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BBEJIEHUE

IoctanoBka mpo0JieMbl U ee AKTyaJdbHOCTh. HeoOXOIUMBIM yCIOBUEM
pa3BUTHS  psAna HMHPEKIMOHHBIX  3a00JICBaHUN  pacTEHWH, BBI3BIBAEMBIX
(bUTOMATOTCHHBIMU OaKTEPUSIMHM, SBISCTCS CIOCOOHOCTH MHKPOOPTaHU3MOB
dbopmupoBaTh in  planta  «MHOTOKJIETOYHBIE» CTPYKTYpBI, Ha3bIBaeMbIC
ouoruienkamu (Ramey et al., 2004; Srivastava et al.,, 2017). OcHOBHYIO 4YacTh
MaTpUKca OHMOIUICHOK, OOBEIUHSIONIETO OTACIIBHBIC KJICTKH MHKPOOPTaHHW3Ma B
CAVHYIO CTPYKTYpPY, COCTaBJISIOT SKCTPAKICTOYHBIC IOJMCAaXapHabl OaKTEpHiA
(ax3omnonucaxapuasl wim I1IC) (Wilkinson, 1958; Flemming et al., 2010; Ghafoor
et al., 2011). IToMrUMO BBIMOTHEHUSI CTPYKTYPHBIX (PYHKIUN B COCTaBE MaTpuUKca
oworenok, OIIC Moryr BbICTYNaTh B KayeCTBE HMMYHOMOJYJISTOPOB
(3TUCUTOPOB) WM HMMMYHOCYNPECCOPOB, a TaKkKe 3allWIlaTh KICTKH
MHUKpPOOPTaHU3MOB OT Pa3IUYHBIX HEOJIAronpHsITHBIX (aKTOPOB, HAIPUMEpP, OT
00e3BOKHUBAHUSA, JACHCTBUS TSKEIBIX METAJLUIOB, OKHUCIHTENCH, (DUTOAICKCHUHOB,
MOJUTIOTAaHTOB U aHTHOMOTHKOB (Rolfe ef al., 1996; Yun ef al., 2006; Aslam et al.,
2008; Nwodo et al., 2012; Kakkar et al., 2015; Wang et al., 2019; Zainab et al.,
2020). Ha mpumepe psiga (UTONATOTEHHBIX OaKTepUid MPOJIEMOHCTPUPOBAHO, YTO
OIIC cnyxatr B kadectBe ¢akTopoB BupyineHTHOCTH (Rudolph et al., 1994;
Condemine et al., 1999; Vuong et al., 2004).

Y omHMX W3 HauOojiee BPEAOHOCHBIX (UTOMATOTCHHBIX OaKTepuid —
npeacrasureneid poaa Pectobacterium — OIIC He uaeHTU(UIMPOBAHBI U HE
paccMaTpHBAIOTCS B KauecTBe (PAKTOPOB, OMPEICIAIONINX WX B3aMMOJICHCTBHE C
pacteHusMu. OTHAKO HA HAJIMYUE STUX MOJMMEPOB Y TICKTOOAKTEPHH, a TaKKe Ha
WX BOXHYIO POJIb B TATOT'CHE3¢ YKa3bIBacT sl (hakToB. BO-TIepBBIX, B TCHOME 3THUX
OpraHU3MOB €CTh TCHBI, AHHOTHPOBAHHBIC KaK KOJUPYIOIIHE (HEPMEHTHI
ouocunTesa DI1C. Bo-BTOpHIX, SKCTIpEeCcCHs ATHX TEHOB HHAYIIUPYETCS B YCIOBUAX
in planta (Gorshkov et al., 2018). U, B-TpeThbUX, B COCy/1aX MEPBUUYHONU KCUIEMBI
pacTeHUs-X03siMHA TEeKTOOAKTEepuru 00pa3yloT 0coOble OHOIICHKO-TTOJ00HbBIC

CTPYKTYpPbI — 6aKTCpI/IaJIBHBIC C—)M6OJIBI, B KOTOPBIX OTACJIIBHBIC KIICTKHU



MUKpOOpraHu3Ma OOBEIUHEHbl B LEJOCTHYIO CTPYKTYpy TMpHd TMOMOUIU
sKcTpakieTounoro marpukca (Gorshkov et al., 2014).

B kauecTBe MNEPBUYHOIO SKCTPAKIETOYHOTO MATpPUKCA OaKTEepHAIbHBIX
HMOOJIOB CITYKaT MOJIUMEPHI HE OAKTEPUAIBHOIO MPOUCXOXKIEHHUSA, KaK B CiIydyae
TUMIUYHBIX OWOIJIEHOK, a pAacTUTEIBHOTO, a HMEHHO BBICOKOMOJIEKYJISIPHbBIE
(dbparmMeHTbl NEKTUHOBOTO Mojiucaxapuaa pamHoraitaktyponana I (PT-I) (Gorshkov
et al., 2016). Takue ¢pparMeHThl BEICBOOOXKIAIOTCS U3 PACTUTEIBHBIX KJIECTOUHBIX
CTEHOK B JIIOMEHBI COCYJIOB B pE3yJIbTaTe€ MAaTOT€H-UHAYLHPYEMON peaKinu
pacrenusi-xo3siHa (Gorshkov et al., 2016; Tsers et al., 2020). B nromene cocynos
dbparmentsl PI'-I dopMupyoT moimuMepHyr Ce€Th, B KOTOPOH YACPKHBAIOTCS
KJIETKU TEeKToOaKkTepui, o0pa3ysd IUIOTHYIO «MHOTOKJIETOYHYIO» CTPYKTypy. B
CBS3M C 3TUM, OakTepuaibHble 3MOOJIbI MOXXHO PacCMAaTPUBATh KaK MPOJYKThI
UHTEprpalid TMaToreHa M XO3iMHA, IOCKOJbKY B HX (opMUpOBaHMH 00a
opraHu3Ma MpUHUMAIOT akKTHUBHOe ydactue. McciemoBanue  Ouorenesa
OakTepHalIbHBIX SMOO0JIOB MPEACTABISIET OOJBIIYI0O BAXKHOCTb ISl MOHUMAHMS
MPOLIECCOB B3aMMOJEHCTBUS NEKTOOAKTEpUN U PACTEHUN, a TakKe pa3BUTHUS
MSATKUX THUJIEH — 3a001€BaHM, BBI3bIBAEMbBIX ITUMHU (PUTOTIATOTCHAMM.

B xone paszButusa 6akrepuanbHoro sm6ona PI'-I moctenenHo paspyinaercs,
HO, HECMOTpPSI Ha 3TO, SKCTPAKIETOUHBI MAaTPUKC HE UCUE3AeT U JIE3UHTErpaluu
OakTeprallbHOro 5MO00JIa HE MTPOUCXOIUT. B CBA3M € STUM, MBI BBIJBUHYIH
TUIIOTE3y, 4YTO MNepBUYHBIM MaTpukc u3 PI-I, mo wmepe «cospeBanus»
OakTepralbHOro 3M00Ja, 3aMellaeTcs MOJUMEpPHOM ceThlo, coctosamen u3 JIIC,
KOTOpbIC MPUHUMAIOT Ha ceOs1 QYHKIUIO yAEep)KUBAHUS KJIETOK MEKTOOAKTEPHl B
paMKax «MHOTOKJIETOYHOI» CTpYKTypbl. KpoMe TOro, mockoiibKy Mpu pa3BUTUU
OakTepHallbHBIX 3MOOJIOB B COCyJax IMEPBUYHOM KCHIIEMBbl YBEJIMYMBAETCS
cojepxkanre axkTuBHBIX ¢GopMm kuciaopona (Gorshkov et al, 2016), w™bl
MIPEANOJIONKUIN, YTO TTOMUMO CTpYKTypHOU (PyHKumu OIIC moryt urpath pojb
AHTUOKCUJAHTOB M HMMYHOCYNPECCOPOB,  MPEJOXPAaHSIOMUX  KIETKH

MEeKTOOAKTEPHUH OT 3alIUTHBIX PEAKIIUNA PACTCHHIM.



Hear um 3amaum wucciaegoBaHusi. llenbio HAcCTOSIIEro HMCCIEIOBAHUS
apisieTcss  uaeHTudukamus — sx3ononucaxapunoB  (DIIC)  Pectobacterium
atrosepticum U CTPYKTYpHO-(DYHKIIMOHAJIbHAs XapaKTepUCTHUKA TUX MOJHUMEPOB,
HaIpaBJIeHHAs Ha BBIACHEHHME HMX POJIM BO B3aMMOJEHCTBUM NEKTOOAKTEPHM C
pacteHusiMU. JIJisi NTOCTHXKEHHMsS] JaHHOW 1€ OBUTM TMOCTABJIEHBI CIEAYIOIINE
3a/layu:

1. Bwimenutes DJIIC P. atrosepticum u pacmimdpoBaTh CTPYKTYpy HUX
PETYIISIPHOTO 3BEHA.

2. Ouenuts nHamuuue OIIC P. atrosepticum B COCTaBE€ MaTpPUKCA
OakTepuadbHBIX 3MOOJIOB, OOpa3yIIMXCS B COCYJax IEPBUYHON KCUIIEMBI
pacTeHuil, THPUIIUPOBAHHBIX 3TUM (PUTOMATOI€HOM.

3. Omnpenenuts cnocooHocts OJIIC P.  atrosepticum BAUATH Ha
PEOJIOTUYECKHE CBOMCTBA BOAHBIX PACTBOPOB U (POPMUPOBATH HAAMOJEKYISPHbBIE
arperarsbl.

4. ITpoBeputh Bo3MoxkHOCTh yuacTusi JIIC P. atrosepticum B J€TOKCUKAIIUU
aKTUBHBIX (POPM KHCIOPOJA.

5. Ouenuts Bnusinue OIIC P. atrosepticum Ha (QPUTOMMMYHHBIE PEaKLIUU
pacTeHu.

Hayuynass HoBu3Ha pabGorel. Brnepseie y mnpenacraButeneit  popa
Pectobacterium o6napyxensl OJIIC. BnepBbsie pacmmdpoBaHa CTPyKTypa
peryisipHoro 3BeHa JIIC P. atrosepticum. BnepBwie mnokazano, uto JIIC P.
atrosepticum BXOJAT B COCTaB JKCTPAKJIETOUYHOTO MaTpUKca OaKTepualbHBIX
AMOOJIOB — OMOIUIEHKO-TIOAOOHBIX CTPYKTYp, 00pa3yeMbIX 3TUMH OaKTepUSIMHU B
cocygax NEpBUYHOW  KCHJIEMbl HMHQUUUPOBAHHBIX pacTeHuid. Brepsbie
npoaeMoHcTpupoBano, urto OIIC P.  atrosepticum 00nanalOT TaKUMU
¢u3nYecKUMU  CBOMCTBAMHM  (CITIOCOOHOCTh  YBEJIMYHMBATh BS3KOCTh BOIHBIX
pacTBOpOB, a TakXke OOpa3oBBIBaTh KpPYIHbIE HAIMOJIEKYJIIPHBIE arperarsl),
KOTOpblE MOTYT CIOCOOCTBOBAaTh MOJACPKAHUIO CTPYKTYPHOM IEIOCTHOCTH
OakTepHallbHBIX 3MOOJOB B cOCyAax KCUJIEMbl pacTeHUN-Xo35eB. Brepsbie

BbsicHeHo, 4Tto JIIC P. atrosepticum o0ecrneunBaIOT JIETOKCUKAIIUIO aKTHUBHBIX



(GbopM KUCIOPOJa U MOBBIAIOT YCTOMYMBOCTD KJIETOK K JAEHCTBUIO OKUCIUTEIEH.
Bnepseie MOKa3aHo, 4TO OIIC P. atrosepticum o0nagaroT
(UTOMMMYHOCYIIPECCOPHBIMU CBOMCTBAMHU, KOTOPBIE BBIPAKAIOTCS CIIOCOOHOCTHIO
ATUX MOJUMEPOB MOJABIISATh 3AUIUTHBIE PEAKUWHA PACTEHUH, HHAYLHUPYEMbIC
sk3oreHHbIMU AnucuTopamu (ITAMII, naToren-accolMUpPOBaHHBINA MOJEKYISIPHBIN
nattepH). Brnepoie ycranosneno, uro JIIC P. atrosepticum urparoT BaXHYIO
poJib B GOPMUPOBAHUH CUCTEMBI MTAPA3UT-XO35UH.

Hay4yHo-npakTuyeckass 3HA4YMMOCTh padoTbl. [lonydeHHbIE [aHHBIE
BHOCAT BKJIAaJ B T[IOHMMaHUWE TIPOLECCOB B3aUMOJCWUCTBUS PpPACTEHUH C
¢uTONMATOreHHBIMU OaKTEPUSIMU M Pa3BUTUS HMHQPEKIMOHHBIX 3a00JIEBaHUIM
pacTeHuil, a TakXe POJIU DHKCTPAKICTOUYHBIX TOJUCAXapUIOB OakTepuil B
pPacTUTENIbHO-MUKPOOHOM B3aUMOJCHCTBUU. BBISBICHB HEONUCAHHBIE paHee
MeTa0oJIUThl (PUTONMATOTEHHBIX MEKTOOAKTEpUi, KOTOPbIE BO MHOT'OM OIPEIEIISIOT
UX CIOCOOHOCTH KOJIOHU3UPOBATh OPraHU3M pPACTEHUSI-XO3IMHA U BBI3bIBATh
MaToJIOTUYECKUil mporecc. Pe3ynbraThl pabOTbl MOTYT CIIYXUTh OCHOBOM ISt
CO37aHUsl HOBBIX CIOCOOOB  KOHTPOJS ~ MSTKUX THWIEH, BBI3bIBAEMbBIX
MEKTOOAKTEPUSIMHU.

[lokazano, uyto OJIIC P. atrosepticum 0051a1alOT CIIOCOOHOCTBIO
yYBEJIMUMBATH  BA3KOCTb  BOJHBIX  PAacTBOPOB,  OOpa30BbIBaTh  KPYIHbIE
HAJMOJIEKYJISIpHbIE arperarbl, a Takke 00eCleyuBaTh JETOKCUKAIMIO aKTHBHBIX
dbopM KHCTOpoAa W 3aAlIMINATh KIETKH OT ACHCTBUS OKHUCIHTENEH — TO €cCTh
CBOICTBaMHU, KOTOpblE MOIYT OBITb BOCTPEOOBAHBI B PA3NIMUHBIX OTPACIAX
MIPOMBIIIJIEHHOCTH, MEAUIIUHBI U CENBCKOI'O XO35ICTBA.

OKCIIEpUMEHTAJIbHBIE JAHHBIE U METOAMYECKHE IPUEMBI, HU3JI0KCHHBIE B
pabore, MOryT OBITh MCHOJB30BAHBI B CEIBCKOXO3SHCTBEHHBIX, MEIUIIMHCKHX,
OMOJOTUYECKUX M OMOTEXHOJIOTMYECKUX YUPEKICHUSX, a TakkKe B ydyeOHOM
npolecce Npyu YTEHUU KYpCOB JIEKIUH 10 (PUTONaTooruu, Gpu3noaorud pacTeHun
1 Mukpoobuonorun BY3ax.

Cesa3b pa0doThl ¢ HAYYHBIMHM INPOrPaAaMMaMHM M COOCTBEHHbIH BKJIAJ

aBTopa B mucciaenoBaHusi. PaGora mpoBoawrtace ¢ 2014 mo 2021 rr. B
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COOTBETCTBUM C IIaHOM HayudHbiX ucciegoBanuii KNUbb ®UIl KaszHI[ PAH no
TeMe «Pa3BUTHE TEHOMHBIX M TMOCTI€HOMHBIX HCCIEIOBAHUN ISl BBISICHEHUS
MOJIEKYJIIPHBIX MEXaHU3MOB (PYHKIIMOHUPOBAHUS >KUBBIX CUCTEM M CO3JaHUS
OpPraHU3MOB C 3aJJaHHBIMH CBOMCTBaMU» (ToC. perucTpalroHHbI HoMep AAAA-
A18-118022790082-2). UccnenoBaHusi aBTOpa YaCTUYHO MOJJEPKaHbI TpaHTaMU
POOU Ne 19-34-90124, MK-2191.2017.4., MK-7359.2015.4., PH® Ne 15-14-
10022, a Taxxe merarpaHToM MMHHCTEpCTBA HAyKH M BBICIIErO0 0Opa3oBaHUS
(cormamenune Ne 075-15-2019-1881). Hayunble mNOJOXKEHHUS OHUCCEpTALUU U
BBIBOJIbI 0a3UPYIOTCS Ha pe3yjibTaTaXx COOCTBEHHBIX MCCJIEI0BAHUI aBTOpA WM Ha
JAHHBIX, TOJYYEHHBIX IPU €ro HENOCPEACTBEHHOM YydacTuu. PacmmdpoBka
cnexktpoB SAMP u aHanu3 AaHHBIX AMHAMUYECKOTO CBETOPACCESHHUS MPOBEICHBI
coBMecTHO ¢ k.0.H. Mukmunoit I1.B (KMbb ®UI[ KasHI[ PAH) u IllamkoBbim
A.C. (MOX wum. 3enunckoro). Peonmornueckue CBONCTBa IMOJIMMEPOB OLIEHEHbI
coBMecTHO ¢ K.T.H. Kanpiiiposeim AW (UDIIT ®UILL KasHI[ PAH). Ananus c
MOMOIIBIO 3JIEKTPOHHOU U (PIIyOpEeCEHTHON MUKPOCKOIIUYU IIPOBEIEH COBMECTHO C
k.0.H. Areeoii M.B (KUBb ®UI] Ka3zHI[ PAH). [TonuknonaneHble aHTUTENA
MPOTUB II€JIEBBIX MOJMMEPOB MOJy4YeHbl COBMECTHO C K.0.H. Bypwiruubim I'.JI
(MUb®PM PAH).

IToJ10:keHUs1, BBIHOCHMMBbIE HA 3AIIUTY:

1. ®uronaroreHusie Oaktepuu Pectobacterium atrosepticum CHnoCOOHBI
cuHTe3upoBaTh pa3BeTBiIeHHbIE DIIC, OCTOB KOTOPBIX COCTOMT M3 OCTAaTKOB O-
raJIaKTONUPaHO3bl, 0-MAaHHOTMPAHO3bl U O-PAMHOMUPAHO3bI, a OOKOBBIE MU W3
OCTAaTKOB (-TaJJaKTONUPAHO3bI, AalETUIUpPOBaHHOM 10 O-2 TMOJOXKEHUI0, U
SPBUHHUO3BI.

2. OIIC P. atrosepticum BXOISAT B COCTaB SKCTPAKIETOYHOTO MaTpUKCa
OakTepuadbHBIX 3MOOJIOB, OOpa3yIIIMXCS B COCYyJax TMEPBUYHONU KCHUIIEMBI
pacTeHuil, THPUIUPOBAHHBIX YTUMH MATOr€HAMMU.

3. OIIC P. atrosepticum SIBASIIOTCS MHOTO(YHKIIMOHAJIBHBIMU TOJUMEPaMHU,

KOTOpbIE 00€CIEUMBAIOT CTPYKTYPHYIO LIEJIOCTHOCTh OaKTepUalIbHBIX 3MOOJIOB,

11



3AIIMINAIOT KICTKW OakTepud OT JEWCTBUS OKHUCIUTENEH W  IMOJABISIOT
(bUTOMMMYHHBIC OTBETHI PACTEHUM-XO035EB.

AnpoGanuss  padorbl.  Pe3ynbrarhl  aUCCEPTALIMOHHOW  PabOTHI
npeacrasinenbl Ha XVIII xonrpecce IS-MPMI 2019 (International Society for
Molecular Plant-Microbe Interactions, Benuxoopuranusi, ['masro, 2019), 8-m
konrpecce FEMS 2019 (Federation of European Microbiological Societies,
BenukoOpuranus, I'mazro, 2019); wa 9-oii Bcepoccuiickoil KkoHbepeHIIUN
MOJIOJIBIX YUeHbIX «CTpaTerusi B3auMoJeHCTBUSI MUKPOOPTaHU3MOB U PACTEHUM C
okpyxaromeit cpenoi» (Poccus, CapatoB, 2019); nHa 4-m u 5-m Poccuiickom
CUMIIO3UYME C MEXKIYHApPOJHBIM ydacTueM «DUTOMMMYHUTET U KJIETOYHAS
curHanu3anus y pactenuii» (Kazansp, 2016; 2021); nHa V MexxayHapoIHONW HAy4HO-
npakTudeckoi koHpepeHunn «buorexnonorus: Hayka u npaktukay (Kpeim, fnra,
2017); na 2-oi, 3-eit, 5-oif Bcepoccuiickoit koHpepeniuun «DyHnameHTaIbHas
rimkoouosorusi» (CapatoB, 2014, Bnaguoctok, 2016, I'aruuna, 2021); na IX
Coe3ne obOmiectBa ¢usmosioroB pacrennit Poccun «®dusnonorus pacreHuil —
OCHOBa coznaHusi pacrenuit Oynymiero» (Kaszanw, Poccus, 2019); a Taxke Ha
utoroBeix koHdpepenuusx KMbb ®UIL Ka3zHI[ PAH (Kazauns, 2018, 2019, 2020,
2021). Tlo pe3ynbraTaM pabOTHl OMYOJWKOBAHBI JIBE CTaThU B 3apyOEKHBIX

PELEH3UPYEMBIX U31aHUSX.
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I'JIABA 1. OB30P JIUTEPATYPHBI
1.1. Msirkue rHuJIM pacTeHUil, BbI3bIBaeMble 0aKTepUsIMHU poJa
Pectobacterium
MsiTKue THUJIM pacTEHUH — paclpocTpaHeHHOE 3a00IeBaHUE, TIPUBOSINIEE K
noTepe /10 MOJOBUHBI ypoxkas kaptodens u oBomHbIX KynbTyp (Bhat ef al., 2010;
Czajkowski et al., 2011; Marquez-Villavicencio ef al., 2011). Bo36ynurenu 3Toro
3aboneBaHusi — Oaktepuu ponoB Pectobacterium (nexktoOaktepuu) u Dickeya
(mukelin) OTHECEHBI K OJHUM U3 HaumOoJee BPEIOHOCHBIX (PUTOMATOTCHOB
(Mansfield et al., 2012). Panee mpencraButeneit Pectobacterium w Dickeya (v
psama Ipyrux pojaoB (UTOMATOTEHHBIX OaKTEpWii) OTHOCWIM K OJHOMY POIY
Erwinia. OgHako ¢ pa3BUTHEM METOJIOB (hMIOTCHETUYECKOTO aHaln3a, a 3aTeM U
T€HOMHOTO CEKBEHHWPOBAaHHUS, TIEKTOOAKTEPUH M JUKEHU BBIACIWIA B OTACIHHYIO
rpynmy «Soft-rot Enterobacteriaceae», KOTOPYIO MO3XKe MepeuMeHoBaIN B «Soft-

rot Pectobacteriaceae» (Van Gijsegem et al., 2021).

1.1.1. CumnroMaTuKa B3aMMOIECTBUA PaCTeHU U OaKTepuii poaa
Pectobacterium

[lekToOakTepun © JUKEHW SBJISIOTCS TUIWYHBIMUA TEKTOJTUTHYCCKUMU
OakTepusMH, KOTOPHIC BBI3BIBAIOT PA3JIOKEHUE TMOJUMEPOB (B OCHOBHOM
MEeKTUHOB) KJIETOYHOM CTEHKHM PACTEHUM, B TIEPBYIO O4Yepellb, CPEIUHHOU
IJIACTUKU. DTO MPUBOJIUT K Mallepallii TKaHed U (GOPMUPOBAHUIO CHUMIITOMOB
MSTKUX THWICH B pa3jIW4YHBIX OpraHax pacteHui-xossieB (Puc. 1). Msarkue raunu
MOTYT Pa3BUBATbCS HE TOJBKO HA PACTYUIMX PACTEHHUAX, HO W Ha MNPOAYKTax
pacTeHUeBOICTBA (TUIOJbI, OBOIIM, KIYOHEIIONbI, KOPHEIUIOJAbI) MPU XpaHEHUU
(Bhat et al., 2010). Hekotopsle Buabl poaa Pectobacterium BbI3bIBaIOT CUMIITOMBI
yepHoil HOXKkH Kaprodens (Puc. 1). DTo 3abosieBaHuEe BBIpaKaeTCsi THUCHUEM
OCHOBaHHUS CTECOJIS.

[ToMUMO MSTKUX THWIEH M YEPHOH HOXKKH MEKTOOAKTEPUM/IUKEHH TaKKe
MOTYT BbI3bIBATh CUMIITOMBI yBsiAaHusl. CUMTAETCS, YTO YBSAIAHUE MPEAIIECTBYET

pa3BUTHIO THUJIEH M sBIsETCS oOpaTUMOMl cranueld MH(EKIuu: TO eCTh Mocie
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NPOSIBJICHHUsI CUMITOMOB YBSJaHUS HWHQUIIMPOBAHHOE PACTEHUE €IIe MOXKET
BOCCTAHOBUTBLCS M HE UMETh Kakux-inbo matojoruii (Ansermet et al., 2016).
WHayKnus THIJIOCTHBIX TPOIECCOB, HA00OPOT, KakK MPaBWIIO, pacCMaTPUBACTCS
KaKk HeoOpaTuMasl cTaaus HWHOEKIUU, KOTopas B HTOre MPUBOJUT K TuUOeIn

X035IMHA WK K ero cuibHOMY nopaxkenuto (Lapwood, Harris, 1982; Helias ef al.,

2000; Perombelon, 2002).

Puc. 1. Cumnrombl 3a00neBaHUl, BBI3BIBAEMBIX MPEACTABUTEISIMU POJia
Pectobacterium. A — msrkas rHuIb pacteHuit Tabaka (Gorshkov et al., 2014); b —
MsTKasi THUJb pacteHuit Zantedeschia sp. (Luzzatto et al., 2007); B, I' — uepnas
Hoxkka kaprodens (http://ephytia.inra.fr/en/D/4480; Mahdis et al., 2020); I —

MsTKasi THUIb KiyOHel kaptodens (AdonuH u ap., 2008).
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HecmMoTpss Ha TO, 4YTO TEKTOOAKTEpUHU  BOCIPUHHUMAIOTCS  Kak
BBICOKOBPEIOHOCHBIC (DHTOINATOTCHBI, BBI3BIBAIONINE THHJIOCTHBIC IPOIECCHI,
B3aMMOJICUCTBHE O3THX OaKTEpUil C paCTCHHUSIMH-XO3SC€BaMHU TOpa3qo dvalle
MPOXOJUT OECCHMITOMHO, HEXenu ¢ pasBuThem mnarojioruii (Hayward, 1974;
Perombelon, Kelman, 1980; Perombelon, 2002; Toth, Birch, 2005; Charkowski,
2007). U3 knyOHel, KOHTAMUHUPOBAHHBIX MEKTOOAKTEPUSIMH/IUKEHIMU, MOTYT
mpopacTaTh BH3yaJIbHO 3J0pPOBBIC pacTeHHs 03 KaKuX-JIM00 MPU3HAKOB
3aboneBanus (Webb, Wood, 1974; Perombelon, Lowe, 1975; Perombelon, 2002;
Charkowski, 2007). Bo MHorux cnydasx Aake HCKYCCTBEHHasi WHOKYJISALIMS
pacTeHUil ATUMHU (PUTONMATOTCHAMHM HE MPUBOAHWT K Pa3BUTHIO MATOJIOTHYECKOTO
nporecca (Perombelon, 2002; Marquez-Villavicencio et al., 2011).

beccuMnToMHOE B3aMMOJCHCTBHE TEKTOOAKTEPHI/MTUKEH € PpacTEHUSIMHU
OOBIYHO CBSI3BIBAIOT C HEONTHMAIBHBIMHU JUISI Pa3BUTHSI THUITHYHBIX WHQEKITHH
MOTOAHBIMH YCIOBUSAMHU (HHU3Kasl BIAXKHOCTh, HEONITUMAJIbHAS TEMIIepaTypa | T.JI.)
(Perombelon, Kelman, 1980; Czajkowski et al., 2011). Ognako gake B yCIOBUSIX,
OJIarOMPUATCTBYIOMINX  HMH(PEKIIMOHHOMY  TIPOIIECCY, OonpIIas ~ YacTh
WHOUIIMPOBAHHBIX IMEKTOOAKTCPUSIMH PACTCHHHA OCTaeTCs 0e3 MPU3HAKOB
3aboneBanus (Perombelon, 2002; Marquez-Villavicencio et al., 2011). Jlaxxe B Tex
CITy4asiX, KOT/Ia pa3BHBACTCS THITUYHAS (COMPSDKCHHASI C Pa3BUTHEM XapaKTEPHBIX
CUMIITOMOB) HMH(QEKIHs, KaK TPaBHJIO, CHMIITOMBI TIPOSBISIOTCS JIMIIb Ha
HEKOTOPHBIX To0erax, a OOJbIIas 4acTh IMOOETOB OCTAETCS BHEIIHE 3I0POBBIMHU,
XOTd W  KOHTaMHUHHUpOBaHHbIMM  maTtoreHoM (Perombelon, 2002). C
JTUKOPACTYIIIUMH  PACTCHUSMH  IEKTOOAKTepUM/IUKEH  OCOOCHHO  YacTo
B3auMojielicTByro 6eccumntoMHo (Tsror et al, 2010; Fikowicz-Krosko,
Czajkowski, 2018).

BaxxHo, 4YTO BepTHKalbHas TpaHCMHccHs ¢uTOoNaToreHa (mepemada OT
OJTHOTO TIOKOJICHUS (BET€TaTUBHOT'O) X035IMHA APYTOMY) MOXKET IIPOUCXOIUTD JaXKe
B TEX ClydasX, KOrJa CHUMIITOMBI 3a00JICBaHHS HE MPOSBISAIOTCS, TO €CTh Ha
BHCIITHE 3JI0POBBIX pacTeHUAX MOTYT dbopMHpOBaTHCS KITyOHH,

KOHTAMUHUPOBaHHBIE  ATUMU  MHKpoopranusmamu  (Perombelon,  1974;
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Perombelon, Kelman, 1980). bonee Toro, BepTUKalbHas TPAHCMHUCCHUS
nekrobakrepuit/aukei He Oblia Obl BO3MOXKHA 0€3 0ecCUMNTOMHON MH(MEKIUU.
Ecnmn Obl KOHTAMHHHUPOBAHHBIA KIyOCHb WIM MOJOJO€ pacTeHHEe OBICTPO
norudaim u3-3a arpecCUBHOIO «IOBEJICHUS» Mapa3nuTa, HOBOE MOKOJICHHE X035iMHa
HE TMOSBIUIOCH OBI, U MATOTEH JMman Obl ce0st sKomormueckoil Humm. [losTomy
pa3BUTHE MSTKAX THWJICH, BBI3BIBAEMBIX MEKTOOAKTEPUSIMU/TUKEIMH, PEIKO
MPOSIBIISICTCSI HA FOBCHWJIBHBIX PACTCHHSIX, 2 B OCHOBHOM MpPHUYpPOYEHO K Ooiee
MO3/THUM dTaliaM OHTOT€HETHYECKOro pa3BUTHUs pacTeHus-xo3suHa (Webb, Wood,
1974; Perombelon, Lowe, 1975; Perombelon, 2002; Charkowski, 2007).
HHTepecHo, YTO €ClNM yJaIWTh HMCXOJHO KOHTAMUHUPOBAHHBIM MaTePUHCKHUN
KIyOeHb 1O TOTO KakK Ha IIpopacTalolleM U3 HEro MaTepUHCKOM pacTEeHUU
chOpMHPYIOTCA CTOJIOHBI, HOBOE IIOKOJEHUE PACTCHHSI-XO3IMHA OKaXeTCs
CBOOOJIHBIM OT MATOTeHa, TO €CTh BEPTUKAIbHAS TPAHCMHUCCHUS HE OCYIIECTBUTCS

(Perombelon, 1974; Perombelon, Kelman, 1980).

1.1.2. ®akTopbl BUPYJICHTHOCTH OaKkTepuii poaa Pectobacterium

[lexToOakTepun W AWKEHU OTHOCSATCS K TIATOT€HaM, HCIOJIB3YIOUIUM
«rpyoyro cuny» («brute force») mmst komonuzaruu pacteHuii-xo3seB (Charkowski
et al, 2012). Takas «cuna» 3aKIO4YaeTcss B MHTCHCHUBHOM MPOAYKIIHMH
OKCTPAKIETOUYHBIX  (PEPMEHTOB, pPa3pyLIAOIIUX MOJUCAXapuAbl H  OenmKu
pacTUTETHHON KJIETOYHON CTCHKHU: MEKTATINA3BI, MEKTUHITHA3HI,
MOJTUTATIaKTyPOHA3HI, EJLTIONA3bI, MEKTUHMETHIIICTEPA3HI, MpOTeaskbl.
JlemonuMepasbl yrieBOJIOB MEKTOOAKTEpHA M AUKEH TPaHCTIOPTHPYIOTCS BO
BHEIIHIOIO cpeny (B TOM YHWCIIE B amoIjiacT) B JBa JTana. BHawane (epMeHTHI
TPAHCIOUUPYIOTCS B MEPUIIA3MATHUECKOE MTPOCTPAHCTBO C MOMOIIBI0 crcTeM Tat
u Sec, a 3aTeM MEPEHOCATCS BO BHEIIHIOI CpPEAYy Yepe3 CHCTEMY CEKpeluu
Broporo tumna (Corbett et al., 2005). [Tomumo nemomuMepas yrieBOJOB Yepe3
CHCTEMY CEKPEIIMH BTOPOTO TUIA TAKXKE TPAHCIIOPTUPYETCS PsiI IPYruX (pakTopos
BUPYJICHTHOCTH MEKTOOaKTepuii, a MMeHHO Oenku Nip 1 Svx. MyTaHTBI IO reHam

TUX OEJIKOB UMEIOT CHIKEHHYIO BHUPYJIEHTHOCTb, a 0enok Nip HHIYIHUpPYET
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pa3BUTHE HEKpO3a pacTUTENbHBIX KieTok (Mattinen et al., 2004; Corbett et al.,
2005; Pemberton et al, 2005; Coulthurst et al, 2008). OgHako MeXaHHU3MBI
neiictBusi OenkoB Nip W Svx mnoka He pacmupoBaHbl. DKCTPAKJIECTOUHbIE
poTeas3bl TPAHCIIOPTUPYIOTCA U3 KJIETOK MEKTOOAKTEpU B OKPYKAIOIIYIO Cpeay
HEMOCPEICTBEHHO U3 LIMTOIIa3Mbl ITPU TIOMOIIY CUCTEMbI CEKPELIUU NIEPBOTO TUIIA
(Fuente et al., 2007).

[TomMuMO cuCTEM CEKpelHMH NEPBOTO W BTOPOTO THUIIOB, Y MEKTOOAKTEpUi
TaK)X€ €CTh CUCTEMbI CEKPELMH TPEThEro, YETBEPTOro, MATOrO0 M LIECTOTO TUIIOB
(Bell et al., 2004). Cuctema cekpeuun tpethero tuna (CCTT) u cekpetupyembie
yepe3 Hee H(PGeKTopHble OETKU M XapHUHBI XOPOIIO OXapaKTepU30BaHBI Y
¢uronaroreHoB ponoB Xanthomonas n Pseudomonas, ninsi KOTOPBIX XapaKTEPHO
OoJnee «IeNMKAaTHOE MOBeACHHE» in planta MO CPaBHEHUIO C «IOBEACHUEM)
nekronuTrueckux o6akrepuit (Alfano, Collmer, 2004). CCTT npeactasisieT codooi
nuwib (KaHal), TPOHU3BIBAIOIIUN U OaKTEpPHAbHYIO, U PACTUTEIbHYIO KJIETKH.
bnarogaps atomy 3 dexkropHbie OENKU MOTYT JTOCTaBIATHCSA U3 KIETOK OakTepuit
HEMOCPEJCTBEHHO B  LUTOIUIa3My  KJIETKM  XO3iMHA. XapIWHbI, TaKkKe
tpancnoptupyembie yepe3 CCTT, BbICBOOOXKAAIOTCS B aloIIacT, a B MPOTOIIIACT
KJIETKH X035iuHa He momnanaioT (Buttner, Bonas, 2002). ®yukiuu 3¢ heKTopHbIX
O0enkoB pasHoruiaHoBble. C  OAHOW CTOPOHBI, OHM MOTYT OJOKHUPOBATH
¢uroummyHHble oTBeThl (Siamer, 2014) w/unu CciayXuThb HWHAYKTOpAMHU TaK
Ha3bIBa€MbIX BOCHpUUMYUBBIX OTBeTOB (Gorshkov, Tsers, 2021) — To ecThb
peakuuid, akTUBAIMs KOTOPBIX HE YBEIWYMBAET, a, HA0OOPOT, CHUXKAET,
YCTOMYMBOCTh pacTeHui K mapa3uty. C npyroil cTopoHsl, 3pdeKkTopHbie OenKu u
XapnuHbl MOTYT HHIYIHPOBaTh (DUTOMMMYHHUTET, UTpas poJib CHenu(pUIHBIX
AK30TEeHHBIX AMUCUTOpOB (Bauer ef al., 1995; Ger, et al., 2014).

VYV nekrobakrepuit CCTT wu3ydyena MeHblle, 4eM Yy KCAaHTOMOHaaA W
MICeBJIOMOHA/I. Y TMEKTOOaKTepuil OOHApYX EH JIUIb HEOOJBbIIONW HAaOOp OENKOB,
TPaHCHIOPTUPYEMBIX 4Yepe3 3Ty CHUCTeMY. TeM He MeHee, MYTaHTHbIe IITaMMbI
nekrobakrepuit mo reHam 6eiakoB CCTT uMeIoT CHHKEHHYI0 BUPYJIEHTHOCTH IO

cpaBHeHuto ¢ qukuM TUnoMm (Ageichik et al., 2002; Holeva et al., 2004). Onun u3
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s dexropubix 6enkoB CCTT mexrobaktepuit — DspE (disease-specific protein E)
— WHAYOHPYET MPOTPAMMHPYEMYI0 KIETOYHYIO CMEpPTh Y PAaCTCHUM-XO035E€B H
MoJaBJsEeT pa3BUTHE MMMYHHBIX OTBETOB (Siamer et al., 2014). Ponb cuctemsl
CEKpeIMH YeTBepToro Ttumna (Kotopas y Agrobacterium tumefaciens oGecrneunBaeT
nepeHoc T/JIHK B kieTKy x03s1MHA) B BHUPYJICHTHOCTH INEKTOOAKTEPUH OCTACTCS
MOKa HE BBIICHEHHOM.

CucremMa CeKpelMu ISTOrO TUMA 00eCleYynBaeT TPAHCIOPTHPOBKY
aJre3MHOB, HEOOXOAMMBIX ISl TPUKPEIICHUs OaKTepuil K KJIETKaM pPacTCHHS-
Xo3stmHa. [ IuKed moka3aHo, YTO MYTAHThI MO IeHaM OEJIKOB MSATOW CHCTEMBI
CEKpelLUu XyXKe MPUKPEIUISIIoTes K TKaHaM pacteHuid (Rojas ef al., 2002). Cuctema
CEKpEIMU IIECTOr0 THUITA M3HAYAJIBHO ObLIa OXapaKTepu3OBaHA KaK MHCTPYMEHT
MEXBUIOBOW KOHKYpEHIIMH OakTepuii. Uepe3 3Ty cHCTeMy TPaHCHOPTUPYIOTCS
addexropubie Oenku, TOKCHYHBIE s Oaktepuit apyroro Buma (Basler,
Mekalanos, 2012; Ho et al., 2017). OnHako js MIECTOM CEKPETOPHOU CHUCTEMBbI
OBLJIO TaKXke TMPOJCMOHCTPUPOBAHO Yy4YacTHE B  PACTUTEIBHO-MHUKPOOHBIX
B3auMojieicTBUAX. llITaMMBl TIeKTOOAKTEpUi, CBEPXIKCIPECCUPYIOIMINE TCHBI
OCJIKOB CHCTEMBl CEKPCIIMM IIEeCTOTO THUIIA, XapaKTePHU30BAINUCH ITOBBIIICHHOM
BUPYJICHTHOCTBIO, @ MyTaHTHBbIC (OpMBI, JePEKTHBIC TO T'eHaM OCJIKOB 3TOH
CUCTEMBI, UMEJIU CHWKCHHYIO BUPYJICHTHOCTh 1O CPaBHEHHUIO C JIUKHUM THIIOM
(Mattinen et al., 2007; Liu et al., 2008).

dakTopom BHUPYJICHTHOCTH NeKTOO0aKTepuid TaKXKe SIBJISICTCSI
KopoHadareBass KHCIOTa, KOTOpas CIY)XHT B KadecTBE (YHKIMOHAIHHOTO
aHajora >KacCMOHAaToB. MyTaHTBl 10 TeHaM (EpMEHTOB OHOCHHTE3a
KopoHadarMeBoil KUCIOTHl UMEIOT CHIDKCHHYIO 10 CPAaBHCHHIO C JWKUM THIIOM
BHUPYJICHTHOCTh W BBI3BIBAIOT MPEHMYIIECCTBEHHO jJaTeHTHBIe nHpeknuu (Bell et
al., 2004; Gorshkov et al., 2018, 2021a). C noMonisio kopoHadaiueBoi KUCIOThI
MEKTOOAKTEPUU aKTUBHUPYIOT JKaCMOHAT-OTIOCpEyeMble (PMTOMMMYHHBIC OTBETHI,
KOTOpBIC, BO-TICPBBIX, HE SABJIAIOTCS A((DEKTUBHBIMU IS MOJABICHHUS Pa3BUTHS
3TUX MHKPOOPTaHU3MOB in planta, W, BO-BTOPBIX, CIyXaT aHTarOHUCTaMHU

CAIIMIMIIAT-0ITIOCPEAYCMBIX (1)I/ITOI/IMMYHH]':>IX OTBCTOB, KOTOPBIC IIOJHOCTBHIO
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OJIOKUPYIOT pa3MHOKEHHE TMEKTOOAKTepUid B OPTraHM3ME paCTCHUSI-XO35SMHA.
Takum 00pa3oM, 3TH MHUKPOOPTAHHU3MBI C TIOMOIIBIO KOpOHA(AIMEeBONH KHUCIOTHI
NPUMEHAIOT OOMaHHYI0 TaKTHKy B OTHOIICHWUH  pPACTEHUS-XO3IMHA U
CIOCOOCTBYIOT «Ae30pUeHTalMn» (GUTOMMMYHHBIX cuctem (Gorshkov et al.,
2018).

K ycrnoBHO mone3HbIM (akTopamM BHPYJIECHTHOCTH MEKTOOAKTEpUN HEAaBHO
ObT Takke oTHeceH cuaepodop sHTepoOakTuH (Gorshkov et al., 2021Db).
Cunepodopbl — 3TO HU3KOMOJIEKYJSIPHBIE COSAMHEHUS, KOTOPHIE CEKPETHPYIOTCS
U3 KJIETOK OaKkTepwii B OKPYKAIOIIYIO cpeAy (B TOM UYMCIEe B TKaHU PACTCHHIA-
X0351eB); 3aTeM cuaepodopsl, Onarogapss BbICOKONW ahPUHHOCTH K Kejesy,
CBSI3BIBAIOT €r0 M TPAaHCMOPTUPYIOTCA Ha3aa B KIETKy. Takum oOpazowm,
cumepoopsl  CIy’)KaT B KadeCTBE «UYCITHOKOB», KOTOpbIE OOECIEYHBAIOT
noJiiep)KaHue HeoOXOIMMOTO YPOBHS JKeie3a B MHKpoOHBIX kieTkax (Holden,
Bachman, 2015; Kraemer et al., 2019). Jlnsa nexrobakTepuii HECOCOOHOCTH
CHUHTE3UPOBaTh CUAEPOdOp PHTEPOOAKTUH HE CKa3bIBajJach Ha BUPYJICHTHOCTH B
YCIIOBHSIX, MaKCHMaJbHO CTHIOCOOCTBYIOLTUX pa3BUTHIO TUTTUIHOU
(cumniromatnyHOW) wWHQEKMU. OAHAKO B OTHOUICHUH «IIPaiMHUPOBAHHBIX)
pacteHuii (y KOTOphIX Oblla TpoBeleHa TNpeAbIH(DEKIMOHHAS aKTHBAIUS
MMMYHHTETA C TIOMOIIBIO CATHIIMIOBON KHCIIOTHI) BUPYJICHTHOCTh DHTEPOOAKTHH-
AePUIIMTHOTO MyTaHTa ObUTa 3HAYUTENBHO HIDKE, YeM y nukoro tuna (Gorshkov et
al., 2021b).

