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CIIUCOK COKPAILIEHUM

A®K — aktuBHbIE (HOPMBI KHCIIOPOJA

KAK — sxacMoHOBast KUCIIOTa

[IKC — mporpamMmmupyemMas KJIeTouHasi CMEpPTh

CK — canunuioBast KUCIOTa

CITY — cuctemHas npuoOpeTeHHasi yCTOMYMBOCTb

CU — peakuus cBepX4yBCTBUTEIbLHOCTH

AOX (alternative oxidase) — anpTepHaTHBHAs OKCH1a3a
Cms — Clavibacter michiganensis ssp. sepedonicus

DAMP (damage-associated molecular patterns) — wmoaekynspHbIe

HAaTTEPHBI, CBA3aHHBIE C TIOBPEKIEHUEM
ETI (effector-triggered immunity) — a¢pdexkrop-akTHBHpyEMbIii HMMYHHUTET
HSP (heat shock proteins) — Genku TermI0BOIo II0Ka

ISR (induced systemic resistance) — uHAyIHUpOBaHHAS CHCTEMHAs

YCTOWUYHBOCTh
LRR (leucine-rich repeats) — neitiun-000rameHHbIE TTOBTOPHI

MAMP  (microbial-associated molecular patterns) — mukpoGHbIe

MOJIEKYJIAPHBIE TATTEPHBI

NB-LRR (nucleotide-binding leucine-rich repeat) - HykieoTua-

CBA3BIBAOIIUEC 6en1<1/1, COACPIKAIINC HGIZHHH-O60F3HI€HHBI€ ITIOBTOPEI
NLR (Nod-like receptor) — Nod-mogo6HbI# pementop

PAMP (pathogen-associated molecular patterns) — wmonekynspHbIC

IMaTTCPHBI IIATOI'CHOB
PRR (pattern recognition receptors) — marrepH-paco3HAIOIINE PEICTITOPHI

PTI (pattern-triggered immunity) — maTTepH-aKTHBUPYEMbIH HMMYHUTET
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RLK (receptor-like kinases) — penentop-mo1o0HbIe KHHA3BI
RLP (receptor-like proteins) — perientop-nogo0HbIe OCIKH

SAR (systemic acquired resistance) — cucTemMHas HpPUOOpPETCHHAS

YCTOWYHUBOCTh
TLR (toll-like receptors) — Toll-mogo6HbIe perenTops
TTSS (type 11l secretion system) — cucreMa cekpenuu 3-ro TUIa

VPE (vacuolar processing enzyme) — BakyosisipHasi mpoTeasa
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BBEJIEHUE

AKTyanbHOCTh HOpoOseMbl. B mnpupoaHbIx MecTax OOWUTaHUS pacTEHUs

BBIHYKJICHbI COCYIIECTBOBaTh C OIPOMHBIM pPa3sHOOOpa3ueM MHUKPOOPTaHM3MOB,
MHOTHE M3 KOTOPBIX SABJISAIOTCA maTtoreHamMu. HMHQekinonHble 3a00JeBaHUs
CCIIbCKOXO3SMCTBEHHBIX PACTCHUIM, B TOM YHCJIE W KOJbIEBas THUIb KapToders,
KOTOPYIO BBI3bIBaCT IpamiioyiokureiabHas Oakrepuss Clavibacter michiganensis
ssp. sepedonicus (Cms), npuBOAST K 3HaYMTEIbHBIM MOTepsiM yposkas (Eichenlaub,
Gartemann, 2011). HecmoTps Ha mOpUHUMaeMble Mepbl  OOpPBOBI ¢
duTonaToreHamMu, MpodeMa MPUUUHAEMOTO UMH Bpe/a MPOJI0JDKACT OCTaBaThCS
3nmo6oaHeBHON. [lomck MeTomoB OOpHOBI ¢ (QuTONMATOreHAMHU, KOTOPBIE OBI
OTBEYAJM  COBPEMEHHBIM  TPEOOBAaHUSAM  JKOJOTMYECKOH  0Oe30MacHOCTH,
HCBO3MOXKEH 0€3 M3y4YeHHs (PU3HUO0JIOT0-OMOXUMHUYECKUX OCHOB B3aMMOJICHCTBHIA
pacTeHHs W MaTOreHa, a TaK)KE BBISBICHHUS KJIFOYEBBIX 3BCHBEB, OIMPEICIISIOIINX
UCXOJ  B3aWMOOTHOIIEHHWs TApTHEpOB. Peanmuzamuss COBMECTHUMBIX — WIIH
HECOBMECTUMBIX  B3aMMOOTHOIICHWH B  (UTONATOCHUCTEME  OIpeIeseTCs
coueTanneM (aKTOpPOB BUPYJICHTHOCTH TATOI€Ha W MEXaHW3MOB HMMYHHTETA
pacTeHusI. CoBMeCTHMBI ~ THI ~ B3aUMOOTHOIIEHWH  XapaKTepU3YeTCs
UHPUITTPOBAHUEM BOCIIPUUMYHBOTO pacTeHUS-X03sIHA BUPYJICHTHBIM
IaTOreHOM, YTO TPUBOIUT K PAa3BUTHIO 3a0ojeBaHUS. B ciydae eciaw maToreH
BCTpEYACTCS C PaCTCHHEM-HEXO35MHOM (Hecnenuduueckas YCTOWYHUBOCTD) WITH
YCTOHYHMBBIM PACTEHUEM-XO3IHHOM (KyJIbTHBAp-crieu(UIHasl YCTOWIUBOCTD)

IMPOUCXOIUT pcain3annsad HCCOBMCCTUMOI'O THIIA B3aMOOTHOIIICHUI OpraHu3MoOB

(Katagiri, Tsuda, 2010).

CornacHO COBPEMEHHBIM MPEJCTABICHUSAM, 3allUTa PACTUTEIBHOTO
opraHvM3Ma OT BO3JCHCTBUSA TMaToreHa omnpeaensercs (QYHKIHMOHUPOBAHUEM
MHOTOYPOBHEBOM HMMMYHHOM CHCTEMBI C YYaCTHEM pa3IUYHbIX CTPYKTYyp U
MEXaHMU3MOB BPOXKJIEHHOTO MUMMYyHHUTETa. [lepBbiii ypoBeHb (PUTOMMMYHUTETA —

MaTTePH-aKTUBUPYEMbI ~ MUMMYHUTET —  SBJISIETCS  Heclneuu(puueckuM U



aKTUBUPYETCS TPH PACIO3HABAHWW PACTCHHEM MOJEKYJISPHBIX MNaTTEPHOB,
NpUCYIIMX BceM 0Oe3 ucKiroueHuss MmMukpoopranmsmam (Zhang, Zhou, 2010).
BupyneHTHple mTaMMBI TMATOTEHOB CIOCOOHBI TOJABIATH 3aIUTHBIC PEAKIHH
Hecneun(Uueckoro UMMMYHHUTETa, MPUBOJS B JEHCTBHE pa3audHble 3()PEKTOpHI,
(akTOpbl BHPYJCHTHOCTH JuIs BocmpuuMuuBoro xossuHa (Vance et al., 2009).
Herexkuust 3¢ (HEKTOPHBIX MOJIEKYJ MaTOTeHa BHYTPHUKJICTOYHBIMH PEIeTITOPAMHU
pacTeHusi 3amycKaeT BTOPOW YpPOBEHb UMMYHHTETa — 3(()EKTOp-aKTHBUPYEMBIi
UMMYHUTET. Db dexTop-aKTHBUPYEMBIii UMMYHUTET o0ecrnieunBaeT
cunenuduueckyro ycroiunocth (Jones, Dangl, 2006). AxTtuBamusi peaxiui
cenurUecKoro MMMYHHTETAa Ha YPOBHE KIIETKHA OMPEICNACTCS CIEIYIOIIMMHU
COOBITUSIMU: TIEpepacrpesieieHHeM HOHOB KalblMsi B KIETKe, 00pa3oBaHHEM
aKTUBHBIX  (OpM  KHCIOpOAa ®  a30Ta, HW3MEHEHHEM  peIOKC-CTaTyca
AHTHOKCUIAHTOB, OCTAaHOBKOW JBW)KCHHS IIUTOIUIA3MBI, OTXOXICHHEM OT
KJICTOYHON CTCHKH W KOHJICHCAIIMEeW MPOTOIUIacTa C COXPAaHECHHEM IIEIOCTHOCTH
mia3MaTHueckoii MemOpanbl. OmnmcaHHBIE COOBITHS HIUTIOCTPUPYIOT Ppa3BUTHE
mpouecca  MPOrpaMMHUpPYyeMOit KJIETOYHOM rubenu, (eHoTHITHYeCKH
HPOSIBIISIONICHCS KaK peakiyst cBepX4ayBCcTBUTENbHOCTH (CH) — moKanbHBIA HEKPO3

B Mecte nnpunuposanus (Mur et al., 2008).

