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WNunynupoBaHHas Hecrienupuyeckas YCTOWYMBOCTh SIBISETCS OJAHUM U3 Ba)KHEHIINX Me-
XaHHU3MOB, 00€CIeUNBAIONIUX 3aIUTy PACTUTEIHHOIO OpraHu3Ma OT pa3jIMYHOro poja JecT-
PYKTHBHBIX BO3/€UcTBHI. VIcTOpHS nccaenoBaHuid 3TOTO SBJICHUS OXBaThIBaeT OoJjee cTa JeT,
OJTHAKO /0 CHUX HOp SBISETCS MPEIMETOM OCTpBIX HucKyccuil. Hactosmas pabota siBisercs
0030pOM MCTOPHH M3YUYEHHsI, OCHOBHBIX 3a0JIy>K/IEHUI U COBPEMEHHBIX 3HaHUU B ATON obiac-
Tu. B paboTte paccmarpuBaeTcs psii KOHLENUUH, OOBSICHAIOMUX (PEHOMEH WHAYIUPOBAHHON
YCTOMYMBOCTH: KOHLIENIMS (UTOATEKCUHOB, KOHIIEMIUS CTpecca, KOHILEMIMS 3IUCUTOpa.
Ocoboe BHUMaHUE YJENAETCs MOJIEKYJISIPHBIM MEXaHW3MaM MHIYIIMPOBAHUS YCTOMYMBOCTU B
pPacCTEeHMSX: CaTULWIAT-3aBUCUMON U CUCTEMUH-3aBUCHUMOM CHUCTEMaM, a TaKK€ CUCTEME pac-
MO3HABAaHUS OMOTE€HHBIX ANUCUTOPOB.

KiroueBnle ciaoBa. UH()yLﬂ/lPOGQHHa}l yCWlOllel/l6OCWlb, pacmenusd, cmpecc, Mexanusmbvl

BBEJEHUE

B 2001r. ucnonuunock 100 1eT ¢ MOMEHTa BBIXOJIa B CBET MEPBOI MeyaTHOU paboThI, MO-
CBALIEHHOW MHAYIMPOBAHUIO YCTOWYUBOCTH y PACTEHUN. 3a CBOIO BEKOBYIO UCTOPHIO 3Ta 00-
JacTh 3HaHUHM BBIPOCTA B MAcIITAOHYIO HAYYHYIO AMCLUUIUIMHY C Pa3BUTHIM TEPMHHOJIOTHYE-
CKUM aIllapaToM U crneuu(uyeckoil METOAOJIOTHEN, NUCHUILUINHY, KOJIOCCAIbHOE MpaKTude-
CKOE 3HaueHue KOTOPOH ykKe JaBHO HE BbI3bIBaeT coMHeHUH. Ho, kak mokasano Bpemsi, UMEH-
HO MParMaTUYHOCTh MCCIENIOBAaHWM MHIYIMPOBAHHON YCTOWYMBOCTH CTaja JJIsi HUX HACTOS-
MM OMYOM, JECATHICTHSIMH BBIHYKIABIIUM YUSHBIX THATHCS 32 OBICTPBIM U dPPEKTHBIM pe-
3yJIbTaTOM B yliepO Hay4dHOH KoppekTHocTH. OcoOble MacmTadbl 9Ta rnpobieMa npuoodpena B
MIOCTCOBETCKOM MPOCTPAHCTBE, /1€ MHOTHE 00JacTH (PU3HOIOTHUU PACTEHHM 10 CUX TIOpP HECYT
Ha cebe MUYYpPHHCKO-JIBICEHKOBCKYIO II€4aTh, U IJ€ OONBIIMHCTBO BOIPOCOB 3aIUTHI pacTe-

HUH ocTaroTcs cPepoil JeATEIBHOCTH PETPOTPATHBIX «HAYYHBIX LIKOJI» U OOBEKTOM OKOJIOHA-



YYHBIX CHEKYJALMNU. B 3TUX yCIIOBHSX NPENCTABIAETCS aKTyaJlbHbIM COCTABJICHUE Pa3BEPHY-
TOro 0030pa UCTOPUU M3YyUYEHHs, OCHOBHBIX 3a0JIy’KICHUM U COBPEMEHHBIX 3HaHUN 00 MHIY-
LMPOBAHHON YCTOMYMBOCTH pacTeHUM, 0030pa, OpUEHTUPOBAHHOTO UMEHHO Ha OTEYECTBEHHO-
rO YUTATeNs U Pa3bsCHSIOMIEr0 eMy TEPMUHOJIOIMUECKUE U KOHIENTyallbHble IPOOIeMBbl, Ha-
KOINMBIIUECS B 3TOU oOsiactu. B HacTosmel paboTe Mbl MPEACTABIIAEM IOIBITKY COCTABIICHUS

HUMCHHO TaKOI'O 0630pa.

NCTOPUSA N3YUEHUSA

OTAI 1-i: <KUMMYHU3ALS»

[TpoGnema ycTOWYMBOCTH pacTeHUU K HEOJIArompusITHHIM (paKTOpaM BHEIIHEH cpeibl Ha
MPOTSHKCHUU THICSYENIETHI OcTaBajgach OAHOM M3 BaKHEHITUX poOsieM yenoBedecTBa. B cury
cBoeil (u3monornueckor cnenupuku, KyIbTypHbIE PACTEHMs, HAlll OCHOBHOW MHUINEBOM pe-
Cypc, M3JaBHA OBLIM MHIICHBIO Pa3pYyLIUTEILHON NEATEIbHOCTA Mapa3vuTOB, BpeauTeNeld U
pa3nu4HbIX abnotnyeckux (paxtopoB. Ho 3HaHUS O TOM, KaK PacTeHUs] COMPOTUBISIOTCS ITO-
MY BIIUSIHUIO, W, TJIABHOE, KAK MBIl MOXEM YCHJIUTh 3TO CONPOTHUBIICHUE, MPAKTUYECKU OTCYT-
CTBOBaJIM B T€UCHHUE BEKOB [12].

Jlumib B koH1e XIX B., B CBSI3H C CEPbE3HBIMH yCIIEXaMU B 00JaCTH UMMYHOJIOTUU YeJO-
BEKAa W YKUBOTHBIX, CTAJIM MOSBIIATHCS MEPBBIC IOTAJKU O TOM, KaKWe MEXaHU3MbI 00ecreyun-
BaIOT ycToiunBOCTh pacTteHuid. Coznanue I1.9pnauxom u N.M1.MeuHUKOBBIM T€OpHIl UMYHUTE-
Ta (TyMOpPaJIbHOW M KJIETOYHOM) MOJATOJKHYJIO OOTAHUKOB TOTO BPEMEHHU K MOMCKY MOJOO0HBIX
SIBJICHUW B pacTUTENbHOM opranu3Mme. Pa3zpabotka xe Jl.Ilactepom Hay4HBIX OCHOB BaKIIMHA-
MU 3aCTaBWJIa U3BICKUBATh METOJbI MPOBEACHUS MOJOOHBIX MPOLEAYp C pacTeHusimMu [6, 7,
15].

Bckope noucku yBenuanuck ycnexoM. B 1901r. ¢usuonoru JIxx.boepu u J[x.Paii. mobu-
JIUCh PE3KOT0 MOBBIIMIEHUS] YCTOMUYUBOCTH 1EJIOTO Y psiia BUJOB PACTCHUIN MOCJE NPOBEACHUS
MPUMEHHUTEIIEHO K HUM TPOIEAYP «MMMYHH3AIUN», Pa3pad0TaHHBIX 10 aHAJOTUU C BaKIIH-
HallMeH JTIoJIel M KUBOTHBIX (MH(UIIMpPOBaHUE PACTCHHS OCIA0JICHHBIMH KYJIbTypaMH IaTo-
TeHHBIX OPTaHMU3MOB, €r0 00paboTKa SKCTpaKTaMH M3 MATOreHOB U T. 1.). Ha ocHOBaHuu mo-
JYYCHHBIX JIAHHBIX YUYEHBIE CIIeJIaTM BBIBOJI O TOM, YTO PacTEHUE MPHUOOPETAET YCTOWIMBOCTh
K MMapa3uTy MyTEM «3HAKOMCTBa» C HUM M IOCIEAYIOIIEro ero y3HaBaHus. Beckope, B 1909r.

H.bepnap noareepaun pe3ynbtatsl boBepu u Pas, omyOnukoBaB JaHHbIE O TPHOOPETEHUH OP-



XUJIEIMH YCTOMYMBOCTH K PU30KTOHHO3Y I1OCJE MEPBUYHOIO («O3HAKOMHUTEIBHOIO») 3apae-
HUS BO30yauTeneM 3Toro 3aboneBanus [7, 15, 34].

[lepBrie ycnexu B 001aCTH «MMMYHU3ALUW» PACTEHUNA U OYEBHUIHAS PAKTHUYECKAsl MOJIb3a
noJJ0OOHBIX pabOT BCKOpE chesaly UX KpaiHe MOMYJSIPHBIMU, U CIIOCOOCTBOBAJIM IPUTOKY B
9TO HAyYHOE HANPABJICHUE MHOXKECTBA MOJIOABIX CIIENMAIMCTOB. B urore, 1o cepennnsl 1930-
X IT. «<MMMYHHU3allUs» ObUIa NMPOJEMOHCTPUPOBAHA HA COTHAX BUAOB pacTeHUU U e€ s dek-
TUBHOCTh YX€ HE BbI3bIBaJla COMHEHHUsA. Omnupaschb Ha 3TH JaHHbIE, PYCCKUW YUYEHBII
H.M.BaBuiioB npeyioKui BBIIEIUTh HMCCIEHOBAHMS YCTOMYMBOCTU PACTEHHH B CaMOCTOS-
TENFHYIO0 HAyYHYIO TUCHUIUIMHY — (GUTOMMMYHOJIOTHIO (OT. Tped. tnutov, phyton — pacrenue,
U J1aT. immunitas — ceo6oma ot yero-nmubo) [6, 7, 31, 40, 80, 84].

[Tociie MHOIOKpAaTHOrO MOATBEP)KIEHUS BO3MOKHOCTH «UMMYHHU3allUW», BHUMAaHHUE HC-
CJIEIOBATEINIEH, HAKOHEL, COCPENOTOYMIOCh HA PACKPBITUN MEXAHU3MOB ITOrO sIBJICHMS. Pa3-
BHBAasl aHAJIOTUIO C KUBOTHBIMU, €CTECTBEHHBIM Ka3aJIOCh UCKATh B PACTUTEILHOM OpraHU3MeE
HEKHe aHanoru antures. OQHaKo, y)K€ UMEBIIHECS B Hadane XX B. CBEJICHUS O BHYTPEHHEH
OpraHu3alliy pacTeHUN (HaIMYUe MKECTKHX KJIETOUHBIX CTEHOK, HEMOIBM)KHOCTH KJIETOK B
npeaesnax opraHu3Ma, OrpaHUYEeHHbIE BO3MOKHOCTH BHYTPEHHEH cekperuu) yOexaaiu B He-
BO3MOKHOCTH MOJHOLEHHOI'O CYIIECTBOBAaHUS Y PACTEHHUM GKMBOTHOT0» UMMYHHTETA, a, CTa-
70 OBITh, U AHTUTEJI TaKXKe. DTy TOUYKY 3pEHHUs CTaj OTCTauBaTh M3BECTHBIN aHTIIMHCKUN (u-
3uonor B.bmkman (1922r.), HOJHOCThIO OTPULIABLIMI KaK CYIIECTBOBAHHWE aHTUTEN B pacTe-
HUSIX, TAaK ¥ BO3MOXKHOCTH IPUMEHEHMsI K HUM MeToJa BakuuHauuu. B.bnekmana noanepxain
u C.OBenc (1928r.) B cBoeit kuure «IIpuHuumnbl pactutenbHOU nartonorun» [7, 36, 87]. Pasro-
peJsach ocTpas JUCKYCCHS.

B pasrap nonemuku, B 1929r., J[.KocToB 00BsIBIII O CeHCAIMOHHOM OTKpHITHH. OH c000-
LW, YTO €My yJIaJoch OOHApYXHUTh pacTUTEIbHbIe aHTUTeNa. KocToB 3aHMMalCS MEKBHI0-
BOI M MEKXPOJOBOI NMPUBUBKOM pacTeHUi U3 ceMeiicTBa maciEHOBBIX. B xome paboTel OH OT-
METHJI, YTO MEepPBbIe MPUBUBKHU MEX]1y UCIIBITYEMBIMH PACTEHUSIMU BCETJ]a OKa3bIBAIOTCS yaay-
HBIMHU, a TIPH BTOPUYHON NMPHUBUBKE HAOIIONAETCS OTTOPKEHHE TPAHCIUIAHTaTa M MHTCHCHB-
HBI CUHTE3 aHTUTEN B y4acTKe OTTopkeHud [7, 15, 68].

Pa6otsl /I.KocToBa BBI3BaNM OTPOMHBIM MHTEpPEC W BCKOpPE ObUIM BOCHPOHM3BEICHHI He-
CKOJIbKMMHU HccleoBaTeasiMu. He mpoliiio u IByX JIeT, Kak ero pe3yibrarsl (yBbl!) ObLIN OII-

poBepruyThl — B Hadane K.3wipbepmmmuarom (1931,1932), a 3atem K.Uectepom u



T.Vaiitrekepom (1933). Ot yué€Hble Moka3ajid, 4TO MPUKMBAEMOCTh WJIM HENPUKUBAEMOCTh
MPUBUBOK MPU HEPOJCTBEHHOM TPAaHCIUIAHTAIIMU HOCHUT CIIOKHBIN U HETIOCTOSIHHBINA XapakTep,
HE UMEET TPAAUIIMOHHO UMMYHOJIOTHYECKON MPUPOABI U HE CBSI3aHA C CHHTE30M aHTHUTEN [45,
99, 100, 114]. Te BemiectBa, KoTOophie [I.KOCTOB cuen pacTUTEIBLHBIMH aHTHUTEIAMH, OKa3a-
JIUCh KPUCTAJNIAMH OKcajaTa KaJlbIHsl, YaCTO 00pa3yIOIUMHUCS Y PACTEHUHN MPU MOBPEKIECHUN
TkaHe. K.YecTtep mpoHMYecKkn Ha3Ball UX «rceBpoaHTutenamu». [7, 15, 45]. Hecmotpsa Ha
JIOJITOCPOYHBIN IIeJIeHAPaBICHHBIN OUCK, 0OHAPYKUTh aHTUTEJA Y PACTEHUHN HE YAAJIOCh U B
MOCTICTYIOIIHE rOBI" [7,73,112].

C TOYKHM 3peHUS] COBPEMEHHUKOB, MPOBaJ TEOPUU PACTUTENIBHBIX AHTUTEN MOT O3HAa4yaTh
TOJILKO OJTHO: TOBBIIIEHNE YCTOMYMBOCTU PACTECHUH MOJ IEUCTBUEM «UMMYHH3ALUNY SIBIISCT-
csi HecnienupuyHbIM. B cepenune 1930-x rr. ObUTO MPU3HAHO, YTO B OTBET Ha JCHCTBHE ca-
MBIX Pa3IUYHBIX «UMMYHH3UPYIONUX» (AaKTOPOB PACTEHHE OTBEYAET OJHON U TOM KE yHU-
BEepCaAJIbHON peakiliei, B pe3yibTaTe KOTOPOW U MPOUCXOIAUT OOIIee MOBBIIICHHE 3aITUTHBIX
CBOMCTB PacCTUTEIHLHOTO OpPraHu3Ma U YCHIICHHE €r0 YCTOMYMBOCTH K JIFOOBIM HEOIaronpusiT-
HBIM BO3JICUCTBUSIM [7].

DTa HeNpusITHAS C TOYKU 3PECHUS MPAKTHKHA HOBOCTH ObljIa BCKOPE JOTIOTHEHA €Ile OTHOM,
HE MEHee HenpusTHOW. OKa3zaiack, UYTO COCTOSIHUE MOBBIIICHHON YCTOMYUBOCTH PACTEHUS CO-
XPaHIETCS UM JIMIIb Ha HENPOJOJKUTEIbHBIN MTPOMEXYTOK BPEMEHU U 3aTEM yTpauuBaeTCs,
TaK 4YTO MHAYIUPOBAHHASI YCTOMYUBOCTD SIBJISICTCA €I1I€ M KPATKOCPOYHOil. MeuThl 00 UCTHUH-
HOM BaKIIMHAIIMM PACTEHUM pacTasiiv, Kak abM [7, 15].

