 62% OT Bcex IpOTEHHa3,
COOTBETCTBEHHO, YTO HECKOJBKO MEHBIIE, YEM YK€ M3BECTHOE paHee paznuuue B 79,3% mexny

IPOTEOMaMH COPTOB MIIeHUIIBI [295].
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Xakacckas Oapbs

LuncrenHoBble

TpeOHUHOBbIE

94 49 79

Pucynok 14. InarpamMma Benna, npeactaisromasi Y1cao BOCIPOU3BOIAUMO ACTEKTHPYEMBIX MPOTEHHA3 IS
COpPTOB MIIEHUIBI Xakacckas (oOo3HavyeHbl 3eneHbIM) M Jlapbs (oOo3HaueHsl TomyObM). [Iporennassl,
oOHapyXeHHBIE B 000UX COpTax, 0003HAYEHBI KEATHIM BETOM. [ [yHKTUPHBIE TMHUY ACIAT IPOTEUHA3BI Pa3HBIX
KaTalIUTHYECKUX TUTIOB.

3. 3apaeHue NaTOreHAMH NPUBOJIUT K M3MEHEHHUIO COCTABOB NMPOTEHHA3
Jlanee ObUIO MPOBEICHO CPAaBHEHHME MPOTEUHA3, SKCIPECCUPYEMBIX B 3/I0POBBIX PACTECHHSIX M
pacTeHusX, COOpaHHBIX CIYCTs 24 Yaca rocie 3apakeHus: OMOTPO(HBIM MAaTOreHoM — rpudkom P.
recondita u HeKpoTpo(HBIM MaToreHoM — rpudkom S. nodorum. Vaenrtudukamnms nporenHas Obuia
OCHOBaHAa Ha KOJUYECTBEHHOM OIPEACICHUU MOJHO-CIeUU(PUISCKUX TPUNITHUYECKUX M TOJIHO-
cneunpuyeckux nentuaoB AspN, HCIONB30BaHHBIX A npuroToBieHus npod ams XKX-MC/MC. C
0a3aMu 0OHAPY)KEHHBIX MENTHIOB MOXXHO 03HAKOMHUTHLCS B mpuiioskeHuu (Tadmuisr S3-S4) k crathe

[294] mo ccruke https://www.mdpi.com/1422-0067/19/12/3991. beimun oOHapyxenst 117 u 77

NpOTEeUHAa3 y pacTeHuil, 3apaxkenHbix P. recondita u S. nodorum, coorBerctBeHHo, 55 (58, 5%) u 45

(60%) mpoTenHas U3 KOTOPHIX COBMAAAIOT C COOTBETCTBYIOIIUMHU KOHTpoJsmu (Puc.15).

MO’KHO 3aKJIIOYHTh, YTO B CiIydae OMOTpOoPHOMN HH(PEKITUN ObLTH MHIYIIUPOBAHbI IPOTEUHA3BI
u3 cemeiictB M17 u M20, B To BpeMs Kak B cirydae HeKpoTpodHoit —u3 C14 u C26. Criegyetr OTMETHTD,
4T0 00€ MH(EKIIUHN BBI3BIBAIM MHIYKLUIO MPOTEUHA3 U3 OOJBIIOT0 YHUCIa OJHUX U TeX ke CeMEUCTB
(C1, C13, (48, C65, M24, M41, S10, S9, S8 u Al). IIporennassr u3 C13 u C14 cemeiicTB paHee ObLTH
aCCOIMMPOBAHBI C OTBETaMH Ha maTtoreHsl. OHAKO OCTaBIIMECS ceMeCTBa TPeOYIOT HalbHEHIIEero

U3Y4YCHUS.
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Xakacckas Oapba

3popoBble 3apaxeHHble 3popoBble 3apaxeHHble
pacTeHus Puccinia recondita pacTeHns Stoganospora nodorum

13 20 LncrenHoBble

TpeoHuHoBbIE

94 55 117 79 45 77

A b

Pucynoxk 15. /luarpammel BeHHa, mpencTaBisioOnMe YUCIO BOCIIPOU3BOIUMO JIETEKTUPYEMBIX MPOTEHHA3 B
nporeomax (A) 310poBbIX (00O3HAYEHBI 3€E€HBIM) W 3apakeHHBbIX P. recondita (o6o3Ha4yeHbI PO3OBBIM)
pacrenuii copra Xakacckast; (B) 3m0poBbix (0603Ha4eHbI TOyOBIM) M 3apakeHHBIX S. nodorum (o6o3HaveHbI
¢uoneroBbiM) pactenuii copta Jlapes. Uucno mporenHas, OMHOBPEMEHHO OOHAPY)KEHHBIX B OIBITHBIX U
KOHTPOJIbHBIX TIPpo0ax, 0003HAYEHBI Ha TIEPECCUCHIH JKEIThIM.

4. MHOXKecTBO CyOCTPaToOB, pacuieluIsieMbIX MPOTeHMHAa3aMu IN ViVO, yBeJIMYMBaeTCs Ha

(¢oHe 000UX THIIOB 3apaKeHHU

I[anee OBLI MMPOBCACH IMOUCK MOTCHIHUAJIBbHBIX CY6CTpaTOB, PaCIICIUIACMBIX MPOTCUHA3aMU B
3J0POBBIX PACTCHUAX o0oux COPTOB. C Gazamu O6Hapy)KeHHBIX ONCNTHI0B MOXXHO O3HAKOMHUTBLCA B

npwioxkeHnn (Tabmumer  S5-S8) k  crarbe [294] mo ccputke  https://www.mdpi.com/1422-

0067/19/12/3991. Ananu3 BISBUI MPAKTUYCCKU Pa3HOE KOJMUYECTBO T'MJIPOJIM30BAHHBIX CYOCTPATOB:

220 u 178 6enkoB ObUTH MASHTHPUIMPOBAHHI (85 00IIMX) B 3M0POBBIX pacTeHHUIX Xakacckoil u lappu
(Puc.16, A). Kak yka3siBasioch paHee, UMMyHHbIe OTBeThl pacteHuii u 3KC cBs3aHbl C Kacmaso-
noso0OHOW ¥ MeTakacma3HOW AaKTMBHOCTSMH, KOTOpbIE BKIIOYAIOT TUAPOIU3 CyOCTpaToB B
cnernuduueckux cairax, rakux kak VEID, DEVD, YVAD, u ap. [Toatomy npucyTcTBUE CyOCTpaTOB,
NPEINOJIOKUTEIbHO  paCIIEIUIAEMBIX  Kaclaszo-MOJAOOHBIMM M METaKacma3o-MoJ0OHBIMHU
NpOTEHHA3aMHu, TaKke ObUlo HccienoBaHo. bbulo mpuMeHeHO O000O0IIEeHHOe WPaBUIIO s
uaeHtTupukanuu cyocrparo: XXXD mns kacnazo-nogoOHbIx M1 XXXR, XXXK mis merakacnaszo-
NnoI00HBIX MENTHIa3, rae X — Jirobas aMUHOKHUCIOTa. Bbuto 00HApY)KEHO MOYTH OJAWHAKOBOE YHCIIO
BEPOATHBIX CyOCTPaTOB Kacma3o-NMOJOOHBIX MPOTEHHA3 B 3J0POBBIX pacTeHUsX Xakacckoi u lappu
(10 m nmeBSITH COOTBETCTBEHHO, C MATHIO OOIIMMH), TOTJIa KaK YUCIO CyOCTpaTOB MeTakKacmasa-

moA00HBIX MpoTenHas coctaBmwin 11 u 19, ¢ Bocempro o0mmmu, cootBeTcTBeHHO (Puc.16, A).
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[TocKONBKY YHCII0 SKCIIPECCUPOBAHHBIX IPOTEUHA3 YBEIMYMBAIOCH HA (JOHE 00X MHPEKITHIA
(cM. mpenpIayIuii pas3ien), ObUI0 IPOBEPEHO, YBETMUMBACTCS JIM YHCIIO CyOCTPAaTOB, PACIICTUICHHBIX
9HJIOTCHHBIMU MpoTenHa3aMu. B ciydae nndexiuu P. recondita (Puc.16, b), 310 uncio yBennumiocs
¢ 220 mo 518 (121 oOmmx ¢ KOHTpoJieM OEIKOB), B TO BpeMs Kak B ciiydae mHpekmuu S. nodorum
(Puc.16, B) — ¢ 178 no 300 (77 obuux ¢ koHTpoJsieM OenkoB). Taxke ObLTH OOHAPYKEHBI CYyOCTpaThI
Kacrmasza- M MeTaKacras3a-1moJoOHbIX mpoTenHa3. Kak B 310pOBBIX, TaKk U B 3apaKCHHBIX PACTECHUSIX,
HaOJI0JAJIOCH TIOBBIIIICHHOE KOJIMYECTBO OETTKOB, paciieruieHHbIX Mo caiitam XXXD. 10 u 28 (deTsipe
o0rmux) caiita ObuTH HaeHTHGUIIMpoBaHbI B ciiydae P. recondita (Puc.16, b); neBsth u 15 (Tpu 001mmx)
— B ciyyae uHpekmuu S. nodorum (Puc.16, B). Kpome Toro, Tosbko mpu OMoTpodHOMH HHGBEKIHN
MIPOU30IIO MOBKIIIEHUE METaKaCca30-1mo100H0# akTuBHOCTH: 11 1 22 (cempb 001uX) caiitoB (Puc.16,

b), B To Bpems kak B ciydae uH(ekuu S. N0dorum 3to 4mcio moutd He u3meHmocs — 19 u 17 (11

obmux) caiiroB (Puc.16, B).
Xakacckas [apbs

Kacna3zo-nogo6Hbie caiTbl

Xakacckas Hapesa
3n0poBble 3apaxeHHble 3poposbie 3apaxkeHHble
pacteHus P. recondita pacTexus S. nodorum