PasBuTHe  ymoMsIHYTBIX  BbIIIE  peakmuid  dQPEKTOp-aKTUBUPYEMOTO
UMMYHUTETa PACTCHHUH OIpenessieTcss JOCTaBKOH (aKTOpOB BHPYJICHTHOCTH
NaTOreHa HEMOCPEJICTBCHHO B KIETKY pacTeHus. s TpaMoTpUIaTeIbHBIX
¢uTomareHoB cuctemMa MOCTaBKH A(H(HEKTOPOB B KIETKY pACTEHUS — CHCTEMa
CEKpEeIMU TPEeThero Tuia — akTuBHO u3ydaetcs (Lee et al., 2013; Tosi et al., 2013).
B To xe BpeMs ISl TPaMIIOJIOXHUTEIbHBIX (UTOMATOTEHOB ASTOT MEXaHH3M
octaeTcs Hen3BecTHBIM. [Ipeamomnaraercs,, 4To OCHOBHBIE (PaKTOPHI TATOT€HHOCTH
y  TpPaMIOJOXKHUTCIBHBIX OaKTepHii MPUCYTCTBYIOT B  IK30METaO0OJIMTHOM
KOMITJIEKCe. B TOM 4Yucie 3TO OTHOCHUTCS K H3y4aeMoMy OakTepHaTbHOMY

¢uTomaroreny Cms.
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K HanmeHee M3y4eHHBIM, HO HEMAJOBAKHBIM (haKTOpaM BHUPYJIEHTHOCTHU
(pUTOMATOrE€HOB OTHOCHUTCA HUX CIOCOOHOCTh (POPMHUPOBATH OMOIIIEHKH, YTO
OIpeJeNsieT KOJOHU3ALMIO PACTEHHS] U Pa3BUTHE CUMNTOMOB 3aboieBaHus. Tax
ATO TMPOUCXOIUT W MPU UHPUIKUPOBAHUM KapTodess BO30OyAUTEIEM KOJIBIIEBOU
rawn (Bae et al., 2014). Bnusnue (akTopoB PE3UCTCHTHOCTH pPACTEHUS Ha
npoiiecc 00pazoBaHus (UTONATOrEHAMU OWOIUJICHOK MPAKTUYECKU HE H3YUEHO.
Taxxke He HU3y4eHbl MEXaHU3Mbl YCTOWYMBOCTH pAacTEHUH K NaTOreHaM, B
peanu3anuu KOTOPBIX 3aJ€HCTBOBaHbI CTPECCOBbIE OEJKH, B TOM YHUCJE OEJIKH
terioBoro moka (BTII), urparomue BaKHYIO pOJIb HE TOJBKO MPH TEILIOBOM

IIOKE, HO U IIPH IPYTUX BHUJIaX CTPECCA.

Bce BhImecka3zaHHoe OonpeacCiIsACT AKTYAJbHOCTH U 00OCHOBBIBACT BI)I60p

oejIn pa6OTBI, KOTOpas 0003HaYeHa CJICAYOIINM 06pa30M.

Llens Da6OTLI. I/I?;yTII/ITB Pa3sBUTUC OTBCTHBIX pCaKIII/Iﬁ paCTGHI/Iﬁ Ha

neiictBue ¢uromarorena Clavibacter michiganensis ssp. sepedonicus ma ypoBHe
KIETKH W [EJIOr0 PACTeHHS TMPH  COBMECTHMBIX M HECOBMECTHMBIX

B3aMMOOTHOIIICHHUSIX OPTaHU3MOB.
3amaun:

1. 3yuuTh pa3BUTHE OTBETHBIX PEAKIIUN KYJIbTYp KJIETOK Tabaka Ha JIEeHCTBUE
Cms: wu3MeHeHue Mop(dOJOTHH, IKU3HECIIOCOOHOCTH KJIETOK H  YPOBHS

BHEKJICTOUYHOT'O MIEPOKCHIA BOJOPOJIA;

2. OnpenenuTh pa3BUTHE JOKATBHBIX (PEaKIMs CBEPXUYBCTBUTEIBHOCTH) H
CUCTEMHBIX (CHUCTeMHasi TPHOOpPEeTeHHas yCTOWYMBOCThH) pEaKIMii Ha YpPOBHE

IIEJIOTO pacTeHUs B cucteMe Tabak - Cms;

3. BeisiBUTh CrIOCOOHOCTH 3K30MeTa00JuTOB CMS WHIYIUPOBATH Pa3BUTHE

3aIIUTHBIX PEaKInii pacTeHUI Tabaka Ha YPOBHE KJIETKH U IEJIOTO PACTCHHUS;

4. I3yunTh Ha KJIETOYHOM YPOBHE Pa3BUTHE 3alIUTHBIX PEAKLIHUN pacTEHUS B

cucteme: kaptodensb - Cms;
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5. Ompenenute ywactue BTII B pa3BUTHM 3alIMTHBIX pEAKIUN pPACTEHHI

tTabaka u kaprodens Ha nericteue Cms;

6. YcraHoBUTH BiMsHUE pacTeHuM Tabaka W KapTodenss Ha CIOCOOHOCTh
¢urtonaToreda CmMS U HETUIIUYHOTO IS pacTeHui maroreHa E. coli popmuposats

OMOIUICHKH.

Hayunas HoBu3Ha. BmepBble yCTaHOBJIEHO, 4YTO NpU HHOUIMPOBAHUU
tabaka Oakrtepusmu CMS pa3BUTHE pEAKIMH CBEPXUYBCTBUTEIBLHOCTH (THOENM
wietok mo tumy [IKC) mnpowcXoguT Ha JBYX YPOBHSX OpraHH3aIud
PacTUTENBHOIO OpraHuM3Ma — KYJbTYphl KJIETOK M LEJIOro pacTeHus. Brepsbie
BBISIBJICHO, YTO CY mposBIsSeTCS HE TOJBKO HA JIUCThAX, HO MU HA KOHYMKAaX KOPHEH
tabaka. OrmeueHno, yto CY peakius Ha KOPHAX COMPOBOXKIAETCS UHTEHCHUBHBIM

O6pa3OBaHI/I€M JOITIOJIHUTCIIBHBIX OOKOBBIX KOPCHIKOB.

VYcraHoBieHo, 4YTO  pa3BUTHE  peakuuid 3P PeKTop-aKTUBUPYEMOTO
UMMYHHUTETa, TaKWe KaK peakluus CBEPXUYBCTBUTEIBHOCTHU, CHUCTEMHAs
NpUOOpETeHHAsT YCTOMYMBOCTh, JBYX(}a3HOE TMOBBIIIEHUE YPOBHS TMEPOKCHUIA
BOJIOpPOJia, Yy pacTeHud Tabaka BBI3BIBAIOT Kak Oaktepunn CmMS, Tak M HX

9K30METa0OJINTEI.

[Tokazano naByx(da3zHoe MOBBIIICHUE YPOBHS TEPOKCHAA BOJOpPOAA IPHU
nevictBun  CMS  Ha KIETKH PACTEHMUSI-XO3IMHA YCTOWYUBOTO COpTa, HYTO
CBUJIECTENICTBYET O PA3BUTHH peakiuil 3QPeKTop-aKTUBUPYEMOTO0 UMMYHHUTETA B

JAaHHOM (DUTOIIATOCHCTEME.

BriepBrie ycTraHoBieHO, 4TO (popMuUpOBaHUE TUIEHOK y ¢duronatoreHa Cms
OmpeAenseTcss BUJIOBOM M COPTOBOM YCTOWYMBOCTBEO PACTEHUS K JIaHHOMY
MaToreHy, B TO BpeMs Kak, OMOIUICHKOOOpa3oBaHWE Yy MATOreHa 4YeloBeKa H

KHUBOTHBIX E. COli HE 3aBUCHUT OT pEe3UCTEHTHOCTH PACTCHUIA.

BrisiBneno, uro BTII momymupyior pasButHe peakiuii crenuduyeckoro
b hexTop-aKTUBHPYEMOTO MMMYHHUTETa PACTEHUN B YCIOBHUSX HCKYCCTBEHHOTO

IMOBBIMICHUSA 3KCIIPCCCHUHN OCJIKOB TEIJIOBOTO IITOKA B MOI[CHBHOﬁ CHCTEMC.
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TeopeTnueckas W OpakKTHYECCKass 3HAYMMOCTh Da6OTBI. HSy‘-ICHI/IC OTBCTHBIX

peakuuii pacTeHMH Ha TATOr€H Ha MpuUMepe JABYX (UTONATOCUCTEM —
COBMECTUMOM M HECOBMECTUMOW OyJeT cnocoOCTBOBaThH 0oJjiee MOJTHOMY
MOHUMAaHUIO  TPOIECCOB  MHOTOYpOBHEro  (UTOMMMYHUTETA, MEXaHU3MOB
CUCTEMHOM YCTOMYMBOCTH W MMMYHHOM IIaMATH, KOTOpas peaau3yercs vy
CIEAYIOIINUX IIOKOJICHUM pacTeHu. Hapsany ¢ 4YHMCTO TEOPETUYECKUM, OTH
UCCJIEIOBaHUS UMEIOT MPAKTUYECKOEe 3HAYEHUE, TTOCKOJbKY MO3BOJISAT 000CHOBATH
HOBBIE KOJIOTHYECKU O€30MacHble MOIXO0/IbI 3alIUThl PACTEHHH, 3aKIII0YaIOIIUeCcs
B aKTHUBALIUM COOCTBEHHBIX MMMYHHBIX CHJI PACTUTEIBLHOTO OpPraHu3Ma MpPOTUB
naToreHoB. lIpuMeHeHrne UMMYHOJIOTMYECKUX METOJOB MO3BOJIUT OTKA3aThCA OT
CYILIECTBYIOUIMX B HACTOSIEE BpeMs CPEICTB OOpPHOBI ¢ MAaTOT€HAMH, 3a4acTyIO
OKa3bIBAIOIINUX NAaryoHoe JIeWCTBUE KaK Ha MOYBEHHbIE MUKPOOMOIICHO3bI, TAK U Ha

3A0pPOBbHC YCJIOBCKA.