Ho, momMumo HecnenupuyHOCTH M KPATKOCPOUYHOCTH, B TOT e MEpHUO] OblIa OTMEUEHA
TPEThs BaXKHAsl YepTa UHAYLIMPOBAHHOW YCTOMYMBOCTU PACTEHUN — CHCTEMHOCTh. OKa3anoch,
9T0, MHPUIUPYST OJUH OpraH PACTEHUS-XO3sIMHA MOXHO JOOWUTHCS BPEMEHHOW «MMMYHH3a-
LAW» OCTAJIbHBIX €r0 OPraHOB, YIAJIEHHBIX OT MECTa ACHCTBUS «MMMYyHH3aTtopa» [7]. 3Haue-
HUE ITOTO OTKPBITUS OBUIO TPYAHO MEPEOIEHUTH, BEIb OHO OTKPHIBAJIO BO3MOXKHOCTh YCHUIIE-
HUS YCTOMYMBOCTH 8cex TKaHEW W OPraHOB PACTCHUS K Jif00biM HEOJIArONpHUsITHRIM (pakTopam
yTeM eodunuyroz2o Bo3aeicTBus. K ToMy ke, xapakmep 3TOro BO31E€WCTBUS, BUJ MCIOJIb3YyeE-

MOT'O ITaToreHa, 1Mo CyTu, HEC UMCJI 3HAUCHUSA (BC}II) HpI/I06pCTGHHaH YCTOI‘/JI‘H/IBOCTB OKasaJiaChb

1o 3TO, KOHCYHO, HC O3HA4YacT, YTO PACTCHUAM BOO6III€ HE CBOMCTBEHHA CHGIII/I(i)I/I‘ICCKaﬂ yCTOﬁ‘IHBOCTL. O[[HaKO €€ MECXa-
HH3MBI OBLIN PACKPBIThI 3HAYUTEJIIBHO IMO3KC U OKa3aJIMCh CIMIIKOM HEIOXOXWUMU Ha (1)yHKIII/IOHI/Ip0BaHI/I€ AHTUTCIT Y KU~

BOTHBIX. B HacTosmiel paboTe nmpobiaeMbl ciennpruueckoil yCTOMYNBOCTH PACTCHHUN JETATLHO HE PACCMAaTPUBAIOTCS.



Hecienu(pUyHON), TaK YTO TEpea HMCCIeNOBATEeNsIMU OTKPBHIBAIMCH MEPCIEKTUBHI MOAOOpa
Hanbosiee YJKOHOMUYECKH BBITOJHBIX «MMMYHHU3ATOPOBY. [1oMyIsipHOCTh «BaKIMHALUN» pac-
TEHHW BHOBb BO3poOcCia, U K Hadany 1940-X rr. nOSBHINCH MEPBBIE TUIIOTE3BI O MEXAHU3MAX

3Toro siieHus [24, 29].

9TAMN 2-1: KOHIENLIHS ®PUTOAJTEKCUHOB

st o0bsicHeHus: heHoMeHa mpuoOpeTeHHOoH ycToitunBocTU pacteHuil B 1940 r. Hemernkue
uccienoarenu K.Mromnep u X.beprep npemioxunn runoredy (pUTOAJEKCHHOB. ABTOPHI
BBICKA3aJld TMPEANOI0KEHUEe, YTO TOJ JEeHCTBUEM BEIIECTB, CHHTE3UPYEMBIX MMATOrC€HHBIM
MHUKpPOOPTaHU3MOM, B KJIETKaX PaCTEHHUS UHIYLHPYETCS CUHTE3 TOKCUHOB — (DPUTOATIEKCHUHOB,
MOSIBJICHUE KOTOPBIX B KIETKE M MPEMATCTBYET ¢€ BTOpUYHOMY UHbHIMpoBanuto [81]. I'umo-
Te3a BBHITJISIZIENIa BIIOJIHE 0OOCHOBAHHO, BEJb B TE€ TOJbI YK€ ObLIO M3BECTHO O HAKOIUICHHUH
TOKCHMHOB B TKaHSX MHMUIMPOBAHHOTO pacTeHus. OJHAKO, CTaHIAPTHBIE METOABl OMOXUMHU-
YEeCKOTO aHaJlh3a, CBSI3aHHbIE C TOMOTEHU3AINEH PACTUTEIBHBIX OPTaHOB, HE MO3BOJIMIN BbI-
JEMUTh U OXapaKTepu30BaTh GUTOANCKCHUHBI. boliee ABYyX AeCATUIETUH 3TU BElIECTBA OCTaBa-
JIUCH JIUIITH HEMOATBEP KICHHON TUIIOTE301.

TomykoM 7St SKCIIEPUMEHTAIBHOTO TOJITBEPKACHUS CYIIECTBOBAHUS (PUTOATEKCUHOB U
YCTAHOBJICHUS WX XUMHYECKON MPUPOIBI MOCTYKuja pazpadborka B 1956r. K.Mromiepom Mme-
ToAa KaneabHbIX AU dy3aToB. CyIIHOCTh 3TOT0 METOAA COCTOMT B TOM, UYTO Ha MOBEPX-
HOCTh aKTUBHO BET€THPYIOIIETO OpraHa pacTeHUs] HAHOCUTCS BOJIHAsI CYCTICH3USI CIIOp MaTore-
HAa, TIOKPHIBAIOIAsL OPTaH CI0EeM UHGEeKYUOHHbIX Kaneis. IIpu 3ToM, B OTBET Ha BHEIPEHUE Ta-
TOT€Ha B 3apaKCHHBIN OpraH pacTeHUE HAYMHAET BBIJCIATh B MH(DEKIIMOHHYIO KAaIlII0 TOKCH-
YecKue dk30MeTabonuThl. IMEHHO M3ydeHHe XMMHYECKOTO COCTaBa MH(EKIIMOHHBIX Karelb
MO3BOJIMJIO BBIIETISITH (DPUTOATEKCUHBI B YHCTOM BHJIC M YCTAHABIUBATH CTPYKTYPY UX MOJIE-
KyJa. B pesynbTate, k Hauany 60-x romgoB XX Beka rumnore3a GUTOaTCKCUHOB MpeoOpa3oBaIach
B TEOPHIO, OCHOBHBIE MOJIOKEHUSI KOTOPOU ObLIH clieaytomumMu [82]:

" (uUTOANEKCUHBI SABISIOTCS MHTUOUTOpPAMHU Pa3BUTHUS MIUPOKOTO Kpyra (UTONATOTCHOB U

OKa3bIBAIOT HA HUX Hecrenn(puueckoe TOKCHIEeCKOe BO3ICHCTBHUE;

" (uTOANEKCUHBI OTCYTCTBYIOT B HEUHIYIIMPOBAHHBIX PACTEHUSAX U 00pa3yrOTCS JIUIIb B OT-

BET Ha JICWCTBHE UHIYIUPYIOMIETO (aKTopa;

" (uTOANEKCUHBI JOKATHHO HAKAILJIMBAIOTCSA B MECTE BO3JCUCTBUS MHIYLIUPYIOIIETO (PaKTO-

pa u ero OirKalileM OKpYKEHUU;



"  YCTOMYMBOE COCTOSIHHE HE HACIEeNyeTCs, a KaKIbIi pa3 3aHOBO IpuoOpeTaeTcs Ipu AeHCT-

BUU UHAYLUpYIOIIEro (GakTopa.

Teopust puTOaNEKCMHOB OTBETHIIA HA MHOTHE BOIIPOCHI M IPHOOpENA 3aCIyKEHHYIO MOIY-
JsipHOCTh. OJJHAKO, BCKOPE CTAJIO SICHO, YTO B BOSHUKHOBEHHUU NMPUOOPETEHHON YCTONYUBOCTH
pacTeHuil (UTOANEKCUHBI HE UIPAIOT OCHOBHYIO poJib. Benb okanbHOE HakomieHue (puroa-
JIEKCUHOB B MECT€ JICHCTBUS « AMMYHHU3aTOPa» HE MOIJIO OOBSCHUTh CUCTEMHOCTb MOBBIIICHHUS
YCTOWYMBOCTH PACTEHUU NMpU €€ MHAYyUHpPOBaHUU. [IpITasch TEOPETUUECKH PELIUTH 3TY MPO-
05emMy, aBTOpPBl TOTO BPEMEHH BBIABUHYIIM MPEANOJIOKEHUE, YTO B OCHOBE SIBJICHUSI MHIYLIU-
POBaHHOM Hecnenu(pUUecKol yCTONYMBOCTH JIEKUT LEIbIH KOMILJIEKC B3aUMOJEHCTBYIOLINX

daxtopos [13, 16, 17].

9TAIN 3-i: KOHLUENLMSA CTPECCA

[TapamienbHO ¢ SKCIIEPUMEHTAMHU, MTOCBAIMIEHHBIMU «MMMYHHU3AIIMN» PACTCHUN U BBIICHE-
HUIO poJH (PUTOATIEKCTHOB B BO3HUKHOBEHUU 3TOTO siBieHwus, emie B 30-e rr. XX B. HauaIuch
WCCTIEZIOBAHUS BIUSHUSI HA PACTUTEIbHBIA OpraHU3M HEONIarompusiTHBIX a0OMOTHYECKUX (ak-
TopoB. B 1936 r. 3HamenuTsIit kanagckuii yuaénbiii I'.Cenbe chopmynpoBall MOHITHE cTpecca
U pa3paboTajl KOHIIEIIHIO CTPECCOBOM peakiuu y >KUBOTHBIX [97]. Beckope ata KoHuenus
Hallla MpUMEHEHUE U B OOTaHUKE.

VYxe HaunHas ¢ cepeuHbl 60-X TOAOB MOHSITHS «CTPECC» U «CTpeccopy» mpuobdpenu B Gu-
3UOJIOTUM PacTEeHUU 3aMeTHYyr0 momysipHocTh [10, 11, 106]. B »Tu roasl 6bUH TPOBEACHBI
MacmTaOHble U BCECTOPOHHUE UCCIICIOBAaHUS BO3JCHCTBUS CAMBIX Pa3IMYHBIX aOMOTHYECKUX
CTPECCOpOB (TeMIIepaTyphl, U3TyUYCHUM, paCTBOPOB COJIEH, MECTUIINAOB U T.I.) HA PACTCHHS.
PesynpTaToM pabot ctayno monydeHwe (HAaKTHUECKH TeX K€ JaHHBIX, YTO W TPHU JCUCTBUH
«UMMYHHU3AaTOPOBY» OMOTHYECKOU npnponmz [5, 10, 22]. Crayio o4eBUAHO, YTO JTHO0OE JOCTA-
TOYHO CHJIBHOE CTPECCOBOE BO3JCHCTBHE, Kak OMOTHYECKOE, TaK U aOMOTHYECKOE, 3aITyCKaeT B
pacTeHHUsX IMOCIEAOBATEIBLHOCTh OJIHUX U TE€X K€ 3alIUTHBIX PEAKIIHil, CIEICTBUEM KOTOPBIX
CTAaHOBUTCS HecCMennPpUIEcKoe, KPaTKOCPOUHOE, CUCTEMHOE MOBBIIIEHUE YCTOMUYHUBOCTH K T0-
BTOPHOMY JICHCTBHUIO CTPECCOPOB. DTa MOCIEI0BATEILHOCTh 3aIMTHBIX peakInii Obliia Ha3Ba-

Ha «HecnmeuUM(pUYECKUM AJANTAUMOHHBIM CHHAPOMOM» («Te€TepOCTa3OM», «CYMEPKOMIICH-

2 - o
— B oreuectBenHOM JIMTEPATYPE TAKOE ABJICHUEC IMOJYINITIO HA3BAHUC «XUMHUYCCKOU NUMMYHHU3AITUN ).



caieiy», «IHEPru3UPOBAHHBIM COCTOSIHUEM)), & BPEMEHHOE MOBBINICHUE YCTOWYUBOCTH OXa-
PaKTepU30BaHO KaK OJUH M3 CUMITOMOB 3TOTO CHHIPOMA, U MOJYYUIIO Ha3BaHUE « CHCTEMHAs
npuodpeTéHHas ycroiiuuBocThy (System acquired resistance wiu SAR). C cepenunb 1980-x
IT. SIBIICHUEC WHIYIMPOBAHHON YCTOWYMBOCTH PACTCHHIl CTAl0 pacCMaTPHBATHhCS MMEHHO B

3TOM KOHTeKcTe [5, 9, 92, 101, 112].

I9TAI 4-¥: KOHUENLMS 3JJUCUATOPA

Brrsichenue Toro (pakra, 4To U MUKpPOOPraHU3MbI U a0MOTHYECKHE BO3/AEUCTBHSI BbI3bIBA-
10T B PaCTE€HUAX IO CYTH OJHY U Ty K€ CTPECCOBYIO PEAKLIUIO TIOPOJMIIN CIOKHYIO KOHLENTY-
aJIbHYIO MTPO0JIEMYy, OCHOBHBIMHU BOIIPOCAaMH KOTOPOW ObUIN cleayrouiye: Kakue GpakTopbsl Mo-
I'yT CTUMYJIMPOBATh Pa3BUTHE aJallTATMOHHOI'O CUHJPOMA, a Kakue HeT? YTo oObeauHSIET 3TH
(akTOpHI U 3aCTaBISIET OPraHU3M OTBEYATh HA HUX CTOJb OAHOTUIHO? Kakoil TepMUH HCIIOINb-
30BaTh 111 HAMMEHOBAHUA 3TUX (HaKTOpPOB?

[Tocnenquuil Bompoc, TEPMUHOJIOTUYECKUN, UMENI OTHIOAbL HE IOCIIEIHEE 3HAYEHHUE, BEIb
HauMEHOBaHUE (PakTopa, MPOBOLUPYIOIIETO0 Pa3BUTHE MHIAYLUPOBAHHOW YCTOWYMBOCTH, OII-
penessio MOHUMaHue CyTH U 3TOro (axkTopa U ero BozjaeicTus. [lepBbIMU Ha3BaHUAMHU AJIS
TakuxX (PaKTOPOB OBUIM «MMMYHH3ATOP» U «BaKIUHA», OJHAKO MOCIIE YCTAaHOBIICHUS X HEHM-
MYHOJIOTHYECKON U Jake, MHOTJa, aOMOTUYECKOW MPUPOABl OT MOJOOHBIX HAUMEHOBAHUU
npunuiock orkazarbes. B 1968 r. Jx.Kpyukmank u J[.Ileppun npennoxuim HOBOE Ha3BaHUE
— CUHIYKTOP», KOTOPOE 10 cepearHsbl 70-X IT. MMPOKO UCIOIb30BAIIOCH B HAYYHOU JIMTEpaTy-
pe [49]. B 1975r. H.Kun, yka3anx Ha TO, 4TO CJIOBO «HHIYKTOP» SBISETCS OOIICTIPUHSTHIM
TEPMUHOM MOJIEKYJISIPHOW T€HETUKH, U TO3TOMY MCIOJIB30BAHHUE ITOTO K€ TEPMUHA B OIHUCA-
HUM MHAYLHUPOBAHUS YCTOMYMBOCTH PACTEHUM KpaliHe HexenarenbHo. H.Kun npennoxun Ho-
BBII TEPMUH — «JIMCHTOP» (0T aHTI. eliCite — BBISABIATH, BBI3BIBATH), KOTOPBIN 3aKPEIHIICS B
JuTEepaType U NIMPOKO UCMOJb3yeTCs BIUIOTH 10 HAamMX gHew [ 13].

C MOMEHTa CO3/1aHus /10 HACTOSIIEr0 BPEMEHU TEPMHUH «3JIMCUTOP» MPETEPIIET MHOXKECT-
BO MoJu(pUKAIMi, pe3yIbTaTOM KOTOPBIX CTaJO Pa3BUTHE CAMOCTOSITENIbHON KOHIEHIIMU HH-
OYyLUMPOBAHHOW yCTOMYMBOCTH. ABTOp TepmuHa, H.KuH, moHnMan nox 3nmcuTopaMy BEIIECT-
Ba, MHAYLUPYIOIINE B PACTEHUSIX KOMIUIEKC 3alIUTHBIX peakuuid. C Mo3uIuil COBPEMEHHOMN
HayKHu onpeneneHne KuHa uMeeT 1Ba KpyInHbIX HEJOCTATKa. BO-nIepBbIX, HHAYKTOPOM yCTOM-
YUBOCTH MOTYT OBITh HE TOJBHKO BEIIECTBA, HO U (PU3MUECKUE BO3JICHCTBHS, HAIIPUMED, YIbT-

pa(l)I/IOJ'IeTOBOe HU3JIYYCHUC WUJIN IICpCIIabl TCMIICPATYDP. BO'BTOPI)IX, BBIAICHHUJIOCH, YTO 3alllMT-



HBIC PEAKINH PACTCHU MOTYT HOCUTh HE TOJBKO HECTIEIU(PUIECKUN, HO U BBICOKOCTICTIH(UY-
HBIM XapakTep: pacTeHHs] UMEIOT BBICOKOCTIEIIU(UYHBIE PELETITOPbI, KOTOPhIE PACIO3HAIOT T
WJIU UHBIE META0O0IUTHI (PUTOMATOreHOB (MPOAYKTHI T€HOB aBUPYJIECHTHOCTH) U 3aIMlyCKAIOT pe-
aKIH1IO 3aMPOrpPaMMHUPOBAHHOTO YMEPIIBICHUS HH(MUIUPOBAHHBIX KJIeTok. Ho B onpenenenuu
H.Kuna He sicHO, 0 KaKOM UMEHHO THUIIE 3alIUTHBIX PEaKlUil pacTeHUs UAET pedyb — HECIEIH-
¢buyeckoM (MHAYUMPOBAHHE YCTOWYMBOCTU) WM CHeHUPUUIECKOM (3amporpaMMHUpOBaHHAs
KJIETOYHAsl TH0eNb), U COOTBETCTBEHHO, €r0 ONPEEIIEHNUE IUCUTOPA HE MOKET TPAKTOBAThHCS
ogHo3HavHo [13, 118].

