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M3noskeHbI COBpeMEHHBIE MPEICTABICHNS O MOJIEKYISIPHO-KJIETOYHBIX OCHOBaX CHCTEMHON MPHUOOPETEHHON YCTOWINBO-
ctH (systemic acquired resistance, SAR) u uHAyIIMpOBaHHON crcTeMHOH ycToiunBocTu (induced systemic resistance, ISR)
pactenuid — ByX (OpM HMHIYLMPOBAHHOW YCTOWYMBOCTH, B KOTOPBIX 3alllUTHBIC CBOWCTBA PACTEHHH OOYCIIOBIICHBI MpE[-
HIecTByomel nadexnueid u o0padboTkol IMMyHOMOay IsITopaMu. OXapakTepr30BaHbl OCHOBHbIE MEXaHM3MBbI IIpaliMHHTa
3aLIUTHBIX PEAKLUI NIPHU NaTOJIOTUUECKOM MPOLECCEe C YYaCTHEM MPHPOAHBIX HHAYKTOPOB YCTOMUUBOCTH U ITyTH UX Peau-
3aIU1 B PACTCHUSIX.
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The article presents modern ideas about the molecular and cellular bases of systemic acquired resistance (SAR) and
induced systemic resistance (ISR) of plants — two forms of induced resistance in which the protective properties of plants
are caused by a previous infection or treatment by immunomodulators. The main mechanisms of priming of protective reac-
tions under the pathological process with the participation of natural resistance inducers and ways of their implementation
in plants are characterized.
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BBenenne

Poct cpeqHeMUpOBON ypOxKATHOCTH OCHOBHBIX CEJIbCKOXO3HCTBEHHBIX KYJBTYP, IPOJOKABIINICS BCIO BTO-
pyto nojoBruHy XX B., B Hauajie HOBOT'O THICSYEIETUS MPAKTHUECKU MPEKPATHIICS, HECMOTpsI Ha TO, uto ¢ 1980 1.
00byM MPUMEHEHHS XMMUYECKUX MECTHIIMIOB YBEJIMUMIICS Ooliee ueM B 2 pasza u mnpojoiwkaet pacta [1]. [Ipu-
MEpPHO 2 MJIH T TIECTULIIIOB €KETOIHO UCTIONb3yeTCs BO BCeM MUpe, rae KuTail siBisieTcss 0CHOBHOM CTpaHON-TI0-
CTaBIIMKOM, a 3ateM ciieaytoT CLIIA u ApreHTHHA, U 3TO KOJIMYEeCTBO OBICTPO pacTeT. TeMIlbl pocTa Io0aabHOro
PBIHKa XUMHYECKUX CPEJICTB 3aIUThl PACTEHUI B KPaTKOCPOUHOM MEpCHeKTHBE OleHUBAarOTCs B 3—5 % exe-
ronuo [2]. Ilo mporro3am cnenmanuctos, k 2020 1. m1006aibHOE UCIIONB30BAHUE MTECTUITUIOB MOKET COCTABHUTD
1o 3,5 mua T B rof [3]. OHu BaKHBI 711 pACTCHUEBOICTBA, OTHAKO WX IIMPOKOE MCIIOIH30BAHUE MOXKET UMETh
CEepBbEe3HbIC MOCIEICTBUS M3-32 OMOMArHU(HUKAMKU U HENPUPOIHOTO MPOUCXOKACHUs. Pa3nnuHbie mecTUINIBI
IPSIMO MJTH KOCBEHHO 3arpsi3HSIOT BO3/YX, BOY, MOYBY M OOIIYIO SKOCHUCTEMY, YTO CO3/IAET CEPhE3HYIO YIPO3y
JUISL 37I0pOBbsI M KHM3HU Jitonieil. KpoMe Toro, MX CyIecTBEHHBIH HEAOCTATOK — TO HECNOCOOHOCTh 3alIUTHTh
pacteHust OT aOMOTHYECKHX CTpeccoB. Mex /1y TeM, MOTEpH OT CTPECCOBBIX (PaKTOPOB HA TAKHX KYJBTYPax, KakK
MIIEHMIIA, TYMEHb, KYKYpYy3a, COsl, COPTro, OBec, Kaprodernb, caxapHas CBeKIIa olleHuBatoTcs B 51-82 %, urto 3Ha-
YUTEIHHO MPEBOCXOANT MOTEPH, BEI3BAHHBIC OOJIC3HSIMH U BpenUuTeIsiMu [4].

Pemenne mpo0ieMbl 3aIIUTHI CEILCKOXO3SHCTBEHHBIX PACTEHUH OT KOMILIEKCHOTO JCWCTBHSI CTPECCOBBIX
(hakTOpOB Pa3HOM MPHUPOBI OCOOCHHO aKTyasbHO sl PecnyOnuku benapych ¢ ee HEyCTOMYMBBIM KIMMATOM.
OTO BBI3BIBACT HACYIIHYIO HEOOXOANMOCTh H3MEHEHHS O0IIeH cTpaTeru (PUTOCAHUTAPHBIX TEXHOIOTHH B CEJb-
CKOXO3SIICTBEHHOM ITPOU3BOJICTBE, 3 IMEHHO, YCHJICHHS UX 3KOJIOTHYECKOW HAINPaBICHHOCTH NP ITOCTOSIHHOM
TIOBBILIICHUH aJalITHBHBIX BO3MOXKHOCTEW caMuX pacTeHnid. OIHUM U3 HanboJjiee NepCIeKTHBHBIX HATPaBIeHUH
3aMIUTHI CETLCKOXO3SMCTBEHHBIX KYJBTYP SIBISICTCS MHIYKUIUS YCTOMUMBOCTH K (PpUTOINIATOTEHAM M HEOIaromnpu-
ATHBIM (DaKTOpaM BHEIIHEH Cpe/ibl ¢ MCIONIb30BaHUEM MHIYKTOPOB [5]. [IoMMMO HU3KOH TOKCHYHOCTH, TaKHe
UMMYHOMOJYJISITOPBI XapaKTePU3YIOTCs MONH(PYHKIMOHAIBEHBIM 3Q(EKTOM, IMUPOKHM CIIEKTPOM JICHCTBHS B OT-
HOIICHUN Pa3IMYHBIX PACTEHUH 1 MaTOT€HOB, HU3KOH CTOMMOCTBIO.

WHykTopamMu yCTOHYUBOCTH MOYKET BBICTYIIATh IIMPOKUI KPYT BEIIECTB U3 OOJBIION IPYNITbI CTPYKTYPHO He-
CXOITHBIX COEMHEHUI OPraHN4eCKOH M HEOpraHM4YeCKOW IMPUPO/bI: BTOPUYHBIE METAOOIMTHl MUKPOOPTaHHU3MOB
(6axrepwuit p. Bacillus, rpuboB p. Fusarium, caMOMOTPO(GHBIX TPHOOB-3HI0(DUTOB, TPYTOBLIX TPUOOB U JIP.) U pac-
TeHui (OpaccHHOCTEPOU IbI, (IIABOHOMIBI, CTEPOUTHBIC TIIMKO3UIbI, TPUTEPIICHOBBIC U THIPOKCHKOPUYHBIC KUCIIO-
TBI U JIp.), TETEPOIIONINCcaXapybl KIIETOYHOIH CTEHKH TPHOOB, TyMaThl TOp(a, MUKPOIEMEHTBI, (DEHOIbI, CACTEMHBIC
GyHrumuast 1 ap. [6]. BaxHslii BKI1aJ1 B pELICHUE 3TOH MPOOJIEMbI BHOCST OEJI0PYCCKHE YUeHbIe-OMO(DH3HUKHY, U3yya-
IOIIME MOJIEKYJIIPHBIE MEXaHU3Mbl MHAYKIMHY 3allUTHBIX PEaKIMi B PACTUTEIIbHBIX KJIETKaX MPH MaToreHese u pas-
padaTbIBaroIFe HOBBIE METO/IBI 3AIIUTHI PACTEHUH OT (huTonaroreHoB [7-9].

CucreMHasi 1 MHAYUMPOBAHHASI MPUOOPETEHHAs] YCTOMYHUBOCTH PACTEHU I

Pactenus, sBISIICH HETIOABMKHBIMU OPTaHU3MAaMH, TTOCTOSHHO TTOJIBEPTalOTCs BO3/ICHCTBUIO MHOXKECTBA T1a-
TOT€HOB, KOTOPbIE HA OCHOBE MX MH(EKIIMOHHOTO 00pa3a )KU3HU MOTYT OBITh B LIEJIOM pa3zeieHbl Ha OHOTPOQBI
u HekpoTpodsr [10].