Jlukeitn, B OTIMuue OT MEeKTO0aKTepuil, He CHHTE3UPYIOT YHTEPOOAKTHH, HO
MPOU3BOAAT JIBa JPYruX cujaepodopa — axpoMOOaKTHH W XpU300aKTHH, 00a U3
KOTOPBIX HEOOXOAMMBI IIJISi MHIYKIIUU TATOJIOTMYECKUX TPOIIECCOB y PACTCHUM-
X03sieB. MyTaHTbl JUKEW, HE CHUHTE3UpYylolue U000 axpoMoOakTuH, IHOO
XpU300aKTUH UMEIOT CHUXEHHYIO BupyieHTHocTh (Enard et al., 1988; Franza et
al., 2005). Tlomumo ydacTusi B TpaHCHOpTE XKeyes3a, JJIA XpU300aKkTUHA ObLIN
TaKXKe TMPOJIEMOHCTPUPOBAHBI CUTHAIBHBIE CBONCTBA B OTHOIICHHH PACTCHHI.
Ototr cuuepodop BOCIPUHUMAETCS PACTUTEIBHBIMU KIETKAMH KaK CHUTHAN

IIC(I)I/II_II/ITa JKCJIC3a, B PE3YJbTATC YCTO B PACTCHHHU AKTHUBUPYIOTCA CHUCTCMBI
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ACCUMIJISILIMU JTOTO JJEMEHTa U3 OKpYXKamlled cpefpl. OTO TPHUBOIUT K
YBEIIMYCHHUIO COJCPIKAHUS Kelle3a B MH(DUIIMPOBAHHBIX TKAHAX, YTO TOBBIIIACT
BOCIIPUMMYHMBOCTh pacTeHUil U BUpyleHTHOCTh maroreHa (Dellagi et al., 2005;
Segond et al., 2009; Kieu et al., 2012).

[Tpoxykumst mepeuncIeHHBIX BBIIE (GAKTOPOB BUPYJICHTHOCTH HE SIBISICTCS
KOHCTHUTYTHUBHOW, a WHAYLUUPYETCS/PEPECCUPYETCS  pPa3HBIMH  CEHCOPHO-
PETYIATOPHBIME CUCTeMaMU. Perymsmus cuHTe3a (akTOpoB BUPYJICHTHOCTH, BO-
MIEPBBIX, MO3BOJIIET YKOHOMHUTH IHEPIeTUUECKUE PECypPChl KIETOK, a BO-BTOPHIX,
NPEMATCTBYET MPEXKIAECBPEMEHHOMY OOpa30BaHHUIO JHJIOTCHHBIX JJIHCHUTOPOB
(MpOIYKTOB pacmajga TIOJIUMEPOB pACTEHHUH) U, CIEAOBaTEIbHO, WHIYKIHH
¢buronmmyHHbIX 0TBeTOB (Mae et al., 2001).

Cuctema KBOpYM CEHCHHTa (quorum sensing) JaeT BO3MOXKHOCTH
OaKTepusM PETYINPOBATHh MPOAYKINIO (PaKTOPOB BUPYICHTHOCTH B 3aBHCHMOCTHU
oT mioTHocTH nonyisiuuu (Barnard, Salmond, 2007; Crépin ef al., 2012). KBopym
CEHCHHI — 3TO (EHOMEH MEXKJICTOYHOW KOMMYHHKAIIMU OakTepuid, KOTopas
OCYIIECTBJISIETCSI €  TOMOIIBIO  JIETKO  JUGPYHIUPYIOIUX U3 KIETOK
HU3KOMOJICKYJISIPHBIX ~MEIUATOPOB (ayTOMHAYKTOPOB) H PETYIHPYETCS IO
NPUHIMIY TMOJ0XKUTEeNbHOM oOpaTtHOi cBsizu (['opmkoB, 2017). OcHOBHbIMU
KOMIIOHEHTAMHU CHCTEMbl KBOpyMa SIBIISIFOTCS CHHTa3bl ayTOMHAYKTOPOB M HX
CEHCOPBI, KOTOPBIE PETYIHPYIOT AKCIPECCHIO KBOPYM-3aBHCHMBIX T€HOB, B TOM
qrcie, KOAMPYIOIIMUX MHOTHE (HaKTOpbl BUPYJICHTHOCTH. Korga TUIOTHOCTH
MOMYJSAIMA  YBEJIUYUBACTCA O OIpPENeNICHHOTO 3HAYeHHUs, ayTOUHIAYKTOPHI
HaKalUTMBAIOTCS B OakTepWaqbHOM  MHKPOOKPYXEHHH IO  TOPOTOBOM
KOHIIeHTpauy. HakomieHne ayTOMHAYKTOPOB MPUBOANUT K WX B3aUMOJICHCTBHIO C
COOTBETCTBYIOIIMMH CEHCOpaMH, 4YTO OO0ecrneYrMBaeT HUHAYKIHUIO 3KCIPECCUU
OonpIIoro Habopa KBOPYM-3aBUCHUMBIX T'€HOB, B TOM YHCIE M T€Ha CHHTa3bl
ayTOMHAYKTOpOB. BenencTue 3Toro mpoMcXoauT JajbHEHIIee JTaBUHOOOpa3HOoe
HAKOTUICHUE ayTOMHAYKTOPOB JI0 eIle OOIBIINX KOHIICHTPAIU, 4TO U (OpMUPYET
MOJIOKUTENIbHYI0 OOpaTHYIO CBA3b B peryisiuu kBopyM ceHcunra (Whitehead et

al., 2001). V mnekrobakTepuil «HMHAKTUBALMS» CHCTEMbl KBOPYM CEHCHHIa
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penpeccupyeT NPOAYKIUI0O MHOTUX (PaKTOPOB BUPYJIEHTHOCTH, YTO MPUBOAUT K
HECMOCOOHOCTH MYTAHTHBIX (OPM MHUKPOOPTaHU3MOB BbI3bIBATH CHUMITOMBI
3aboneBaHuil y pactreHuii-xossieB (Pirhonen et al., 1993; Burr et al., 2006; Liu et
al., 2008).

VY nexkroOakTepuil Takke €CTh cHcTeMa, oOecneuMBaronias peryssiuio
cuHTe3a (AKTOPOB BHUPYJIECHTHOCTH HA TOCTPAHCKPUIIMOHHOM YpOBHE —
Regulator secondary metabolite, Rsm (peryiasiuuum cuHTE3a BTOPUYHBIX
MeTaboauToB). B cocTtaB 3TON peryisaTopHOM cHCTEMBl BXOJIUT JBa OCHOBHBIX
komroHeHTa: PHK-cBa3piBatonuit 6enok RsmA u nerpancnupyemass PHK rsmB.
RsmA, cBs3biBasice ¢ MPHK reHoB BupyneHTHOCTH, OJIOKHPYET UX TPAHCIALHUIO, a
TaKk)ke CrocoOCTByeT pazpyuieHuto TpaHckpuntoB. Hexomupyromas PHK rsmB
HeWTpanuszyeTr nedcTBue RSmA 3a cyeT CBS3bIBaHMS C OTUM OelKkoM. Takum
oOpa3oMm, u3MeHeHue Oananca RsmA/rsmB omnpeznenser ypoBEeHb NPOAYKIIUH
¢dakropoB BupynentHoctu (Cui et al., 1995; Chatterjee ef al., 1995; Mukherjee et
al., 1996).

[TockonbKy mpoayKius GakTOPOB BUPYJIEHTHOCTH HEOOXOAMMA TOJIBKO MPHU
KOJIOHM3AI[UU PACTEHUMN, HO HE B XOJI€ 3TANOB KU3HEHHOI'O IIUKJIA, MPOTEKAIOIINX
BHE XO31HMHA, CHUHTE3 JIETEPMUHAHT IMAaTOI€HHOCTH HAXOAMUTCS MOJA KOHTPOJIEM
PETYJISTOPHBIX  CHUCTEM, BOCHPUHUMAIOIIUX MeTaboauThl  pacteHud. Jlns
nekrobakTepuil Hauboyiee W3BECTHBIM CEHCOPOM PACTUTEIbHBIX METa0O0JUTOB
ABIIETCSI perpeccop TpaHCKpUMIMK reHoB BupyleHTHOcTH KdgR. Drtor 6Genok
B3aMMOJIEUCTBYET C MPOMOTOPHBIMU OOJACTIMU TE€HOB BUPYJIEHTHOCTH U
Onokupyer wux 9kcrpeccutro. OJHAKO TPU  CBSA3BIBAHUM € 2-KE€TO-3-
ne3zokcurinokonarom (KJI') — npoaykTom kata®onu3mMa MEKTUHOBBIX BEHIECTB —
KdgR mnepecraer B3aummoneicTBOBaTH € NPOMOTOpPaMHU IIEJEBBIX TI'E€HOB, B
pe3yibTaTe 4ero ypoBeHb HX TpaHcKpuniuu moBeimaercs (Liu ef al., 1999;

Kazemi-Pour et al., 2004).

21



1.1.3. ®dusnosoruyecKue OCHOBBI YCTONYHUBOCTH U BOCTIPUMMYHMBOCTH
pacreHuii K 0akTepusm poaa Pectobacterium

[Ipy B3aUMOJEHCTBUM C NEKTOOAKTEPUSIMU/IUKEHSIMU B  PaCTEHUAX
UHAYUHUPYETCS] IIUPOKUI HAa0Op OTBETHBIX pEaKUUid, MHOTHE U3 KOTOPBIX
CKa3bIBAIOTCS HA OCOOCHHOCTSAX (OPMHUPOBAHUA  PACTUTEITHLHO-MHUKPOOHOM
natocucteMbl. O4eHb 4acTO pPeaKIUU PACTEHUs, HHAYLUPYEMbIE TIPH MMAaTOreHEe3e,
paccMaTpHUBaIOTCA Kak 3JIEMEHT HMMMYHHOIO OTBETa, KOTOPBIA HalpaBieH Ha
MOJIABJICHUE PA3BUTHUSl IMAPA3UTHUUECKOTO0 MUKpoOopranusma in planta. OpHako
MHOTHE PEAaKIUU PACTeHUN, MHAYLHUPYEMbIE MIPU B3aUMOJCHCTBUU C MATOTEHOM,
MPEACTaBIAIOT CcOOOM Tak Ha3blBa€Mble pEaKIUM BOCHPUMMYUBOCTU WIIU
BOCIIPUMMYMBBIE OTBEThI, KOTOpbIE HE MOBBIIIAIOT, a, HA00OpPOT, CHUXKAIOT
YpOBEHb YCTOMYMBOCTU pacTeHus K mapa3uty (Gorshkov, Tsers, 2021). Uunykius
peakuuii  BOCHPUMMYHMBOCTHM — 3TO  00s3aTeIbHOE  YCIOBUS  pPa3BUTHUSA
MAaTOJIOTMYECKOro Mpoliecca NPy B3aUMOICHCTBUU PACTEHUS C TATOT€HOM.

B xone B3auMonelcTBHS pacTeHUN C MEKTOOAKTEPUSIMU/TUKEIMU MEHSIETCS
TOPMOHAJIBHBIA CTAaTyC PACTEHHI, TMOBBIIAETCS YPOBEHb aKTHBHBIX (opm
kucinopoaa (A®K), zamyckaercs nmporpammupyemas kinetouHas cmeptb (IIKC),
MeHseTcS TpOo(UiIb BTOPUYHBIX META0O0JIMTOB, UHIYIIUPYIOTCS PEAKIUU PACTEHUH,
CBsI3aHHBIE ¢ MOAM(UKAIMEN pacTUTEIbHON KIeTOYHOU cTeHku. [Ipudem Bce 3TH
peakuud MOTyT TPHUBOAUTH K Ppa3HbIM TOCIHEJCTBUSAM JJi PaCTUTEIBHO-
MUKpPOOHOTO0 B3aMMOJACHCTBUS W JETEPMHUHUPOBATH KAaK YCTOWYUBOCTH, TaK M
BOCIIPMMMYHMBOCTH XO35HUHA.

OpHo w3 Haumbojee SPKO BBIPAKEHHBIX H3MEHEHUN, NPOUCXOIAIIUX B
MHOUIUPOBAHHBIX TMEKTOOAKTEPUSMU/IUKESIMU PACTEHUSAX, — OTO WHAYKIUSA
KacMOHaT-peryinupyeMbix otBeToB (Montesano ef al., 2005; Luzzatto-Knaan et al.,
2014; Expert et al., 2018; Gorshkov et al., 2018; 2021a). HecmoTpst Ha TO, 4TO
KACMOHAT-PETYIUPYEMbIE PEAKUMU CUYUTAIOTCA KOMIOHEHTAMHM HWMMYHHOTO
orBeta (Robert-Seilaniantz et al, 2011), ux axTuBauus TpU B3aUMOJECHUCTBUU

HCKTO6&KTepI/Iﬁ u paCTeHI/Iﬁ HC MPCIITCTBYCT Pa3BUTHIO CUMIITOMOB 3a00JIeBaHUS

(Gorshkov et al., 2018; 2021a).
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B 10 xe Bpems, peakuuu, HHAyLHpyeMble canuimioBoil kucnotoit (CK) —
b0 HEe aKTUBUPYIOTCS, JHOO MOAABISIOTCA NPHU B3aUMOJIEUCTBHM PACTEHHUI C
nekrobakrepusiMu. bonee Toro, cpeam SKCTPAKIETOYHBIX MeETa0O0IUTOB P.
carotovorum ObTM  OOHapyXeHbl Takue, Koropble penpeccupytor CK-
perynupyembie oTBeThl pactenuit (Vidal ef al., 1997). Kpome Toro, mockoiabky
xacmoHaT- u CK-perynupyeMbie OTBETHI SIBISIOTCS AHTarOHUCTAMH U TIOJIABIISIOT
apyr npyra (Thaler et al., 2002; Robert-Seilaniantz et al., 2011), morudno
NPEINONIOKNATh, YTO WHAYKIMS TEPBbIX MPHUBOJUT K PENpEecCHd BTOPHIX.
[TonaBnenue CK-perynupyeMblx OTBETOB (WM OTCYTCTBHE UX HWHIYKIIUH)
SBIISICTCS. KPUTUYHBIM [IJISI Pa3BUTHS CHMIITOMOB 3a00JIeBaHMI, BBI3BIBAEMBIX
nekToOakTepusiMu u nukersmu (Palva et al., 1994; Burra ef al., 2015; Czajkowski
et al., 2015). IlekTrobakTepuu, a TaKke AUKEHU O4yeHb 4yBCTBUTENbHBI K CK U K
CK-perynupyeMblM oTBeTaM pacTeHuid. [lomMumMo OakTepUIIMIHBIX CBOHCTB B
oTtHomeHuH nekrobaktepuit, CK B manbix (CyOMHrHOMPYIONIKMX) KOHLIEHTPALUIX
CIIY’)KUT B KauecTBe 0J0KaTOpa CUCTEMbI KBOPYM CEHCHHIa, & 3HAUYUT U MPOAYKIIUH
OonbMHCTBA (pakTOpoB BUpysneHTHOCTH (Joshi ef al., 2016a, b). Takum o6pazom,
WHAYKIHAIO JXaCMOHAT-PEryJIUPYeMBIX OTBETOB MOXKHO KiIacCH(PHIIMPOBATH Kak
PEaKINI0 BOCTIPUUMYHMBOCTH PACTEHUH K TEKTOOAKTEPHUSAM; M dTa peaklus, IO
KpailHEll Mepe, OT4acTH, HampaBiieHa Ha mnojasieHue CK-nHIynupyemsbix
OTBETHBIX PEaKIIHHA.

['opmonanbHble npeoOpa3oBaHMs TPU  B3aUMOJEHUCTBUM PACTEHHHA C
NEKTOOAKTePUSIMU/IUKESIMU CBS3aHBl HE TONbKO ¢ jkacMoHatamu u CK, HO u
abcu3oBoil kucioroi (ABK) u aykcunoM. Yposenbs ABK mnpu pazButum mMsrkux
THUJICH, BBI3bIBAEMBIX IuKkedsmu, mnoeimaetcs (Van Gijsegem et al., 2017).
Ceepxmpoaykiuss ABK nmpuBoAHUT K yBEIHMYEHUIO BOCTPUUMYNBOCTH PACTCHHH, a
nonasieHne  cuHTe3a ABK  moBbIIaeT  yCTOWYMBOCTH  pacTeHUH K
nektoOakTepusiM/nukeiisim (Kariola et al., 2006; Asselbergh et al., 2008; Plessis et
al., 2011; Aalto et al., 2012; Van Gijsegem et al., 2017). Kpome TOro, sK30reHHas
obpaboTka pactenuid ABK yBenmnymBaeT BOCHPUMMYHUBOCTH PACTEHUH K ITHUM

¢duronarorenam (Asselbergh et al., 2008; Survila et al, 2016). Ilo Bce#t
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BuauMmoctd, ABK HeraTuBHO BiIHMsSeT Ha YCTOWYMBOCTA pAcCTCHHHA K
MEKTOMUTHYECKIUM OaKTepUsIM H3-3a TOTO, YTO ITOT (PUTOTOPMOH HHAYIUPYET
3alllUTHBIE peakluu Ha a0UOTHUYECKUE cTpecc-(PaKTOphl B yiiepd GUTOMMMYHHBIM
orBetam (de Torres Zabala et al., 2007; Robert-Seilaniantz et al., 2007; Bari,
Jones, 2009). Takum oOpazom, nossiieHue ypoBH ABK u aktupammio ABK-
pEeTyIUpyeMbIX OTBETOB B HWH(OUIMPOBAHHBIX MEKTOOAKTEPUSIMU/TUKEHIMU
pPacTeHUsAX MOKHO pacCMaTpuBaTh KaK BOCIIPUUMYMBEIN OTBET, HAMpaBICHHBIA Ha
MOJIaBJICHUE CUCTEM (PUTOMMMYHHTETA.

AYKCUH TOXX€ MOXXHO OTHECTH K (DUTOTOpMOHAM, OMPEICISIOIMNUM
BOCIIPUUMYHMBOCTh PACTCHUH K TEeKToOaKTepusimM/mukeisim. P. carotovorum
CHIOCOOCTYeT TOBBIIICHUIO YPOBHSA 3TOro (hUTOrOpMOHA BO Mxe Physcomitrium
patens (panee Physcomitrella patens) (Alvarez et al., 2016), a MyTaHTBI pacTCHHIA,
UMEIOIIHE TIOBBIIICHHYIO YyBCTBUTEIHHOCTh K ayKCUHY, 00Jiee BOCTIPUUMYHUBEI K
stomy naroreny (Lee ef al., 2009; Piisila et al., 2015). Kpome Toro, nukein camu
CIIOCOOHBI CHHTE3UPOBAaTh AaYKCHH, KOTOPBIH, MO-BUIUMOMY, HEOOXOIUM IS
«I€30pUEHTAINI TOPMOHAJIBHBIX CHCTEM pacTeHus-xo3sauHa (Yang et al., 2007).

[IpeobpazoBaHue pacTUTEIBHOW KIETOYHOW CTEHKH TpPU TaTOTEeHE3e
OOBIYHO CBSI3BIBAIOT C «(hopTUPHUKALKE» HTOr0 KOMIAPTMEHTA C LEJbIO
NpensTCTBUsL pacnpoctpanenus narorera (Du et al., 2015). Onnako Ha npumepe
psiia PacTUTENBHO-MHKPOOHBIX MATOCHCTEM OBUIO MPOJEMOHCTPHPOBAHO, YTO
MOAU(UKALNS KIETOYHOM CTEHKH «cujiaMmu» (TO ecTh (hepMeHTaMu U OesKaMu)
pacTeHuss MOXKeT, Ha00OpOT, CIOCOOCTBOBATH CHCTEMHOMN KOJOHHM3AIMH PACTCHHIA
MUKPOOpPTaHU3MaMHU W/WIH TPUBOJUTH K PA3BUTHIO MATOJOTUYECKUX IPOIIECCOB
(Gorshkov, Tsers, 2021). Tak, Hampumep, P. atrosepticum WHIYIUPYET
BBICBOOOKJICHHE  OJHOTO W3  THIOB  TEKTHHOBBIX  TOJUCAXapuIoB  —
pamHoranakryponana [ (PI'-I) — u3 pacTUTEeIbHBIX KIETOYHBIX CTEHOK B MOJIOCTH
COCyZIOB TEpPBUYHON KCHIIEMbl. B cocymax (parMeHThl 3TOrO Mosmcaxapuia
UCTIONB3YIOTCSl OaKTepUsIMU B KaueCTBE KOMIIOHEHTA MEPBUYHOTO BHEKJIETOYHOTO

MaTpuKca, He06X0AuMOoro Jijist opMUpPOBaHUS OAKTEPUATIBHBIX IMOOJIOB — OCOOBIX
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«MHOT'OKJIETOYHBIX» OMOIIEHKO-TIOJO0HBIX CTPYKTYp, 0OpazyeMbIX KIETKaMH
nekto0akTepuit (Gorshkov et al., 2016).

BricBoboxknenue ¢parmentoB PI'-1 u3 KIETOUYHBIX CTEHOK HEBO3MOXKHO
OOBSCHUTh  HEMOCPEJICTBEHHBIM  JIEUCTBHEM  OaKTepuaidbHBIX  (EPMEHTOB,
IIOCKOJIbKY 3Ta PeaklMs OCYIIECTBISIETCS B COCyAax €le A0 TOro, KaKk B HHUX
npoHuKaloT OakrepuanbHble KieTku (Gorshkov ef al., 2016). Kpome Toro, Ha
HaYyaJIbHBIX JTanax KOJIOHMU3AIMU COCYJIOB JKCIpeccus OaKTepualbHBIX T'EHOB,
Kogupyromux ¢epmentsl katabonusma PI'-1, mogasnena (Gorshkov et al., 2018);
IIpU  OTOM  YPOBEHb OKCIPECCUU  PACTUTENBHBIX T€HOB, KOJIHMPYIOLINUX
paMHOralakTypOHAHJIMA3bl, WHAYLUPYETCS Ha HECKOJIbKO IOPSAKOB BEIWYUH
(Tsers et al, 2020). B pomonHeHue K HSTOMY, Ha HayaJdbHBIX JTamax
B3aMMOJICUCTBUS  MEKTOOAKTepUid M  pacTeHUl aKTUBUPYETCA IKCIPECcCHs
PacTUTEIbHBIX T€HOB, KOJUPYIOLINX DKCIIaHCUHBI U
KCWJIOTJTFOKaHIHAOTPAHCTINKO3UIIa3bl/ TUIPOJIa3hI (XET), - TO eCTh
Oenku/epMeHTh, O0ECNeYrBaIOIME pa3pbIXJIEHWE LEJUTIOJI03HOr0 Kapkaca
KJIETOYHOM  CTEHKH, KOTOpPO€ MOXET CHOCOOCTBOBATh  BBICBOOOXKICHUIO
dbparmentoB PI'-1 (Tsers et al., 2020). Takum o00pa3om, BBICBOOOXICHHUE
¢bparmentoB PI'-I B mojocTh COCYAOB OCYIIECTBISETCS 3a CYET IAaTOTCH-
MHAYUUPYEMOM peaklMu BOCIPUUMYUBOCTH, W ITH (PparMeHTbl (OPMUPYIOT
NEPBUYHBIA MaTpUKC OaKkTepuaiabHbIX A5MO050B. OJHAKO MO MEpe pa3BUTHUS
OakTepHalbHbIX 3MOO0JI0B NEepBUYHBIA MaTpukc u3 (parmenToB PI'-1 moctenenno
paspymaercs, M Kakhe TOJMMEpbl B COCTaBe MaTpHUKCa O00ecreunBaroT
CTPYKTYPHYIO II€JIOCTHOCTh OAaKTEpHaJIbHBIX 3MOO0JIOB, /10 HAIIMX HCCIEAOBAHUM
OCTaBaJIOCh HEBBIICHEHHBIM.

TUnMYHOU peakuUerd pacTEHUM HA MATOTEHHBIM OpPraHvW3M, B TOM YHUCIIE Ha
WHBa3UIO0 TMeKToOakTepuil, sBisercs yBenuueHue ypoBHa ADK. ADK
TPAAULMOHHO pPACCMATPUBAIOT KAK HEOTHEMJIEMBIH KOMIIOHEHT HMMYHHOI'O
OTBETAa, MOCKOJIbKY OHH, BO-NEPBBIX, MOTYT 00JIa/laTh NPSIMbIM aHTUMUKPOOHBIM
JNEUCTBUEM, M, BO-BTOPBIX, CIOCOOCTBOBATh CIIMBKE IMOJIMMEPOB KJIECTOUHOM

CTCHKH, 4YTO IMPCIITCTBYCT PA3PYHICHUIO 3TOr0 KOMIIAPTMCHTA H3-3d I[eﬁCTBHH
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dbepmenToB MukpoopranuzmoB. Kpome toro, A®K omnocpenyrot IIKC, xotopas
obecrnieunBaeT (PopMHUpPOBAHUE «MEPTBON 30HBI» BOKPYT KJIETOK MAaTOTE€Ha, 4TO
npuBOAUT K ux snumuHanuu (Pontier ef al., 1998; Bolwell ef al., 2002; Torres et
al., 2006; Zurbriggen et al., 2010; Lai et al., 2011).

A®K wu IIKC, ¢ omHOW CTOpPOHBI, MOTYT oOO€cHe4YrBaTh 3alIUTY OT
nekToOakTepuit/nukeit. [lokazaHo, HampuMep, YTO HOKAyT T€Ha, KOJAUPYIOIIETO
cyorenunnnly HAJI®H-okcuaaszel (oauH u3 ocHOBHBIX ADK-mpousBoasmux
(hepMEHTOB), MPUBOAUT K YBEIMYCHHUIO BOCIIPUUMUYUBOCTH pacTeHuid Kk D. dadantii
(Fragard et al., 2007; Expert et al., 2018). MnaktuBauusi reHa bosl, mMpogyKT
KOTOpOro sBisieTcss HeraTuBHbIM peryisitopoMm [IKC, nmpuBoauT K CHIBHOMY
OKHCIUTEILHOMY B3pBIBY Mocie uHBazuu D. dadantii, B pe3ynbTaTe KOTOPOTO
oOpazyercsi «MepTBas 30Ha», KOTOpas TPEMATCTBYET PAa3BUTHIO MITKOW THUIU
(Kraepiel et al., 2011). Ceepxakcnpeccusi reHa ¢eppeaoKCHH-TIOA00HOr0 Oenka
MPUBOAUT K HHIYKIMU PEaKIUW TUMEPUYYBCTBUTEIBLHOCTH TIOC]Ie WHBa3uu P.
carotovorum v 00€eCrieYuBaeT yCTOMYUBOCTh K AToMy matoreny (Ger et al., 2014).

C npyro#i croporsl, ADK u IIKC sBistoTcss HEOOXOIUMBIM YCITIOBUEM IS
pPa3BUTHSA MSTKUX THUJIEH, BBI3BIBAEMBIX IEKTOOAKTEPUSIMU/TUKEHIMHU. ITU
durtonaroreHsl MOryT 1ejieHanpaBieHHO uHaynupoBaTh [IKC kierox pacteHusi-
XO035lMHA C TIOMOIIBIO CHEIUaIbHBIX (aKTOPOB BUPYJICHTHOCTH, U JIUIICHUE
MUKPOOPTAaHU3MOB CIIOCOOHOCTH CHHTE3UPOBATh ATH (DAKTOPHI BUPYIECHTHOCTH
HEraTUBHO OTpa)kaeTcsl Ha BUPYJIEHTHOCTH Oaktepuit (Bauer ef al., 1995; Mattinen
et al., 2004; Kim et al., 2011; Davidsson et al., 2013; Hogan et al., 2013). O1o
O3HA4yaeT, 4YTO MJid pa3BUTUA MATKUX THujed Tpebyercs uuaykmus [IKC u
Hakomienne A®K. C »stum cornacyercs 1o, uto A®K, mnpoayumpyemsie
pacTEeHUsIMHU, HE OKa3bIBAIM MPSIMOTO aHTUMHKpoOHOro 3¢dexra Ha D. dadantii
(Miguel et al., 2000). Kpome Toro, nmpu popMmupoBanuu KietkaMu P. atrosepticum
OakTepuadbHBIX HAMOOJIOB B cCOCyAax TNEPBUYHOM KCHIJIEMBI TPOUCXOIUT
nHTeHCcHBHOE HakoruieHne ADK; npu 3Tom noBpexaeHus 6akTepralbHBIX KIETOK
HE MPOUCXOAUT. bpo mpeamnonoxkeno, yto B 3ToM cirydyae ADK MOryT BHOCUTH

BKJIQJI B pa3phIXJICHUE KIETOYHOM CTEHKH M BbICBOOOXkaAeHUEe PI'-1 (kommoHeHT
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MaTtpukca 6akrepuanbHbIX 3M00510B) (Gorshkov ef al., 2016). Dto npennonoxenue
Ob10 ocHOBaHO Ha TOM, uro A®K wMmoryr BBI3BIBaTh He()EpPMEHTATHBHYIO
dbparmeHTanuio mnojucaxapugoB, U Takas A®dK-omocpenyemasi dparmeHTamus
aKTUBHO peanu3yercs in planta, Hanpumep, MPHU POCTE PACTUTEIIHHBIX KIETOK
pactsokenneM (Fry, 1998; Fry et al., 2001). Takum obOpazom, HakoruieHue ADOK u
[IKC, waaynupyembie MEKTOOAKTEPUSIMH, MOTYT IO-pa3HOMY CKa3bIBaThCS Ha
CTpaTerny B3aUMOJICUCTBUS dTUX MHUKPOOPTaHU3MOB C XO35i€BaMHU M OMpPEACIISITh
KaK YCTOHYMBOCTh PACTEHUM, TaK U UX BOCTIPHHUMYHUBOCTb.

TunuuHoil peaknuvell Ha HMHBA3UIO TEKTOOAKTEPUN SBISICTCS AaKTHUBAIIUS
BTOpU4HOro meradbonmsma (Brader et al., 2001; Montesano et al., 2005; Kroner et
al., 2011; Alvarez et al., 2016; Tsers et al., 2020). [Ipu 3ToM MOKa3aHO, YTO PsJI
BTOPHYHBIX META0OJIUTOB PACTCHUH MOJXKET MOJABIATH MPOAYKIUIO (DAKTOPOB
BUPYJICHTHOCTH MEKTOOAKTEPUM, a TaKKe PENPecCUpOBaTh CUCTEMY KBOpyMa 3THX
MukpoopranuzmoB (Lagonenko et al., 2013; Joshi ef al., 2015, 2016 a, b). Ognako
BTOPHYHBIC META0OJUTHI PACTEHUH MOTYT BBICTYHaTh HE TOJBKO B KadeCTBE
pernpeccopoB (HaKTOPOB BUPYJICHTHOCTH MEKTOOAKTEpUiA, HO U MHAYKTOPOB (Yang
et al., 2008). CnenoBatenbHO, U3MEHEHHE MTPO(PUIIL BTOPUUHBIX METAOOIUTOB IPH
MHPEKIMH MOXET OBbITh CBA3aHO C O0ecrHedYeHHWEeM KaK YCTOMYMBOCTH, TaK W

BOCITPUUMYNBOCTHU paCTeHI/Iﬁ K IICKTOJIMTUYCCKUM 6aKTepI/I$IM.

1.1.4. CTpaTerusi KOJIOHH3aLMHU pacTeHuil 0akTepusaimu poaa Pectobacterium

WNuBazus MEeKTOOAKTEepUI/TUKEH B pacTeHne-X03s1uHa MOJKET
OCYIIIECTBIIATHCS KaK 4Yepe3 HaJ3eMHbIe, TaK U Moja3eMHble opraHbl (Perombelon,
Kelman, 1980; Czajkowski et al., 2010a, b). Cuutaercs, 4T0 NMEKTOJIUTHUECCKUE
OakTepuu B OCHOBHOM IIPOHHUKAIOT B PACTCHHE Yepe3 TMOpaHCHHs, a TaKXKe C
nomoipio ¢purodaros-nepenocunkoB (Grenier et al., 2006; Costechareyre et al.,
2010; Mongae et al., 2013; Rossmann et al., 2018). OnHako 3TH MUKPOOPTaHU3MBI
MOTYT BHEIPATHCS B TEJIO PACTEHUH M 0€3 SK30TC€HHOTO MOpaHEHHs, HalpuMep,
Yyepe3 UYeUEeBUYKHA M MeCTa OTBETBJICHUS OOKOBBIX KOpHeH (Perombelon, Kelman,

1980;  Czajkowski et al, 2010b). OCHOBHBIMH  «HUCTOYHHUKAMU
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NEeKTOOaKTEepUil/AuKel SBISAIOTCS MOYBA M MATEPUHCKHE KIYOHM (WM Jpyrue
3uMylolre BereratuBHble opransl) (Perombelon, Kelman, 1980).

[lekToOakTepun U JUKEHU CIOCOOHBI KOJOHU3WPOBATh BCE BEreTaTHBHBIC
opraHbl pacTeHui-xo3sieB. @OpMUPOBAHUE CUMIITOMOB MSTKUX THWJIEH MPU ITOM
CBS3aHO C KoJUlarcoMm mnapeHXxuMHbIX TkaHedl (Perombelon, Kelman, 1980). B
OCHOBHOM, NEKTOJIUTHYECKHUE OAKTepUU KOJOHHM3UPYIOT amnoIviacT; OAHAKO 3TH
OakTepuu Takke oOHapyxuBaiau B mportoruiactax (Jones, Paton, 1973; Meneley,
Stanghellini, 1975; Czajkowski et al., 2010a, b; Goshkov et al., 2014) (Puc. 2 O-
1D).

[ToMuMO MapeHXUMHBIX TKaHEW MEKTOJUTUYECKUE OAKTEPUH MHTEHCHBHO
KOJOHU3UPYIOT cocynbl kcwiembl (Puc. 2 A-H). Ilo cocymam st Gakrepuu
OCYIIECTBIISIIOT HUCXOASIIYI0 MUTpaluio K noaszeMubiM opranam (Czajkowski et
al., 2010a; Kubheka et al., 2013; Gorshkov et al., 2014; Moleleki et al., 2017).
[Tono6HBIN crioco0 MUrpanuu, Mo Bcel BUAMMOCTH, oOecrieuynuBaeT 3PEeKTUBHYIO
BEPTUKAJIBHYIO TpPaHCMHCCHIO (IlepeAady) MaTOreHOB OT OJIHOIO BEreTaTHUBHOTO
MOKOJICHUS XO3iMHAa JpYroMy. B OCHOBHOM CUHMTaeTCsi, UYTO BEepTHUKaJIbHas
TPaHCMHUCCHUSl TEKTOOAKTepUl CBSI3aHA C THUEHUEM MAaTEPUHCKOIrO KIYOHS,
BBICBOOOXEHHMEM OakTepuii B TMOYBY U  MOCJIEAYIOIIUM  IONaJaHUuEM
MUKpPOOPraHM3MOB Ha JouepHUil Ki1yOeHb. Takoi cHoco0 KOHTaMUHAIUHU,
JEHUCTBUTENBHO, BO3MOXEH, OJHAKO OH CBS3aH C BBICBOOOXKJACHHEM OakTepuil B
arpeccUBHYIO JJIi HUX MOYBEHHYIO 3KOcHCTeMY. B cBoro odepesb, BOBMOKHOCTh
HUCXOJISAIIEH MUTPALUU [0 COCYAaM MOKET 00ecleuuTh nonajgaHue OakTepuil u3
MAaTE€pUHCKOTO pacTeHUs B JOYEPHHM KIyOeHb HamNpsAMyro, MUHYS TouBy. B
MOJIb3y TaKOro crnoco0a BEpPTUKAJIbHON TPAHCMUCCUU CBUIETEIBCTBYET PSJ
¢daktoB. Bo-mepBhIX, MOCHE€ HWHOKYISIMU CpeIHEed YacTh CTeOss pacTeHUi
MEKTOOAKTEePUSIMHU, TUTP KIETOK MaToreHa B 30HE HIKE 00J1aCTH MHPUUMPOBAHUS
MPEBBILIAET TUTP B 30HE MHOKyJsAuuu U Bbime Hee (Moleleki ef al., 2017). Bo-
BTOPBIX, OKa3aHO, YTO NEKTOOAKTEPUU MHTEHCUBHO KOJOHU3UPYIOT IPOBOSLLYIO
cuctemy crosionoB (Helias et al., 2000; Czajkowski et al., 2010a, b) (Puc. 2 JI, M).

Takum 06pa30M, KOJIOHHN3aluAaA  IICKTOJIUTHYCCKHUMU 6aKTepI/ISIMI/I COCya0B
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KCHUJIEMBl UMEEeT OOJNBIIOe 3HAUCHUE /ISl Pa3BUTHUS MATOJIOTHYECKOH CUCTEMBI U
BEPTUKAIBHON TPAHCMHUCCHH STUX (PUTOMIATOTEHOB.

[Tpu KOMOHM3AIMH PACTEHUSA-XO35MHA B TOMYJALNNUN MEKTOOAKTEPUNA MOTYT
00pa30BBIBATECS  MOP(OJIOTHYECKH  pPa3INYarolIuecs KICTOYHbIE ()EHOTHIIHI
(Gorshkov et al., 2014). Oto cornacyercs ¢ TeM, 4TO MUKPOOHAasI MOMYJSLUs HE
SBIISIETCSI COBOKYITHOCTBHIO «OJMHAKOBBIX» KJIETOK, a TMPEACTaBIseT CoOoi
IMHAMHYHYIO Pa3BHBAIONIYIOCS CUCTEMY, COCTOSIIYI0 u3 Iu(depeHIIpoBaHHBIX
kiertounblx (enotunoB (Lidstrom, Konopka, 2010; Ackermann, 2015). s
nekrobakTepuit/aukent in planta ObIIM ONMKHCAHBI KJIETOYHBIE (POPMBI, CXOJHBIE C
nokosimumucst (Gorshkov et al., 2014), L-popmbl, HE uMeroIUEe KICTOYHYIO
cteHky (Jones, Paton, 1973), 6GuormieHko-mog00HbIe CTPYKTYPBI U OaKTepUaIbHbIE
aMbombl (Kubheka et al., 2013; Gorshkov et al., 2014).

Oco0oe BHHMMaHWE B TIOCIEIHEE BpEMs 3aCIyXHIU «MHOTOKICTOYHBIC)»
CTPYKTYpBI, hopMHupyeMble OaKTepHUaTbHBIMU KIETKaMU — OHOTUICHKH. brorieHku
IIMPOKO OINHCaHbl Ha TMPUMEPE MHOTUX BHUAOB OakTepui, B TOM YHCIIE
¢uronaroreHubix (Danhorn, Fuqua, 2007; Castiblanco, Sundin, 2016; Antony et
al., 2017). ®opMupoBaHHE TaKUX CTPYKTYp OIpenesseT BUPYJICHTHOCTh MHOTHUX
Oaktepuii. duTtonaroreHHple OAKTEpUH, KaK MPaBHIO, 00pa3yloT OMOIJICHKH Ha
MOBEPXHOCTH pacTeHus-xo3sauHa (pumwiocdepa, pusochepa) wim B cocynax
keusembl. J{nst popmMupoBaHusi OMOIUIGHOK TpeOyeTcsi BHEKJICTOUYHBIH MAaTpHUKC,
KOTOPBI OOBEAMHSET OTIACIbHBIC KICTKH B IEJIOCTHYIO «TKAaHEMOJA00HYI0»
CTpyKTypy. OCHOBHBIM KOMIIOHEHTOM 3TOro MaTtpukca ciayxar OIIC,
CHUHTE3UpPYEeMble MUKPOOPTaHU3MaMHU.

bakrepuu pona Dickeya cunTe3upyrotr pasHble 1o cTpykrype IIIC u
bopMupyIoT in vitro npa Thuna ouorieHok: 1) SAL-6uomnenku (surface-air-liquid),
oOpa3yomuecss B BUAC KOJIbIIA, MPUKPETUIEHHOTO K IOBEPXHOCTH CyOcTpara
(mpobupku) Ha TpaHule pazaena ¢a3 (MOBEPXHOCTh-BO3NYX-KHAKOCTh); 2)
neuukynel (pellicles) — rimangkue U 0ObEMHBIE CTPYKTYpPHI, OOpa3yromuecs: Ha
rpaHuiie pazgena (a3 KUAKOCTh-BO3AYX (0e3 TpUKpEIUieHHs K TBEpAOH

noBepxHocTH) (Yap et al., 2005; Jahn et al., 2008, 2011; Yang et al., 2008; Haque
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et al., 2009, 2012). [luxeiiu oOpa3zyroT OMOIIEHKO-NOJOOHBIE CTPYKTYpPHl U B
pactenun-xo3suHe (Czajkowski et al., 2010a; Prigent-Combaret et al., 2012) (Puc.
2 A, b). OnHako kakoil TUIl OMOIUICHOK (POPMUPYIOT AWKEeWH in planta, ocTaeTcs
HE M3BECTHBIM.

Y mekrobakTepuil OCHOBHBIE CTPYKTYpPHBIE KOMIIOHEHTHI MaTpHKCa
ounorutenok, OIIC, He omucansl. Ilpm 3TOM TOKa3aHO, YTO HEKOTOPHIC BHIIBI
nekToOakTepuit (P. brasilence) cnocoOHBI 00pa30BBIBATH OMOIUICHKO-TIOAOOHbIC
CTPYKTYpHI in planta u in vitro (Kubheka et al., 2013; Moleleki et al., 2017) (Puc.
2). Ognako apyrue Bujbl (P. atrosepticum) He 00pa3ytoT OMOIUICHKH B KYJIbTypax
in vitro (Perez-Mendoza et al., 2011). B Tto xe Bpemss myrantHas ¢opma P.
atrosepticum C TIOBBIIICHHBIM YPOBHEM BTOPHUYHOTO TOCPEIHUKA IMHKIMYECKOTO
auryaHosuHMoHodocdata (1-nu-I' M®D) Obuta cniocobHa hopMHUpPOBATH OUOTIIEHKH
in vitro (Perez-Mendoza et al., 2011). B cBa3u ¢ 3TuMm, aBTOpaMu OBLIO
MPEoNIoKeHo, 4To (hopMHupoBaHUE OWOIUICHOK KJIETKaMHu P. atrosepticum, 1o
BCEH BUIUMOCTH, SIBIISICTCSI HHIYIIUPYEMBIM MPOIIECCOM M TpeOyeT MOBHIIICHHOTO
ypoBHS I-1u-I' MO.

B pactenun-xo3suHe OuoreHku P. atrosepticum TOoXXe HE OBUIM OMUCAHBI.
Onnako 3Ty OGakTepun GOPMHUPYIOT APYTOd TUN «MHOTOKIETOUYHBIX)» CTPYKTYp —
OaxkTepuanbHBIE IMOOIBI, KOTOPBIE OTINYAIOTCS OT THIIUYHBIX OMOIUICHOK T10 PSITY
xapaktepuctuk (Gorshkov et al., 2014) (Puc. 2 3-K). Bo-nepBbix, 6akTepuaabHbIe
9MOO0MBI, B OTIMYME OT OHOIICHOK, O0pa3yroTcs KIETKaMU TEeKTOOaKTepwii B
CTPOTO ONPEICICHHOM MeCTe — B COCyJaX NEPBHYHOW KCHUJIEMBI pPaCcTCHUS-
X031Ha. BO-BTOpBIX, OakTepHalbHbIE SMOOJBI W OWOIUICHKH HMEIOT Pa3HYIO
Mopdonoruto. B cTpykType OHOIIEHOK OOBIYHO €CTh MHOXKECTBO KaHAaJIOB
(IycTOT), HEOOXOAUMBIX JIJIsl aKTUBHOTO B3aMMOJICHCTBHSI C OKPYKAIOIIEH Cpeioi,
a KIETKM B COCTaBe OHWOIJICHOK pACIONOKEHBI JOCTATOYHO PBIXJIO |
OecriopsimouHo. B cocraBe OakTepualbHBIX AMOOJIOB KJIETKH PACTIOJIOXKEHBI
IUIOTHO U Ooyiee-MeHee YMopsa0ueHo (BIOJb MPOJOIBHON OCH KOJIOHU3UPYEMOTO

cocyna) (Gorshkov et al., 2014) (Puc. 2 3-K).
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KOHOHH3aLlMH cocyaoB KCUNemMbl
Cmebenb. BuonnéHkonodobHbIe cmpykm

0.1cm

[IpononxeHne pucyHka HUKE
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KOﬂOHMSaLWIFI NapeHXnMbI
bakme

DUU 6 arnorylacme

DI P
- N W = W

Puc. 2. Kononusanus pacteHnii 6akTepusiMu, OTHOCAIIUMHUCS K Tpyrime soft
rot Pectobacteriaceae (npencraButenu ponoB Pectobacterium w Dickeya).
Kononmzamust cocynoB kcuiembl (A-H) u xononumsaums napenxumbl (O-L1).
Kononusaumus cocynoB kcujiembl: (A) bHOIUIEHKO-IOJOOHBIE CTPYKTYPHI,
dopmupyembie GFP-meuennsiMu knetkamu Dickeya sp. B cTeOnsix kKapTodens
(Czajkowski et al., 2010a); (B) GFP-meuennsie kinetku D. solani B cTeOmsix
nacneHa ropekoro (Solanum dulcamara) (Fikowicz-Krosko, Czajkowski, 2018);
(B) GFP-meuennsie knetku Pectobacterium carotovorum ssp. brasiliense B
ctebssax kaprodens (Moleleki er al., 2017); (I'-3) IlocnenoBaTenbHble 3TaIlbl
oOpa3oBaHHs KIeTKaMu P. atrosepticum OaKTepHaTbHBIX 3MOOJIOB B COCYyAax
nepBUYHON KcwiieMmbl ctebneld tabaka (Gorshkov et al., 2014, 2016); 3enensie
CTpENKM  YKa3plBAlOT  HAa  MaTpPUKC M3  paMHOTalakTypoHaHa I,
BBICBOOOKIAIOIIETOCS U3 PACTUTENBHBIX KIeTouHbIX cTeHOK; (M, K) IlpomonbHbie
cpesbl crebeil Tabaka ¢ OakTepuanbHbIMU dMOonaMu P. atrosepticum (Gorshkov
et al., 2014); (JI, M) GFP-meuennsie kietku Dickeya sp. B cTONOHaxX KapTodes

(Czajkowski et al., 2010a); (H) GFP-meuennsie knetku Dickeya sp. B KOpPHAX

kaprodens (Czajkowski et al., 2010b). Kosionuzauus kopooii napenxumbr: (I1-
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C) Knetku P. atrosepticum B paCTUTEIBHBIX KJICTOYHBIX CTEHKaX U MEXKJIETHUKAX
KopoBol mapeHxumbl ctebss tabaka; (T-Il) Knerku P. atrosepticum BHYTpHU
pactutenbHbix KieTok (Gorshkov et al., 2014); (T-X) Knetku P. atrosepticum
BHYTpPH KJIETOK mapeHxumbl crebieit tTabaka; (L) GFP-meuennsie knetku Dickeya
Sp. BHYTpH KJIETOK HapeHxuMbl kopHeu kaprodens (Czajkowski et al, 2010a).