220 1

b B

Pucynok 16. /Inarpammel Benna, npencraBisiioniye KOJIMYECTBO BOCIPOM3BOJUMO JETEKTHPYEMBIX CaiTOB
paciuerieHus in vivo (o6HapykeHHbIX ¢ momoinsio JKX-MC/MC) Bo Beex Oenkax B mporeomax (A) 310pOBBIX
pacteHnsax Xakacckoil (0003HaueHBI 3eleHBIM) M 3I0pPOBBIX pacTeHusx Jlapbu (o0o3HaueHbl roiayosiM); (B)
3710pOBBIX (0003HAUECHBI 3€ICHBIM) U 3apakeHHbIX P. recondita (0603Ha4eHbI pO30BBIM) pACTCHHAX XaKacCKOIA,
1 (B) 3m0poBbIx (0003HaUEHBI TONYyOBIM) M 3apaXkeHHbIX S. Nodorum (o6o3HaveHbI (HHOTETOBBIM) PACTEHHSIX
Hapeu. Ilporennasbl, OJHOBPEMEHHO OOHApPYXEHHBIE B Pa3HBIX 00pa3lax, 0003HAUEHBI JKENTHIM IIBETOM.
XXXD - kacmazo-momoOHbI caiT; XXXR, XXXK - wMerakacma3o-mogoOHbIe caiiTel; X — Jro0as
AMHHOKHCJIOTa; UGBl BHU3Y IUarpaMm — 00Iee YHCIO CAHTOB pacILeNIeHUs 110 IPOTEOMaM; YUCIIO Kacmaso-
MOJO0HBIX CaiTOB 0003HAYEHO CHHHUM, YUCIIO METAKACIa30-TI0100HBIX CAaliTOB — KPAaCHBIM.

1 518 178 P4 300

]
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MO’HO 3aKJIIOUUTh, YTO CIYCTS 24 yaca mocje 3apaXxeHus 00OMMH MaTOreHaMHU MPOU30IIII0
yBEIMUEHHE HE TOJBKO YHCIA OSKCIPECCUPYEMBIX TNPOTEMHA3, HO OOIIeld NPOTEOTUTUYECKOM
aKTUBHOCTH B KJIeTKaxX pacTeHuil. CTOUT OTMETUTb, YTO U KacHa3o-MoJ00Hass aKTUBHOCTh BO3pocia
nocie 000MX TUIOB 3apaKEeHHs, B TO BpeMs KaKk MeTakacma3Has — TOJIbKO B ciiydae OMOTpo¢HOI
UH(EKIUU. DTO COBMAJACT C PaHee OIMyOJIMKOBaHHBIMU JaHHBIMH [13]. DT0 03Hauaer, 4T0 B paHHEM
OTBETE MIICHUIBI Ha OMOTHYECKUI CTpecC pacuieryeHne CyOCTpaToB B KIIETKE MPOUCXOIUT B TOM

qHcie U Kacma3o- ¥ METaKacras3o-mog00HbIMH (hepMEHTaMH.

Taxxke, ObUTH HCCIIETOBAHBI MMOTEHIIMATBHBIC CYOCTPAThI Kacma3o- U METaKacma3o-mo 00HbIX
MPOTEHHA3, THPOJIU30BAHHBIX B OTBETE pacTeHHH Ha 00a Tuna uHpekuuu. biio oOHapyxeHo, 4To
ceMb OeNKOB OBLIM THJIPOJIM30BAaHBI Kacla3o-TIOAOOHBIMH IMPOTEHHA3aMHU, a TP — METaKaclaso-
nonoOHeiMu. CyOcTpaTsl npuBeaeHsl B Tabn.5. Pacmiensenue perentop-nogoOHbIX MPOTEHHKUHA3
NPOTEHHA3aMU MOJKET SIBJIATBCS HEMOCPEACTBEHHBIM 3BEHOM B YCTAHOBJIGHHH 0a3ajbHOTO
UMMyHHUTETa, BbI3BaHHOr0O MAMP maToreHoB, Wi UMMYHHTETa, Bl 3BaHHOTO dddekropamu (ETI)

[105].

Tabmmma 5. Bo3MoxHBIE CyOCTpaThl —Kacla3o-MIOAOOHBIX M METaKacla3o-MOJAOOHBIX MPOTEHHA3,
TUIPOJIM30BaHHbBIC HA ()oHE 000MX THUTOB MH(eKnuid. AHHOTaNUs OeIKoB OblIa clienaHa mpu nomoniu Blast:
MPUBECHBI JTyuliie Haxoaku ¢ E-value <1*10°, Caiiter TUAPOJIN3a YKa3aHbI CTPEITKAMU.

Benok CaiiT ruaposusa

Bo3moscnvie cyocmpamul Kacnazo-noo0oOHbIX npomeunas

Uncharacterized protein VPTD|AQLE

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

Disease resistance protein Rho-type GTPase-activating protein 2-like | VSAD|GVTR
(RGA2)
5'-3" exoribonuclease 2-like ILRD|MVPL

Homeobox-DDT (DNA-binding homeobox-containing proteins and the | KPED|LTEY
different transcription and cI’Oomatin 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. buoTrnyeckmii cTpecc BBI3BIBAET CHHTE3 H/HJIM NPOTEOJUTHYECKYH) AKTHBALMIO
NpOTeNMHAa3 NyTeM /AeHCTBHS OTJHYHBIX OT KAaCMa30- H MeTaKacma3o-moao0HbIX
NpOTenHa3
Bb110 moka3zaHo, 4To Kacmas3o- ¥ MeTakacraso-rnoJ00Has akTHBHOCTH IPUCYTCTBYIOT B KJIETKaX

MIICHUIB Tocie 3apaxenus P. recondita u S. nodorum. Ha cienmyromiem 3rtarne ObUIO MPOBEICHO
UCCJICIOBAHUE BIIHMSHUS TAKUX aKTHBHOCTEH Ha MPOTEOJMTHYECCKYIO aKTHBALMIO MPOTEHHA3 KakK B
3JI0POBBIX, TaK U B 3apaKCHHBIX pacTeHUsX. [ 3TOro ObUT peam30BaH TOT K€ IT0IX0/1, OCHOBAaHHBIN
Ha WACHTH(UKAIMH MTOJTy-CIIeIIM()UIECKUX MeNTHI0B MOCIIE paceIUICHHs TPUIICHHOM mwin AspN npu
noarotoBke mpo0 k XX-MC/MC. C 6azamu 0OHapy>KEHHBIX MHENTHIOB MOXHO O3HAKOMHUTHCS B

npunoxennn (Tabmumbr S8-S12) x  cratbe [294] mo ccbuike  https://www.mdpi.com/1422-

0067/19/12/3991. bein mpoBeieH MOUCK MENTHAOB, MIPUXOAAIIMXCSA HA 00JIaCTh IPAHMIIBI TPOIOMEHA

U TMPOTEOJUTUYECKOT0 JoMeHa (+4(0 aMHHOKHCIOTHBIX OCTaTKOB OT TpaHUIBI), T.K. OOJbIIOE
KOJIMYECTBO TMPOTEHHA3 COAEpkKAT AaBTOMHTHOUPYIONIME MPOJOMEHBI, KOTOpPhIE HEOOXOIMMO
TUIPOJIM30BATH IS IONYYCHHsI aKTUBHOUM MpoTenHa3bl. B cioydyae MeTakacma3 ObUTH BRIOPAHBI TOTY-
crienu(UIHbIC TIENTU/IBI B U3BECTHBIX MECTaX MPOILECCHHTa TOMOJIOTHUHBIX (hepmenToB [11]. Takum
00pa3oM ObLT OIpe/IesieH CTaTyC MPOLIECCHHTa MPOTEHHA3 B 3JI0POBBIX M 3apakeHHbIX P. recondita u

S. nodorum pacrenwii criycts 24 waca nocie 3apaxenus (Ta6:.6).

[Ipu OuorpodHoit mHpekuuu ObIIO OOHAPY)KEHO YBEIWYEHHE B JBa pa3za KOJIUYECTBA
MPOLIECCUPOBAHHBIX MPOTEUHA3 10 CpaBHEHUIO ¢ KOoHTposieM (Ta6i.6). 3mopoBbie U 3apakeHHbBIS
pacTeHus] UMEIOT IIECTh OOIIMX MPOLIECCHPOBAHHBIX MPOTEUHA3; MPHU 3TOM ObUIO OOHapyxkeHOo 10
npoTtenHas u3 cemeiicts M17, M20, M24, M41, S8, S10, Al, npeanoioxXUTeIbHO aKTUBUPOBAHHBIX

IIPY 3apayKEHUH. 30POBbIE PACTEHMSI XapaKTEPU3YIOTCS TOJBKO | yHUKaIbHON MPOTEUHA30M.

IIpu HekpoTpodHON HH(PEKIMH TpU OOLUMX NPOLECCHPUOBAHHBIX IPOTEUHA3bl ObUIN
oOHapyXeHbl KaK B 3JI0POBBIX, TaK M B 3apak€HHBIX pacTeHusix. [Ipu 3ToM 3apakeHue BBI3BAJIO
akTuBaiuio nporenHas u3 cemeiicts C1, C13, S8, S49, M24, Al (miectb) Mo CpaBHEHUIO C KOHTPOJIEM

(uetbIpe).

JlaHHBIN pe3yabTaT MOKA3bIBAET, YTO B 3apa)KCHHOM IIICHULIE CAWThl aKTUBALUM IIPOTEHUHA3
OTJINYAIOTCSI OT U3BECTHBIX CAWTOB y3HAaBaHMs Kacla3 M MeTakacnas3. Tonbko Tpu u3 16 u oquH u3
JEBATH CAMTOB OTHOCHIIMCH K Kacma3o-moJoOHBIM (epMeHTaM s 3apaxkeHHbIX P. recondita u S.
nodorum pacteHusM, COOTBETCTBEHHO. Hu oJHOro caiita akTHBaluu HE ObUIO OOHAPYKEHO IS

MeTaKacna3o-noJ00HBIX (PEPMEHTOB.
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Tadauua 6. [Tonyuennsie Ha ocHoBaHuH JaHHBIX KX-MC/MC npennonaraeMble CaiThl aKTHBALUHN MPOTEHHA3
W3 Pa3HbIX CEMEUCTB B 30POBBIX M 3apa’kEHHBIX paCTEHHIX 000HX COPTOB.