[TerTasice momguduimporats onpeaeneane H.Kuna, JI. . Mneunckas u O.J1.0O3epernkoBckas
(1991r.) cy3unu nouarue H. Kuna 1o «onpenenéHubix MeTaboauToB (PUTONATOr€HOB, BO3/AEH-
CTBUE KOTOPBIX HA PACTEHUs MIPUBOAUT K OTBETHOMY BKJIFOUEHMIO 3alIUTHBIX peakuuii». [13].
B cBoéMm omnpezeneHnn ynoMsiHyTble aBTOPbI MOJIHOCTHIO UCKIIIOUUIIN U3 TIOHATHS «3IHCUTOPY
BCE a0MOTHYECKUE MHIYKTOPHI YCTOMYHUBOCTH, HAIPUMED, COJU TSHKENIBIX METAIJIOB WIIU Tec-
tunuabl. K ToMy e OHU HE Tak U HE PEIIWIn NpodsieMy cenudUIHOCTH NEUCTBUS DIIUCUTO-
pa.

Pemenne atoii mpo6nemsr npemnoxmm, K.Paitan u E.®@apmep (1991r.), emé B Gospieit
Mepe yTouHuB omnpezenenue, fanHoe H.Kunom. [1o ux MHEHMIO, «3MUCUTOP — OUOIOTHYECKH
aKTUBHOE BEIECTBO MATOI€HHOTO0 MHUKpoopranmsma (rpuba, OakTepuu, BHpyca), KOTOPOE
B3aMMO/JICHCTBYET C KIJIETKAMHM PACTEHUSA-XO35MHA U HMHIYLHUPYET CEPUI0 METaO0OIMYECKUX
MPOLIECCOB, MPUBOIAIINX K 3aIlyCKy CHHTE3a W HakoruieHust QuroanexcuuoB [91, 93, 118].
Tem caMbIM, OHM MCKJIIOYMIN U3 CIIHCKA AJIUCUTOPOB HE TOJBKO BCE aOMOTUYECKUE BO3AECUCT-
BHUS, HO ¥ BEIIIECTBA, OTBETCTBEHHBIC 3a crieliMPUIEeCKIe 3alUTHbIE peakiuu. K coxaneHuto, B
cBoeM onpenenennu K.Paiian n E.@apmep yunu numb Qaxt cuHTe3a (UTOATEKCHHOB, U HE
MPUHSUIM BO BHUMaHHUE JAPYTue MPOILECChl, UMEIOUIME MECTO MpHU Hecneuuduyeckom ajanTa-
LIMOHHOM CHUHJpPOME.

HenornyHocTh MCKIIOUEHUsI a0MOTHUYECKUX MHIYKTOPOB YCTOMYMBOCTH PAaCTEHUN U3 TO-
HATHSL «ITUCUTOP» MOJATOJNKHYJIA COBPEMEHHBIX aBTOPOB BBIACIUTD JABE IPYIIIBI STUCUTOPOB —
ouoTuyeckue (moapaszensieMble, B CBOIO OYepe/lb, HA DHJIOTCHHbIE U DK30T'€HHbIE) U a0UOTH-

Yyeckue (M3ITy4eHHsI, IECTUIU/IBI, COJM TSDKEIIBIX METAJUIOB, Mepenaabl TeMiueparyp u mp.) [57,

90, 91, 118].



OTHOCUTENHHO HEJABHO OBLIM OOHAPYKEHBI TAKXKE «IHAOT€HHbIE JIMCHTOPbI», KOTOPEIE,
B OTJIMYHME OT TPAJULIMOHHBIX, 3K30I€HHBIX, SBJISIOTCS MPOU3BOAHBIMHU BELIECTB CAMOTO pac-
TEHUs1, BOSHUKAIOLUIMMU B X0JI€ MMATOJIOrMYECKOTro Mpolecca. ITo, HalpuMep, OJIUTOMEPHI MEK-
THHA KJIETOYHBIX CTEHOK pacTeHMsI, 00pa3yroluecss B pe3yjabTaTe €€ JIeCTPYKIMH MaTOT€HOM.
OHJOTE€HHBIE AIUCUTOPHI OKA3AIUCHh CIOCOOHBI MHAYLMPOBATh YCTOMYMBOCTh PACTEHUN B TOU
K€ CTEIeHH, YTO U dK30reHHbIe [57, 118].

[Tpoananu3upoBaB Bce BBILICTPUBEACHHBIE TOUKH 3PEHUS, MBI IIPEAJIaraéM OXapaKkTepH30-
BaTh JJIMCUTOPBI KaK Ouomuueckue uiu aduomuuecKue paxmopol, uHoyyupyloujue 6 pac-
MeHUAX Hecneyu@puuecKuil KOMnIeKc 3auiumHblX peakyuil (Hecneyuguueckui adanma-
UUOHHDBLIL CUHOPOM), OOHUM U3 NPOAGIEHUII KOMOPO20 ABIAEMCA KPAMKOSPEMEHHOE UHOY-
uuposanue HecneyuPuueckou yCmouuueocmu.

Cnenyet, 0IHAKO, OTMETUTH, YTO MPAKTUUECKU OJTHOBPEMEHHO C TEPMUHOM «IJIHCUTODPY, B
npobieme HecnenuUUecKol YCTOMUYMBOCTH PAaCTEHUHN CTAll0 MIMPOKO HCIOIb30BaTHCS TOHS-
THE «CTPECCOP» — HEOJIAroNnpUsATHOE BO3JCHCTBUE HA OPraHU3M. DTO — BIIOJIHE yIAayHBIA Tep-
MHH, HO 00JIaCTh €ro MPUMEHEHHUS He BCET/a COBMAAAET C TAKOBOM ISl IOHSITHS «3IIUCUTOPY,
YTO 3a4acTyIO BbI3bIBAET Henopazymenus [9, 20]. Caeayer NOMHUTh, YTO HE BCSIKUN 3ITUCUTOP
ABJIIETCA CTPECCOPOM (HAmpUMep, SHIAOTEHHBIE FMUCUTOPBI), U HE BCAKUI CTpPECCOp SBISETCS
AUCUTOPOM (HAIIPUMED, JIETAIbHBIE CTPECCOpPBI). s pacKpbITUs MexaHu3mMo6 yCTOMUYUBOCTH
pacTeHuil 0Ka3ajJoCch HAMHOTO OoJiee MPOAYKTUBHBIM H3yUYE€HHE HE COOCTBEHHO HEOJIaronpu-
ATHBIX (PAaKTOPOB, @ UMEHHO MHIYKTOPOB HECHEIIM(PHUECKOT0 alalTallMOHHOTO CUHApPOMa, TaK
4TO B ATOW cdepe KOHIEMIHUS DJIUCUTOpAa UMEET SIBHbIE MPEUMYILECTBA HaJ KOHLEHIUe

cTpecca.

ITAI 5-¥: CHCTEMHBIN MOAXO0]]

OTKpBITHE UHAYIIMPOBAHHOW YCTOMYMBOCTH PACTEHU MHUIIMMPOBAJTIO HAKOIUJIEHUE KOJIOC-
CaJIbHOTO 00bEeMa JIaHHBIX 0 OMOXMMHUYECKUX OCHOBaX 3TOTo siBieHus. Ha mpotspkennn XX B.
OBl coOpaHbl OOITUPHBIE CBEACHHUS 00 OCOOCHHOCTSAX aHTUOKCHIAHTHOTO cTaTyca, (DeHOIb-
HOTO oOMeHa, OrMocuHTe3a OeNKa, COCTOSHUS TUTACTU]] U MUTOXOHJIPUN U COTHSAX APYTHX Xa-
PaKTEPUCTUK UHIAYyLHMpPYyeMOro pacteHus. OJIHaKo, U3-3a TOTO, YTO 3TU FKCIEPUMEHTHI MPOBO-
JUINCH C UCIIOJIb30BAHUEM Pa3IMYHBIX BUIOB PACTEHUM, pa3IMUYHbIX CIIOCOOOB MHAYKIIMU U B
pa3IMYHBbIE BPEMEHHBIE TPOMEKYTKH ITOCIE BO3ACHUCTBUSA MIUCUTOPA, OKA3AJIOCh TPAKTUYECKHU

HCBO3MOXKHBIM KPUTHYCCKHU ITPOAHAIIN3UPOBATH HAKOIIJICHHLBIC q)aKTBI " YIIOpAAOYUTH UX B Ka-



KYI0-JIUOO JIOTHYHYIO TMOCJIeI0BATENbHOCTh. [10 3TOMYy MOBOJYy M3BECTHBIE (PU3HOJIOTH pacTe-
Huii b.A.Pyoun u E.B.ApnuxoBckas em€ B 1948 r. mucanu: «imteparypa, MOCBSIIEHHAS 3TO-
My pazzieny oOLIMpHA, OJAHAKO, JHIIb HEOOJbIIAs YacTh ITUX pabOT UMEET 3a/Jaueil BBIIBUTH
MPUYMHHYIO 3aBUCUMOCTbh MEXIY OCOOCHHOCTSIMH OOMEHA PacTeHHS M XapaKTepOM €ro pea-
rupoBaHusl Ha MHGpeKUo0. B OONBIIMHCTBE K€ CIy4yaeB Mbl BCTpEUYAEMCS C OTBICYCHHBIMHU
COTIOCTAaBJICHHUSIMHU aKTUBHOCTH KaKOTo-n00 (hepMeHTa WM HECKOJIbKUX (PEpMEHTOB XO3MHA
CO CTEIEHBIO €r0 yCTOMYMBOCTU. K pacKpbITHIO CMBIC/Ia 3TUX 3aBUCHMOCTEN HCClIe0oBaTeNln
CTPEMUWJIUCH JAJIEKO HE Bceraa» [26].

[TeiTasicb 00bEIMHUTE 3TH pa3po3HeHHbIE AaHHbIe, B 1950-80-¢ rr. psig aBTOpoB pazpado-
Taly CEPUI0 YMO3PUTEIBHBIX KOHIEMIIUMA, THITABIINXCS MPOSACHUTh MEXaHU3MbI HHAYIIUPOBa-
HUSl YCTOWYUBOCTH. DTH KOHIEHIIUU CTPOMINCH HA «CHCTEMHOM MOAXO0/e)», COTJIaCHO KOTO-
pOMY 3aIIUTHBIC PEAKIIUU y PACTCHUN HE MOTYT OBITh OOBSACHEHBI KaK MPOSBICHUE KAKOTO-
700 OMpeeNIeHHOT0 (DU3MOJIOTUYECKOTO MEXaHHU3Ma, W OIpPENeNsioTCS B3auMOJICHCTBHEM
CaMbIX Pa3JIMYHbIX KOMIIOHEHTOB €JMHOW CHCTEMbI — PACTUTEIBHOrO opranu3Ma. K coxaine-
HUIO, TEOPUHU, NTOCTPOCHHBIE HA CUCTEMHOM IIOAXO0/I€, HE CMOIJIA B TIOJHOW Mepe OOBSICHHUTH
SBJICHUE UHAYLIUPOBAHHON YCTONYMBOCTH, MEXaHU3MBI €T0 MPOsiBIeHUs U perynauuu. [1o cy-
TU, OHM CBOJIUJIUCH K KOHCTATAIIMH CYIIECTBEHHBIX U3MEHEHUIN B PACTUTEIILHOM OpraHu3Me B
ycnoBusix ctpecca [11, 18, 26, 28].

B 80-e — Hauane 90-x rr. XX B. omucaHHas BBIIIE CUTYyaIUsl yCYryOuaach B emié 0oJbIei
creniern. CTajo sICHO, YTO OOIIMPHBIC 3HAHUS O TEX WJIM WHBIX YaCTHBIX MPOSBICHUSIX CTPEC-
COBBIX pEaKIMil HU B KO Mepe He MPUOIMIKAIOT TOHUMAHUE MEXaHU3MOB Pa3BUTHUS YCTOM-
YUBOCTU U €e peryisiuu. O HaydHOM KpHU3HCE B 3TON 00JIaCTH 3HAHUM CBHUJIETEIHCTBOBAIIO U
MOSIBIIGHUE KPYIMHBIX O030pHBIX padoT, KOTOpble 00O0OIIaTM Maccy MPOTUBOpEYAIUX APYT

apyry ¢hakToB, 0JIHAKO, YBBI, HE MOTJIM UX MOACHUTSH [13, 16, 18, 19, 20].

9TAI 6-i: PACKPBITUE MEXAHU3MOB WHJIYIIUPOBAHHOMN YCTOMYUBOCTH

JIns BpIXOJA M3 BO3HUKIIEH KPU3UCHOM cuTyanuu B KoHIEe 80-x — Hauvane 90-x rr. XX B.
ObUT TIPEUIOKEH aNbTEPHATHUBHBIN, PeIyKIHOHMCTCKHI moaxoA. B mpoTuBoBec mombITKaMm
KOMILUIEKCHOTO, «CUCTEMHOI0» OCMBICIIEHUS PEAKLUHA PACTECHUI Ha JIEMCTBUE 3JIMCUTOPOB, 11€-
JIBIM PAJ UCCIIE0BATEIEH COCPEAOTOYMIM CBOE€ BHUMAHUE HA IIOMCKE NIEPBUYHOTO MHIYKTOpa
ycToitunBocTy. OHU MPEANOI0XKUIN, YTO, HAWIA KII0YeBOM (aKTop, 3aIyCKarolui Lenb pe-

aKI1M HMHAYLOUPOBAHUA YCTOP'IHHBOCTPI, UM yAacCTCA IMOCTCIICHHO BBICTPOUTH BCHO ITOCJICIOBA-
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TEJIBHOCTh JAJIbHEHIINX METa0OJMYECKUX NPEOOPa30OBAHUM U, TEM CAMBIM, PACIyTaTh CIOXK-
HYI0 U MPOTHUBOPEUYUBYIO CHCTEMY BO3HUKHOBEHHsI MpHOOpeTéHHOM ycTouuBocTH. K pernie-
HUIO 3TUX Npo0OsieM ObUIM NMPUBJIEYEHBI HOBBIE, BOSHUKIINE K 3TOMY BPEMEHU METOABI — pe-
komOuHaHTHBIX JIHK, HampaBnenHoro myrareHesa, MCHOJB30BaHUS BBICOKOCTICITU(PUIHBIX
MHTHOUTOPOB MeTabonan3Ma u np. Itorom 3TUX paboT cTan MOMCTHUHE PEBOJIIOIMOHHBIN MPO-
pbIB B IOHUMaHUU MEXaHU3MOB MHAYIIUPOBAHUS YCTOMUMBOCTHU [12, 47, 112]. BeigscHUIOCH,
YTO 3TO SIBJICHUE Yy PACTEHUI KOHTPOJIUPYETCS HECKOJIBKUMU KIIFOUEBHIMU CHTHAJIBHBIMH ILy-
TaAMH (SAR-IyTAMM): caIuINIAT-3aBUCUMBIM, CHCTEMHH-3aBUCMMBIM U THIIOTETUYECKOM
cUcTeMe pacrno3HaBaHUsi OMOTeHHBIX IMCUTOPOB. [Ipu NEHCTBUU ANUCUTOPOB PA3TUYHON
MPUPOABI IEPBUYHBIM OOBIYHO OKA3bIBAETCSI KAKOM-TO OJAMH CUTHAJIBHBIN MyTh, OJIHAKO, B IO-
CJIEJICTBUH, OH aKTUBUPYET npyrue. Jlanee, B mpoliecce pa3BUTHs cTpeccoBoi peakuuu, SAR-
MyTH 3allyCKalOT CEpPHUI0 YHUBEPCAJIBHBIX CUTHAJIBHBIX KackaaoB: CAMP-3aBucumoro, ¢oc-
dbounno3zuToIBHOTO, Ca-KaThMOMYIHMH-3aBUCUMOTO U TIP., KOTOPBIE, B CBOIO o4Yepelb U (hOpMHU-
PYIOT CUCTEMHYIO TPUOOPETEHHYIO YCTOWUUBOCTS [12, 47, 92, 104].

K coxanenuto, B HacTosilee BpeMs MO-MPEKHEMY HEMPOCTO OXapaKTepH30BaTh BCIO MO-
CJIEIOBATEIBHOCTh META0OJIMYECKUX MPOIIECCOB, B pe3yibTaTe KOTOphIX Gopmupyercs SAR.
[ToaToMy B paMKkax JaHHON paOOThl Mbl PaCCMOTPUM COBpPEMEHHBIE MPEICTABICHUS JIUIIb O
BBIIICYIIOMSHYTBIX KIIOYEBBIX CUTHAJIBHBIX MYTSX, 3ayCKAlOUIMX MHAYLUPOBAHHUE HECIELU-

(buyeckoil ycTOMUNBOCTH.