Cunue u Oenble CTPCJIKM Ha PUCYHKAX YKAa3bIBAIOT HA 6aKTepI/IaHBHBIe KIJICTKH.

W, B-Tperbux, cmnocobsl (opMHUpOBaHUS OaKTepUaJbHBIX 3MOOJOB W
OuorieHoK paznuyaroTces. HavanbHol crtaaueil ¢gopMupoBaHusi OUOILIEHKH
CIY’)KUT TpHUKpEIUIeHHe KIETOK K cyOcTpary (HampuMmep, K CTeHKe cocyaa
KCUJIEMbI) 1 UHTEeHCUBHOE oOpa3zoBanue matpukca u3 JIIC. Ilpu ¢opmupoBanuun
OakTepHallbHBIX 3MOO0JIOB KJIETKM HE NPHUKPEIUISIIOTCS K CTEHKE COCYIOB, a
MEPBUYHBIA MATPUKC THUX CTPYKTYp COCTOMT He m3 OakrepuanbHbix JIIC, a u3
(¢bparMeHTOB TEKTUHOBOIO TojMcaxapuga — pamHoraidaktypoHana [ (PI-I)
(Gorshkov et al., 2016). Ilpu stom d¢parmentsl PI'-1 BbIcBOOOXmaIOTCS U3
pPaCTUTENIbHBIX  KJIETOYHBIX CTEHOK B TOJIOCTh COCya B  pe3yJibTare
BOCIIPUMMYMBOTO OTBeTa pacteHus-xo3suHa (Gorshkov et al., 2016; Tsers et al.,
2020). U3 ¢parmentor PI'-I obpasyercs renenogobHas cyOcTaHIUs, B KOTOPOU
yaepkuBatorcs kinetku P. atrosepticum (Puc. 2 I'-X).

Takum oOpa3zoM, OakTepualibHble 3MOOJIBI MOXXHO OXapaKTepU30BaATh Kak
NPOAYKT WHTETPAIlMH MATOTeHa W XO3SHMHA, TIOCKOJIBbKY B (DOPMHUPOBAHUH ITHX
CTPYKTYp Yy4acTByIOT 00a opranusMma. IIpm 3TomM OakTepualibHbIE 3MOOJIBI
o0pa3yloTcs Kak Mpu TUIMYHOM, Tak U npu JaTeHTHo undexuun (Gorshkov et al.,
2018). CnenmoBarenbHO, O3TH CTPYKTYpbl caMH TI0 cebe He OKa3bIBaloT
CYIIECTBEHHOTO HETaTHBHOTO BIVSHHS HA POCT M Pa3BUTHE PACTECHUSI-XO3SMHA.
brnokupoBka cocyA0B NEPBUYHON KCUJIEMBbI HE MOXXET CYIIECTBEHHBIM 00pa3zom
CKa3aTbCsi HAa BOJHOM TPAHCIIOPTE, MOCKOJBbKY OCHOBHON BOJOMPOBOJSIIEH
TKaHbIO B PACTEHUM CIYXKUT BTOpUYHAs KCHJIEMa, KOTOpas OCTaeTcs He

KOJIOHI/ISI/IpOBaHHOﬁ HCKTO6aKTepI/I5{MI/I.
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bakTepuanbHbie 3MO0BI, OJOKUPYS COCYHI TEPBUYHOW KCHIIEMBI, MOTYT
o0OecreynuTh  YCJIOBHS JUII HHUCXOMSINCH MUTpAllMd M, CJIEI0BaTEIbHO,
BEPTUKAJILHONH TPAaHCMHCCHUM TIATOTeHAa, KOTOpas, KaK W3BECTHO, MOXET
OCYIICCTBIISITCS HE TOJBKO TPH THIUYHOW, HO M TIPH JATCHTHOW WHQEKIUU
(Perombelon, 1974; Perombelon, Kelman, 1980). B cBsi3u ¢ 3TuM, OakTepuaibHbIe
SMOOJIBI  MOXHO paccMaTpWBaTh KaK BaXKHBIH KOMIIOHCHT PacCTHUTCIBHO-
MUKpPOOHOW TaTOJOTHYECKON CHCTeMBbl. Ha CeromHsIHNN JICHb CYIIECTBYET CIle
MHOTO TpoOeIoOB B MOHMMaHUU Iporecca OMoreHe3a OaKTEPHAIBHBIX AMOOJIOB.
OnuH U3 HAX CBSI3aH C TEM, YTO NEPBUYHBIN MaTPHUKC OaKTEpUATBHBIX YMOOJIOB U3
PI'-1 pa3pymaercs mo Mepe pa3BUTHS 3THX CTPYKTYp; HO IPHU 3TOM CTPYKTYpHas
IIEJIOCTHOCTh OaKTepUaTBHBIX SMOOJIOB HE HapyIIaeTcs. DTO 03HAYAET, YTO B XOJI€
pa3BHUTHS OaKTepUAIbHBIX dMOOJOB (GOPMHUPYETCS JIOMOJHUTEIbHAS MOJUMEpHAs
CEeTh, YACp)KUBarOIIas OaKTEpHAJIbHBIC KJIECTKA B paMKaX IIEJIOCTHON CTPYKTYPHI.
Ha ponb Takux CTPYKTYPHBIX KOMIIOHEHTOB MaTpukca noaxoast I1IC, kortopeie y

HCKTO6&KTepI/Iﬁ J0 Halllux I/ICCHCI[OBaHI/Iﬁ HE OBLJIM OITMCAHBI.

1.2. Ix3onoaucaxapuasl (IIC) 6akTepuid
OIIC cocTaBislOT OOMIMPHYIO TPYyNNy MHOTOQYHKIMOHAIBHBIX U
pa3HoOOpa3HbIX MO CTPYKTYpe MOJUMEPOB. Y psga (UTONATOrEHHBIX OakTepuid
OIIC  cayxkaT B  KayecTBE  BAXHBIX  JCTEPMHUHAHT  B3aUMOJEHUCTBUS

MUKPOOPTraHNU3MOB C PACTCHUAMU-XO351CBAMMU.

1.2.1. Crpykrypa IIIC 6akrepuii
bakrepuanbabie DI1C npeacTaBisiioT Co00# TUHEHHBIC WIN PAa3BETBICHHBIC
MOJINMEPHI, OOJBITMHCTBO U3 KOTOPBIX UMEET MOJICKYJISApHYIO Maccy oT 15 kJla n1o
100 M/la (Freitas et al., 2011). Cpenu D11IC BcTpeyaroTcsi Kak TOMOTIOIUMEPHI, TO
€CTh COCTOSIIIIHE TOJHKO M3 OJIHOTO THIIA MOHOcaxapuaa (Hampumep, JEKCTpaH
(Leuconostoc mesenteroides), xkypanan (Rhizobium meliloti w Agrobacterium
radiobacter), 1nemntono3a (Acetobacter  sp.), anbrepHan (Leuconostoc

mesenteroides), peyran (Lactobacillus reuteri), mytan (Streptococcus mutans),
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nyiynaHn (Aureobasidium pullulans)), Tak ¥ T€TEpONOJIUMEPHI, B COCTAB KOTOPHIX
BXOJIAT JBa W Oojiee MOHOcaxapuaa (Hampumep, KcaHTaH (BHABI poja
Xanthomonas), cyxkuuHornukaH (Alcaligenes faecalis), amunoBopan (Erwinia
amylovora), anbrunat (Pseudomonas  syringae), «xnaBan (Clavibacter
michiganensis), cteBaptan (Pantoe stewartii), dbactuauan (Xylella fastidiosa),
nuyTaH (Sphingomonas sp.)) (Puc. 3) (Becker et al., 1998; da Silva et al., 2001;
Dumitriu et al., 2004; Kumar et al., 2007; Chawla et al., 2009; Koczan et al.,
2009; Freitas et al., 2011; Kaur et al., 2013; Tabibloghmany, Ehsandoost, 2014;
Mohd Nadzir et al., 2021). OIIC, kotopele MPEACTaBISIOT CcOOOMU
TeTEPOIIOJIUMEPBI, COCTOST U3 PETYJISAPHBIX (MTOBTOPSIOIINXCS) 3BEHBEB, KaXKI0€ U3
KOTOPBIX MOCTpoeHO 3 2-8 mMoHocaxapuaoB (Osman et al., 1986; Evans et al.,
2000). B ocHoBHoM OaktepuanbHbie OJIIC cocToAT U3 HEWTpalbHBIX
MOHOCAXapHuI0B: TIII0OKO3a, paMHO3a, apa0MHO3a, rajllakTo3a, MaHHO3a, (pyko3a u
kcwio3a; onxHako MmHorue OIIC comepkar B CBOEM COCTaBe M 3apsOKCHHBIC
YPOHOBBIC  KHCIOTHI  (TJIOKYpOHOBas, TajJaKTypoOHOBas, MaHHYpOHOBas,
ryiaypoHoBasi, unyponoBasi) (Osman et al., 1986; Marty et al., 1992; Ferreira et
al.,1997).

[Tonucaxapuapl, CHHTE3UPYEMBIC KUBBIMU OPTaHU3MaMH, XapaKTePU3YIOTCS
OOJBIIMM  CTPYKTYPHBIM pa3zHOOOpa3ueM. OITO pa3HooOpa3ue JIOCTUTACTCS
Omarogaps psay ¢daxkTtopoB. Bo-mepBbIX, 3TO A0CTaTOYHO OOJIBIIONW HAOOP
MOHOCAXapHJ0B, BXOJSAIIMX B COCTaB IIOJMCAXapuaoB. Bo-BTOpBIX, KaXIbIi
MOHOCaXapH CIIOCOOCH 00pa30BhIBATh TVIMKO3UIHYIO CBS3b C Pa3HBIMH aTOMaMH
yriaepoja Apyroro MoHocaxapuja, B pe3yJibTaTte 4ero (GopMUpYIOTCS pa3HbIC THITHI
cesa3eit (1—-2, 1-3, 1—4 u 1.1.). KpoMe Toro, rIMKo3uIHbIE CBS3U B MOJIEKYJax
MoJIMCaxapuioB  MOTYT HMMETh pa3Hylo  KoHbopmamuio (o0  wia  P).
Tunel/koHPOpMaIUK  CBA3EH  MEXIYy  MOHOCaXxapujaaMd B MOJICKYJIax

nmojaucaxapnuaoB BO MHOTOM OIPCACIIAIOT CBOMCTBA IMOJIMMCPOB.
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Erwinia amylovora
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...........................................................

[—-2)—0-L-Rhap-(1—-3}-B-D-Galp-{1—-3)—u-L-RI'.|ap-(1—-2}-0-L-Rhap—(1-],,E
1
a-L-Rhap-(1-4)-a-D-GalpA

[-+4)-a-L-Fucp-(1-3)-B-D-Glcp-(1-4 :l-CI-L-FI:ICp-( 1-],

3
t
L
a-L-Galp-(1-+4)-a-D-GlcpA-(1-+3)-a-D-Galp
48
Pyr

Agrobacterium tumefaciens
CYKUMHOINUKaH

[-4)-B-D-Glcp-(1-+4)-p-D-Glcp-(1-+4)-p-D-Glcp-(1-+3)-p-D-Galp-(1-],

..................

oDaw 3
1 t
3 1
[~3)-B-D-Glcp-(1-+4)-a-L-Flicp-(1-+4)-a-L-Fucp-(1-]. B Dﬁ_’g‘)’
Pyr
Pectobacterium atrosepticum
B.D-Erw-{1+30-D-Galp-(2 - OAC Pseudomonas syringae
T Anbruxar
3
[+3)-a-D-Galp-(1-~2)-a-D-Manp-(1-4)-a-L-Rhap-(1-], [~4)-B-D-ManpA-(1-)]-[-4)-B-L-GulpA-(1-],
Puc. 3. Crpykrypa  peryiasipHbIX 3BEHbEB  HSK30IOJHUCAXapUIOB

dburonaroreHubIx 6akrepuid. Fuc — ¢ykosa, Rha — pamnuosa, Ara — apabuno3sa, Gal

— ranakrto3a, Glc — rmoko3a, Xyl — kcuno3a, GalA — ramakTypoHOBasi KHCIOTa,
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GIcA — rarokypoHoOBasi KUcioTa, ManA — MaHypOHOBasi KUCJIOTA, p — MTUPAHO3HAS
dbopma, OAc — anerwnbHas rpymnna, Pyr — nupyBwibHas rpymma, Suc —

cykuuHwibHas rpynna (I'opuikos, 2017).

B-TpeTbux, mjis ToJMcaxapuIOB XapaKTepeH HEMaTpPUUYHBIA CHHTE3, YTO
dbopMuUpyeT OCHOBY MJisi BO3HMKHOBEHHS HEOJHOPOJHOCTH JakKe B TIpeaenax
OJTHOTO THWIIA TOJIUCaxapuaa. ITa HEOAHOPOTHOCTh B MEPBYIO OYEpEIb CBsI3aHa C
BapbHPOBAaHUEM CTETICHH MOJTMMEPHU3AINN OTACIHHBIX MOJIEKYJ TIOJTUCAXapHIoB, a
TaKKE C HAIMYUEM/OTCYTCTBHEM pPa3HOOOpa3HbIX OOKOBBIX IIETIOYEK W
3amectureneit (I'opmkosa, 2007; I'opmikoBa u ap., 2013).

OCHOBHYI0O poib B  OOECIEUECHHH  CTPYKTYPHOTO  Pa3zHOOOpasws
MOJIUCaXapuIOB pacTeHWid © OaKTepuil urparoT pasHbie ¢akTopbl. Jlms
MOJTUCaXapHuI0B PACTCHUI OMMCAaH OTHOCHTEIHHO OTPaHUYCHHBIN Ha00p «0a30BBIX
CTpYKTyp» (0Kos0 10), KOTOpBIE ONPEAEAIOTCS OCHOBHBIMHU 3JIEMEHTAMHU OCTOBA
u OokoBbIX menedd. OgHAKO B pamMKax OTHEIBHO B3ATOH 0a30BOM CTPYKTYpHI
BapralOeIbHOCTh MOJIEKYJ TIOJUCAaXapuJaoB MOXXET OBITh OYEeHb BBICOKA
(Albersheim et al, 2010). Takyio BapuaOeIbHOCTH OOECIEYUBAECT TO, YTO
MOJIUCaXapuabl PACTCHUH CHHTE3UPYIOTCS TIOCIEI0BaTeIbHO, TO €CTh OJWH
MOHOCaXapu/ MPUCOCIUHACTCS K MOIMMEpHON 1enu. briaromapst atomy (a Takke
HEMATPUYHOMY XapaKkTepy CHHTE3a) TMOBBIIIACTCS CTENEeHb TeTePOreHHOCTH
MOJIUCaXapyuIoB, B TOM YHCIE W3-32 BO3HUKHOBEHUS Pa3IHYAIONIUXCS JOMEHOB
Jake B paMKaxX OTIEIbHO B3SITOW MOJEKYJbBI; pa3HbIE JOMEHBI MPH 3TOM MOTYT
UMETh Pa3HBIA MPOQPWIH 3aMEIICHUS OOKOBBIMHU HETSAMU M MOIUGUIIAPYIOITUMHU
TpyIIIaMH, 9TO CYIIECTBEHHBIM 00pa3oM CKa3bIBae€TCS HAa CBOMCTBAaX MOJIMMEPOB
(T'opuikosa u ap., 2013).

B oTnmume oT monmmcaxapuaoB pacTeHHiA, OONMBIIMHCTBO MUKPOOHBIX DIIC
UMEET PEryJISIPHYIO CTPYKTYPY (TO €CTh COCTOAT U3 UACHTUYHBIX TTOBTOPSIFOIIMXCS
OJINTOCaXapHIHBIX 3BEHbEB) Oy1arojapsi 0JOYHOMY XapaKTepy CUHTe3a (CM. pasnen
1.2.2.). BcnenctBue »srtoro, ans MuUkpoOHbIXx OIIC nomeHHas opraHuzanus

MOJICKYJ HC XapaKTCpHA, YTO CHWKXACT CTCIICHb BapI/Ia6eJ'IBHOCTI/I OTACIBbHBIX
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monekyn. Opnnako pasHooOpaszue OIIC Oakrtepuil gocturaercs Ojaromaps
OosplieMy (4eM y pacTeHHil) HaOopy MOHOCaxapuioB, BXOJISAIIUX B COCTaB
pasaeix mnonuMepoB (Evans efr al, 2000). TloMuMO  «KJIACCHUUECKHX)
MOHOCaXapHI0B, MIEPEYUCIICHHBIX BBIIIE, B cOCTaB MUKPOOHBIX DIIC MoryTt Takke
BXOJIUTh «3K30THYCCKHE» MOHOCAXapWJbl, HEXapaKTEPHBIC JUII PacTCHUH
(opBUHMO3a, fiepcuHN03a, KapropniI03a, Kapruo3a, MIeBaHeN03a, albTPo3a U eI
psan npyrux) (Zubkov et al., 1992; Adinolfi et al., 1995a, b; 1996; Kilcoyne et al.,
2002; Shashkov et al., 2002; Mattos et al., 2005; Zdorovenko et al., 2012;
Kondakova et al., 2013).

Kpowme Toro, OIIC 6akrepuii (Tak ke Kak U Mojarcaxapuabl pacTeHUI) MOTYT
coJiepkaTh B CBOEM COCTaBE M HEYIJICBOJHBIE KOMIIOHCHTHI — MOIU(MUIIUPYIOIITHC
IPYNIbI, TakKkue Kak cyiabharHble, ¢ocdaTHbIe, CYKIWHUIbHBIC, AallCTHIbHEIC,
aMUHHBIC U MUPYBUIbHBIC. Takue MOIUPUITUPYIOMIAE TPYIIIBI YaCTO OMPEACIISIIOT
MHOTHE CBOWMCTBa MOJIMMEPOB, B TOM YHUCJIE CIIOCOOHOCTh 0Opa30BBIBATH IOMO- U

rereposornunbie KoMiuiekchl (Evans et al., 2000; Sutherland, 2001 a; Bazaka et

al., 2011).

1.2.2. buocuntes IIIC

Otnenbublie 3Tanbl 6nocunre3a IIIC O6akTepuilt MOTyT MpoTEKaTh HE TOJIBKO
B ImTOma3Me (Kak B cllydae TOJIMCAXapUJOB pPACTeHHIl), HO U B
NEPUIIa3MaTHYECKOM MPOCTPAHCTBE, a TAKXKE CHAPY>KU OT BHEIIHEH MEMOpaHBbI.
Cunre3 OJIIC ocymectBasiercss ruko3ui-tpancdepazamu  (I'T), koTopsie
00ecreynBaoT MIPUCOEIUHEHNE MOAU(GUIUPOBAHHOTO MOHOcaxapuaa
(mykneotun-agudocdar caxapa (HID-caxapa)) k pacTymied 1emouyke MOJIEKYJIbI
nonucaxapuna (Breton et al., 2006).

Onucano vetbipe OCHOBHBIX MyTH O6mocunte3a DIIC Oakrepuit: Wzx/Wzy-
3aBUCUMBIA NyTh, ABC-TpaHcnopTep-3aBUCUMBINA MMyTh, CUHTA303aBUCUMBIN MyTh
u BHekieTouHbld cuHte3 (Puc. 4). COopka roMonoJMMEPOB OCYIIECTBISETCS O

CUHTA303aBUCUMOMY IIYTU W IIPHU BHCKICTOYHOM CHHTC3C, a I'CTCPOIIOJINMCPHLI B
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OCHOBHOM cuHTe3upytorca no Wzx/Wzy- n ABC-TpaHcnopTep-3aBUCUMBIM Iy TSIM

(Schmid e al., 2015).

11 ABC-
TpaHcnopTep-

| Wzx/Wzy-3aBUCUMbIA NYTb | i
| 3aBUCUMBIN NYTb |

|
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Puc. 4. Cxematuunoe uzoOpakeHue mnytedt OmocuuTeza IIIC OaxTepuii:
Wzx/Wzy-3aBucumbii iyt (I), ABC-tpancnoprep-3aBucumsbiii  nyts  (I1),
cunTtazo3aBucuMblil myTh (I1I) u BHekeTounslit cuntes (IV). Fru — ppykrosa; Rha
— pamuo3a; Glc — riroko3a; Man — ManHO3a; ManA — MaHHYpOHOBasi KHCIIOTa;
HA®-Gle — nykneoruaaudocdart-riarokosa; HIAD-GlcA — nykneotuaaudocdat-
rimokyponoBasi  kuciora; HJ®d-Rha — wsykneorupnudocdar-pamuosza; I'T —
riuko3miTpancdepassl; OAn — aunerunbHas rpynna; Wzx — daunnaza; Wzy —
MoJIMMEpPasa, ydacTBYIOIIAs B MOJMMEPU3AINN PeryasipHbIX 3BeHbeB DIIC; Wzz —
Oenok, ydactBytouuii B mnoiaumepusanuu JIIC; PCP — polysaccharide co-
polymerase (ko-nmomumepaza); OPX — outer membrane polysaccharide export
(axcriopTHBIN Oenok BHemHew memOpansl), TPR — tetratricopeptide repeat (6emnox,

yuyactBytomuii B Tpancnopte OIIIC u coxepxamuii TeTpaTPUKONENTUIHBII

noBTop) (Schmid, 2015).

B Wzx/Wzy-3aBucumom nytu uz HJID-caxapoB npu ydyacTUU HECKOJIBKUX
IIIMKO3WI-TpaHcdepa3 (GOPMHUPYIOTCS OJUTOCaXapHIHbIE pEryJsipHble 3BEHbS
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OIIC, xoTOpble TPAaHCHOPTUPYIOTCS B MEPUIUIA3MATUYECKOE MPOCTPAHCTBO C
nomotipto  gumnmazel Wzx (Islam, Lam, 2014). B nepumiazmatuyeckoMm
MpoCTpaHCTBE nonumepaza Wzy npu ydacTuu Ko-nojimMmepassl Wzz KaTalu3upyer
o0Opa3oBaHue TTUKO3UIHBIX CBSI3€H MEXIY PEryJsipHbIMHU 3BEHbSIMU, 00ECIIeUnBast
coopky momumepa (Cuthbertson et al., 2009, Morona et al., 2009).
TpaucnoptupoBka JIIC, cunresupoBanHbix 1o Wzx/Wzy-3aBUcUMOMY MyTH, 3a
Mpeesibl KIETKH OCYIIECTBIISIETCS Yepe3 IKCIOPTHBIE OCJKU BHEIIHEH MeMOpaHbI
OPX (Puc. 4).

[To Wzx/Wzy-3aBUCUMOMY IYTH CHHTE3UPYETCS Psi IIMPOKO HM3BECTHBIX
OIIC, nanpumep, CYKUMHOIITIMKaH, BedaH, kcaHtaH, resad (Glucksmann ef al.,
1993; Pollock et al., 1993; Rehm et al., 2010). Haubosiee neranbHO MpoIiecc
OMOCHHTE3a OMNUCaH JUIsl KCaHTaHa, MPOAYLHUPYEMOro (PUTONATOr€HHBIMU
Oaktepusamu pona Xanthomonas (Tait et al., 1986). OctoB storo DIIC moctpoeH
U3 TJIOKOMUPAHO3HBIX OCTaTKOB, COEAMHEHHBbIX |—4 TUIOM CBs3U, a
TpUcaxapuaHble OOKOBbIE IIEMH COCTOST U3 JIBYX (.-MaHHOIKUPAHO3BIX OCTATKOB U
OJIHOTO OCTaTKa IIIoKypoHOBoM kucioTel (Puc. 3). COopka perynasipHOro 3BeHa
KCaHTaHa HAYMHAETCS C MPUCOEAMHEHMS TIIOKO3bl K yHaekanpeHwmidocdary,
3aKpeIIEeHHOMY Ha BHYTpeHHel MemOpane, ¢ nomouisio I'T GumD. 3atem apyras
I'T (GumM) npucoeauHsieT K NEPBOMY OCTAaTKy TJIIOKO3bl BTOpoil. Ilocie storo
I'T GumH xartanu3upyeT NpUCOETUHEHUE OCTATKAa MAHHO3bI, KOTOpas B COCTABE
Oyayuiero mnojguMmepa OylIeT SBIATHCS MEPBbIM (IPUCOECTUHEHHBIM K OCTOBY)
MOHOcCaxapuJa0M OOKOBOM 1enu. 3aTeM K 0CTaTKy MaHHO3bI ¢ moMoIisio I'T GumK
IIPUCOEIUHACTCST OCTATOK TJIFOKYPOHOBOM KMCIOTBI, KOTOpbIM mpu ydactuu ['T
Guml cBs3bIBaeTCs CO BTOPHIM OCTATKOM MAaHHO3bI OOKOBOM LIETIH.

Perynspubpie 3BeHBbS KCaHTaHa MOTYT COJAEpX aTh W HEYTJIEBOIHBIC
KOMITOHEHTHI: MUPYBUJIbHBIE U alleTUIIbHBIE Tpynnbl. Auetunrpandepassl GumF u
GumG obecrnieunBalOT alETWIMPOBAHUE OCTATKOB MAHHO3bI: KOHIIEBOI'O OCTaTKa
OOKOBOM 1lemM M OcTaTka OOKOBOWM WEMH, COEIUHEHHOTO C OCTOBOM,
COOTBETCTBEHHO. [TupyBuiiupoBanue KOHIIEBOT'O ocTaTka MaHHO3bI

ocymiectBisiercs: Oenkom GumlL. TpaHCOpPTUPOBKY peryisipHbIX 3BEHBEB
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KkcaHTaHa oOecnieunBaeT duunmnaza Guml (Wzx-6e5ok), a X moJIMMEpPU3aIHIo B
nepuriazme katammsupyeT ¢epment GumE (Wzy-momumepasa). Tpancmopt
MOJTUMEPHON 1IeNM KCaHTaHa 3a Mpeaelbl KIeTKH obecrneunBaroT Oenkn GumB u
GumC (Katzen et al., 1998).

[lo mytn, 3aBucumomy oT TpaHcnoptepa ABC, xak mpaBuio,
CUHTE3UpYyIoTCs KarncynbHbie mnonmcaxapuasl (KIIC) w  nmmononmcaxapumbl
(JITIC), xotopwie, kak u OIIC, TpaHCHOPTUPYIOTCS U3 KIETOK B OKPYKAIOIIYIO
cpeny, HO B omune OT DIIC ocTaroTcsi CBS3aHHBIMH C IOBEPXHOCTHIO KIICTKH
(Nwodo et al, 2012). Ilonucaxapuabl, CHUHTE3UpPyEMble IO 3TOMY IMyTH,
o0pa3yloTcs Ha IUTOIUIA3MAaTHYEeCKOH CTOpOHE BHYTPEHHEH MeMOpaHBI
MOCPEACTBOM  TIOCJIEIOBATEIBHOTO  TPUCOCIWHEHUS  MOHOCAXapuioB K
HEBOCCTAHABIMBAIONIEMY KOHIly pacTymedl memn. B OuocuHTE3e Takux
MOJIUCaxapuJI0B MOTYT TNPUHUMATh ydacThe kak omgHa [T (B sTom ciydae
CHUHTE3UPYETCS] TOMOTOJINMED), TaK M HECKOJbko pasHbix ['T (B Takom ciydae
obpasyercs rerepononiumep) (Katzen ef al., 1998). Cunte3npoBaHHBIN MOTUMEDP
MEPEHOCUTCS B TEPHUILIA3MATUIECKOE MPOCTPAHCTBO C MOMOIIBI0 TpaHCTOpTEpa
ABC (Puc. 4). Ilpuauunsl GopMHpPOBaHUS PETYISPHBIX 3BEHBEB MOJINCAXaPHUJIOB,
cuHTe3upyemMbix 1o Wzx/Wzy- u ABC-tpancmopTep-3aBUCUMBIM — IYTSIM,
Pa3IMYaAOTCs; OJHAKO IKCHOPT TAaKUX MOJMCAXapUA0B OCYIISCTBIISIIOT CXOIHBIC
Oeniku BHelHe memOpanbl OPX.

B cuHTrazozaBucumMom nytu OuocuHTe3a oOpazoBanue OIIIC u wux
TPaHCIIOPTHUPOBKA B MIEPUTITIA3MY OCYIIECTBISIOTCS OJTHUM
MyInbTUPYHKIIMOHAIBHBIM OenkoM (Rehm ef al., 2010). W3 nepunnazmbl Takue
OIIC  TpaHCHOPTHPYIOTCS  4Yepe3  CHeluanbHblii  TopuH. IlockombKy B
CHMHTA303aBUCHUMOM ITyTH TIPHUHUMAaET ydactue oaHa [T, oObIYHO TIO 3TOMY ITyTH
CHUHTE3UPYIOTCS TOMOIIOJIMMEPHI, TaKUEe Kak Kyp[ylaH W Ieiono3a. OgHako B
TOM MYTH OWOCHHTE3a MOTYT OOpa30BBIBATHCS M TETEPOIOJMMEPHI (abI'HHAT,
COCTOSIIIMK M3 MAHHYPOHOBOW M TyJTypOHOBOH KUCJIOT). [Ipu 3TOM Ha HadambHOM
aTarme OWOCHMHTE3a CHHTa3a OCYIIECTBISET TOJUMEPU3AINI0 MaHHYPOHOBOH

KUCIIOTBI, (OpPMHUPYST TOMOMNOJUMEPHYIO Ileflb; 3aTeM B  IEpUIlIa3Me
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ocymiecTBisieTcss  O-aleTWIMPOBAHUE HEKOTOPBIX OCTATKOB MAaHHYPOHOBOM
KHUCIIOTBHI, @ HealleTWIMPOBAaHHbIE OCTATKH, YK€ HaXOsCh B COCTaBe MOJIUMEPHOMN
nenu, mpeoOpazyroTcs 3muMepazoi B TynypoHoByro kuciory (Franklin et al.,
1994) (Puc. 4).

B xone BHekserounoro nmytu 6uocutesa IIIC, KOTOPHIA Takke Ha3bIBACTCS
caxapazo3aBUCUMBIM, cyOcTpaToM i 0OOpa3oBaHUsl IOJUMEPOB  CIIYXKHUT
JKCTpakjeTouHas (dk3oreHHas) caxaposa. Caxapo3a BHaudaje TUIPOIUIYETCS
dbepmeHTOM caxapa3oil, a 3aTeM M3 OJHOTO0 M3 BXOJAIIUX B COCTAB Caxapo3bl
MOHOcCaxapuaoB (raroko3a win Gpykrosa) dopmupyercs nonumepHas uens (Puc.
4). T'maponu3 caxapo3bl MNPUBOAUT K BBICBOOOXKIEHUIO JHEPTUHU, KOTOpas
UCIIOJIb3yeTCsl ISl KaTaJUTHYECKOro IMepeHoca TJMKO3WIBHOIO OCTaTKa Ha
PaCTYIIYIO MOJUCAXaPUIHYIO IIeNb. B 3aBUCUMOCTH OT TOTO, KAKOW MOHOCaXapH/l
y4yacTByeT B (OPMHUPOBAHUU MOJUMEPHON LIEMH, MPH BHEKIECTOUYHOM CHHTE3E
MOT'YT 00pa3oBBIBaThCA (PYKTaHBI (JIeBaH) WJIU TJIIOKaHBI (aJbTEpHAH, JIEKCTPaH,
MyTaH, peyrepan) (Coté et al., 2002; Sanalibaba, Cakmak, 2016).

Hekoroprsie OakTepuu crnocoOHBI MPOU3BOAUTH HECKOJbKO TuUnoB IIIC,
KOTOpbIe 00pa3yloTcsl B pa3HbIX OMOCHHTETHUYECKUX NyTsax. Hanpumep, Rhizobium
radiobacter  (W3BeCTHBI Kak Agrobacterium  tumefaciens) TPOU3BOJIUT
cykuuHornukan (Wzx/Wzy-3aBucuMblii  TyTh  OMOCHHTE3a) M KypiJiaH
(cuHTa303aBUCUMBIN TTyTh OMocuHTe3a) (Zhan et al., 2012). Pseudomonas syringae
CUHTE3UPYET allbIrMHAT (CUHTAa303aBUCUMBIN MTyTh) U JIEBaH (BHEKJIETOYHBIA CUHTE3
C momoIbio (pepMeHTa jeBaH-caxapasbl). P. aeruginosa NpOWU3BOAUT TPHU THUIA
OIIC — ansrunat, PSL u PEL, nepBbie ABa M3 KOTOPBIX CHUHTE3UPYIOTCS IIO
CUHTAa303aBUCUMOMY MyTH, a TpeTuil — no Wzx/Wzy-3asucumomy nytu (Franklin

etal., 2011).

1.2.3. Peryasiuus npoaykuuun JIIC
buocunTes  Oakrepuanpubix  OIIC, kak mnOpaBuiao, HE  SBISETCS
KOHCTUTYTHBHBIM TMPOIIECCOM, & UHAYIUPYETCS TEMH WIM WHBIMHU (pakTopamu.

YPOBeHB NpOAYKIINH OIIC 3aBHCHT OT CpCabl oOUTaHMs MUKPOOPTraHU3MOB, a
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UMEHHO OT POCTOBOTO CyOCTpaTa, TeMIIepaTyphl, KUCIOTHOCTH, OCMOTHYHOCTH (Li
et al., 2001; Nichols et al., 2005; Marx et al., 2009). Y 6axrepuit Enterobacter sp.
cuate3 OIIC wHAaymupyercs mnpu U30BITKE yryiepoga W OJHOBPEMEHHOM
Henoctatke aszora (Freitas et al, 2011). B OonpmmHcTBe citydae OIIC
CUHTE3UPYIOTCS B adPOOHBIX YCIOBHUSAX; OJHAKO CYHIECTBYIOT MPUMEPHI TOTO, YTO
MaKCUMaJbHBIH ~ ypoBeHb mpoaykmum OIIC  (agpruHar, TPOU3BOIUMBIN
Pseudomonas aeruginosa) obOecneunBacTCs MHUKPOa’pOGUIBLHBIMU  YCIOBUSIMH
(Rehm et al., 2009). Kpome Ttoro, goOaBieHue B Cpely KyJIbTUBUPOBAHUS
BUTAaMHUHOB, aMHUHOKHCIIOT HJIM METaUIOB MOXET CTHMYJIupoBath cuHTe3 OIIC
Oaktepusmu Sphingomonas paucimobilis (rennan), Alcaligenes sp. (Benan),
Acetobacter xylinum (uemmonosa), Agrobacterium sp. (kypanan) (Mclntosh et al.,
2005; Bajaj et al., 2006; Premjet et al., 2007; Li et al., 2010; Caruso et al., 2018).
Pazneiii yposenb npoaykiuu DIIC obecrieunBaeTcs TEM, YTO CHHTE3 ITHX
MOJIMMEPOB KOHTPOJIMPYETCS PSJIOM PeryiasaTopHbx cucteM. Ilpoaykiums IIIC
pETYNHpYETCs Ha TMOMYJSAIMOHHOM YpPOBHE TIPH YYaCTHH CHUCTEMBI KBOPYM
ceHCHHTra (4yBCTBO KBopyMa, quorum sensing) (Hay et al., 2014) (pazmen 1.1.2).
WNuakTuBaIuss peryasTOPHOH CHCTEMBl KBOPYM CEHCHHra Yy Pseudomonas
aeruginosa, Pantoea stewartii, Ralstonia solanacearum, Sinorhizobium meliloti
BBIPQKACTCS HECIIOCOOHOCTHIO MHMKPOOPTaHM3MOB cuHTe3upoBaTh OIIC, dro
MPUBOJUT K MOTEpe BUpyJeHTHOCTH Oaktepuit (Davies ef al., 1998; Marketon et
al., 2003; Roper et al, 2011; Hayashi et al, 2019). B 10 e Bpewms, y
duronaroreHHoit Oaktepun Xylella fastidiosa WHAYKIUS CUCTEMBI KBOPYM
ceHcuHra, Haoboport, nojasiser cuute3 IIIC (Newman et al., 2004), 4to, mo-
BUJIUMOMY, ONPEIEIACTCS OCOOCHHOCTIMH B3aUMOJICHCTBUS JTOW OaKTEpUU C
pacTeHUEM-X03IMHOM. X. fastidiosa KOJIOHU3UPYET WCKIIOYUTEIBHO COCYIBI
KCHJIEMBl pacTEHUSA-XO35MHA (HO HE Jpyrue KICTKW/TKaHuW), Tae (opmupyer
OWOIJICHKH, KOTOpBIE, B ClIydac YPE3MEpPHOTO pPa3pacTaHHs, MOTYT IOJHOCTHIO
osnokupoBaTh TpancnopT Boabl (Chatterjee et al, 2008). ToTanpHas 3aKymopka
cocyla OMOIIEHKOW MOJKET HETaTUBHO CKa3bIBAThCS Ha Pa3BUTHH X. fastidiosa

BHYTPU pAacCTEHUS-XO035iIMHA, TOCKOJbKY pPOCTOBOM  cyOCTpaT [jsi 3THUX

43



MUKPOOPTAaHU3MOB JIOCTABIISACTCS TpPaHCIUPAIMOHHBIM TokoM. Kpome Toro,
3aKyIopKa COCy/Ja MOJXET MPHUBECTH K THUOENH paCTCHHsI-XO35SMHA, YTO TaKKe
KpaiiHe HeOnaronmpusaTHO 1 maroreHa. Mmenno mnostomy y X fastidiosa
npoaykmus OIIC u ¢dopmupoBaHrne OHOMIICHOK HAXOASATCS TOJ HEraTHBHBIM
KOHTpoJieM cucteMbl kBopyM ceHcuHra (Chatterjee ef al., 2008).

B kadecTtBe mONOXKUTENbHOTO perymsartopa mnpoaykuuu OIIC cmyxut
BTOPUYHBIA TMOCPEAHUK UUKIMYECKUNA AuryaHosuHMoHodocdat (u-au-I'MD).
Onnoit u3 Hambosiee u3BEeCTHBIX (GyHKIUN 1-TU-IM® sBisercs obecrneueHue
nepexojia 6akTepuil OT MOABMKHOTO, INTAHKTOHHOTO 00pasa )KU3HU K «OCEIJIOMY»,
NPUKPEIUICHHOMY, KOTOPBIA  peamu3yeTcsi, HalpuMmep, TMpu 00pa3oBaHUU
OHMOIUICHOK, (DOPMHUPOBAHHE KOTOPHIX BO MHOTOM 3aBUCHUT OT mpomaykiuu JIIC
(Tischler, Camilli, 2004; Waters et al., 2008; Boyd et al., 2012). [1loka3ano, 4To 11-
mu-I'M®  aktuBUpyeT NpoOAyKUMIO amujioBopaHa (Erwinia  amylovora),
OakTepualbHOW  HEJUTONIO3Bl  (Agrobacterium  tumefaciens),  anbruHaTa
(Pseudomonas aeruginosa), xcantana (Xanthomonas oryzae) W KypljaHa
(Agrobacterium sp.) (Hengge et al., 2009; Hay et al., 2010; Ruffing, Chen, 2012;
Whitney et al., 2013; Edmunds et al., 2013; Liang et al., 2015).

Ponb 1-nu-I'M® B hopmupoBanuu 6uorieHok (1, BeposaTHo, cunteze J1IC)
MPOJIEMOHCTpUpOBaHa U st Pectobacterium atrosepticum. Juxkuii tun P.
atrosepticum He ObUT CTIOCOOCH 00pa30BbIBaTh OMOIUJICHKH B YCIOBUSAX in Vitro; a'y
MyTaHTHOW (OpMBI 3TON OakTepuum ¢ TOBBILIEHHBIM YpOBHEM UL-Au-I MO
MOSIBIISIaCh CIOCOOHOCTh K OumoruieHKooOpa3zoBanuto (Perez-Mendosa et al.,
2007).

AxtuBatopom mnpoaykiuu OIIC y MHOTMX MHKPOOPTaHM3MOB TaKkKe
SBIIICTCS ~ QJIbTEPHATUBHBIA  CTpeCC-MHIYIHpPYEeMbIii  curma-pakTop  RpoS
(Jorgensen et al., 1999; Sauviac et al., 2007; Shee et al., 2011). RpoS cayxut
OJIHMM U3 KJIFOYEBBIX KOOPAMHATOPOB CTpeccoBoro orpeta Oaktepuit (Winkler et
al., 2005; Karpinets et al., 2006). Y MyTaHTHBIX IO T€Hy 7poS IITaMMOB
Escherichia coli, Ralstonia solanacearum, Pseudomonas aeruginosa u Erwinia

amylovora cuwxancs ypoeHb npoaykiuu DIIC (Jorgensen et al., 1999; lonescu,
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Belkin, 2009; Dong, Schellhorn, 2010; Santander et al., 2014). TlonoxuTtenbHas
perymsimus  cuaTe3a  OIIC  cTpeccoBhIM curma (akTopoM MpeacTaBiIseTCs
JIOTUYIHOMU, MOCKOIBKY i psina DIIC nmpoaeMOHCTpUPOBaHbI 3alIUTHBIC CBOMCTBA,
U TO3TOMY WHTEHCHUBHASI TPOIYKIHS 3TUX IOJMMEPOB B CTPECCOBBIX YCIOBHAX
MOXXET OO0CCICYHTh BBDKHBAHHEC OaKTepHWi TNpU JACHCTBUU HEOIAaronpHUsITHBIX

(haxTopoB.

1.2.4. ®ynxuuu I1IC dakTepui
1.2.4.1. CrpykrypHbie pynkuuu IIC

OIIC cayxaT B KauyecTBE OCHOBOMNOJAralOUIUX CTPYKTYPHBIX KOMIIOHEHTOB
BHEKJIETOYHOIO  MaTpukca  OakTepuajgbHbIX  OHMOIUIEHOK M JIPYTUX
«MHOT'OKJIETOYHBIX» CTPYKTYp, (HOPMHUPYEMBIX MHUKPOOpPraHU3MaMH (arperarsl,
MaThl, KoJIoHMM). HauanpHble 3Tanbl 00pa3oBaHUs OMOIJIEHOK YacTO CBSI3aHBI C
MpUKpEIJIEHHEeM OaKTepuaabHBIX KJIETOK K cyoctpaty (Palmer, White, 1997).
Cuuraercs, 4To aare3vo KieTok oOecmneunBaioT He crosibko OIIC, ckonbko
OakTepualnbHble MWIM U anare3uHbl OenkoBoil mpupoasl (O'Toole er al., 2000;
Donlan, 2002). Tem He Menee, aare3uBHbie cBoiicTBa y DIIC (1o kpaiineir mepe, y
HEKOTOpbIX) TOXXe MoryT ObITh BbIpaxkeHbl. OIIC, nHa3Banubie Pel u Psl,
cuHTe3upyemble Oaktepuein Pseudomonas aeruginosa, BHOCSIT BKIaJl B
aJAre3MBHOCTh KJIETOK 3TOr0 MHUKPOOpPraHu3Mma. AJNre3uBHOCTb MYTAaHTOB P.
aeruginosa, He cuntezupyromux Pel u Psl, Obuta 3HaunTEILHO HUXKE, YEM JUKOTO
tuna (Tian et al., 2014). Kpome Toro, 3Tu MyTaHThl HE OBLIM CIOCOOHBI
dbopmupoBaTh OMOIJICHKH. AJre3uBHbIE CBOICTBa ObLIH TaKKe
npoaeMmoncTpupoBanbl ansg OIIC FucoPol, mpousBoaumoro Enterobacter A47
(Aragjo et al., 2016).