BbuoTtpodHbie matoreHsl UCIOIb3YIOT UTATEIBHBIC BEIIECTBA M3 KHUBBIX KIETOK PACTEHHUH-X035€B, TOTa KaK
HEKPOTPO(HBIC — MUTAIOTCSI MEPTBBIMH KJIETKaMU. PacTeHHs UCTIONB3YIOT Pa3IMYHbIe MEXaHU3Mbl HMMYHHBIX
OTBETOB JJIsi OOPHOBI C AITUMH MATOI€HHBIMA MUKpOOpranu3Mami. [1epBbiii ypOBEHb 3alUThI PACTEHUH BKIIO-
YaeT ATall Paclio3HaBaHUs ACCOIMMPOBAHHBIX C IMATOICHAMH MOJICKYJSIPHBIX CTPYKTYp (i PAMPs / MAMPs),
TaKuX Kak OaKkTepualbHbIA (hiareiinH, Tunononucaxapuasl U nentuaormkansl. PAMPs pacnio3narores cre-
UaJM3UPOBAaHHBIMU TPAaHCMEMOPAaHHBIMHU O€JKaMH PACTCHUH, KOTOPbBIE SIBISIOTCS NMAaTTEPH-PACIIO3HAIOUIMMHI
peuentopamu (PRR). PRR-omocpenoBannoe pacnoznaBanne PAMP-curHaiaoB BbI3BIBa€T CUTHAJIBHBIN Kackaf,
KOTOPBIN MPHBOJUT K aKTUBALUK BPOXKICHHOTO MMMYHHUTETA, HA3bIBAEMOI'O MaTTePH-aKTHBUPYEMBbIM UMMYHH-
TeToM (pattern-triggered immunity, PTI). OxHako 5Ta IuHHUS 3aIIMTHl pACTEHUH MOXET OBITh MOJABIEHA C I10-
MOIIBIO KOJUPYEMBIX B TeHOME MaroreHa 3(pdexkTopHbIX OEKOB, HIMPOKO U3BECTHBIX KaK (haKTOPBI aBUPYIICHT-
HocTH (avr). DakTopsl avr, B CBOIO OYEpE/ib, PACIIO3HAIOTCS OCIIKaMHU, KOJHUPYEMbIMU B PACTUTEIBHONW KIIETKE
reHamu pe3rcteHTHOCTH (R), KoTopbie hopMupyroT Oosee CUITBHYIO U HAJIS)KHYIO YCTOMYHBOCTD, U3BECTHYIO KaKk
a¢dexrop-akTuBrpoBaHHbI UMMYyHHUTET (effector-triggered immunity, ETI). ETI o0srdH0 accoumupyercs ¢ 3a-
[IpOrpaMMHUPOBaHHOM rudebio kieTok (programmed cell death, PCD) B MmecTe 3apakeHus, 1 3TO SBJICHUES HA3bI-
BaeTcsl TUIIEpUyBCTBHTENBHBIM 0TBeTOM (hypersensitive response, HR). MHykiust I0oKaJbHBIX OTBETOB CBsI3aHA
C TIEPEHOCOM 3allIMTHBIX CHT'HAJIOB TI0 BCEMY PACTEHHUIO, YTO TPHUBOIUT K (GOpMHPOBAHUIO Hecrelu(uieckon
YCTOWYHMBOCTH MTPOTUB MOBTOPHBIX MHpeKmi [11].

WuaynmpoBaHHast yCTOMYUBOCTS SIBISIETCS PU3HONIOTMUECKAM OTPayKEHHEM aJaTUBHOTO TIOTEHIHAIA PACTCHHUN
Y UHIYIUPYETCsl CIeNM(PUISCKIMHI BHEIITHIMH CTUMYJIAMH, TIOCPEICTBOM Y€ro BPOXKIICHHBIH HIMMYHHUTET pacTeHHI
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MPOTHBOCTOUT MHOTOYMCIICHHBIM OMOTHYECKMM (pakTopaM. DTO COCTOSHHE TIOBBINICHHOW YCTOMYMBOCTH BEChMa
3¢ (GEKTUBHO MPOTHB IUPOKOTO CIEKTPa IMaTOTCHOB M BPEAUTEINCH, BKITIOUas TPHOBI, OaKTEpUH, BUPYCHI, HEMATOIbI
Mapa3uTHYECKHUE PACTEHUS U Ja)Ke TPABOSTHBIX HACEKOMBIX. HIYIIMpOBaHHAS YCTOMYUBOCTD PACTEHUI K OOJIE3HIM
MMEeT CHCTEMHBIH XapakTep, IPOSIBIISETCS PY KOHTAKTE C MATOreHaMH Ha MPOTSHKEHUH BCETO WITH OOIbIIEH YacTn
OHTOT'€HE3a U IO CBOEH MpHUpoJie ONM3Ka K eCTECTBEHHBIM MMMYHHBIM peakiusiM. V3BecTHO JiBe Haubonee 4eTko
pazmauMBbIe POPMBI HHIYITUPOBAHHON YCTOWIMBOCTH [12] — crcTeMHas iproOpeTeHHas yCTOHINBOCTE (Systemic
acquired resistance, SAR) u mHIyIIMpOBaHHASI CHCTEMHAas yCToHUnMBOCTS (induced systemic resistance, ISR), kotopeie
Pa3IMYArOTCS 1O MPUPOJIE 3aICHCTBOBAHHBIX JUCUTOPOB M PETYISATOPHBIX ITyTEH, MPOJEMOHCTPHPOBAHHBIX B MO-
JICTTBHBIX PACTUTENTLHBIX CUCTEMaX, HO IPUBOMIAT K aHAJIOTHYHBIM (DEHOTHITIYECKUM OTBeTaM (puc. 1).

CucreMHas mpuoOpeTeHHas ycToWauBoCTh (SAR), BeI3BaHHAS BO3MEHCTBHEM aOMOTHUSCKHUX WM OMOTHYC-
CKHX DJIUCUTOPOB Ha TKAaHU KOPHEH U JMCTHEB, 3aBUCHT OT (puroropmona camuimiara (salicylic acid, SA) u cBs-
3aHa ¢ HAKOTUICHUEM CBSI3aHHBIX C TTaTroreHe30oM (pathogenesis-related, PR) 6emxoB (cM. puc. 1). MamymmpoBanHast
cuctemMHas yctoiunBocTh (ISR), BEI3BaHHAs BO3MEHCTBHEM HAa KOPHU CIIEM(PHUSCKUX IMTAMMOB POCTOCTHMY-
JTUPYIONTIX PA300aKTEPHiA, 3aBIHCHUT OT (DUTOTOPMOHOB ITHJICHA M KACMOHATA (3KaCMOHOBOM KHCJIOTHI), HO HE OT
caJMIIIaTa, ¥ He CBsA3aHa ¢ HakoruieHneM PR-6enkoB (vm TpanckpunToB). OmHAKO 002 OTBETa B3aMMOCBSI3aHBI
Ha MOJIEKYJISIPHO-TEHETUYECKOM YPOBHE, O Ye€M CBHJICTEIBCTBYET UX 3aBUCUMOCTD OT (DYHKIIMOHATEHON aAKTHB-
Hoctu reHa NON EXPRESSER OF PATHOGENESIS RELATED 1 (NPR1)y Arabidopsis thaliana.

B nocnenane 20 met uccmenoBanus SAR u ISR ¢ ucmonp3oBaHreM MOAETBHBIX CHCTEM [12] mpoaBuHyH
HAIIIU TIPEJICTABICHUS O MOJIEKYJISIPHBIX MEXaHU3MaX MHIYIIMPOBAHHOW YCTOWYMBOCTU PACTEHHUM U MOCTYKUIN
OCHOBO¥ JUTsI CO3/IaHUSI CHHTETHUECKUX DJIMCUTOPOB U HOBBIX IITAMMOB PH300aKTEPHiA, CONEHCTBYIOINX POCTY
pactenmii (plant growth-promoting rhizobacteria, PGPR) mist ncrions3oBanus B cenbekoM xo3siicTBe. Kimaccuue-
ckast popma SAR MokeT ObITh HHIYIIMPOBaHA ITPU BO3ICHCTBUU HA PACTCHUE BUPYJICTHBIX, aBUPYJICHTHBIX U HE-
MaTOTeHHBIX MHUKPOOPTaHM3MOB, WIIM HCKYCCTBEHHO C MTOMOIIBIO TAKMX XUMUYCCKHX ar¢HTOB, KaK CaTHIIMIOBAs
KHUCIIOTa, 2,6-AuXJI0pO-U30HUKOTHHOBas KucioTa (INA) wmm S-wemunoswiti a¢pup benso (1,2,3) muaouaszon-7-
xapbomuonoegou kuciomol (BNH).
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Puc. 1. CpaBHuTenBpHOE M300pakeHHE ABYX (OPM MHIYLIMPOBAHHOM ycToiunBOCTH B pacTeHusX (SAR u ISR) [amantuposano mo 12]