CaJII/IIII/IJIaT'3aBI/ICI/IMaH CUTHAaJIbHadA CUCTEMaA

Hcropus oTKpBITHS

Ha posib nepBUYHOrO MHAYKTOPA YCTOMYMBOCTH B Pa3HbIE IOJIbI BBIBUTAINCH PA3JINYHBIC
COGIMHEHHMS: TIePOKCHAA3H, TEPEKHCh BOIopoa, Ca>’. Bee OHM 0GHAPY/KHBATHCH B KIETKAX
pacTeHus pu 00pabOTKe AIUCUTOPAMH, U BCE OHM CIIOCOOCTBOBAJIM BPEMEHHOMY IOBBIIIE-
HUIO YCTOWYMBOCTH TPU HCKYCCTBEHHOM BBeAe€HHMHU. OJHAKO I TOTO, YTOOBI MPU3HATH TO
WM UHOE COeMHEHHE MepBUYHBIM (pakTopoMm mHAyupoBaHus SAR, sTux (akToB ObUIO He-
JOCTaTO4YHO [56].

Emé B 1979 r. P.BaiiT ormerui, uto npu (GopmMupoBaHuU Hecrenuuyeckoro ajgantaiu-
OHHOI'O CHHJpPOMA, B KJIETKaX pacTEHUS] MHOTOKPAaTHO YBEJIUYMBAETCS COJEPKAHUE CATTULIUIIO-
BOI1 KuCOTH (SA), a 00paboTKa paCTeHUI STUM BEIIECTBOM aKTUBUPYET IKCIPECCHIO 3aLTUT-

ueix PR-renoB (pathogenesis related) u unaynupyer passurue SAR [113]. B xome mowmcka

11



MEPBUYHBIX (PAKTOPOB HHIYIIMPOBAHUS YCTOMUNBOCTH, B Hadasie 90-X roJloB CaIUIMIIOBAsT KH-
CJIOTa BHOBb IPHUBJIEKIa BHUMaHUE OMOXUMHUKOB, KOTOPBIE JOKa3all HEMOCPEICTBEHHOE y4a-
CTHE 3TOT0 BEIIECTBA BO BKIIIOUEHHUU 3AIIUTHBIX PEaKUUi PacTUTEIBHOTO OpraHusma. buiio
OTMEUEHO, YTO HaKOIUIeHHEe SA CBS3aHO MPSMON KOPPEISATUBHON 3aBHCHUMOCTBIO C DKCIIpEC-
cueil reHoB, koaupyronux PR-6enku. Tak, mpu o6paboTke pacteHuit SA HaOIFO1aIaCch KOOP-
JTUHUPOBAHHAS MHIYKIUS CHHTE3a KaK MUHUMYM 9 KIIacCOB 3THX aHTUCTPECCOBBIX COEIMHE-
Huit [78, 108, 111].

st moxazaTenabCTBa IEHTPAIbHOM POJU CAUIIUIOBONW KUCIOTHI B MHAYKIIMH YCTOWYUBO-
CTH OBUIO TPOBEEHO HECKOJBKO CIEIMAIM3UPOBAHHBIX SKCIIEPUMEHTOB. B wacTHOCTH, B Ja-
OOpaTOPHBIX YCIOBUSAX OBUIM MOJYyYEHBI TPAHCTEHHBIE PACTEHHS Tabaka, B KJIETKH KOTOPHIX
ObLT BHEAPEH TeH canuimiaT-ruapokcmiassl (NahG) u3 dakrepun Pseudomonas syringae pv.
syringae. TpaHCreHHbIC PAaCTCHHs MPAKTHUYECCKH HE COACPKAId CAMIIUIOBOM KHCIOTHI, TaK
KaK cpa3y ke mociie 00pa3oBaHMs OHA pa3pyliaiach B HUX OaKTepHaIbHBIM (pepMEHTOM C 00-
pazoBaHueM Katexousa. | 3TuX pacTeHUN HUKAKUMU W3 MPUMEHEHHBIX CIIOCOOOB HE yaaBa-
JIOCh JIOCTUYb HHIYIIUPOBaHUs ycTorurBoCTH [51, 60]. Bbuto Takke oTMeueHO, 9To 00paboTKa
TaKUX CaJTHUIMIAT-ICPUIUTHBIX PACTCHUN CAJHUIMIIOBON KUCIOTOM WM €€ CTPYKTYPHBIMH
aHajgoramMu (MeTWUJI-2,6-TUXJIOPU30HUKOTHHOBOM KUCIOTOM U OEH30THOAMA30I0M) MIPUBOIUIIA
K 3allyCKy YCTOMYMBOCTH, aHAJIOTUYHOM TaKOBOU B KOHTpoJe [117].

HenaBHo momoOHbIe pe3yiabTaThl ObUTH TOAyuYeHB ¢ NahG-pactenusmu Arabidopsis tha-
llana, B KOTOpPBIX TakXe NPOUCXOTUT JAerpajalus CaluluIOBOW KHCIOTHI, u pad4-1-
mytantamu Arabidopsis, B KOTOpbIX ocitablieH CHHTE3 3TOro BemecTsa [32].

TakuMm 00pazoM, KitoueBas poJib CaTUIMIIOBON KUCIOTHI B MHAYIIUPOBAHUU YCTOWYNUBOCTH

pacTeHMii nepecTana BbI3bIBaTh cOMHEHM [60, 56, 112].

[Tyt 6uocuuTesa SA B pacTEHUIX

BrutoTe 10 HeTaBHETO BPEMEHH CYMTAIOCH, 4TO OMOCHHTE3 SA B pacTEHHSIX OCYIIECTBIIS-
eTCs MPEUMYIIECTBCHHO M3 (PCHMIIAJAHWHA, MOCPEICTBOM (epMeHTa (eHHUIaTaHMHAMMHAK-
auaszel (phenylalanine ammonia-lyase uiaun PAL). Beicokocnenuduunbiii uaruoutop PAL —
aMHHOMHIaH-2-pochopHas kuciora (aminoindan-2-phosphoric acid wnmu AIP) monasinsina
pasBuTHE PUOOpPETEHHON ycToiunBocTU. [[0O6aBeHne ke SK30TeHHON SA CHUMAso HeTaTHB-

HBIH 3 ekt HHrHOuTOpa U MPUBOAMIO K HOpMaIbHOMY pa3Butuio SAR [75].
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HenaBno 0b110 mOKa3aHo, YTO0 SA MOKET CHHTE3HUPOBATHCS B PACTCHHUSIX HE TOJBKO M3 de-
HWIaJaHWHA, HO U U3 OeH30iHol kuciaotel (BA). Ilpu 3Tom BesicHuioch, uto AlIP He Bauser
Ha cuaTe3 SA u3 C-meueroit BA. DT0 MO3BONMIO IPEIMONOKHTE HATIYHE y pacTeruii PAL-
HE3aBUCUMOTro IyTu cuHTe3a SA [79].

depment PAL sBnsieTcs cBeTomHAypyemMbIM. [loaToMy B TeMHOTE HakormieHne SA mpo-

HCXOOUT MCIJICHHO, a4 3allIUTHBIC PCAKIUHU ITPOTCKAIOT C HHU3KOW MHTECHCHUBHOCTBIO [32]

Poss SA opu CUCTCMHOM MHAYIIMPOBAHUHN VCTOfI‘IPIBOCTPI

Emeé B Havane 1980-x rr. [Jx.Kyd npoBén ceputo mcciienoBaHui, MOCBSIIEHHBIX BbISICHE-
HUIO MEXaHU3MOB MHAYIIMPOBAHUS YCTOMYMBOCTH B OpPraHax pacTeHUs, YAAIEHHBIX OT MecTa
neiictBus MHAYKTOpa. [TyTéM OKONBIIOBBIBaHHS pacTEHUI OH JOKa3al, YTO CUTHAJ WHAYKIHA
pacnpocTpaHseTcs 0 TKaHsIM U OpraHaM pacTeHHsI ¢ ToMolIbio (proamel. Ha ocHOBaHuMH Tpo-
BEJICHHBIX HcclenoBanuii, Kyd mocTynmmpoBai CymecTBOBaHNE CHTHAIBHOW MOJIEKYIbI, KOTO-
pasi TpaHCTIOPTUPYETCs IO (PII03ME M CHCTEMHO MHIYLIHUPYET YCTOWunuBOCTH [69]. Tlo3xke 3Ty
THITOTETUYECKYIO CUTHAIBHYIO MOJIEKYJTY CTald Ha3bIBaTh «(IOAIMHBIM MOOWMIBHBIM CHUTHA-
aoM» [92] umu «(aodMHO-TpaHCTOMPYeMbIM curaajgom» [103].

O6Hapyxxeare SA BO (UIOSMHBIX AKCyJaTaX HECKOJIBKHX BHIOB PACTCHUH ITO3BOJIMJIO
MPEINOI0KUTh, YTO HIMEHHO 3TO BEIIECTBO SABISIETCS (PIIOIMHO-TPAHCIONUPYEMBIM CHTHAIIOM.
B psine mocienyromux pabot Obul oTMedeH ¢akT cuHTe3a SA de NOVOo, Kak B MECTe UHIYIIH-
pOBaHMs, TaK U YHAIEHHBIX OT Hero yvactkax pacrenus [79, 103]. beuto ycraHoBieHO, 4TO
KOHIICHTpanus SA BO (UIOOMHBIX KIIETKax MHpsMO KoppeaupyeT ¢ ypoBHeM SAR [62, 92].
Taxoke OBLIO TOKAa3aHO, YTO MHTEHCHBHBIA CHUHTE3 (IIOOMHO-TPAHCIOIMPYEMOTO CHTHAlla B
pPacTeHHH YCHJIMBACTCS Ha CBETY, YTO JIOMOJHUTEIHHO CBHICTEIHCTBOBAIO B MONB3Yy SA [32,
103].

B 10 e Bpems, MOSBWINCH M JaHHBIC, MPOTUBOpPEYAIUE dTHM BhIBOAaM. B 1994r. Obun
MPOBEACH IKCHEPUMEHT C TPAHCTEHHBIMU PACTECHHSIMM Tabaka, 4acThb OpPraHOB KOTOPBIX CO-
crosutd U3 SA-IeUIUTHBIX KIETOK ¢ OakTepuaibHbiM reHOM NAahG. ABTOpBI 3TOTO IKCIEPH-
MEHTa TPOBOJMIM 3apaK€HUE TPAHCTCHHOTO y4acTKa pacTeHMs aBUPYIEHTHOU pacoil Pseu-
domonas syringae, 4to MPUBOAWIIO K 3aIyCKYy PEaKIMU CBEPXYYBCTBUTECIBHOCTH B MECTE WH-
¢unmpoBanus. B pesynbpTrare 3T0i peakiun 0Opa30BBIBAJICS JIOKAIBHBIN HEKpo3. B Hopmanb-
HBIX YCIIOBHSIX HEKPO3000pa30BaHUE CIYXKHT TOTYKOM K pa3Butuio SAR. Omnako, B SA-

I[e(l)I/II_II/ITHI)IX PaCTCHUAX OBLIO OBl €CTECTBEHHBIM OXKUAAaTb OTCYTCTBUA TaKou PCaKn — BCb
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eciii UMEHHO SA saBisieTcs: (II0IMHO-TPAHCIOMUPYEMBIM CUTHAIOM, TO WH(GOpPMAIHS O EHCT-
BUH MHIyKTOpa Ha NahG-y4yacTok He Moria Obl pacpoCTpaHAThCs 1Mo pacTeHuio. Ho, HecMoT-
ps Ha otcyrcTBHEe SA B Mecte 00pa3oBaHHS HEKPO3a, PACTEHUS COXPAHSUIH COCOOHOCTH Tie-
penaBaTh CHUTHAJ B HETPAHCTEHHBIE YYACTKH, TAC MpOMCXoauito uuayiupoBanne SAR [109].
Pe3ynbraTel 3TOr0 SKCIEpPUMEHTa TO3BOJMIN MPEANOJI0KHUTh CYIIECTBOBAHHE HECKOIBKHX
IbTEPHATUBHBIX MyTEH Mepeaadn curuaia mo guosme. Takum 0Opa3oM, YTBEPKICHUE O TOM,
910 SA SIBIISIETCS €IUHCTBEHHBIM (DIIOOMHO-TPAHCIONHUPYEMbIM CUTHAJIOM, B HACTOSIIEE Bpe-

Msl CTaJIo ocnapuBarhes [56, 74].

BreicBoOO) neHne SA

Ha cerogusmHuii 1eHb U3BECTHO, YTO B HEMHAYILIUPOBAHHOM KJIETKE CaJMIIMIIOBAst KUCIOTA
3aracaeTcs B HEaKTUBHOM COCTOSTHUM B Buje [-rimkosuaa (SA B-glucoside). Dtor rauko3ua
acCOLIMMPOBAH C KJIETOYHOW CTEHKOM M paclieruisieTcst cneunduueckoi B-rimko3upasoi. B
OTBET Ha JICUCTBHE CTPECCOPOB Hempasmamuyecko2o muna (Y O-u3nydeHue, COIN TSKEIbIX
METaJJIOB, KoJieOaHUs TeMIIepaTypbl, TOKCHHBI MMAaTOTEHOB) pAacTEHUE OTBEYAET 3alllellauynBa-
HUEM BHEKJIETOYHOTO IMPOCTPAHCTBA, YTO MPUBOAUT K BHICBOOOXKIICHUIO €JIab0 CBSI3aHHBIX
(BEepOSITHO MOHHO-CBSA3aHHBIX) [-TIUKO3UIA3 KIECTOYHOW CTEHKH, PACHICTUICHHIO TIMKO3Ha

CAJIMITUIOBOM KHCJIOTHI M BBICBOOOXKICHHIO BO BHEKJIETOYHOE MPOCTPAHCTBO CBOOOAHOU SA

[43].

Pons SA B T'CHCPHUPOBAHNHN U PCI' YA OKHCJINTCIILHON BCIIBIIIKU

st pacuimdpoBkr MexaHu3MoB UHAynupoBaHusi SAR ¢ momompio SA, B mepByro oye-
peab Obulo HEOOXOJMMO YCTaHOBUTH MUIIEHU (peuenTopbl) SA B pacTUTEILHOM OpraHHU3MeE.
HccnenoBanust CiOCOOHOCTH Pa3IMYHBIX COSAMHEHUH CBA3BIBATH SA MO3BOIMIN OOHAPYKHUTD
HECKOJIPKO CalTUIMIIAT-CBSI3bIBAOMKX OenkoB. OKa3aloch, YTO TJABHBIMU MUIICHSMHU MJIs
BHEKJIETOUYHOM CAJMIIMIIOBOM KUCIIOTHI SBJISIOTCS BHEKJIETOUHBIE K€ KaTana3bl U MEPOKCHIa3hl
[43]. [IpucoeanHsasch K MOJIEKyJIaM 3THX (epMEHTOB, SA U3MEHSET UX KaTATUTHUYECKYIO aK-
TUBHOCTh U 3aIlyCKaeT OKHMCJIMTEJbHYI0 BCHBILIKY — PE3KOE YCHJIEHHE CHHTE3a aKTUBHBIX
dopm kucnopona. B Hacrosimee Bpemsi 1oka3zaHO, YTO UIMEHHO CANMINIIOBAs KUCIIOTA SIBISICT-
Csl KITFOYEBOI MOJICKYJIOH, 3aITyCKAOIIEH B PACTUTEILHOM OpraHu3Me 3TOT mporiecc [74].

Cas13pIBasCh € KaTana3zaMu B KOHIEHTpauuu okojao 100uM, SA npuBOIUT K MX MHAKTUBA-
LMY, B pe3yJbTaTe 4Yero KJIETKa yTpauMBaeT CIIOCOOHOCTb pa3pylllaTh BHEKIIETOUHYIO Iepe-

KHUCb BOOOPOda, IMPOBOLIUPYA HAKOIIIICHHUC MOCJIEAHEH BO BHEKJIICTOYHOM IMPOCTPAHCTBC [43,
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44, 55]. OTO NpUBOJIUT K F€HEPUPOBAHMIO JPYTUX aKTUBHBIX (DOPM KUCIOPOJA: CYNEPOKCHUI-
HOTO aHUMOHA-pa/INKaNa, THAPOKCUILHOTO paJiKalia, CHHIJIETHOTO KUCIIopoa U mp. B pe3yinsb-
TaTe, BO BHEKJIIETOYHOM IPOCTPAHCTBE PACTEHUS MPOUCXOAUT OKUCIUTENbHAsA Bemblmka. OHa
pa3pyLIUTENbHO BO3JEHCTBYET HA MATOT€HHBbIE MUKPOOPTAHU3MBI U SIBIISIETCS BaXKHBIM BTO-
puuHBIM UHAYKTOpoM SAR, 3amyckaromuM OnocuHTe3 (PUTOATCKCHHOB, JIMTHU(DHUKAIINIO KiTe-
TOYHBIX CTEHOK M 11p. [71, 74].