[Tomumo anre3un 6akTepuil K MOBEPXHOCTH, JUIsl POPMUPOBAHUS U PAZBUTHUS
OuoreHoK Tpebyercsa cneuupUYecKuii MHUKPOKOCM, KOTOPBIA OOBEAUHSET
000COOJIEHHBIE KJIETKHM B €IUHYIO CTPYKTYpy. Takoil MHKPOKOCM M CO3/aeTcs
Oylarosiapsi HaJIMYMIO BHEKJIETOYHOTO MaTpukca. To, 4TO B KauecTBe KIIFOUEBOTO

KOMIIOHCHTA 3JTOT0 MATPHUKCaA CJIYyKAaT HMMCHHO IIOJIMCaXapuIbl, IIO-BUIUMOMY,
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CBSI3aHO C TEM, YTO 3TH TOJHMMEPHl B HauWOOJbIIEH cTerneHu (10 CPaBHEHHUIO C
APYTUMHU TIOJMMEpaMH) BCTYNAIOT B pa3MYHBIE TOMO- H T'eTepOJOTUYHBIC
B3auMogerictBust  (Sutherland, 2001b; Jennings et al., 2015). Takue
B3aMMOJCHCTBHSI HEOOXOMUMBI Il (POPMUPOBAHUS €AMHON TOJMMEPHOH CeTH,
CIIy)Kalllei B KauecTBe KOM(MOPTHOU cpeibl OOUTAHMS Il OaKTepuil.

CnocoOHOCT, K (OpPMHUPOBAHUIO TIOJUMEPHBIX CceTeld oOecreunBaeTCs
(U3UKO-XUMUYECKUMHU CBOWCTBAMU OIIC. s MHOTHX OIIC
POAEMOHCTPUPOBAHO, YTO OHU MOTYT CIYXHTh B KadeCTBE J>KEIHPYIOMINX
areHTOB W/WIW YyBEIWYMBATh BSI3KOCTH PACTBOPOB, YTO SIBISETCS CIICCTBHEM
B3aUMOJICHCTBUS OTJEIBHBIX MOJEKYT IpyT ¢ apyroM (Wyatt et al., 2009; Peng et
al.,  2019). Hekoropeie OIIC  cnocoOHbl  QopMUpOBaTH  KPYIHbIE
CYIIPaMOJICKYJISIpPHBIE arperathl ¢ pa3MepaMH, AakKe MPEBBIIIAIONINMHU Pa3MeEpHI
OaktepuanbHbIx KiIeTok (Cai et al., 2017; Kavitake et al., 2019).

Peomornyeckue mapameTpsl  (BS3KOCTh) pacTBOpoB  pasHbeix  IIIC
(mpoaynHpyeMbIX pa3HBIMH OaKTepUsIMH) MOTYT pa3InyaThCsl HAa HECKOJIBKO
nopsiakoB BennuuH (Ding et al., 2003; Wyatt et al., 2009; Niknezhad et al., 2018;
Xu et al., 2018). Haubonee «Bsa3xkum» DIIC cuntaercss KCaHTaH, CHHTE3UPYEMBbIT
¢uTonatoreHHBIMHU OakTepUsIMU poaa Xanthomonas. bnaronapsi cBouM CBOKWCTBaM
KCaHTaH  aKTUBHO  HWCIIOJIB3yeTCs B MHUIIEBOH,  (papMaleBTUYECKOH,
oumomeauuHcko mpomeinuieHHOCTH (Wyatt ef al., 2009; Habibi et al., 2017,
Kumar et al., 2018).

Monudpunupyronme Trpymnnsl, NPUCYTCTBYIOIIME B COCTaBE MHOTHX
nonucaxapunoB (pazgen 1.2.1), MOryT BHOCUTh CYIIECTBEHHBIH BKJIAJ
MEXMOJIEKYJIsIpHbIe B3aumoaeiicTBus nmoaumepos (Sutherland, 2001b; Lima ef al.,
2018). Iloka3aHo, 9YTO MUPYBWIbHBIC M allETUIHHBIC TPYIIBI B COCTaBE KCaHTaHA
BO MHOTOM OIpPEIEISIIOT CIIOCOOHOCTh ATOTO TMOJUMEpPA YBEIMYUBATH BS3KOCTH
BOJHBIX pacTBOpoB (Silva et al., 2009). Hanuuue 3TUX TPyII TakKe Onpeaesser
KETUPYIOIIUE CBOWCTBA amuioBopaHa (Erwinia amylovora) W KilaBaHa

(Clavibacter michiganensis) (Nimtz et al., 1996; Vanhooren, Vandamme, 2000).
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Kpome Toro, DIIC moryT BbINONHATH (PYHKIUIO CYphaKTAHTOB, CHUXKas
MOBEPXHOCTHOE HATSHKEHHE BOJBI M YBEIMYMBAs TakKUM 00pa3oM 3(PEeKTUBHOCTH
nepeaBkeHus: 0aktepuid, B ToM yucie B TKaHiax pactenus (Neu et al., 1992;
Flemming, Wingender, 2010). Takum cBoicTBOM, Harpumep, o0JagaeT cTeBapTaH

— OIIC, cunresupyemblit Pantoea stewartii (Herrera et al., 2008).

1.2.4.2. 3amuTHble pynkuuu I1IC

OIIC 3amuinarT KIETKM MHUKPOOPraHM3MOB OT JEUCTBUS Pa3IUYHBIX
HeOmaronpuaTHbIX  (akTopoB.  bmarogapst  BBICOKOH  BOJOYIEp KHBAIOLIEH
CIIOCOOHOCTH 3TH TOJIUMEpPHl MOTYT MPEMATCTBOBATh OOE3BOXKUBAHUIO KIETOK
Oaktepuii ipu Hepoctatke Boawsl (Khan, Bano, 2019). Kpome Toro, SIIC moryt
CIIY’)KUTh B KaueCTBE aHTU(PPU30B, MPEIOTBPAIIAIONINX 00pa30BaHUE KPUCTAIIOB
JbJa, MPEJOXpaHss TaKUM 00pa3oM KJIETKU OT 3amopaxuBanus (Liu ef al., 2013;
Casillo et al., 2017).

Y OIIC BelpaxkeHbl HOHOOOMEHHBIE CBOWCTBa, Onarogaps 4YemMy OHU
CIOCOOHBI CBSI3bIBATh TOKCUYHBIE COCTUHECHUS (AHTUOMOTUKH, KCEHOOMOTHKHU), HE
MO3BOJISIE WM TPOHUKHYTh BHYTPh KiIeTok. Ilo atoit xe mpuumne OIIC
CIIOCOOCTBYIOT MoOjAepkaHuio coseporo Oananca. [Ipu stom DIIC wmoryt
3alMIIaTh OT COJEBOrO CTpPEcca HE TOJBKO KIETKM MHUKPOOPraHU3MOB, HO U
pacTeHusi, KOJIOHHU3MpYEMbIE MPOAYLUEHTaMH dTuxX mnoiaumepoB. Tak, OIIIC,
cuHTe3upyemble puszochepHbiMu O6akrepusimMu (Pseudomonas sp., Bradyrhizobium
japonicum, Bacillus subtilis), moBbIIIaTN yCTOWUHUBOCTH pacTeHuit com Kk NaCl
(Khan et al., 2020). HonooOomennbie cBoiicTBa OIIC Ttakxke obOecrednMBarOT
MMMOOWIM3AIMIO TSKEIBIX METAJUIOB, 3aluIlas OT HMX JEHCTBUS HE TOJBKO
KJIETKH MHKPOOPTaHU3MOB, HO M KOJIOHM3HPOBAHHbIE OaKTEpPUSIMHU pacTEHUS
(Gupta, Diwan, 2017; Zainab et al., 2020).

Baxnyto ponp DIIC urpatoT B 3a11uTe He TOJBKO OT aOMOTHYECKUX, HO U OT
OMOTUYECKUX CTPECCOPOB, B YAaCTHOCTU OT 3aLIUTHBIX METAOOJUTOB pPacCTECHUM-
xo3sieB. MyTalus, npuBoAsinas K HecrnocoOHOcTU Rhizobium leguminosarum

CUHTC3UPOBATH 9HC, HC CKa3bIBAJIACh HA POCTC MUKPOOPTraHN3Ma B CTAHAAPTHBIX
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YCIIOBUSAX in Vitro, OqHaAKO MyTaHTHas (popMa B CpaBHCHUU C JTUKHM THIIOM ObLia
3HAYMTENILHO 00JIee YyBCTBUTENbHA K psaay ¢uroanekcuHoB (Rolfe et al., 1996).

OgHUMU W3 KITIOYEBBIX 3alllUTHBIX META0OJUTOB PACTECHUH CUHMTAIOTCS
A®K, KOTOpBIE OIOCPEAYIOT pPa3HbIC THUIBI MMMYHHBIX OTBETOB W 00JaJar0T
npsIMOM aHTUMUKPOOHON akTuBHOCTBIO (Bissett et al, 1990; Herb, Schramm,
2021). B cocra DJIIC Bxomar pa3Hble (DYHKIIMOHANBHBIE  TPYIIIHI
(kapOOKCHIIBHBIC, THIPOKCWIbHBIC, pa3IMYHbIC HEYIJICBOJIHBIC 3aMECTHTEIIN),
KOTOpbIE CIy)aT B Ka4eCTBE JIOHOPOB DJIGKTPOHOB, OOECTICUMBAIOIINX
nerokcukainio ADK. CrnocobHOCTh ocymecTBIsITh AeTokcukanuio ADK Obiia
MIPOJIEMOHCTpUpOBaHa Ha npumMepe Oosbioro uncna pasubix JIIC (Yildiz et al.,
2018; Andrew, Jayaraman, 2020; Nguyen et al., 2020); omnako cpenu IIIC
(bUTOMATOrCHHBIX OAKTEPUI TaKWEe CBOMCTBA OBLIU MPOJAEMOHCTPHUPOBAHBI TOJIBKO
s kcantana u st OIIC, cuntesupyembix P. agglomerans (Wang et al., 2007,
Sran et al., 2019).

OIIC cmocoOHBI HE TOJBKO oOecreunBaTh aeTtokcukanuioo ADK, HO u
MPEIATCTBOBATh UX HMHTCHCUBHOMY CHHTE3Y. DTH MOJIMMEPHI MOTYT HHTHOMPOBATH
HAJI®H-okcunazy — ¢epment, mnpousBonsmuii ocHoBHOM myn ADK B
pacTUTENbHBIX KIIeTKax npu ouortuueckom ctpecce (Bylund et al., 2006). Kpome
toro, OIIC cmocoOHBI CBSA3BIBATH HMOHBI JKee3a, KOTOpPble HEOOXOAUMBI st
reHepupoBaHUs THIPOKCUII-paauKana B xojae peakunu @enrona (Cho et al., 2013).
[Tomumo 3t1oro, DIIC CBSI3bIBAaIOT HOHBI KaJbIMS — KIFOYEBOTO BTOPHUYHOTO
MOCPETHNKA, 3aJCHCTBOBAHHOTO B MHIYKIIMM IMMYHHOT'O OTBEeTa. BX0/ Kanblus B
IUTOIIa3My M3 aroIiacTa, B YaCTHOCTH, NMPUBOJUT K HMHIYKIIUH AKTUBHOCTHU
HAJI®H-okcuaassl u, cnenoBatenbHo, renepupoBannio ADK (Dey et al., 2010;
Dubiella et al., 2013; Stael et al., 2015). Takum o6pa3zoM, UMMOOUIU3AIUS
kanmplusg npu  ydactuu OIIC MOXKET mNOJaBisATh OKHUCIUTEIBHBIA B3PBIB B
WHOUIIMPOBAHHOM PACTCHUH, OJIATONPUATCTBYS Pa3BUTHIO (UTOMATOTEHHOTO
Mukpoopranusma in planta (Lattner et al., 2003; Aslam et al., 2008; Bianco et al.,
2016). Ilpu »TOM B XeJaTHUPOBAHWUU KaJbLU BAXKHYIO pPOJIb WUrPAIOT

moauduuupytomue rpymnsl OIIC. Tak, kcanrtan (JIIC, npousBogumbiil X.
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campestris), TAIMEHHBINA alleTHWIBHBIX U MUPYBWIBHBIX TPYMI, 3HAYUTEIBHO XYXKE
CBSI3bIBAJl MOHBI KaJIbIUS, YeM HATUBHBIA KCAaHTaH, U B OTJIMYUE OT HMCXOJHOTO
MoJIMMEpa HE PENpecCUpoBal OMOCPENyeMble KajbI[MEM 3alUTHBIE pPEAKIUU

pactenuii (Yun et al., 2006; Aslam et al., 2008).

1.2.4.3. ®uronmmyHHbIe cBoiicTBa JIIC

OIIC wurpaloT BaxHYI0 pOJb BO B3aUMOJACHCTBUM pacTeHUH U
MUKpPOOpPraHu3MoB. [IoMUMO TOTO, YTO 3TH MOJTUMEPHI UTPAIOT CTPYKTYPHYIO POJIh
B cocraBe mnarosormueckux cucteM (1.2.4.1) u TOpenoXpaHAIOT KIETKH
MUKpPOOPraHU3MOB OT JEUCTBUS 3aIUTHBIX MeTaboiuTOB xo3suHa (1.2.4.2), OIIC
MOTYT KOOPJAUHUPOBATH UMMYHHbBIE OTBEThHI PACTEHUH.

NMMyHHBIE OTBETHI MOTYT TMPUBOAUTH K Pa3BUTUIO JBYX THIIOB
yCTOMYMBOCTH: 1) KONMMYeCTBEeHHAs! YCTOMYMBOCTH (ropu3oHTanbHas win [TAMII-
UHAYyLHpyeMas) U 2) KauyeCTBEHHAas yCTOMYMBOCTh (BepTUKaNbHAs WK 3 (exTop-
unayuupyemas) (Zhang, Zhou, 2010; Henry et al., 2013; T'opiikos, 2017).

NuaykTopaMd  KOJMYECTBEHHOM YCTOWYMBOCTH  CIIYXAaT METa0OJUTHI
¢uTOmaTOreHoB,  KOTOpPHIE  COCTABJISIOT  TaK  Ha3blBaEMbId  MAaTOrEH-
accolMMpoBaHHbIil MoJekyisipHbld natrepH (ITAMII) (mampumep, (parmeHThI
brnaremnuHa U psAa Ipyrux OENKOB, XUTHUHA M psla APYTUX MOJUCaxapuioB), a
TaKkKe HSHIOTeHHBbIC 3MHcuTOphl (damage-associated molecular pattern, DAMP,
MOJIEKYJIIPHBIM TAaTTEPH, aCCOLMUPOBAHHBIN C TOBPEKIECHUEM ), TAKKE, HATIPUMED,
KaK OJUTrocCaxapvHbl, B TOM YHCIE OJIMTOTAJAKTYpPOHUIbI — (parMeHThl
NMEKTUHOBbIX  BewiectB  pactennit. IIAMII u  DAMP  pacno3HaroTcs
cnenuduyeckumu perentopamu — PRR-knnazamu (pattern-recognition receptor) u
WAK-kunazamu (wall-associated kinase), cooTtBercTBeHHO. B pesynbrare
B3auMojiericTBusl mucuTopoB (ITAMII w/mumu DAMP) ¢ cooTBeTCTBYHOIIUMU
peuenTopaMyd T€HEpUpYyeTCsl CHUTHaj, KIIIOYEeBYI0 pOJb B IepeAadye u
amrmungukanuu koroporo urparotr MAII-kunaser (MAP-kinase, mitogen-activated
protein kinases) W BTOpUYHBIN MOCpenHMK — Kanblui. Ilepemaua curnana npu

9TOM MPUBOAUT K aKTUBAIIUHU UMMYHHOI'O OTBCTA: TCHCPHUPOBAHUIO ACDK, CUHTC3Y
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(GUTOATIEKCMHOB M 3alIUTHBIX O€NKOB, (POpTUGUKALMK KIETOYHOM CTEHKH C
MOMOIIIBI0 OTJIOKEHUs Kaymo3bl u jurauHa u T.4. (Jones, Dangl, 2006; Zipfel,
Robatzek, 2010; I'opmikos, 2017).

His psga OIIC ObuIO0 MPOJIEMOHCTPUPOBAHO, YTO OHM MOTYT CIYKUTh B
kauectBe I[IAMII — TO ecTb OJIMCHUTOPOB MHUKPOOHOTO MPOUCXOXKICHUS,
MHAYUHUPYIOUUX UMMYHHBIA 0TBeT pacteHuid. DIIC, npousBoaumsie Pseudomonas
syringae, Xanthomonas campestris n Ralstonia solanacearum akTUBUpOBaJIU B
pactenusix HakoruieHne ADK, cuHTe3 (UTOATEKCUHOB, 3aKphIBAHUE YCTBUI] — TO
ecth TunuHbie [IAMIT-ungyumrpyemsie orBetsl (Romeiro, Kimura, 1997; de Pinto
et al., 2003; Milling ef al., 2011; Bianco et al., 2016).

B 10 xe Bpems OIIC MoOryr ciayXuTb M B KauyecTBE PENPECCOPOB
KoJinuecTBeHHOU ycronumBoctu. JIIC, cunTesupyembie X. campestris, P.
syringae, E. amylovora n R. solonasearum nonapnsnu [TAMII-unnyuupyembiii
UMMyHUTET y pacteHuid (Aslam et al., 2008). Ilpu sToM neaneTunupoBaHHas
(dbopma KcaHTaHa UMeNa TOpa3 0 MeHee BhIpaXXEeHHbIE (PUTOMMMYHOCYIIPECCOPHBIE
CBOIICTBa, 4eM  HaTUBHas, aueruinupoBaHHas  ¢opma. OOHapyxkeHHe
UMMYyHocyIpeccopHbIX cBoicTB y DIIC xopo1io cornacyercst ¢ TeM, UTO MYTaHTHI,
HE CHHTE3UPYIOIIHUE 3TH MOJMMEpPHI, BbI3bIBATIU Y PACTCHUN-X0351€B 3HAUUTEIIHHO
0ojyiee CHJIbHBIE HUMMYHHBIE OTBETHI, YE€M COOTBETCTBYIOIIME JHUKUE (HOPMBI,
npousBosamue DIIC (Bugert, Geider, 1995; Araud-Razou ef al., 1998; Yu et al.,
1999; Kemp et al., 2004; Keshavarzi et al., 2004; Yun et al., 2006). Tlo Bcei
BEPOSITHOCTH, BaXXHYIO pOJIb B JIETEPMUHUPOBAHUU (PUTOMMMYHOCYIIPECCOPHBIX
coiictB  OIIC wurpaer cHnocoOHOCTh 3TUX  MOJIUMEPOB  00OECIEeUnBAThH
netokcukanuio ADK u cBA3bIBaTh MOHBI KaJIbIH.

KauecTtBeHHast yCcTOWYMBOCTh MHIAYLMPYETCS B OCHOBHOM 3(PeKTOpHBIMU
OesnkaMu (PUTOMATOTEHOB, JOCTaBISIEMbIMU MHUKPOOPraHU3MaMU B LUTOILUIA3MY
KJIETKA XO35IMHA C IOMOINBIO CIEIHAIBHBIX CEKPETOPHBIX CHCTEM, B TEPBYIO
ouepenb, cucteMbl cekpennu Tpetbero tuna (He ef al., 1998; Buttner, Bonas,
2002). Buytpu mnporomacta 3Td 3(QeKkTopbl MOTYT pacrno3HaBaTbcs R-

peuciuTopaMu pacCTCHUA-XO03AHMHA, B PE3YJIbTATC YCro I'CHCPUPYCTCA MOHIHBIfI
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OKHCITUTENIBHBIN B3pPhIB, MPUBOIAIINNA K HHAYKIIMK ocoboro tuna [IKC — peakiuun
THIEPYYBCTBUTEIHHOCTU. Takasi peakius MPUBOAUT K OBICTPOH, HO JIOKaJHHOH,
ru0eny KJIETOK pacTeHWi BMeECTe C BHEAPUBIIMMCS B HUX MaTtoreHoMm. Takas
dbopMa UMMYHHOI'O OTBETA, KaK MPaBHJIO, BBIPAKAETCA MOJHOM (KauyecTBEHHOI)
yCTOMYMBOCTHIO pacTeHuil k matoreny (Jones, Dangl, 2006; Spoel, Dong, 2012;
['opuikos, 2017).

Hecmotps Ha TO, dro TJaBHBIMH HMHIYKTOpaMH  KadeCTBEHHOUH
YCTOMYMBOCTH cUUTArOTCS d((PexTopHBIe OCNKHU, 3TOT TUN MMMYHHUTETa MOXKET
OBITh aKTHBHPOBAH M IPYTHMH MeTaboiauTamMu (hUTOmaTtoreHoB. Tak, Hampumep,
curnanpHas mosiekyna DSF (diffusible signal factor) — meauaTop cuctembl KBOpym
CEHCUHTa (UTONMATOreHHbIX OakTepuil poaoB Xanthomonas wu Xylella —
WHAYIUPYET PEaKIMI0 THIEPIYBCTBUTEIHHOCTH y psina BuaoB pacteHuit (Kakkar
et al., 2015). Hna OIIC panee He OBUIO TOKa3aHO, YTO OHH CIOCOOHBI
WHIYUHUPOBAaTh PEAKUMIO THUIEPYyBCTBUTEIBHOCTH. (OJHAKO CYNPECCOpPHbIE
coiictea OJOIIC B OTHOIIEHMH JTOr0 THUNAa WMMMYHHOTO OTBETa OBLIH
npoaeMoHcTpupoBanbl. Kcantan mnogaBimsan uHaynupyemyio DSF  peakuuio
TUINEePYyBCTBUTEIBHOCTH Yy pacTeHU pe3yxoBuaku (Arabidopsis thaliana), Tabaka
(Nicotiana bethamiana) n puca (Oryza sativa) (Kakkar et al., 2015). Kpome Toro,
sror OIIC mnojaBisia  peakiuio TUMEPUYYBCTBUTEIBHOCTH, HWHAYLHPYEMYIO
aBUPYJEHTHBIMU LITaMMaMu Xanthomonas campestris pv. malvacearum, KOTOpble
aKTUBHPOBAJIM ATy PEAaKILUIO, €CIU PacCTeHUsl MPEIBAPUTENHHO HE 00paldaThIiBaIU
kcantanoM (Leigh, Couplin, 1992).

[Tomumo Toro, uTo HeKoTOpHIe DIIC crmocoOHBI MONABIATH (GUTOMMMYHHEIE
OTBETHI, 3TH TOJUMEpPHl MOTYT OJKPAHHPOBATH JIIUCUTOPHI (UTOMATOTEHOB,
NPEMATCTBYS WX B3aWUMOJCHCTBHIO C COOTBETCTBYIOIIMMH pPEIENTOpPAMH U
nocJieytoneil MHIYKIMH 3alllUTHBIX CHUCTEM pacTeHus-xo3sauHa. Kpome Toro,
OIIC MoryT mpenoTBpaiaTh CBA3BIBAHUE OAKTEPUATBHBIX KJIETOK PACTUTECIbHBIMH
arTIIOTHHUHAMHY, KOTOpPhIE HMMMOOWIM3HPYIOT TATOT€HOB M TPUBOASAT K HX
snmumvuHami. He npousBopsiime DIIC mrammbl Erwinia amylovora, Pantoea

stewartii, Ralstonia solanacearum cBA3BIBAJINCH PACTUTEIBHBIMU aITIIOTUHUHAMH,
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a IITaMMBI 3TUX XK€ BUAOB Oaktepuii, cuntesupyromue IIIC, — et (Bradshaw-
Rouse et al., 1981; Young, Sequeira, 1986; Menggad, Laurent, 1998).
[lepeuucnennrsie cpoiictBa JIIC ompenenstor X HEOOXOAUMOCTH s
(bopMHpPOBaHUS PACTHTEIBHO-MUKPOOHBIX MATOCUCTEM, U TIO3TOMY 3TH MOJUMEPHI
OTHOCAT K (akTopaM BHUPYJICHTHOCTH (DUTOMATOTECHHBIX OaKTepuil U

ACTCPMHUHAHTAM paCTI/ITCJIBHO-MI/IKpO6HBIX BSaHMOHCﬁCTBHﬁ.

1.3. IlocTaHOBKA LI€JTH HCCJIET0BAHUS

[IpuBeneHHBIN BbIlIe 0030p AAaHHBIX JUTEPATYpPhl CBUIAETEIBLCTBYET O TOM,
YTO  TEKTOOaKTepUu  00JaJal0T  BHYIIUTEIBHBIM  apceHaJoM  (haKTOpOB
BUPYJICHTHOCTH, KOTOpPbIE OOECIEYMBAIOT BO3MOXKHOCTH B3aMMOJECUCTBUS ITHUX
MUKPOOPTAaHU3MOB C pacTeHMsIMU-XO3s5€BaMU. B Xxoae B3auMOJEHUCTBUS C
pacTeHUSIMH TIEKTOOAKTEpHH MOTYT BBI3bIBAaTh KaK THUIWYHbIE HWHOEKIUH,
BBIpQKAIOIIHUECS PAa3BUTUEM MSTKUX THWIEH, TaK U JaTEHTHbIE, 0€CCUMIITOMHBIE
nHpEeKInr, HE COMpPSHKEHHBbICE C TATOJIOTHYeCKUMHU Tmporeccamu. CrieHapuit
B3aUMOJICHCTBUS TIEKTOOAKTEPUN C PACTCHUSIMU OIPEIEIAETCS B 3aBUCUMOCTH OT
YPOBHSI IPOJIYKIIUU T€X WIW UHBIX (PaKTOPOB BUPYJIEHTHOCTH, PEAKIIUN pacTeCHUN
HAa WHBa3WI0 TIaTOIE€HOB, a TaKXe CTPAaTeTUd  KOJOHU3AIMU  XO3sIEB
MUKPOOPTaHU3MaMHU.

N npu TunuuHBIX, W TNpU OECCUMNTOMHBIX HMHPEKIHUAX B cocylax
MEPBUYHON KCUJIEMbl HHOUIIMPOBAHHBIX MEKTOOAKTEPUSIMH PACTEHUN 00pa3yroTCs
0COOBIE «MHOTOKJICTOUHBIE» CTPYKTYpbl — OaKTepuajbHble SMOOJBL. ITH
CTPYKTYpbl ~ MOXHO  Ha3BaThb 0a30BbIMM  KOMIIOHEHTAMHU  HCCIETyeMOM
pPacTUTETbHO-MUKPOOHON TATOCUCTEMBI, TaK KaK OHU OOpa3ylTCs MpPH Pa3HbIX
dbopmax  B3aMMOJACHCTBMS  JBYX OpPraHU3MOB. bakTepuanabHble  3MOOJIBI
MPEACTABISAIOT COOOM TPOAYKT HMHTETrpallMM PAaCTCHHUSI-XO035MHA M IaTOreHa,
MOCKOJIBKY B ()OPMUPOBAHUU ITUX CTPYKTYP MPUHUMAIOT y4acThe 00a opraHusma.

O6pa3oBaHe «KMHOTOKJICTOYHBIX» CTPYKTYP U3 OaKTEpHaATbHBIX KIETOK, KaK
MpaBUJIO, CBA3aHO C  (OPMUPOBAHMEM  HKCTPAKJICTOUYHOIO  MaTpHKCa,

O6’BCI[I/IHSIIOH_ICFO MI/IKp06HBIe KIJIICTKH B CANHYIO CUCTCMY. OCHOBHBIM
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KOMIIOHEHTOM TaKOIro MaTpuKca ciyxkaT npoayuupyemblie Oaktepusmu IIIC.
[Tomumo BbITIOSIHEHUS CTPYKTYpooOpasyromux GyHkuuid IIIC mMoryT ciayxuthb B
KauecTBe 3allUTHBIX METa0O0JUTOB, TMPEAOXPAHSIOUUX KIETKA OT pa3HbIX
CTPECCOpPOB, a Takke (PUTOMMMYHOMOIYISTOPOB U (GUTOMMMYHOCYIIpeccopoB. B
cBs3u ¢ 3TUM, JIIC oTHOCAT K (pakTOpaM BUPYJIEHTHOCTH MHOTHX MATOI€HHBIX
Oaktepuii (B TOM uncie (GUTONMATOTeHHBIX ).

VY npexncraButeneit poaa Pectobacterium I1IC onucanbl He OBLITN, HECMOTPS
Ha TO, YTO 3TH MHMKPOOPTraHU3Mbl 0OpPa3ylOT «MHOTOKJIETOYHBIE» CTPYKTYpPBI C
BHEKJIETOYHBIM ~ MaTpukcoM. s  MOCTpOEHHUS  MEPBUYHOTO  MaTpHKCa
OakTepHalibHBIX 3MO0JIOB MekToOakTepun ucnonb3ytor He JIIC, a gparMeHThI
MEKTUHOBOTO noyiMcaxapuaa pPacTUTENIbHBIX KJIETOYHBIX CTEHOK
(pamHoranaktyponana I, PI'-I). Dtu ¢parmMeHThl BBICBOOOXXIAIOTCS B IOJOCTh
COCYAOB B pe3ylbTaTe BOCIPUHMMYHBOIO OTBETa pACTEHUS U 00pa3yroT
reyienofAo0Hy0 CyOCTaHIMIO, KOTOpas BBIMOJHSIET (YHKIMIO BPEMEHHOTO
HOCHUTEJNII MHUKPOOHBIX KJeToK. OpHako Mo Mepe pa3BUTUs OaKTepUaTbHOTO
smbona PI'-I mocrenenHo paspymaercsi; HO MPU 3TOM HKCTPAKIECTOUHBIA MaTPUKC
HE MCYe3aeT U JIE3UHTerpalun oakrepruaibHoro 3mM001a He mpoucxoaut. Bompoc o
MOJINMEPHOM CeTH, MOJIJIeP KU BAIOILIEH CTPYKTYPHYIO LEI0CTHOCTh
OakTepuasbHOr0 3M00J1a, OCTaBaJICA OTKPHITHIM.

Hamu Obina BBIIBMHYTA THIIOTE3a O TOM, YTO HA MO3JIHUX ATarax pPa3BUTHS
OaKTepHaIbHBIX 3MOOJIOB MEPBUYHBIA «IIEKTUHOBBII» MATPUKC ITHUX CTPYKTYD
3ameraercsa matpukcom u3 OIIC nmekrobakrepuil. B cBsi3u ¢ 3TuM, B HaCTOSIEM
UCCJEIOBAHUM MBI  TPEANPUHAIM  NONbITKY  uiaeHtudunuposats  IIIC
nekrobakTepuil, pacmmdpoBaTh HX MOJEKYISPHYIO CTPYKTYpy M OIICHUTh
BO3MOXHOCTh YYacTHsl O3TUX TMOJIUMEPOB B (HOPMUPOBAHMM PACTUTEIIHHO-

MHKpO6HOI>i IIaTOCUCTCMBI.
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IJKCIIEPUMEHTAJIBHASA YACTb
I'JIABA 2. MATEPUAJIBI U METO/JbI HCCJIEAJOBAHUSA
2.1. KyastuBupoBanue Pectobacterium atrosepticum

[tamm Pectobacterium atrosepticum SCRI1043 mro6Ge3HO mpenocTaBiieH
k.0.H. E.A. Huxonaiiunkom (benopycckuil rocynapcTBEHHBI YHUBEpPCHUTET,
Munck, benapyce). lyis MHQUUUPOBAHUS pACTEHUM, a TaKXKe IJs IMOJTYYEHUS
roJIOIal0IIUX KYJIbTYp, KIETKH P. atrosepticum KyJIbTUBUPOBAIM B Cpele
Lysogeny broth (LB), conmepxameit Ha 1 1 10 r mentoHa, 5 T JIpOXKEBOTO
skcrpakta, 10 r NaCl, pH 7,5, B repMocTatupyeMom meiikepe-unkyodarope (JEIO
TECH, Kopest) npu 180 06/mMun u 28 °C. B xauecTBe MHOKYJISATAa HCIIOJI30BAJIN
KyJbTYphl MO3AHEH Jsorapugmuyeckoil ¢aspl pocTta B KOJIUYECTBE, AAIOUIEM
HaYaJIbHYIO0 ONTUYECKYIO IIIOTHOCTH KieTouHoi cycnen3uu 0,1 OE (A = 600 um).

Tutp KynbTyp Onpenesnsau Mo KOJNYecTBY KOJOHHEOOpa3youux eIuHHII] B
muumnutpe (KOE/mm). KyneTypel mocnenoBatenbHo pa3zBogwin B 10 pa3 B
¢usnonornyeckom pactope (0,9% Boansiii pactBop NaCl). Ilo 0,1 ma wu3
KOKJIOTO pa3BeleHus HaHocwiun Ha vamku Iletpu, coxepxkamue 20 wmi
arapu3oBanHou cpenbl LB (1,5% arap-arap Industrias ROKO SA, Hcnanus) u
pa3MasbIBAIA MO MOBEPXHOCTH MPHU MOMOLIM minartess Jpuraibckoro. 3acessHHbIE
vyamkd Iletpu BeimepkuBaanm B Tepmoctare npu 28°C. Ilojcuer KOJOHHIA
MpoBOAWIN uepe3 ABoe cyTok mociie nocera. Tutp KOE B ucxomHo KynbType
OTIPEJIEISUIN 110 CPETHEMY YUCTY KOJIOHUHM C YYETOM CTETICHH Pa3BeICHMUS.

Jlyist aHanu3a nojamMcaxapui0B UCIOIb30BaIU KYJIbTYphl KJIETOK, PACTYIIUX B
cCUHTeTHYecko cpene JI5, W romomaroue KyJabTypbl, HHKYOUpYyEMbIE B
oesyrnepoanoit cpene AB. Cpeny A5 (13,6 r/n KH,POy4; 1 /1 NH4CI; 10 MM
MgSQO,, 2 r/n caxaposa; pH 7,5) UHOKYIHpOBalM OTMBITBIMH 3TOM K€ Cpeaou
KIeTkaMu  P.  atrosepticum 10 HadaieHoro TtHTpa 1-3x10°  KOE/mu;
KyJbTUBHpOBaHue TpoBoauin mpu 180 o6/mun u 28 °C B Teyenue 24 94acoB 10
paHHell crarmoHapHOH (assr pocra (~5x10° KOE/mi). s HONydeHHs
roJIoAalouX KyJubTyp, cpeny AB (comepxamiyro Ha 1 1 1 r NH4Cl; 0,62 r
MgS0O,x7H,0; 0,15 r KCI; 0,013 r CaClL,x2H,O; pH 7,5) uHokymupoBamu
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JBaXbl OTMBITBIMHU 3TOH XK€ cpelod KieTkamu P. atrosepticum 10 Ha4adbHOTO
tutpa 2-3x10° KOE/Mi; KyasTypsl MHKyGHpoBamn mpu 28 °C 6e3 aspanun B
teueHue 14 cyrtok. Ilocne 14 cyrok mukyOupoBanus tutp KOE B romonparommux
KynIbTypax coctaBmsul 3-5x10" KOE/mi1. UHCTOTY KyibTyp KOHTPOJHPOBAIH C
MOMOIIBI0 MHUKpoOuosiorndeckux BbiceBoB u [I[P-ananmuza co cneunduunbiMu
npaiimepamu (I'opiikoB u ap., 2009; Petrova et al., 2014).

JUiss MHAYKIMM peakUuu THUIEPUYyBCTBUTEIBHOCTH Yy pacTeHuil Tabaka
UCIIONIB30BaIM ITaMM Pseudomonas syringae DSM 50256 (German Collection of
Microorganisms and Cell Cultures); KynbTHBHpPOBaHHE KJIETOK 3TOr0 MITaMMma

IMpOBOAUIIN B CPCIC LB kak onucaHo BbIIIE JJI1 KIICTOK HCKTO6aKTepHﬁ.

2.2. Boigeaenne JIIC u BHYTPUKJIETOYHBIX NMOJIMCAXAPUAOB U3
CYNEPHATAHTOB KYJbTYP U M3 KJETOK P. atrosepticum

[Tonucaxapuabl BbIACISAIN U3 CYNEPHATAHTOB KYJIBTYp, @ TaKXKe U3 KIETOK,
KyJIbTUBUPYEMBIX B CHUHTeTHYeckol cpene JI5, wnm MHKYyOUpyeMbIX B
oesyriiepoaHoii cpene AB. CynepHaTaHThI KyJbTyp OTAEISIM OT OCHOBHOM Macchl
KJIETOK ¢ nmomoinbto nentpudyruposanus (10000xg, 4 °C, 10 mun). [lonyuennsbie
CYNIEpPHATAHThl  MOCJIEIOBATEIIbHO NPOMYCKAJIW 4Yepe3 HUTPOLEIUIFOJIO3HbIE
¢bunbTpel ¢ guamerpom mop 0,45 mxm u 0,22 mxm (Sartorius, I'epmanus) nis
ylaJeHusi OCTaBUIMXCS Tocle UeHTpU(yrupoBaHusi KIEeTOK. Jlins ouducTku
00pa3loB OT OCHOBHOW YacTH OEIKOB CylepHaTaHT TepMocTaTupoBaiu npu 100
°C B teuenue 10 MuH, mocie 4ero MOBTOPHO LEHTPU(DYTHPOBATIU U MPOMYCKAIH
yepe3 HUTPOLEIUIIONO3HbIE (GUIbTPBL. M3IUIIHIO >XKUIKOCTh U3 CYNEPHATAHTOB
BbInapuBanu Ha poropHoM ucnaputene (IKA RV 8 V-C, I'epmanust) 1o o0bema
oOpazua ~10 wmi. 3areMm nonydeHHBIH oOpasen JUanu30Bald  MPOTHUB
JEMOHU3UPOBAHHON BOJbI (00BbEM 2 JIMTpa) C OMOLIBIO TUATU3HBIX MEMOpPAH U3
nemnonossl 12000-Da  (Sigma-Aldrich, T'epmanusi) B Teuenune 12 4dacoB mpu
KOMHAaTHON TeMIlepaType, MeHssl BoAy Kaxable 2 yaca. Ilocne guanusa oOpasen
KOHIIEHTPUPOBAJIM C MOMOIIBIO BakyymMHoTO ucnaputens Eppendorf Concentrator

Plus (Eppendorf, I'epmanus).
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Hns onpenenenust ctpykrypsl JIIC P. atrosepticum ¢ nomomnipto SAMP-
CHEKTPOCKOMHH, a TaKXKe JJI BCEX SKCIEPUMEHTOB IO aHAIM3Y CBONCTB IEJNEBBIX
MOJINMEPOB ~ MCIOJb30BAIM  OYMILEHHBIH C TIOMOUIBIO  Telib-MPOHMUKAIOIIEH
xpomarorpaduu (myHkT 2.3) mnpemapat OIIC: 100->400 xJa — dpaxuus,
COOTBETCTBYIOIIAsA 0O0OBbEMaM 3Joluu 9-18 M1 ¢ yueToM BbIYETa MEPTBOTO 00beMa
(8 ™m), a Taxxke aeanerwiupoBaHHyio Gopmy OIIIC. [leauerunupoBanue
OUYHMIIECHHBIX C MOMOIIBIO reNb-NpoHuKatonieil xpomatorpaguu I11C npoBoauiu B
12% NH4OH (37 °C, 16 u).

Knerku, ocaxaeHHble C TOMOIIbIO UEHTPU(PYTUPOBAHUS, ABAXKIbI
OTMBIBaJIM cpefioil AB u pacTupanu B KepaMUYECKUX CTYIKax B KHJIKOM a30Te 110
coctostHust myapel. K monyueHHol cyOctaniuu npoGasimsin cpeny AB (1/10
o0beMa OT HCXOJHOTO OO0beMa KyJIbTYpPhl) M TINATEIBHO IEpPEMELINBAIIH.
[Tonyuennywo cycnensuto uneHtpudyrupoamu (10000xg, 4 °C, 10 wmwunH),
CyNEepHAaHTAaHT OTOMpalu M TOJBEprajiv TeM ke mnpoueaypam ((uibrpoBaHue,

KUITAYCHUC, YIIAPUBAHHC, JII/IaJII/IS), 4dTO U CYIICPHATAHTHI KYJIBTYP (CM. BBIIJ_IC).

2.3. AHAJIU3 MOJIMCAXAPHU/IOB ¢ IOMOUIBIO I'eJIb-IIPOHMKAIOIIEH
xpomartorpaguu

[lonucaxapuabl  aHATU3UPOBAIM €  TMOMONIBIO  TIeb-TIPOHUKAIOUIEH
xpomarorpaduu Ha kojoHke (12x400 mMm) c¢ cedapozoit CL-4B (Pharmacia,
HIBeuus) npu ckopoctu umouuu 0,25 mu/muH. O6beM coOupaembix (pakiuit
coctaisin 1 mu (kosnektop dpakiuii FC203B, Gilson, ®panmus). Jns kaxgoro
3 oOpasmoB cobupanu no 40 dpaxmuii ¢ yuetom MepTtBoro oobema (8 mur). B
KauecTBe AJII0eHTa ucnonb3oBain 10 MM mupuauH-ykcycHokucibsii 6ydep (pH
4,5). O6pa3siibl MyJuTyJIaHOB MOJIEKYJIsIpHOM Maccoit 1660, 380, 186, 100 u 48 k/la
(Showa Denko, Tokyo, Japan) ¢ Hu3kuMm uHAekcoMm mnonuaucnepcHoctu (1.09—
1.19) ucnosib30Banu B KAYECTBE CTAHAAPTOB /I KATUOPOBKH KOJIOHKH.

[locne mpoBeneHus renab-IpOHUKArONIe XxpomaTorpaguu B kKaxaoil uz 40
coOpaHHBIX JJIsl KaXA0ro oOpasua (pakiuu ONpeAeisiii KOJIUYECTBO YIIEBOIOB

dbenonpHbiM MeTonoM 10 ioOya (Dubois, 1956). B crexisHHBIE TPOOUPKU
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nobassn o 125 mxn 5% denona u 125 Mxn obpasua. Ilocne TmiatenbHOTO
nepeMenuBanus K cMmecu go6ammsim 0,625 M KOHIICHTPUPOBAHHOW CEpHOMU
KUCIOThL. [lonmydeHHyto cMech BblIEepkuBad 10 MUHYT 0OpH KOMHATHOM
TeMIIepaType M 3aTeM TePMOCTATHUPOBAJIM Ha BOJSHOW OaHe B TedeHUE 15 MUHYT
mpu 100 °C. Ontudeckyro IIOTHOCTh PacTBOPa M3MEPSUIM Ha CHEKTpodoToMeTpe
(Carl Zeiss Jena type MK 6/6, I'epmanust) pu 490 um. ConeprkaHue yrieBOJ0B

OTIpEIENSIA OTHOCUTEIBHO KaTUOPOBOYHOU KPUBOM.

2.4. OnpeneseHre MOHOCAXAPHUIHOIO COCTABA MOJUCAXAPUI0B

MoHocoxapuHBI COCTaB ONpEAeNsuId BO (PpaKkusix, OTOOpaHHBIX MOCIe
reJib-lpoHMKaroue xpomarorpadguu. AMMKBOTY (Gpakuuu, cojepxairyro 60 Mkxr
yIJI€BO/IOB, BBICYIIMBAIN Ha CKOPOCTHOM BaKyyMHOM KoHueHTpaTtope Eppendorf
Concentrator Plus (Eppendorf, I'epmanus) no oosema 300-500 mki1, mepeHoCHIn B
14 mn npobupku u3 gropaneBoro ctekia (Sigma, CIIIA) u BeICymMBaIu B TOKE
Bo3ayxa mpu 60 °C mo cyxoro ocanaka. O6pasubl ruaponauzosanu B 400 mxin 2 M
tpudpTopykcycHoit kuciaorel (TOY) npu 120 °C B Teuenue 60 munyt. I[locne
rUApoIIn3a 00pa3ibl NEPEHOCHIH B 1,5 MII MJIaCTUKOBBIE MPOOUPKHU U BHICYLITUBAIU
B Toke Bo3ayxa mpu 60 °C mo cyxoro ocaaka. OOpasisl pactBopsiid B 50 MKI
JE€UOHU3UPOBAHHON BOJIBI.