Karamnmnueckn | CemeiicTBO Ynci10 AeTEeKTHPOBAHHBIX CATOB™
i THT (uucno caiitoB Buga XXXD, ecnu Obutn 00HapyKeHbI),
[aucio caiitoB Buga XXXR mmm XXXK, ecau ObLiu
00HapyKeHBI |
310poBBIE 3apaxeHHble | 310poBBIE | 3apaKCHHbBIE
pacTeHus P. recondita | pacreruss | S.  nodorum
Xaxacckoit pacreHus Hapen pacreHus
Xaxacckoit Hapen
I{uctenHoBBIC Peptidase_C1 2 1 1 2
Peptidase_C13 1(2) 1(2)
CepuHOBBIE Peptidase_S8 2 1 1
Peptidase_S10 1
Peptidase_S49 1
Meraso- 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 (1) 9 (1)

*KakIplil caliT paciiernyieHus ObUT OOHAPY>KEH TOJIBKO B OHOM MPOTENHA3E, T.€. YHCII0 OOHAPYKEHHBIX CaiTOB

pacCrjicHus COBIIAAacT C YNCJIOM dKTUBHPOBAHHLBIX IPOTCUHA3.

6. AKTI/IBaIII/Iﬂ TPUTUKAUHA-O — MHOFOCTyHeH‘laTblﬁ aBTOKATAIUTHYECKUH nmpouecc,

KOTOPBIH, NPeAN0JI0KATEJbHO, PeryJIHpyeTcsi HUCTATHHOM

JInst Toro, 4To0BI O0JIee IETANBHO U3YYHTh MEXaHU3MBbI MTPOIIECCHHTA TPOTENHA3 MIICHUIIB N
VIVO, OBUIO pElICHO M3Yy4YHTh aKTHUBAIMIO HAa MPUMEPE OJHOM He Kacma3o- M MeTaKacra3o-ToA00HOoH
NPOTEHHA3bl — TPUTHUKAMHA-0. TPUTHUKAUH-0. — ATO NalaWH-NOAO0OHAas IUCTEMHOBAs MPOTEHHA3a,
KOTOpas OblJIa OOHapy)KeHa B popacTaromux ceMenax nieHuis! [193]. Panee Hamu Ob110 TIOKa3aHo,
YTO TPUTHKAMH-0. O0JIaJaeT TIIOTEHA3HBIMU W KOJUlareHa3HbMu cBoiictBamu [170], omgnako ero

(bHSI/IOJIOFI/I‘ICCKI/IC CBOMCTBA U CIIOCOO AdKTHUBAaIlMH OCTaBAJIUCh HC U3BCCTHBIMMU.

Tputukann-o umeer tunuunyto it HIILIT ctpykTypy U conepkuT curHanbHbii nentua, N-
KOHIIEBOM MPOJOMEH, MPOTEOJIUTUUECKHI ToMeH U C-KOHIIEBOM rpanyauHoBbIN joMeH (Puc.17, A). B
HKCTIIEPUMEHTAX 110 U3YYCHHIO aKTHBALUU (pepMeHTa, B KaUeCTBE KOHTPOJIS ObUT CO3/1aH U UCTIOIb30BaH

MYTaHT TPUTHUKAWHA-0 TI0 KaTaIMTHUYecKoMy ocTaTtky Cys154.

C 1OMOIIBIO TIPOBEICHHBIX YKCTIEPUMEHTOB OBLJIO MOKA3aHO, YTO MPOIECCUHT TPUTHKAUHA-0, —
CTymeH4artblii mporecc. [Ipu CBepXdKCHpeccHn pEeKOMOMHAHTHOTO TPUTHKAWHA-0. B pacTeHUsix N.
benthamiana, caauana npoucxoaut oriiericarne N-KOHIIEBOTO MPooMeHa Kak B (DEPMEHTE TUKOTO

THUIA, TaK U B MyTaHTe ¢ 00pa3oBaHHEM MPOMEXYTO4HOH (opmbl — mHTepMenuara (iTtc, Puc.10, Bb).
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CornacHo pe3y/nbTaTy OCHOBAaHHOTO Ha aKTMBHOCTH Tipodaiinunra oenkos (ABPP), iTtc aukoro Turma,
HECMOTpPsI HAa YaCTHUYHOE CO3pEBaHHE, 00Ja/al MPOTEOJUTHUECKON aKTUBHOCTHIO, B TO BPEMs Kak
mytaHT Ob11 ee suiieH (Puc.17, B). [1pu 3ToM, mponiecCCUHT MyTaHTHOTO (hepMEHTA JI0 TPOMEKYTOUHOM
(bOpMBI Bce Ke MPOUCXOIMI. DTO MO3BOJISET CAENATh BBIBOJ O TOM, YTO OTIICIUICHHE MPOJAOMEHa iNn
VIVO MPHUBOJUT K aKTHBALMH (PEPMEHTA U MOXKET OCYLIECTBIISATHCS HE TOJIBKO CAMHM TPUTHKAHMHOM-0L
(aBTOKATaIUTUYECKH), HO M 3a CUET MEXMOJIEKYJIIPHOIO B3aMMOJECHMCTBUS, B TOM 4HCIE, B XOJE
IIPOTE0JIMTUYECKOrO Kackazaa. [lomrMo 3T0ro, cormacHo JaHHBIM, MOJYYEHHBIM IIPH MOMOIIM Macc-
CIIEKTPOMETPHH, OBLITH OOHAPY)KEHBI JBa OJIM3KUX CaiiTa pacleIUIeHUs P OTLICTNICHUH TPOIOMEHA,
YTO TO3BOJISET MPEANOJIOKHUTHD, YTO JAHHBIN MpOIecC He sBIsgeTcs calT-cnenuduansiM (Puc.18, B,
P8). BosmoxxHo, Takasg crneuu(pUYHOCTh OOYCIOBJIIEHA TMO3MLIMEH OTHICIJICHUS TPOJIOMEHA

OTHOCUTCIIbHO aKTUBHOT'O CHTPA IMPOTCUHA3LI.

[Tomumo 3TOTO, OBLTIO OOHAPYKEHO, YTO AKTUBHOCTH TPUTUKAWHA-Ol TOJTHOCTBIO MOIABIISIETCS
mucratuHoM Tomara SICys8 mpu ux xoskcnpeccun B nmctbsix N. benthamiana. ABPP noka3zain, uTo
TPUTHKAUH-0. TIOJIHOCTBIO YTPaTHJI CBOIO akTUBHOCTH (Puc.17, b), HecMoTps Ha TO, YTO TPUTHKAUH- O
BCE JK€ MPHUCYTCTBOBAII B KJETKe, coryiacHo BectepH Onoty (Puc.17, b). Crout oTmMeTuTh, 4TO B
npucyrctBun SICys8 3penoii (opMBI TpUTHKaMHA-0. HAKAIUTMBAIOCH 3HAYUTENBHO MeHbIne. [lo-

BUIUMOMY, UCTAaTUH CII0COOEH BIIMATH Ha AKTHUBAILIUIO U CO3PCBAHNUC TPUTHKAWHA-(.

Takxe ObLIIO OOHAPYKEHO, YTO YacTh I TtC KaK AUKOTO TUMA, TaK M MyTaHTa, CEKPETUPYETCS B
MEXKJIETOYHOE TIPOCTpaHcTBO — amorutact (Puc.17, B). Anomnact siBnsiercss 6oraToil mpoTenHa3aMu
cpenoit. Tak, OblTI0 OOHAPYKEHO, YTO B ciydae (pepMeHTa TUKOTO TUIA IPOUCXOIUT OoTieruieHue C-
KOHIIEBOT'O I'PaHyIMHOBOTO JIOMEHa JI0 3pesoit (hopmbl (MTLC), B TO BpeMsi KaK B CIydyae MyTaHTa 3TOTO
He mnpoucxoauT (Puc.17, B). MoxHO 3aKiIIO4MTh, YTO CcO3peBaHHE (EepMEeHTa TPOUCXOIUT
aBTOKATAIUTUYECKH, IPU KOTOPOM HEOOXO0JuMa MPOTEOJUTHYECKAsE aKTUBHOCTh CaMOTo ()epMeHTa.

JIOTIOTHUTEIBHO, ITAIbI IPOLIECCUHTa TPUTUKauHAa-0. ObLTH noaTBepxaAeHb XKX-MC/MC (Puc.18, B).
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C154 H 290N 310

Mpenpo- : I ,
cn MNpopomen | MNpoteonuTuecknin gomeH |[paHyNnMHOBbIA JOMeH
A depmeHT 5 PEREY 398 30 61 5
Mpo- ABPP (npoba, ceasbisaowas
pPo 8 6
akmueHble nanauH-nodoBHsle ecmepH caom
depmeHT 24 729 130 398 349 361 npomeurassi) {aHmumena k Ttc)

Ttc
MpomexyTouHaa popma ARmueen <R A
R PPN
(iTtc) 13|o 345’ 399 4!:1 © v o
l B 40— - iTtC

— <4 mTtc

(mTtc)

130 348 ABPP (npo6a, ceazbieaiowas BecmepH 6nom
aKmuaHsle NanauH-nodobHsIe (armumena « Ttc)
npomeuHasbi)

Pucynok 17. AxtuBamusi TpUTHKaWHa-o IN VIVO — MHOroctymneHuaTbiid mpomecc. (A) IlaTrepH aktuBanmu
TputukanHa-o; CII — curHanbHBIA MENTH], KaTaJTUTUYECKHEe OCTaTKu oOo3HaueHbl KpacHbIM. (B) Pesynbrat
CBEPXIKCIPECCHH PEKOMOMHAHTHBIX (opM mukoro thna (ar) u myTtanta (C154A) tputukanHa-o B kinerkax N.
benthamiana; (B) B anorutacre. TtC — TpuTHKaMH-0, KOHTP — KOHTPOJIb, IT — IPOTEHHa3a quKoro tuma, C154A
— MyTaHT 1o karanutadeckomy Cys, ABPP — ocHOBaHHBIN Ha aKTHBHOCTH MPOQaIHHT OSITKOB.