Ho ¢yHkuuu nepexrcu Boopoaa Npyu UHAYLHUPOBAHUH YCTOMYHMBOCTU HE OIPaHUYUBAIOT-
Csl TEHEpPUPOBAHUEM OKUCIUTENBbHON BCIBIIIKU. JTO COCIMHEHHUE SIBISIETCS TaKXKe OJHUM M3
TJIaBHBIX BTOPUYHBIX MECCEH]IKEPOB CHTHAaja WHIYLIHUPOBAHUS YCTOMYMBOCTH. B dacTHOCTH,
OBLIIO TIOKAa3aHO, YTO B psje ciydaeB SA 3amyckaer 3kcnpeccuio PR-TeHOB He HemocpeacT-
BEHHO, a Omaromaps mepekucu Bomoponaa [50, 52, 54, 85]. Tak, ombITEI ¢ HUCIOJIB30BAaHUEM
crerupuYecKuX CyIpeccopoB Karajas3bl, TAKUX KakK 2,6-TUXJIOPU30HUKOTHHOBAS KUCIIOTA, MO-
Ka3aJll HECIIOCOOHOCTh KIIETKU dKcrpeccupoBath TeH PR-1 [43]. CxoaHble pe3yiabTaThl ObLIH
TaK)K€ MOJTYYEHbl Ha TPAHCTEHHBIX PACTEHUAX Ta0akKa, Y KOTOPhIX OTCYTCTBOBAJ I'€H KaTajasbl
(Catl1AS) [42].

[TomumoO 3TOTO, IEPEKUCH BOJOPO/A CIIOCOOHA MHIYIIMPOBATH aKTUBHOCTH PsAJla BaXKHBIX
dbepmentoB, Takux kak NADH-neruaporenas (NADH-DH) xnopomniacToB, 4To Takke Urpaet
OIIpPENICIICHHYIO pOJib B TeHepupoBanuu SAR [41].

Brtopoii rpynmoii canuiuaaT-CBA3bIBAIOIINX OCIKOB SBISIOTCS MEPOKCUAA3bl. ITO — OJIUH
u3 Hanbosee U3y4YEeHHBIX, U, B TO ke BpeMsi, HauboJiee 3araJlouHbix pepMeHToB pacteHuidl. OH
MIPE/ICTaBIEH JIECATKAMH MOJIEKYJSPHBIX (OPM, OTIIMYAIOLIUXCS MO CIIOCOOHOCTH KaTallu3u-
pOBaTh PEaKIMU OKHCICHUS PA3THYHBIX CyOCTPAaTOB, aKTUBHOCTH, JIOKAJIU3AIMA B KJIETKE U
apyruM mnpuszHakam. [lo xumudeckoi npupojae MepoKCUAasbl SBISIIOTCA TeM-COJEepKaIUMU
TJIMKOMIPOTEUJaMH, KOTOPbIE aKTUBHO PEarupyroT Ha pa3HOOOpa3HbIe BO3ACHCTBUS, MEHSIS TIPU
3TOM CBOM CBo¥cTBa. HecmoTpst Ha Ha3BaHUe, A7 3TUX (EPMEHTOB XapaKTEpHA OTHIOIb HE
TOJIBKO MEpPOKCUAa3Hasi, HO U OKCHJAa3Has, U OKCUT'€Ha3Has aKkTUBHOCTh. biaromapsi BeICOKOM
TUTACTUYHOCTH M MHIYIIUOEILHOCTH, MIEPOKCUIA3bl B HACTOSINEE BpEeMs MPUHSITO paccCMaTpu-
BaTh KaK PEryJsiTOpHbIE (GEepMEHTHI [2].

O NOBBIILIEHUH AKTUBHOCTH MEPOKCHUJIa3 B KIETKaX PACTEHUSX MPU MX 3apaKEHUU MaTO-
TeHHBIMU OpraHu3Mamu Obuto coobmeno Byncom emé B 1899 1. B 60-¢ 70-e rr. XX B. Cu-

MoOHC U Pocc YKa3ajii, 4TO IICPpOKCHUIa3a — OAUH U3 HCMHOI'NX (bepMeHTOB, KOTOPBIC IMOBLIIIA-
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0T CBOIO YCTOWYMBOCTH CHCTEMHO (B y4acTKax, YJAIEHHBIX OT MeCTa JIEHCTBUS WHIYKTOpA),
MPUYEM TMOBBIIIEHUE aKTUBHOCTH 3TOTO (hepMEHTa MPAMO KOPPETUPYET C YPOBHEM UHIYLIUPO-
BaHHON YCTOWYMBOCTH. B 3TH ke ToXbl cTajgo W3BECTHO, YTO aKTUBHPOBAHHUE MEPOKCHIA3BI
MPOUCXOJUT HecTIeNU(PUUECKH MO ACHCTBUEM HHIYKTOPOB PAa3IMYHOTO MpOoUCXOoXkaeHus. Ha
OCHOBaHWH 3THUX SKCIIEPUMEHTOB OBLIO MPEII0KEHO HCIIOIH30BATh AKTUBHOCTH TIEPOKCHIA3hI
B KauecTBE MapKepa MHIYIHPOBaHUS HecnenupUYecKoil ycTounBOoCTH y pactenuid [2, 89,
102]. OgHako BMOCIEACTBHH CTAJI0 U3BECTHO, YTO XOTSI NMEPOKCHIA3bl BBIMONHIIOT B SAR
OuYeHb BaXkHbIC (DYHKIIUU, TIOBEICHUE PA3TMUYHBIX MOJIEKYSIPHBIX opM 3TOro hepMeHTa NMpU
Pa3BUTUHU YCTOMYMBOCTH CYIIECTBEHHO OTJIMYAETCS, TaK YTO CyMMapHasi akKTUBHOCTH MEPOK-
cHJIa3 He MOXET CITY’)KUTh MapkepoM ypoBHs SAR [74].

W3 MHOXeCTBa CYIIECTBYIOIIUX MOJIEKYJISIPHBIX (DOPM MEPOKCUAA3bl, H3MEHEHUE aKTHUB-
HOCTH TIPH CTPECCOBOM BO3JICHCTBUU M3YYCHO JIUIIThL HECKOJIBKUX Tpymi. B gacTHOCTH, MOKa-
3aHO, YTO KHCIIbIe TIEPOKCUIA3bI KIIETOUHBIX CTEHOK crocoOHBI cBsa3biBaTh SA. [Ipu sToM mpo-
HCXOJUT TIEPEKITIOUCHUE WX MEePOKCUIA3HOW (YHKIIMM HAa OKCHUIA3HYIO U (PepMEHT HaYMHACT
TeHEPHUPOBATh IIEPEKUCH Bogopoaa ¢ ucnonbzoBanrueM NADPH. Takum o6pazoM, BMECTO yTH-
JU3alliy TIEPEKUCH BOJIOPO/Ia, TIEPOKCHIa3a HAYMHAET TeHEPUPOBATh 3TO BemecTBo. Kak yxke
OTMEUAJIOCh BHIIIE, MAapALICIIBHO MMPOUCXOIUT WHAKTUBAIIMS BHEKJIETOUHBIX Karaja3. CoBMe-
CTHOE BO3JCHCTBUE 3TUX (DAKTOPOB MPUBOAUT K WHTECHCHUBHEHIIIEMY HAKOIUICHUIO MEPEKUCU
BOJIOPO/1a BO BHEKJIETOYHOM MPOCTPAHCTBE [ 74].

B T0 ke Bpemsi, HEKOTOpbIE MEPOKCUAA3bI KIIETOUHBIX CTEHOK COXPaHSIOT CBOIO MEPOKCH-
Ja3HYI0 aKTUBHOCTH HA MPEKHEM YPOBHE WM JaXKe MOBBIMAIT. K WX YUCITy OTHOCSTCS JIUT-
HUHA3bI, OTBEYAIOIINE 32 JIUTHU(UKAINIO KIIETOYHBIX CTEHOK, U YCHUJIMBAIOIIUE €€ B YCIOBHIX
passutus SAR [46].

HecMoTpst Ha TO, YTO OKHCIUTEbHAS BCIBIIIKA SBJISCTCS OJJHUM U3 KIIFOUECBBIX KOMIIOHCH-
ToB SAR, BO3HUKAOIINE TIPH €€ PA3BUTHH aKTHBHBIC ()OPMBI KHUCIOPOJa KpaifHe OTAaCHBI JIJIs
CaMOT0 PaCTUTENIBHOTO opranu3ma. [103TOMy, B pacTeHHUH CYIIECTBYIOT HaJEXKHBIC MEXaHM3-
MBI PETYJISINNA OKHCIUTEIHHOW BCIBIIKA. TaK, MpyU UHIYIIUPOBAHUN YCTOWUYMBOCTH MPOTEKa-
HUE OKHUCIIUTEIHLHOW BCHBIIIKHA JOIMYCKACTCS TOJBKO BO BHEKJICTOYHOM IPOCTPAHCTBE, B TO
BpeMs KaK BHYTPH KIIETOK ATOT MPOIECC MOIABIIACTCS KOMIIOHEHTAMU aHTHUOKCHUJAHTHOM CHC-
tembl [33]. bonbiias posib B 3TOM HpOLIECCE MPUHAJICHKUT, OMSATH-TAKU, MEPOKCHAA3aM, a

MMEHHO — IUTOIIa3MaTu4eckoi ackopoOarnepokcuaasze (APX) [70]. B oTeet Ha aeiictBue SA,
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3TOT ()epPMEHT, ECTECTBEHHO, IMOBBIIIAET CBOIO MEPOKCUAA3HYIO0 aKTUBHOCTD. [loMrMo BinsiHUS
Ha AaKTUBHOCTb MEPOKCHIA3, SA aKTUBU3HUPYET BHICBOOOXKIACHHUE JIOMOJIHUTENbHBIX MOPLMH
APX u3 nepokcunazocom [25, 61, 96, 116]. Kpome APX, npu UHIyIUPOBAaHUU YCTONYMBOCTU
IIPOMUCXOUT AKTUBALUS LUTOIIA3MAaTUYECKUX CYNEPOKCUIAMCMYTa3, KOTOPbIE TAaKKE 3allu-
LIAIOT BHYTPEHHEE COJAEPKUMOE KIETKU OT OKUCIUTENIbHOM BeublKkH |30, 96].

B HacToAmMI MOMEHT U3BECTHO, YTO HE BCE LIUTOILIA3MAaTHYECKHE NTEPOKCUIA3bl aKTUBU-
PYIOTCSL ¥ BEICBOOOXKIAIOTCS HEMOCPEICTBEHHO C MOMOMIBI0 SA. AKTUBHOCTh MHOTHX W3 HUX
KOHTpOJIUpyeTcs OoJiee CIOXKHBIMU MyTAMU. Tak, camuiuiioBas KUCIOTa IPUBOAUT K yCuUIle-
HUIO TEHEPHUPOBAHMS [IEPEKICH BOIOPOJA, IEPEKHCh aKTHBH3HpyeT Ca’* -3aBHCHMBIE CHIHAITH-
HBIC ITYTH, a T€, B CBOIO 0Uepeb, mocpenctsom Ca-kanpmonynuaa u Ca-3aBUCHMBIX MPOTEHH-

KMHA3 PEryIupyroT U3MEHEHHsI B IEPOKCUIA3HOM CTaTyce KIETKH [66].

Jlpyrue dyvakimu SA npu MHIVIMPOBAHUU HeCcneUDUIECKON YCTOMUYUBOCTH

CurHan canuIMIOBOM KHCIIOTHI TIEpPEIaeTCsl HE TOJIBKO Yepe3 MepOKCHUIa3hl M KaTalla3bl U
peaym3yeTrcss HE TOJBKO 4Yepe3 OKUCIUTEIBHYIO BCIBINKY. W3BECTHBI — CaMIIMIIAT-
uHaynuoenpHble mpoTenH-kuHa3bl (SIPK), otBeTcTBeHHBIC 3a (pocdopunupoBanue psga Oe-
KOB B KJIeTKe [67].

B nomnosiHeHre K CUTHAIBHOW (YHKIIUU IS CATUITUIOBON KHCIIOTHI Oblla MTOKa3aHa aHTH-
OKCHJ/IaHTHasl aKTUBHOCTH. Tak, 3Ta MoJieKya 3alluilaeT KaTaia3bl OT HeOOpaTUMOTO OKHCIIe-
HHUS B YCJIIOBUAX BBI3BAHHOM €10 K€ OKUCIUTEIBLHOM BCHBIIIKH [55, 59].

W, HakoHell, KaKk YIOMUHAJIOCh BbIlIEe, SA y4yacTBYeT B PETYNSAIMH TPAHCKPUIIIIUU Psiia
PR-reHOB, OTBETCTBEHHBIX 32 CHHTE3 CTpeccOBbIX PR-0e1K0OB, UTO OCYIIECTBISIETCS TOCPE/I-
CTBOM cHenuanu3upoBanbix SA-3aBucuMbix win SAR-reHoB [67]. Kak Obuto ycTaHOBICHO B
koH1e 80-x - Haugane 90-x rogoB XX B., SA-3aBucumbie PR-6enku npectaBieHsl Kak MUHU-
MyM 9 KjlaccaMu, OJTHUM W3 KOTOPBIX SIBJISIOTCS BHEKJICTOYHBIC KUCTbIe XuTHHA3bL. (Llut. mo
103). Ilocnennue BemiecTBa HE XapaKTEPHBI A1 HOPMaJIbHOTO METa0oIM3Ma pacTeHui, U mo-

3TOMY HX MPEIUIOKEHO MCIOIb30BaTh B KauyecTBe Mapkepa pazButus SAR [39, 77].

Posp SA B peryusaimu cneninduyeckoil YCTOMYUBOCTH PACTEHUN

Crnenyer elie pa3 HalOMHHTb, YTO 3alllUTa PACTEHUN OT HEOIATONPHUITHBIX JJIs HUX BO3-
JCMCTBUN HE OTpaHUYMBAETCS HECIEHU(PUUYECKUM MOBBIIIEHUEM YCTOWYMBOCTH, ONMHCAHHBIM
BbilIe. [Ipy B3anMOIEeHCTBUM PACTEHUs ¢ MATOTEHHBIMU OpraHU3MaMH, MOXET UMETb MECTO U

BbICOKOCTIEIM(PUUHBIN (MO CyTH, UMMYHHBIN) 0TBeT. OH CONMPOBOXKIAETCS PACIIO3HABAHUEM
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YY>KEPOJHBIX BEUIECTB (IIPOJYKTOB r€eHOB ABHPYJIEHTHOCTH MMATOr€HA) C MOMOIIBIO BBICOKO-
creruUYHBIX PELENnTOPOB (MPOJTYKTOB reHOB YCTOMYMBOCTH pacTeHus ). Kak yxe ynomuHa-
JIOCH BBIILLE, B PE3YNbTATE€ TAKOTO PACIIO3HABAHMS PACTEHUE 3aIlyCKAeT PEaKIMIO 3aIporpam-
MHUPOBAHHOTO yMEpUIBJICHUS WHDUIMPOBAHHOW KIETKU (3aMpOrpaMMHpPOBAHHON KJIeTOY-
Hoii rudesn - PCD nnm cBepxuyBeTBHTeAbHOCTH - HR). IIpn 3TOM, BMecTe ¢ KiIeTKoOil pac-
TEHUs MOTUOAET U MaTOreHHbIN opranu3M. OnpeeIeHHYI0 POJib B ATUX IMPOIeccax UTpaeT u
SA [78, 88].

K coxanenuro, uccienoBaTed pacTUTEILHOTO METaboIM3Ma, He CIeHATM3UPYIOIIHeCs B
obnactu pUTONMATONOTHUH, YACTO HE OOpAIIatOT BHUMAHUS HA TO, C KAKMM THUIIOM yCTONYHMBO-
CTH OHM UMEIOT JieJ0. B pesynbrare, npu 03HAKOMJIEHUU C COBPEMEHHBIMH NMYyOJIMKaLUAMH,
OHM CTAJIKUBAIOTCS C HEPa3peUIUMBIMH, Ha TIEPBBIN B3I, MPOTUBOPEUUSIMHU, O0YCIOBICH-
HBIMHU T€M, YTO B PEAKIUAX CIIEIUPUISCKON U HEeCTIeM(PUIECKON YCTOMUMBOCTH CATUIIMIIOBAS
KHUCIIOTA BBITMOJIHSAET COBEPILIEHHO pa3HbIe, 4YacTO MPOTUBOMONIOKHBIE QPyHKIHH. [loaTomy, He-
CMOTpSl Ha TO, YTO cleuu@uuecKkas yCTOMYMBOCTh PACTEHUIN HE SIBJISETCS MPEIMETOM pac-
CMOTPEHUS TaHHOW pabOTHI, MBI COYJIM HEOOXOIUMBIM KPAaTKO OXapaKTepU30BaTh ydacTue SA
B 3TOM siBJieHUH [ 76, 78, 88].