MoHocaxapuHbIH COCTaB MOJUCAXapUI0B AHAIU3UPOBATU C TMOMOIIBIO
MeTona BbicoKOd(hPexkTuBHON aHmoHooOMeHHOUW xpomartorpadpuu (HPAEC) nHa
konmonke CarboPac PA-1 (4x250 mm, Dionex, USA), ucnonb3ysi UMITYJIbCHBIN
amriepomerpudeckuii nerektop PAD (Dionex, USA). CkopocTh 37110MpPOBAHUS
cocraBisia 1 mu/muH. Temmeparypy konoHku mnojaepxkuBanu npu 30 °C.
Bbydeprr: A — 100 MM NaOH B 1 M AcNa, B — 15 MM NaOH. I'panuentnoe
AIIOMPOBAHUE TIPOBOAWIM cleaytomumM oopazom: 0-20 mun B-100%; 20-21 mun
B-90%, A-10%; 22-41 mun B-50%, A-50%; 42-55 mun A-100%; 56-85 mun B-
100%. Ananu3 kaxaoro oopasna MpoOBOJUIU B JBYX MOBTOPHOCTSX. Pe3ynbrarhl

aHAJIM3UPOBAIIM C TOMOIIBIO TporpaMMHoOro obecneuenus Dionex PeakNet.
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2.5. Ananus conepxanus 3-1e30KCU-D-MaHHO-2-0KTY/1030HOBOM KUCJI0THI
(K10)

Conepxanue  3-ne3okcu-D-maHHO-2-0kTyn030HOBOM  kucinotel  (KIO)
ananmusupoBanu B obOpasnax DIIC u munonomucaxapuna (JITIC) P. atrosepticum.
Hns Beimenenust JIIIC wcmonb3oBaiu  KJIETKU CTallMOHApHOM (a3l pocrta,
KyJabTuBUpOBaHHbIE B cpeae LB. Kietku coOupanu ueHTpudyrupoBaHueM
(4000xg, 10 °C, 30 muHyT), 00€3BOKHBAJIA AllETOHOM, BBHICYIIIMBAJIN HA BO3YXE U
JUCTIEPTUPOBAIIH.

JITIC skcTparupoBaliv U3 KJIETOK FOPSiYMM BOJIHBIM pacTBopoM 45% ¢enona
npu temreparype 67 °C mpu MOCTOSTHHOM MEPEeMEIIMBaHUM B TeueHHe 45 MUHYT
0e3 pasnmenenus cinoeB (Kympmma, 1987). CMech oxmnaxaanu, MEPEHOCHIH B
JUATTU3HBIA MEIIOK W TMPOBOJWIN JUAIU3 MPOTUB JUCTUIUIMPOBAHHON BOJBI B
TeueHue 5-7 cyTok. JlManu3oBaHHBIM 0Opa3ell KOHIICHTPUPOBAIM HAa POTOPHOM
ucnapurene. Ilpumecu OenkoB ocaxianu aoOaeineHueM 40% TPUXIOPYKCYCHOM
kucnotel 7o pH 2,7. Cmech uentpudyruposanu npu 6000xg, 4 °C, 20 Mus.
CynepHaTaHT  JAMAIM30BAIM  TMPOTHUB JTUCTUIUTUPOBAHHOM BOJIbI u
KOHLICHTPUPOBAJIM Ha poTopHoM wucnaputene. [lomyuennsiii npenapar JIIIC
muodunuzoBanu ¢ momomibio Benchtop 2 K freeze dryer (VirTis, CIHIA)
(Senchenkova et al., 2003). Beixon JIIIC coctaBuin 5,8% oT Macchl KIETOK.

Conepxanune KJIO aHamu3umpoBanu KOJOPUMETPUYECKH IO PEAKLHMH C
tro6apoutyposoit kucinoro (Karkhanis et al., 1978). B npobupky ¢ HaBeckoii 1
mr npemnapara IOIIC wmm JIIIC gobasmsim 1 ma 0,2 1 H,SO4 u HarpeBasin Ha
kumnsend BoasHo 6ane B TeueHue 30 MuHyT. CMech OXJaXJAaId 0 KOMHATHOU
temriepaTypsl u nentpudyruposanu npu 10000xg, 4°C B reuenue 5 mun. K 0,5 mn
cynepHatanta no6asisiu 0,25 mu pactBopa 0,04 M NalO, B 0,125 H,SO,.
Cwmech BBIZIEp)KMBAIM TIPU KOMHATHOW Temmeparype B TeueHue 20 muH. [lotom k
cmecu nobasisu 0,25 ma 2,6% NaAsO; B 0,5 1 HCl u BcTpsixuBasid 710 TTOJTHOTO
oOeciiBeunBaHusi pactBopa. 3areM B cmech aoGasmsuu 0,5 mu 0,6% BomHOTO
pacTBopa THOOAPOUTYPOBOIl KUCIOTHI U IIEpeMelInBaId Ha BopTekce. Jlanee cmech

tepmoctatupoBanu npu 100 °C B teuenue 15 mun. [locne tepmocTaTupoBaHus
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cpasy nobaemsuin 1 mn gumerwicynbpokcuna. Ilociae ocTeiBaHMS cMmecH 10
KOMHATHOW TeMIepaTypbl H3MEpsJIM ONTHYECKYI0 IJIOTHOCTh MpH 548 HM
OTHOCHUTENIFHO KOHTPOJIbHOTO 00pasiia, 00pabOTaHHOTO, KaK yKa3aHO BBINIE, HO
6e3 JIIC nmm JIIIC (Karkhanis ef al. 1978). Ontudeckyio MIOTHOCTbh U3MEPSIIHU C
nomoiplo crnekrtpodporomerpa Specord 40 (Analytik Jena AG, Germany).
Copepxxanne KJ[O ompexnensim  OTHOCUTENBHO  KajduOpPOBOYHOW  KPHUBOM

(3axapona, Kocenko, 1982).

2.6. AHau3 CTPYKTYpPHI ¢ momMombo AMP cnekrpockonnu

O6pasubt OIIC P. atrosepticum, TOAy4YCHHBIC TIIOCIE pa3JelieHus Ha
kojoHke ¢ cedaposoii CL-4B (ppakumus 100—=>400 x/la, cooTBercTBYyIOIIas
obbemam amronnu 9-18 M1 ¢ yueToMm BbldeTa MepTBOro odobema (8 mur)), a Takxke
O-neauerunupoBanHoro JOIIC (momyyeHHOTro mociie MHKYOMpOBaHUS HATUBHBIX
OIIC B 12% NH4OH, 37 °C, 16 1), pactBopsuin B okcuze aeitepus (D,O 99,9%,
Ferak, TI'epmanusi) nns oOMeHa TUIPOKCWIBHBIX TPOTOHOB Ha JEUTEpUH,
BBICYILIMBAJIM W TIOBTOPHO pacTBOpsuin B okcuuae aedtepust (99,994%, Sigma
Aldrich, CIIIA). Jlns onpenesieHus: CTPYKTYphl MOJUMEpPa CHUMAIIM OJHOMEpPHbIC
('H, "C, "C-JMOD), xaBymepubie rereposmepabie (HSQC, HMBC) u
romosiepasie (COSY, TOCSY, ROESY) cnextpol. Cniektpsl IMP caumanu npu
temrneparypax 303 K  (ucxomnmele mnonucaxapuael) u 333 K (O-
JealeTHINPOBaHHbIE TIOJUcaxapuabl) c ucnoib3oBanueMm AMP-cnexkTpomerpa
Bruker AVANCE III, pabdotatouiero npu 600 MI'n. [IBymepHble CEKTphl ObLIU
3anucaHbl U 00paboOTaHbl C MCIHOJIb30BAHMEM CTaHAAPTHBIX MPOTOKOJOB Bruker.
OO6paboTKy M aHamu3 JaHHBIX MPOBOJUIM C HCIOIB30BAHUEM IPOTrPAMMHOIO

obecnieuenust Topspin 2.1 (Bruker, ['epmanus).

2.7. IlosryyeHue NMOJUKIOHAJIbHBIX AHTUTEJI
J{ns monydyeHus NONMKIOHAIBHBIX aHTuTen npoTuB JIIC P. atrosepticum
MPOBOJAWIN  TPEXpPa30BYlD  MMMYHM3AlMIO  KPOJIMKOB B  TIOJKOJICHHBIE

JII/IM(l)aTI/I‘IeCKI/Ie Y3Jbl C ABYXHCACIbHBIM HMHTCPBAJIOM ITYTCM ITOCICIOBATCIIBHBIX
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nabekuuii, coxepxammx 0,5, 1,0 u 1,5 Mr oummenHoro npemnapara IIIC P.
atrosepticum. Jlns mepBOMl WHBEKIMH BOJHBIM pacTBOp aHTHrena (1 wmr/mu)
CMEILINBAIN C MOJHBIM a1bI0BaHTOM PpeiiHa B COOTHOLLIEHUH OJWH K OAHOMY, a
U1 TIOCJEAYIOIINX HWHBEKIHWM HCIOJIb30BAJIM HEMNOJHBIA anbloBaHT DpeiHna.
AHTHCBIBOPOTKY IOJIy4ajJud W3 KPOBH, B3SITOM Yy KpPOJMKOB M3 KpaeBOW YIIHOMU
BEHbI, uepe3 | Hememwo 1ocie TMOCIENHEM HMMMyHHM3auuu. Dpakuuio
uMMyHorjaoOynmuaa G modyyand — M3 QHTHCBIBOPOTKM — OCaXICHUEM
MOJIYHACBIIIEHHBIM PAacTBOPOM CyJIb()aToM aMMOHHUS. AHTHUTENA 00ECCOIUBAIU
JIEMOHU3UPOBAHHON BOJOW C MCIOJIL30BaHHMEM MHKpoKosoHOK (Vivaspin 500,
3000 MWCO PES, Sartorius Stedim Biotech, I'epmanus). Yxon 3a >KUBOTHBIMU U
oOpallieHre ¢ HUMH OCYILECTBIISIIA B COOTBETCTBUU C PYKOBOJCTBOM IO YXOIy H
MCITOJIb30BaHUIO JaOOPATOPHBIX KUBOTHBIX, EBpomeiickoil kKoHBEeHLIMEH O 3auuTe
MTO3BOHOYHBIX JKUBOTHBIX, HCIIOJB3YEMBIX B OJKCIIEPUMEHTAIbHBIX W JIPYTUX
Hay4HBIX LEIAX, U 3aKoHoxarenbcTBOM Poccuiickon denepanuu. Menonbs3oBanue
KUBOTHBIX OBUTIO Takke OFOOpPEHO  YUYpEeXJIEeHHUEeM, TIe MPOBOJUIUCH
skcriepuMeHThl. [lomydyenune antuten npoBogwin Ha 6aze MBOPM PAH (r.

CapartoB) COBMECTHO ¢ K.0.H., c.H.C. bypbirunbim I'.JI.

2.8. KyabTuBupoBanue pacreHuii M uX UHGUUIMPOBaHHUE

Pacrenuss TtabGaka (Nicotiana tabacum copt Petit Havana SRI1),
BBIPAILIEHHbIE i1 Vifr0 B CTEPWIBHBIX YCIIOBUSX, a TaKXK€ pacTeHus Kaprodems
(Solanum tuberosum copt KoHmop), BeIpalllecHHbIE B TOYBE, WCIOIB30BAIN IS
ummyHonerekiun IIIC P. atrosepticum B TKaHAX WHGULIMPOBAHHBIX PACTEHUH.
Pacrenus kaprodens TOro >k€ copTa, BBIPAILEHHbIE B MOYBE, UCIOIb30BAIH IS
aHanMsza IMoyMcaxapuaoB Oydep-skcTparupyeMoil (pakiuu KOHTPOJBHBIX |
uHOUIUPOBaHHBIX P. atrosepticum pacteHuil. PacteHust Tabaka TOTO e copra,
BBIPAILIEHHbIE B MTOYBE, MCIOIb30BANIN JIJIsl aHAIU3a pUTOMMMYHHBIX cBOMcTB DIIC
P. atrosepticum. KynpTuBupoBaHue pacteHuil npoBogunu npu 22 °C, 16-tu

qaCOBOM CBCTOBOM AHC M OCBCIICHUH 5000 mroxc B KIIMMAaT-KaMcpce.
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CrepunbHble pacTeHus Tabaka BbIpanuBaiu Ha cpeae MS (Murashige —
Skoog) (Murashige, Skoog, 1962), B coctaB kotopoil Bxoauiau (Ha 1 i): 825 mr
NH4NO3; 950 mr KNO;3; 850 mr KHPOy; 0,83 mr KJ; 6,3 mr H3;BO3; 22,3 mMr
MnSO4x4H,0; 8,6 mr ZnSO4x7H,0; 0,25 mr Na,MoO4x2H,0O; 0,025 wr
CoCl,x6H,0; 0,025 wmr CuSO4x5H,0O; 185 wmr MgSO,x7H,0; 220 wmr
CaCl,x2H,0; 100 mMr me3ouHo3uTa; 1 Mr TmamuHa; 2 M nuUpuaoKcuHa. PacTtBop
XeJIaTHOTO Jkele3a rotoBwin B Buae 100-kpatHoro croka u3z Na,d/ITA (3,73 1/m)
n FeSO,x7H,O (2,78 1/1) u noGaBnsnu B cpeny. B cpemy Takke BHOCWIU
caxapo3sy 1o koHneHTpamuu 30 r/n caxapo3sl u arap-arap (Industrias ROKO SA,
Ucnanus) no 0,4%. Crepuwimszanuio cpeasl mpoBoauau mpu 0,8 atM B TeueHue 45
MuH. CeMeHna crepwin3oBain 2 % pactBopom runoxiopuna Hatpus c¢ 0,5 %
noaemicyiabdaTom HaTpUs (SDS) B TEUCHUE 15 MUHYT.
[Ipone3unduiupoBaHHbple  ceéMeHA CeMb  pa3  MPOMBIBAIM  CTEPUIIbHOMU
JTUCTUJUTMPOBAHHON BOJOM M moMemanu B yamku [letpu ¢ 20 M arapu3oBaHHOU
cpeasl MS. Tlocie mosiBIeHUS CEMSIOIbHBIX JIUCThEB MPOPOCTKU PACCaAKUBAIUA B
cTepwibHbie OaHku co cpenod MS. Uepes 5 Hemenb mociie MmoceBa, pacTeHUs
UHULIMPOBAIM KIeTKaMu P. atrosepticum.

s unduiupoBaHus pacTeHUM KiIeTku P. atrosepticum BbIpalllUBaid B
cpene LB (onucano B pa3aene 2.1) 1o panHeil crarmonapHoit ¢assl pocta. Kinetku
ocaxxaanu nentpudyrupopanueM (6000xg, 10 MUHYT, KOMHATHas TeMIIepaTypa) u
3aTeM JBaXKIbl OTMBIBAIU U pecycrneHaupoBanu B 10 MM pactBope cynbdata
MarHus. [I1OTHOCTH WHOKYJSITA JTOBOJIWIU 10 (1-3)><107 KOE/Mn1 ¢ momoIisro
CEepUUHBIX pa3BefeHUM. JlecsTh MKI CyCleH3uu OaKTepHallbHBIX KIETOK (UTO
COOTBETCTBOBAJIO (1-3)><105 KOE) nanocunm mnpu TOMOIIM aBTOMAaTHYECKOTO
703aTopa B TMa3yxy JIUCTa B cepeauHe cTeOss 06e3 MeXaHWYECKUX MOBPEKICHUN.
Ha xoHTponbHBIE pacTeHus TakuM ke oopazom HaHocwin 10 Mk 10 MM pactBopa
cyJibdaTa MarHus.

Pactrenus kaprodesnst pa3MHOX)aTu YEPEHKOBAHUEM B CTEPUIIbHBIX YCIIOBUSIX
Ha cpeae MS. AnukaibHble 4acTU MOOETroB (~2 CM) OTpe3aii U TOMEIadd B

cTepuiin3oBaHHbI BepMUKYIUT (Peter Peat, Poccus) Ha 14 cyTok Ay yKopeHeHus!.
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3arem pactenus nepecaxxkuBayiu B rpyHT (Technoexport, Poccus) B minacTukoBbie
ropuikn  oobemom 300 mu. Yepes 4 Hemenum Tmocie TOCAAKH  PacTEHUS
uHGULIUPpOBAIM KJIeTKaMu P. atrosepticum W TIOMEIIATd B CTEKIJISHHbBIE
(ceronponutiaembie) kKamepbl (40x40%60 cm), uyToOBI 00ECHEYUTH BBICOKYIO
BJIQXHOCTh BO3AyXa. MHOKyNAT TOTOBWIM Kak onucaHo Beime. [lpu
uHpuuupoBanuu 10 MK CyCleH3UU KJIETOK BHOCWIH B CPEIHIOI0 YacTh CTEOs C
MOMOIIBIO CTEPWIIBHOTO MIIpHIla. B KOHTpOJIbHBIE pacTeHUsS TaKUM e 00pa3om
BBojmiM 10 Mk 10 MM pactBopa cynbdara maraus.

Pacrenns Ttabaka, ucnoib3yeMmble i aHalu3a (PUTOMMMYHHBIX CBOMCTB
OIIC P. atrosepticum, BoipamuBanu B mouBe (Technoexport, Poccus) B
IUTACTUKOBBIX Tropmkax oOobemMoM 50 MJI B TEUYEHHE YEThIpEX HENEeNb.

NupunpTpaiuio TMCThEB OCYIIECTBIISIN KaK OMKUCAaHO B MyHKTE 2.13.

2.9. Ummynoaerexkuus IIIC

O6pasusl credneit (0,5 — 0,8 MM TONIIMHON) ObUTH BBICEYEHBI C TTOMOIIIBIO
CTEpWIIBHOTO OPUTBEHHOTO JIe3BUS Y HEMH(OUIIMPOBAHHBIX U UHPHUIIMPOBAHHBIX P.
atrosepticum pacTeHul Tabaka (2 cyTok mocie uHduiupoBanus) u kaptodens (3
CYTOK moclie nHpummupoBanus). ¥ HHQHUIMPOBAHHBIX PACTEHUH aHATH3UPOBAIH
30Hy CTeOnsi, Tae OBUT BBIpAKEH HEKPO3; Y KOHTPOJIBHBIX pPAaCTEHUH
aHAJIM3UPOBAIIM aHAJOTHYHYI0 007acTh cTebns. Bce oOpasipl QukcupoBanu B
cmecu 2% napadopmanpaeruaa u 0,5% ri1yTapoBOro ajipJierujia, MpUroToBICHHOMN
B 0,1 M Na-dpocharnom Oydepe (pH 7,2), B TeueHne 4 4 mpu KOMHATHOMU
temriepatype. [locine npomeiBku B dhochatHom Oydepe 00pas3ipl MHKYOUPOBAIH B
teuenue 1 gaca B 0,5% (Bec/o0bem) OsOy,, pazBenennoM B 0,1 M Na-docdarnom
oypepe (pH 7,2) c¢ caxapozort (25 wmr/mi). Jleruaparamuio MpOBOIWIIH,
BbIJIEpKUBas 00pa3ibl B TUJIOBOM CIIUPTE NMpHU pa3HbIX KoHueHTpanusax (30-100%
c marom 10%) u B anerone. Jlanee oOpasiiel norpyxaiu B cMech cMoiibl LR White
(axpunoBass cmoina cpennero kiacca; Ted Pella, Redding, CA) u amerona B
npornopuusix (06/06) 1:3, 2:3, 3:1, npu 3TOM KaXKIblif 3Tan BKiIo4an 12-4acoByto

MHKYOAIHIO.
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3atrem o0pasusl 3anuBanin cmosnod LR White B kamcymax Beem wu
MPOBOJWIIN MOJMMEpPHU3AIUI0 TeueHnu 24 yacoB nipu 60 °C. YabTpaTOHKUE Cpe3bl
(tonmmuuoi 300 HM) U MOYTOHKKE cpe3bl (TOMMHON 1 MKM) 00pa3LoB Moxyyaiu
C HCIOJIb30BAaHUEM CTEKJISTHHOro Hoxa Ha yinbTpamukporome LKB Ultracut 111
(LKB, OIBeuus).

[TonyToHkue cpes3bl crebieil Tabaka coOMpaiyd Ha MPEIMETHBIX CTEKIaXx,
MOKPBITBIX CHJIAHOM, U MPEIBAPUTEIHHO MHKYOHpOBaiu B TeueHue 1 yaca B Na-
dbochatnom Oydepe, pH 7,4, comepxamem 3% (Bec/oObeM) OBIUBETO
ceiBopoTouHoro anbOymuna (BCA), mis OnokupoBaHus Hecnenupuyeckoro
MeueHusa. Mmmynomeuenue IIIC P. atrosepticum MpOBOAWIN C UCIOIb30BAHUEM
MOJIMKJIOHATBHBIX aHTuTeN, cnenu@uunbix Kk IIIC (Gorshkov ef al., 2017a).

Cpe3bl WHKYOMpOBalM C TNEPBUYHBIMU aHTUTEIAMU B TedeHue 1 u.
[lepBuunble aHTUTENa pa3Boauiau B cooTHomenuu 1:1 0,1 M docdartHo-coneBbM
oydepom (DCB) (8,0 r/n NaCl; 0,2 r/n KCI; 1,42 r/n Na,HPOy; 0,24 r/n KH,POy;
pH 7,45), conepxamem 0,06% (Bec/oobem) BCA. Jlamee cpe3bl TPHXKIbI
npombiBaiu B 0,1 M ®Cb u 3aTeM MHKyOUpOBaJlM B Te€YeHHE | 4 B TEMHOTE C
BTOpUYHbIMU aHTUTeNnamMu. g ummyHonerekuun OIIC B pacTeHusix Tabaka
WCIIOJIb30BAIM KO3bU AHTU-KPOJWYbU aHTHUTENa, CBA3aHHbIE C (piryopecuenH-
nzotuonuanaToM (Sigma, CILIIA), pa3BeaeHHbie TeM ke 0ypepoM B COOTHOUIEHUHU
1:100. [dns wummyHonerekuun OIIC B pacteHusix kapTodens HCIOIb30BaIn
ocliuHbIe aHTH-Kposmubu aHTuTena (Alexa Fluor® 488, Abcam, CIIIA),
pasBejieHHbIE TeM ke Oydepom B cootHomenuu 1:1000.

3atem cpesbl npombiBasid Na-dochaTHbM OypepoM U TUCTUILIMPOBAHHON
BOJIOW MO TpU pa3za KaxabIM U nomemianu B pactBop CFM-1 mnsg 3akperuieHus
(Electron Microscopic Sciences, Hatfield, PA). Cpe3sl anamusupoBaiu c
MOMOIIBIO JIA3epPHOT0 KOH(POKaIbHOrO (iyopecteHTHOro Mmukpockona (LSM 510
Meta; Carl Zeiss, Hena, I'epmanns). MMYyHODIYOPECLEHIIMIO PETHCTPUPOBAIH
IIpU JIMHE BOJIHBI BO30YxieHus 488 uM u smuccuun 503—-550 Hwm.

Vnabrparonkue cpe3bl (okono 300 HM), MOHTHpPOBaIM Ha HUKEJEBbIE

CETOYKHU M MHKYOMPOBAJM B T€U€HHUE 15 MUHYT pu KOMHATHOU Temneparype B 20
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MM B Oydepe tpuc-HCl (pH 7,4) ¢ 3% BCA. [lanee oOpasisl MHKYOHUpOBaIu
TeUeHHe 2 4 TPU KOMHATHOW TeMIIepaType C MEPBUYHBIM IMOIUKIOHATBHBIMU
cnenuuuabivu k. OIIC P. atrosepticum anTUTENlaMH, pa3BeAcHHbIMU 1:1
oydepom tpuc-HCI ¢ 0,06% BCA. Ilocne 3toro cpes3nl TPHXabl MpombiBaiu 20
MM Oydepom Tpuc-HCI (pH 8,2) u uakyOupoBanu B TedyeHUe 2 4 Mpu KOMHATHOU
TeMIepaType CcO BTOPUYHBIMH aHTHUTENIaMU (KO3bM AaHTU-KPOJIMYBH aHTHUTEINA,
CBSI3aHHBIMH C KOJUIOMAHBIM 30j10ToM 10 HM, Amersham Pharmacia Biotech),
pasBeaenubiMu 1:50 B 6ydepe tpuc-HCI ¢ 0,06% BCA. 3atem cpes3bl npombIBaiu
oydpepom Tpuc-HCl (pH 8,2) m nenonusupoBaHHOW BoAoi. YacTHIbl 30J10Ta,
KOHBIOTUPOBAHHBIE CO BTOPUYHBIMH AHTHUTENAMHU, YCHIIMBAIA CEpPeOpoOM C
ucrnoib3oBanueM Habopa BBlInternational Silver Enhancing Kit (Ted Pella);
pacTBOp HaHOCWUJIM Ha 2-5 MuHYT B TemHoTe. OOpa3lbl aHAIM3UPOBAIU C
oMoIbI0 3NeKTpoHHOro MUKpockona JEM-1200 EX (Jeol, AAnonus) npu padouem

HanpsbkeHnnn 80 kB.

2.10. BoigeJsienue nojaucaxapuaos Oygep-axkcTparupyemMoin gpaxkuum u3
HeMH(UIHUPOBAHHBIX M HHPUUHUPOBAHHBIX P. atrosepticum pacTreHuit
Kaprogesst

[lonucaxapuasl  Oydep-skcTparupyeMoid  Qpakiuu  BBIACISUIA W3
HEMH(OUIMPOBAHHBIX U MH(UIMPOBAHHBIX P. atrosepticum pacteHuil kaprodens
(Tpoe cyTok mocne uHpuuupoBanus). s aHamu3a UCIONb30BAIM 30HY CTE0s, B
KOTOpPON OBbUIM BBIPAXKEHBI CUMIITOMBI MSTKOM THWJIHM; COOTBETCTBYIOIIYIO 30HY
oTOMpaii y HEUH(UIMPOBAHHBIX pacTeHUH. YyacTku cTeOlield pacThpaiud B
KepaMUYECKUX CTYNKax B JKUIAKOM azore. K monydeHHOW myape 100aBisuid MSATh
ooveMoB (Bec/oObeM) 50 MM Na/K-docharnoro Oydepa u mnpomomxanu
rOMOT'€HHU3alKI0 00pasiia /10 MOJHOro ero oTrauBaHus. [logydeHHbIE TOMOTeHaThI
nentpudyrupoBamu  npu 10 000xg (4 °C, 10 wMunyrt). CynepHaTaHThl,
conepxkamue Oydep-3KCTparupyemble MoJaucaxapuibl, OTACISUIA OT Ocajka u
unkyouposanu npu 100 °C B treuenue 10 munyt ansa nenarypauuu 6enkos. [locne

9TOT0 MPOBOANIIN ITIOBTOPHOC I.IeHTpI/I(i)YFI/IpOBaHI/IC IIpu TCX XKC IIapaMeTpax; K
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cymnepHaTaHTaM J00aBisIM 4deThipe oObema 96% »dTaHONa M BBIICPKUBAIH B
tedyenue Houn npu 4 °C. bydep-skctparupyembie mnoamcaxapuabl OCaXAaIN
nentpudyrupoBanuem (10 000xg, 4 °C, 20 munyT) U Tprxabl TpoMbiBain 80%
ATAHOJIOM. 3aTeM MOJYYEHHBI OCaJOK PAacTBOPSIM B JEMOHU3UBAHHOW BOJE U
aHAIM3UPOBAIIM C TIOMOIIBIO TeNlb-MPOHUKAIOIEH XpoMaTorpaduu Kak OMUCcaHoO B

MyHKTE 2.3.

2.11. M3mMepeHue peo1oru4ecKuX CBOMCTB BOAHBIX pacTBopos JIIC P.
atrosepticum

Peonoruueckue cBoiictBa BoaHbIX pactBopoB JIIC P. atrosepticum (B
koHueHTpamusax 0,62%, 1,25%, 2,5%, 5,0%) ouenuBanu Ha peomerpe MCR 102
(Anton Par, ABcTpusi) ¢ UCIOIB30BAHUEM M3MEPUTENIBHON CUCTEMBI TUIMTA-IIIIUTA
PP50 (muamerp BepxHed u HuxkHed miauT 50 mm). TemmepaTypHbIi KOHTPOJIb
oOpaslia OCYIIECTBIISIICA C MOMOIIBI0O HM)KHEM CUCTEeMBbI HarpeBa Ha 3JIEMEHTax
Ilenptbe P-PTD200 u akTuBHOro KOXKyxa Ha snemeHTax Ilenstee H-PTD200
(morpemHocTh 0.01K). M3mepenue Bsaskoctu pactBopoB IIIC P. atrosepticum
MPOBOJWIIN MPU CKOPOCTAX casura ot 1 go 120 c'u temneparype 20 °C. lupuna
3a3opa Mexay AByMsa ImTamu BapbupoBasa ot 0,249 mm po 0,341 mwm.
OKcrepUMEHTaNIbHbIE JaHHbIE anmpoKcuMHpoBaHbl Monenbio Kpocca (Cross-
equation), mapaMeTpbl KOTOPOW PACCUUTHIBAIU C UCIIOIB30BAHUEM MPOrPAMMHOTO

obecneuenusi RheoCompass (Anton Paar, Austria).

2.12. Onpenenenue ruapoauHamMudeckoro paaunyca yacruy JIIC P.
atrosepticum
I'unponunamuueckue paauycbl uactun JIIC  P.  atrosepticum (nipu
koHueHTpamusax 0,05%, 0,15%, 0,31%, 0,62%, 1,25%, 2,5%, 5,0%), a Taxxke
neanetwinpoBanHoil ¢opmbl OIIC (mpu xonuentpauuu 0,05%) omnpenensiu
METOJIOM TMHAMUYECKOTO CBeTOopaccesHus. V3MepeHHsI MpOBOIWINA C MOMOIIBIO
MHoroyrioBoro crnekrtpomerpa Photocor Complex (Photocor Instruments Inc.,

Poccust), ocHaIeHHOr0 TOHUOMETPOM, KOPPEJISITOPOM B peaibHOM BpemeHu (200
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kaHayoB, 10 HC), TEpMOCTaTOM U MOHOXpOMAaTHYECKUM JiazepoM (657,29 um). Bee
HKCIIEPUMEHTHI MPOBOAWINA B JIEMOHU30BaHHOU Bojie npu Temiepatype 20 °C u
MOJIOKEHUH cyeTurka (POTOHOB MoJ yriiom 150°. ABToKOppesimoHHbIe (PYHKIIUN
3anucbiBaiu B TeueHue 40-120 cex (B 3aBUCHMMOCTH OT KOHLIEHTpAalMU) C
nomoIpl0 nporpaMmmuoro obecrnedenus Photocor (Photocor Instruments Inc.,
Poccus). Kaxnas aBrokoppensiimonHas GyHKIUS MpeacTaBisiiga co0oil cpenHIo
3aBUCUMOCTb, omnpenesieHnyto aig 25-30 uzmepenuil. JlaHHble aHANIM3UPOBAIU C
HCIIOJIb30BAaHUEM METOJla PEryJspU3alMil € MHOTONPOXOJHBIM aJITOPUTMOM
00paboTKu (MOJUIUCTICPCHBIA aHATU3 JUIS HAXOXKICHHS pacIpeelieHUs YacTHI
nmo pasmepam, Distribution Analysis, multi-pass algorithm) c npumeHeHuem
nporpammHoro oOecnieuenus DynalS. Tlepen wusmepeHusimu o0pasupl U
pactBopuTenb  QuibTpoBasin  uepe3  noaurerpadtopstuieHoBbie  (PTFE)
MeMOpanbl ¢ auameTpom mop 0,22 mxm. [ns pacuera pasmepa uvactui IIIC
WCIIOJIb30BaHbl CTAaHJAPTHBbIE 3HAYCHMS BSA3KOCTH M IOKa3aTeds MNpeOMICHUS
Boabl ipu 20 °C. YcpenHeHHbIN TUIpOJMHAMUYECKU paguyc yactull (Rp) Obu1
paccUMTaH ¢ UCIOoNIb30BaHUEM ypaBHeHUs1 CTokca — DUHIITEHA:

Ry = kgT/6mmD

r1€ 1 — BI3KOCTh pacTBopurtensi, kg — koHcranta bonbumana, T —
abcoitoTHas Temneparypa, D — koaddunment camoauddysum.

BecoBoil Bkiaq dYacTHIl KaXJAOro TUNA B OOIIYI0O HWHTEHCHUBHOCTD
cBeTOpaccesHHs 0o0pa3lloM paccuuThiBadu corjacHo Teopun Illubasima

(Shibayama et al., 2006).

2.13. Anaau3 aHTHOKCUAAHTHBIX cBoiicTB JIIC P. atrosepticum

AHTHokcuaanTHele cBoiictBa JIIC P. atrosepticum OUEHUBAIM TIO HX
CIIOCOOHOCTH HWHTUOUPOBATh OKHUCICHHUE Pa3IUYHBIX CYOCTPaTOB AaKTUBHBIMU
dhopmamMu KucIopoa.

OKucneHne CaaulMIOBON KUCIOThI TUAPOKCUI-PAAUKAIOM, T€HEPUPYEMBIM
B xome peakuuu DeHTOHA (Fez++H202—>Fe3++OH'+-OH), U3MEPSIIA B

peakimonHot cmecu (3 i), coaepxkameir 25 MM FeSO4x7H,O, 2 MM
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caimuiuiaTa Hatpus, 6 MM H,0, u 100 Mk uccnenyemoro obpasma: II1IC (0,02%,
0,04%, 0,08%), wiu neanerunupoanubii IIIC (0,02%, 0,04%, 0,08%), wiu
JeMOHM30BaHHas Boja (KOHTpoib). CMmeck nHKyOupoBaiu npu 37° C B Teuenue 1
4. O HaKOIJIEHUH OKUCICHHOTO MPOAYKTa CYJIWIU MO U3MEHEHUIO a0CcopOIuu npu
mmHe BostHBL 510 HM (Wang et al., 2007).

OxkucieHre mUporajioiia CyrnepoKCHUI-pauKaioM, TEHEPUPYEMBIM B XOJI€
ABTOOKUCIICHHMSI THPOTAIIONA B CJIAOOIICIOYHBIX  YCIOBUSIX, H3MEpPSUIM B
peakimonHoit cmecu (3 mur), coxepxkamiedr S0 MM Tpuc-HCI, pH 8,2, 3 MM
nuporaiona u 100 Mk uccnenyemoro oopasua: IIIC (0,02%, 0,04%, 0,08%),
nmn aeanerunupoBanubii DIIC (0,02%, 0,04%, 0,08%), win neMOHU30BaHHAs
Boja (kKoHTposib). O HAKOIJIEHWH OKHUCIEHHOTO MHpOraiona CyAWIH IO
U3MEeHEeHHIo abcopO1uu npu JuiuHe BodHbl 325 um (Wang ef al., 2007).

YpoBeHb NEPEKUCHOTO OKHUCJICHUS JUIUJIOB OMPEACIsIA B PEaKIIMOHHOM
cMecH, comepkatieit 2 ma docdarro-coneBoro Oydepa (PCBh) (8,0 r/n NaCl; 0,2
r/n KCI; 1,42 v/n Na,HPOy; 0,24 r/n KH,PO,4; pH 7,45), 6 MM FeSO4x7H,0, 0,5
MJI cycrieH3un ssuaHoro kentka u 100 Mk uccneayemoro odpasma: II1C (0,02%,
0,04%, 0,08%), wiu neanerunupoBanubii IIIC (0,02%, 0,04%, 0,08%), wiu
JIeMOHU30BaHHass Boja (KOHTpoJib). CYyCHEH3WIO SUYHOTO KEITKA IMOJIydaiu
cieaymuM oopaszoM: xentok pazdarmsuin OCb 1:1 (Bec/00beM) U UHTEHCHUBHO
MepeMeIIBai HA MAarHUTHOW MeEIIAJIKe; MOJYYEHHYI0 CYOCTaHIMIO pa30aBiisiid
40-kpatHbiM 00beMOM Oydepa DCh. Peakunio nepekucHOro OKUCICHUS JTUIHI0B
octranaBnuBasiu godasineHueM 0,5 mu 20% TpUXIOPYKCYCHON KHUCIOTHI. 3aTeM K
cMecH J100aBIsn 2-THo0apOouTypoByo kucioty a0 0,8% u Harpeayiu npu 100 °C
B TeueHue 15 munyT. B Xo1e peakinuu THOOapOUTYPOBOI KUCIOTHI ¢ MAJIOHOBBIM
TUATBACTUAOM (BTOPUYHBIM TPOJYKTOM TEPEKUCHOTO OKHUCJICHUS JIUIHJIOB)
oOpaszyercst JIUAIIyKT, O HAKOIUIGHWH KOTOPOTO CYIWIHW 1O HN3MEHEHUIO
abcopOuuu npu niauHe BoaHbI 532 HM (Wang et al., 2007).

OnTuyeckyrd  IJIOTHOCTH ~ PAacTBOPOB  M3MEPSIM € NOMOIIBIO
cnektpooromerpa PB2201B (SOLAR, benapycs). HurubupoBanne ADK-

OIIOCPCAYCMOT'0 OKUCJICHUA CY6CTpaTOB pPaCCUHHUTBIBAJIA I10 q)OpMYJICI
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Crenenn unruoupoBanus (%) = (A-B) / A x 100%,
rie A — abcopOuusi pacTBOpa KOHTPOJBHOrO oOpasia (peaklMOHHAs CMECh +
Boja), B — abcopOuus pacTBOpa ONBITHOTO oOpaslia (peakiuoHHAs CMeCh +
pactBop  OIIC/neanerunupoandoro  JIIC). IlpencraBieHHble  3HAYCHUS
PacCCYHMTAHBI TI0 MATH TOBTOPHOCTSIM.

Hns ouenku crocobHoctu DIIC P. atrosepticum 3amumarh KIeTKu P.
atrosepticum OT JEWUCTBHUS TMEPEKUCH BOJIOPOAA, KIECTKA PAaHHEW CTallMOHAPHOU
(a3bl pocTa JBaXAbl OTMBIBAJIA U CYCIIEHAUPOBAIN B Oe3yriepoiHoil cpene AB 1o
miotHoctn ~10° KOE/Mn M 3aTeM aIMKBOTHPOBAIH. B OTIEIbHBIC aIMKBOTHI
nobasmsu ¥4 oobema 0,2% OIIC P. atrosepticum nnu 0,2% nearneTHIMPOBAHHOTO
OIIC P. atrosepticum (xoneunas kouueHtpamus OIIC 0,05%). B kaxnpii u3
BapuaHTOB M00aBisu 1, 2, win 4 MM nepekucu Bojopoaa Win BoAy (KOHTPOJIb).
Cycnien3un uHkyoupoBasin mipu 28 °C 24 y 0e3 adpanuu, W TMOCiHe 3TOrO
onpenemsuin TUTpel KOE. TlpencraBineHHbIC 3HAYCHHUS PACCUYMTAHBI 110 TPEM

OMOJIOTHYECKUM ITOBTOPHOCTAM.

2.14. Anaau3 puroummyHHbIX cBoiicTB JIIC P. atrosepticum

s mposepku criocooHoctu JIIC P. atrosepticum WHAYIUPOBATH WU
penpeccupoBaTh peaKiuIo THIEPIYBCTBUTEIHHOCTH (kadecTBeHHas
YCTOMYMBOCTH) TMPOBOIWIA WHQWIBTPALMIO JIHCTHEB pacTeHuid Tabaka: 1)
crepwibHbIM 10 MM pactBopoMm MgSO, (koHTpOB); 2) 0,05% pactBopom DIIC P.
atrosepticum;  3)  xinetkamu  Pseudomonas  syringae  DSM 50256,
cycrieHaupoBaHHbMU B 10MM MgSOy 1o kouuentpammn ~10° KOE/mi; 4) 0,05%
pactBopoMm IIIC P. atrosepticum u kietkamu P. syringae; B IOCJIEIHEM BapUaHTE
o0paboTku uHpmiIbTpanuio pactopa IIIC nmpoBoaunu 3a 12 4 10 uHGMIBTpaIUU
KIETOK P. syringae; mpu 3TOM COOTBETCTBYIOUIME KOHTPOJbHBIE BAPUAHTHI OBLIU
3a 12 4 npo BHeceHusi KieTok P. syringae o6Gpabortanbsl Bojoil. IlposiBnenue
peakluyd TUNEPUYyBCTBUTEIBHOCTH OLIEHMBAIM Ha 1-3 cyTku mociie 00paboTOK.
AHanm3 MpoBOJWIH B TPEX OMOTOTHUECKHX MTOBTOPHOCTSIX.

s mposepku criocooHoctu JIIC P. atrosepticum WHAYIUPOBATH WU
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penpeccupoBaTh [TAMIT-unayuupyemslii MMMYHUTET (KonMuecTBeHHAs
YCTOMYMBOCTh) MPOBOAWIA HMHPWIBTPALMIO JIUCTHEB pacTeHuid Tabaka: 1)
cTepwibHOM Bomoi (koHTpodb); 2) 0,02% wumu 0,05% pactBopom IIIC P.
atrosepticum; 3) 0,02% wunu 0,05% pactBopom neaneruaupoBanHoro JIIC P.
atrosepticum; 4) 1 mMxM pactBopom xutorekcaosbl (Carbosynth China Ltd.,
Kwurait); 5) 1 MxM pactBopom xutorekcaossl u 0,02% wunu 0,05% pactopom SI1C
P. atrosepticum; 6) 1 MxM pactBopom xurorekcao3sl u 0,02% wmm 0,05%
pactBopoMm peaneTiiiupoBanHoro JOIIC P. atrosepticum; B TOCIEIHUX ABYX
BapuaHTax 00paboTku mHuIbTpanuio pacrsopa IIIC npoBoawnu 3a 12 4y 1o
MHOUIBTpPAIIMM  PacTBOpAa  XUTOTEKCAO3bl; TNPHU 3TOM  COOTBETCTBYIOLIUE
KOHTPOJIbHbIE BapUAHThI ObUIM 3a 12 4 0 BHECEHHUS XUTOTE€KCao3bl 00pabOTaHbI
Bojiol. Yepe3 6 u mocie 00paboTOK B MHPUIBTPUPOBAHHBIX YYAaCTKaX JIMCTHEB
U3MEPSIIM YPOBHU NMEPEKUCH BOJOPOIA U KaTala3HOW aKTUBHOCTH.

JUisi  OLIEHKM coJlepKaHUsl TEPEeKUCH BoJOpoAa WHGUIBTPUPOBAHHbBIE
yuyacTku JiuctbeB (100 Mr) pactupanu B KepaMHUECKUX CTyIKax B 1 MJI XOJIOJHOTO
(4 °C) 50 MM 60oparnoro Oydepa (37 r/n KCI; 31 r/n H;BOs; 3,4 r/n NaOH), pH
8,4. Tomorenarsi uentpudyruposamu (7000xg, 10 wmun), u 100 Mxxa
cyrnepHaTaHToB 00aBimsui kK 500 MK peareHta, B coctaB KoToporo Bxoauiau 500
MM cynbdara ammonus-xkenesa, 50 MM H,SO, 200 MM KcHII€HOJIOBOTO
opamkesoro 1 200 MM copbura. Iornomenne kommiekca Fe’ -KCnaeHONOBBI
opanxeBblil (A560) onpenensiiu yepe3 45 MuH. AGCOPOLIMIO U3MEPSIIU NIPU JTUHE
BotHBI 240 HM ¢ momombio crekTpodoTomerpa PB2201B (SOLAR, benapycs).
CopepxaHue TEpPEeKUCH BOAOPOJA OMPENEISIM OTHOCUTENIBHO KalMOPOBOYHOM
KpuBoi. JlaHHble ObUIM HOpPMaNIM30BaHbI U BbIpakeHbl B MKkMOJb H,O, Ha rpamm
ceIpoit Macchl. [IpeacTaBieHHbIe 3HAUEHUS PACCUUTAHBI MO MATH OMOJIOTUYECKUM
MOBTOPHOCTSIM.