Fig. 1. A pictorial comparison of the two forms of induced resistance in plants (SAR and ISR) [adapted by 12]

B Hacrosiiiee BpeMsi yCTaHOBIIEHO, YTO MHAYKIMS SAR BKiroyaeT B ceOsi FeHEpalUIO U Tepeiady CHTHAIOB
yepe3 (r1osMy B HeMH(UIIUPOBAHHBIC OTJAJIeHHbIC TKaHU. Cpell CUTHAJIOB, criocoOCTByrOIMUX SAR BhIIENS-
10T SA ¥ HECKOJIBKO KOMIIOHEHTOB MyTH SA, BKJIIOYas METWIMPOBaHHOE Mpon3BoaHoe SA (MeTmi SA, MeSA).
Kpome Toro, Ha OCHOBE MOJYYCHHBIX IKCIIEPUMEHTAIILHBIX IAHHBIX B KauecTBe SAR-CUrHANIOB ObLIT MPEIIOKEH
LEJIBIA PSIJT XAMHUUYECKUX COCAMHEHUI: JUTEepIeHOUIHbIN neruapoaduetud (DA), nessatu yroiepoaHas (C9) nu-
KapOOHOBasl a3enanHoBast KUCIoTa (AzA), aMHUHOKHCIIOTHOE TIPOU3BOAHOE MUMEKONMHOBOW KucnoThl (Pip), ayk-
cuH, ruuepuH-3-pocdar (G,P), akruBable popmsl kucinopoaa u asora (ROS, NO), ranakronunusl, GpaxTopsl,
CHOCOOCTBYIOIIHE 00pa30BaHUIO KYTUKYIBI, U Oenku-niepenocunku qununos (lipid transfer proteins, LTP) DIR1
(defective ion induce resistance) u AZI1 (AzA insensitive) [10].

HecMmotpst Ha TO 4TO B psijic UCCIIEAOBAHUI TPOJAEMOHCTPUPOBAHA KPUTHYECKAsI TOTPEOHOCTh PACTUTEIBHOM
kietk B SA nipu popmupoBanun SAR, ocobast moTpeOHOCTh B HAKOIJICHUH SA CBepX 0a3alibHBIX YPOBHEH He
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OplIa ycTaHoBIIeHa. Hampumep, pacTeHus ToMara, JTUIICHHBIC (DYHKITMOHAIBHOTO R-6emka RPS2, nakamiusa-
IOT HOpMaJIbHBIE YPOBHU SA B CBOMX IMCTAIBHBIX TKaHAX B OTBET Ha MHGeEKIuio Pseudomonas syringae pv.,
JKcIIpeccupyromero avrRpt2, ogaako 3Tu pacTeHus He crmocooHb! Gopmuposats SAR [10]. Kpome Toro, 2K30-
resHoe npumenenue G,P unu AzA, xotopsle BbI3bBaloT SAR y pacTeHuii AUKOrO THIA, HE MHAYLUPYIOT HAKO-
wieHne SA. Onnaxo Hu G,P, Hu AzA He MoryT BbI3bIBaTh SAR, nHAyIMpYyeMyto 6a3aabHBIMU U HATOTCHHBIMU
MHKpPOOpTaHU3MaMH, Y PaCTCHUU-MYTaHTOB ics/ (Sid2), IMEIOIHMX 3HAYUTEIHLHO CHIDKEHHOE KOJIMYIECTBO SA.
Takum oOpazom, x0T SA sBHO BakHa maiisd SAR, HakorieHue TOabko SA HETOCTATOYHO IS YCTAHOBIICHUS
SAR. Kpome Toro, X0TsI OBIITO ITOKa3aHO, 9TO SA HAKaIUTMBACTCS IO PA3IHIHBIX YPOBHEH B JUCTATHHBIX TKAHIX
SAR-MHIYyIIMPOBAaHHEIX pacTeHHH (Tabi. 1) HET HUKAKMX JOKa3aTeNIbCTB TOTO, YTO 3TO HAKOIUICHHE SBIISICTCS
cymecTtBeHHBIM 1t SAR [10].

Ilo cpaBHEeHHIO € TOKaJIBHBIMH TKAHSMH, B TUCTABHBIX TKaHAX SAR-HHAYIIMPOBAHHBIX pacTeHNUH OBLIO TO-
Ka3aHo, YTO OHU HAKAIUTUBAIOT IMMUPOKUH nruamna3oH SA ot 10 HT / T CBIpoi Macchl 0 ~ 2,6 MKT / T CBIPOM MacChI
(tabm. 1). [Ipeamomnaratot [13], 94T0 HECITOCOOHOCTH HAKAIUTMBATL SA B TUCTATHHBIX TKAHIX CBSA3aHA C HAPYIIICHHU-
eM SAR y myTtanToB apabunorncuca ald1 (agd2-Like Defence Response Protein 1) m fmo1 (Flavin Monooxygenase
1), 00a 3 KOTOPHIX HAKAITUITMBAIOT HOpMaidbHBIE SA B JoKabHOHN TKanu. ALD1 xommpyer amuHOTpaHCchepasy,
KOTOpast Kataau3upyeT omocuHTe3 Pip kak nHaykTopa SAR 1 aBTropaMu OBIIO BRICKAa3aHO MPEATIONIOKEHHUE, UTO
FMO1 ¢yuxkunonupyet nocne Pip [13]. ®naBuH-3aBHCHMbBIE MOHOOKCHUTEHA3HI PACTCHUMN, )KUBOTHBIX WA TPH-
00B OKHCIIAIOT a30TCOEPIKAIINE WITH CepOocoieprKalne cyocTparsl. Takum 00pa3oM, MOXKHO TIPEAIIONOKHTE, UTO
FMO1 mor 681 mpeoOpasoBath Pip mwin mpomsBogHoe Pip B okuciIeHHYI0 (OpMYy U TEM CaMbIM ITPeoOpa3oBaTh
curHan Pip. Ota rumoresa npencTaBieHa B BHJIE CXEMBI Ha PUC. 2, KOTOpask BKIIIOYAET WHAYIIMPOBAHHBIE TTaTO-
TEHOM W3MEHEHUS COACpKaHUS CBOOOMHBIX aMUHOKHCIIOT B 1-0M JIHICTE, akTHBAINIO Katabonm3ma nu3uHa (Lys)
u popmupoBanwme Pip, yaactue Pip B 3aITUTHOM yCHJICHUHU W MTPAMHUPOBAHUH, a TAKXKE TIPEATIONATaeMbIA ITHKIT
YCWJICHHUS 00paTHOU CBSI3U BO 2-OM JIUCTE, CIIOCOOCTRBYIoMTHI (hopMupoBaHnto SAR depe3 MeTadoIiIe K ITUKIT
¢ yuactuem ALDI1, Pip, FMOI, ICS1 (u3oxopusmar cunrtasa 1, Isochorismate synthase 1) u SA. Bo3moxHyro
poib Pip B mepegave CUTHAIOB HAa PACCTOSHUM OT 1-TO 710 2-TO JIMCTA eIle MPEICTONT BBISICHUTb.

Takum o0pazom, npyrue hakTopsl, TOMUMO SA, MOTYT BHOCHUTH BKJIaJl B HECTIOCOOHOCTh MYTAaHTOB apabOu-
noricuca aldl w fmol x popmupoarnro SAR. CnenoBarensHo, SAR MOXXHO HHAYIIMPOBATH C TIOMOIIEIO (DaKTo-
POB, HE 3aBUCAIINX OT SA, PH YCIOBUH TIOAJIEPKAHNS €€ MUHUMAIIFHOTO 0a3aIbHOTO YPOBHSA. AJTBTEpPHATHBHO,
HaKoIuleHHe SA B IUCTaJbHBIX TKAHIX MOXKET CITIOCOOCTBOBATH MPOIIECCY MPAMHUPOBAHUS, YTO TIPUBOIUT K aK-
THUBAIUU 00JIee CHITHHBIX 3AIIUTHBIX PEAKIIMHA MTPH BTOPUIHBIX HHPeKIusax [13].
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Puc. 2. Tlpennaraemast Mozielib ydactus Pip B akTuBanuu JIOKainbHO# yeroitunBocTd (SAR) 1 npaiiMuHra 3alUTHBIX PeaKInii:
| — MHOKYJIMPOBAHHBIN TATOTEHOM JIUCT; 2 — auctanbhbiii uct; ALD1, Pip, FMOI, ICS1, and SA — w1 ycuienust 0OpaTHoO# CBsA3H BO
2-om nucTte. [IyHKTHpHBIC TMHUN MPEACTABISAIOT BCE eIlle TUTIOTeTHIecKue coObITHs [13]