Wtak, noMuMo ydactus B UHAyLHpoBaHUM SAR-onocpegoBaHHbIE MOJIEKYJISIpPHbIE KacKa-
Il YYaCTBYIOT U B PETYISIINM crienn(uueckol yCTOMUMBOCTH pacTeHuil. bonee Toro, B 3a-
MyCKe 3aporpaMMHUPOBAHHON THOENN KJIETOK CAJTUIMIOBOM KHCIIOTE MPUHAJICKUT OJHA U3
HamOoJee BaXHbIX (QyHKIMNA. B 3TOM ciiydae koHIeHTpanus SA B KIETKE JOCTUTAET Tropas/io
OoJee BHICOKHMX 3HAUEHUH, YyeM 1pu uHayrupoBanuu SAR (1o 200 — 500my), 9To mpUBOIUT K
3aIlyCKy COBEPIIEHHO JIPYTMX PEaKIHH — HEKOHTPOJHUPYEMOM OKHUCIWUTEIBHOW BCIBIIIKA B
MECTe HEeKp03000pa30BaHUsl, HHTUOMPOBaHUIO TorjomeHus: O, MUTOXOHAPUSMHU, HHTUOUPO-
BaHUIO aKOHMTa3bl B 1UKIE Kpebca U MUTOXOHAPUATIBLHOTO 3JEKTPOHHOIO TpaHCHopTa U T.II.
[73, 76, 117].

He menbiee yuactue B 3anycke PCD npuHuMaroT u cBsi3aHHbIe ¢ SA COeIMHEHMS — Tie-
pEeKKCh BOAOPOAA, MepoKcHaassl v np. [64, 73]. OnHako, MpU SKCTPEMaIbHO BRICOKMX KOHIIECH-
Tpanuax SA B KJIeTKe, uX (YyHKIHUH CYIIECTBEHHO MEHSIOTCA. B 4acTHOCTH, MepoOKCHIa3bI
NpUOOPETAIOT CIOCOOHOCTH BBHIMOMHATH (pyHKIMs aHadpoOHOH NADH,-neruaporenassl u

NADH,-uroxpom-C-peaykrassl, 4TO IPUBOANT K MEPEKIIOYCHUIO OKHCIUTENHHOTO (ocdo-
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pUIMpPOBAHUA Ha aHBTCpHaTHBHBIﬁ IIyTh M, BMCCTO 3allIUTHI KJIICTOK OT OKHCJICHUA, IIPOBOIIH-

PYET YCUJICHHUE OKUCIUTEIbHOM BCIIBIILIKK B IIUTOILIa3Me [2, 76].

CucreMuH-3aBHCHMAasi CHTHAJIbHAsl CHCTEMA

Hctopus oTKpBITUS

OTHOCUTENHHO HEAABHO OBLJIO YCTAHOBJIEHO, YTO B OTBET HA MeXAHUUECKOe NOBPeHCOeHUe
KJIETOK pacTeHus (HampuMmep, HaCEKOMBIMU-BPEIUTEISIMH ) IPOUCXOIUT CUCTEMHAs aKTUBAIUs
reHoB MHruoutopoB npoterHas (Pl-reros). [IpoaykThl 3TUX TeHOB MOJABISIOT aKTHBHOCTD
MPOTENHA3 B MUIIEBAPUTEIBHBIX COKaX BPEAUTENEH, UTO MPENSATCTBYET YCBOCHUIO UMHU O€KO-
BOM mumIy. [IoNMbITKH pacKphITh MEXaHU3MBI akTUBalUU Pl-reHOB mpuBenu K 0OHAPYKEHUIO
CUTHAJIHHOTO TMENTHAa CHCTEMUHA, KOTOPBI HIpaeT BaKHYIO POJIb B MEKKIETOYHOW CHUTHA-
JU3aIUU PYU UHAYIUPOBAHUHN YCTOMUYMBOCTH Y PACTEHUN. BBIIO yCTAaHOBJIEHO, UTO CUCTEMUH
cocToMT W3 18 aMHHOKHCIOT W o0Opa3yercs B TMpolecce WHAYIUPOBAHUS U3 TENTHIA-

IIPEALIECTBEHHNKA MPOCHCTEMHHA cocTosero u3 200 aMMHOKMCIOTHBIX OCTaTKOB [35, 95].

BricBOOOXKIEHHE CUCTEMHUHA U IIEPBbIE ATAlbl HHAVKINH SAR

B HacTrosiiuii MOMEHT YCTaHOBJIEHO, UTO CUCTEMHUH — 3TO IepBasi CUTHAJIbHAs MOJIEKya,
KOTOpasi oOpasyercs B TpaBMUPOBAHHOH KieTke pacTeHuil. OHa OTBeuyaeT 3a 3allyCK CHHTE3a
BTOPUYHBIX CUTHAJBHBIX BEUIECTB - }KACMOHATOB, a T€, B CBOIO OYEPE/b, OCYIIECTBISAIOT IO-
CIIE/TYIOIIME 3alIUTHBIC PEaKIMy, B TOM YuClie 3a aktuBaiuio |P-renos [35, 53, 72].

JIoCTOBEpHO M3BECTHO, YTO BHIUJICHEHUE MOJIEKYJI CUCTEMHUHA (M0 BCEW BUIUMOCTH, TISITH)
U3 MOJIEKYJIbl IPOCUCTEMUHA OCYILECTBISETCS TaK HAa3bIBAEMbIM «CHCTEMHUH-CBA3bIBAIOIINM
0eJIKOM», KOTOPBIM 00Ja/1aeT MpOTea3HOW aKTUBHOCTBHIO M MIPOCTPAHCTBEHHO PACIOJIOXKEH Ha
MOBEPXHOCTH IJIa3MaJIeMMbl PACTUTEIBHBIX KJIETOK. Tak Kak MPOCUCTEMUH BXOJUT B COCTaB
IIUTOIUIa3MBI KJIETOK, a CIeU(PUISCKU pacHICTISIONIHNNA ero (PepMEHT HaXOAUTCS CHApYKH, UX
KOHTAKT MOKET MPOM30MTH JIUIIb MOC]Ie MEXAHUUECKOTO TOBPEXKACHHUS KIETKH. DTUM U 00b-
SICHSICTCS, YTO CUCTEMHH-3aBHCUMBII CUTHAJILHBINA MTyTh WHAYIIUPOBAHUS YCTOMYUBOCTH Y pac-
TEHUH 3aIlyCKaeTcsl B IEPBYIO OUEPEb TP MEXAHUYECKOM TPaBMHUPOBAaHUU KJIETOK [53, 72].

B xoze uccnenoBaHuil CyCrieH3MOHHBIX KYJIBTYp KJIETOK TOMaTa ObLIO OTMEUYEHO, YTO MPHU
06paboTKe KIETOK CHCTEMHHOM TIPOMCXOAHT IABUHOOOPA3HbIil BbIXx01a HoHOB K u3 kneTku u
OBICTpOE 3alllelayBaHNE BHEKJIETOYHON CPEeJbl, YTO MPAKTUYECKH MTHOBEHHO 3aIlyCKaeT ca-

JIMLAJIAT-3aBUCUMBIN KaCKaJl 3alIUTHBIX peakuui. IlapaiensHo ¢ 3TUM, CHCTEMUH aKTUBUPY-
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eT cUCTeMHbIN cuHTe3 aTiiieHa [58, 107], HakoruieHune nepekucu Bogopoaa [86] u pa3inmuaHbIX
knaccoB ¢ocdomnmmas [83, 110]. Takum o6pa3zoM, 0ka3anoch, 9TO CHCTEMHH-3aBHCUMBIC MOJIC-
KYJISIpHBIE KacKaJbl HE TOJIBKO 00pa3yIOT CaMOCTOSITENbHYIO CHTHAIBHYIO CUCTEMY, aJIbTepHA-
TUBHYIO CAJUIMIIATHOW, HO W SIBJISIFOTCS BaKHEHIINM (DaKTOPOM COIPSDKEHUS 3alUTHBIX pe-

aKIWH, BKITIOYas U peakuu SA-3aBUCUMON CUCTEMBI [53, 72].

OKCI/IJ'II/II'II/I,IIHaSI CHUTHAJIbHAsA CHUCTEMaA

Kak yxe ynoMHUHaJIOCh BBIIIE, CACTEMHH SIBJSETCS JIMILIb NEPBOM CUTHAJIBHOW MOJIEKYJIOM,
uHayuupyomeir SAR B oTBeT Ha MexaHW4Yeckoe TpaBMHUpoBaHHUE KieTok. [locnenyromiue xe
peakiuu, KOTopble, COOCTBEHHO, U MPUBOJAT K BOBHUKHOBEHHIO MPUOOPETEHHON YCTOMYUBO-
CTH, KOHTPOJIMPYIOTCSI C TIOMOIIbIO BTOPUYHBIX CUTHAJIBHBIX BEHIECTB — kacMoHATOB. Ilo-
CJIETHUE SIBIISIOTCS TPOJYKTAaMH OKUCIUTEIHLHOTO METa0OJIM3Ma IMOJIMHEHACHIIICHHBIX KHUP-
HBIX KHUCJOT. [JTaBHBIM TpEAIlIecCTBEHHUKOM >KaCMOHATOB B PACTUTEIBHOU KIIETKE SIBJISICTCS
C1g-KHpHAsi KACIOTA — JINHOJNCHOBAs . JKACMOHATBI KOHTPOTHPYIOT SKCIPECCHIO IEIOT0 PSIa
TreHOB M ()YHKIIMOHAJIBHO OJHM3KHM K MpOCTarjaHIuHaM U JEHKOTPHUEHAM >KUBOTHBIX, TIOITOMY
9acTO YIIOMHUHAIOTCS O/ OOIIMM Ha3BaHWEM — IIPOCTarjaHInH-T1000HbIe BemecTBa [ 19, 65].

[Io XxuMHUeCcKOW MpUPOJE KACMOHATHI SIBJISIIOTCA LUKIONEHTAHOHAMHM W IPEICTABJICHBI
JABYMSI COCJMHCHUSIMH — >KaCMOHOBOHM KHCJIOTON win kacMoHaToM (JA) U (-)METHIOBBIM
3(UPOM KAaCMOHOBOW KHCJIOTHI WM MeTukacmMoHaToMm (MeJA). [48, 65, 115]. HenaBaue
WCCTIEIOBAaHUs TIOKa3adl, YTO B Mepelavy CUTHaJbHOW MHGOpPMAIMU B KIETKE MPHU 3aIMyCKe
SAR Takxe BOBJIEUECHBI HEKOTOPHIE TIPOMEKYTOUHBIE MPOTYKTHI OKUCIICHUS JIMHOJICHOBOMN KU-
CIIOTHI, TaKKE Kak 12-okcu-¢puroanenonas kucaora (ODPA) [65, 115].

B 90-e rr. XX B. yIaa0ch yCTaHOBUTH, YTO KiieTouHble MutieHu 111t ODPA u skacMOHATOB
pa3muunbl. Kacmonatsl 1 ODPA He3aBHCHMO y4acTBYIOT B M3MEHEHHH HKCIPECCHUH TEX WIIH
WHBIX TEHOB, a OKOHYATEIbHbIN 3 (PEKT UHIYIIUPOBAHUS YCTOWIMBOCTH SBJISIETCS CYMMapHBIM
pe3ynbraroM ux nedctBus [65]. Takum 00pa3oM, B MEKKIECTOUYHOW CUTHAIIM3AINH B PACTCHHU-
SIX Y4aCTBYET HECKOJIbKO MPOU3BO/IHBIX TTOJIMHEHACKIIICHHBIX KUPHBIX KUCIOT, KOTOpbIe (op-
MHUPYIOT TaK Ha3bIBAEMYI0 «OKCHJIMIHUJAHYI0 CHTHAJIBbHYI0 CHCTEMY» - OCHOBHOM aKIENTOp

cuctemMuHa [65].

% - Ilogo6HbIM 06pa3oM, npu oKuCIeHHH Cag-KHPHBIX KHCIOT MeMOPaH (BHTOMATOIEHHBIX IPHOOB (apPaXHIOHOBOM H KO-
3alleHTAaCHOBOW) B TKaHSIX PACTEHUS MOSBISIOTCS (YHKIIMOHAIBHO-CXOIHBIE C )KaCMOHATaMH CUTHAJIbHbIE BELIECTBA - Jii-

KO03aHOM/IbI, TAK)XXC CUTHAJIM3UPYIOIINUE O HANTAACHUH HAa PACTCHUEC 1 3allyCKAIOIINE 3alIUTHBIC pCaKIIUH.
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buocuHTE3 )KaCMOHATOB U MX POJIb B MHAYIIUPOBAHUH VCTOfI‘-IPIBOCTPI

Kak yxe ymomuHanock, cyocTpaToM OMOCHHTE3a KaCMOHOBOM KHCIIOTHI SIBIISIETCS JIMHO-
JIEHOBAas KUCIIOTa, KOTOpasi BEICBOOOXKIA€TCA U3 MEMOpPAHHBIX JUIUOB ¢ MOMOIIbI0 (ocdo-
munasel D. [lpeBpaiienne JTUHOJIEHOBOW KHCIOTHI B YKACMOHOBYIO OCYILECTBISIETCS B HeE-
CKOJIBKO ATamloB, KaXIblil M3 KOTOPBIX KOHTpOJIUpYyeTcs: cBouM (epmeHToM. briaromaps mo-
cnenoBarenbHOMY JeicTBui0 JunokcureHassl (LOX), amnenokcuacuntetassl (AOS) u amie-
Hokcuanukiassl (AOC), MMHONICHOBAs KUCJIOTa MeTabou3upyercs B 12-0KcH-PUTOIMECHOBYIO
kuciory (ODPA). 3arem, myrém 3-kpatHoro B-okucienus, ODPA mpespamaetcs B JA [37,
48, 65].

Otmeueno, uto AOS cunTe3upyercs: e NOVO UMEHHO MPH TPaBMUPOBAHUHU KIECTOK pacTe-
HUSI, ¥ TOJBKO B 3TUX YCJOBHSIX OCYIIECTBISETCS KOHBEPCHS TUAPONEPOKCHUIOB KUPHBIX KU-
CJIOT B aJJICHAMOKCHU/IBI, KOTOPBIC, B CBOIO OYEPE/Ib, SBISIOTCS MpeamecTBeHHrKamu JA [63].

3a cHMHTE3 METWJDKacMOHaTa oTBeuaeT (hepMeHT KapOOoKCHIMETUITpaHchepasa kacMOHO-
BOM K-Tbl, Kogupyembiii JMT-renom. B cBsizu ¢ Tem, uro xapakrep GyHKIIMOHHUPOBAHUS CHC-
TEMHUH-3aBHCUMOW CUTHAJIBHOW CHCTEMBI BO MHOTOM ofpefensiercs coomuouenuem JA nu Me-
JA, kapOokcmimeTunTpancdepasy KaCMOHOBON K-Thl CUUTAIOT OJTHUM U3 KITFOUEBBIX PEryJisi-
TOPOB 3TOM cucTeMBI [98].

Criektp (pU3MOIOTUYECKOTO JEHCTBUS )KACMOHATOB B PACTUTEIHLHOM KJIETKE OYEHb IIHPOK.
Tak, 5TH BelecTBa aKTUBUPYIOT T€HBI WHTHOUTOPOB MPOTEHHA3, MPOTUBOTPUOHBIX OEITKOB
(Tuonuna, ocmoruna, PDF), pubocomo-unaktuBupytomero 6eirka RIP60, mogynmupyror cun-
Te3 OENKOB KJIETOYHOW CTEHKH, aKTUBUPYIOT OMOCHHTE3 (puToaneKCMHOB 1 PR-0enkoB, ydact-
BYIOT B MOJM(HUKAIIMN YHEPTrETHIECKUX 3aMacoB KieTku [48, 65].

BaxHO MOTYepKHYTh, YTO CHCTEMHAs aKTHBAIUS KACMOHAT-3aBUCUMBIX T€HOB HaOJIO/a-
€TCsl TaKe TPH JIOKAJIbHOM TOBPEXKJACHUHM KJIETOK, Ojarojaps 4eMmy MpPOUCXOJUT CUCTEMHOE
HAKOIUICHHE KaCMOHATOB B TKaHAX. Bompoc o Tom, uem 00ycClIOBIeHa CUCTEMHOCTh HAKOILIe-
HUS KACMOHATOB, OCTAETCSI OTKPHITHIM. ECTh TIpeAnonoxkeHus, 4To 3ToT 3PpeKT nocTturaercs
Onmarojapsi pacCpoCTpaHEHUIO CUCTeMHHA 10 (1odMe. B To ke Bpemsi, M3BECTHO, YTO CHHTE3
’KaCMOHATOB MOKET aKTHBHUPOBATHCS B OTBET Ha OKUCIIUTEIBHYIO BCIBIMIKY, HHIYIIUPYEMYIO
CaJTMUWIOBOW KHUCIOTOM. [103TOMY, MOXHO NPEANONOKHUTh, YTO CUCTEMHOCTh HAKOIUIEHUS
’KACMOHATOB B TKaHSAX 00yciioBiIeHa SA-3aBUCUMBIMHU ITYTSMHU, KOTOPBIE, IPEIBAPUTEIILHO aK-

TUBUPYIOTCS cucTeMuHOM [48, 65].
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B 3axirodeHre CTOUT MOAYEPKHYTh, YTO HECMOTPS Ha OJTHO3HAYHBIC JI0KA3aTEIIbCTBA BaXK-
HOCTH KaCMOHATOB B HHIYITUPOBAaHUU YCTOMYMBOCTU PACTCHUH B OTBET Ha MEXaHHUYECKOE I10-
BpPEXKJICHWE, HE BBI3BIBAET COMHEHHUS CYIIECTBOBAaHWE AallbTEPHATHBHBIX, JKaCMOHAT-
He3aBUCUMBIX nyTeit naaykuun SAR [107]. B wactHoCcTH, paboTa ¢ kacMOHAT-AePUIIUTHBIMU
MyTaHTaMH PACTEHUH TOKa3aja BO3MOXXHOCTh WHIAYIHUPOBAHHS YCTOWYHMBOCTA B TPABMHUPO-

BaHHBIX PACTEHUSX JIa’K€ MPU OTCYTCTBUU KACMOHOBOM KUCTOTHI [105].