JUist u3MepeHus: KaTajda3HOW aKTUBHOCTH WHOUIBTPUPOBAHHBIE YYAaCTKU
muctheB (100 Mr) pactupanu B KepaMUdeckux cTynkax B 1 mu xonogHoro (4 °C)
50 MM K-dochatnoro Oydepa, pH 7,0. I'omorenarsl ueHTpUYTUpOBAIH

(7000x%g, 10 mun) u 10 Mk cynepHaTtaHToB a00aBisid Kk 490 MKJI peakIMOHHON
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cmecu, conepxarnieir 50 MM K-docdarnoro Oydepa (pH 7,0) u 2 MM H,0,.
AGcopO1Io U3MEPSUIH TIpU ITTMHE BOJIHBI 240 HM ¢ MOMOIIBIO ClIeKTpodOoTOMETpa
PB2201B (SOLAR, benapycs). JlanHble ObUIM HOpPMaJIU30BaHbl U BBIPAKEHBI B
mMons H,O, B MHHYTY Ha rpaMMm celporo Beca (e = 43,6 M’ com™).

HpeIICTaBJICHHBIC SHAYCHUA pAaCCUHUTAHBLI 110 ITATHU OMOJIOTHYECKUM ITOBTOPHOCTAM.

2.15. CratucTnyeckass 00padoTka JaHHBIX
CratucTU4eCcKknil aHaIu3 JaHHBIX POBOJANIIN C IPUMEHEHUEM CTAaHIAPTHBIX
MaTeMaTUYECKUX METO/I0B (pacyeT CpeJHEKBAJAPATUUECKOIO OTKIOHEHHMS, OLIEHKA
JOCTOBEPHOCTH PA3IMUMil 10 KpuTepuio MaHHa-YutHu) B nporpamme Microsoft
Excel-2007. Kpurtepuit BepositHoctu P<0,05 mnpuHUMAaIM JAOCTaTOYHBIM JIJIs

IIOCTOBCpHOﬁ PasHUIIBI OIBITHOMN U KOHTpOJIBHOﬁ I'pyni JaHHbIX.
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I'TABA 3. PE3YJIBTATBI U OBCY/KJIEHHUE
3.1. UnenTuduxkanms, BblieJICHUE U IEPBUYHAA XapaKTePUCTHKA
sx3ononuncaxapuaos (IIIC) Pectobacterium atrosepticum

CornacHo Hamed rumnoTte3e, HHTeHCHUBHOe oOpa3zoBanue OIIC P.
atrosepticum TPOUCXOIUT HA TO3JHEH cTaauu (QopMUpOBaHUS OaKTEepUATBHBIX
AMOOJIOB B COCyAaxX MEPBUYHON KCHIIEMbl HH(DUIIMPOBAHHBIX PACTEHHM, KOTIa
NEPBUYHBIA MaTPUKC, COCTOSIIHUNA M3 (ParMeHTOB MEKTUHOBOTO MOJUcaxapuia
pamHoranaktyponana I (PI'-1), pa3pymaercs (Gorshkov et al, 2016). Ognako
BbIIeNIUTh yuCThIN nipenapat DIIC P. atrosepticum n3 UHPUIMPOBAHHBIX PACTEHUN
HE TMPEACTABISETCS BO3MOXKHBIM, TIOCKOJIBKY B PACTUTENIBHBIX TKaHAX
MPUCYTCTBYET OOJIbLIIOE pa3HOOOpa3ue yrieBOJOB, KOTOpbIe MPUBEAYT K
BBICOKOMY YpPOBHIO KOHTaMHUHAIIMM IIpenapara W CHAEJIAIT HEBO3MOYKHBIM
UCCIIEIOBAHUE CTPYKTYpPhl U CBOMCTB LEJIEBBIX MOIUMEPOB. B cBs3M ¢ 3TUM, MJId
BbIfieneHus npemnapata JIIC P. atrosepticum Mbl UICTIOJIB30BAIINA KYJIBTYPHI in Vitro.
Knerku P. atrosepticum KynbTUBUPOBAIM B CUHTeTHYECKOU cpene 5 (McTouHmk
yriepoja — caxaposa) 0 MO3/IHeH cTallMoHapHOM (a3bl pocTa (JIBO€ CYTOK). 3aTeM
U3 CYNEpPHATAHTOB KYJbTYp, OTAECJICHHBIX OT KJETOK, BBIACISUIA YIJIEBOIBI (CM.
paznen 2.2). BelaeneHHble YrieBOAbl AHATM3UPOBAIM C IOMOIIBIO TElb-
MpOHUKAIoOWEH XxpoMarorpaduu; COCTaB MOHOCAaXapuIoB  OMNpPENENsiIn ¢
MIPUMEHEHUEM aHHOHOOOMEHHOM XpoMartorpaduu (cM. pazaensl 2.3, 2.4).

OcCHOBHas 4acTh YTJIEBOJIOB, COAEPKAIINXCS B CyNEpHATAHTaX KyJibTyp P.
atrosepticum CTallMOHApHOW (a3zbl pocTa, IIOUPOBaAA C KOJOHKH 3a MpeaeraaMu
obnactu nenenus copoenra (cedapoza CL-4B), 4To COOTBETCTBYET MOJIEKYJIAPHOMN
macce Menee 30 k/la (Puc. 5). Jomuuupyrommm (91 wmons%) cpenu
UACHTU(PUIUPOBAHHBIX MOHOCAXapuUJ0B B 3TOH HHU3KOMOJICKYJIAPHON (pakiuun
ObLa TIII0KO03a. DTO, MO BCEW BUJIMMOCTH, O3HAYaeT, YTO OCHOBHYIO JIOJIIO 3TOM
dpakuuu cocTaBisla caxapo3a, KOTopas He Oblla JO KOHIA YTHJIM3UpOBaHa
MHUKPOOpPTaHM3MaMu B Ipouecce pocrta. Hapsny ¢ HU3KOMOJEKYJISPHBIMHU
yIIeBOJaMU B CyINEepHaTaHTax KyJIbTyp P. atrosepticum cTalMoHapHOW ¢a3bl

pocTta HaMH OBIIM TaK)KE BBISIBIICHBI CJICOOBBIC KOJIMYCCTBA IIOJUMCPOB C

71



MosekysipHoit maccort 50-400 x/la (Puc. 5). OcHOBHBIM MOHOCAaXapuJ0OM B 3TOU
dbpakiuu Obuta ranaktosa (72 monb%), a Takke MPUCYTCTBOBaau MaHHO3a (14
MoiIb%) 1 apabunosa (13 monb%); 70JI1 paMHO3bI cocTaBisiaa okoiao 1 Mons%

(Puc. 5).
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CopepxaHue MoHocaxapuaos (Monb%)

Rha Ara Gal Glc Man

®pakyusa 1 1+0 1312 7245 0 14+2

®pakuyus 2 1+0 1+0 1+0 91+6 6+1

Puc. 5. [Ipodunp smrouun U MOHOCAXapUIHBIA cocTaB (MOIb%) yrieBOJ0B,
COJIEpIKaIllUXCSl B CyINepHAaTaHTaX KylnbTyp P. atrosepticum cTallMOHapHOU (a3bl
pocta. Pa3nenenue yrieBojoB NMpoBOAWIM Ha KojoHke ¢ cedaposoit CL-4B. B
KaueCcTBE MapKEepOB MOJEKYJISIPHOM Macchl HCIOJIB30BaHbl mysutyianbl (P) ¢
MosekysipHoit maccou 1600, 400, 200, 100 u 50 x/la. V; — oObeM pacTBOpUTENs

BHYTPH YaCTHIL TEsl.
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[Tony4yeHHble pe3yabTaThl CBUAETEILCTBYIOT O TOM, YTO B IIPOIIECCE POCTA B
KylabTypax P. atrosepticum HaKaluIMBalOTCS JIMIIb CJEJOBbIE KOJWYECTBA
BBICOKOMOJIEKYJISIDHBIX ~ YIJIEBOJIOB. JTO corjacyerca ¢ TeM, 4to s P.
atrosepticum paHee Oblla TPOJEMOHCTPUPOBAHA HECHOCOOHOCTH B POCTOBBIX
ycloBUsAX (OPMHUPOBATH OMOMIIEHKH, OCHOBHBIM KOMIIOHEHTOM MaTpUKCa KOTOPBIX
ciayxat DIIC (Pérez-Mendoza et al., 2011). Ilo Bceil BuaMMOCTH, B Ipoliecce
pocta cunre3 OIIC B knetkax P. atrosepticum penpeccupoBaH, M JUIsl €ro
aKTUBAIIMK TPeOyroTCs creuuduueckue HHAYKTOPbl W/MIU OCOOBbIE YCIOBUS.
CnocoOHOCTh K 00pa3oBaHHI0 OMOIJIEHOK B POCTOBBIX YCJOBHUSX Oblia paHee
MPOJEMOHCTPUpPOBAaHA I MyTaHTHOW Gopmbl P. atrosepticum, B KIETKax
KOTOpOM B pe3ylbTare HokKayTa TeHa ¢dochoandcTepasbl HAKAIIMBACTCS
MTOBBIIIICHHBIN YpOBEHb BTOPUYHOTO MOCpeTHUKA HUKITAYECKOTO
auryaHosuaMoHodocdata (u-nu-I'M®D) (Pérez-Mendoza et al., 2011). B cBsizu ¢
ATUM aBTOPHI MPEATNOI0XKUIN, YTO 00pa3oBaHuEe OMOIJICHOK (2 3HAYUT, BEPOSATHO,
u cunre3 JIIC) P. atrosepticum TPOUCXOAUT B TEX YCIOBUSIX, KOTJla B KJIETKaxX
MOBBIIIAETCSA YPOBEHb L-1u-I MO.

Hakomnenne u-mu-I'M®, B 4aCTHOCTH, MPOUCXOAUT NPU CTPECCE, B TOM
qucie Ipu HeJocTaTke pocToBoro cyoctparta (Boehm, 2009; Yeo, 2018). IToaTomy
Mbl [peAnonoxuiau, 4rto cuHTe3 IIIC wmoxer ObITh HMHAYLHUpPOBaH y P.
atrosepticum B yCIOBUSIX TOJOJAHMS. DTO MPEANOI0KEHUE MOJKPEIUISIOCH €llle U
TeM, 4YTo mnpu JAeduuute cydcTpaTa HEKOTOpble KIETKU P. atrosepticum
(bopMHpOBaNIM CTPYKTYphl, HAIOMUHAIOUIME KAICYJIbl, OCHOBHBIM KOMITOHEHTOM
koTopbix ciyxaTt DIIC (HeonmyOiuKoBaHHBIE AaHHBIE COTPYIHUKOB JabopaTopuu
MonekyisipHot O6uonornun KWBb ®UI[ KasHI[ PAH). Kpome Toro, mnpu
rojonanuu P. atrosepticum TPOUCXOAWIIAa WHIYKUUS OSKCIPECCHH T'EHOB,
MPOIYKTHl KOTOpbIX obecneunBatoT cuHte3 H-gu-I'M® u IIIC (Gorshkov et al.,
2017b). B cBa3u c 3TUM, MBI TNPOBEPWIH CHOCOOHOCTH P. atrosepticum
cuntesupoBaTh JIIC B ycnoBusix rosioganus B 6e3yriepoHoit cpeae AB.

['ononaromue KyabTypbl TOJAyYald IO paHEEe ONUCAHHOMY B Hallei

naboparopuu metony (Gorshkov et al., 2010). B TedeHue mepBBIX CYTOK THUTP
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kosnoHueooOpazyromux eauuul (KOE) B ronogatomux Kynbrypax P. atrosepticum
CHWXKAJICS MpUMEpPHO B 4 paza (10 4,8x107 KOE/Mn) 1o cpaBHEHUIO C TUTPOM
pHokymsimn  (2,0<10° KOE/mi) (Puc. 6). Tamee 1o 14 CyToK THTp KIETOK
MPAKTUYECKH He MEHSIICS H COCTaBIsUI B cpeaueM 2,8x10” KOE/mi. K 28 cyrkam

tutp KOE cumxancs 10 1,2x10” KOE/ma (Puc. 6).

1,E+09

1,E+08 \

KOE/mn

1,E+07 1

1,E+06 T T ]
0 1 4 7 14 21 28

Bpems (cyTkn)

Puc. 6. lunamuka tupa KOE B ronopatomux kynsTypa P. atrosepticum.

B mporiecce romomanus B KylabTypax HaKalUIMBAJIUCH YTIIEBOJbI, KOTOPHIC
pa3fensaauch Ha JBe OCHOBHBIC ¢paknuu. llepBas, momuHHpytomias, Oonee
BBICOKOMOJIEKYIISIpHAsT (PpaKIKs COCTOSIIA U3 TIOJTMMEPOB C MOJICKYIISIPHON Maccoi
50->400 x[a (o6veM aimroruu 9-20 mui) (Puc. 7). YraeBoasl BTOpoil, MUHOPHOM,
0osee HU3KOMOJEKYIISIPHOU (PpaKIiK UMEITn MOJICKYJISIpHYI0 Maccy MeHee 50 k/la
(o6bem amtoumu 27-33 wmi). [locne mepBBIX CYTOK TroJIofaHUsi B KYJbTypax
HAKalUTMBAJIUCh JIUIIL CJIEIOBBIE KOJMYECTBA YIriIeBOJOB obeux ¢pakuuii. B
TeueHne 14 CyTOK TOJIONaHWs COJAEp)KaHHWE YIIEBOIOB B  KYJIbTypax
yBeNMYHBaIOCH Oosee yeM B 10 pa3; Ha Oosee MO3THUX CPOKax TOJIOAAHHS WX
CoJiepKaHue CylIecTBeHHO He MeHsuiock (Puc. 7). B mporecce romomanus noms
BBICOKOMOJICKYJISIPHBIX TOJIMMEPOB B 0OIIEM ITyJie BHEKJIETOUHBIX YTJIEBOJIOB
yBenu4rBasiack. [lociie mepBhIX CyTOK TOJOJAHUS COAEp)KaHHE YTIIEBOAOB Oolee
BBICOKOMOJIEKYIISIpHOH ¢pakiuu Obuto snumb B 1,5 Ooible, dyeM conaep)kaHue

yIIeBOJOB 0oJjiee HHU3KOMOJEKYyJIsapHOU (pakuuu; Ha 4, 7, 14 m 28 cyTtku
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roJIofaHus CoJiepKaHue 0o0Jiee BEHICOKOMOJICKYJISIPHBIX YII€BOJ0B ObUIO B 2,2, 3.4,
4,8, 5,8 pa3, COOTBETCTBEHHO, OOJbIIE, YeM COJCp)KaHHE YIJIEBOJAOB OoJiee

HU3KOMOJEKYJISIPHON (DpaKimi.
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Puc. 7. Ilpopunu osmoumm (A) wu conepxanue (b) yrieBonos,
HAKaIlUTMBAIOMIMXCS B CYyNEpHATaHTAaX TOJIONAIIUX KyIbTyp P. atrosepticum

yepe3 1 (cunsis nunus), 4 (3eneHas auHus), 7 (KopuuHeBas JuHUs), 14 (kpacHas
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nunus), 28 (uepnas nuHus) u 360 (opaHkeBas JIMHHSI) CYTOK IIOCJIE Hadalia
rojonanud. Pa3aenenue yrineBooB NpoBOIMIN Ha KoJloHKE ¢ cedapo3oit CL-4B.
B kaudecTBe MapkepoB MOJIEKYJSPHOM Macchl MCHOJb30BaHbl MyJuiynanbl (P) c
MosekysipHoit maccou 1600, 400, 200, 100 u 50 x/la. V; — oObeM pacTBOpuTEs
BHyTpu uyactul reinsd. CoaepxkaHue YIrieBOAOB Ha pucyHke b mpuBeneHo
paznenbHO i Oosiee  BBICOKOMOJEKYJSIpHOM — (TeMHO-cepblil) U  Ooiee
HU3KOMOJIEKYJISIPHOU (CBeTsIO-cepblil) (pakiuil. [IyHKTHUpHBIMM JUHUSMH Ha
pucyHke o0OO3HaueHbl (pPaKIUU, B KOTOPHIX OIPEACISIIA MOHOCAXapPUIHBIN
cocTaB, NpuBeAeHHbIA B Tabmuue 1: ¢ppakuus 1 — oObeMbl smtouuu 12-19 Mo,
¢bpakuusa 2 — oOveMbl smonuu 27-33 M. YkazaHuble (pakiuu (0003HaYEHBI
NYHKTUPHBIMU ~ JIMHUSIMH)  COOTBETCTBYIOT ~ MAaKCUMaJIbHOMY  COJEP)KAHHIO

YIJIICBOAOB I KAKIOT0 M3 IBYX BBIABJICHHBIX Ha HpO(I)I/IJ'Ie QJIOLOUH ITMKOB.

Iocie oxnoro roxa romoganust (tutp KOE mpu stom cocrasmsur 7,8%10°
KOE/min) B cynepHaTaHTax KyJbTyp ACTEKTUPOBAIM YIIEBOABI TOJBKO Oojee
BBICOKOMOJIEKYJISIDHOW ~ (ppakiuu; HHU3KOMOJEKYJSPHbIE YIIEBOABl TMPU 3TOM
oOHapy>xeHbl He Obutn (Puc. 7).

B cocraB Oonee BeicokomosekyisipHoi ¢pakuuu IIIC Bxoawim pamHO3a,
rajakTo3a ¥ MaHHo3a B cooTHomieHnuu 1:2:1 (Ta6xa. 1). boiee Hu3KOMoONEKyIsIpHAs
(dpakuus cocTosia U3 paMHO3bI, TaJIAKTO3bl, ITFOKO3b 1 MAHHO3bl B COOTHOILIEHUH
2:1:4:3. MoHocaxapuHbIi cocTaB Ppakuil CYyIIECTBEHHO HE MEHSIICA B MPOIECCE
ronoganus (Ta6m. 1).

Takum o00pa3oMm, HamMu BBISICHEHO, 4YTO B YCIOBHMSX TOJIOJaHUS B
CylepHaTaHTax TOJIOAAIOUINX KYJIbTYyp HAaKaIlUIMBaIOTCA YIJIEBOJbl, B OCHOBHOM
BBICOKOMOJIEKYJIsIpHbIE. Kpome Toro, B cymnepHaTaHTax TaKXe HAaKaIlJUBaJIUCh
yIA€BO/bI, AIIOUPYEMbIE C KOJOHKM B oObeMe 27-33 Mj, TO ecTb B 00JacTu
MUHUMAJIBHON pa3peraronieid  crnocoOHOCTH copbeHTa. B cBsizu ¢ 3TUM
BbISIBJIEHHAss Oojiee HU3KOMOJEKYIspHas (pakius Morjia BKJIOYaTh B ceOs

HEOOJIbIIINE IMOJIMMCPLBI, OJIMTOMCPBI, a4 TAKIKC MOHOMCPEI.
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Tabn. 1. MoHocaxapuJIHbIii COCTaB yrJ€BOAOB, COJAEpPKAIIUXCA B
CylepHaTaHTax rojoJarolux KynbeTyp P. atrosepticum uepes 1,4, 7, 14, 28 u 360
CYTOK TMOcje Hayaja rojiofaHus. MoHOcaxapuIHbIH COCTaB OMNpEEIsIN
nuddepeHnranbHo IS ABYX BBIBIEHHBIX Ppakiuil yrieBonos: 1) 50->400 k/la u
2) menee 50 xkMa. [ns xaxmoro mnuka Ha mpodune smoruu  (Puc. 7)

AHAJIM3UPOBAIIN (I)paKI_II/II/I, COOTBCTCTBYIOIMC MAKCUMAJIBHOMY COACPKAHUIO

yraeBo10B (0003HaYEHbI MYHKTUPHBIMU JTUHUSIMU Ha PUCYHKE 7).

Bpems CopepxaHue MOHOCaxapuaoB (MONb %)
MHKy6auum
(cyTKmM)
Rha Gal Glc Man
1 221+2 55+4 1+1 22+2
4 22+1 55+3 1+1 22 +1
®pakuus 7 21 +1 56 +3 1+1 22+2
1 14 23+3 53+ 2 1+1 231
28 23+2 54 +3 1+1 22+3
360 23+2 53+3 1+1 23+1
1 151 103 45+3 302
Ppakuusa 4 202 131 48 £ 2 19 +1
2 7 14 +1 16+2 50 +1 20+3
14 152 152 45+ 2 252
28 16 £1 101 44 + 1 303
360 0 0 0 0

Jlomist yrieBo/10B HU3KOMOJIEKYJISIPHOM (DpaKiuu B 00IIEeM IyJe YIJIeBOJOB,
collepKallluXcsi B CyNepHaTaHTE, yMEHbIAjJach B IpoIlecce TrOJIOAaHMs, U Ha
MO3HUX cpokax roiomanuss (1 Tom) coenuHEHUsT OTOW (Qpakuu HE
nerektupoBasiv. [Ipu 3TOM cojepkaHHE BBICOKOMOJICKYJISIPHBIX YTIJEBOJOB B
CylepHaTaHTax KyJbTyp YBEIMYMBAJIOCH B Ipoliecce rojoaanus. bonee Toro, atu
MOJIMMEPBI COXPAHSIUCh B CyIIEpHATAHTAX JIaKe Ha MO3IHUX CpoKax rojoxaHus (1
roa). B cBa3u ¢ 3TUM, ¢ 3TOro 3Tama MccleJoBaHUS Mbl AKLIEHTUPOBAIU CBOE
BHMMaHUE TOJILKO Ha MOoJuMepax 060jiee BhICOKOMOJIEKYIIPHON (PpaKIuu.

[TockonbKy Ha npoduie FMOUUN TOMUMO OCHOBHOTO MHKa (00bEM JITIOIUU

9-18 M) MpUCYTCTBOBAJIO BhIpaxkeHHOE Tiedo (o0veM amrouuu 19-25 mur) (Puc.
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8), oJIA OOCHKHU CTCIICHU TCTCPOTCHHOCTHU HeHCBOﬁ Q)paKI_II/II/I yYrjiaeBoaoB 110
COCTaBy IMOJIMMCPOB MbI CpaBHUBAJIN MOHOC&XapI/II[HIJﬁ COCTaB B PA3HbIX 001acTIX

9TOI'0 ITMKa, B TOM 4YHUCJIC B €TI0 IIJICYC.
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O61bEM anouum (Mn)

CopepxaHue MoHocaxapuaos (Monb%)

O0béEM
antouun (Mn) Rha Gal Glc Man
5-8 9%2 47 + 2 40+7 4+1
9-11 24+5 51+6 11 24 +2
12-15 23 +1 52+2 11 24 +2
16-18 231 52+ 2 11 24 +1
19-25 20+ 7 53+ 15 6+1 213
26-31 162 10+2 44 + 6 307

Puc. 8. Ilpodunp »saronuu U MOHOCaXapuAHBIM COCTaB YIJIEBOJOB,
COJZIEpIKAaILUXCS B CYNEpHATAHTAaX TOJOAAIOIINX KYIbTYp P. atrosepticum yepe3 14
CYTOK IOCJI€ Hauaja rojioganus. Pasienenue yrieBooB NPOBOANIIN HA KOJOHKE C
cedapozoii CL-4B. B kauecTBe MapKepoOB MOJICKYJISIPHOW MacChl UCTOJIb30BaHbI
nyyutynansl (P) ¢ monexynspuort maccout 1600, 400, 200, 100 u 50 x[a. V; —
00bEeM pacTBOpUTENS BHYTPH dacTHIl Teyst. Dpakiyu, B KOTOPHIX ONpeaesiin
MOHOCaXapHUIHBIA COCTaB, 0003HAUYCHBI HA PUCYHKE MYHKTUPHBIMU JTUHUSMHU.
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®dpakium, COOTBETCTBYIONIKE 00beMam Amtonuu 9-11 mut, 12-15 Mmoo u 16-18
MJI UMEJIM OJIMHAKOBBIM MOHOCaxapuJHbINA cocTaB (pamMHO3a, rajlakTo3a, MaHHO3a
1:2:1). HuzkomonekynsipHas ¢gpaxuus (oObeM smonmu 26-33 M) cocrosiia u3
PaMHO3bI, TaJaKTO3bI, TJIIOKO3bl U MAaHHO3bI B cooTHOMmEeHUH 2:1:4:3. [lonumepsi,
BXOJIAIlIME B cOCTaB Iuieya (o0beM amoruu 19-25 mur) ocHOBHOro nuka (00bemM
amonuu 9-18 MII), COCTOSIIM M3 PaMHO3bI, TaJdaKTO3bl, TJIFOKO3bl U MaHHO3bI B
cooTHomieHU 3:9:1:4. OTimyme MOHOCAXapuUJHOIO COCTaBa B IJIEYE MHUKA OT
COCTaBa OCHOBHOI'O MHKA, B YaCTHOCTHU MOSIBJIEHUE TIIIOKO3bl, CBUJIETEILCTBYET O
TOM, 4YTO B COCTaB IUI€Ya BXOJWIM HE TOJBKO IICJIEBbIE TOJUMEPHI
BBICOKOMOJIEKYJISIDHOW ~ (pakiuu, HO M  MpUMECh  YIJIEBOJOB  OoJjee
HU3KOMOJICKYJISIpHOUM (pakiinu. B CBsA3U € 3TUM B JalIbHEHIIEM IS ONpeeeHuUs
CTpYKTYpbl peryispHoro 3BeHa JDIIC P. atrosepticum v sl IPOBEPKU CBOWCTB
UCCIIETyeMBbIX  TOJMMEPOB HaMM  OBbUIM  KCIOJIB30BaHbl  IOJIMCAXapHJIbI,
aMoupyembie B oobeme 9-18 mut.

[Tockomnbky meneBbie mosuMepsl (ppaxius 1, 00beM dmronuu 9-18 mut) ObuTH
BBISIBIICHBl HAMHM B CYyNEpPHATaHTaX TOJIOJAIONIUX KYJIbTYpP, B KOTOPBIX MPOXOAST
MPOLIECCHI KJIETOYHOTO JIM3UCA, HEOOXOAUMO OBUIO MPOBEPUTH, HE SIBISIOTCS JIU
OHU BHYTPHUKIICTOYHBIMU MeTaboIuTaMH, BBICBOOOKAAIOIIIUMUCS B
KYJbTYPIBHYIO JKHIKOCTh U3-32 pa3pylIeHHs KJIETOK. J[Ji1 ATOro Mbl MOTy4HIIN
rOMOT'€HaThl TOJI0/IAI0IINX KJIETOK U KJIETOK CTallMOHApHOMU (pa3bl pocTa U MpoBEIU
sKCTpakuuio cpenoil AB (cpenma, KOTOpYIO HMCHIOJIB30BANM JUISl TOJYYECHHS
roJIOJIAIOIINUX KYJIBTYp). 3aTeM Mbl YAQJIUIW KJIETOYHBIM JeOpHuc ¢ MOMOIIbIO
1neHTpuyrupoBanus U GUIBTPOBAHUS, U C MOJYUYCHHBIM YKCTPAKTOM IPOBEJH BCE
T€ K€ MaHUMYJAIMHU, YTO U C CylepHATaHTaAaMU TOJOJAIONTUX KYJIbTYpP, B KOTOPBIX
ObUTH OOHApYXKEHBI II€JIeBbIC MONMUMEphl (pasznen 2.2). Y BBIACICHHBIX TaKUM
o0pa3oM yIJIEBOJIOB (BHYTPUKJIETOYHBIX U OJKCTparupyembix cpeaoir AB)
OTIpEIENISIIA MOJIEKYJIIPHO-MAacCOBOE pacipeiesieHne 1 MOHOCAaXapHIHbIN COCTaB.

OcHOBHas 4acTh yTJIEBOJIOB, IKCTparupyeMbix cpenoii AB 13 roMmoreHaToB

KIETOK P. atrosepticum cTallMOHApHOUW (a3bl pocTa, JIIOMpPOBajia C KOJIOHKHU 3a
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npeaenamMu obnactu jaeneHus copoenrta (cedaposza CL-4B), uro cooTBeTCTBYET

MmouekyisipHoit macce meHee 30 x/la (Puc. 9).

®pakuuma 1 ®paxkuus 2
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O61BEM antouumn (Mn)

CopaepxaHue MOHOCaxapuaos
(MOnNb%)

Rha Ara Gal Glc Man

KneTtkun ®Opakunal 37+3 10+3 28+3 18x1  7#1
CTauUoHapHoOM
¢asbl dpakumsa 2 141 262 1542 5613 2+1
®pakuyua 1 1#1 11%2 403 281 20#1
Fonoparuwme
KNneTKu

®pakuumsa 2 91 14+2 18+1 473 1242

Puc. 9. Ilpodunp »sarouuu U MOHOCaXapuAHBIM COCTaB YIJIEBOJOB,
AKCTparupyembix OesyriaeponHoil cpenoir AB W3  romoreHaTtoB — KIETOK
cTanmoHapHOW (¢a3el pocta (MYHKTUpPHAS JIMHHUS) M TOJOJAIOIIMX KJIETOK
(ctmomHast nuHus) P. atrosepticum. PazneneHue NpPOBOIUIM Ha KOJOHKE C
ceapozoii CL-4B. B kauecTBe MapKepoOB MOJICKYJISIPHOW MAacChl UCMOJIb30BAHbI

nyyutynansl (P) ¢ monexynspuort maccout 1600, 400, 200, 100 u 50 x[a. V; —
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o0beM pacTBopUTENsl BHYTpH 4dacTuil reis. CojepikaHue YIJIeBOJOB MPUBEICHO
JUISl KOJIMYECTBAa KIIETOK, HaXoAsmMXcs B | auTpe KyabTypbl. TUTpBI KIETOK B
KylbTypaX Ha MOMEHT aHammsa coctaBasmm: 3,1x10° KOE/Mn mms KyaeTypsl
craroHapHoii dassl pocta u 2,8x10" KOE/Min mis romomaromeit KyasTypsr (14
CYTOK TroyiojjaHusi). BepTUKalbHBIMU NYHKTUPHBIMU JIMHUAMH OOO3HAYEHBI

(dbpakiuu, B KOTOPHIX aHAJIU3UPOBATIM MOHOCAXapUIHBIA COCTaB.

JIOMHHHPYIOITUM MOHOCAXapHJIOM B 3TOH HH3KOMOJICKYJIIpHOUW (pakiuu
Obuta rmoko3a (56 Monb%); KpoMme TOro, B COCTaBe 3TOM (pakiuu ObuIH
apabuno3sa (26 moib%), ramakros3a (15 mons%), manno3a (2 Mos%) u pamuo3sa (1
Moib%). [lpu »Tom B BbIcOKOMOJNEKysapHou (pakiuu (50-400 x/la) Oblan
OoOHapy’>KEHbI JIUIIb CJICJOBBIC KOJWYCCTBA YIJIEBOJOB, COCTOSIIHUX W3 PaMHO3BI
(37 monb%), apabunosbl (10 Monp%), ramaktosbl (28 Moap%), TIOKO3bI (18
M0J16% ), MaHHO3HI (7 MOITE%).

N3 ronoparomux kinetok P. atrosepticum (14 cytok roynonanus) cpenoi AB
OKCTPArupoBajoCh JIMIIB CIEJOBOC KOJIMYECTBO YIJICBOJOB. YTIIEBOJBI OoJjice
BbICOKOMOJIEKYIsipHOHM (hpakiuu (50-400 kJla) coctosnu u3 pamHo3bl (1 MoIb%),
apabuno3ssl (11 Mmonb%), ranaktossl (40 Mos1b% ), THOKO3BI (28 M0JIK%), MAHHO3BI
(20 monp%), a Oonee HU3KOMOJIeKYyJsspHOU (Menee 50 k/la) — u3 pamHO3BI (9
Moi16%), apabuHo3bl (14 Monb%), ranaktossl (18 Mons%), TiroK03b! (47 MOIE%),
MaHHO3BI (12 MoJ6%).

Takum 00pa3oM, cojiep)KaHWE BBICOKOMOJICKYJISPHBIX YIJICBOJAOB B
CylepHaTaHTaX TOJOJAIOIINX KYJIbTYp P. atrosepticum ObIJIO HAMHOTO BBIIIE, YEM
BBICOKOMOJICKYJISIPHBIX YTJIEBOJOB, IKCTPATHPyeMbIX cpefoii AB W3 KIIETOYHBIX
roOMOreHaToB. B JomojHeHWe K  3TOMYy, MOHOCAXapUAHBIH  COCTaB
OKCTPAKJICTOYHBIX W BHYTPUKICTOYHBIX BBICOKOMOJICKYJSPHBIX  YIJICBOJIOB
paznuyasics. OTO JaeT OCHOBAHHUS CYUTaTh, YTO BBICOKOMOJICKYJISPHBIC
MOJINCAXapHibl, BBIABICHHBIE B CYyINCPHATaHTaX TOJIOJAOIIMX KyIbTyp P.
atrosepticum, sBisitorcst OIIC. Kpome TOro, BaXHO TakKe OTMETUThb, 4YTO

nuHamuka tutpa KOE u comep:kaHusi yriieBoJAOB B CylEpHATAHTaX TOJIOAAOIIAX
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KyJBTYp Tak)Ke CBHACTEIHCTBYET O TOM, YTO BBISBIICHHBIC BHICOKOMOJICKYISPHBIC
YIJIEBOJABI  SIBJSIIOTCS  OKCTPAKICTOYHBIMH  TOJNHMCaxapujaamMu, a  He
BHYTPUKJICTOYHBIMA METa0ONIMTaMH, BBICBOOOKIAIOMIMMHUCA W3 KIETOK B
nporecce Jm3uca. HamOombliee yBenMYEHHE COACPIKAHUS OTHUX YIJIEBOJOB B
KyJbTYpadbHOW >KHIKOCTH MPOUCXOIUIO B TOT mepuof (4-14 CyTOK ToyiogaHus)
(Puc. 7), korna Tutp KOE B kynbrypax npaktuuecku He Mensuica (Puc. 6). [lpu
3TOM HaumOolee BbIpaxkeHHoe cHmkeHue TUTpa KOE (B mepBble CyTKH MoOcie
Havajga TOJIOJIAaHMSA) HE COIMPOBOXKIAJIOCH PE3KHM YBEIHMUECHUEM COJICpIKaHUS
YTJIEBOJOB B KYJIbTypPATbHON YKUIKOCTH.

Takum o00pazomM, HaMu BIIEPBBIC BBISBICHO, YTO MPEICTABUTEIH pOAA
Pectobacterium (P. atrosepticum) cuntesupytor OIIC. Ilpoaykius >Tux
MOJTUMEPOB PETPECCUPOBaHA B POCTOBBIX YCIOBHSX, HO JO KAaKOW-TO CTENEHU
aKTUBUPYETCS B Tpoliecce ronoaanus. Bosmoxknocts mHayKimu cuate3a DIIC B
CTPECCOBBIX YCIIOBUSX paHee Oblla MPOJAEMOHCTPUPOBAaHA HJsi JOpYyrux (He
duronaroreHubix) Oaktepuit. Hanpumep, Oaxtepum Bacillus licheniformis
npoxyuupoBanu 6onbiie SI1C B mpUCYTCTBUM TOKCHYHOTO JIJISI MUKPOOpPTaHU3Ma
MeTaiia (XpoM), a Takke MpH TMOBBIMIEHHON Temmeparype (Marx et al., 2009).
Kpome Toro, y ncuxpodpuinbubix O6aktepuil Pseudoalteromonas sp. cunte3 II1C
aKTUBHpYETCS TMpu oTpulatenbHblx Temrnepatypax (Nichols er al, 2005).
Nunykuus cuateza DIIC mpeacraBiseTcss afeKBaTHBIM OTBETOM Ha CTPECCOBBIE
yCIOBHsI,  TIOCKOJNBKY IS OTHUX  TOJMMEPOB  JOCTATOYHO  ITUPOKO
MIPOJIEMOHCTPUPOBAHBI pa3IMUHbIE MPOTEKTOPHBIE CBOMCTBA (cM. pazzaen 1.2.4.2).

B cBa3u ¢ Tem, uto cunte3 OIIC P. atrosepticum WHIYUUPYETCS B
OTCYTCTBHH POCTOBOTO cyOcTpara sl HapaOOTKH LEJIEBBIX MOJUMEPOB C IIENBIO
XapaKTePUCTUKH WX CTPYKTYpPHl M CBOWCTB MBI HCIOJB30BaJM TOJIOAOIIUE
KynbTypbl. Takast mogens nis nomydeHus: J11C, HecMOTpsl Ha JOCTATOYHO HU3KYIO
MPOU3BOAUTENHLHOCTh — J0cTaTouyHO HU3KuH Beixoa JIIC (okono 1 mr ¢ mutpa
KyJIbTYpbl C YYE€TOM IMOTepb MPHU BBIACICHUM M OYHCTKE), MMEET Ba)XHOE

JIOCTOMHCTBO. B cpene, ucnonp3yemMoil Ui MOJyYEHUS TOJNOAAIOIIMX KYJIBTYP,
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OTCYTCTBYIOT 3K30I'CHHBIC YIJICBOJAbI, YTO obecrieunBaeT MAaKCHUMAJIbBHYIO CTCIICHBb

YUCTOTHI OCJICBOTO IIpCIiapara.

3.2. PacummdpoBka cTpyKTYpbI peryasaipHoro 3sena JIIC P.
atrosepticum

I[Ipu  anamuse  mnpemapata OJIIC P atrosepticum  (ppaxuus,
COOTBETCTBYIOIIAsi 00beMy aitonuu 9-18 mi, cm. paznen 3.1) ¢ momorisio AMP
CIEKTPOCKOTIMM OBLJIO BBISBICHO, YTO PETYJISIPHOCTh CTPYKTYPBI IOJIUMEpa
(cuTyanusi, Tpu KOTOPOW MOBTOPSIONICECS 3BEHO O0ECIEeYMBAET €IMHCTBEHHBIN
Habop curHasioB AMP niis kaxxaoro octaTka MOHOcaxapu/ia) 3aMacKMpoBaHa 13-3a
NPUCYTCTBHSI B CTPYKType  OJHOIO M3  MOHOCAXapUAHBIX  OCTaTKOB
Hectexuomerpuueckoro O-amerata (curnan CH; mpu 6 21,6 m.a., Puc. 10 A). B
CBSI3U C 3TUM ISl YCTaHOBJICHUSI TOUHOU cTpyKTypbl DIIC P. atrosepticum Obln
nostyueHbl O-JlealeTHIMPOBAHHBIE MTPOU3BOJAHBIC ITHX MOJIUMEPOB, ISl KOTOPBIX
6buti 3ammcans ogHomepueie (‘H, “C, “C JMOD) u aBymepubie (COSY,
TOCSY, HSQC, HMBC, ROESY) cnektpst AMP (Puc. 11). IlonHoe oTHEeceHue
curHasioB Ha cnektpax COSY, TOCSY u HSQC neanerunuporanunoro JIIC P.
atrosepticum TO3BOJIUIIO BBISABUTh HAIMUUE B CTPYKTYPE PETYJISIPHOIO 3BEHA ATOTO
noJicaxapujia CEMHU CIMHOBBIX CHCTEM: JBYX JJISI OCTATKOB O-TaJaKTONMUPAHO3BI
(Gl u G2), ogHO¥ myIst ocTaTKa O-MaHHOMHUPaHO3bl (M), OgHOM aJIs ocTaTKa o-
pamHoniupano3sl (R) wm t1pex cucrem (H-1-H-3; H-5-H-8; H-1-H-2"),
MpUHAJISKAIINX  JECATUYIJIEPOJHOMY  pPa3BETBICHHOMY MOHOCaxapuay —
speunuose (E, 3,6,8-tpunesoxcu-4-C-(R-1-runpokcudtuii)-D-ryno-okros3a) (Puc.
12, Tabm. 2).

Takoit MoHOcaxapusl Kak 3pBHUHHO03a, y KOTOPOTO K YETBEPTOMY aTOMy
yriaepoja TIWKO3WJIBHOIO  OCTaTKa MPHUCOCAMHEHA BOCCTAaHOBJICHHAs  3-
ruapokcudytupanpaeruanas rpynmna (C(5)-C(8)-pparment) (Puc. 12), panee 6nu1
obnapyxen B O-nomucaxapune (OIIC) P. atrosepticum GSPB 9205 (panee
Erwinia carotovora ssp. atroseptica GSPB 9205) (Senchenkova et al., 2005).
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Puc. 11. ®parmentst HSQC (A), ROESY (b), HMBC (B) SAMP cnekrpon

O-peauerunupoBandoro JIIC P. atrosepticum SCRI1043.

Pa3BeTBIIcHHBIE MOHOCaXapHruabl Obl1n BeIABIEHBI B cocTtaBe JIIIC m psaaa

npyrux 6akrepuit: Yersinia pseudotuberculosis, Budvicia aquatica, Pseudomonas

mandelii, Burkholderia brasiliensis — iiepcunno3a (yersiniose; 3,6-nune3okcu-4-C-

[(S)-L-ruapokcustui |-D-kcuiiorekcosa) (Zubkov et al.,

1992; Mattos et al., 2005;

Zdorovenko et al., 2012; Kondakova et al., 2013), Pseudoalteromonas independenta

- S-aneramuzo-3,5,7,9-teTpaaezokcu-7-hopMaMua0-L-TIUepO-L-MaHHO-
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HOHYJIO30HOBasi kucjora (Muldoon et al, 2001), Morganella morganii wn
Shewanella putrefaciens — naucaxapuji, COCTOSIIMK U3 S-alleTaMUIUHO-7-
aneramuao-3,5,7,9-teTpaie30KkCu-L-TIuIepo-D-ralakTo-HOH-2-yJI030HOBOMN

KUCJIOTEI W 2-anertamuno-4-C-(3'-kapOokcamua-2',2"- iuruApoKCUnponun)-2,6-
TUEe30KCU-D-TalakTo3bl  (meBaHeno3a, shewanellose) (Kilcoyne et al., 2002;
Shashkov et al., 2002), a Takke y pUTONATOIeHHON OaKTepHH, Mapa3UTHPYIOIICH
Ha TBO3JWYHBIX, Burkholderia caryophylli — xapnodmunosa (caryophyllose, 3,6,10-
Tpuae30Kcu-4-C-(D-TIHUIEPO-L-TUIPOKCHUITHI )-0-3PUTPO-D-TYJI0-1€K03a) u
Kapuo3sa (caryose, 4,8-11uki0-3,9-1u1e30KCu-L-3puTpo-D-110-HoHO03a) (Adinolfi et
al., 1995; 1996). OmHako Ha CErOJHSALIHUN JE€Hb HET HH(OpMAlUU, KaKue
CBOMCTBAa MOTYT TIpUAaBaTh TOJOOHBIE MOHOCAXapUIbl COACPXKAIIUM HUX

MOJIUMEPAM.

13 1 .
Tabn. 2. Xumuueckue casuru ~C u H (HOTyXKUpHBIM) B YIJIEBOJHBIX

octatkax JIIC P. atrosepticum SCRI1043.

c1_ C2 C-3 c4 G5 C6
H-1 H-2 H-3 H4 H-5  H-6/6
53)-0-D-Galp-  102,4 70,3 78,3 70,3 72,6 62,7
(1— (G1) 525 395 3,97 4,06 4,11 3,81/3,81
53)-0-D-Galp-  102,2 69,1 79,8 70,6 72,6 62,8
(1— (G2) 529 4,03 3,97 423 4,09 3,76/3,76
S2.3)0-D- 101, 804 78,9 67,6 745 61,8
Manp-(1—> (M) 529 4,16 4,06 4,04 399 3,723,72
S4)-0-L-Rhap- 1029 718 69,3 83,0 693 18,2
(1- (R) 508 4,06 3,95 3,55 391 1,31

c1  C2 C-3 c4 G5 C-6 Cc7 C8 C1° C2

H-1 H-2 H-3eg/ax H-5 H-6A/B H-7 H-8 H1 H-2

BD-Erw-(I— 107, 68,1 35,6 758 714 399 659 242 759 140

(E) 4,59 3,76  2,00/1,70 3,73 1,54/1,73 3,99 1,25 4,01 1,19

Jlns  omnpeneneHus MOCIEAOBATEIBHOCTH MOHOCAXapUIIHBIX OCTaTKOB B
peryisipHoM CTpyKTypHOM 3BeHe OIIC W BBIABICHUS TO3UIUKA 3aMEIICHUA
OCTaTKOB MPOBOJIWIA aHAIU3 KOPPEISALMI aHOMEPHBIX MPOTOHOB OJHOTO OCTaTKa

1 OJIM3KO PaCIOIOKEHHBIX IPOTOHOB (pacCTOsTHUE MeHee 5 A) APYruxX OCTATKOB C
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MOMOIIBIO  CIIEKTpOCKONUU  snepHoro s¢dekra OBepxay3epa B CHCTEME
Bpamatomuxcs koopauHat (ROESY) (Puc. 11 B). Hanuuue cBsizu moarBepxaanu
nanaeivi - HMBC  cnektpoB 1o curHaiam, COOTBETCTBYIOIIMM —JadbHUM
KOPpETSLHUAM MEXAY aHOMEPHBIM aTOMOM YTJIEpOJia OJTHOTO OCTaTKa U MPOTOHOM
JAPYroro OCTaTKa, HaXOJALIMMCA I[P AaTOME YIJIEpOJa, Y4YacTBYIOIIETO B
obOpazoBanuu ruko3uaHou cBsizu (C-O-C-H) (Puc. 11 B).