Arnoo6a111/151 Da6OTLI. PGByJ'IBTaTBI HCCJICAOBAHUA II0 TCMC OUCCCPTALIUU

owsutn mpencrarieHsl Ha 11 Beepoccuiickoit HaydHO-PaKTHYECKOW KOH(DEPEHITMU
«Pa3Butre (GU3MKO-XUMHUECKOW OMOJOTUM U OMOTEXHOJOTMH HA COBPEMEHHOM
stane» (Mpkyrck, 2008); MexayHapoaHOH HaydHO-TIPAKTUYECKOW KOH(epeHIun
«AxTtyanbHbie mipoOnemsl [lpaBa, Dxonomuku u Ynpasienus» (Mpkyrck, 2008,
2009, 2010); Bcepoccuiickoit Hay4dHOW  KOH(MEpPEHIHMH  «YCTOWYHUBOCTH
OpraHu3MOB K HeOJIaronmpusTHbBIM ¢akTopaMm BHemHewr cpenas» (Mpkyrck, 2009);
OO61mepoccHiickor AJIEKTPOHHONH Hay4dyHOW KoH(pepeHIH "AKTyalbHBIE BOIPOCHI
coBpeMeHHONW Hayku u oOpazoBanus" (Kpacnosipck, 2010), MexmyHapogHoMm
cumno3uyme «bHOXuMHS — OCHOBa HayK O >KU3HH», MOCBAIIEHHOM 150-1eTuto
obpazoBanus kadenpel Omoxumun Kazanckoro ynmBepcuteta (Kazanp, 2013);
Bceepoccmiickoit  HaydHOW  KOH(MEpPEHIIMM C€  MEXAYHApOJIHBIM  y4acTHEM

«3Jkocuctemsbl o3epa baiikan u Bocrounoit Azun» (Upkytck, 2014).

[Ty6nukammu. [lo maTepuanam guccepramuu omyoaukoBaHo 24 paboThI, B

TOM 4uciie 5 crarei B )kypHaiax u3 cnucka BAK PO.
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I'VTABA 1. OB3OP JIUTEPATYPbI

1.1. MmmyHMTeT pacTeHui

Mukpoopraiu3My TIpU KOHTAKT€ PACTCHHEM HEOOXOAMMO IPEOJIONICTh
(bakTOpbl KOHCTUTYTUBHOW YCTOMUMBOCTH, TaKue, KaK MOIIHBIA BOCKOBBIM CIIOH,
KECTKasl KJIETOYHAsl CTCHKA, a TAaK)KE 3alllUTHBIE COCIUHEHUsS, B YUCIIE KOTOPHIX
KYTUKYJSIDHBIC JIMITHJIBI, aHTUMHUKPOOHBIC (PEPMEHTHI M BTOPUYHBIC METAOOIUTHI
(Bednarek, 2012). Cnenyroimum 3aliMTHBIM 0aphepOM Ha MyTH MATOTCHA SBISCTCS
BPOXKJCHHAS UMMYHHAsl CUCTEMa PACTCHUS, JJIS MPEOTOJICHHUS KOTOPOU MaTOreHY
HeoOxoauMo J1u00 u30ekaTh paclo3HaBaHHWS paCTeHHEM, JUOO TOJaBUTH
AKTHUBAIIMIO 3aIUTHBIX OTBETOB XO3sWHA. JIJIsS pacro3HaBaHUsS MATOTCHOB M UX
MeTa0O0JIMTOB pacTeHUs UCIIOJIB3YIOT KOHCEPBATHUBHBIHI MEXaHU3M,
NPEJICTaBJICHHBIN TaK)Ke W Y JKUBOTHBIX OPTaHM3MOB — MEMOpaHHBIC PEICIITOPHI.
Petienitopbl  1€TEKTUPYIOT CHEHU(PUUECKUE MOJEKYJISPHbIE JUTaHIbl, KOTOpPbIE
KOHCEPBATUBHBI M XapaKTEPHBI JIJIsl TATOT€HOB, HO HECBOMCTBEHHBI U UY>KEPOIHBI
JUIsL pacTeHHsl. DTU MOJIEKYJbl, BIIEpBble oOo03HaueHHble B pabore C. Janeway,
MOJYYHIM Ha3BaHHE MATOTEHHBIX MOJIEKYJISPHBIX maTTepHOB (pathogen-associated
molecular patterns, PAMP) (Janeway, 1989). B neiictBurensHocTd k¢ PAMP
NPUCYIIN BCEM MUKPOOPraHHU3MaM HE3aBHCHUMO OT TOT'O, TATOTEHHbI OHU WJIU HET.
B oroit cBsa3m, mosguee Tepmun PAMP Obi1 3amenen ma MAMP, microbial-
associated molecular patterns (Staal, Dixelius, 2007). Pacrenust Takxke CrioCOOHBI
JETEKTUPOBATh (hparMeHThl, 00pa3yeMble BCIEICTBUE MOBPEKICHUS MUKPOOHBIMH
JUTHYECKUMU (PEPMEHTAMH TaKHX PACTUTEIBHBIX CTPYKTYp, KaK KyTHUKyJla WIIH
KJIETOYHass CTeHKa. Takume crnenuduyeckne NPOAYKTHI OBLIM  Ha3BaHBI
MOJICKYJISIPHBIMH TIATTEpHAMH, CBSI3aHHBIMHU C MOBpexkAcHHEeM (damage-associated
molecular patterns DAMPs) (Lotze et al., 2007). [eTekmus MOJICKYJISPHBIX
narrepioB — MAMP u DAMP — ocyuiecTBisieTcs peuentopaMu, Ha3BaHHBIMU
MaTTepH-PaCIO3HAIOIMIMMH pernentopamu (pattern recognition receptors, PRRs),

KOTOPBIC B PE3YIbTATC aAKTHBAIIUHU CHGI_[I/I(I)I/I‘-IGCKI/IMH JUrabaMm 3allyCKaroT
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WMMYHHBI CUTHQJIMHT. Pe3yiapTaToOM 3TOTO mporiecca SIBISICTCS aKTUBAIUSA psiaa
3aIIATHBIX PEAKIUH, MPUBOMIIMIMX K MPETOTBPANICHUIO DPA3BUTHS WH(OEKITUH.
JlaHHBIA WMMYHHBIM MEXAaHU3M IIOJYYWJI HA3BaHUE NATTEPH-AKTUBUPYEMOTO
ummyHuTeTa (pattern-triggered immunity, PTI) (Jones, Dangl, 2006) u sBisercs
MIEPBBIM YPOBHEM BPOKJIEHHOTO MMMYHHTETa PACTCHUU. BUPYJIECHTHBIC IMITAMMBI
MaTOTEHOB CIIOCOOHBI TOJABIIATH 3AIUTHBIC PEAKIUHU, OIMpEaeseMble MaTTePH-
pacno3HAIONMMU PELENTOPaMH, TPUBOJA B ACHCTBUE paszaudHble 3(DQPEKTOPHI,
(akTOpBI BUPYJIECHTHOCTH JJIs1 BocnpuuMmurBoro xo3siuaa (Vance et al., 2009). [Tpu
neTekiun  3(PGEeKTOpoB B PACTUTEIBHOM OpPraHW3Me AaKTUBHPYETCS BTOPOM
YPOBEHb BPOXKJICHHOIO MMMYHHUTETa, TaK Ha3bIBaeMbIi 3()(PEKTOp-aKTUBUPYEMBIN

ummynuteT (effector-triggered immunity, ETI) (Jones, Dangl, 2006).
1.1.1. IaTTepH-aKTUBUPYEMblii UMMYHHUTET

Mukpobuble mnartepHbl, win MAMP, sBIAIOTCS KOHCEPBATHUBHBIMU
MOJIEKYJISIDHBIMU CTPYKTYpaMH, KOTOpPBIE XapaKTEpHbl MPAKTUYECKH I BCEX
KJIACCOB MHUKPOOPraHM3MOB, HE3aBUCMMO OT HX NaroreHHoctd. He Tombpko
¢uTomaToreHbl, HO ¥ CUMOMOHTHI, U FHAOPUTH UMEIOT TaKHE€ KOHCEPBATHUBHBIC
naTTepHbI, OJarogaps KOTOPHIM NMEPBOHAYATEHO MUKPOOPTaHU3MbI PACIIO3HAIOTCS
KaK «49yXXue», U y pacTeHHUs BKIIOYACTCS HeCTelU(PUYECKUH MMMYHHBIA OTBET
(Jones, Dangl, 2006; Zhang, Zhou, 2010). DkcriepUMEHTAIBHO YCTAHOBJICHO, YTO
BO3/ICHCTBUE YCIOBHO-TIATOTCHHBIX M MATOTCHHBIX JIJIS Y€JIOBEKa YHTEPOOAKTEPHit
HAa pPAaCTeHHE BBI3BIBAET Yy TIOCJIEIHETO AaKTHUBAIMI0 Hecnenu(uaeckoro
ummyHuteTa (OmenmukuHa u ap., 2010; Mapkosa u nap., 2013). Dtu naHHBIC
MOATBEPXKAAIOT TOT (PaKT, YTO MU HETHIMYHBIE JJII PACTEHUH MHUKPOOPTaHU3MBI,
B0o30yauTenn 3a00JICBaHUII YEIIOBEKAa W JKMBOTHBIX, mMeoT MAMP, kotopsie
pacmno3HarTCs pacTteHueM. [l KaXaou rpymnibl MUKPOOPTaHU3MOB XAPAKTEPHBI
ceon MAMP, manpumep, mis 6akrepuit — 310 diaresnuH u GaKTop AIOHTAINH,

TSl TpUOOB — (PparMeHThl XUTHHA, JUIsl BUPYCOB — (aKkTOp BUPYIEHTHOCTH NSP
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(nuclear shuttle protein) (Dow et al., 2000; Nicaise et al., 2009; Sakamoto et al.,
2012; Hayafune et al., 2014).