7. TpuUTHKaWH-0. B OCHOBHOM HAKAILUIMBAeTCs B BaKYyOJIM, H €ro CO3peBaHHe NMPOMCXOIUT

pH-3aBucumMo

Jlyiss Toro, 4ToOBl BBISCHUTH, KaK MPOUCXOJMUT aKTUBAIWS JHJIOTCHHOTO TPUTUKAWHA-0, B
Pa3IMYHBIX KIETOYHBIX OpTaHe/uIaX B KIIETKAaX MIIEHUIBI, ObUIO TPOBEACHO (PAKIIMOHUPOBAHHE
OKCTPAKTOB  JIUCTHEB  7-JHEBHBIX  MPOPOCTKOB  MpH  MOMOIM  JU(epeHIIHATHLHOTO
ueHtpudyrupoanus. LlentpudyrupoBanne npu 1,000*g nasanmo ocamok P1, conmepxkamuii sapa,
xnoporutactel, JI1P, mpu §,000*g — ocamok P8 ¢ mutoxounpusimu u tensiamu 1P, mpu 100,000*g
ocanok P100 ¢ mukpocomanbroit ppakuueit u 100,000*g — cyneprarant S100, coaepxamiuii TUTO307b

U PaCTBOPUMBIE BaKYOJISIPHbIE OCIIKH.

@akT  yCHNEIIHOTO  TpPOBEACHUS  (PPAKUMOHUPOBAHUS  ObUI  MOATBEPXKAEH  IyTeM
KOJIOPUMETPUYECKOTO M3MEpEeHUsi Mapkepa Bakyoiu — HuTpatoB (Puc.18, A). Beuio mokaszaHo, uto
TPUTHUKAWH-0. TIPUCYTCTBYET B pPa3IMUHBIX (PaKIHUsIX B pasHBIX (Popmax, MpPUYEM IEpexo] OT
npenpodepMenTa 10 mnpoMexyTodHoit (ITtC) m monHOCTHIO 3penoit (MTIC) GOpMBI MPOMCXOAUT
nocreneHHo (Puc.18, b). Crout otmMetuTsh, uro Ha Puc.18, b mpoObl BEIPOBHEHBI 10 KOHIICHTPALIUU
TPUTHKAaWHA-0, a HE Mo o00beMy moiydaemblx ¢pakuuid. Ppakuum Pl, P8 u P100 Obun
ckoHueHTpupoBansl B 20 pa3. Ilpu stom B S100 HaOmomaercs camasi HU3KOMOJIEKYIsipHasi ¢popma,
COOTBETCTBYIOMIAsl 3penoil ¢dopme TpurukamHa-oo (MTtc, Puc.18, B). s Toro, uytoOwbl 3TO
MOJTBEPIUTH M ONPEICTUTh MecTa MpoIlecCuHTa (hepMeHTa BO BceX (hpakiusx, ObUT MPOBEIEH Macc-
cnekrpoMerpudeckuit anamu3 (Puc.18, B). M3 mosiydeHHBIX pe3ysbTaTOB MOKHO 3aKIIOYUTh, YTO

TPUTHKAWH-O B OCHOBHOM HAKAIJIMBACTCA B BAKYOJIU, I'IC IPOUCXOJUT €TI0 MOJITHOC CO3PCBAHUC. Crour
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OTMCTHUTb, YTO BAKYOJIb XapPAaKTCPU3YCTCA MOHWKXCHHBIM 3HAYCHUCM pH CpCabl, U3 4YCTrO0 MOKHO

3aKIIIOYUTh, YTO aKTUBALlUA U CO3PCBAHNUC TPUTHKANHA-O in vivo MMPOUCXOOUT pH-BaBI/ICI/IMO.
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Pucynoxk 18. [TaTTepH akTUBaMK YHIOTCHHOI'O TPUTUKAaWHA-0. iN VIVO. (A) M3mepenue Mapkepa BaKyoiId —
HUTpaToB (3 OHONOrHYecKre MOBTOPHOCTH), (B) pe3ynbTar ¢ppakunoHNpPOBAaHUS TUCTHEB 7-THEBHBIX
npopocTKoB mueHulsl, (B) pesynprat XKX-MC/MC ananuza ¢paxuuii. TtC — tputukans-o, CII — curaansHbii
MEeNnTU.
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O0cy:x1eHue pe3yjibTaTOB

[Mmennna T. aestivum siBisieTcst OHOM U3 OCHOBHBIX 3€PHOBBIX KYIBTYP, PEICTABIISIONINX
HCHHOCTD KaK JId IMTPOMBIIIJIICHHOCTHU, TaK U IJIA 6PIOTGXHOJIOFI/II/I. O,Z[HI/IM U3 OMPCACIIAIOINX
(axTOpOB MpH BHIPAIIMBAHUHY TIICHULIBI SBJSIETCS €€ YCTOMUUBOCTD K Pa3IMYHBIM ATOT€HAM,
KOTOpas onpeaciasaCTCda TCM, YTO IMIIICHUIA — FCKC&HJIOI/I,Z[HHﬁ OpraHu3M, Jell TeHOM COCTAaBJICH U3
Tpex He3aBucuMbIX reHoMoB (AABBDD) ¢ o6mum pasmepom cosiee 15 Gbp. 'enom A Obut
yHacle1oBaH ot Triticum urartu, B To BpeMs Kak TeHoM B — oT Hen3BecTHOTO 311aKa, OJIM3KOTo
Aegilops speltoides, u D — ot Aegilops tauschii [296]. [TiieHura moaBepraeTcs aTakam pa3iIndHbIX
naToreHoB: OakTepuanbHbix (Pseudomonas spp [297], Xanthomonas translucens [298], u ap.),
rpubOkoBbix (Puccinia recondita, Fusarium spp, Blumeria graminis, Zymoseptoria tritici [299] u np.),
BupycHbix (barley stripe mosaic virus [300], wheat streak mosaic virus [301], yellow leaf mosaic
virus [302], u T.1.); a TakKe arakam TpaBOSTHBIX HacekoMbIx (Sitobion avenae [303]) u naxe

nematos (Heterodera avenae [304]).

[IInpoKo U3BECTHO, YTO UMMYHHBIN OTBET PACTCHUM HA 3aPA’KCHUE Yallle BCEIO COIPSIKEH C
3KC, koTopasi, B CBOIO 0UYEPE/b, ACCOLMMPOBAHA C IPOTENHA3aMHU U MPOTEOTUTHUECKOMN
aKTUBHOCTHI0. COBOKYITHOCTB BCEX MPOTEHHA3 OpraHu3Ma B paMKax JaHHOW paboThl OBLIO PEeIIeHO
Ha3bIBaTh JICTPAJOMOM, B COOTBETCTBHH ¢ [3]. OHaKO B Cilydae MIIEHMIIBI, €€ ITPaoM eIle He ObLT
0XapaKkTepU30BaH, HECMOTPS Ha €ro BaXKHOCTH JUIsI HUMMYHUTETA U TpolieccoB, cBsizanHbix ¢ 3KC. B
IaHHOU paboTe BIEepBbIe ObUIM HIICHTU(HUIIMPOBAHBI MPOTEUHA3HI MIIIEHHUIIBI 1. aestivum. Beero Obu1o
oOHapyxeHo 1544 mpoTenHasbl, 3aK0TMPOBAHHBIC BO BCeM r'eHOME T. @estivum. DTo OTHOCHUTEIIEHO
00JIBIII0€ KOJIMYECTBO KOAUPYEMBIX MENTH/Ia3, HAIIPHUMED, [0 CPABHEHUIO C TUTUIONTHBIMU
IBYIOJILHBIMU PACTCHUSMH, TaKUMU, Kak Tabak N. benthamiana, conepkamnmii npeamnonoKuTeaIbHO
1245 nporennassr. Y A. thaliana 6su10 00Hapyxeno 723 nporennassl [305] u 901 dpepment —y
tomaroB [306]. ¥V oxHomoabHOTO BHIA — prca — Obu1o onpeaeieHo 997 nmentunas [306]. ['ernom
4eJI0BeKa CONEPKUT 588, B TOM uuciie 0koJio 150 TpaHCKpUIIIMOHHO aKTUBHBIX T€HOB IIPOTEUHA3 B

pasnuuHbIX THNax Tkanu [307].

Okazanocek, 4To JIerpajoM IMIICHUIIbI TPEACTABIICH OOJIBIIMM KOJHYECTBOM CEMEHCTB
NPOTENHA3, KOTOPBIE ObLIM Pa3JeNIeHbl Ha pa3JInuHble rpymnbl. Hanboee spkiuM IpuMepoM sIBISIETCS
noncemeiictBo C1A — cemetictso IIITLII. B stoii rpynme 6bu1 onpenenen 181 pepment. B npyrux
BUJIaX pacTeHuil ObuI0 0OHapyxeHo MeHbinee uncio [ITIIT: y A. thaliana — 31 nporenna3za [164],
33 B puce [308], 43 B xayuyke [165] u 33 B mamaiie [309]. [Toacemeiictra IIILIII, yxe onucanHbIe

panee ais A. thaliana [164] u puca [308], Takxe ObLTH HICHTHDUITUPOBAHBI CPEIU TPOTEHHA3
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nmeHunsl. Kpome toro, 66u1n 0OHApYKEHBI TPYIIIbI, JUTS WICHOB KOTOPBIX HE HAIIIOCh
COOTBETCTBYIOILIUX TOMOJIOTOB U3 APYyrux opranuzmos. Bocems rpynm IITTIHIT 6butn onpenenensr kak
YHUKaJbHBIE 171 meHubl. Kinaccugukamus 82 cyotunas (cemeiicTBo nporeas S8) npusena K
ueHTH(UKAIIMY TPYII, TOMOJIOTHYHBIX poTerHasam u3 A. thaliana, n 06 ux ocobeHHOCTSIX

coobmranock panee [310-314].