Fig. 2. Proposed model for the role of Pip during activation of local resistance (SAR)
and Defense Priming: 1- pathogen-inoculated leaf; 2- distal leaf; ALD1, Pip, FMO1, ICS1,
and SA — feedback amplification cycle in 2° leaves. Dotted lines represent still hypothetical events [13].
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Tabonuma 1

‘YpoBHM cBOOOIHOI U CBSI3AHHOIT CATUIMIOBOIT KHCIOTHI (SA), 00HApPY:KEHHbIE B TUCTATBHBIX TKAHAX

KOHTPOJIbHBIX M NATOreH-HHPUIMPOBAHHBIX pacTeHuii [aganTuposaHo no 10]

Table 1

Free and bound salicylic acid (SA) levels reported in distal tissues of mock-and pathogen-inoculated plants [adapted by 10]

Csobonnas CK, ur/r ¢. m.| Csszannas CK , Hr/r c. m. Kostitie-
CucremHast CucremMHast Hcnonb3yemsilii CTBO YACOB Hcnonwzyemas
K HpI/IO6p€T8H- Ko oiTh pr]06peTeH- BO36y,ILI/ITI/ITeJIB X03suH Hocie AaHaJIUTU4YCCKasAs
OHTPOJIb Hast yCToﬁqH- HTP Hast yCTOﬁqH- 1 €r0 KOJIMYECTBO sapaKeHns mpoueaypa
BOCTb TKAaHCHU BOCTh TKAHCHU
1 2 3 4 5 6 7 8
~80 ~1250 He BoisiB- | He BhIsiBICHA Psm' ES4326 Apabu- 48 l'a3oBas xpoma-
JIeHa JKCIpeccupyromu Avr- | doncuc torpadusi, Macc-
Rpml, OD,,=0,01 CIIEKTPOMETPUS
~200 ~2600 He BoisiB- | He BhIsiBIICHA Pst* DC3000 Apabu- 48 BricokoaddexTns-
JIeHa 9KCITPECCHUPY IO ooncuc Hast )KUJKOCTHAs
AviRpt2, 1¥10’ CFU*/ml XpoMaTorpadust
~50-150 | ~370-1200 | ~100-250 | ~300-1000 |Bwupyc Tabaunoii mo3auku | Tabax 144 BricokoadhexTrs-
Hast )KAJKOCTHAs
xpomarorpadus
~30-70 ~30-300 He BeisiB- | He BersiBirena | Psm DC3000 AvrRpml, | Apabu- 48 BricokoadpexTrs-
JIeHa 5*%107, CFU*/ml odoncuc Hasl )KUJIKOCTHAs
XpoMaTorpadust
~100 ~450 He BoisiB- | He BhIsiBIEHA Psm ES4326 Apabu- 48 I'azoBast xpoma-
JieHa 9KCITPECCHPY IO ooncuc Torpadus, macc-
AvrRpml, OD,,,=0.02 CHEKTPOMETPHS
~5.1 ~21.3 He BbraB- ~287.3 Pseudomonas lachrymans, | Ozypey 120 BricokoaddexTus-
JIeHa 4*%10° CFU*/ml Hasl )KMJIKOCTHAs
XpoMaTorpadust
~70 ~200 ~130 ~400 Pst” DC3000 Apabu- 48 Beicokoaddextus-
SKCITPECCHPY IO doncuc Hast )KHIKOCTHAs
AvrRpt2, 10’ CFU*/ml xpomarorpadus
~160 ~400 ~1300 ~1800 Pst’ DC3000 Apabu- 48 Beicokorddextus-
9KCIIPECCHPY IO doncuc Hast )KUIKOCTHAs
AvrRpt2 xpomarorpadus
~420 ~500 ~500 ~1600 AvrRpt2, 10°CFU*/ml Apabu- 48 Beicokorddextus-
doncuc Hasl XKUJIKOCTHAS
xpomarorpadus
~80 ~100 ~470 ~700 Pst’ DC3000 Apabu- 48 Beicokoaddextus-
9KCIIPECCHPY IO doncuc Hasl JKUJIKOCTHAS
AvrRpt2 xpomarorpadus
AvrRpt2, 10°CFU*/ml
~220 ~300 ~210 ~1200 Koponarun-nepunuthsiit | Apabu- 60 Beicokoaddextns-
Psm doncuc Hast )KUIKOCTHAs
XpoMaTorpadust
~40 ~60 ~450 ~800 Pst” DC3000 Apabu- 48 Bricokoaddextns-
IKCIIPECCUPY FOLIH T odoncuc Hasl )KUKOCTHAs
AvrRpt2, 10° CFU/ml xpomaTorpadust
~40 ~65 ~600 ~1600 Pst* DC3000 Apabu- 48 BricokoaddexTus-
IKCITPECCUPY IO odoncuc Hasl )KUKOCTHAs
AviRpt2, 10°CFU*/ml xpomarorpadpus
~32-52 ~51-83 ~70-164 ~82-196 Bupyc tabaunoii mozauku | Tabax 168 BricokoaddexTus-
Hast )KUKOCTHAs
xpomarorpadpus
~40 ~90 ~20 ~85 Bupyc tabaunoii mozauku | O2ypey 53 BricokoadpdexTus-
Hast )KUKOCTHAs
xpomarorpadus

pumeuanue.' — Psm ( P. syringae pv maculicola); >~ Pst (P. syringae pv tomota); * — CFU (colony-forming unit, konoHneo6pasyromme

C/IMHHMIIBI)
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ISR akTuBM3MpYyETCS pOCTOCTUMYITHPYIOMIMMH pr3o0akTepusiMu (plant growth promoting rhizobacteria, PGPR)
1 HanboJIee XOPOIIIo OXapaKTepHU30BaHa Il HEKOTOPBIX BUAOB OakTepuil pona Pseudomonas, KOTOpbIe OOUTAIOT
B pusoctepe pacteHuit. B mporuBomnonoxHocth SAR, mpu ISR He HabmromaeTcs Hakoruieane PR-OenkoB wmm
CaJTMIIMIIOBON KHCJIOTHI, HO aKTUBHPYETCS METa0OIMYECKUE TTYTH C YIaCTHEM STHIIEHA W )KACMOHOBOM KHUCIIOTHI
(cMm. puc. 1). OmHaKo 3T CBeEHHUS MOIYyYEHBI Ha HEOOIBIIOM KOJUYECTBE MOJEIFHBIX PACTUTEIHHBIX CHCTEM.
Hpyrue npumepst ISR cBsi3anbl ¢ mpoaykmmeii cuuaepohopoB — 0COOBIX MOJIEKYIAPHBIX COSNNHEHNH, BhIIEIsIe-
MBIX OaKTepHaIHLHBIMH KJIETKaMU IS TIOJTYYEHHUS Kelle3a U3 cpeasl ooutanus, u SA nox Boszaericteuem PGPR,
4710 UMeeT oomue yepThl ¢ SAR. B HacTosiee BpeMst HU TIpUpoa SIMCUTOPA, HU CAUT €ro BO3MEHCTBHUSA Ha pac-
TeHHe, HI OMOXUMHUYECKNN OTBET PACTEHUH HE SBIIOTCS KPUTEPUSMH UTA KiacCU(UKAIMA WHITYIIMPOBAHHON
ycroitunBocth. MUtak, SAR mmpoko pacrnpocTpaHeHa B pUpose W HAOMIOAAeTCs y MHOTHUX BHJIIOB PacTeHUH,
torma kak PGPR mposBisror cienmuanocts B uHAyKIwn ISR y onpeneneHHbIX BUIOB PACTEHUH M TEHOTUTIOB.

OtnenpHble TaMMbl puzobaktepuii (PGPR) momasmsror Oone3Hu myTeM aHTaroHW3Ma MEXIy OaKTepHsIMH
Y TIOYBEHHBIMH TATOTE€HAMH, a TaKKe WHAYIHPYS CUCTEMHYIO YCTOMYMBOCTH PACTEHHH KaK K KOPHEBBIM, TaK
Y TUCTBEHHBIM maToreHaMm. ISR, onmocpenoBanHas pu3o0akTeprsiMi, HATOMUHAET TAaKOBYIO SAR, BEI3BaHHYIO ITa-
TOTEHaMH, B TOM, 4TO 00a THITa HHAYIIMPOBAHHOW YCTOMYMBOCTH JETAI0T HEMH(PUIIMPOBAHHBIE YaCTH PACTEHUH
OoJree yCTOWYMBBIMU K ITUPOKOMY CHEKTPY (UTOMaToreHoB. Hekoropsie pr300akTeprn 3aIryCKaroT 3aBUCHMBIIA
ot SA iyt SAR, mpormynmpyst SA Ha IOBEPXHOCTH KOPHSI, TOT/Ia KaK JPyTHe PU300aKTepPHUH 3aITyCKA0T CUTHAIb-
HBIH [yTh, HE3aBUCUMBIN OT SA.