Cucrema pacno3HaBaHusi OMOT€HHBIX YJIMCUTOPOB

PaccMoTpeHHBI€ BbIIIE CATUIMIAT-3aBUCUMBINA U CUCTEMHUH-3aBUCUMBIM ITYTH UHAYLUPO-
BaHUs SAR akTUBUPYIOTCS B OTBET Ha CTPECCOBOE BO3/eicTBHE (HEMEXaHMYECKOE B MEPBOM
cllydae M MEXaHMUYECKO€ BO BTOPOM). DTO BO3JEUCTBHE HEMOCPEIACTBEHHO OKa3bIBAE€T Hera-
TUBHOE BIMsHHE Ha pacTeHus. Ho, kak ymoMuHaIOCh paHee, CyLIECTBYIOT 3JIMCUTOPHI, KOTO-
pble O€3BpPEAHBI 10 OTHOIIECHUIO K KJIETKaM PACTEHHUS, U MOATOMY HE MOTYT paccMaTpUBaThCS
KaK CTpeccopbl. DTa IpyIina NpeCTaBlIeHa OUO2eHHbIMU DNUCUTMOPAMU.

W3BecTHO, 4TO NPUCYTCTBUE MATON€HHBIX OPraHU3MOB, KaK MPaBUIIO, HE MOYKET OCTaThCs
JUIS pacTeHHsI He3aMeTHBIM. B XoJie maroreHesa Bcerja oO0pa3yroTcsi HECBOMCTBEHHBIE 3/10pO-
BOMY PAaCTEHHIO BEIIECTBA, KaK HK30I'€HHOT0 MPOUCXOXKACHUS (Hampumep, 0OJIOMKUA XUTHHO-
BBIX KJIETOYHBIX CTEHOK Ipuba), TaKk U IHAOTEHHOTO (Hampumep, pparMeHThl IEKTUHOB KIle-
TOYHOW CTEHKHU PACTCHMA-XO3sIMHA, 00pa3yromuecs: Mmoj JeHCTBHEM (EpMEHTOB MAaTOTEHA).
DT BelecTBa CIOCOOHBI «BbIAATHY MPUCYTCTBUE MHBAMiepa U aKTUBU3UPOBATH B PACTCHUU
3alUTHBIC peakiu, B yactHocTn SAR [90, 91] .

XuMHYecKas CTPYKTypa MHOTUX OMOTE€HHBIX AJIMCUTOPOB U3BECTHA YEJIOBEYECTBY JIOCTa-
TOYHO JaBHO. TeM He MeHee, MeXaHU3Mbl UX PACIO3HABAHUS U 3aIyCKa UMHU peaKkUuil UHIY-
mupoBanust SAR 1o cux nmop ocratorcs HemzydeHHbIMU [90, 91].

B Hacrosimiee Bpems mpejoyiaraeTcsi, 4T0 OMOreHHbIE AIHCUTOPBI PACIO3HAIOTCS TJIMKO-
MPOTEHMHOBBIMU PELENTOPAMU HA TIOBEPXHOCTHU IJIa3MaJIEeMMbI PACTEHUSI-X0351HA, TIOCTIE YeTo
3aIycKaeTcs Kackaj peakiuil, MpUBOISIINN K HAKOIUICHHIO (PUTOATIEKCUHOB, JTUTHU(PUKALIUN
KJIETOYHBIX CTEHOK M JIPYyTUM 3alllUTHBIM peakuusm [91, 93, 94].

[Tpu u3yyeHHH MEXaHU3MOB JIEHCTBUSI OMOT€HHBIX ANMUCUTOPOB, Yalle BCETO UCIOIb3YIOT-
csl parMeHTHI XUTO3aHa M [-TJIIOKaHa, TaK KaK Mpu 00pabOTKe pacTBOpPaMU ATHUX BEIIECTB B
pacTeHusix 3amyckaercs Bech koMiuiekc peakmuii SAR. B 2000r. 6p110 ycTaHOBIEHO, YTO 00-

paboTKa KJIETOK PAcTeHHM MOJUCYIb()OHUPOBAHHONW HAPTHUIMOYEBUHOM, KOTOpas M3BECTHA
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KaK OJIOKATOp PErenTOPOB IUTOKMHOB U POCTOBBIX (DaKTOPOB Y MIICKOTIUTAIOIINX, IPUBOIUT K
MIOJIHOM yTpaTe CIIOCOOHOCTH XUTO3aHa U -TIIIOKaHa MHIYIIMPOBATh YCTOMUMBOCTH. Ha ocHO-
BaHWUU ATOTO OBUIO BBICKA3aHO MPEIIOIOKEHHE, YTO CTPYKTYpa PEIeNTOPOB, PAaCIO3HAOITNX
YIJICBOJIHBIC OMOTCHHBIC SJIMCHTOPHI OJIM3KAa K CTPYKTYpE PEICNTOPOB POCTOBBIX (haKTOPOB
mirekonutaronux [107].

[Tomumo 3TOrO, HEJJTAaBHO OBLIO JIOKAa3aHO, YTO BaXKHas POJIb B Iepejiade CUTHaiIa OT OHo-
TCHHBIX AJIMCUTOPOB MPUHAICKHUT cucTeMUuHy [83]. B cBsI3U ¢ 3TUM, MOKHO TPEIITOJIOKHUTD,
YTO BCJIE] 3a pacro3HaBaHWEM OHWOTEHHBIX AJIMCHTOPOB MPOUCXOIUT BKIFOYCHHE CHUCTCMHH-
3aBUCHUMOT0 M CBS3aHHOTO C HUM CaJIMIIMJIaT-3aBUCHUMOI'0 CUTHAIBHBIX KacKaJ0B, OJHAKO, Me-

XaHU3MBbI ATOM aKTUBAIIMK OCTAlOTCs 3aragkoit [83, 107].

OCHOBHBIE 3ABJYKIEHUS Ob UHAYIIUPOBAHHON YCTOMYNBOCTH PACTEHUI

Kak u Bcsikas cepa HaydHBIX 3HAHUM, TEOpUs U MPAKTUKA WHIYLIUPOBAHHOM yCTONYMBO-
CTH HE 3allyIleHa oT 3a0iyxJaeHuil u ommbok. Ho MMEHHO B MOCTCOBETCKOM NPOCTPAHCTBE
npobiemMa KOPpEeKTHOCTH U HAYYHOCTU B 3TOM chepe npuodpena ocodbie Maciitabbl. BuHoio
TOMY — M JpaMaTHYeCKOe MPOIIJI0e OTEUYEeCTBEHHOW (PU3MOJOTHM PACTEHHM, M CBS3aHHAs C
HUM IIPUBBIYKA UITHOPUPOBATh HHOCTPAHHYIO HAYYHYIO JIUTEPATYPY, U IPOCTO HEJOCTATOK CO-
BpeMeHHOW uHpopmanuu. CIeICTBUEM K€ SBISAIOTCS CEpPhE3HbIE TEPMUHOJIOTUYECKUE, KOH-
HEeNTyalbHble U Jaxe (aKTH4YecKue OUIMOKH, TOCTOSHHO JOIycKaeMmble B paboTax OTeyecT-
BEHHBIX cnenuanucTtoB. HekoTopsle U3 3THX 3a01yXACHUM HOCST HACTOJBKO MAacCOBBIM Xa-

PAKTCP, UTO, HAa HAIIl B3TJIA, UMCCT CMBICJI HO,Z[pO6HO OCTAHOBHTBLCA HA UX PACCMOTPCHUMU.

«MAMMYHHTET» WIN KyCTOHYUBOCTH»?

[lepBoe 3a0myxneHue KacaeTcsi MCIOJB30BAaHUS IMOCTOSHHOTO MCIIOJIb30BAaHUSI TEPMHHA
«MMMYHUTET)» MPUMEHUTEIBHO K aHTUCTPECCOBBIX peakuusaM y pactenuit [23, 24, 29]. Co-
IJIaCHO KJIACCUYECKOMY orpeieNieHuto [14] noo ummynumemom nonumaemces adconomuas
HEeGOCHPUUMYUUBOCHb K 3A00/1€6AHUI0, NPOAGNAEMASA HCUBHIM OPZAHUSMOM 6 CIyuae Heno-
CpeoCcCmeenH020 KOHMAKmMa €20 ¢ NAMmoO2eHOM, CHOCOOHBIM 6b13b16amb OanHyio done3ns. Ho,
KaK YKa3bIBaJIOCh BBIIIE, B CIy4ae WMHIYIIUPOBAHUS YCTOMYMBOCTU PACTEHHUI HMMEET MECTO
JUIIb HEeNnpoOOIHCUMENbHYILL U Hecneyuguyeckull OTBET KIETKU Ha JIEHCTBUE 3IIMCUTOPA, YTO

€/1Ba JIM MOYKHO OTOXJIECTBIIATH C MOHATUEM «UMMYHHUTET». CKOpee, UHAYyLIUPOBaHHAs YCTOM-
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YUBOCTb PACTEHUU SABIISIETCS NOJIHOCMbIO NPOMUBONOJIONHCHOIM UMMYHUMEN) TUIIOM 3allUT-
HBIX peakuuit [5].

Juckyccusi 0 MPaBOMEPHOCTU TEPMUHOB «UMMYHHUTET» U «MMMYHM3ALHUS» B UHAYLUPO-
BaHHOM YCTOMYMBOCTH pacTeHui Haudajack enié B 1930-40-¢ rr. [7, 15], u yxe Toraa aprymeH-
Talus CTOPOHHHUKOB 3THUX TEPMHUHOB 3IKIWJIach Ha HeaopazyMmeHusx. Kak mucamum o6 3tom
stoM b.A.Pyoun u E.B.ApruxoBckas: «psii aBTOPOB MpeUIaraeT COXpPaHUTh TEPMUH «UMMY-
HUTET» JUIS CIy4aeB MPUOOPETEHHON YyCTOMYMBOCTH, TaK KaK OHa 00YyCJIOBIJIEHA BHIpaOOTKOM B
TKaHSIX PACTEHUS OCOOBIX «ICeBAOAHTUTEN» [26]. HOo BCTOMHUM, aBTOp MOHATHS «IICEBIOAH-
tutenay K.Yectep moHuMal moj HUIMH KPUCTAILJIBI OKcanaTa Kaiblus [45], 1 MCoap30Bal 3TO
MTOHATHE UPOHUYECKH!

CripaBeJIMBOCTH pajid HAJI0 OTMETUTH, YTO YMOTPEOJIEHNE YCTApEBIIUX MOHATUN B pse
COBPEMEHHBIX OTE€YECTBEHHBIX HCTOYHUKOB HOCUT, NIOKAIYH, HEOCO3HAHHBIN, TPAIULINOHHBIN
xapakrep. Tak, B uzBectaoit padote JI.U.Mnbunckoit u O.J1.O3eperkoBckoit «bnoxuMuueckue
aCHeKThl MHAYLHUPOBAHHOW YCTOMYMBOCTH M BOCIPUUMYMBOCTU pacTeHuid» (1991r.) aBTopsl
yInoTpeOsSI0T COBPEMEHHBbIE, KOPPEKTHBIE MOHATHS «UHAYIUPOBAHHAS YCTOWYUBOCTH» U
«IpHOOpeTEHHAs 3allUTa», OJHAKO, U3pEeJKa, B KayecTBe aOCOIIOTHO PaBHO3HAYHOT'O CHHO-

HHUMa HTUX MOHATHI NOSBIISIETCA «MMMYyHU3auus» [13].

IInannpoBaHMe IKCIIEPUMEHTA B 00/1aCTH M3YYeHUS HHAYLHPOBAHHOM YCTOMYMBOCTH

Kak Hu cTpaHHO, HO cepbE3Hble HETOYETHI B paccMaTpMBAeMON HaMU 00JIaCTH MOXHO
BCTPETUTh HE TOJBKO B MPHUKIAIHBIX paboTax, NOCBAIIEHHBIX 3alllUTe PACTEHUH, HO U B aKa-
JNEMUYECKON Hay4dyHOHM JurepaType. Bo3bmem, K mpumepy, kypHan «PU3HOIOTHS PACTCHUIN»
PAH, rae Tonbko B 2001 r. BBIIIIO HECKOJIBKO CTaTEl HAa TEMY MHAYIIMPOBAHHOM YCTOMYUBO-
ctu [1, 3, 4]. Kak HU mapagokcanbHO, OCHOBHASI CYTh BCEX 3TUX PabOT COCTOUT B KOHCMAMA-
yuu HecTien(PUIecKOoro MOBBIMICHNS YCTOWYUBOCTH PACTEHUS TOJT ACHCTBUEM TOT'O UM MHOTO
cTpeccopa — sBJIEHUs, U3BECTHOrO Ooliee noiyseka. Jlake Ha3BaHuUs crarei, Hanpumep, «Ten-
JIOBOM IIIOK TOBBIMIAET YCTOMYMBOCTh PACTECHUN K YIbTPadUOICTOBOMY OOIYUEHHUIO» WU
«BnusHuE TOKAIBHOIO OXJIaXKAECHUS ITPOPOCTKOB Oryplia U IMIIEHUIBI HA Pa3JINYHbIC BUJIBI yC-
TOMYMBOCTH JINCTA U KOPHS» HATJSAHO JEMOHCTPUPYET OCHOBHYIO CMBICIIOBYIO HATPY3KY 3THUX
nyonukanuii [1, 4]. @opMynupoBKa LEeNN OAHON M3 BBHIIICYHOMSHYTHIX padOT COCTOUT B «BBI-
SBIICHUH BO3MOXXHOCTH HeECTIeUM()UIECKOTO0 HM3MEHEHHUS YCTOHYMBOCTH OPTaHOB pPACTEHHUS,

IIPpOCTPAaHCTBCHHO y,Z[aJ'IéHHBIX OT M€CTa BO3JICHCTBUS HC6HaFOHpHﬂTHOfI TCMIICPATYpPbI», T.C. B
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JTEMOHCTPUPOBAHUN CUCTEMHOCTH NMPUOOPETEHHOW yCTOMYMBOCTH — (hEHOMEHa, O KOTOPOM
npekpacHo 3Haiu eme H.M.BaBuios [3, 7]. OctaéTcs cipoCUTh aBTOPOB: YTO HOBOTO CJIEJIAHO B
npou3Ben€HHON paboTe? MokeT ObITh, OHU OKUJIATU OT Oryplia OBEJACHUS, MPUHIIUITHATBHO
OTJINYHOTO OT TAKOBOT'O Y OCTAJIbHBIX I[BETKOBBIX PACTEHUM?

Bo BTOpO#i U3 yHOMSIHYTBHIX paOOT aBTOPHI YJIUBISAIOTCS, YTO BBIPAIIMBAHUE PACTEHUU B
YCIIOBUSX TEIUIOBOTO CTpecca MHOI/IA MOBBIIIAET YCTOMYHUBOCTh K yIbTpPaQHUOIETy, a MHOT/AA
Hao00poT [4]. U 3T0 ipH OJIHON OYEBUHOCTH TOTO (haKTa, YTO aJanTallioOHHasi CUCTeMa pac-
TeHUs1 He Oe3rpaHnyHa, U KaKOW-TO YpOBEHb JEWUCTBUS CTpECCOpa JIGKHUT B Mpeenax ee BO3-
MOKHOCTEH, a KaKOi-TO UX MPEBOCXOIUT, MPUBO/S K OCTA0JICHUIO UITH J1akKe THOETN pacTeHus
BMECTO TOBBIIICHUSI YCTOMUMUBOCTH. UTeHHE 3TUX paOOT JUIIHUA pa3 HAaBOJIUT HA MBICIH O
TOM, YTO HET HUYero 0oyiee HOBOTO, YeM JaBHO 3a0bITOE CTapoe.