[ToMHMO CTIOKHOCTH '€HOMA IMIIEHUIIB KaK TAKOBOTO, CYLIECTBYIOT Pa3IMUMs MEXKIY
COpTaMHy BHYTpH BUa. PazHuIla B ypOBHAX SKCIPECCUH BCEX OCJIKOB PAa3JIMYHBIX COPTOB OblLiIa
oneHeHa panee u coctaBmia 30% [295,315]. IMeHHO 3TH OTJIMYMS OIPECIISIOT YCTOMYMBOCTD TEX
WA UHBIX COPTOB K MATOT'€HaM M YCIOBHUSAM POCTa U, CIEI0BATEIbHO, UX MPUTOIHOCTD IS
pa3nuYHbIX TpuMeHeHnH. OTHAKO HACKOJIBKO BaphHPYETCS COCTAB IKCIPECCUPYEMBIX IPOTEUHA3

BHYTPH BHJA €IIIe UCCIEI0BAHO HE OBLIIO.

B nacrosmeit paboTe BriepBbie ObliIa OLIEHEHAa BApUAaTUBHOCTH JETPaoMa JABYX COPTOB
nmeHunpl. Pesynsratel ananuza XKX-MC/MC nByx copToB Xakacckas u Jlapbsi, KOTOpbIe
OTJIIMYAIOTCS B CBOCH UYBCTBUTEIBHOCTH K MH(EKIUAM, ITOKa3all, YTO B PA3HBIX COPTAX MOTYT OBITH
oOHapyXeHbI pa3Hble Ha0opbI poTenHas. [IpoTeomsl copToB Xakacckas u Jlapbs cOBIagaoT Ha
58,5% u 60% oT Bcex NpoTenHa3, COOTBETCTBEHHO, UTO CYILIECTBEHHO MEHBIIIE, UEM yXKE U3BECTHAs

paHee OleHKa coBIaeHUs Ha 79,3% MKy MOJHBIMU IPOTEOMaMH COPTOB mieHutsl [295,315].

VIMMyHHBIN OTBET MINEHUIIBI HA Pa3JIMYHBIC MTATOTEHBI 0 CHX MOP OXapaKTePU30BaH
OTHOCHTEJILHO ¢1a00. CTOUT OTMETHUTD, UTO ATOTEHBI UCTIONB3YIOT Pa3IMUHbIC CTPATCTHUH MTPH
3apa)KCHUU PacTUTENBHBIX KIETOK: HeKpoTpodHsie (B. cinerea [316]) maToreHs! CiocoOCTBYIOT
POCTY pacTeHUH ¥ MPUBOIAT K HEKPO3y HH(OUIIMPOBAHHOW KIIETKH, MOTPEOIISS €€ COACPIKIMOE, B TO
BpeMst Kak Ouotpogusie marorensl (P. syringae [62]) nutaroTcs )KUBBIMU KJIETKAMHU, TOIABIISISI POCT
pactennii u Bb3biBasi 3KC uHbumupoBanubix kietok. Hanbomnee xopomo uzydennas popma 3KC —
3TO aroNTO3 YEJIOBEKa, KOTOPBIi PeryIMpyeTcs MPOTEOJUTHUSCKUMH KacKaJaMH, BKIIOYAFOIUMHU
Kacmna3bl — ASp-crieluprUHbIC IUCTEHHOBBIC MPOTeHHA3bI. Kacna3ssl qenaTcss Ha MHUIUATOPHBIC (-2, -
8, -9 u -10) u apdexropusie (-3, -6 u -7) [2]. Kacnassl cCHHTE3UPYIOTCS B BU/IC HCAKTUBHBIX
npernpodepMeHTOB — Mpokacna3. IHUIMAaTOpHbIC TPOKACIIa3bl OBEPratOTCs aBTOKATATUTHICCKOMY
NPOLIECCHHTY U aKTHBUPYIOT 3P (PeKTOpHBIE MPOKACIIa3bl MyTeM OTPaHUUSHHOTO poTeon3a. Janee
3 PeKTOPHBIC KACTa3bl BHOCAT Pa3pbIBbI B IPOAMONTOTHUECKUE OCIIKU, B TOM YHUCIIC, AKTUBUPYS
JPYyrue MPOTEUHA3bI MYTEM MPOTEOTUTUYCCKUX KAaCKaI0B, KOTOPbIE MPUBOIAT K MaCCOBOI

Jerpanaiy OeTKOB U THOEIH KIIETOK.
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Cunraercs, yro 3KC pacTeHui, Kak U y )KUBOTHBIX, PETYJIUPYETCS MPOTEOIUTHUECKUMHU
kackazamu [2]. U xoTs O1M3KKre roMOJIOTH Kaclas B PaCTeHUSX OTCYTCTBYIOT, KacIa3o-T1oao0Hast
aKTUBHOCTH MOKET ObITh OOHApyKEHa B pacTUTENLHBIX KieTKax nocie nnaykiun 3KC: DEVDasnas
[8,139], VEIDa3nas [122] u YV ADa3nas [9]. Takue ak THBHOCTH MPHUITUCHIBAIOT IPOTEHHA3AM W3
pas3HBIX ceMeicTB, Hanpumep, cyoTmnasam (S8) [317], npoteacomubiM cyobeauuauiam (T1) [22] u
BakyossipHbiM nipoTennazaMm (VPE, C13) [60]. Kak u B ciydae kacmas, 3TH MPOTESHHA3BI
CHHTE3UPYIOTCS B BUIC 3UMOTEHOB (TIPErpopepMEHTOB) U HYKAAIOTCS B IPOTEOTUTUICCKON
akTuBanu. OHM OOBIYHO COJEpPIKAT TPHU JOMEHA: CUTHAJIbHBIN MENTHI, aBTOUHT UOHPYIOIIHIA
MPOJOMEH U MPOTEOJUTHUECKUI ToMeH. [IpojoMeH yacTo (aBTOKaTaTMTUYECKH) TIPOLIECCHPYETCH,

YTO MPHUBOJIUT K BRICBOOOKICHUIO aKTUBHOTO, 3peioro (hbepmMeHTa.

Hpyroi ocHoBHOM xapakrepuctukoil 3KC y pacTeHuil sBisieTcs MeTakacla3Hasi akTUBHOCTb.
Mertakacnassl paculerisoT cyoctpatsl nocie R u K, u 6bu10 mokaszaHo, 4To OHM y4acTBYIOT B
pa3IMYHBIX MPOIEccax, CBA3AHHBIX ¢ THOENbI0 KiIeTok [12—15,102]. To, kak MpOMCXOIUT aKTHBAIIHS
U TIPOIIECCUHT MeTaKacma3, Obuio onucaHo panee [291]. CTOUT OTMETUTH, YTO HECMOTPSI Ha TO, YTO
psiz cyOCTpaToB, paclIeIUIIeMbIX Kacma3o-1moJ00HFIMU POTEHHA3aMH U MeTakacnasamu [293],
M3BECTEH, CYIIECTBYET OUEHb MaJIO JAHHBIX 00 UX TOYHOM CyOCTpaTHON celM(PUIHOCTH U YIaCTHH

B KJICTOYHBIX NPOTCOJIUTHICCKUX KACKaIaX.

B ciyuae mineHwuIIbI, e OTBETHBIC pEaKIMK Ha MaTOreHbl, Hanpumep, B. graminis [318] wiu
F. graminearum [4], a Takxe Ha MHOTOYHCIICHHBIC abnoTHYecKKe cTpecch [319], Obun
OXapaKTePU30BaHbl TOJBKO B OOIIKX YepTax Oe3 aKICHTUPOBAHUS BHUMAHUS HA MMPOTCHHA3AX.
N3BecTHO, uTO 3KCIIpeccus reHa Mmetakacmnasbl 1 mmenuilsl (TaMCAL) yBenuuuBaercs npu
3apaXeHUU pacTeHui matorenoM Puccinia striiformis [320]. Oxnako B 11€710M 10 CHX ITOpP HMEETCs

O4YCHb MaAJIO JaHHBbIX 00 Y4aCTHUU NMPOTCHUHA3 B PCTYIALUMNA UMMYHUTCTA ITIIICHULIBI.