CymectBoBanue SA-He3aBrucuMoro mytu ISR Owbwio musyueHo y Arabidopsis thaliana, KOTOpBI 3aBUCHUT OT
TepeIadyr CUTHAJIOB )KaCMOHOBOM KUCIIOTHI (JA) 1 atHiieHa. KoHKpeTHBIE mTaMMbl Pseudomonas BHI3BIBAIOT CH-
CTEeMHYIO PE3UCTEHTHOCTh, 4 UMEHHO, y PACTEHH TBO3IMKH, OTYpIla, peAbKH, Tabaka W apabuIoncuca, 0 4em
CBUJIETENbCTBYET YCHUIIEHHAs] YCTOMYMBOCTh K MHPHIMPOBAHHUIO (PUTOMATOT€HAMH TI0CJIe HHOKYIISAIIUHN OaKTepu-
SIMHA KOPHEBOM cucTeMbl 3TUX pacTeHnid. KomOnHamms ISR 1 SAR MoXeT MOBBICUTH 3allIUTy OT MATOT€HHBIX MU-
KPOOPTaHW3MOB, KOTOPBIM TIPOTHBOCTOAT 00a ITyTH, TOMAMO PACIIMPEHUs] YCTOMYMBOCTH ISl 00JIee IIIUPOKOTO
CITEKTpa IMaTOTEHHBIX MHUKPOOPTaHu3MOB, YeM Toibko ISR mimu SAR. [Tomumo mrammoB Pseudomonas, ISR mo-
KET BBI3BIBATh Bacillus spp. MOCKOIBKY OIyOIMKOBaHHBIC PE3yJIbTaThl TOKA3bIBAIOT, YTO HEKOTOPHIE KOHKPETHBIE
mTaMMbl BUZIOB B. amyloliquifaciens, B. subtilis, B. pasteurii, B. cereus, B. pumilus, B. mycoides u B. sphaericus
BBI3BIBAIOT 3HAYUTEIHHOE CHIYKEHUE YaCTOThI WIIH TSDKECTH Pa3IMYHBIX 3a00JI€BaHUI ITPH MIIMPOKOM Pa3HOOOpa-
31U PaCTEHUM-X035€EB.

Hansneiiee ncnons3oBanue SAR u ISR 11 KOHTpOst ypokallHOCTH pacTEHUI KaK alnbTepHATUBBI IECTUIIU-
JIaM TIPEICTaBIISICTCS BEChbMa MEPCIIEKTHBHBIM. XOTsI CHHTeTHYIecKre aucuTopsl 1 PGPR He obmamarot mpsMoit
AHTUMUKPOOHOH aKTUBHOCTHIO, B OTJIMYME OT TPAJAUINOHHBIX MECTHIUOB, OHHU MPEIOCTABISIOT BOSMOKHOCTh
KOHTPOJINPOBATh OOJIE3HD 0€3 CETIEKTHBHOTO BO3/ICHCTBHS HA TIOMYIISIIUIO TIATOTEHOB U SIBISIFOTCS DKOJIOTHYECKH
Oosree Oe3omacHBIMU. DTH XapakTepucTuku jaenaroT SAR u ISR mpuBnexarenbHbBIMA IS 3aITUTHl KyJIBTYPHBIX
pacTeHMi B paMKaX yCTOHYHMBOIO CEJIbCKOX03SIMICTBEHHOIO IIPOU3BOJCTBA.

IIpupoaubie HHAYKTOPBI YCTOMYUBOCTH PACTEHHH

K unciy npupogHbIX HHIYKTOPOB 0a30BOM yCTOHYMBOCTH OTHOCHUTCS TPYIIA MOJIEKYJ PACTUTEIBHOTO MPO-
HCXOKAECHHSI, KOTOPbIE PACTEHHS «Y3HAIOT» KaK CUTHAJIbI, CBUICTENbCTBYIOIIUE O IPUCYTCTBUY IIATOI€HOB B pac-
TEHMSX, B TOM 4ucie (parMeHThl NEKTHHA, KyTHHA, LEJUII0N03bl, KCHJIO3bl U APYIUX COOCTBEHHBIX 3aLIUTHBIX
MOJIMMEPOB, BBICBOOOKIAEMBIX IIPU ACHCTBUU TUAPOINTHYECKUX (EPMEHTOB (LIEJUII0NAa3, KyTHHA3, IEKTHHA3)
MaTOTEHOB WJIM CaMOTO pacTeHus. Perienrops! pacTeHnii criocoOHBI y3HaBaTh COOCTBEHHBIE (IHIOTEHHBIE) MOJIe-
KyJbl, 00pasyrolyecs B pe3y/bTare akTUBHOCTH (DEPMEHTOB MUKPOOPTraHW3MOB. ACCOLMUPOBAHHBIE C TIOBPEXK-
JICHUEM MOJIEKYJIbl HOSBISIOTCS, IPEKAE BCETO, B allOIUIACTE U CIIYXKAaT, KAK U HeceUU(pUIECKUe 3IHCUTOPHI
MHUKpPOOPIaHU3MOB, HHIYKTOpaMu 0a30Boi yctoitunBocty. OOpa3oBaHUE TAKUX YHIOTEHHBIX CUTHAJIBbHBIX MO-
JIEKyJ1 MO3BOJISIET Pa3pyLIEHHBIM WM MOBPEKACHHBIM KJIETKaM IepeJaBaTb CUI'HAJI APYIUM KIETKAaM M TKaHSIM
(MM Ja’ke CUCTEMHO — BCEM OpraHaM pacTeHus) O CBOeM HoBpexaeHnH. ClienyeT OTMETHTh, YTO B HACTOsIIEE
BpeMsl IIPUPOIHbIE UHIYKTOPbI YCTOMUMBOCTH PACTEHUH SIBJISIFOTCS] MPEAMETOM aKTHUBHBIX HMCCIEIOBAaHUN B 00-
ymacTi OOpBOBI C BpPEOUTEISIMA M OOJIE3HAMHU PACTEHHN HM3-32 WX YHUBEPCAITBHOCTH, CIIOCOOHOCTH yCHIIMBAThH
SAR, o0mieit HU3KOH TOKCHYHOCTH (Tab. 2), 9To 00ecreunBaeT JyUIllyro MePeHOCUMOCTh CeIThbCKOXO3IHCTBEeH-
HBIX KYJIBTYpP M MEHbLIEE KOJIMUECTBO MIPOOJIEM CO 30POBbEM UEJIOBEKA, OOBIYHO CBA3aHHBIX C TPAAULMOHHBIMU
CTpaTerusiMu 3aIlinThl.

OpHa rpynmna HeJaBHO YCIEIIHO MPOTECTUPOBAHHBIX IPUPOIHBIX HHAYKTOPOB y Arabidopsis thaliana cocto-
UT U3 aKTUBHBIX COCANHEHUH C OKUCIUTENbHO-BOCCTAHOBUTEIBHBIMU CBOHCTBaMH. Cpey HUX THAMUH (BUTAaMUH
B,), pubodnasun (Buramus B,) u kBepuetnH. OHM cIOCOOHBI BBI3bIBATh PE3UCTEHTHOCTD IIyTEM YCHJICHHUS YyB-
CTBUTENBHOCTH Arabidopsis k Pseudomonas syringae elicitors [ut. o 14]. 3TO IPUBOANT K aKTUBAIMH Pa3IIHy-
HBIX 3aIIUTHBIX CBOMCTB PaCTCHUH, TAKMX KaK IMIIEPYyBCTBUTEIbHBIN OTBET, OTVIOKEHHUE KAJIJI03bl U SKCIIPECCHUS
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3alUTHBIX T'eHoB. B aTux mponeccax B3peiB H,O,, n0-BUAMMOMY, UTPAaeT KPUTHUYECKYIO POJIb, TOCKOIBKY OH
NEHCTBYET KaK CUTHAJI, 3aITyCKAIONTHil BeCch OTKIMK. XoTss NPR1 Tarke HEOOX0mMUM IS palitMUPOBAHUS STHMH
COEMHEHUSIMH, MEXaHU3M B3aWMOJIEHCTBUS PACTCHUH M MATOTEHOB, IMO-BHINMOMY, JIEHCTBYeT HE3aBHCUMO OT
KJIACCHYECKUX ITyTeH 3alUThl W, BO3MOXKHO, ITOXOK Ha PEaKIMIO B OTBET Ha OKHUCIHTENbHBINA cTpecc. Hemas-
HO OBLIO MPOAEMOHCTPUPOBAHO, YTO THAMHUH MOXKET MOIYJIMPOBATh OKHUCIUTEIbHO-BOCCTAHOBUTEIBHBIA CTATyC
KJICTOK ISt 3aIUTHI Arabidopsis ot Sclerotinia sclerotiorum Ha panaux craausax uapeknnu [ 15]. Ilokazano, 9ro
9K30T€HHOE NpUMeHeHue pudoduaBuHa Ha pacTeHHsAX (aconu yckopsier oopasoBanue H,O, nocne 3apakeHus
Botrytis cinerea. H,0, sBiIseTCA CUTHAILHOM MOJIEKYJIOH, yyacTByIoIIel B MOOU(DUKALIMN KIETOYHON CTEHKH,
PETYISINN SKCIIPECCHHU TEHOB M TIEPEKPECTHBIX CBA3SX C Pa3TMYHBIMU CUTHALHBIMU Iy TSAMH 3aIIUTHI [16].