K peuenropam PRR, cnenuduuecku pacnosznaronium MAMP, otHOcAT
perienrop-mooonbie kuHa3el (receptor-like kinases, RLK) u peuentop-nogo0Hbie
oenku (receptor-like proteins, RLP) (Nicaise et al., 2009). RLK sBusroTcs
TPAaHCMEMOPAHHBIMU PELENTOPaMU, KOTOpbIE JOKAIM3YIOTCA B IUIa3MaTHYECKOU
MeMOpaHe U colepkKaT: JTUraHA-CBA3bIBAIOIINI TOMEH, TpaHCMEMOpaHHBI TOMEH
U BHYTPUKIETOUYHBIA CEPUH/TPEOHUH KHUHA3HBIM JTOMEeH. XapaKTepHOH uepToil
RLK sBisiercss Hamuuue N-TEpMUHAIBHOTO JOMEHA JIEHIIMH-00OTaIlleHHBIX
noBTopoB (LRRS), BOBIeUeHHBIX B BOCHpPUSITHE OaKTEpUATBHBIX U BUPYCHBIX
MAMP (Sakamoto et al., 2012). I'pubusie MAMP Bocnpunumarorcs PRR ¢
mu3uHOBBIM JoMeHoM (LysM) (Miya et al., 2007). TpancmemMOpaHHbIi y4acTOK
NPEJICTABIIEH O-CIUPAIBHBIM YYaCTKOM, KOTOPBIM MPOHU3BIBAET MEMOPAHY TOJIBKO
onuH pa3. [luromnasmartuueckuit aomeH, chopmupoBaHHbI C-TepMUHAIBHBIM
y4aCTKOM, COJIEP)KUT  KHHA3HbI  (parMeHT, B KOTOPOM  MPOUCXOIUT
aBTOQoCcPOopUIUPOBAHHE OCTATKOB CEPUHA W TPEOHHHA TpU O0Opa30BAHHUHU
OMMEPHOTO KOMIUIEKCa B pe3ysbTaTe akKTUBALlMM pEeLenTopa JIMIaHIOM.
Pacturensapie RLK  CTpYKTYpHO pOJICTBEHHBI JKMBOTHBIM PELENTOPHBIM

THPO3WHOBBIM KHHa3aM (receptor-tyrosine kinases, RTKS) (Shiu, Bleecker, 2001).

Penentoper RLP comepxkaT ToabKO BHEKJIETOUHBIN U MEMOpPAHHBIN TOMEHBI.
Tak kak y HHX OTCYTCTBYeT BHYTPHUKIICTOUHBIH JIOMCH AaKTHUBAIlUH, WM
HEOOXOAMMO B3aWMOJCHCTBHE C aJaNTePHBIMH MOJICKYJaMHU JUIS Tepeaadn
curHaia. RLP wamomunHator no crpykrype Toll-momo6usie pernenrropsr (toll-like
receptors, TLR), koTopbie y4acTBYIOT B y3HaBaHnu MAMP B kieTkax *KHUBOTHBIX
(Kopp, Medzhitov, 2003). TLR »HWBOTHBIX C IOMOIIBIO AJANTEPHBIX OCIKOB
aktuBupyror kuHa3el IRAK (interleukin-1 receptor-associated kinases) mmu RIP
(receptor-interacting protein), 4ro NPWBOIUT, B KOHEYHOM CHYETE, K 3aIyCKy
OKCIIPECCHH aHTUMUKPOOHBIX 3amuTHBIX Moiekyn (Kawai, Akira, 2010). DOtu

KMHAa3bl IPUHAJIEKAT K TOMY ke Kiaccy non-RD KuHa3, 4TO U KMHA3bl pACTEHU,
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U OHMU CBsA3aHbI C BPOXICHHBIMU HMMMYHHBIMU PCAKIOUAMHU Y HpeI[CTaBI/ITeJIeI\/'I

obowmx mapcts (Dardick, Ronald, 2006).

Ha pjanHBIE MOMEHT UW3BECTHO OOJIBIIOE KOJWYECTBO MHUKPOOHBIX
MOJIEKYJISIPHBIX TIATTEPHOB W COOTBETCTBYIOIIMX WM PELENTOPOB, HO XOPOIIO
OXapaKTepHU30BaHO JIUIIbL HECKOJIBKO JIMTaHA-pelenTopHbIX map. Mcciemoanue
MaTTEePH-PACIO3HAIOIIUX PEIENITOPOB HAYAJIOCh C OTKPBITUA Oenka Xa2l, KoTophIi
Obu1 oOHapyxken y puca (Oryza sativa L.), ¥ COOTBETCTBYIOIIETO €MY
MOJICKYJISIPHOTO TaTTepHA OakTepuayiibHOro (uTonatoreHa Xanthomonas oryzae
pv. oryzae (X00). Dror peuenTop crenupUYecKH CBs3biBaeT  Ax21,
cynbdaTtupoBaHHbli  17-amMmuHOKMCHOTHBIM  mentuy  N-ydacTtka — Oenka,
cekperupyemoro ngaHHeiM matoreHoMm (Lee et al.,, 2009). UssectHoii mapoi
spisercs perenrop FLS2 (flagellin-sensitive 2), oonapysxenunbiii y Arabidopsis
thaliana (L.) Heynh., tomara (Solanum licopersicum L.) u Ttabaka (Nicotiana
tabacum L.), u B3auMOAEHCTBYIOIINI ¢ HUM 22-X aMHHOKHCIOTHBIN mentua N-
KoHIeBoro ydactka (uaremmna — flg22 (Nicaise et al., 2009). B kadectse erie
onHoU HamOosiee nzyueHHor napsl PRR-MAMP Heo0X01uMO OTMETHTh pelienTop
EFR (EF-Tu receptor) u dakrop sionramuu 0akrepuit EF-Tu. DnuronoM gaHHOro

MOJICKYJIIPHOTO TAaTTepHa SABJIAIOTCA mepBble 18 amuuokucimor N-konma (elfl8)

(Kunze et al., 2004).

CyIIeCTBEHHYIO POJIb B BOCIPHIATHA XHTHHA — KOMIIOHEHTA KJICTOYHOM
CTEHKU TPUOOB — MIPAIOT PEICNITOPHBIC KMHA3BI, COJCPKAIIUC JTU3HHOBBIH MOTHB
(lysin motif receptor kinases, LysM-RKs). [Ipumepom Takux KHHA3, y9aCTBYIOIUX
B BOCTIPUSATHU TPHOHBIX JMTaHAOB, sABIsSIIOTCS perentopsl Arabidopsis CERK1
(chitin elicitor receptor kinase 1) ¢ Tpems BHekiIeTourbiMu LYSM nomenamu (Miya
etal., 2007), LYP4 u LYP6 puca (Liuetal., 2012).

[Tomumo MAMP, curnanom o0 aTake maroreHa Moryt ciyxkutb DAMP —
MOJIEKYJISIPHBIE ATTEPHBI, CBSI3AHHBIE C ITOBPEKJICHUEM CTPYKTYp KieTku. K HuMm
OTHOCSITCSL  OJIUTOTAJIAKTYPOHATBI, OOpa3ylonIuecss B pe3yiabTaTe JEUCTBHS

INEKTOJINTHUYCCKUX (bepMeHTOB (I)I/ITOHaTOFGHOB Ha TEKTHUHBI KJIICTOYHON CTEHKH
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pactenus. Pazpyrnienue MUKpOOHBIMU (PEpMEHTAMH MOJMMEPOB KIECTOUHON CTEHKHU
pacTeHUsl TPOUCXOAUT C OOpa30BaHHEM OJUTOMEPOB C  OMNPENEICHHON
KOHCTaHTHOM crpykTypor (Forrest, Lyon, 1990). Bocnpustue DAMP
OCYIIECTBIISIETCS CEMEMCTBOM PEIENTOPOB, KOTOPHIC SIBISIOTCS MeMOpaHHBIMU
PELENTOPHBIMUA KMHA3aMU U B3aUMOJEUCTBYIOT C KJIETOYHOW CTEHKOW PACTEHUS —
WAK (wall associated kinases) (Anderson et al., 2001). IToka3aHo, 4TO KHHA3bI
3TOr0 CEMEUCTBA OMNPEAEISAIOT LEJIOCTHOCTh OJUTAIIAKTYPOHATOB PACTUTEIBHOMU
KJIETOYHOM CTEHKHM M CHOCOOHBI aKTUBUPOBATh CUTHAJIBHBIC KacKagbl W

TPaHCKpPHUIIIUIO TeHOB ycToitunBoctu (Brutus et al., 2010).