[To3TOMYy CieayronIM maroM paboThl CTaja OLIEHKA TOr0, HACKOJIBKO H3MEHUJIICS COCTaB
JETeKTUPYEMBIX IPOTEHHA3 CIYCTs 24 yaca mocie 3apakeHusl MaToreHaMHU, UCIIOJIb3YIOIUMHU JIBE
pa3uuHBIe CTpaTeruu 3apaxenus, onotpoduyto (P. recondita) u Hekporpoduyro (S. nodorum).
Amnanu3 3apaxkeHHbIX pacteHuil MetooM XXX-MC/MC BrnepBble mokasai, 4to o0a Turna HH}peKuuu
MHAYLHUPYIOT SKCIPECCUIO TPOTEHHA3 U UTO 3TH NMPOTEUHA3bI pa3anyuHbl. OTBET BKIIOYAT WHIYKIHIO
npoTenHas u3 cemeiicts M17 u M20 B cityqae 6notpodHoii u Cl14, C26 — HekpoTpodHOIt nHDEKINH.
Crnenyer OTMETHTD, UTO OOJBIIMHCTBO MPOTEUHA3, HHAYLUPYEMBIX KaK OMOTPO(HBIMU, TaK U
HEKPOTPO(HBIMHU MMaTOTEHAMH, OTJINYAIOTCS MEXTY COOOH, HO OTHOCSATCS K OJTHUM H TEM e
cemerictBam, TakuM kak Cl, C13, C48, C65, M24, M41, S10, S9, S8 u Al. C13 ceMeicTBO BKIIIOYaET

npotenHasbl VPE, acconmupoBaHHbIE paHee ¢ UMMYHHBIM O0TBeTOM Ha Bupychl [60] u P. syringae
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[9], xoTopBIe sBIsAIOTCS GHOTPOHBIME MaToreHaMu, kak u P. recondita. C14 nmpoTenHasbl BKIIOYAIOT
B ce0sl MeTakacmasbl, KOTOpbIE, KaK y)Ke ObLIIO OMUCAHO, BOBJICYCHBI B HIMMYHUTET PAaCTCHH.
Cemeiictea M17, M20, M24, M41, C26 sBISIHOTCS O CUX NOP HE OXapaKTEpU30BAHHBIMU IPyIIIaMHU
npoTenHas. Mcxoas u3 pe3ynbTaToB HACTOSIICH pabOThI, MOKHO 3aKJTFOYHMTh, YTO WICHBI 3TUX
CEMEICTB, BEPOSTHO, aCCOIIMUPOBAHBI C IMMYHHBIMH OTBETAMH Ha Pa3IMYHbIC BUJII OMOTUYECKOTO

cTpecca B IIICHHIIE.

CrouT TaKxe OTMETHTb, YTO B HACTOSILEM HCCIEIOBAHUN ObUT PEAIOKEH HOBBIN IMOAXO0T
ISl OOHApYXKEHUs1 COOBITHH MPOTeon3a iN VIVO, KOTOPBIt OCHOBAH Ha TIOUCKE MOIY-CIEHUPHISCKIX
nentuoB B JaHHbIX JKX-MC/MC. XKX-MC/MC sBnsieTcst MOITHBIM HHCTPYMEHTOM, KOTOPBIH OBLI
YCIENIHO MPUMEHEH ISl H3YUeHHsI CBOWCTB Pa3JIMUHbIX cOpTOB mineHuis! [295,315], acnekros
pa3Butus pacrenuii [321,322] u otBeTOB mineHuIbl Ha Onotnyeckue [4,318] u abuotnueckue
crpecchl [319]. B Hacrosimem uccienosannu mero XKX-MC/MC mo3Bomi BiepBbie MPOBECTH
OLIEHKY OOIIeH MPOTEOIMTUIECKON aKTUBHOCTHU Y 3JIOPOBBIX M CTPECCUPOBAHHBIX PACTCHUH.
Pe3ynbraThl MOKa3bIBalOT, YTO MH(EKINH, BhI3bIBacMbIe TTaToreHnamu P. recondita u S. nodorum,
CBSI3aHBI C YBEJIMUCHUEM B TOJITOPA-/IBa pas3a yKcia CyOCTpaToB, HOTEHIIMAIBHO PACILEIUIIEMBIX
SHJIOTEHHBIMU NPOTEUHA3aMHU B 3aPAKCHHBIX PACTUTENbHBIX KiIeTKax. OHAKO OLIEHKH, IPOBEICHHBIC
B 9TOM HMCCJIEIOBAHNH, OBIJIM KAUECTBEHHBIMH, a HE KOJIMUECTBEHHBIMHU, H HE OTPAXKAIOT
(U3NIECKOTO KOJIMUECTBA KaXKIO0Tro CyOCcTpaTa, KOTOPBIN ObLI paciiernyeH. TeM He MeHee, MOXHO
ClIeNIaTh BBIBOJI, YTO KOJMUYECTBO PACIICIUISIEMBIX OCIKOB 3HAYUTEIBHO YBEITUUMUIIOCH B OTBET HA
OMOTHUYECKHI CTpecC MO0 CPAaBHEHUIO CO 3/I0POBBIMH PACTEHUSIMH, YTO YKA3bIBACT Ha YBEIMUCHUE

YHCIIa W/WIH aKTHBHOCTH MMpOTCHUHA3S.

Wnentudukanus cyocTpaToB Ui Kacma3o- ¥ METaKacraszo-ToJoOHbIX IPOTeHHA3 TI0Ka3aa,
YTO, HECMOTPSI HA 3HAUUTENFHOE YBEJIMYEHHE OOIIEro KOJM4YeCTBa OENKOB, pacIleIUIIEMBIX I1OCIIEe
MHAYKIIMA OMOTHYECKOTO CTpecca, KOJIMYECTBO CYyOCTPaTOB JUIsl KaCcHa30-1o{00HBIX MPOTEHHA3
YBEIUYUIIOCH HE3HAUUTENbHO. KommuecTBo cyOocTpaToB Ajsl MeTaKacma3o-1oJ0OHBIX TPOTEUHA3
YBEIMYHIIOCH B TIOJITOpa-/iBa pa3a npu uHdekuu P. recondita u He m3menmnocs s S. nodorum.
OTOT pe3ynbTaT MOATBEPKIAET yUacTHEe METaKacma3 B OTBETe paCTEHUI Ha MaTOTreHbl, OMUCAHHBIC
panee [14,141,291], a TakKe yKa3bIBaeT Ha TO, YTO KACIa30-MOA00HbIC MPOTEHHA3I, BO3MOYKHO, HE

ObUIN aKTUBUPOBAHBI CITCTs 24 yaca mocie 3apakxeHusl.

WHTepecHo, 4To IpH 3apaXKEHUH aTOreHaMH y Pa3HbIX COPTOB MIIEHUIIB! ObLTH HalICHBI
OJIHU U Te e CyOCTpaThl JIJIs Kacmas3o- U MeTaKacna3o-mo00HbIX nporenHas (Tab:.5). Cpenu HuX
ObUTH OOHAPYXKEHBI PELENTOP-TI0J0OHbIE TPOTEUHKUHA3HI, IEPMEeasbl, OEKH YCTOWIHMBOCTH K

Oome3HsM u Jp. Pernienrop-mono0HbIE MPOTEUHKHHA3BI MOTYT OBITH HEMOCPEACTBEHHO BOBJICUCHBI B
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ycraHoyieHue TunoB ummyHurera MTI umu ETI. CBsizp Mex 1y Takoi penenTop-mo1o0HoH
IIPOTEUHKHUHA30M U IPOTEUHA30H, KOTOpask PacILEILIsAET €€, IBISIETCS COBEPIICHHO HE U3YYEHHON
o0acThio MccaeoBaHui y pacTeHui. OIMH U3 HEMHOTHX M3BECTHBIX IIPUMEPOB — 3TO paclleIiCHUe
skronomena CERK1 u3 A. thaliana nenssectHoit npotennasoit [88]. OOHapykeHHBIE CyOCTpaThI
MOTYT CTaTh MOTEHIIMAIBHBIMU 00BEKTaMHU JUIsl JATbHEUIINX HCCIeq0BaHui. bputo oOHapyxeHo, 4To
npyroii cyocrpar — FAR1-mono6HbIi Oenok — paciiersisieTcs: Kak Kacna3o-1moJ00HbIMU, TaK U
METaKacIa3o-1mo100HBIMH IPOTEMHA3aMU MieHUIBbL. Y Arabidopsis sTot Genok ObLT CBsI3aH ¢
KOHTPOJIEM CBeTa U pa3BuTHeM pactenuii [323]. OnHako poJib 3TOro Oelika B paCTUTEIHLHOM

HUMMYHUTCTC HYXKJAACTCA B U3YYCHHUU.

B Hacrosiee Bpems uzBecTeH 1y cyocTparoB, paciierusieMbix AtMC9 us A. thaliana, [103].
CToHT OTMETHTH, YTO HEKOTOPBIE U3 OOHAPYKEHHBIX B JaHHON padoTe CyOCTpaTOB MeTaKacmaso-
10/100HBIX (PEPMEHTOB OTHOCSTCS K TEM e KiaccaM, 4to u cyoctparel AtMCY, Ho npu 3TOM camu
Oenku He TOMOJIOTHUYHBL. HampuMep, kKak B 3TOM UCCIEOBaHNUH, TaK U cpeau cyoctparoB AtMCY,
ObLTH 0OHApYKEHBI XeNHMKa3bl. Pa3inyns B KOHKpETHBIX cyOcTparax Mertakacmas A. thaliana u
TMIICHUIBI MOTYT OBITH CBSI3aHBI C BOJIIOIIMOHHBIMU PACCTOSHUSMHU MEXY STUMU BUJAMMU: TIIIEHUIIA
SIBJISIETCS OJTHOIOJIBHBIM OpraHu3MoM, Toraa kKak A. thaliana — neynonenbiM. [Tomumo 3ToTO, B
IaHHOH paboTe ObUIM 0OHAPYKEHBI MOTEHIIUATBHBIE CYOCTPAThI, KOTOPHIE SIBJISIIOTCS COBEPILICHHO HE

0XapaKTCPpU30BaHHBIMHA OeaxaMu U HYXJAI0TCA B ACTAJIbHOM U3YUCHUH.