Tab6aumna 2
[puponnbie HHAYKTOPHI U UX 3P (PeKTHI HA 3aAIUTHbIE MEXaHU3MbI pacTeHHil [aganTupoBaHo no 14]
Table 2
Natural inducers and their effects on plant defensive mechanisms [adapted by 14]
. . . SamHbLe YerrmeHIEe OKI/ICHI/I:
Wnnykrop Pacrenue Bpenutens SA JA ET SAR KJIETOYHOHN | TEJIbHBIN
dbdexroprt CTCHKU Gaanc
I'excanoBas Tomam Botrytis cinerea + + + H/O + + +
KucioTa Apabuooncuc | Botrytis cinerea | H/O + H/O | H/O + + H/O
Tomam P. syringae H/O + H/O | H/O + + H/O
Tuamun Puc, apabuoon- I'pudnuvie, + - - + - + +
cuc bakmepuanvHvie
8UPYCHblE UHDEK-
yuu
Pubodnaun Apabudoncuc P. syringae - - - + + +
Tomam Botrytis cinerea | H/O + — + H/O H/O —
PABA Ilepey CMYV, + — H/O + + H/O H/O
(mapaamMuHO-OeH- Xanthomonas
30iHas KUCII0TA)
MeHauoH (Ha- Apabudoncuc P. syringae H/O | H/O | H/O - + H/O +
Tpust OuCynbuT,
MSB K3)
VOGs Kykypysa, 606ul, Hacexomvle H/O + + H/O + + +
(‘retyume opraHu- | apabudoncuc
YecKHe COeINHe-
HUST)
OGs Apabudoncuc | Botrytis cinerea - - - - + H/O +
(onuroranakry-
POHHU/IBI)
AszenanHoBast Apabudoncuc P. syringae + - - + + H/O H/O
KHCII0Ta
[MunexonuuoBas |  Apabudoncuc P. syringae + H/O | H/O + + H/O H/O
KHCJI0Ta
Xuro3an Cosi, momam, Tpudnwvie, H/O + H/O | H/O + + +
KYKypy3a bakmepuanvHsie
8UPYCHble UH@DEK-
yuu
Colletotrichum sp | H/O + H/O | H/O + + +
Xanthomonas H/O + H/O | H/O + + +
bpokkonu P. fluorescens H/O + H/O | H/O + + +

[pumeuanue. (+) — akTuBHpyeT; (-) He akTHBHpyeT; H/O He onpeneneno. SA™, JA", ET" — 06pa3syroTcs B 3aBHCHMOCTH OT CHTHAJIEHOTO
myTH (+) wim He 00pasyrores (-).
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DEeHOJTBI UTPAIOT BAXKHEHIITYIO POJIh B YKPEIUICHUH KJIETOYHOM CTEHKH, a TAaK)Ke MPOSBISAIOT aHTUMUKPOO-
HYI0O W aHTHOKCHUIAHTHYIO aKTHBHOCTH. [lapaammHoOeH30¥Has kuciora (para-aminobenzoic acid, PABA)
MpencTaBsieT co00i MUKIMYECKYI0 aMIHOKHUCIIOTY, TIPUHAJJISKAIYI0 K TpyNrne BUTaMHHOB B. B moneBbIx
JKCTIEPUMEHTAxX OBLTO T0Ka3aHo, 9To PABA cmocoOHa MOBBIIIATE YCTOHYMBOCTH PACTEHUI OTypIia K BUPYCY
Mo3auku U Xanthomonas axonopodis, BeI3bIBas pa3BuTHe SAR, OMHOBPEMEHHO YITydIas yposkal pacTeHUH
[muT. o 14].

Menanuon Oucynsdur Harpus (MSB) sBisercs npon3BoaHbIM BuTaMuHa K, KOTOpBIH, KaKk H3BECTHO,
SIBISIETCS PETysATOpoM pocTa. Borges, et al. ooHapyxumu, uro MSB 3ammumaer pactenus parca (Brassica
napus) ot rpuda Leptosphaeria maculans, ctumynupys BeipadoTky ADPK, HO He BBI3BIBaS IKCITPECCHH 3aITUT-
HEIX OenmkoB cemeticTBa PR1. O0napyskeno, uto MSB obnagaet cucteMHbIM 3¢ ¢ exToM [muT. o 14] u uHIY-
nupyet npoxykuuio H,O, mocpeacTsom akTuBanuy 3alluTHBIX I'eHOB. Borges, et al. mpopemoncTpupoBany,
gyTt0 MSB HHAyIHpYyeT yCTOMYMBOCTE apabumoricuca MpoTuB P. syringae MOCPEICTBOM MEXaHW3Ma MpaiiMH-
poBaHus, MOCcKoIbKy MSB maaynupyet Tonpko Hakomienne AQK n PR1 B mens mociie nHOKysimuu. [pu-
MedJareapbHO, YTO MPOn3BogHOEe MeHannoHa (Param-A) ObuTo 3amymeHo B KOMMepUecKoe UCTIONb30BaHNe IS
CTUMYJIMPOBAHHS YCTOWUYNBOCTH OaHAHOB K TTAaHAMCKOM 00JIe3HU, BRI3BIBAEMOU Fusarium oxysporum.

XWTO3aH SBISAETCS MOJIUMEPHBIM EaleTHIINPOBAHHBIM MPOU3BOIHBIM XUTHHA, KOTOPBIA €CTECTBEHHBIM
00pa3oM MPUCYTCTBYET B KIETOYHBIX CTEHKaX HEKOTOPBIX TPHOOB M MMEET pPa3IudYHBIE CTETCHH JlealeTH-
JTUPOBAHUS U MOJIEKYJIPHBIE MacChl. bbUTH N3ydeHbl pa3aTuYHbIe MEXaHU3MBI IEHCTBUS XUTO3aHAa, KOTOPbIE
BKJIIOYAIOT B ce0s HerTpanuzanuio ADK n aHTHOKCHUIAHTHYIO aKTHBHOCTH, @ TaKXKe aKTHBAIIUIO OKTaje-
KaHOMJIHOTO IMyTH. TeM He MeHee, HeCMOTPS Ha ATH UCCIEOBAHUSA, SKCIIEPUMEHTHI, B KOTOPBIX KOHKPETHO
paccMaTpuBaeTCs poNib MPAaHMUPOBAHUS B CIOKHOW CTPYKTYpPE B3aMMOJEHUCTBUS XWTO3aH-PACTEHHUE, BCE
emie peKu.

Omuroranaktyporuas! (OGS) MpeACTaBISIOT cO00# OIUTOCaXapuIbl, TOTYUYSHHBIC U3 TEKTHHA KIETOUHOMH
CTCHKH PAaCTCHUH, U COCTOIT U3 INHEHHBIX 1ienei a- (1-4) -cBsa3anHo# D-ragakTypoHOBON KHCIIOTHI CO CTETIe-
HBIO TToymmMepu3anuy ot 10 1o 25, KoTopast MOJKeT OBITh METHIIITEPUPUITNPOBAHHON WITN alleTHIIMPOBAHHON
B 3aBUCUMOCTH OT UCXOTHOTO COCTOSIHUS B pacTeHnn. OGS CYUTAIOTCSA SHAOTEHHBIMA MIHCUTOPAMH, TPUIEM
CTeNeHb X METHIIMPOBAHUS U alleTUIINPOBAHNS BIUSET HA aKTUBAIIMIO 3AIIUTHRIX peaknuil. Mcmonp3oBanme
OGs BBIBBIBACT PsI 3AIIUTHBIX PEAKIIHHA, TAaKUX KaK HaKOTUICHUE (PUTOANeKCHHOB, [(-1,3-TTrokaHa3sl M XH-
TrHA3bl Win oOpasoBanne ADK, BrI3bIBast BEIPaOOTKY OKcHIa a30Ta. MIHTepecHO, YTO HEKOTOpHIEC JTaHHBIE
YKa3bIBaIOT HA y4acTue mnepefadu curaanoB OGS B MyTH OKTaJeKaHOUIOB, B Pe3yJbTaTe YeT0 aKTHBHOCTH
nmumniokcurenas (lipoxygenases, LOX) ycunupaetcs. Y Arabidopsis OGs TOBBIIAIOT yCTOWYIUBOCTE K Botrytis
cinerea HE3aBUCUMO OT TIEpeadl CHUTHAJIOB, omoCcpeqoBaHHBIX JA-, SA- 1 3THIIeHOM. AHAIN3 MUKPOYHUIIOB
moxasai, 9To okoiio 50 % renos, perynupyembix OGs, AEMOHCTPUPYIOT CXOHOE N3MEHEHHE IKCIIPECCHH BO
BpeMst HHGEKITUN Botrytis cinerea.