N3BecTHO, YTO CBSI3BIBAHWE PEICNITOpPA C JIMTAHAOM BBI3BIBACT M3MCHCHUE
KOH(pOpPMAIIMK PELENTOPHONW MOJICKYJIBI, YTO CITOCOOCTBYET MOBBIIIECHUIO CPOJICTBA
peLenTopHbIX MOJIeKyI T apyr K Apyry (Schulze et al., 2010). TTockonbKy MOJIEKYJIbI
PEIENTOPHBIX KWHA3 MOTYT JiaTepaibHO JU(GyHIUpPOBATH MO MeMOpaHe, OHHU
JOCTaTOYHO OBICTPO M JIETKO O0pa3yroT JUMEPHBIC KOMILICKCH. B HEKOTOpPHIX
CIy4yastX TMpU AaKTUBAllUM PEIENTOPHBIX KHHA3 O0pa3yroTCs KOMIUIEKCHI C
KOpelenTopoM. 3a cueT COMMKEHHS JIBYX PELENTOPOB aKTUBHUPYIOTCS KUHA3HBIE
LIEHTPBI, U PEIENTOPHBIE MOJIEKYJIbl HAUMHAIOT POCPOpUINpPOBaTh APYT Apyra 1Mo
OocTaTKaM CEpHHAa M TPEOHWHA B O0JACTHM KHUHA3HOTO IieHTpa. B pe3ynbrare
dbochopunupoBarus GopMuUpyeTcs CBA3YIOIas TOBEPXHOCTh — IuIaTdopma,
KOTOpasi CHYKUT JJisi B3aUMOJACHCTBUS CO CICAYIOIIMMU KOMIIOHEHTaMHU
curHanpHOM merm. Tak, mpu B3aumopciictBun flg22:FLS2 kuHa3HBI J0MEH
penenropa FLS2 6pictpo dochopumupyercs npu crumyssiun nentugom flg22 u
dbochopunupoBarneiii FLS2 HesamemmuTensHo aumepusyercs ¢ kuHazoi BAKI
(brassinosteroid intensitive 1 (BRI1)-associated Kinase), a 3aremM 3TOT KOMILIEKC
B3aummMozeicTByeT ¢ kuHazoii BIK1 (botrytis-induced kinase 1) (Schulze et al.,
2010). Heobxomumo oTmeTuTh, uTO KWHa3a BAKI1 yuacTByer B BOCHpHSTHH
CUTHAJIOB U peryisinuu MHOTUX Apyrux PRR u urpaer BaxxHyr0 poiib B PETYIISAIINH
MMMYHHOTO OTBeTa pacteHus. Baxnyro ¢pynakuuio BAK1 moareepxmaer ToT ¢dakr,

YTO 3a4acTyl0 3Ta KHHA3a CIYXKUT MHUIIEHBIO M1 3P(EKTOPOB HEKOTOPHIX



17

naToreHos, HanpuMep AVrPto u AvrPtoB (Shan et al., 2008). I1pu narnOupoBaHum
BAKI1 stumu 3¢ddexropamu mogaBisieTcs NaTTEPH-aKTUBUPYEMbI HUMMYHMTET.
B3anmuoe TpancdochopumupoBanne kuHasHbIx gomeHoB BIK1 um FLS2/BAKI,
KOTOpo€ ocymiecTBigeTrcs B TedeHue 30-60 ¢ mocie BOCHpUATUA CHUTHAIA,
MNPUBOAUT K KOH(DOPMAIIMOHHBIM HW3MEHEHHSIM U, B KOHEYHOM CHYETE,
dbochopunupoBannas BIK1 BeicBOOOXIaeTCS 11 aKTUBAIUU TOCIETYIONIUX

curHajabHbIX KoMmoHeHTOB (Belkhadir et al., 2012).

Y Arabidopsis BeicBoOOkcHHas BIK1 aktuBHpyeT 1aBa CHUHXPOHHBIX
KackaJa aKTHUBAI[MM MUTOTCH-aKTHBUPYEMBIX NMPOTCHHKHHA3, KOTOPBIC COJEpIKAT
MKK4/MKK5-MPK3/ MPK6 1 MEKK1/MKK1/MKK2-MPK4 (Ren et al., 2008).
JlaHHBIC KacKaJabl NPUBOASAT K aKTHBAIMK TPAHCKPUIIMOHHBIX (PAKTOPOB
cemerictea WRKY (Pandey, Somssich, 2009). benku cemeiictea WRKY nmeror
JUIMHY ~ TPUOIU3UTEIbHO 60 aMHHOKHMCIOT W KOHCEPBATUBHBIM  PETHOH
WRKYGQK ¢ yHUKaJIBHBIM JOMEHOM IIMHKOBOT'O Majblla C OCTaTKaMH I[UCTEUHA
u ructuauHa. Hammuwe JIHK-cBsi3pIBaroriero goMeHa MO3BOJISET 3THM TPaHC-
dakropam WRKY's B3aumoeiictBoBath ¢ Cis-amementamu W-06okca (TTGACC/T
MOTHB), TIPUCYTCTBYIOIIETO B MPOMOTOpaX T'eHOB 3alIUTHBIX peakiuii (Navarro et
al., 2004), u akTuBHpoBaTh dKcmpeccuio 3Tu reHoB (Ishihama, Yoshioka, 2012).
TpauckpunironHble (HaKTOPbI, HAXOMAAIIMECS MO KOHTPOJIEM T'€HOB CeMeHCTBa
WrKy, BBISIBJIGHBI y MHOTHUX pacTeHuid. OHM TpUYACTHBI K (POPMHUPOBAHUIO
peaxiii, 00ecmeynBalouX yecToRuuBoCTh K Onotnyeckum (Dong et al., 2003) u
aOMOTHYECKUM CTpeccopaM, B YaCTHOCTH, K JEHCTBHIO HHU3KUX TEMIIepaTyp,

obe3poxuBanuio (Wei et al., 2008; Tamanosa u np., 2009).

Tpancaykuus cUrHajlia MPUBOJMUT K CIEAYIOUIUM COOBITHSM: HU3MEHEHUIO
KOHIIEHTPAIIMN MOHOB KaJIBIIHsI, TPOIYKIIMUA aKTUBHBIX (hopM kuciopoaa (ADK) u
a30Ta, SKCIPECCUU 3alIUTHBIX T'€HOB W MPOAYKIUU AHTUMHUKPOOHBIX MOJEKYI,
Takux Kak ¢uroanekcunbl. PTl Takke BkiIOYaeT OMOCUHTE3 CaUIIMIIOBOM

kuciotel (CK), xxacmonoBoii kucinotel (JKAK) u atunena (Tsuda et al., 2008).
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HeoOxonumo OTMETUTB, 4TO MEXaHU3M NEUCTBUSA IIEPBOIO
Hecneun(UUecKoro ypoBHS BPOKIECHHOI'O MMMYHHUTETa OOBSCHSET pa3BUTUE Y
pacTeHUil OTBETHBIX pEaKUUid Ha MPUCYTCTBUE CUMOMOHTOB U 3HAO(DUTOB,
MOCKOJIBKY 3TUM MHUKPOOpPraHU3MaM TaK)Ke MPUCYIIH MUKPOOHBIE MOJIEKYJISPHBIE

narrepasl MAMP.
1.1.2. ¢ dexTop-akTHBUPYEMbIii HMMMYHHUTET

BTopsiM ypoBHEM 3alIUTHl pacTeHU siBIsieTcs crieuuduueckuit agdexrop-
uaayuupyembli  ummyHuteT (ETI), koTopmiii 00ycioBieH B3auMMOJEHCTBHEM
pelenTopHbIX O0enkoB (MpoaAyKThl R-reHoB pactenus) U 3pHeKTopoB (MPOAYKTHI
AVr-reHOB TIaTOreHa) W COOTBETCTBYET  KJIACCHYECKOM TEOpUU «reH-Ha-TeH
B3auMOJIeiicTBUs». B pesynbrate R/AVI-B3aMMOACHCTBUS MPOUCXOIUT MHIAYKIIUS
peaklud CBEPXUYBCTBUTEIBHOCTH, YTO MPUHIMUIHUAIBLHO OTIUYAET pa3BUTHE
3amuTHBIX peakiuii npu ETI ot peakiuii mpu PTI (Jones, Dangl, 2006; Katagiri,
Tsuda, 2010).

B mpormecce sBonmonMy CrielMaTn3upOBaHHbBIC TTATOTEHBI JUIS TOAaBJICHUS
NaTTePH-aKTHBUPYEMOTO UMMYyHHTETA pacTeHUs-X03s5IMHA proOpeIH
CITOCOOHOCTh CEKpeTUpPOBaTh A(MPEKTOPHI U JIOCTABIATH UX HEMOCPEICTBEHHO B
KJIeTKy. MeXaHu3Mbl TpaHCIOKAIH 3PPEKTOPOB PA3INIHBIX THIIOB MMATOTCHOB B
KJICTKH JYKapHOT MOAPOOHO 00CyxkmaroTcst B psae od3opos (Tseng et al., 2009;
Fraiture,Brunner, 2014; Setti et al., 2014). B nacTosiiee BpeMsi JaHHBIA CIOCO0
TPAHCTIOPTUPOBKH 3P (HEKTOPHBIX OEIKOB HAUOOJIEE U3YUYCH Y TPaAaMOTPHUIIATEITHHBIX
OakTepuii, UCTIONB3YIOMHKX cucTemMy cekpenuu 3-ro tuma (TTSS, type 111 secretion
system) (Lee et al., 2013; Lohou et al., 2013; Tosi et al., 2013). Cuctema cekperuu
3-To THITa — cUCTeMa TpaHCIoKaIu () (GEeKTopoB (Kak MaTOreHOB KUBOTHBIX, TaK
W pacTEeHU) B KJIETKY, NEHCTBYIOMIASA IO MPUHIIUAITY «MOJICKYJISIPHOTO IITPHUIIAY»
(Chatterjee et al.,, 2013; Burkinshaw, Strynadka, 2014). ®wurorurazmsl s
T0CcTaBKH 3 (PEKTOPHBIX OCIIKOB B KIECTKH HUCIIOIB3YIOT SEC-3aBHCUMBIN MEXaHHU3M