ConpskeHre COBOKYIHOCTH BCEX JaHHBIX, MOJTYUYEHHBIX ¢ moMolibio SIMP
CHEKTPOCKONHUM, U aHajau3za MoHocaxapuaHoro coctaBa JIIC P. atrosepticum
(paznmen 3.1, Tabn. 1) mo3BONIMIIO YCTAHOBUTH, UTO OCTOB PETYIISIPHOTO 3B€HA ATOTO
nojyMcaxapuia IOCTpoeH U3 Tpucaxapuna [—3)-a-D-Galp-(1—2)-a-D-Manp-
(1-4)-a-L-Rhap-(1—], a OoxoBble 1€NHU, TPUCOEAUHEHHbIE K OCTaTKaM
MaHHONUPaHO3bl B mosioxkeHuu O-3, coctoar u3z aumepa B-D-Erw-(1—3)-o-D-

Galp-(1— (Puc. 5).

A OAc 5006 b
% oY
E G2 2)
B-D-Erw-(1-—3)-0-D-Galp-(1
G1 M 3 R e &
= 3 )-¢-D-Galp-(1 —2)-a-D-Manp-(1--4)-a-L-Rhap-(1— B-D-opBHHHO32

Puc. 12. Crpykrypa perynsproro 3BeHa JIIC P. atrosepticum SCRI1043

(A) 1 xumudeckas CTpykTypa 3pBuHHO3HI (b).

Jlns ompeneneHus TMOJIOXKEHUS alleTWIBHBIX rpynn B cTpykType OIIC P.
atrosepticum TPOBOJMIN COMOCTaBICHHE ~C CIEKTPOB HCXOJHOTO IMOIHCAXAPH/IA
U €ro JealeTUJIMPOBAHHOIO MPOU3BOJHOTO. OTHECEHHE CMEIIEHHBIX CHUTHAJIOB
(MCXOIHBIN MoJucaxapua) MONMOJHUTENbHO KoHTpoaupoBaau no HSQC u COSY
crextpam. Cpasaenne ~C cmektpoB DIIC 10 H TOCie AeareTHIMPOBAHMUS
MO3BOJIUJIO BBISIBUTH CYIIIECTBEHHOE CMEILCHHUE MOJOKEHUS XUMUYECKUX CIABUTOB,
otHocsmuxcest kK C-1 u C-2 aromMam ocTaTka rajakTONMUpaHO3bl OOKOBOH IIENH, B

oosee ciaboe nose. Tak, curdansl npu 6 99.7 u & 69.1 m.a., otHocsamuecs k C-1 u
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C-2 ramakTo3bl UCXOJHOTO TMOJMcCaXapyuaa, CMEIIAINCh TOCTE JAealeTUITHPOBAHMS
10 6 102.2 u & 71.4 m.x., coorBerctBeHHo (Puc. 10b). Ha npoToHHBIX criekTpax
ObLIM BBISIBJICHBI cMelleHHs (B Oosiee CHIIBHOE I0JI€) M AJiE COOTBETCTBYIOLIUX
nporoHoB (H-1, H-2): 8 5.39 u 6 5.13 m.x. — st ucxognoro IC u 6 5.29 u 6 4.03
M.J. — anasi O-1ealeTUIMPOBAHHOTO MPOU3BOAHOTO (CHEKTPhl HE MPUBOJISATCS).
BbIsBJICHHBIE W3MEHEHHUs CBHJCTEIBCTBYIOT 00 aleTWIMPOBAHMHM OCTaTKa
rajakTo3bl 0okoBoH 1enu noiucaxapuaa (G2) mo O-2 nomoxenuto (Puc. 12A).
CreneHp M3MEHEHHS] HHTEHCUBHOCTH curHana C-2 mpernosaraer, 4To B CTPYKType
OIIC nons aneTUIMpOBaHHOW TalakTO3bl OOKOBBIX LEMEN COCTABISET MOpPsAKa
50% (Puc. 10).

VYcranosnennas crpykrypa OIIC P. atrosepticum SCRI1043 oxa3anacek
UJCHTUYHON CTpyKType paHee omnucaHHoro O-nomucaxapuaa (OIIC) P.
atrosepticum GSPB 9205 (panee Erwinia carotovora ssp. atroseptica GSPB 9205)
(Senchenkova et al., 2005). 910 o3Hauaer, uro peryispHbie 3BeHbss DIIC u OIIC
P. atrosepticum WMEIOT OJWHAKOBYIO CTPYKTYpy. M3BECTHO, 4YTO peryispHbIe
3BeHbs OIIC, OIIC u xancynbHbix mnoaucaxapuaoB (KIIC) wmoryr wumetsb
OJIMHAKOBYIO CTPYKTYPY Yy OIHUX BHIOB OakTepuii, a y JApYyrdX MOTYT
paznuuatbesi. Hanmpumep, y Rhizobium trifoli, Kingella kingae, Erwinia amylovora,
Xanthomonas campestris, Azospirillum lipoferum perynspuasie 3BeHbs OIIC u
OIIC wm ITIC u KIIC umerot paznyto cTpyktypy (Jansson et al., 1979; Gidley et
al., 1987; Ray et al., 1987; Torres et al., 1993; Bukharov et al., 1993; Stankowski
et al., 1993; Nimtz et al., 1996; Molinaro et al., 2003; Smol’kina et al., 2010; Starr
et al., 2013). B 1o xe Bpewmsi, y Salmonella enteridis, Rhizobium meliloti, Erwinia
Sfutululu, Azospirillum irakense, Sphingomonas sp. OIIC u 3I1C unu I1IC u KIIC
UMEIOT uaeHTHYHYI0 cTpykTypy (Reuber, Walker, 1993; Reinhold et al, 1994;
Chouly et al., 1995; Yamazaki et al., 1996; Videira et al., 2001; Yang et al., 2002;
Fedonenko et al., 2004, 2013; Snyder ef al., 2006). ®yHKIMOHAIBHAS POJb TAKUX
CXOJICTB WJIM Pa3iNYUii B CTPYKTYpEe MOBEPXHOCTHBIX TOJTUCAXapHUI0B OaKTepuid Ha

CCFOI[HSIH_IHI/Iﬁ JACHBb HC BBISICHCHA.
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[lockonbKy CTPYyKTypa peryispHoro 3BeHa BbiaeneHHoro Hamu OIIC
oKazajach MJIEHTUYHA CTPYKTYpE PEryJsIpHOrO 3BeHa (O-NOoJMCaxXapuIHON LIemH
JIIC P. atrosepticum GSPB 9205, mMbl npoBepwsin, HE SBISIOTCS JU 1IEJIEBBIC
nonumepsl JITIC, a we OIIC. st 3TOro Mbl CpaBHWIM COAEpKaHUE 2-KETO-3-
nezokcuoktoHoBoil kucnoThl (KAO) B mpemaparax JIIIC (meTton BhiaeiaeHUs
onucan B pazzaene 2.5) u OIIC P. atrosepticum. KO mpencraBuser coOoi
xapaktepHbli g JIIIC BOCEMHMYIJIEpOIHBIM caxap, KOTOpPBIA CBS3BIBAET
yraeogHyto yacth JIIIC (OIIC) ¢ nunugom A. B mpemapate JIIIC conepkanue
KJIO cocraBuno 2,2 + 0,1%; npu 3toM B nipenapare I11C ObuiM BBISIBICHBI UMb
cinenosble konmuectBa KJIO. Kpome Toro, corpyaaukom MB®PM PAH Curuaa
E.H 65110 nokazano, uto y JIIIC P. atrosepticum n y BoiaeneHusix Hamu JIIC P.
atrosepticum paznuyaiach 3JekTpodoperndeckas noasuxHocth (Gorshkov et al.,
2017a). Takum oOpa3oM, OOHapy>KE€HHbIE HAMU TOJUcCaxapuisl P. atrosepticum
(OIIC) ormuuarorcst ot JIIIC P. atrosepticum, HeCMOTps Ha HACHTUYHOCTH

CTPYKTYPBI PETYISPHOTO 3BEHA 3TUX MOJIMMEPOB.

3.3. Ummynonerexkuusi IIIC P. atrosepticum B cocynax KCHJIeMbl
UH(PUIUPOBAHHBIX PACTEHUH

Ha cnenyromem »5tane HCCIENOBAHUS Mbl  BBIICHSJIM, BXOIAT JIM
BBISIBIICHHBIE HAMM B KyJlbTypax in vitro J1IC P. atrosepticum B cOCTaB MaTpUKCa
OaKTepHaIbHBIX IMOOJIOB — «MHOTOKJIETOUHBIX» OMOMIEHKONOJOOHBIX CTPYKTYD,
oOpa3zyeMbIX KieTkamMu P. atrosepticum B cocylJax TEpPBUYHON KCHUJIEMBI
uHuImpoBaHHbIX pacTeHuil Tabaka (Gorshkov et al., 2014, 2016). Jlns nmpoBepku
storo B cotpyanudectse ¢ c.H.c. UBOPM PAH k.6.H. Bypeiruneim I'.JI. Obuin
MOJIYYeHbl KpOJIMYbU TMOJIMKJIOHAJIbHBIE aHTUTENa, crneuuduunsie k IIIC P.
atrosepticum.  byppiruaeiM  ['.JI.  Obuta  moaTBepKIaeHa — crenupUYHOCTD
nonyyeHHbIx aHtuten K OIIC P. atrosepticum; B TEPEKPECTHBIE PEAKIUU C
noJiucaxapuiaMy KJI€TOYHOW CTEeHKU pacTeHuM (KCujiaH, KCUJIOTJIIOKaH, apaOuHaH,
pamHorajnaktypoHan [, rajmakraH, mOJMrajgaTypoHOBas KHUCJIOTa, MaHHaH)

noytyueHHble aHntutena He Becrynanu (Gorshkov et al., 2017a).
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[TonyueHHble TONHMKIOHAIBHBIE aHTUTENa, crneuuduunsie k OIIC P
atrosepticum, ObUIM MCIOJIb30BaHbI JJI1 UIMMYHOJETEKIIMU 1IEJIEBBIX MOJIMMEPOB B
cocyJiax KcuieMbl HH(OUIIMPOBAHHBIX P. atrosepticum pactenuii Tabaka (Puc. 13).
ITocne o6paboTku cpe3oB MHPUIMPOBAHHBIX P. atrosepticum pacTeHui Tabaka
NEePBUYHBIMU M  BTOPUYHBIMU  AHTUTEJIAMU  MPOUCXOIUJIO UHTEHCUBHOE
MMMYHOMEUYEHHE  TIOJIOCTEH  COCYIOB  KCHJIEMBI, KOJIOHU3UPOBAHHBIX
nektoOakTepusimu (Puc. 13 A); mpu 3ToM 0COOEHHO HWHTEHCHUBHO METHUJIICS

BHeKJIeTOUHbIM MaTpukc (Puc. 13 T', [1).

Puc. 13. Nmmynoaerexkuust IIIC P. atrosepticum B cocynax NEpBUYHOU

KCWJIEMBbI pacTeHui Tabaka, MHPUIUPOBAHHBIX P. atrosepticum (2 cyTOK mocie
uHuupoanus). Cpe3bl UWHOUIIMPOBAHHBIX pacTeHUM, 0O0paboTaHHBIE U
NEePBUYHBIMU U BTOpUYHbIMU aHTUTenamMu — A, ', JI. Cpesbl nHGUUIMPOBaAHHBIX
pacteHuii, oOpaboTaHHbIe TOJbKO mepBUUHbIMU aHTHTeNamu — b, E, XK. Cpes
HEMH(UIIMPOBAHHOTO pacTeHUsi, 0OpaOOTaHHBIM M NMEPBUYHBIMU M BTOPUYHBIMU
antutenamu — B. Macmrtabnas metka coorBeTctByeT: A-B — 20 mxm, I', E — 1

MkM, 1, K — 0,5 mxm.
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[Tpu oOpaboTke cpe3oB MHPHUIMPOBAHHBIX PACTEHHUHA TOJBKO BTOPUYHBIMU
(HO He EPBUYHBIMU) aHTUTEIaMU UMMyHOMeueHust He HaOmonanu (Puc. 13 b, E,
X), Tak ke KaKk W Ha cpe3aX HEMH(UIIMPOBAHHBIX PACTEHHH, 00paOOTaHHBIX U
NEPBUYHBIMH, U BTOpUYHbIMU aHTUTenamMu (Puc. 13 B). Takum oGpasom, Hamu
npoaeMoHcTpupoBaHo, 4to OIIC  jmeiicTBUTENhHO  BXOAAT B COCTaB
HKCTPAKIIETOUYHOTO MaTpuKca OakTepuanibHBIX SMO0JIOB, 00pa3yeMbIX KieTKamu P.
atrosepticum B cOCylax MEPBUYHON KCUIEMbI HHOUIIMPOBAHHBIX PACTEHUH.

Panee OpUTO MOKa3aHO, YTO MEPBUYHBIA MAaTPHUKC OAKTEpUATHHBIX SMOOIIOB
COCTOUT u3 MEKTHHOBOTO noJiMcaxapuua pacTeHHS-X03s5IHA -
pamuoranaktyponasa I (PI'-I), rounee u3 ero ¢parmenton (50-400 k/la) ¢ HU3KUM
YPOBHEM 3aMeEIEeHUs] OCTOBAa OOKOBBIMU IiemsiMH U3 TaakTo3bl (Gorshkov ef al.,
2016). Takue ¢parMeHThl 00pa3yIOTCS W BBICBOOOXKIAIOTCS M3 PACTUTEIBHBIX
KJICTOYHBIX CTEHOK B Ppe3yJibTaTe BOCHPHHMYUBOTO OTBETa PACTCHHSI-XO35SMHA
(Tsers et al., 2020) u skcTparupyroTcs 0yhepoM 13 roMOreHU3UPOBAHHBIX TKaHEH
pacTeHuil (B OTIMYHME OT «HaTWBHOTrO» PI'-I, ymepkmBaemMoro pacTHTEIbHBIMH
kierounbiMu cteHkamu) (Gorshkov et al., 2016). Ognako 1mo Mepe pa3BUTHS
OaxkTepuanbHBIX dMO0T0B ¢parmeHTsl PI'-1 mocTeneHHO paspymiaioTcs, U Kakue
COCMHEHHsI MOTYT MOTCHIMAIBHO TOAACPKUBATh CTPYKTYPHYIO IIETOCTHOCTH
OakTepuallbHOro 3MO00Ja OCTaBajJOCh HEBBIICHEHHBIM. Harmie wuccnegoBanue
JIEMOHCTPUPYET, YTO B KAauyeCTBE TaKUX COCJUHEHHH MOTYT, MO-BHIUMOMY,
BeicTynate OIIC P. atrosepticum, xoTopble MO Mepe paspymeHus PI'-1
HAKaIJIMBAIOTCS B COCTaBE MaTpHUKCa OaKTepUaibHBIX 3MOOIOB.

OO6pazoBanne OakTepuadbHBIX AMOOJIOB KJIETKamMu P. atrosepticum ObLIO
OMKCAaHO B XOJ€ B3aMMOJCHCTBHHM J3THX OaKTEpPH TOIBKO C HECTCIH(PUIHBIM
pacTeHneM XO3siMHOM — TabakoM. [Ipm 3TOM BO3MOKHOCTH OOpa30BaHHUS ITHUX
CTPYKTYp B crieuuduuHoM xo3siuHe (kaprodene) He Oblia IpoAeMOHCTPUPOBAHA.
He Obuto Takke BBISICHEHO, OOpa3yloTCs JIM KOMIIOHEHTHI MaTpHUKCa
OaxTepuanbHBIX IMOO0JIOB (HU3KO03aMelIeHHbIe (parMeHTsl PI'-1 n GakrepuanbHbie
OIIC) B unduuupoBaHHbIX P. atrosepticum pacteHusx kaprodens. s npoBepku

ATOr0 Mbl MPOAHAIU3ZUPOBAIU COCTaB Oy(ep-IKCTparupyeMbIX MOJIUCAXAPUIOB
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pPacTUTENIbHOM KJIETOYHOM CTEHKH WH(UIMPOBAHHBIX P. atrosepticum pacTeHU
kaprodenss u mnpoBean ummyHonerekuuto IIIC P. atrosepticum B cocynax
NEPBUYHON KCUIIEMBI.

Copepxanue yrieBoJoB B Oydep-skcTparupyeMoil dpakuuu crtebdiei
uHuImpoBaHHbIX P. atrosepticum pacteHuil kaptodens ObU10 B 6 pa3 OoJiblie,
yeM BO (pakiuu, TMOJYyYeHHONM aHaJIOTMYHBIM 00pa3oM U3 KOHTPOJIBHBIX
HEeMH(OUIMPOBAaHHBIX pacTeHud. IIpm 3TOM U JUIsI KOHTPOJBHBIX, H JUJIS
MH(UIUPOBAHHBIX PAcTeHUN OBLJIO BBIABICHO JBE OCHOBHbIE (pakuuu Oydep-
AKCTparupyembix nojucaxapunoB (Puc. 14), cooTBeTCTByIOIIME MOJEKYJISIPHBIM
Maccam 50-400 k/la (ppaxuus 1) u menee 50 x/la (dbpakius 2).

CornacHo MOHOCaxapHJIHOMY COCTaBy, 0oJyiee BBICOKOMOJIEKYJIIpHAs
dbpakmus (dpakuus 1, Puc. 14) KOHTPOIBHBIX PACTEHHI B OCHOBHOM COCTOSIIA U3
¢parmentoB  PI'-I, 1OCKOJIIbKY COOTHOIIEHHE COJEPKAHHS PAMHO3BI U
rajaktypoHoBoii kucinoTel (Rha/GalA) Obulo mpuMepHO paBHO EIUHHMIE, YTO
xapakTepHo Ui octoBa PI'-I, cocrosdiiero u3 yepeayrommnx OCTaTKOB 3TUX JBYX
MOHOCaxapuaoB. B KOHTpONBHBIX pacTeHHs X y Oydep-aKcTparupyembix
¢parmentoB PI'-1 Obuta BbicOKas CTeneHb 3aMEUIEHUS TajJaKTO3HBIMU H
apaOMHO3HBIMU OOKOBBIMHM IIEMIOYKAMH, O YEM CBHJIETEIbCTBYET BBICOKOE
coJiep>KaHue B 3TOM (Ppakiuu cOOTBETCTBYIOMUX MoHocaxapuaoB (Gal, Ara). B
Oosiee HHU3KOMOJEKYJsipHOW dpakiuu (dpakuus 2, Puc. 14) KOHTPOJBHBIX
pacTeHuil JTOMUHUPOBAIU (HpParMeHThl MOJUTATAKTYPOHOBOW KUCIOTHI, TOCKOJIBKY
cootHomenue Rha/GalA 6s110 0,25.

B unduuMpoBaHHBIX pacTeHUsX Ooyiee BBICOKOMOJIEKYJIIpHAs (paKius
(ppaxmust 1, Puc. 14) Tak ke Kak M B KOHTPOJIBHBIX PACTEHUSX COCTOsIa
npeumyiiectBeHHo u3 ¢parmenToB PI'-1 (cootHomenune Rha/GalA=1); ognako
coJiepKaHHe YIJIEBOJIOB B 3TOM ()pakuuu B MHOUIMPOBAHHBIX PACTEHUAX OBLIO
Oonee yeM B 5 pa3 Bbllle, YeM B KOHTPOJBHBIX pacTeHusx. Kpome Toro, B
KOHTPOJBHBIX pacTeHusx Oydep-skcTparupyemble (parmentsl PI-1  umenu
BBICOKYIO  CTEMEHb  3aMEUICHUS TajlakTO3HbBIMM  OOKOBBIMH  IEMOYKAMU

(cootnomenue Gal/Rha=3,2), a B uUHQUIMPOBAHHBIX pACTEHUSIX CTEIEHb
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3ameleHus octoBa Oydep-skcTparupyemoro PI'-1 Obiia 3HaYWTENbHO MEHBIIE
(cooTHOLIEHUE Gal/Rha=0,7). Bonee HU3KOMOJIEKYIISIpHAS bpakuus
MHOUIUPOBAHHBIX pacTeHui (Pppakus 2, Puc. 14) conepxana npeuMynieCTBEHHO

MOJIUTANAKTYPOHOBYIO KUcHoTy (cooTHomenue Rha/ GalA=0,25).
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061ém anouumn (Mn)

CoaepxaHne MOHOCAaXapuaoB (MoNnb %)

Rha Ara Gal Glc Xyl GalA GicA

Ppakuma KoHTponb 15 +1 27+3 4914 0 0 911 0
1
MHdekunn 29+2 2523 201 110 110 243 0

tDpa;u,uﬂ KoHTponb 10+1 15+1 34+2 0 0 415 0

MHpekunn 14 £1 16 +1 16 £ 1 0 0 54+4 0

Puc. 14. Ilpodunu »sarouuM W MOHOCAXapUAHBIA COCTaB YTIJIEBOJOB,
skctparupyembix 50 MM Na/K-dochatabim Oydhepom U3 roMOreHU3UpOBAHHBIX
TKaHel cTe0Jel KOHTPONBHBIX HEWH(QUIIMPOBAHHBIX (CIUIONIHAS JIMHUS) W
uHuupoBaHHbix P. atrosepticum pacteHudt kaprodens (3 CyTok mocie
uHbuIMpoBaHus). Pa3nenenue yrieBoioB MPOBOIWIM Ha KOJOHKE ¢ cedapo3oi
CL-4B. B kauecTBe MapKepoB MOJCKYJISIPHOW MacChl UCTIOIb30BAHBI ITYJLTYIaHBI
(P) maccoii 1600, 400, 200, 100 u 50 k/la. V; — o0bemM pacTBOpUTENs] BHYTPH
gactull rensa. Dpakiuu, B KOTOPBIX ONPEACISIN MOHOCAaXapHIHBIN COCTaB,

0003HaYEeHBI Ha PUCYHKC TYHKTUPHBIMHA JINHUAMU.
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Taxum oOpazom, B MHOUIIMPOBAHHBIX PACTCHUAX KapTodens (Tak ke Kak U B
WHPUIMPOBAaHHBIX pacTeHusx Tabaka, Gorshkov et al., 2016) npu pa3BuTuu
MATKMX  THUJIEH, BbI3bIBaeMbIX P atrosepticum, HAKaIJIMBAOTCS
BbicOKOMOJIeKyIsipHble (50-400 x/la) ¢gparmentsr PI'-I, ocTOB KOTOpBIX HMeEeT
HU3KUH YpPOBEHb 3aMENIeHUs] TajlakTO3HbBIMH OOKOBBIMHU LIETMOYKaMHU. OTHU
bparMeHTbl HE YIEpKHUBAIOTCA PACTUTEIbHBIMU KIETOYHBIMU CTEHKaMu (B
OTJINYHE OT «BCTPOCHHOTO» B KieTOuHbie cTeHku PI-I) u sxcTparupyrorcs
OydbepoM W3  TOMOI€HM3UPOBAaHHBIX  pPACTUTEIBHBIX  TKaHed.  Takwue
HU3KO3aMEUIEHHBIE U HE yJIep>KUBAaEeMbIe KIETOYHBIMU CTeHKaMH (pparmeHTsl PI-1
GOpMUPYIOT TEPBUYHBIA MaTPUKC OaKTepUaIbHBIX 3MOOJIOB, 00pazyeMbIX
KIeTkaMu P. atrosepticum B cocylaxX KCUJIEMbl HH(QUIUPOBAHHBIX pacTECHUMN
(Gorshkov et al., 2016, 2021c¢).

OIIC P.  atrosepticum  HE  JIE€TEKTHUPOBAIM B  KOHTPOJIBHBIX
HEMH(UIMPOBAHHBIX pACTEHUSX KapTrodens ¢ MOMOIIBIO HMMYHOMEUYECHUS

MOJIUKJIOHAJIBHBIMYM AHTUTENAMU, CIEHU(UUHBIMU K 3TUM noaumepam (Puc. 15A).

Puc. 15. Nmmynonerexuust I1IC P. atrosepticum B cocynax NEpBUYHOU
KCWIEMBl pacTeHud kapTtodens, MHPUIUPOBAHHBIX P. atrosepticum (3 cyTOK
nocie uHuuposanus). Cpe3 HEMHPUIIUPOBAHHOTO pacTeHUs, 00pabOTaHHBIN U
NEePBUYHBIMU, W BTOPUYHBIMH aHTUTedaMu — A. Cpes3bl HHPUIUPOBAHHBIX
pacTeHuii, oOpaboTaHHbIE M TEPBUYHBIMU, U BTOpUYHbIMU aHTUTenamMu (b) wim
TOJIbKO BTopuuHbIMU (B) anTuTenamu. MacmrabHas MeTka cooTBeTcTByeT: A — 50

MkM, b, B — 20 MxM.
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[locie 00paboTkM cpe3oB WH(GUUUPOBAHHBIX P. atrosepticum pacTeHUM
KapTodes MepBUYHBIMU U BTOPUYHBIMU aHTUTEJIAMHU MPOUCXOUI0 UHTEHCUBHOE
MMMYHOMEUEHHE TonocTeil cocynoB kcuiembl (Puc. 15B), comepkammx
chopmupoBanHbie OakTepuanbHbie 3MOo0nbl (Puc. 16). IIpu o6paborke cpe3oB
WHOUIMPOBAHHBIX PACTEHUM TOJBKO BTOPUYHBIMU (HO HE TIEPBUYHBIMHU)
aHTUTEJIaMU UMMyHOMedeHus: He Habmoaanmu (Puc. 15B).

Takum o6pazoM, Hamu mnpoaeMoHcTpupoBaHo, uto JDIIC P. atrosepticum
JIEHUCTBUTENBHO BXOAST B COCTAB 3KCTPAKICTOYHOTO MaTpHUKCa OaKTepHalbHBIX
AMOO0JIOB, 00pa3yeMbIX KJIETKaMU 3TOr0 MHUKPOOPraHM3Ma B COCYAaX MEPBUYHON
KCWJIeMbl pacTeHud Tabaka (Heceuu@uuHbli Xxo3siuH). Kpome Toro, Hamm
MOKa3aHO, 4YTO B HMHPUUUPOBAHHBIX P. atrosepticum pacTeHusx kaprodens
(cietpuUHBIA X0351MH) TOkKe POPMUPYIOTCS OakTepHaibHbie 3MO00bL. [Ipu 3TOM
B MHQUUIHUPOBAHHBIX pPACTEHUSX KapTodens, KaKk M B pacTeHHsIX Tabaxa,
HAKaIJIMBAOTCS KOMITOHEHTBI MaTpuKca OaKTepHaIbHBIX HMOOJIOB:
BBICOKOMOJIEKYJIsipHbIe (parMeHThl PI'-I ¢ HuU3K03aMelleHHblE TralaKTO3HBIMU
LEMOYKaMH, HEYJIEepKUBAEMbl€ PACTUTEIbHBIMHU KJIETOUHBIMU CTEHKaMH, a TaKkKe

OIIC P. atrosepticum.
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Puc. 16. Cpe3sl KOHTPOJIBHBIX HeuHpuiupoBanuelx (A, B) wu
uHuIpoBaHHbIX KineTkamu P. atrosepticum (b, I') pactenuit kaprodens (3 cyTok
nocie uHduupoBanus). bakrepruanbHbie MO0l B COCY1aX MEPBUYHON KCUIIEMBI
MHOUIMPOBAHHBIX pacTeHUM 0003HaueHbl crpenkamMu. Cpesbl  OKpalleHbl
METWJICHOBBIM CMHUM. MacmTtabHasi MeTka cooTBeTcTByeT: A, b — 200 Mxm, B —

50 mxm, I' — 25 MEM.
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3.4. Onpenesienne BA3KOCTH pacTBopoB JIIC P. atrosepticum

Pacteoper JIIC P. atrosepticum B KoHueHTpamusax 1,25-5,0% B
HCCIIeyeMOM  JMamna3oHe ckopocred  capura  (1-120 c'l) NP OSIBIISITA
HEHBIOTOHOBCKHE CBOMCTBA, @ UMEHHO YBEJIIMUCHHE CKOPOCTH CABUTA MIPUBOIUIIO K
CHIKEHUIO (D PEKTUBHON BA3KOCTH (IICEBAOIUIACTUYHOE ToBeaeHue). OTHaKO TpU
0onee HU3KOM KoHUEHTpauuu nonumepoB (0,625%) mns pactBopoB IIIC 6bu10
XapaKTepHO HLIOTOHOBCKOE MOBEJCHME (KOT/Ia yBEIWYEHHUE CKOPOCTH CIBHUIa HE
OKa3bIBJIO BJIUSHME Ha 3HaueHHE O(PPEeKTUBHON BA3KOCTH). MakcumaibHOE
3HaueHue dddekTuBHON BsI3kocTH pactBopoB JIIC P. atrosepticum (o)

OTIpEeIeNICHO TeOpeTHIEeCKU ¢ nmoMotsio mojaenu Kpocca (Tabma. 3, Puc. 17)):
— no - noo
L+(Af)

e Mo 4 Mo — 3HAYCHUS BSI3KOCTH mpu ¥ —> 0 u 7 —> %0 ; A — XapaKTepHOe

n TN,

BpEMsI pacTBOPA; N — IIOKA3aTeb CTEIIEHH.

Ta6n. 3. [Napamerpsr moaenu Kpocca s paznuunbix koHIeHTpanuii I11C

P. atrosepticum.

Konuenrpanus No Moo A n
DIIC (%) (mIlac) (MITa"c) (c)
5,0 16,973 15,839 0,2785 0,9557
2,5 11,093 10,546 0,0499 1,3592
1,25 4,893 4,688 0,0566 1,6465
0,625 2,362 2,362 - -

IlonydyeHHble pe3yJabTaThl CBUAETEIBCTBYIOT O TOM, 4YTO YBEIWYEHUE
koHueHTpauu JIIC P. atrosepticum NPUBOJUT K MOBBILICHUIO BA3KOCTH BOJHOTO
pactBopa. IlceBmomnactuunoe moseacHue BoaHoro pactsopa OIIC craHoBHTCSA
0osee BhIpaXXKeHHBIM 0 Mepe yBennueHus konuentpanuu JIIC. Paznuuus mexmay

MaKCUMAaJIbHBIM (1)9) U MUHUMAJIBHBIM (1)) 3HAUCHUAMH 3P(HEKTUBHOM BA3KOCTH B
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HUCCIICAYCMOM JHAIld30HC CKOpOCTCﬁ caBura A10CTaTo4yHO HEOO0IBIII0E (HaanMep,

st 5% pactBopa DIIC coctaBisier meHee 7%).

A
20
TR S P UNNING- A

2,5%

goypgE8-ro008-8-8-0-0 0 8-8-8

-
N

1,25%
AAAAAAANANAA-A-ALDAA-A-A

BaskocTtb (Mla
(=]

Q-é-n--o-°-o-o-o-o-o-o-e-o-o-e-oo—e—e

0 0,60%
1 10 100 0 1 2 3 4 5
CkopocTtb casura (c ) KoHueHTpauus 3MNC (%)

Puc. 17. Dddextunas Bs3kocTh BOAHBIX pacTBopoB DIIC P. atrosepticum.
A — 3aBucumMocTbh 3¢ hexTuBHON Bs3kocTu pactBopoB JIIC P. atrosepticum ot
CKOPOCTH CJIIBUTa amnmpoKcMMHpoBaHa wmojaenbio Kpocca. b — 3aBucumocThb
TEOPETUYECKUX 3HAYCHUN MaKCUMaJbHOU (1)9) ¥ MUHUMAJIBHOU (M) BA3ZKOCTH B
HCCIIEyEeMOM Juara3oHe CKOpocTed caBura oT KoHueHTtpauuu IIIC P
atrosepticum. 3amepenusa nposoaunu npu 20 °C. HyneBoi konnentpauuu I1IC

COOTBETCTBYET 3HaUEHUE BA3ZKOCTHU AUCTHILTMpoBaHHOU BobI (1,002 mIla-c).

MpI mpoBenu CpaBHUTENBHBIN aHamW3 3()QGEKTUBHON BA3KOCTH PAaCTBOPOB
OIIC P. atrosepticum (Hame wuccienoBanue) u pactBopoB IIIC napyrux
¢uronatoreHHbIX OakTepuil (paHee omnyoOnukoBaHHble JaHHble) (Tabn. 4).
Haunbonpmas BI3KOCTh (BI3KOCTH MPH HYJIEBOM CKOPOCTH CIBHTA, T)o) XapaKTepHa
JUI BOJHBIX PAaCTBOPOB KCaHTaHa, CHHTE3UPYEMOT0 BUAaMH poaa Xanthomonas, a
Taxke BoaHbIX pacTBopoB DIIC, npoaymupyemoro Pantoea sp (Wyatt et al., 2009;
Niknezhad et al., 2018). Bsskoctu pactBopoB kcantaHa u JIIC Pantoea sp.
MpEBBIIAIOT BI3KOCTh pactBopa JDIIC P. atrosepticum Ha 3-4 mopsiaka BEIWYUH
(mpu CXOOHBIX KOHIEHTpAlUsAX MoauMepoB). [Ipu sToM pacTBOpHI ambrWHATA,
cuntesupyemoro Pseudomonas oleovorans (Freitas et al, 2009), conocTaBUMBI 110

ypoBHIO BsizkocTH ¢ pacTBopamu IIIC P. atrosepticum (Tab. 4).
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Tabn. 4. Bsaskoctu pactBopoB DIIC pa3nbix ¢uronaToreHHbIx 6akrepuil. B
YeThIpeX KOJOHKaX (co 2 mo 5) ykazaHbl 3Ha4eHHS d((HEKTHUBHON BS3KOCTH IS
nuana3ona koHueHtpanuit OIIC B pactBopax: 2) 0,5-0,6%, 3)1,0-1,2%, 4) 2-3%,
5) 4-10%; TodHas KOHIICHTpAIlMs MPHUBEACHA JJIs KaXXIOTO KOHKPETHOTO CIIydast
(YkazaHO KypCHMBOM B CKOOKax B Kaxaou sueiike). g kaxaoro BapuaHTa
NPEJICTaBICHO TP 3HaueHus Bs3kocTu (Mlla‘c): BA3KOCTH pH HYJIEBOH CKOPOCTH

-1 -1
casura (o), npu ckopoctu casura 10 ¢ (n;9) u npu ckopoctu casura 100 c

(Mi00). B T1ex caywasx, xorga 3HayeHWe g 1o HE OBUIO IPEACTABICHO B

OHY6HI/IKOBaHHBIX HAaHHBbIX, 3ad 1o HpUHUMAJINU MAKCUMAJIbHOC 3HAYCHUC BA3KOCTHU.

Jnanazon koHteHTpanuii (%) Cchuika
Hasparme SIIC, 04-06 | 1-125 | 23 410
BUA OaKkTepuu
BsizkocTh, No/M10/Mi100 (MI1a'c)
3I1C, 2,4/24/2,4 49/4,7/4,8 11/11/11 17/16/16 Hare
Pectobacterium (0,625%) (1,25%) (2,5%) (5%) HCCIICIOBaHKE
atrosepticum
BIIC80, Erwinia 32/32/23 Ding et al., 2003
chrysanthemi* (0,5%)
BIICY, Erwinia 112/109/ 47 Ding et al., 2003
chrysanthemi* (0,5%)
Jleawn, Erwinia 44 /38/33 101700 / Peng et al., 2019
amylovora (2%) 20600 / 4387
(8%9)

CAS 3IIC, 102/102/27 | 186/186/43 | Andhare et al.,
Rhizobium (2%) (6%) 2017
radiobacter
AJBIHMHAT, - 26/25/25 Freitas et al.,
Pseudomonas (10%) 2009
oleovorans
JleBan, Brenneria 0,6/0,6/0,6 643/26/12 Xuetal, 2018
sp. (3%) (6%)
CyKIMHOTIINKaH, 29/17/5 37/33/74 112/95/25 Moosavi-Nasab
Agrobacterium (0,5%) (1%) (2%) etal., 2012
radiobacter
BIIC, Pantoea sp. 1250/ 1250/ 34300/ 17180 | 61200 /30000 Niknezhad et al.,

1250 /2500 /2600 2018

(0,5%) (1%) (2%)
KcanTan, 39000 /343 /62 Wyatt et al.,
Xanthamonas sp. (0,4%) 2009
BIIC S10, 4400/ 173 /51 1,4x10°/ 6373 Zhou et al., 2014
Rhizobium (0,5%) /576
radiobacter (1%)

BaxxHo, 4TO y mpoaHAIM3UPOBAHHBIX HaMHU BOJHBIX pacTBopoB OIIIC
MICEBAOIIACTUYHOE TMOBEJACHUE BBIpAXXEHO B pa3Hou creneHu. Hampumep, 0,4%
BOJIHBI PACTBOpP KCaHTaHA UMEET BSI3KOCTh MPU HYJIEBOU ckopocTu casura 39000

-1
Mmlla'c, ogHAaKO BSI3KOCTH 3TOTO K€ pacTBopa npu ckopoctu casura 100 ¢ B 600
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pa3 Menbine (62 mllac) (Wyatt et al., 2009). Takas xe TeHACHIUS OCOOCHHO
OTYETJIMBO MPOSIBISIACH JUIsl BOJIHBIX PacTBOPOB JieBaHa Erwinia amylovora n
OIIC Pantoea sp. (Niknezhad et al., 2018; Peng et al., 2019, Tab6n. 4). IIpu sTom
UL MCCleAyeMbIX HamHu BOAHBIX pactBopoB JIIC P. atrosepticum paznuuus
MEXTy BSI3KOCTAMH MPH HYJIEBOH CKOPOCTH CIBHIA H MPU CKOPOCTH casura 100 ¢!
obutn Menee 7% (Tabn. 3, 4). Iloxoxast cuTyauusi OblUla XapaKTepHa W IS
pactBopoB anbrunata P. oleovorans (Freitas et al., 2009) (Ta6. 4).

He6onpmoe paznmuuune Mexnay 53PEGEeKTUBHOM BS3KOCTBIO IMPU HYJIEBOU
CKOPOCTH CJBMra M MpH cKOpocTH casura 100 ¢' B Kakoii-To CTereHH
«ypaBauBaer» OIIC P. atrosepticum c¢ HekotopeimMu apyrumu OIIC ¢ Toukm
3peHus obecneueHusi BA3KOCTU. Tak, Bsi3kocTh 6% neBaHa Bremneria sp. npu
HyJIeBOM ckopoctu capura (643 mlla‘c) moutu B 38 pa3 Oombine BszkocTH 5%
OIIC P. atrosepticum mpu HyjJeBou ckopoctu casura (17 mllac); mpu sTom
BsI3KOCTh 5% pactBopa DIIC P. atrosepticum npu ckopoctr cxsura 100 ¢ (16
Mmlla‘c) maxke BbllIe, yem aHamoOrW4HbIM mapamerp y 6% pactBopa jneBana (12
Mmlla-c) (Tabn. 4). ¥V 2% pactBopa cykumHoriaukaHa Agrobacterium radiobacter
BSI3KOCTH MPH HYJIEBOH CKOPOCTH CIBUIa M IPU cKopocTH casura 100 ¢ (25 u 112
Mmllac, coorBercTBeHHO) paznuuaioTcs B 4,5 pasa, B To BpeMsa Kak y 2,5%
pactBopa JIIC P. atrosepticum >t mapametpsl (10,9 u 11,1, cOOTBETCTBEHHO)
paznuuarorcss aumb Ha 1,5%. [pyrumu cinoBamu, crpykrypa pactBopa JIIC P.
atrosepticum (a Takxke anpruHata P. oleovorans) B COCTOSHHH TIOKOS
CYLIECTBEHHO HE OTJIMYaeTCs OT YHOPSAOYEHHOM CTPYKTYphl pacTBopa,
BO3ZHUKAIOLIEH M3-32 CIBUTOBOTIO HANPSHKEHHS, KOTOPOE, B YACTHOCTHU, MOXKET
CO3/aBaThCsl TOKOM KHIKOCTH. JTO O3HAYAET, YTO BOJHBIE PACTBOPHI HEKOTOPHIX
SOIIC (B Tom uncine IIIC P. atrosepticum), HeCMOTpsI Ha TO, YTO XapaKTEPU3YIOTCS
HEOOJBIIUMHU 3HAYEHUSIMU I(P(HEKTUBHON BA3KOCTH, MOTYT MOJAJIEPKHUBATH 3TOT
YPOBEHb BS3KOCTU Ja)K€ MPU MHTEHCUBHOM BO3JIEUCTBUM CIBUTOBOTO TEUYCHUS
oMbIBaeMoM KHAKOCTH. OT0 cBoucTBO OIIC, 1Mo Bcel BHAMMOCTH, IO3BOJISICT

OaKTepHsIM IPOTUBOCTOSTH NEPUPEPUITHOMY OMBIBAHUIO KUIKOCTH, YTO OCOOECHHO
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Ba>XHO JJIA (I)I/ITOHaTOI‘CHOB, KOJIOHU3UPYIOIMINUX TIPOBOAAINUC BOLAY COCYIbI

KCHJICMbI PACTCHUA-XO03AHWHA.

3.5. Ouenka cnocodonoctu IIIC P. atrosepticum x GopMUPOBAHHIO
CyNpaMoJIeKyJISIPHbIX arperaToB

Cnocobnocte JIIC P. atrosepticum K 00pa3oBaHUIO arperaToB OLECHUBAIH,
onpeensss TUAPOAMHAMUYECKUN paguyCc dYacTul, (QOPMUPYEMBIX LEIEBbIMU
nonuMepamMu  npu  pasHeix  koHneHTpauusx  (0,05%-5%), ¢ momolibio
JMHAMHYECKOTO  cBeTopaccessHua. Ilpu Huszkux  koHmeHtparusax  (0,05%)
mounekynbsl JIIC P. atrosepticum (opmupoBalivd JBa TUIA YACTHUI] CO CPEIHUMU
rupoauHaMuueckumMu paauycamu 11,4 Hm (manble yactuusl, R3;) m 60,3 HM
(cpennue vactuibl, Ry) (Puc. 18). 'mapoaunamudeckuit paanyc cpeHUX YacTHI]
MOHOTOHHO YBEJIIMYUBAJICA IO MEpEe YBEIMYEHUS KOHIEHTPALMHU MOJUMEpa B
pactBope u cocraBimsan 78,0, 92,5, 1253, 168,0, 264,0 u 496,3 HM npu
koHuentpamusax 0,15, 0,31, 0,62, 1,25, 2,5 u 5,0%, coorBercTBeHHO. Ilpn
HauOoNbIMX (M3 MpOAHATM3UPOBAHHBIX) KoHIEHTpauusx JDIIC P. atrosepticum
(2,5 m 5,0%) B pactBOpe Takxke (OPMHUPOBATIUCH KPYMHbIE arperarbl C
ruapoaruHamMuueckum paauycom 6onee 8000 um (R;) (Puc. 18).

BecoBoil BKkJajg pasHbIX MO pa3Mepy YacTHI B OOMMI  ypOBEHb
CBETOpACCESHMsI pa3iuyalics B 3aBUCUMOCTH OT KoHHeHTpauuu OIIIC P.
atrosepticum B pacTBope. BecoBoidl BKaq MasbIX YacTHUI] YMEHbLIAICS MpHU
YBEJIMYEHUHU KOHILIEHTpPALMU, a CPEAHUX YacTHI] — YBEJIMYMBAJICS B JUana3oHe
koHueHTpamuit 0,05-1,25%. Ilpu Gonee BbICOKMX KOHIEHTpanusax (2,5 u 5,0%),
KOI'JIa B pacTBOpE MOSBISIUCH KpymHble arperathl okono 8000 um (R;), BecoBoit
BKJIaJ CpelHUX Mo paszmepy dvactull (R,) ymeHsblancs. DTo O3HAYaeT, 4TO

KpynHble yacTullbl (R;) popMupoBanuce B pe3ynbTaTe arperaiuy CpeIHuX YacTHI]

(Ry).
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MppoavHamuyeckuii BecoBown Bknap,

KoHueHTpayms pazuyc (Hu) (%)

(%)
R1 R2 R3 W1 | W2 w3
0,05 neOAL - 25,1 7,2 - 3,0 97,0
0,05 - 60,3 11,4 - 3,0 97,0
0,15 - 780 | 141 | - [27] 973
i 0,31 - 925 | 137 | - [33] 97
[— IIII ” L — 0,625 © | 1253 | 127 | ~ |44 | 956
""l""llllllllllllllllllllIll““““ ” “h‘“mﬂ““l“ 1 ,25 ) 16870 1 1 14 ) 514 9416
lllmllllllllllmlm"“"""', | ‘F l||||||l||m|m||mm 2,5 8128,0 | 264,0 93 145108 ]| 94,7
|II|II

‘hmmmmﬂmww h '!llll||||||||||||!ﬂw'll|||i 5,0 8569,0| 4963 | 71 [55 /03| 94,2

6,62E+04
3,11E+04
1,46E+04
6,85E+03
3,21E+03
1,51E+03
3,32E+02
1,56E+02
7,32E+01
3,44E+01
1,61E+01
7,57E+00
3,56E+00
1,67E+00 2—

> 7,08E+02

—~~
~
e

Puc. 18. T'unpoamnamuueckuit paauyc (R) u BecoBoit Bkian (w) B oOuui
ypoBeHb  cBertopaccesuusi yactunr  OIIC  Pectobacterium  atrosepticum,
00pa3yroIIMXcsi B BOJIHOM PAcTBOPE MPHU Pa3HbIX KOHIICHTPAIUSAX MOJIUMEPOB. A
(r) — ammmryga ot Bpemenu. 0,05 neOAn — ngaHHble ISl YacTHIL
neanerunupoBanHor Gopmbl DIIC npu konunentpanuu 0,05%. BecoBbie Bkiaabl

YacTHIl B OOIIMI YpOBEHB CBETOpACCEsIHUS paccunuTanbl o popmyne [ubasmebl.