IIpenmonaraercs, 9to a3enamHoBas kuciorta (azelaic acid, AzA) ABISETCS MMOABMKHBIM (DJIOOMHBIM CUTHAIIOM,
KOTOPBIH MpaitMupyeT SA-UHAYIIUPOBaHHYIO 3amuTy. [IyTh OnocwHaTe3a AZA B OCHOBHOM HEH3BECTEH, XOTSI I10-
CIIeZIHAE JaHHbIE YKa3bIBAIOT HA TO, YTO OHA SIBJISETCS IMPOMU3BOTHBIM OJIEMHOBOW KHICJIOTHI MJIM €€ HEHACHIIICH-
HBIX TIPOU3BO/IHBIX, TMHOIEBOH W JIMHOIEHOBOH KHUCIOT. [lomararot, 4To mepeKrucHOe OKHUCIEHUE JTUTIH/IOB SIBIIS-
€TCsI OTBETCTBEHHBIM 32 00pa3oBaHne AzA W MOXET IIpoTeKarh mmof nefictereM LOX mimm mytem hparMeHTaIimy,
3ammyckaeMbiM ADK. AzZA cTUMYIHpYeT pacTeHus K 0oiree OBICTPOMY HAKOTUICHUIO SA, WHAYIIHPYS OMOCHHTE3
omutepoi-3-docdara (G3P) [14].

ITumrexonmmuoBast kuciora (L-Pip), HeObenkoBas amMuHOKHCTIOTa, Tpon3BoAHast jm3uHa (Lys), Hapsaay ¢ AzA
n G3P HemaBHO ObLIa MPEIIOKEHA B Ka9eCTBE OCHOBHOTO peryisatopa SAR #, BO3MOXKHO, B Ka9eCTBE CUTHAIIb-
HOTO coeawHeHus s SAR Ha mampHeM paccrosHun OT GirodMebl [14]. MeTabom3mM aMHHOKHUCIIOT B TIOCIICIHEE
BpEMS UTpacT Bce Oojiee MUPOKUN CIEKTP pojie B MMMYHHUTETe pacTeHnid. Hampumep, MeTabonm3m mposrHa
OBLT CBA3aH C OKMCIIUTENFHBIM B3PHIBOM M CO3ZIAHWEM THUIIEPIYBCTBUTEIHHOTO OTBETA; pa3BETBICHHAS IIETh Ka-
TabOMM3Ma aMHHOKHCIIOT OITOCPEIyeT MePEeKPECTHYIO CBsI3b MeKTy SA- u JA-3amutoit. [lomumo storo, L-Pip
OBLT HIEHTUDHUITUPOBAH KaK IIEHTPAILHBIN d5ieMeHT B SAR. YcTanosneHo, uto L-Pip aktuBupyer 6mocnuTe3 SA
1 €T0 COOCTBEHHBII OMOCHHTE3 Yepe3 METITIO MOJIOKUTEIIBEHON 00paTHO CBS3H, UTOOBI TAKUM 00pa30M 3aITyCTHTh
Bech oTBeT SAR. MHTEpecHo, uTo 3K30TeHHOE TTprMeHeHne L-Pip BeI3bIBaeT mpaitMuHT pacteHuit Arabidopsis
IUTst Oosiee ObICTporo OMocuHTe3a SA, puToalekcnHa, KaMaJeKCHHA U DKCITPECCHH TeHOB 3amnThl. OH TakKe 0BT
WCTIONB30BaH Ha PAaCTeHUSAX Tabaka B KadyeCTBE MHIYKTOpa HAKOTUICHUS SA W HUKOTHHA.

Jpyroii KapOOHOBOW KHCIOTOH ¢ TPOAEMOHCTPUPOBAHHON HHITYKTOPHOW aKTUBHOCTBIO SBISICTCS TeKCAaHOBAS
kuciora (hexanoic acid, Hx), kotopas siBisiercss 6C MoHOKapOoHOBOM KuciaoTol [ 14]. KopreBast 06padoTka 4-He-
JEMBHBIX pacTeHUi ToMara HX B KoHIleHTpanuax Hmxke 1 MM B Teuenue 48 9 10 3apakKeHHs 3HAUUTEIIBHO CHU-
aJa 3a060J1eBaeéMOCTh, Kak 3TO OBUIO TTOKa3aHO B CIIydae XOPOIITO M3BECTHRIX €CTECTBEHHBIX (SA) M HEMPHUPO/I-
HeIX (BABA) nnaykropos. [Ipn >Tux koHIIeHTpanmsix HX He oka3biBasia aHTHMUKPOOHOTO NSHCTBYS HA Botrytis
cinerea, 9TO yKa3bIBaeT HA MHIYKTUBHBIA 3(h(ekT 3Toit 00paborku. Vcnonp3zoBanue HX BBI3BIBAIO HAKOTICHHE
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KaJUTO3bI PU MHEKITNH Botrytis cinerea, 9To SIBISETCS KIFOUEBBIM KOMITOHEHTOM YCTOHYHUBOCTH, WHAYITHPOBAH-
HOM XMMHUYECKUMU UHAyKTOpaMu, TakumMu kak BABA unu BTH. Amuuikanus Hx Takke moBbliana ypoBeHb Ko-
(henHOBOM KUCIIOTHI IO TPUOHON HH(EKITH, UTO TAKXKE TTOATBEPKIACT POJIb YKPEIUICHHOHN KIIETOYHON CTEHKH
B HX-mHIymMpoBaHHON yCTOWYNBOCTH. BHOAKTUBHEIN cHTHANT )KacMoHOWI-u3oeitnH (JA-Ile) pesko Bo3pacTan
B PAaCTEHUSIX TOMaTa, MpaiMUpOBaHHBIX HX, mociie nHOKynsIiH Botrytis. AHamN3 akTHBHOCTH T€HOB B PACTEHUSAX
TOMara, MHAYIIMPOBAHHBIX B OTBET HAa WHHUIIMPOBaHUE Botrytis, ToKa3all, 9YT0 B COOTBETCTBUH C META0OIHMYECKH-
MH W3MCHCHHSIMH, TPEABapUTENIbHAs 00padoTka Hx 3amyckaer LoxD, LOX, ygacTByIOIux B MyTH OMOCHHTE3a
OKCHJTUITHHOB, BEAYIIEM K CHHTE3y OKCHUIHIINH | 2-0Kco-(puTonneHoBoi KUciaoThI (oxylipinl2-oxo-phytodienoic
acid, OPDA) u JA.

Jletyume opranmdeckue coenuHenus (volatile organic compounds, VOCs) urparor KIHO4eByIO POJIb B KOM-
MYHHKAIIUU MEXIy PACTEHUSMH, TOCKOJIBKY OHH JEHCTBYIOT KaK MEPEHOCHUMBIE TT0 BO3yXY CHT'HAIIBI, TIOBBIIIAs
YCTOMYUBOCTH K OOJIE3HSAM KaK CAMHX PACTEHHH, TaK U COCETHUX, a TAKXKE MPUBIICKAs Mapa3sUTHIECKUX WITH XHII-
HBIX HACEKOMBIX, KOTOPBIE SIBIISIOTCS BparaMy aTaKkyloInX TPABOSITHBIX KUBOTHBIX. DTa MHOTO(YHKITHOHATBEHAS
pors VOCs nemaet ux BecbMa MEPCIIEKTUBHBIMU IS Pa3paOOTKH YCTOWIMBBIX CTpaTeTuii 00phObI ¢ BpeauTeIs-
MH CEJIbCKOXO3SIHCTBEHHBIX pacTeHu. VOCs 00BITHO 00pa3yIoTCs M3 THHOJICHOBOM W JIMHOJIEBOM KUCIIOT B BHC
OJTHOM M3 BETBEH OKCHITMIIMHOBOTO MyTH. B COOTBETCTBHY ¢ NX OMOCUHTETHIECKUM MPOUCXOKICHIEM 1 XUMHIYe-
CKOHM CTPYKTYpOIi JIeTydHe BEIIECTBA PACTEHUI MOTYT OBITH CTPYIIIIMPOBAHBI B H30MIPEHOU B! WIIA TEPIICHOM/IHI,
a Taxoke B Takue kuciaoponcoznepxamme VOCs (OVOC), kak meranon (CH,0), auneron (C,HO), auneransaernn
(C,H,0), metumatunkeron (MEK, C,H;O) u metmiBununkeron (MVK, C,H,O).