tpanciokanuu (Bai et al., 2008; Beckwith, 2013). Urto xacaercs ¢huTONaTOreHHBIX



19

rpuOOB U OOMUIIETOB, TO OHU MCIOJIB3YIOT JIsl BBOAA d(PPEKTOPOB TPAaHCIIOPTHHIC
cuctembl pacturenbHor kietku (Rafigi et al., 2010; Petre, Kamoun, 2014). s
IPaMITOJIOKUTEIBHBIX OaKTEPUATBHBIX BO30ynuTeNeH 3a00JIeBaHWA IKUBOTHBIX
MOoKa3aHo MpUCyTcTBUE A(HPeKTOpoB, HOPMUPYIOUIUX MOPHI B MeMOpaHe KIETKU
xo3suHa (Stuart et al., 2013; Rajamuthiah, Mylonakis, 2014). Taxxke nus
IPaMITOJIOKUTEIBHBIX ~ OaKTepuid  TOKa3aHO MPUCYTCTBHE  CEKPETHPYEMBIX
CEpUHOBBIX MpoTeMHa3, kak Hampumep y C. michiganensis ssp. sepedonicus
(I0agukoBa u nap., 2009). ¥ manHoro matoreHa ObLIO OOHApyXeHO Hannuue 11
rOMOJIOTOB T'eHa cepuHoBoi mporenHasnl (Bentley et al., 2008). Myrauus B rene
chp-7 cumwkana nposiBJCHHE CUMIITOMOB 3a00jIeBaHMs Yy KapTodels 1 moaaBisia
CIOCOOHOCTH MaToOTCHa UHAYIHPOBATH pa3BUTHE peaKIuu
CBEPXYYBCTBUTEIIBHOCTH Yy pacteHuii Tabaka (Gartemann, Eichenlaub, 2001;
Nissinen et al., 2009). ¥ C. michiganensis ssp. michiganensis oOHapyxeno 28
CEPHHOBBIX IIPOTEHWHA3 U MMOKAa3aHO, YTO MYTAHThI, HECYIIIEC MYTAIUIO, HATIPUMED,
rena chpG, He crmocOOHBI BbI3bIBAThH 3a00JICBAHUS TOMATA, & TAKXKE WHIYIIMPOBATH
passutue peakmuu CH y Nicotiana tabacum, Nicotiana benthamiana u Mirabilis
jalapa (Zatuga et al., 2014). D10 MO3BOJSET MPEANOIOKUTH, YTO CEPUHOBBIC
npoTeasbl JErpagupyroT Ju00 NaTTePH-PACMO3HAIOIINE PEUENnTophl, JHU00
AHTUMHUKPOOHBIC COCTMHEHUS, U uTO peryisiius ETl stumu Genkamu qocTUraeTcs
yBenndeHHeM KkoiudectBa uwieHoB cemerictBa (Collmer et al.,, 2009). Takxke
npumMedarensHo, uro C. michiganensis ssp. michiganensis u L. xyli ssp. xyli
KOJUPYIOT TOMaTUHA3y U JIeJbTa-/ecaTypa3y >KUPHBIX KHUCIOT, COOTBETCTBEHHO.
TomaTtrHa3a MOXET NPUBOAUTH K OOpPa30BaHUIO MPOIYKTOB, TMOJAABISIONINX
3alUTHBIC PEaKIUy NP pa3pylicHuH caroHnHa tomaTtraa (Bouarab et al., 2002),
a JenpTa-fecaTypaza JKHPHBIX KHCJIOT MOXET OOpa30BbIBaTh a0OCIHU30BYIO
KHCJIOTY, YTO TakKXe pPEryJHpyeT 3alluTHbIe peakiuu pactenuid (Monteiro-
Vitorello et al., 2004). O6a >Tux Oenka SBISAIOTCS MOTCHIIMATHBIMH HHIYKTOPAMHU
o0pa30BaHWsA TaK Ha3bIBAEMBIX MalbIX 3(PQHEKTOPHBIX MOJIEKYJI — MOJICKYI,

CIIOCOOHBIX PEryJupoBaTh AaKTUBHOCTh TPAHCKPUIIMOHHBIX (HaKTOpPOB, U
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COOTBETCTBEHHO M3MEHATh MHTEHCUBHOCTD 3amuTHoro orsera kierku (Collmer et

al., 2009).

OddexkTopsl  OJHOTO  MATOT€HAa  MHOTOYUCIEHHBI W,  BEPOSITHO,
B3aMMO3aMEHseMbl. MHuUIlIeHbIO ACHUCTBHUS 3(PPEKTOPOB dalle BCETO SBISIOTCS
pacTUTENbHbIC KUHA3bI, YYACTBYIOIIUE B BOCIPHUITHU MOJICKYJISIPHBIX MATTEPHOB
wim nepefade curHana. Tak, y Pseudomonas syringae oOHapy>KeHO HAJIMYUE JIBYX
apdextopoB AvrPto m AvrPtoB, MuIlIeHBIO KaXIOT0O W3 KOTOPBIX SBIISETCS
komruieke FLS2-BAKI, neiictBue kotoporo onucano Beime (Zhang et al., 2007).
OKCHEepUMEHTAJIbHO TOKa3aHO, 4YTO JAelcTBUE d3(PPEKTOPOB MOXKET OBIThH
HAMpaBJICHO HAa PELENTOP-MOJ00HBIC KUHA3bI, COJEPIKAIINUE JIN3UHOBBIH MOTHUB
(LysM-RK). Tak, aBe kuHa3bl pacteHuit Tomata — Bti-9 u SILykl sBusrorcs

MHUILIEHSIMH BUpYJIeHTHOCTH 3 dekropa AvrPtoB (Zeng et al., 2012).

OddexTopbr  (Avr-6enku) pacno3HarTcsa perentopamu  (R-Oenkamn),
KOTOpBIE TPEACTABIAIOT COOOW HYKICOTU-CBSA3BIBAIOIINE BHYTPUKIETOUHBIC
Oenku, comepxaiue JeWnuH-oboramennpie noTopel (NB-LRR, nucleotide-
binding leucine-rich repeat) (Jones, Dangl, 2006). Mx cTpykTypa cXo0a CO
crpykrypoit Nod-momo6ubix perenropoB miekonutaromux (Nod-like receptors,
NLRs) (Lukasik, Takken, 2009), spmmomusiomux (QYHKIHA pPaclo3HABAHUS
MUKPOOHBIX MOJEKYSIpHBIX MaTTepHoB. O0a TUMa perenTopoB, PACTUTEIbHBIN U
KUBOTHBIA, TIPEICTABICHB BHYTPUKICTOYHBIMU O€JIKaMH, COAEpKaIIUMU
LHEHTPaJIbHBI HYKJICOTHI-CBI3bIBAIOIINN JOMEH, BOBJICYCHHBIM B aKTUBALMIO W
MynbTUMepH3anuio, a Takke LRR momen (Eitas, Dangl, 2010). I'pynmo#i yueHbIX
Bo mmaBe ¢ Y. Kadota (2010) Geuto mokaszano, 4to R-Oemky MIIEKOITUTAIONIMX
NLRs u pacrennii NB-LRRS He TOapKO MMEIOT CTPYKTYpPHYIO CXOXKECTh, HO H
BBITIONHAIOT aHanoruunble (yHkmuu. Kpome TOro, OBUIO YCTaHOBIEHO, YTO
CTaOMJIBHOCTh JAHHBIX PEIENTOPOB, KaK y pPAcCTeHWH, TaKk M y KUBOTHBIX
pPEryIMpyeTCs IIANCPOHHBIM KoMIuiekcoM, coaepxkamum Hsp90 (heat shock
protein 90) u SGT1 (suppressor of G-two allele of Skpl) (Kadota et al., 2010). Kak

NB-LRR y pacrenui, tak mu NLR y >KHUBOTHBIX KiIacCUQUIHMPYIOTCS B
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COOTBETCTBHH C apXUTeKTypoil N-koHueBoro momena. OmucaHbl J1Ba TIaBHBIX
kjacca uuroruiazmatudyeckux peunentopoB NB-LRR: CC-NB-LRR coapepxkut
cynep-cnupanuzoBanHbli MoTUB (coiled-coil, CC), a TIR-NB-LRR necer N-
KOHIICBYIO roMosioruio ¢ BHyTpukietrounsiM TIR-momenom TLR (Eitas, Dangl,
2010). I'omonorus nomena TIR y OenKOB-peleNTOPOB PACTCHHI KOMIIOHEHTaM
curHanpHbIx TyTed Toll y Drosophila u IL-1R (penentop wuHTepneiikuHa-1) y
MJICKOITUTAIONINX ~ TO3BOJIIET TPEAIoJiaraTb yYHHUBEPCATHHOCTH  HEKOTOPBIX
MEXaHM3MOB M TyTeH TMepeJayd HWMMYHHBIX CHUTHAJOB JUJIsl BCEX JKUBBIX
OpPraHM3MOB. DTO €Ille OJWH U3 psfa JIO0KazaTeldbHBIX (PAKTOB CYIIECTBOBAHUS
TOMOJIOTHYHBIX CTPYKTYpP ¥ MEXaHU3MOB y KHBOTHBIX U PACTCHHI, TOBOPSIIUX O
KOHCEpBATUBHOCTH ¥ 3HAYMMOCTH JTHX TMPOIECCOB B HMMMYHHUTETE BCEX

opranu3zmoB (Katagiri, Tsuda, 2010).