Jist Toro 4toObl MONYYUTh HMHOOPMAIUI0 00 «3JIEMEHTAapHBIX» YaCTHUIIAX
OIIC P. atrosepticum Mbl ONBITAIUCH PA3PYIIUTh arperaThl EJEBbIX MOJIUMEPOB
¢ nomoipto HarpeBanusa (90 °C), Beicokoit ocMotuyHocTu (3 M KCl), a takxe
ynbpTpa3Byka (37 klm, 80 °C, 1 4). OgHako HU OJAWH W3 TEPEUUCICHHBIX
BApUAHTOB BO3JIEUCTBHS HE MPUBOAMI K YMEHBIICHHIO THUAPOAMHAMUYECKOTO
paaunyca arperaTos.

W3BecTHO, 4TO MOAMGMUIMPYIOIIME TPYMIbl, B TOM YHCIE alleTHIbHbIE,
BHOCSIT BKJAJ B arperamnudio MOJIEKYJ pa3iMyHbIX nojucaxapuioB (Lima et al.,
2018). ¥V OIIC P. atrosepticum OCTaTKH TaJIaKTO3bl B OOKOBBIX IETISIX 3aMEIICHBI
aneTWwIbHBIMU Tpynnamu (pazaen 3.2). B cBs3u ¢ 3TUM MbI NPEANON0XKUIIN, YTO
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3TH TPyNIbl MOTyT obecnieunBath arperanuio moiekyn IIIC P. atrosepticum. [Ins
MPOBEPKH STOTO TPEATOIOKEHUS MBI MPOAHATU3UPOBAIA THUAPOIHMHAMUYCCKUE
paguychl YaCTHIL JeaneTUIIMPOBAHHON bhopmbI OIIC (1eAOm).
HeanernnupoBanasie DIIC, kak 1 HaTHBHBIC (AllETHIUPOBAaHHBIC), (hOopMHUpOBATIH
aBa Tuma  yactull. OJHAaKO  THUAPOAWHAMUYECKHE  pPaguyChl  YaCTHIL
neanerunupoBanHbix OIIC Obiin menbmie (7,2 uw 25,1 HM), 4yeM HaTHUBHBIX
nonumepoB (11,4 u 60,3) (Puc. 14). 310 03Hauaer, 4TO alETUIbHBIE TPYIIITHI
BHOCST BKJaJ B arperamuto mosekyn IIIC P. atrosepticum.

CnocoOHOCTh K (bopMHPOBaAHUIO arperaTos ObL1a paHee
npoaeMoHcTpupoBana Ha npumepe DIIC guronaToreHHBIX OaKTEPH OTIMYHBIX
ot P. atrosepticum: Rhizobium radiobacter, Xanthomonas sp. n Brenneria sp. (Cai
et al., 2017; Xu et al., 2018; Kavitake et al., 2019). Pasmepsl uactun OIIC
Brenneria sp. O6putn okogo 90 HM M CYIIECTBEHHO HE pPa3iu4yaliuCh NpH
KoHeHTpamusax noaumepos 0,1% u 1% (Xu et al., 2018). DIIC R. radiobacter n
Xanthomonas  sp.  (opMupoBaqu  JOCTaTOYHO  KpYMNHBIE  arperarbl  C
ruapoaruHamMuueckumu paaunycamu okosio 1000 u 800 uMm, cootBeTcTBeHHO (Cal ef
al., 2017; Kavitake et al., 2019). Ognako pa3mepsl arperatoB 3tux JIIC Obutn
MIPOAHATU3UPOBAHBl TOJBKO TpH oaHOM KoHueHTpauuu (0,5 % mna OIIC R.
radiobacter n 0,2% nna kcantana Xanthomonas sp.), U TO3TOMY HEW3BECTHO,
paznuyaeTrcsl JId pa3Mep arperaToB 3THUX MOJMCAXapUAOB MpPU HX Pa3HBIX
KOHIEHTpalusax. B Hamem wuccieqoBaHUM Mbl MPOAHATM3UPOBAIN  pa3Mepbl
gactunl JIIC P. atrosepticum B mmpokoM nuamna3zoHe koHueHtpamuii (0,05-5%),
Omaromaps uYeMy HaM yJanoch ommcarb auHamuky dvactun OIIC  mpum
YBEIIMYMBAIOMICHCS ~ KOHIIGHTPAIIMM  TIOJUMEPOB W BBIIBUTH  KpPYIHBIE
MOJIEKYJISIPHBIE arperartsbl C TUAPOIMHAMUYECKUM paguycoM 6oiiee 8000 HM.

Takum oOpazom, Hamu BbisicHeHo, uTo JIIC P. atrosepticum oOnamaroT
TaKUMH CBOMCTBaMH (CITOCOOHOCTh YBEIWYHBATH BSI3KOCTh BOJHOTO pPacTBOpa
(pazgen 3.4) u GopMupoOBaTh KPYMHBIE CyIMpaMOJIEKYJISIpHbIE arperathbl (pas3aen
3.5)), KOoTOpble MOTYT OOECHEYUTh CTPYKTYPHYIO LEJIOCTHOCTh OaKTepUaIbHBIX

SMO0O0JI0B (name Koraga HMX HepBHqHBIﬁ MAaTpHUKC H3 q)paFMCHTOB IICKTHHOBOT'O
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noJiucaxapuia paMHoraiaktyponana | pazpymaercs). K coxanenuto, Mbl He
MOXXEM OIpeNenuTh TouHylo kKoHmeHTpauuto IIIC P. atrosepticum B cocTaBe
MaTpukca OakTepuadbHbIX 53MOOJOB WM B uelIoM in planta. OgHAKO
aHANIM3UpPYyEeMble HaMU KOHIIGHTpAlUU (Jaxe camble OOJbIINE), CYAs MO BCEMY,
ABIAIOTCS  (U3HOJOTUYECKUMH. M3 TOJONAIOMUX KYJIbTYP Mbl  BBIACISIIN
3HAYMTEJIPHO MEHBIIIee KOIMYEeCTBO ouuineHHoro mnpemapara IOIIC — 1-1,5 mr/n
(0,0001%) (pasmen 3.1). OnmHako B TOJOJAIOUIUX KYJIBTypax THUTP KIETOK
npuMepHo B 50 MeHblIe, 4eM THUTP KIETOK B WHMUIMPOBAHHBIX PACTEHUAX
(Gorshkov et al., 2014). Tlpu >TOM pacmupeneyicHHe OaKTepUATBbHBIX KIETOK B
TKaHSIX UHQUIIMPOBAHHBIX PACTEHUI HEPABHOMEPHOE, U B COCTaBE OAaKTepUaIbHBIX
AMOOJIOB TUIOTHOCTH KIIETOK P. atrosepticum Kak MUHUMYM Ha MOPSIOK BEJIUYUH
(a To ¥ BbIIE) OOJBIIE, YEM B CpPeJAHEM B TKaHSAX pacTeHus-xo3sauHa (Puc. 2).
Kpowme Toro, ynenbHas (B repecuere Ha OJJHy OaKTepHUAIbHYIO KJIETKY) MPOAYKIIHS
OIIC in planta npumepHo B msATh pa3 Oombuie, yeMm in vitro (Gorshkov et al.,
2017a). B nononnenue k 3ToMy, nipu BeiieneHuu I11C u3 cynepHaTaHTOB KyJIbTYP
Ha MEePBOM dTalle Mbl YA OaKTEpUAIbHBIE KIETKH, C ITOBEPXHOCTHIO KOTOPBIX
MOXXET OBbITh accouuupoBaHo Oosbiee konuyecTtBO JIIC, uwemM Haxomutcs B
pacTBope, a OUYMCTKa IMpenapara, O€3yCIOBHO, MPUBOAWIA K €ro YacTUYHOU
norepe. IlpuHumas Bce 3TO BO BHMMaHUE MOXHO CJeiaTh 3aKJIIOUYEHHE, 4YTO
ananusupyemble koHreHTpauuu I1IC (B ToM yucie caMble BHICOKHUE) XapaKTEePHBI

JUIsL MaTpuKca OakTepuagIbHbIX YMOOJIOB.

3.6. Ananu3 anTHOKCHAAHTHBIX cBoMcTB JIIC P. atrosepticum
[Honucaxapuasl, B ToM yucie DIIC, MOryT CIy>KuUTh B KadyecTBE JIOHOPOB
ANIEKTPOHOB M o0ecrneunBaTh TakuMm oOpasom nerokcukamuioo ADK. I[Ipu stom
BAXHYIO pOJIb B JIETEPMUHUPOBAHUM AHTHOKCHAAHTHBIX cBoWcTB JIIC moryr
Urpath MOAUPUUUPYIOIIME TPYIIbl, B TOM uucie aneTwibHbie (Andrew,
Jayaraman, 2020). OOpa3oBanue OaKTepUAIbHBIX 5SMOOJOB KJIeTKamMu P.
atrosepticum CONPSHKEHO € yBelnueHHeM ypoBHS A®PK B cocynmax nepBHYHON

kcwiembl (Gorshkov et al, 2016); moaToMy HalIuuMe B COCTaBE MaTpPUKCa
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OakTepuadbHBIX 3MOOJIOB COCIMHEHUN C aHTHOKCHUJAHTHBIMU CBOMCTBaMU
MPEACTABISACTCSI  HEOOXOAWMBIM  JUISI  YCIICIHOTO  BBDKMUBAHHUS — KJIETOK
nekToOakTepuil. B cBs3u ¢ atum Mbl nipeanonoxunu, uro DIIC P. atrosepticum
MOT'YT BBINOJTHATH (PYHKIIMIO aHTUOKCUIAHTOB.

JI71s1 IpOBEPKU 3TOT'O MPEATNOI0KEHUS Mbl CPABHUJIU MPOIIECCHI OKUCICHUS
caquiuiaTa  HaTpUs  TUAPOKCUI-paguKaioM, MHUPOrauioja  CyHepOKCHUI-
paguKalioM, a TakXe NEPEeKUCHOTO OKHUCIICHHS JHIUAOB B TMPUCYTCTBUM U B
OTCYTCTBUE HATUBHBIX WM JeaneTwinpoBanHHbix JIIC P. atrosepticum. D1IC P.
atrosepticum TIOJABIISUIA  OKHUCIICHHE CAIMIIMJIOBOM  KHCJIOTBI  THIPOKCHII-
panukanom Ha 10, 22 u 27 % npu konuenrpamusax 0,02, 0,04 u 0,08 %,
cootBeTcTBeHHO (Puc. 19A). JleanetunupoBanubie DI1C B 3HAUMTEILHO MEHBIIEH
CTENIEHU MHTUOMPOBAJIM OKHCJICHUE CaJUIlMIaTa HaTPUsl U TOJBKO B HauOOJbIIEH
13 MPOaHATIM3UPOBAHHBIX KOHIIEHTPAIIUH.

B naunbonbiieit ctenenu antuokcuaanTHeie cBoiictBa DIIC P. atrosepticum
ObUTM BBIpaXXEHbI B OTHOIICHMHM cynepokcua-panukaia. OIIC mnomaBisau
aBTOOKHUCIIEHHE nuporaiona Ha 46, 64 u 71 % npu xkonuentpauusax 0,02, 0,04 u
0,08 %, coorBercTBeHHO (Puc. 19b). JleauetunupoBanusie DIIC He npuBoauiamn k
CHIWIKEHUIO YPOBHS aBTOOKHCJIEHUS MHUPOTrauioja. YPOBEHb MEPEKUCHOTO
OKHCJIEHUS JUMUI0B Obul MeHblie Ha 11, 22, u 32% npu koHueHtpamusx II1C
0,02, 0,04 u 0,08 %, COOTBETCTBEHHO; MpU 3TOM AcaueTuiaupoBanHeie IIIC He
BIIMSJIM Ha TepekucHoe okucieHue nunuaoB (Puc. 19B). Takum o6pa3zom, Hamu
npoaemMoHcTpupoBaHo, uto JIIC P. atrosepticum ciyaT B KadeCTBE JIOBYIICK
A®K, 1 5TO CBOKWCTBO BO MHOT'OM OTMPEAEISACTCS HATUYHEM alleTUIBLHBIX TPYII B
cocrae OJIIC. Cnocobnocts o0ecneunBath AeTokcukanuio ADK mupoko
pacrtipoctpaneHa cpeau OIIC pasubix Oaktepuit (Yildiz ef al., 2018; Andrew,
Jayaraman, 2020; Nguyen et al., 2020); onnako cpeau JOIIC ¢uTonaToreHHBIX
OakTepuil TOJNBKO NIl KcaHTaHa Xanthomonas sp. n DIIC P. agglomerans 0bu10

MIPOJIEMOHCTpUPOBaHO Takoe cBoicTBO (Wang ef al., 2007; Sran et al., 2019).
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Puc. 19. AmntmoxcupantHeie cBoiictBa OIIC P. atrosepticum. Ha
auarpaMMmax TpeJCTaBIICHbl YPOBHU HWHTHOMPOBAHUS OKHUCJICHHUS CaluIuiIaTa
HaTpus TUAPOKCWI-pagukaiioM (A), OKHUCICHMsS MUPOTAIIONA CYNEePOKCHU/I-
panukasiioM (b), a Takke mepekucHoro okucieHus aunuaoB (B) B mpucyrcTBue
OIIC P. atrosepticum (CBETIIO-CEpbI€ CTONOIBI) WK AcaleTuaupoBaHHbIx JIIC P.
atrosepticum (T€MHO-CEpbIE€ CTOJOIBI). ODKCIHEPUMEHTHl TMPOBEACHBI B TISTU

IMOBTOPHOCTAX, a U b YKa3bIBAKOT HAa CTATUCTHUYCCKHU 3HAYUMBIC Pa3JIMYHA (TeCT

Manna-Yursau, P<0,05).

YroOsl mpoBeputh, odecneunBaeT iU crnocodHocTs IIIC P. atrosepticum
BbI3bIBATh  JeTOKcuKaiuio A®DK  NOBBIIEHHYI0O  yCTOMYHMBOCTH  KJIETOK
MEeKTOO0aKTEepuil K JEHCTBUIO OKUCIUTENEH, KIETKM MHKYOMpPOBaJIW MPU pa3HbIX
KOHIIEHTparusax nepekucu Bogoponaa (0, 1, 2 wiu 4 MM) B IpUCYTCTBUU UK B
orcyrctBue OJIIC (unum peanerwnupoBanHubix JIIC). Ilpu sTOoM Kietku P.
atrosepticum cTalMOHApHOW (a3pl pocTa OTMBIBAIM M PECYCHEHAMPOBAIU B

OesyriepoaHoit cpeae AB, a 3aTeM B KJIETOUYHBIE CYCIICH3WU NO0ABIsIA (WM HE
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nobassn) OIIC u mepekuck Boaopoaa; 4yepe3 24 4 Mocjae TOro ONpeaessiv
tutp KOE.

IIpu 4 MM nepexkucu Bogopona Ttutp KOE B cycneH3usix KIETOK
MeKTo0aKTepul, He cojepkamux 3K30reHHO nob6aieHHble OIIC, ObuT HUKE
JIETEKTUPYEMOT'0 YPOBHS, a B CYCIIEH3UAX C AK30TeHHO aoOaBieHHbIMU JIIC (10
0,05%) coctapmsin 2x10° KOE/Mn (Puc. 20). Ipu 6oee HU3KHX KOHIEHTPALHAX
nepekucu Bojgopona (1 u 2 MmM) tutp KOE B cycnensusix ¢ sk3oreHHbiMu D11C
Oopt B 5 u 250 pa3, cOOTBETCTBEHHO, Ooubline, yem Oe3 3k3oreHHbx OIIC.
HeanerunupoBannbie DIIC Toxe 3amuinany KIeTKH NeKTOOaKTEepUil OT JeUCTBUS
nepekucu Bogopona; ogHako Tutp KOE B cycrieH3usx ¢ SK30reHHBIMU HaTUBHBIMU
OIIC o6s1 B 7-10 pa3 Oonplie, 4YeM B CYCHEH3USX C DK30I€HHBIMU

neanetunupoBanHbiMu JI1C.
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£/

N

1,E+05
1,E+04
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KOE / mn
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KoHueHTpauusa nepekucu sogopoaa (MM)

Puc. 20. Bmuaaue OJIIC P. atrosepticum Ha yCTOWYHMBOCTH KIJIETOK P.
atrosepticum K TiepekucH Bogoponaa. KieTku WHKyOUpOBaid B OTCYTCTBUHU
(3amITpUXOBaHHBIE CTOJOIIBI) UM B MPUCYTCTBHE HATUBHBIX (ALIETUIMPOBAHHBIX)
OIIC (cBetno-cepble cTONOLBI) Win AeaneTwirpoBanHbix JIIC (TemHO-cepble
cron6upl). Turp KOE onpenensinum depe3 24 4 mociie BHECEHUS MEPEKHUCH
Bojopona (1, 2 wim 4 MM). DKClepUMEHT TPOBEJAEH B TpeX OHOJOTHMYECKUX
MOBTOPHOCTSIX; @ U b yKa3bIBalOT Ha CTAaTHCTMYECKH 3HAYUMBIE pas3inuus (TECT

Manna-Yursau, P<0,05).
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Takum o6pazom, Hamu BeisicHeHO, uTo JIIC P. atrosepticum o0nanaroT
BBIPAKEHHBIMU AHTHOKCUJIAHTHBIMU CBOMCTBAMHU M CIOCOOHBI 3aIUIIATh KIETKU

NEeKTOO0aKTepuil OT JEHCTBUS OKUCITUTENEH.

3.7. Ananu3 puroumMmyHHbIX cBoiicTB DIIC P. atrosepticum

[lockonbky  psan  OIIC  ¢uronaTtoreHHblx  OakTtepuii  oOsagaeT
buTOMMMYHHBIMH CcBOMCTBaMH (cM. pasnen 1.2.4.3), Mbl IPOBEpUIM HaIUUHe
AIHUCUTOPHBIX M (UTOMMMYHOCYIpeccopHbiX cBOMCTB y OIIC P. atrosepticum.
[Ipr 5TOM MBI aHATU3UPOBAIU CIIOCOOHOCTH LEJIEBBIX MOJUMEPOB AKTUBUPOBATH
aub0 penpeccupoBaTh KaK KadeCcTBEHHYIO (3QeKTop-uHIyHupyeMylo), Tak Hu
konnuectBeHHyo  (IIAMII-unnyuupyemyio)  ycroilumBocth.  KauecTBeHHas
YCTOWYMBOCTh ACCOLIMHUPOBAHA C Pa3BUTHEM PEAKIMH THIEPUYYBCTBUTEIBHOCTH —
JIOKaJNbHOU OBICTPOM rubenu KIEeTOK B OO0JIACTH MPUCYTCTBUA anucutopa (Jones,
Dangl, 2006; Spoel, Dong, 2012). Takywo peakuuio y pacTeHuid Tabaka, B
YaCTHOCTH, BBI3bIBAIOT (PUTOMATOreHHBIE OakTepuu Pseudomonas syringae.

Jns BesicHeHust Toro, sBisitorca au OIIC P. atrosepticum WHAYKTOpaMu
WIM  pemnpeccopaMM  KayeCTBEHHOM  yCTOMYMBOCTH,  JIUCThs  Tabaka
uHpunsTpupoBanu: 1) crepuinbHbiM 10 MM pactBopom MgSO,s (KOHTpOJIB); 2)
BogubiM 0,05% pactBopom JIIIC P. atrosepticum; 3) kierkamu P. syringae,
cycnenaupoBanHsiMU B 10 MM MgSO, (tutp ~ 10° KOE/Mi); 4) 0,05% DIIC P.
atrosepticum W kinerkamu P. syringae. B mocnenneMm ciiydae, UHQUIBTPALMIO
pactBopa OIIC P. atrosepticum mpoBomuiu 3a 12 4 10 00paOOTKH pacTeHUU
KJIeTkaMu P. syringae.

B teuenue 3 cytok mociie 00paOOTKM pacTeHUM KieTkamu P. syringae B
30He MHOUIBTpALMK pa3BUBajach peakius runepuyBcTBuTenbHocTH (Puc. 21).
OpHako TakoM peakuuu He ObUIO BBISIBICHO mpu MHPMiIbTpauuu pactsopa IIIC.
[IpenBapurenbHas o6pabotka OIIC He caepkuBala pa3BUTHS pPEAKUUU
TUIEePUYyBCTBUTEIBLHOCTH, BbI3biBaeMoi P. syringae (Puc. 21). Takum oOpazom,
HaMu yctaHoBieHo, uto JIIC P. atrosepticum He UHIYLUUPYIOT U HE MOAABISIOT

Ka49CCTBCHHYIO YCTOﬁqHBOCTB paCTCHHﬁ.
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KoHTponb clnle P. syringae OlC+ P. syringae

Puc. 21. Bmusaue OIIIC P. atrosepticum Ha Ppa3BUTHE PEaAKUUU
TUNIEPUYBCTBUTEIBHOCTH Y pacTeHUU Tabaka. JIMCThs Tabaka MHGUIBTPUPOBATIU
10 MM MgSO, (kouTtpoiib) (A); 0,05% IIIC (b); knetkamu Pseudomonas syringae
(B); 0,05% OIIC u yepe3 12 u xnetkamu P. syringae (I'). ®otorpaduu caenanbl

yepe3 3 CyTOoK nocie MHPUIbTPALHH.

KonuuectBeHHass  yCcTOMYMBOCTH ~ MHAYLUHUPYETCS  LEIbIM  HaOOpoM
KOHCEPBAaTUBHBIX  MeTaboiuToB  MuKpoopranusmMoB  (ITAMII,  martoreH-
aCCOLIMMPOBAHHBIN MOJIEKYJISIDHBIM MAaTTEpH), B TOM YHClie (parMEHTaMU XUTHHA
— xutoonurocaxapuaamu. [lockonbky [TAMII-unaynupyeMblii HIMMYHHBIA OTBET
HE CONPSDKEH C MpU3HAKaMM, KOTOPbIe MOXKHO OLIEHUTh BU3YaJbHO (KakK peakius
TUIEPYYBCTBUTEIBHOCTH TPU KAYeCTBEHHOM YCTOWYMBOCTH), HO CBf3aH C
YBEJIMYEHHEM YpPOBHS MEPEKUCH BOAOPOAA M HUHAYKIMEH aHTUOKCHUIAHTHBIX
cucteM (BKJIIOUas KaTajgasHyro akTuBHOCTH) (Jones, Dangl, 2006; Zipfel, Robatzek,
2010), MBI HMCTONB30BAIM 3TH THapamMeTphbl AJig TOTO, YTO OLEHUTH BO3MOXKHOE
Brusaue DIIC P. atrosepticum Ha 3TOT TUIl (GUTOUMMYHHOT'O OTBETA.

Jluctest Tabak uHGUIABTpUPOBAIU: 1) CTEPWIBHOW BOAOW (KOHTPOJB); 2)
BoaHbiMU pactBopamu JIIC P. atrosepticum (0,02 wiu 0,05%); 3) BoxHBIMU
pactBopamu aeanetumnupoBanubix DIIC P. atrosepticum (0,02 nmmn 0,05%); 4) 1
MKM xuToonurocaxapunos; 5) 0,02 umu 0,05 % OIIC P. atrosepticum n 3atem 1
MKM xutoonurocaxapuaon; 6) 0,02 uwau 0,05 % neanerunupoBandbiM IIIC P.
atrosepticum u 3ateM 1 MkM xuToonurocaxapujioB. B mocnegHux nByx ciydasx
nnuibTpanuio pacreopa IIIC P. atrosepticum npooauiu 3a 12 4 10 o0pabOTKH

pacTeHUil XUTOOJIUTOCAXaPUIAMH.
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Nudunsrpamus OIIC P. atrosepticum B TUCThS Tabaka MPUBOAMIIA JIUIIb K
HE3HAUUTEIbHOMY YBEIUYEHHUIO YpOBHsS mepekucu Bojopoaa (Puc. 22A) u He
MHIYLHpOBajia Karajga3Hyto akTuBHOCTh (Puc. 22B). JleauetunupoBannsie IIIC P.
atrosepticum TOXE HE BIWAJIA HAa YPOBHHU NEPEKUCH BOJOPOJA M KaTala3HOU
aKTUBHOCTHU. B cBoI0 ouepenb, MHOUIBTPALMS XUTOOJIUIOCAXapUI0B MPUBOAMIIA K
YBEJIUYCHUIO cojepkaHus mnepekucu Bojpopona (Puc. 21A) u K HUHAYKIUU
katanazHoit  aktuBHoctTM  (Puc.  22B). Opnako  ecnmu  oOpaboTke
XUTOOJIMrOcaxapuaamMu npezamectoaia oopadorka IIIC, coaepkanue nepexucu
BOJOpPOJIa  YBEJIMYMBAJIOCH B  TOpa3 0 MEHbIIEH CTeneHu, ueM 0e3
npeaapurenbHoil 00pabotku DIIC (Puc. 22A), a xatanazHas akTUBHOCTb BOBCE
HE UHAYLMpOBajach IO CpPaBHEHHIO C KOHTpOJeM, HeoOpaOOTaHHBIM
xutoonurocaxapugamu  (Puc.  22b). Amnanormunsiii  adpdexkr OIIIC ™Mbl
PErMCTPUPOBAIIA, €CIIM OHU BHOCHJIMCH HE 3a0JaroBpeMEHHO, a COBMECTHO C
XUTOOJIUTOCaxapuamMu (JJaHHbIE HE TPUBOSTCS).

B 10 xe Bpems, ecnum mnpenoOpabOTKy JHCTheB Tabaka MPOBOAUIU
neaneTwiupoBaHHbiMU (2 He HaTuBHbIMHU) OIIC, mocnenyromias uHGUIBTpALUS
XUTOOJIUTOCAXAPUIOB IIPUBOAWIA K YBEJIMUYEHHUIO YPOBHEW MEPEKUCH BOAOPOAA U
KaTajla3HOM aKTMBHOCTHU B TOM e CTENEeHH Kak B Henpeaoopadorannubix IIIC (nmum
npenoopadoTaHHBIX BOJION) JUCTBSIX. Takum oOpazom, HaMU
npoaemMoHcTpupoBano, uyto DIIC nekrobakrepuii monapisitor pasButue [TAMII-
UHAYLIHPYEMOT0 HWMMYHHOrO OTBeTa (KOJMYECTBEHHOM YCTOWYMBOCTH) U
oOecrieunBaloT cHUxeHue ypoBHsi ADK B uHOUIMPOBAHHOM pacTeHUHU.
AuertunbpHble rpynmnsl, Bxoasimue B coctaB DIIC, BHOCAT 3HAUMTENbHBINA BKJIaA B
(UTOMMMYHOCYIPECCOPHBIE CBOMCTBA 3TUX MOJIUMEPOB.

®utonmmyHHble cBoiicTBa OIIC pasHbIX (GUTOMATOrEHHBIX OaKTEpHit
pa3zHooOpasnbl. Hanpumep, kcaHTaH, npoAayuupyemsiii X. campestris, oaBiseT
pa3BUTHE PEAKIUU TUIEPUYBCTBUTEIBHOCTH, HWHIYLHPYEMON MeauaTopaMu
CUCTEMBbl KBOPYM CEHCHHTa, Yy pacteHudl Arabidopsis thaliana, Nicotiana

bethamiana n Oryza sativa (Kakkar et al., 2015).
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Puc. 22. Bmusuue OJIIIC P. atrosepticum wna I[TAMII-ungynupyemslii
MMMYHHBIH OTBET pacTeHuil Tabaka. A — coxepxkanue H,0,, b — karamaznas
aKTUBHOCTb B JIUCThsIX TaOaka mociie MH(QWIbTpaluu BOAbl (KOHTPOJIb, CEphIE
cTon61bl), 1 MKM xuroonurocaxapuaos (XO, kopuuHeBble cTon01B1), 0,02% nnu
0,05% OJIIC P. atrosepticum (II1C 0,02 / DIIC 0,05, 3enenbie ctonb1s), 0,02%
nwmn 0,05% neanerunupoBannbix JIIC P. atrosepticum (neOAn IIIC 0,02 /
neOAn JIIC 0,05, 6uprozoBsie cTonoOIEl), 1 MKM xutoonurocaxapumoB u 0,02%
umu 0,05% OIIC P. atrosepticum (XO + IIIC 0,02 / XO + 3IIC 0,05, kopuuHeBo-
3esieHble  cTosiOnbl), 1 MkM  xutoomurocaxapumoB u  0,02% wumm  0,05%

neanerunupoBaHubix DIIC P. atrosepticum (XO + neOAn OI1C 0,02 / XO + 3IIC
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0,05, xopuuHeBO-Oupro3oBbie crosbbl). Coxepxkanne H,O, u karamazHyro
AKTUBHOCTB OTPENEIIsIIA Yepe3 6 4yacoB nociie 00paboTKU B MATH OMOJOTHUYECKUX
MOBTOPHOCTSIX M HOPMAJIM30BaJld Ha TPaMM CBIPOTO Beca. @ M b yKa3bIBalOT Ha

CTaTHUCTUYECKH 3HaUMMble paznnuus (tect Manna-Yurtuu, P<0,05).

Hekotopeie DIIC (cuntesupyembie P. syringae, X. campestris u Ralstonia
solanacearum) cnyxar B kadecTBe snucutopoB (ITAMII) u wnayuupyior y
pacTeHuil Takue 3allUuTHbIE OTBEThl Kak HakomieHue A®DK, cuntes
dburtoamnexcuHoB, 3akpbiBanue ycTbull (Romeiro, Kimura, 1997; de Pinto ef al.,
2003; Milling et al., 2011; Bianco et al., 2016). B nameit pabote Mbl HE HAIILIA
noarsepxkaeHuss tomy, uro OIIC P. atrosepticum KakumM-To 00pa3zom
pacno3HaTCs 3alIUTHBIMUA CUCTEMAaMU PACTEHUI U UTPAIOT POJIb DIIUCUTOPOB.

NmmyHocynpeccopusle  cBoiictBa OJIIC B orHomennun  ITAMII-
UHAYIHPYEMOTr0 HUMMYHHUTETa TOX€ ObUIM NPOJAEMOHCTPUPOBAHBI paHEe Ha
npuMepe (uTonaToreHHbIX Oaktepuit X. campestris, P. syringae, E. amylovora n
R.  solonasearum; mnpu STOM  JealeTUIUMpoOBaHHas  (opma  KcaHTaHa,
npousBoguMoro  X.  campestris, B MEHBLIEW  CTEIIEHU  MPOSBIIIA
(UTOMMMYHOCYIPECCOPHBIE CBOWMCTBA, YeM HaTHBHBIE moiumepsl (Aslam et al.,
2008). Kpome TOro, HEOZHOKPATHO MPOJEMOHCTPUPOBAHO, UYTO MYTAHTHbIE
MITAMMBl Pa3HbIX (PUTOMATOTEHHBIX OaKTepui, HECHOCOOHBIE MPOAYLHUPOBATH
OIIC, akTUBHPYIOT UMMYHHBIE OTBEThl PACTEHUN-XO035€B 3HAUMTENIBHO CUJIbHEE,
4YeM POJUTENbCKUE TaMMbl aukoro Tuna, npoussojsdmue IIIC (Bugert, Geider,
1995; Araud-Razou et al., 1998; Yu ef al., 1999; Kemp et al., 2004; Keshavarzi et
al.,2004; Yun et al., 2006).

Takum oOpa3zoMm, HaMH MNPOJAEMOHCTPUPOBAHO, YTO MOMHUMO BBITIOJIHEHHUS
CTPYKTPOOOpa3yromux M aHTHOKCUAAHTHBIX (yukiuii, DIIC P. atrosepticum
CHOCOOHBI TOJABIATH pa3BUTUE HMMYHHOTO OTBETa Y pacTeHUH-XO3s€EB.
bnarogapss Bcem »TuM cBoictBam OIIC MOXHO paccMarpuBath Kak (hakTop
BUPYJIEHTHOCTH P. atrosepticum U OJWH W3 KIIOYEBBIX YYaCTHUKOB

B3aMMOJICUCTBUS EKTOOAKTEPHUIM U paCTEHUH.
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3AKJIIOYEHUE

IIpoBeneHHOE HaMU HCC€0BaHNE TIO3BOJINUIIO 3aMIOJIHUTh BayKHBIN IPOOEI B
MOHUMaHUU OHoreHe3a OakTepuaibHBIX 3MOOJIOB — CTPYKTYP, KOTOPBIE SIBJISIOTCS
MPOYKTOM B3aMMOJEHCTBUS IEKTOOAKTEPHUI U pacTeHU-xo0351€eB. st nHUIManum
OakTepHallbHBIX SMOOJIOB M HAYaJIbHBIX ATAllOB MX PA3BUTUSA pPACTEHUE-XO35TUH
«TOCTABJSIET  CTPOUTENBbHBIM  Marepuan» — creudduueckue ¢GparMeHTbl
NEKTUHOBOIO TMOJHcaxapuja pamMHoOrajakTypoHaHa | ¢ HHU3KUM YpPOBHEM
3aMelleHuss OOKOBBIMU IEMOYKAMU W3 OCTaTKOB TalaKTO3bl. OTH (parMeHTbl
GbopMHpYIOT TEPBUYHBIA BHEKJIETOYHBIM MATpUKC OaKTepuajabHBIX 3SMOOJIOB,
KOTOpBIN, OHAKO, MOCTENEHHO pa3pyliaeTcs, U Oiaroaaps KakuM MeTadboauTam
COXpPAHSIETCS CTPYKTYpHasi ILIEJIOCTHOCTh OaKTepHalbHBIX 3MO0J0B — 0a30BBIX
KOMITOHEHTOB MCCJIElyEMOI pacTUTETbHO-MUKPOOHON NMATOJIOTMYECKOW CHCTEMBI,
0CTaBaJIOCh HEU3BECTHBIM.

MBI npeanoioKuiIv, 4YTo MOJIUMEpPHas CETh B COCTaBE BTOPUYHOIO MAaTpUKCa
OakTepHallbHBIX  3MO0JIOB  MoOxkeT cocToarh u3 OJIIC, cuHTe3npyembix
NEKTOOAKTepUsIMU. OTO MNPEANOJIOKEHUE OBLIO OCHOBAaHO Ha CIEAYIOIIMX
OCHOBHBIX (pakTax. Bo-mepBbIX, y CXOAHBIX C OaKTepuaJbHBIMU 3SMOOJIAMU
CTPYKTYp —  OakTepualbHbIX  OHWOIIIEHOK  ((opMupyeMblx  APYrHUMH
(¢uTONmaTOreHHBIMU OAKTEPHUSIMHU) — BHEKIIETOUHBIA MaTpukc coctouT u3 JIIC. Bo-
BTOPBIX, y TEKTOOAKTepud AaHHOTUPOBAHBI TEHBI, KOAMUPYIOIIHE (HEepMEHTHI
ouocunresa JIIC; mpuuem skcnpeccust ITUX T€HOB UHAYLUpYeETCs in planta.

JUist neTekuud U JaibHeHIIed XapakTEepUCTHUKU IIEJIEBBIX MOJUMEPOB Mbl
nojo0panu yclnoBusl in Vitro, B KOTOPBIX Mekrobakrepun npoxyuupyiotr IIIC.
Oxkazanoch, YTO MEKTOOAKTEPUH HE CHUHTE3UPYIOT 3TH IMOJHMMEPHI B POCTOBBIX
ycnoBusix, U nponykuus OIIC in vitro unaynupyercs HpH TOJOJAHUM KIIETOK.
3arem Mbl nonyuywnn uucteii npemnapar JIIC nmekrtobaktepuit, pacmmdpoBain
CTPYKTYPY PEryjsipHOr0 3BEHa IIeJIEBBIX IOJMMEPOB U TOKa3ajd, 4YTO OHHU
JEHUCTBUTENBHO BXOJAT B COCTAB MaTpHUKca OakTepualibHbIX 3MO0J0B. [Ipu sTom
MbI MPOJAEMOHCTPUPOBAIIU, YTO OaKkTepHaibHbIE AMOOJBI MOTYT 00pPa30BBIBATHCS

HE TOJIbKO B HecNeuGUIHOM JIsl IEKTOOAKTEpU pacTeHUU-X03suHE (Tabak), HO
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u B crneuuduyHoMm xozsiuHe (kaptodens). Ilpudem npuHuMn oOpa3oBaHUS
OakTepHallbHBIX 3MOOJIOB B CcHEUU(PUUYHOM M HECMEeUU(PUUYHOM XO3SIMHE, TIO0-
BUJIUMOMY, CXOJHBIM, MOCKOJIBKY B UH(PUIIUPOBAHHBIX PACTEHUAX KapTodens, TaK
K€ KaK U B UH(PUIIMPOBAHHBIX pACTEHUAX Ta0aKa, HAKATUIMBAIOTCS «3aTPaBKI» JIJIS
dbopmupoBanus OakTepualbHBIX HSMO0JI0B — crnenuduueckue (GparMeHThl
pamHoranaktypoHaHa I. B cocrtaB BTOpuyHOro MarTpukca OaKTepUadbHBIX
»M00J10B, GopMHUpPYEMBIX B 000uX BUAax pacteHuil, BxoasaT JI1C nexkrodakTepuii.

I[Ipu anamuze  ¢usuueckux cBoiictB OIIC  mexkrobakTepuil MBI
MIPOJIEMOHCTPUPOBAIIH, YTO 3TH MOJIUMEPHI, AEHCTBUTENHHO, MOT'YT BHOCUTH BKJIA]]
B CTPYKTYPHYIO II€JIOCTHOCTh OakTepuanbHbIXx 3MO0s0B. DIIC cmocobcTByIOT
YBEJIMYEHUIO BA3KOCTH BOJHBIX PAacTBOPOB, INPUYEM BA3KOCTH pacTBOpoB IIIC
COXpaHsSIeTCS Jlak€ TMpU MHTECHCUBHOM BO3JCHCTBUU CABUTOBOTO TEUECHMS
OoMBIBaeMoM KHAKOCTH. OT0 cBoucTBO OIIC, 1Mo Bce BHAMMOCTH, IO3BOJISICT
MEKTOOAKTEPUSIM TMPOTHUBOCTOATh TMEepUPEPUNHOMY OMBIBAHUIO KUAKOCTH, UYTO
uMeeT OOJIbIIYI0 3HAYMMOCTH JUIsl KOJOHM3AIMU BOAOIPOBOJSAIIECH CHCTEMbI
pactenus-xo3zsauHa. Kpome toro, JIIC nekrobakrepuii cnocoOHbl (GOpMHUPOBATH
KpPYIIHBIE CYIPaMOJIEKYISIPHBIE arperarbl. Bsokyliue cBOWCTBAa MOJIEKYJI, a TaKkKe
UX arperauus SBISIOTCS Pe3yJbTaTOM MEXMOJEKYISIPHBIX B3aUMOJCHCTBUH,
KOTOpbI€, 10 BCEH BUAMMOCTH, 00ecreunBatoT (OpMUpPOBAHUE TIOJTUMEPHOU CeTH,
HEOOXOIUMON ISl TOAJAEPXKAHUS CTPYKTYPHOM LIETOCTHOCTU OaKTepUaabHBIX
»MOOJIOB.

Kpome Toro, mel Bbeisichwin, 4yto OIIC mekToOakTepuit oOecrneunBaroT
netokcukauuio ADPK u npegoxpaHsioT KIETKM MEKTOOAKTEpUM OT AeHcTBUS
oKucIHTeNeH. ITO CBOWCTBO MMeEeT OOMbIIOe 3HAaYEHUE JJIs BbDKMBAHUS KIIETOK
OakTepuil B cocTaBe OakTepUalIbHOrO 3MOO0JIa, MOCKOJIBKY (POpMUpOBaAHUE ITUX
CTPYKTYyp compsixeHo ¢ HakoruieHneM A®K B cocynax nmepBUYHON Kcuiembl. B
nononHenue k stomy, OIIC crocoOHbl cHmkaTth ypoBeHb ADK B pacTeHuu-
X035IMHE. DTU MOJAUMEPBI 00J1a71al0T PUTOUMMYHOCYIPECCOPHBIMU CBOMCTBAMU U
MOJABJIAIOT AKTHBALMIO 3allUTHBIX CHUCTEM TMpU JEHUCTBUU DK30T€HHBIX

QJINCUTOPOB.
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Takum oOpa3zoM, MpOBENEHHOE HAMH HCCIEJOBAaHUE JIEMOHCTPHUPYET, UTO
OIIC MoXkHO paccMaTpuBaTh Kak (GakTOp BUPYJICHTHOCTHU MEKTOOAKTEPUN U OJUH
U3 KIHYEBBIX YYaCTHUKOB B3aUMOJCHCTBHA OSTUX MHUKPOOPraHU3MOB C

pacTeHUsIMHU.
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BbIBO/IbI:

1. ®uronaroreHusie Oaktepuu Pectobacterium atrosepticum CcHnocOOHBI
cuHTe3upoBaTh dk3ononucaxapunsl (IIIC), cTpykTypa peryiaspHoOro 3BeHa
KOTOpBIX MpEeJCTaBiIsieT coOOW pa3BeTBICHHBIM meHTacaxapua; ocTtoB OJIIC
MOCTPOEH M3  OCTaTKOB  O-TaJlaKTOMHUPAHO3bl, O-MAaHHOMUPAHO3bl U O~
paMHONUpPaHO3bl, coeAuHeHHbIX 1,2, 1,4 u 1,3 Tunamu cBA3U, COOTBETCTBEHHO, a
OOKOBbIE 1I€TH, TPUCOEIUHEHHbIE K 0-MaHHOMUPAHO3WIBHOMY OCTaTKy OCTOBa B
nonoxkeHnn O-3, COCTOSAT M3 aUeTWIMPOBAaHHOM 1o O-2 NOJO0XKEHUIO O-
raJIaKTONUPaHO3bl U JECATU-YTJIEPOAHOTO  Pa3BETBICHHOTO MOHOCaxapuia
SPBUHHUO3bI, COEAMHEHHBIX 1,3-CBS3bI0.

2. DIIC P. atrosepticum TPUCYTCTBYIOT B COCTABE 3SKCTPAKIECTOYHOTO
MaTpukKca OakTepHaIbHBIX ASMOOJIOB, 0O0pa3yloUUXcs B COCylax IEPBUYHON
KCHJIEMbI pacTeHU Tabaka u kaprodens, THPUIUPOBAHHBIX ITUM MaTOTEHOM.

3. OIIC P. atrosepticum yBEIWYUBAIOT BSI3KOCTh BOJHBIX PacTBOPOB U
(bOpMHPYIOT HAIMOJIEKYJISIPHBIE arperathbl.

4. OIIC P. atrosepticum 00ecTeUMBAIOT JETOKCHKAIMIO aKTHUBHBIX (HopM
KHCIIOPOJa U MOBBIIIAIOT YCTOMYUBOCTD KIETOK K JIEHCTBUIO OKUCIUTENEH.

5. DIC P. atrosepticum 001a7aI0T (PUTOUMMYHOCYIPECCOPHBIMU
cBoiictBamu, nonasias [IAMII-unayuupyemoe HakoIJIeHHE aKTUBHBIX (HOpM
KHCIIOpOoAa W TPEaoTBpallas HHAYKIMIO KaTala3HOM aKTMBHOCTH B TKaHAX
pacTeHui.

6. Hamuume OIIC B coctaBe Marpukca OakTepHAJIbHBIX 53MOO0JIOB
oOecreynBaeT MOJAEpKaHUE HUX CTPYKTYPHOH UEIOCTHOCTH U 3aIIUTy KIETOK

MUKPOOPTaHU3MOB OT UMMYHHBIX OTBCTOB paCTeHHﬁ-XOBHCB.
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