B HEKOTOpHIX CiTydasx TakkKe 0OHAPYKUBAIOTCS COCTMHCHUS cepbl (HalpuMep, B ceMeicTBe Brassicales)
u hypaHOKYMapHWHBI M UX TIPOU3BOMHbBIC (HAIIpUMED, B ceMeicTBax Apiales, Asterales, Fabales, Rosales) [17].
OHU BBI3BIBAIOT IMUPOKUH CIIEKTP 3AIIUTHBIX PEAKINi, BEPOSITHO, ITOYTH IMOJHOCTHIO OCHOBAHHBIX Ha Ipaii-
MHPOBAHWH, a TAK)KE MPOSIBISTIOT aHTHOAKTEPHATBHYIO W IPOTUBOTPUOKOBYIO aKTHBHOCTH. 3aIIUTHBIE peaK-
nnu, cBszaHHble ¢ nerictBueM VOCS, BKIIOYAIOT YCUIICHHE CEKperuu (PUTOATEKCHHOB, BKIIFOUEHHUE CIIOXK-
HBIX 3(pHPOB THAPOKCUITTHHAMHUHOBOW KHCIIOTHI M «JIUTHUHIIOMOOHBIX)» COCTUHEHUH B KIETOYHYIO CTEHKY,
OKHCIIUTENbHBIN B3PBIB, MHAYKIIHIO 3aIIUTHBIX TEHOB, BEIOPOC apoMaTHIeCKIX COeTNHEHNH 1 Oojee ObIcTpoe
MTPOU3BOJICTBO HHTUOUTOPOB TpHUIicHHA. [10-BHIMMOMY, OHH TaK’Ke TIOBBIIIAIOT YyBCTBUTEIHLHOCTH K METHIIO-
BoMy 2¢hupy JA-meTmmkacmonary (MelJA). Iuc-xacmon (CJ) mpeacTaBiseT co00it BRICOKOIETYIHI COCTaB-
HOU TIPOIYKT AabHEHIEro kKaradomm3ma JA, KOTOPBIH, Kak N3BECTHO, BRI3BIBACT BRICBOOOKICHUE 3aIIUTHBIX
VOCs, mpuBICKAOIINX XHUIIHBIX (WU Mapa3uTHICCKUX) HACEKOMBIX. TpaHCKPHUIITOMHBIN aHAJIN3 MOKa3al,
YTO MCTIOJB30BaHNE IHC-)KACMOHA 3aITyCKaeT aKTUBAIIMI0 YHUKAIBHOTO HA0Opa TeHOB, BKIIOYAs YWICHOB Ce-
MeiicTBa muroxpoma P450.

CrnemyeT MoI4epKHYTh, YTO 3/I€Ch MMPUBE/CH JAJIEKO HE TIONHBIN NepedeHb MPUPOAHBIX HHIYKTOPOB yCTOWYH-
BOCTH PacTE€HHi, KOTOPBIH TTOCTOSHHO PACIIUPSETCS B PE3yNIbTaTe MPUMEHEHHUST HOBBIX BRICOKOUYBCTBUTEIBHBIX
METO/IOB aHaJIN3a M KOOTIepaliy yUeHBIX U3 pa3HbIX 00IacTel ecTeCTBO3HaHUs. MHTepecHo, 9To B psijie ciryda-
€B WHAYKTOPHl YCTOMYUBOCTH, KOTOPHIE PaHEEe CUNTAINCH HEMPUPOIHBIMU COCTUHEHUSIMH, B HACTOSIIEE BPEMS
00HApPY)KMBAIOT B PACTUTEIBHBIX TKAHIX KaK MPUPOTHBIE META0ONUTHI PACTEHUNA. SIPKUM MPUMEPOM SBISETCS
B-ammHOMacnsHAS KucToTa (B-aminobutyric acid, BABA), BbIcOKas IpalilMHUpPYIOIIAasi aKTABHOCTh KOTOPOH TIpH
TaTOJIOTHYECKOM TIpoIiecce OblIa TTOKa3aHa Ha MHOTHX BHIAX KyJIBTYpHBIX pacteHui [18]. B HacTosmee Bpems
BABA maiiena B pacTeHHSX apaOUIONICHCa ¢ TIOMOIIBI0 KOMOHWHAITMHM METOAA KOJTMUECTBEHHOTO OIIPEICICHIS
CTaOMIIBHBIX M30TOMOB C METOAOM XKHIKOCTHOW XpoMmarorpadui CBEpXBBICOKOTO JTaBIIEHUs B TaHIEME C Macc-
cniekrpometpueit (UHPLC-MS / MS) u paccMmarpuBaeTcst Kak IPUPOIHBIN KOMIIOHEHT CTPECCOBOTO OTBETA TIPH
nHpHUIHpOoBaHNN (HUTOITATOTEHAMHE U COJIEBOM cTpecce [19].

3aKiIoueHue

B coBpeMeHHOM CeThCKOM XO3SHCTBE JI0 CHX TIOP MCTIONB30BAIIUCH ABE OCHOBHBIE CTpaTeriuu O0phObI ¢ Oome3-
HETBOPHBIMH MHUKPOOPTaHH3MaMHU: CEJIEKIINS COPTOB HA yCTOWYMBOCTH U MTPUMEHEHHE XUMHYECKUX TTIECTUITH/IOB.
OnHaKo CeNeKIMOHHOE HalpaBiieHne TpedyeT MHOTO BPEMEHH, B MTOCKOJIbKY MHOTHE ITaTOr€HBI OBICTPO aIalTH-
PYIOTCSl, MHOTOYHCIICHHBIE TIPUMEPHI TIOKA3aJIH, YTO TAKOTO POJia yCTOWYMBOCTH OBICTPO TIPEO0ICBACTCS, €CIN
He SIBJIsIeTCs KOMOMHUPOBAaHHOM. [10100HBIM 5ke 00pa3oM, UCTIOIF30BAHKE TTECTUITH/IOB, MPETISITCTBYIOLINX POCTY
BO30Yy/INTEIS, BBI3BIBAET IIPOOJIEMBI, CBSI3aHHBIE C YBEIIMUCHUEM PE3UCTEHTHOCTH ITaTOT€HOB.

Tpetuit crmoco0 3akirOv4aeTcss B TOM, YTOOBI MMOBBICUTH COOCTBEHHBIM BPOXKICHHBIH MMMYHHUTET PAacTCHUH
C TIOMOIIIBIO MHIYKTOPOB YCTOMUUBOCTH pacTeHui (plant resistance inducers, PRIs), 94To umeer memnsiid psa mpu-
BlIeKaTeIbHBIX acnekToB. [Tockonbky PRIs JeHCTBYIOT KOCBEHHO Ha MATOreH 4Yepe3 BPOKIACHHBIA UMMYHHUTET
pacTeHusl, OHA He ABJSIOTCS TOKCUYHBIMH IS )KUBBIX OPTaHMU3MOB, KaK 3TO UMEET MECTO B Cydae MEeCTHIIUIOB.
Kpowme Toro, maorue PRIs 061amaroT mmpoKuM CIIEKTPOM JIEHCTBUS, UTO, B CBOIO OY€pEIb, YMCHBIIIAET BEPOSIT-
HOCTH Pa3BUTHS YCTOMYMBOCTH MATOTCHOB B MPOTHBOBEC Pa3BUTHIO MX YCTOWYHMBOCTH K mecTHimaaM. Kpome
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Toro, PRIS MOTYT TOMIOJHATE CYIIECTBYIOIINE METO/IbI 00PaOOTKHU MECTUIMIAMU U TEM CaMbIM YMEHBIIIATH KOJIH-
YECTBO MECTUIIUIOB, HEOOXOTUMBIX IS 3(PPEKTUBHOTO KOHTPOJIS 3a00ICBAHMIA.

Takum o0pazom, pacmmperue chepsl npuMeHeHuss PRIs moxer chopMupoBaTh OyaymIyio BaKHYIO YacTh
YCTOWYHBOTO Pa3BUTHUSI CEITHCKOXO3IHCTBEHHOTO MTPOM3BOJICTBA M 00ECIIEUNTh CHIDKCHUE XMMUYECKON HArpy3KU
Ha arpodKOCHCTEMBI.
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