Y  pacreHmii  y3HaBaHue  AI(PEKTOPOB  MOXKET  OCYIIECTBISATHCS
HEMOCPEJACTBEHHBIM  €ro  cBa3biBaHueM ¢  peuentopom NB-LRR  wim
OIOCPEIOBaHHO, uepe3 Oelok-anantep. Takoe HEenmpsiMoe y3HAaBaHHE OOBSICHIET
«ctopoxkeBass» rurnore3a (Guard hypothesis), B cooTBeTCTBUM ¢ KOTOpOH
peuenitopel NB-LRR accomuupoBanbl ¢ Oenkamu-agantepaMu, SIBISIOIIUMUCS
MUIIEHSIMU 1151 MUKpOOHBIX 3¢ dexTopoB. Bzaumoneiicteue 3¢ dexropa ¢ 6eIKom-
azganTepoM MOAUUIIUPYET MOCIEIHUN, B pe3ybTaTe OH pacro3HaeTcs R-0emkom,
4YTO B CBOIO OYEpeab MPHUBOAUT K aKTUBAUWHU 3amuTHBIX peakiuii ETI (Dangl,
Jones, 2001). ¥V Arabidopsis Obiia u3yudeHa cuctema aktuBaiuu ETI, xoTopas
MOATBEpIMIA CTOPOXKEBYIO TumnoTe3y. Db dexropbr AvrRpt2, AviRpml u AvrB,
MPOAYKTHI COOTBETCTBYIOMUX AVI-reHOB Oakrepmii P. Syringae pv. tomato u P.
syringae pv. maculicola, momudunupyror Oemok-mumenb RIN4 (RPM1-
interacting protein 4) Arabidopsis. AviRpml u AvrB momudumupyror RIN4
nyteM ¢ochopunupoBanusi, a AvrRpt2 mnocpeacTtBoM ero mpoTeosiu3a.
Kondopmarus 6enka RIN4 nposepsiercst Oenkamu-penentopamu RPS2 (resistance
to Pseudomonas syringae 2) u RPMI1 (resistance to Pseudomonas syringae pv.

maculicola 1) — mnpoaykramm cooTBeTCTBYIONMX R-reHoB. Takum o00pazowm,
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dbochopunpoBaHue U MPOTEOIU3 OCIKOB-aIANTOPOB OMPEACIISIET y3HABAaHUE UX
peuentopaMm M akTUBUpPYET, cooTBeTcTBeHHO, RPM1- u RPS2-3aBucumpbiii

ummynutet ETI (Wilton et al., 2010).

B pamkax «CcTOpOX€BOW» THMIIOTE3bI BO3MOXKEH M JPYrOM CLEHApui, Tak
HasbIBacMas «oOMaHHas moenb» (Decoy model) — Oenok-nocpenHuk sBiseTcs He
MUIICHBIO d(p@dexTopa maToreHa, a Wb €ro CTPYKTYPHBIM aHaJOTOM,
KOHKYPHPYIOILIUM 3a cBsi3biBaHMe ¢ 3 dexTopom (van der Hoorn, Kamoun, 2008).
Ota cuTyanus wunocTpupyercsi OeiakoM Prf, BHYTPUKIETOYHBIM pPELENTOPOM
pactenuii Tomara tuna NB-LRR, koropslii oOpa3zyer kommiekc ¢ OenkoM-
NOCPETHUKOM KuHa30oi Pto. PO kuHaza wuMeeT CTPYKTYPHYIO aHAJIOTHIO C

kuHaszHbiMu AoMmeHamu FLS2 u CERKI, kotopsie siBasitorcst MmutensiMu AvrPto u

AvrPtoB (Gutierrez et al., 2010).

Kpome Toro, CyIecTByer eiie oJiHa MOJIENb B3auMOeUCTBHS 3B heKTopa co
crierpUIeCKUMH perienTopamu, aktuBupyrommmu ETI — «Mojens npumaHkm»
(Bait-and-switch model). NB-LRR moryT cBsi3biBaTh 3(pHEKTOpHI TOIBKO MOCIE
TOr0, Kak OHHM 00pa3ylT KOMIUIEKC C OENKOM-TTOCPETHUKOM. [IpH 3TOM MOKET
pe3Ko BO3pacTaTh CPOJICTBO KOMILIEKCA  PaCTUTEIbHBIH Oeok-

nocpennuk/adpdexrop k R-6enky (Collier, Moffett, 2009).

MexaHu3Mbl JajJbHEUIIECH MEpEeNavyd CUTHAala, BOCIPUHSTHIE PELENTOPaMH
NB-LRR, 10 koHma He uW3y4eHbl, HO TNpejJjaraercs CJIeAyIlas MOJIEIb
TpaHCAYKIMU curHana. AxktuBupoBaHHble penientopsl NB-LRR nepememarorcs B
SAIPO U HEMOCPEJICTBEHHO B3aMMOJIEHCTBYIOT C (haKTOpamMu TPAHCKPUIIIIMH IS
3aImycKa J3KCIPECCUH 3alUTHBIX T€HOB. Y CTAHOBJICHO, YTO PEIENTOPHBIC OEIKH
NB-LRR Tuna, takme, kak N-Oemok tabaka, 6enmok MLA10 sumens (Hordeum
vulgare L.) u 6enok RPS4 A. thaliana, cuaTe3npyroTcs B IIUTOIUIa3Me KJICTKH, HO
JUTsl UX (PYHKIIMOHUPOBAHUS M aKTUBALIMU 3aIUTHBIX T€HOB pacTeHUs HE0OXoanuma

ux akkymyismus B sape (Wirthmueller et al., 2007; Bai et al., 2012).

Crnenyromue 3a aktuBanuenr perientopoB NB-LRR peakmum sddexrop-

AKTUBHUPYCMOTO HMMYHHUTCTA 9aCTH4YHO COBIIAAKOT C PCaKIUuAMU
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Hecneun(Uueckoro UMMYHHMTETa, BKJIOYas akTUBauuio nocieayroomero MAPK
Kackaga M aktuBauuioo (QakrtopoB TpaHckpunuuu WRKY. [lanpHeimue
MOJIEKYJISIpHBIE COOBITHS, TAKHE, KaK MU3MEHEHUE MOHHBIX MOTOKOB, HAKOIUICHUE
AO®K, okcuaa azora, akTUBalus TpaHcKpunuuu psaa PR-reHoB st 6uocunresa
CAJIMIIMIIOBOM MJIM ’KaCMOHOBOHM KHUCJOT, a TaKK€ STUJIEHA, MPUBOAAT K 3aIyCKy
pEaKIMU CBEPXYYBCTBUTEILHOCTH U PA3BUTHIO CUCTEMHOU ycroitunBoctu (Mur et
al., 2008). Heo0xogumMo OTMETUTh, YTO HHTECHCHUBHOCTH aHAJIOTHYHBIX
MOJIeKYJIsipHBIX coObITuM mpu PTlI u ETI| 3nauutensHo pasnuyatorcs. /[ns
3d(pexTop-aKTUBUPYEMOTO0 HMMMYHHMTETa XapaKTepHbI KOJIMYECTBEHHO Oolee
MHTEHCUBHBIE 3alIUTHBIE PEAKI[UH, YTO, 10 MHEHHIO HEKOTOPBIX MCCIIEI0BaTENEH,
CBUJIETENIBCTBYET O TOM, YTO KOJIMYECTBEHHBIE pa3nyus 0oJjiee CyIIECTBEHHBI IS

HWHAYKIOUU PCAKIMNU CBCPXUYBCTBUTCIBHOCTH, YCM KAUCCTBCHHBLIC (JO”ES, Dangl,

2006).

1.2. «3ur3ar mojaejib» BPO:KI€HHOI HMMYHHOMN CHCTEMbI pacTeHU

«3ur3ar mozeby, npeaioxernas J. Jones u J. Dangl 8 2006 roay, orpakaet
MOCTOSIHHBIN TPOIECC COBEPIICHCTBOBAHUSA CTPATeTUH HamaJeHHUs MaToreHa H
MEXaHU3MOB HMMMYHHOTO OTBETa pAaCTeHHUS KaK pe3ylbTaT SBOJIIOLUOHHON
aJanTaiid B XOJ€ PAaCTUTCIbHO-MHKPOOHBIX B3aumooTHomieHuii (Puc. 1.1.).
Mopens OblUla mpeIoXKeHa JUIsl WUTIOCTPALMU SBOJIONMK B3aUMOOTHOIIEHUHN B
¢uromarocucreme P. syringae — pactenne Tomara. Bocnpustiue GakTepHUaabHOTO
MOJISKYJISIpHOTO TlaTTepHa (B gaHHOM ciydae, flg22) ocymectBiisiercss maTTepH-
pacrnio3HaronuM perentopoM (FLS2), ato compoBoxaaeTcs ero B3auMoIeiCTBUEM
c kumHa3zoii BAKI, u mnpuBOAMT K pPa3BUTHIO HECTEHU(PUIECKOTO TMATTEPH-
aktuBupyemoro ummyHnurera (PTl). B xone coBMecTHO 3BOJIOIMU (DUTOMATOTEH
MPUOOPETAET CIIOCOOHOCTh CEKPETHUPOBATH B PACTUTEIBHYIO KIETKY 3 (HEKTOpHBIE
MoJiekyIbl (B ciydae P. syringae sto — AvrPtoB). Baxknas poib B 3TOM Iporiecce
npuHaamexuT cucteme cekperuu I, kotopas oOecrmeumBaeT JOCTaBKY

3 PEeKTOpOB HEMOCPEACTBEHHO B IUTOIJIA3My, MHUHYS KIETOYHYIO CTE€HKY U
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miazMaieMMy. MOXHO MNpEeanoyoKUTh, 4YTO TOSBICHHE Yy MaTOr€HOB TaKOM
CUCTEMBI  OOYCIIOBJIEHO HEOOXOAMMOCTBIO  TPAaHCHOPTUPOBKU  3(PPEeKTOpoB
HEMOCPEICTBEHHO B  KJIETKY [UIsl [OAAaBI€HUS  MaTTEPH-aKTUBUPYEMOTO
MMMYHHTETA.