Merton XKX-MC/MC 1no3BOJIHI TaKXKE OLEHUTH MPOTEOJUTHYCCKYIO aKTHBALIUIO POTEHHA3 1N
Vivo. bbuto moka3aHo, 4To mpoTerHassl U3 cemeiicts M17, M20, M41, S10, Al, BeposiTHO, ObLTH
aKTUBUPOBAHBI MPU OMOTPO(HON MHEKIINH, B TO BpeMs Kak (pepMeHTHI U3 ceMeiicTBa S49 — B
ciiydae HeKpoTpodHO nHpeKuu. MHOXKECTBO MPOTENHA3, KOTOPBIE OBUIH MPEATIOIOKUTEITHLHO
aKTUBUPOBAHbI MPU 00enx MHPEKIAX, MpuHauiexar k cemeiicteam C1, C13, S8, M24 u Al.
Cewmeiicto C1 Britouaet yxxe onucannsie panee [T, C13 — nporennasst VPE, S8 — cy6Tunassi.
Bce aTu cemelicTBa npoTenHas paHee ObUIM XOPOIIO OXapaKTEPU30BaHbI B IPEABLIYILINX
UCCJICIOBAHUSX M CBSI3aHHBI C UMMYHHTETOM pacteruid [293]. OgHako akTHBHOCTB IPOTEHHA3 3
cemelicTB M24 u Al Oblia acconMupoBaHa ¢ UMMYHHBIMH PEAKIUSIMH PACTEHHH B 3TOM

HUCCIICAOBAHUU BIICPBELIC.

Pe3ynbTarhl paboThl MOKA3BIBAIOT, YTO AKTUBAIIMS IPOTENHA3 B 3aPAKCHHOM MIIIEHUIIE
MIPOUCXOIUT B CaliTaX, KOTOPhIC 3HAUUTEIBHO OTIMYAIOTCS OT CAHTOB, OOBIYHO PACIIO3HABAEMBIX
KacraszaMmu Wi Metakacmazamu. Tonbko 3/16 u 1/9 kacmas3o-1mogo0HbIX CAaUTOB pacIIeTICHHS

(XXXD) 0bu1i 00HapyXeHBI B IIPOTEHHA3aX pacTeHUiA, 3apakeHHbIX P. recondita u S. nodorum,
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COOTBETCTBEHHO. boJjiee Toro, caiiThl akTUBAIMHU, paciio3HaBaeMble MeTakacmazamu (XXXR, XXXK),

He ObLTH 0OHAPY)KEHBI HU B 3J0POBBIX, HU B HH(PUIIMPOBAHHBIX 00pa3Iax.

Pesynprarhl HacTosMIeil paOOThI MO3BOJISAIOT TAKXKE MPEANOI0KUTE, YTO OMOTUYECKHI CTpecc,
M0-BUJMMOMY, aKTUBUPYET NMPOTEOJUTHYECKHE KaCKabl M 0OIIYI0 Aerpaannio 0eIKoB. AHAIN3
naaabIX JKX-MC/MC BBISBHIII CalThl TPOTEOIN3a B TIOCIEAOBATEIHHOCTSX MPOTEUHA3, KOTOPBIE,
BEPOSITHO, SIBJISAIOTCS MUILICHIMU U1 aBTOKATAIMTUYECKON aKTUBALMU WU THIPOJIN3a IPYTUMHU
[IPOTEUHA3aMHU B IPOTEOJIUTUYECKUX KacKkaaax. [Ipu 3ToM, mo-BUaMMOMYy, KacIa3o- U METaKacIas3o-
1o100HbIe MPOTENHA3bl HE UTPAIOT B IAHHBIX MPOIEcCaX KAKOU-INOO0 CYIIeCTBEHHON poJiu. DTO
MOPA3UTENbHBIN Pe3yabTaT, KOTOPBII JaeT MpeCcTaBIeHnEe O HeIOCTaTOYHO HCCIIeI0BaHHOM 06IacTu
IIPOTEOJIMTUYECKUX KACKal0B PACTEHUI M MIIEHUIIBI, B 4aCTHOCTU. OHAKO TOT BBIBO/J CJIEAYET

MNOATBCPAUTD TAKXKEC C MOMOIINBIO APYIUX MMOJAXOOO0B.

Jlnst Toro, 4To0BI OOJIee NETATbHO U3YYHTh MEXaHU3MBI MPOIECCUHTA MPOTEHHA3 IICHUIBI 1N
VIVO, OBLIO PELICHO W3yYHTh AKTHBALUIO MPOTEHHA3bl TPUTHKANH-0,, KOTOPBIH KaKk CTPYKTYpPHO, TaK U
110 TUITy aKTUBHOCTH HE OTHOCHUTCS K Kacla3o- ¥ METaKacma3o-noJ00HbIM epMeHTaM. TpuTHKanH-0.
NpEeJCTaBIseT U3 ceds mananH-mogoOHyI0 IUCTEUHOBYIO MPOTENHA3y, KOTopas Oblsia OOHapyKeHa B
npopacraroimux ceMenax miieHuisl [193]. Hamu Obuto mOKa3aHO, 4TO aKTHBAIMS W MPOLECCHHT
TPUTHUKAWHA-0 — CTYIIEHYATHIH MPOLIEeCC, MPH KOTOPOM CHayasia MPOUCXOAUT OTIIETIIICHUE IPOIOMEHA
¢ 00pa3oBaHUEM MPOMEKYTOUHON (POPMBI, ITOCIIE YETO THIPOJIN3 IPAHYIMHOBOTO JOMEHA U KOHEYHOE
co3peBanne (QepmeHta. bbul caemaH BBIBOA O TOM, YTO OTIICIUIGHHE TIPOJOMEHAa MOXKET
OCYILIECTBISITBCSI HE TOJIBKO CaMUM TPHUTUKAUHOM-0 (QBTOKAaTaJIMTHUYECKH), HO M 3a CUeT
MEXMOJIEKYJSIPHBIX B3aUMOJICUCTBUH ¢ APYrUMH (epMEHTaMU B X0JI€ MPOTEOTUTUIECKUX KAaCKaI0B.
OTO yTBEpXKICHHE TOATBEPHKIACTCS M3BECTHBIMH (DakTaMH O TPOLECCHHI® T'OMOJIOTHYHBIX
TPUTHUKAaUHY-0. TIpoTenHas. Hampumep, ObIJI0 MOKAa3aHO, YTO CBEPXIKCIIPECCUPOBAHHBIN MPO(EepMEHT
RD21 u3 A. thaliana B kierkax HaceKOMBIX MOXXET OBITh AKTUBHUPOBAH TOJILKO IMpPH J00ABJICHHU
pacTUTENILHOTO ~ AKCTPaKTa, KOTOPBIA  JIMOO  CcOAEepKUT  (akTOpbl, HEOOXOAMMBbIE  JUIs
ayTOKAaTAIUTUYECKOTO TPOLECCUHTa TMPOJIOMEHA, JHOO0 JApyrue MNpOTEeMHa3bl, OCYIIECTBIISIONINE
aKTHBaIMIO (pepMeHTa B pe3ysibTaTe MPOTEOIUTHYECKOTO Kackaaa [149]. Ipu stom, B npyroii padore,
Kak U B HamieM ciydae, MmyranT RD21 no xatanutudeckoMy IIMCTEUHY TPU €r0 CBEPXIKCIIPECCUH B
mucthsax N. benthamiana moasepraiics oTiiemIeHNIO TIPOIOMEHA U HAKATUTMBAJICS B TIPOMEKYTOUHOMN
dopme [324]. VuureiBas 5TH jAaHHBIE, OBLI CIENaH BBIBOJ 00 OCYIIECTBISEMON ApYrUMU
npoTenHaszamuy, in-trans akruBanuu RD21. [TonyueHHbIe B TaHHOW paboTe pe3ylIbTaThl COOTHOCSTCS C
MMEIOIIMMUCS B JIUTEPAType JaHHBIMU U MOJATBEPKAAIOT BBHIBOJ O TOM, YTO OTILEIUIEHUE POIOMEHA

TPUTHKANHA-0 TaK K€ MPOUCXOIUT 3a CUET MEKMOJIEKYIIIPHBIX B3auMoiencTBuil. OaHaKo, T’MApOIIn3
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TPaHYJIMHOBOTO  JIOMCHAa  TPUTHKAWHA-0. MPOMCXOIMT  TOJBKO  aBTOKATAJUTHYCCKH.  ITO
MOJITBEPXKIaETCs M3BECTHBIMU JaHHBIMHU O niporieccuare RD21 u3 A. thaliana [324]. OtauuutenbHO#
0COOCHHOCTBIO TPUTHKAMHA-0 SIBISETCS, TO, YTO COIJIACHO MacC-CIIEKTPOMETPUYCCKOMY aHaU3y
OTIICTIJICHUE TPOJIOMEHA MPOUCXOJAUT B HECKOJIBKUX OJIM3KO PACIOJIOKEHHBIX CaMTax, YTO MOKET
yKa3pIBaTh Ha TO, 4TO OTHIeIIcHHEe N-KOHIIEBOTO MPOJOMEHA OIMOCPEIOBAHO €ro IMOJIOKECHHEM

OTHOCUTCIIBHO aKTUBHOTO LICHTPA IMPOTCUHA3BI, 4 HC €C CHCI_[I/I(bI/I‘IHOCTBIO.

Taxoke B 1aHHON paboTe OBLIO MOKA3aHO, YTO aKTHBALIUS U MPOLIECCHHT TPUTUKAWHA-0L MOXKET
OBITh 3aMe yIeH TpH oMol ucraruHa Tomara SICys8. IluctaTuHbI — H3BECTHBIC HHTUOUTOPBI
IUCTEUHOBBIX IpoTenHas [325]. Panee Ob110 nokazano, uto SICYS8 moaaBiseT akTUBHOCTD JCBITH
katernicut L-/H-nono6nsix IITLIT Bo Bpems ero cepxakcnpeccuu B N. benthamiana [326].
TpuTtnkans-o Takxke sBIsSETCS KaTencuH L-mogo6Hoi mpoTenHa3oil. Pe3ynbTarsl HacTosIIeH paboThI
YKa3bIBaIOT HA TO, YTO TPUTHKAMH-0, SIBJISICTCSI MUIIECHBIO JJIS IIMCTATUHOB PACTEHUI. DTO
B3aMMO/ICHCTBHE MOKET UMETh (PU3MOIOTUYECKUNA CMBICI TIPY PA3BUTUU PACTCHUH MiIeHUIBL. Taxk,
OBLIO IPOJIEMOHCTPUPOBAHO, YTO BO BpeMs pa3BuTHs 3MOproHa N. tabacum mpoucxXoauT KiIeToYHas
CMEpTh CYCIIEH30Pa, KOTOpas peryaupyercs aHTaronuctuaeckum Bzaumoericrsuem [T NtCP14
u ee uaruouropa-iucratuaa NtCYS [172]. B cnyuae TpuTHKanHa-o, aHaJIOTHYHbBIE B3aUMOICHCTBUS

HYXIAr0TCA B HaHBHeﬁmeM HU3Y4YCHHU.