Nmeet cMbicn ocTaHOBUTHCS U Ha myonukanuu A.Il.BecenoBa «Maremarnueckass MOJIEIb
BO3MOXKHOT'O TPUTTEPA 0OPATUMOTO BKIIFOUEHUS PEXKUMa CTPEcca y pacTeHHIN», KOTopas Takke
ony0JsinkoBaHa B ypHaie «®Pusnonorus pacreanit» PAH B 2001 rony [8]. B 3toit pabote ¢
MIOMOIIIbI0 MACCUBHOT'O MaTEMAaTUYECKOI0 anmnapara KOHCTPYUPYETCs MOJIEIb Pa3BUTHUS CTpeC-
COBOI peakiuu y pacteHuid. [Ipu 3TOM, CrIMCOK IUTEpaTyphl K CTaThe HACUMTHIBAET Bcero 14
(PYCCKOSI3BIYHBIX U HECKOJIBKUX TMEPEBOIHBIX) UCTOUYHUKOB, U CPEAU HUX HU OJHOM CCBHUIKH,
MOCBSIIIEHHOW MEXaHHW3MaM Pa3BUTHsI CTPECCOBBIX peakiuil. ITo, 0e3yCIOBHO, OOBSICHSET,
MOYEMY aBTOp B3SUICS 3a meopemuyeckoe KOHCTPYMPOBAHME YCTOMYMBOCTH PACTEHHM: OH
MPOCTO HE OCBEJIOMIICH 00 2KCHepuMeHmanbHulX TaHHBIX B 3TOM obnactu. B utore Obuia pas-
paboTaHa MOJelb, KOTOpas MPOCTO OTOpPBaHA OT PEANbHBIX COOBITHH, W, TPU BCEW CBOEH
U3SIIHOCTH, IIPOCTO HE COOTBETCTBYET NEUCTBUTEIBLHOCTH.

Pa3ymeeTcsi, Mbl HE XOTUM 3asBUTh, YTO B HACTOSIIIEE BPEMSI HE OCTAJIOCh OTKPBITHIX BO-
MPOCOB B 00JIACTU U3YYCHHUSI MEXaHU3MOB JICHCTBHSI CTPECCOPOB HA pacTeHus. Tak, BecbMma ak-
TYaJIHBIM SIBJISIETCS MCCIIEIOBAaHUE MPOOIEMBbl CICIIM(PUIHOCTH JIEHCTBUSL cTpeccopoB. Benb
HE CEKPET, YTO CTPECCOPHI Pa3TMIHON MPUPOJIBI HECYT B ce0e KaKue-TO UHIUBHUAYabHbBIC Yep-
ThI, IO3TOMY, Ha (JOHE €IMHOTO HECTEIU(PUISCKOTO OTBETA PACTUTEIHHBIX KIIETOK JOJKHBI
OBITh U crerupUUecKre MPOSIBICHUS BIUSHUS TOTO WM WHOTO CTpeccopa Ha pactenue [38].
Ho, x coxanennro, BBIICYOMSIHYThIE paOOTHI BeChbMa JIaJIeKu OT PEHICHUS KaKuX-JIH0O0 aKTy-

anbHbIX Npo0iem. [IpuxoauTces eule pa3 KOHCTAaTUPOBAaTh, YTO HE3HAHME UCTOPUU CBOErO Ha-
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YYHOI'O0 HaITpaBJICHUA BMECTEC C npeHe6pe>KeHHeM COBPCMCHHBIMHU €TI0 pC3yjibTaTaMH ACIAI0T

MHOI'M€ COBPCMCHHBIC pa6OTBI COBCPIICHHO 0eCCMBICIICHHBIMH.

NuayuupoBanue yCTOMYMBOCTH M CEJIbCKOX03SMCTBEHHAS MPAKTHKA

C MoMeHTa TOJy4eHHUs MEPBBIX MOJOKUTEIBHBIX PE3yJbTATOB MO HHIYIIUPOBAHUIO YC-
TOMYMBOCTH y PACTCHHA, HAYAJIUCh AKTUBHBIC TIOMBITKH WCIOJIB30BAHUS JTOTO SIBIICHUS B
CEJIbCKOXO03MCTBEHHOM MpakThke. [Ipeanonaraiocs, 4To Ha OCHOBE STOW peaklUU yAacTcs
pa3zpaboTaTh 3(pPEeKTUBHBIE METOABI 3aLIUTHl pacTeHUN OT Oosie3Hel. OmHAKO, TIIYOOKHE HC-
CJIeTOBaHUS, IPOBEJICHHBIE B JAHHOW 00JIaCTH, OTKPBLIN LENbIN Psii HEOKUIAHHBIX MPETISITCT-

BHI Ha ITyTH BHEAPEHUS 3HAHUH 00 YCTOMYUBOCTH PACTEHUIN B CEIICKOE XO3SIHCTBO.

Dnepzoémkocmup

NuaynupoBaHne yCTOMYUBOCTH PACTEHHH CONMPOBOXAAETCS 3HAYUTEIBHOU MEPECTPOMKOMN
WX MeTabosM3Ma, B YaCTHOCTH, aKTHMBHM3allMeW aHaOOIMYECKUX MpoiieccoB. B pesymnbrare,
00JIbIIIas YaCTh PECYPCOB PACTEHUSI PACXOJIyeTCsl HE Ha POCT W BETreTalluio, a Ha 3allUTy, YTO
PE3KO CHM)KAaeT MHTEHCHUBHOCTh HapallMBaHUs OMomacchl U yposkalHOCTh pacteHus. Ha 3to
spiienue eni€ B 1905 r. oOpatuin BHUMaHUE U3BeCTHBIN dusnonor pacrenuit [lommu-Ockor. OH
OTMETHJI, YTO IPHU 3aIyCKE 3aLUTHBIX PEAKIMUA B PACTEHUSAX IMPOUCXOJAUT UHTEHCUBHOE CKU-
raHue YHEPreTUYECKUX 3a1acoB, YTO HEPEJAKO MPUBOJAUT K UX UCTOILIECHUIO [26].

Ho, Hecmotps Ha 3TO, yke B cepequHe XX B. Obliia pazpaboTaHa ¥ MIMPOKO BHEAPEHA TEX-
HOJIOTUSI UHAYLIIUPOBAHMS YCTOMYUBOCTH KYJIbTYPHBIX PACTEHUN Ha CTAIMU CEMSH U IPOPOCT-
koB [L{uT. mo 24]. Dta TexHonorus noapasyMmeBana 00paboTKy CeMsIH WIM MOJIOJIBIX PACTCHHMA
Pa3JIMYHBIMU IUCUTOPAMH NIEPE UX BBICAXKMBAHUEM B IPYHT. ABTOPBI 3TOM TEXHOJIOTMH, KAK
Y MHOT'OYHCJICHHBIE CIIELHUAINCTBI, €€ MPAKTUKYIOIIKME, HE 3aJyMaJUCh O TOM, YTO MMEHHO
paHHUE CTaJUM XKU3HEHHOTO IMKJIa B HAMOOJIBIICH CTENICHH BIUSAIOT HA JaJbHEHIIYIO )KH3HE-
CIIOCOOHOCTh, YCTOMYMBOCTh M YPOXKAMHOCTH B3pOCibIX pacTeHuid. [Ipu mHaynMpoBaHUM yc-
TOMYMBOCTU PACTEHUN HA paHHUX 3Tanax MX Pa3BUTHUS, BMECTO (POPMHUPOBAHHS MOITHON KOP-
HEBOW CHUCTEMBI M BEr€TaTUBHOM MacChl MPOPOCTKU PACXOAYIOT CBOM SHEPIETHUECKUE 3aI1achl

HAa 3aIlyCK 3allUTHBIX PEAKLUN.

Kpamkocpounocmo
Emé B 30-e roapr XX Beka ObuTa MPOJEMOHCTPUPOBAHA KPATKOCPOYHOCTH MOBBIIICHUS YC-

TOWYMBOCTU PACTEHUI B OTBET HA JEMCTBHE CTPECCOPOB. B 3TH ronpl ObUIO OTMEYEHO, YTO Ye-
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pE3 HEKOTOPOE BpeEMS IOCII€ UHIYLIMPOBAHUS, COCTOSHUE MOBBIIIEHHON YCTOMYMBOCTU K HE-
OJaronpusTHBIM BO3JCHCTBUSIM HayMHAeT MocTerneHHo ocnabeBaTh [7, 15]. Iloatomy, ecnu
00paboTaTh pacTEHUE AIMUCUTOPOM Ha CTAJAMH CEMSH, TO K MOMEHTY BCTPEUYHU C MAaCCOBBIM pa3-
BUTHEM MH(EKIIMH TMOB3POCIEBIINE PACTCHHS YacTO YXKE€ yTpauMBalOT CBOM 3allUTHHIE CBOU-
CTBa. YBBI, 3TOT (DAKT TaKKe HE YUUTHIBAJICA MPU pa3padOTKe TEXHOJIOTHI MHAYKIMH C/X pac-

TEHUH.

CHuorcenue kauecmea yposncas

[Tpouienypa MHIYIMPOBAHUS YCTOMYHUBOCTH BJICUET 32 OO0 BKIIIOUEHHE B PACTUTEIBHOM
OpraHM3Me KOMIUIEKCA 3alIUTHBIX PEAKIUi, B pe3yJbTaTe€ KOTOPHIX aKTUBU3UPYETCS JUTHU-
(uKanys KIETOYHBIX CTEHOK, HAKOIUJIEHHE (PUTOHINIOB, CUHTE3 (PUTOAIEKCUHOB U 1p. B uto-
re, NapajijiebHO C MOBBIIIEHUEM YCTOMYMBOCTH TaKHE PACTEHHS YacTO TEPSAIOT CBOM MUIIEBbHIE
Y TOBapHbIE KaueCTBa, BIUIOTh JI0 MOJIHOM HEBO3MOXHOCTU MX ynoTpeOnenus B numy. 1o cy-
TH, Mbl UHAYIUPYEM TaKUM 00pa3oM YCTOMUYMBOCTH KYJIBTYPHBIX PACTEHH K HaM CaMHM.
MHOrokpaTHO NMOKa3aHO, YTO Ul PAaCTEHHM U3 CEMEWUCTB, B YCTOMYMBOCTU KOTOPBIX 0CO0O
BaXHYIO POJIb UTpatoT puToanekcuubl (Solanaceae u Fabaceae), nnaynupoBaniue yCTOWYUBO-
CTH BOBCE HE JKEJIATEJIbHO, ITIOCKOJIbKY OHO I'dPaHTHUPOBAHO IIPUBOAUT K €CTECTBEHHOMY OT-
PaBICHUIO TIPOJIYKIIMHM PACTUTEIbHBIMH TOKCHHaMu [16, 17, 27]. YBBI, 3TOT (hakTop pucKa
MOYTH HE YUYUTHIBAETCS OTEYECTBEHHBIMU CHEUUATUCTAMU MPU IAHUPOBAHUN MEPONPUSITUI

IO 3aIUTE PACTECHHIA.

Henpaxkmuunocmob 0uomuuecko2o uHOYUUPOGAHUs YCHOUYUBOCHU

BeposiTHO, B CHITy CIIOKMBIIUXCS TPATUIUN, YCTApEBIIME 1O CBOMM HICIM U METOJaM
MPOLIEypPhl MHIYIIMPOBAHUSI YCTOMYUBOCTH BEChMa MOMYJISIPHBI U B HacTosiee Bpems. MHO-
THe HCCIEe/0BaTeNu, padoTalue B O0JACTH 3allUThl PAaCTEHUH, CUUTAIOT HEOOXOIUMBIM
BKJIFOUHTH B CBOIO PabOTy pasjie, MOCBAMEHHBIN JaHHOW TeMe. [Ipu 3ToM, Kak U CTO JIET TOMY
Ha3aJl, OHW BBIPAIIMBAIOT (PUTOMATOTECHHBIC IPUOBI B YCIOBUSAX YUCTON KYJIBTYPBHI IS TIOTY-
YCHHS «BAKIIUHBI» B BUJIC KYJbTYPATbHOM KUIKOCTH WM SKCTpaKTa U3 Mutenus [21].

OueBHIHO, YTO BBIpAIIMBaHUE TPUOA B YCIOBUAX IN VItro, ¢ menpio HApaOOTKU OONBIIUX
KOJIMYECTB «HHJIYKTOPOB» JUIsl 00paOOTKH PaCcTECHHUH, CTOMT HEMAJBIX JICHET U HeOe30IacHo ¢
MO3UIUH SKOJOTUU U MeAuIHHBL. KpoMe Toro, u3-3a 3HaYUTENbHON JOPOTOBU3HBI 3Ta MPOIe-
Iypa eIBa JIM MOXET OBbITh MPUMEHEHA Ha TIPAKTUKE B MPOMBIIUICHHBIX MacIiTadax. A Belb C

1930-x IT. U3BECTHO, UYTO TEX XK€ PE3yJbTaTOB MOXHO JOOUTHCS C MOMOIIBI0 TPUHITUTIHATIEHO
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0oJiee eneBbIX METOIOB, HAIIPUMED, TETUIOBOTO 1IoKa [5, 7, 10]. Octaéres TONBKO MopakaTh-
csl (paHaTHYECKOMY YIIOPCTBY HMCCIiefoBaTeNel, pa3 3a pa30oM BOCIPOU3BOISAILIUX IKCIIEPUMEH-

ThI, HE MOTYIIIME IPUHECTH HUKAKON MPAKTUYECKON ITOJIB3BI.

INEPCIIEKTUBBI UCIIOJIb30BAHUSA AABJTEHUA UHAYIIUPOBAHHOM YCTOMUYNBOCTHU

Ha ocHoBaHuM aHaiM3a TPyAHOCTEH, C KOTOPBIMH CONpPSIKEHA MPoLeypa HHIYLIUPOBAHUS
YCTOMYHUBOCTH PACTEHHI, MOKHO IPEANOI0XKUTh, YTO IPUMEHEHHUE 3TOI0 METOJAa B CEIbCKO-
XO35IICTBEHHOM NMpaKTHUKE siBIsieTcsl OecnepcrnekTuBHBIM. K cuacteio, 310 He Tak. [nybokoe
M3YYCHHE MOJIEKYJISPHBIX MEXaHW3MOB WHAYIIUPOBAHUS YCTOMUMBOCTHU IMO3BOJUIIO pa3pado-
TaTh a0CONIOTHO HOBBIE, SKOHOMUYECKU U OMOJOTHYECKU AP (EKTUBHBIC IPOIEAYPHl MHAYIIH-
poBaHus. Tak, B cepeaune 90-x rr. XX Beka B KaueCTBE MHAYKTOPA YCTOMYMBOCTH PACTCHUM B
CEeJIbCKOXO035MCTBEHHOIN MPaKTUKE HAayall UCIOJIb30BaTh CAIMUIMIOBYIO KUCIOTY U €€ CTPYK-
TypHble aHanoru. [Ipu 3ToMm, B OTBET Ha BO3JEHCTBUE AaKE€ OUYEHb pa30aBIIEHHBIX PacTBOPOB
ATUX BEIIECTB, PACTEHUS 3aMyCKAIM BECh KOMILJIEKC Heclenu()PHuecKnX 3allUTHBIX PeaKIluii,
MPUBOIANINX K MHAYIMPOBAHUIO ycTOWUnBOCTH [12, 51, 92].

BaxHbIMU KpUTEpHUSIMH, BBITOJHO OTJIMYAKOUIMMHU HOBYIO IIPOLEAYPY MHAYLUPOBAHUS OT
«KJIACCUYECKON» SBIIAIOTCS: JELIEBU3HA, TEXHOJIOTMYHOCTh U CBOEBPEMEHHOCTh. PacmbuieHne
paz0aBJIICHHBIX PACTBOPOB SA C TOMOIIBIO CaMOJETOB JAET BO3MOXKHOCTh JIOCTHXKEHUS YCTOM-
YUBOI'0 COCTOSIHMSI pACTEHHUIl B TO caMO€ BPEMsl, KOT/ia MOCIIEIHUE CTAJIKMBAKOTCS CO BCIIBIII-
KOM pa3BUTHsI MATOTE€HHBIX OpraHu3MoB. [Ipu 3TOM, ceMeHa U MPOPOCTKU HE MOJBEPraroTCs
JIEHUCTBUIO CTPECCOPOB, YTO MO3BOJISIET UM C(OPMHUPOBATH CHIIbHBIE B3pOCHble pacTeHus [12,
51, 92]. Pazymeercsi, HOBasi Tipolieiypa HHAYIIMPOBAaHUS HE pemiaeT Bcex npobdiem SAR (Ha-
pUMep, HAKOIUIEHNE PACTEHUSIMU TOKCUYHBIX JIJIS YeJIoBeKa (PUTOAIeKCMHOB), HO OHa, Oe3yc-
JIOBHO, HAMHOT'O IPOTPECCUBHEE «KJIACCUUECKON.

Takum oOpa3oMm, IpaHIUO3HBIE JAOCTHKEHHS, MOJIyYeHHbIE HEJAaBHO B cdepe HU3ydeHUus
SAR, cTOmB, Ka3aJI0Ch OB, IETATBHO U3YYCHHOU MPOOIEMBI, BCEJISTIOT YBEPEHHOCTD, YTO MPO-
JOJKeHHe (QyHIaMEHTANIbHBIX HCCIIECOBAHUM YCTOMUMBOCTH PACTEHUU CYJIUT MAaccy HOBBIX

OTKPBITUH U NEPCIIEKTUBHBIX TEXHOJIOTUM 3aLIUThl PACTCHHM.
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