@paKkIMOHUPOBAHNE OPraHEIUT KJIETOK JINCTHEB IMIIEHUIIBI IOKA3aJ10, YTO TPUTHUKAUH-0l B
OCHOBHOM JIOKQJIU3YETCS B BAKYOJIU, IJI€ U IPOUCXOIUT €T0 MOJIHOE CO3PEBAHUE IIPU OHUKEHHOM
pH. DT0 cOOTBETCTBYET AAHHBIMU O JIOKAJIH3AIMU M MPOLIECCHHIE MAaauH-TI0JOOHBIX [IUCTEUHOBBIX
npoteunas [327]. U3BectHo, uto mHorue [TITII1 moaBepraroTcsi aBTOKATATUTHYECKOMY MTPOIIECCUHTY
BO BpeMsl alluIU(PHUKAIIMK OKPYXKAIOIIEH Cpebl, HapUMep, B JIN30COME, TUTUYECKUX BaKyOJISIX WIH
anoriacte. MI3BECTHO TakXke, YTO BaKyOJIM PACTEHUH BBIJIEISIOTCS CPEAN APYTUX OpPraHeIll
nonmwkeHHbIM pH. TIpu aTom, Ob1T0 TOKa3aHo, yro RD21 u3 A. thaliana nokanu3oBaH B BakyoJu
[17]. MoKHO 3aKJIIOYHTH, YTO AKTUBAIMS ¥ CO3PEBAHUE TPUTUKAMHA-0, IIPOUCXOIUT B HECKOIBKO

OTAaIllOB U 3aKaHYMUBACTCA B BAKYOJIIX.
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BoIBOaBI

1. Tenom T. aestivum conmepxut 1544 mnporenHasbl, MPUHAICKAIIUX K MATH OCHOBHBIM
KAaTaJIUTHYECKUM THUINaM. ['€HOM MIIEHUIbI COAECPKUT YHUKAJIbHBIE T'PYIIIBI NPOTEHHA3 W3
cemetictBa Cl;

2. JlerpamoMbl copToB mineHUIbl Xakacckas u [lapes pazmuuatorcst Ha ~40% cormacHo JKX-
MC/MC,;

3. Hudekmus omorpodpusim (P. recondita) wim nHexporpodusiM (S. nodorum) matoreHamu
BBI3bIBACT YBEIMUYEHUE KOJIMYECTBA KAK CAMUX MPOTEOJUTHUECKUX (EPMEHTOB, TaK M OOIIeH
IIPOTEOJIMTUYECKON aKTUBHOCTU. VIMMYHHBIN OTBET B pPa3HBIX COpPTaxX IILIEHUIbI CBS3AaH C
IIPOTENHA3aMH, OTHOCSIIIUMHUCS K OJHUM U TEM K€ CEMENCTBaM;

4. CaliiTel aBTOKAaTAIMTHUYECKON MM OCYLIECTBISIEMOW NPYTMMH SHAOTEHHBIMH IPOTEHHA3aMH
aKTUBALMU NIPEUMYIIECTBEHHO HE SIBJIAIOTCS CaliTaMU y3HaBaHUs Kacla3o- WM METaKacnaso-
10/100HBIX (PEepMEHTOB;

5. AKTHBaIMs TPUTHKaWHA-0 BKIIOYAET NPOLECCHMHI N-KOHIEBOTO IPOJOMEHA M MOKET
IIPOUCXOUTH aBTOKATAIMTUYECKH WIN B PE3yJIbTaTe MEXMOJIEKYIIPHOTO B3aUMOACHCTBHS, B
TO BpeMs Kak co3peBaHHe C-KOHIIEBOIO T'PaHYJIMHOBOI'O IOMEHA — TOJIBKO aBTOKATAaTUTHUECKH.

OxoHuaTenbHOE co3peBaHue (PepMeHTa IPOUCXOIUT B BAKYOJIH MPH MOHIKEHHOM pH.
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Cnucok coxkpaueHui

ABPP - OCHOBAHHBINM Ha aKTUBHOCTH TipodaiiuHr OenkoB (activity-based protein profiling)
DAMP- naTTepHBI, ACCOIMUPOBaHHbIC ¢ moBpexkaeHeM (damage-associated molecular
patterns)

ETI - BbI3bIBaeMbIll a3 exkropamu ummynutet (effector-triggered immunity)

HEPES- N-2-rugpokcudtuinunepasut-N’-3rancynbponoBas kuciora (4-(2-hydroxyethyl)-1-

piperazineethanesulfonic acid)

ISR - WHIyIIMPOBaHHAs CUCTeMHas ycroiumBocTh (Induced systemic resistance)
LRR - Oorarsie seliniuHoM noBTopsI (leucine-rich repeats)
MAMP nnu PAMP - NaTTePHBI, ACCOIMUPOBAHHBIC C MUKPOOaMH (ITaTOreHAMH)

(microbe(pathogen)-associated molecular patterns)

MAPK - MUTOTEH-aKTHBHpYyeMasi IpoTenHKHHa3a (Mmitogen-activated protein kinase)

MTI - BbI3biBaeMbiii MAMP ummynuter (MAMP-triggered immunity)

NB-LRR- coJiepKaliue HyKJIeoTH I-cBsi3bIBatonuii qomen (nucleotide-binding domain, NB) LRR
OenKu

NAM - No Apical Meristem nomen

NLR - NOD-nono6#s1# perienitop (NOD-like receptor)

NLS - curHai sijepHoi okanu3aiuu (nuclear localization signal)

NOD - HYKJICOTH/I-CBSI3BIBAIOIINI OJTUroMepH3aIioHHbIi qomeH (nucleotide-binding

oligomerization domain)

PA - NpOTEeNHAa3a-acCOLIMUPOBAHHBIN TOMeH (protease-associated)

PARP - nosin(A1®P-pubosa)-nomumepasa (poly(ADP-ribose) polymerase)

PBS - docoarnsiii 6ydep (phosphate-buffered saline)

PEPCK1 - dochoenonmupysarkapookcukunasza 1 (phosphoenolpyruvate carboxykinase)
PIPES - 1,4-nunepasunaustancyabpoHoBas kucnorta (1,4-piperazinediethanesulfonic acid)
PR Genku - CBsI3aHHBIE C marorene3oM oOesku (pathogenesis-related)

PRR - peLenTopsl y3HaBaHMs naTTepHOB (pattern-recognition receptors)

PstDC3000 - Pseudomonas syringae pv. tomato DC30000

PTGS - MOCT-TPAaHCKPHUIIITUOHHBIN calijiIeHCHHT TeHoB (POost-transcriptional gene silencing)
RISC - PHK-unaynupoBannsiii komiuieke caiencunra (RNA-induced silencing complex)
RITS - PHK-unayumpoBanssiii TpanckpunuuonHbiii komrieke (RNA-induced transcriptional

silencing complex)

RLK umu RLP - petienTop-nogoOHas kuHa3za win oenok (receptor-like kinase (protein))
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SAR - CHCTEMHas PHOOpEeTeHHas ycToiunBOCTh (Systemic acquired resistance)

TBE - TpuCc-0opaTHbI Oydep

TGS - TPaHCKPUIIIMOHHBIH caiinieHcuHr reHoB (transcriptional gene silencing)
TLR - Toll-mono6wusrii peniernirop (Toll-like receptor)

TMV - BUpyc TabauHoi Mo3anku (tobacco mosaic virus)

tTG - TKaHeBas TpaHcriryramuHasa (tissue transglutaminase)
All - ackopOaTnepokcuasa

ADA - aKTHBHBIC (JOPMBI a30Ta

ADK - aKTHBHBIE (POPMBI KUCIOPOIa

AYTB - aKTUBUPOBAHHOE YACTUYHOE TPOMOOIUIACTHUHOBOE BPEMS
bI'Jl - OC3IIIFOTEHOBAS JTUETA

ro - TUIIEPYYBCTBUTEIIBHBIA OTBET

JIAMCO- TUMETHIICYIb(HOKCH]T

JACH - J0JeuniCybdaT HaTpUs

ATT - JATHOTPUITOII

KK - ’KaCMOHOBAasl KUCJIOTa

KX-MC/MC - KHUJIKOCTHAs XpoMaTorpadus ¥ TaHAEMHasi MacC-CIIEKTPOMETPHS
3KC - 3alporpaMMHUpPOBAHHAs KIETOYHAs CMEPTh

MeCK - METHJICATTUIUIIOBAs KACIOTA

o3KC - 3KC, BbI3BaHHAs OKPYKAIOIIEH Cpesloit

ITAAT - MOJIMaKPUIAMUIHBIN TETb

TITILIII- nananH-moJ00Has IIUCTEeMHOBAS TIPOTEHHA3a

IITB - pOTPOMOMHOBOE BpEMsI

P - IOJIMMEpa3Has LEnHas PEaKIUsl

p3KC - 3KC pazBurus

CK - CaJIMLIWIIOBAs KACIIOTA

™ - TPOMOMHOBOE BpeMs

OIlpP - 9HJOIUIA3MAaTUYECKUN PETUKYIIYM

ONITA - STUJICHIMAMUHTETPAALIETAT
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