Kak yxe ynomuHanoch Bbille, MuiieHbio s¢dexropa AvrPtoB sBisercs
komiieke FLS2-BAK1, cBs3biBaHME C KOTOPHIM HNPUBOAUT K IOJABICHUIO
naTTepH-aKTUBUPYEMOI0 MMMYHHUTETA U CIIOCOOCTBYET pa3BUTHIO 3a0o0iieBanus. B
XOJIe JajdbHEHIIel COBMECTHON SBOJIOLMM HEOOXOIMMOCTh BBDKUTH IpHUBENa K
HOSIBJICHUIO Y pacTeHU cucTeMbl aetekuuu 3¢ dextopos. [losBreHue y pactenuit
R-reHoB, MpOAYyKTbl KOTOPBIX CIOCOOHBI pacro3Hath 3(QPEeKTop W aKTUBHUPOBATH
3allUTHBIE PeaKlMy, TPUBOJUT K MOSBICHUIO BTOPOTO — CHEIU(PUIECKOTO YPOBHS
UMMYHHUTETA. Y CTOMYMBBIE pacTeHUs TOMara, obJjajarolue IpoaykKToM R-reHoB
(kmHazoir  Prf), pacmosnator OakTepuanbHbIii  3PGEKTOp ¢ MOMOIIBIO
IPOMEXYTOYHOTO YYaCTHUKA KMHA3bl FEN U MHAYIUPYIOT YCUIICHHYIO 3aIUTY, T.€.
s ekrop-aktuBupyembrii ummyHuter (ETI). B mporuBomeiictBue stomy, P.
syringae mpuobOpertaeT HOBbIe GyHKIMH a1 AVIPtoB, 3a cuer npuobperenus E3
JIUTAa3HOTO JIOMEHA, KOTOPBIM MeTUT Fen mis nerpananuu, 4To CHOBA MPUBOJIUT K
pa3BuTHIO 3a00sieBaHUs. B CBOIO ouepenb, pacTeHHs TOMaTa Pa3BUBAIOT HOBBIN
IPOMEXYTOUYHBIM Oejok — KuHa3zy Pto, koropas ycroiiumBa K Jerpajaiuu |

3anyckaetr ETI, Bkitouaromumii CH-peakuto (Puc.1.1.).

MTI ETI ETI

A }
= Y o
:E_' AvrPtoB A AvrPtoB
2 N-ter
Ft
E.
= [FLS2 N
<< flo22 = \ Bonesne

>

DOBOIONIIA PACTITEIBEHO-MIIKPOOHBIX
B3aIIMOOTHOIIEHIIIT

Pucynox 1.1. «3urzar mozenb», npeioxkenHas J. Jones, J. Dangl 8 2006r, momudukarms
pucynka (Jones, Dangl, 2006).
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Takum 00pa3om, COBMECTHas JJIMTEIbHAs 3BOJIOLMS PACTEHUsS M MaTOreHa
MpHUBEJIa K TOMY, YTO KaK CO CTOPOHBI PacTeHHUs, TaK U CO CTOPOHBI MAaTOreHa
MOSIBUWINCH PA3IMYHbIE albTepHATUBHbIE MyTH B3aumojeicTBua. Kak yxe
YIIOMHUHAJIOCh BBIIIE, OakTepusiM MpUCYIIM Oosbline Habopbl 3(P(HEKTOPOB,
pacTeHus ke MMEIOT «3alacHble MyTHU» KaK Ha YPOBHE JETEKUUH (Clydail KWHa3

Fen u Pto), Tak u Ha ypoBHe nepeauu cUrHaa.

1.3. Peakumsi cBepX4yBCTBHUTEJIbHOCTH

[Ipy HecOBMECTMMOM THUIE€ B3aMMOOTHOIIEHUA MEXAY IMAaTOTEHOM U
PaCTEeHUEM-XO3sIMHOM TMpU Pa3BUTHU 3()HEKTOp-aKTUBUPYEMOT'O UMMYHUTETA B
OOJBIIMHCTBE CIIy4aeB MPOUCXOIAUT PA3BUTHE PEAKIIMH CBEPXUYBCTBUTEIHHOCTH
(CY), dopmbl mporpaMMHUpPYeMOI KIETOYHOM CMEpTH, JOKAIU30BAaHHOW B MecTe
uHuupoBanus. beicTpas rubenbp KIETOK B MecTe  HMHGUIMPOBAHUS
CONPOBOXKIAETCSI MHTEHCHBHBIM HAKOIUIEHMEM TOKCUYHBIX i1 TNaTOreHa
COEIMHEHUN (aKTUBHBIX (DOPM KHCIIOpOJa, (PUTOAIIIEKCUHOB U JIP.), YTO IPUBOJIUT
Kk rubenun maroreHa. Kpome Toro, THOHyIIME KIETKA HUHIYIUPYIOT
paclpoCTpaHEHUE CHUTHAJIa B COCEIHHUE KIIETKH, 3alyCKalolUe€ MEXaHU3MBI
CTapeHHus, 4YTO, B KOHEYHOM CYETe, MPUBOJUT K OOPa30BAaHUIO CIIOSI MEPUACPMBI,
OTrpaHUYMBAIOLIETO JaJbHEWIIEe PacCIPOCTPAHEHUE MATOreHa Mo pacTeHuto. Eie
OJTHOM Ba)XHOUM (YHKIHMEH peaKIMy CBEPXUYBCTBUTEIBLHOCTH SIBIISETCA WHIYKIIMS
CUCTEMHOM YCTOMYMBOCTH BCETO PACTEHHUS K MOCIEAYIONIEMY HH(YHUIIUPOBAHUIO.
JlocTuraercss 3TO 3a CYET WM3MEHEHMS DJKCIPECCUM T'E€HOB, 4YTO NPUBOJIUAT K

CeHCI/I6I/IHI/ISaHI/II/I 3allIUTHBIX CHUJI pACTUTCIBHOI'O OpraHru3ma.

Bnepseie mopdomoruss CU Obuta omucana B 1902 T nmms maTtocMcTeMbl
nrennna-Puccinia  glumarum (Ward, 1902), cam ke  TEpMUH
«CBEPXYYBCTBUTEIBHOCTH» OBbUT MpeayiokeH B 1915 T mist onmucaHust KIETOYHOM
CMEpTH, MHIYLIUPYEMOIl MATOr€HOM, KOTOpas KOPPEIUPYET C YCTOMUHMBOCTBHIO K
3a00JIeBaHUIO IMIIEHUIIBI, BhI3bIBaeMoMy Puccinia graminis (Stakman, 1915). CY

ABJACTCA OOAHHUM M3 THIIOB KJIETOYHOM CMCPTH, U 06J1az[aeT KaK YHHKaJIbHbIMH
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XapaKTepUCTUKaMH, TaK U MOP(OJOTHUYECKUMHU U MOJEKYISIPHBIMH MapKepami,

OoOLIMMU C APYTUMH TUIIAMU [IPOTPaMMUPYEMOM KIIETOUHOM THOENH.
1.3.1. Tunsl KJI€TOYHOI cMepPTH

[Ipumepbl  mporpaMMHpyeMoOil  KJIETOYHOW CMEpPTH OOHapyKEHbl Y
MpeACTaBUTENIC pa3HbIX 1ApCTB JKUBOM NpUpOABI: OakTepuil, BOAOPOCIEH,
pacTeHuil, OeClO3BOHOYHBIX M IMO3BOHOYHBIX >KMBOTHBIX, BKJIIOYAs YeEJIOBEKa
(Hengartner, 2000; Rice, Bayles, 2003). ®yHkiuu JaHHOTO Ipolecca O4YEHb
pa3HooOpa3Hbl — OT KOHTPOJS E€CTECTBEHHOIO pa3BUTHUS J0 OOprOBI C
MHQEKIMOHHBIMU areHTaMu. Takoe pa3HooOpa3ue BBIMOJHIEMBIX MPOrpaMm
oOecreynBaeTcsi MPUCYTCTBUEM B MHUPE KUBOTO Pa3HBIX TUIIOB IPOrPAMMHUPYEMOI
KJIETOYHOU cMePTH. TOTUKOM K M3YYEHHIO NMPOrPAMM CMEPTH KJIETOK MOCITYKHUIIO

OTKpBITUS (DEHOMEHA anonTo3a.

Tepmun amonro3 Obu1 BBenaen JF. Kerr ¢ komeramu i ONUCaHUS
OOHapy>KEHHbIX HMH CHEHUPUIECKUX MOP(HOIOTHIECKUX AaCIEKTOB CMEpPTH
KUBOTHBIX KJIETOK. BBUIO MOKa3aHO, YTO amonTo3 COMPOBOXKIAETCS OKPYIIICHHEM
KJIETKW, BTATMBAHHEM TIICEBIONOJUMN, YMEHBIICHHEM KJIETOYHOTO o0beMa
(MMKHO3), KOHJCHCAIMeW XpoMaTHHA, SASepHOM (parMeHTanue (KapruopeKcuc),
«Iy3bIpEHUEM» IIa3MAaTHYeCKOM MeMOpaHbl (HO C COXPAaHEHHEM IIEIOCTHOCTHU 10
nocieaHel craauu mporecca). CMopIIMBaHUE TIA3MaTHYECKOH MEMOPaHbI MOXKET
NPUBECTH K yYMaKOBBIBAHUIO ITUTOIUIA3Mbl U XpOMATHHA B aroONTOTHYECKHE Tea,
KoTopble ToromiaroTcst (arommramu (Kerr et al., 1972). OtnuuurenbHBIMH
MapKepaMu arornTo3a J0 HEJAaBHETO BPEMEHH CUUTATUCh TaKue OMOXMMUYECKUE
OCOOEHHOCTH, KaK TWPOILECCUHT Clenu(pUIecCKUX HyKJea3, TMPUBOIAIINN K
onuronykieocoMuon aerpananuu JIHK, n aktuBarus cnenugudeckux GepMeHTOB
— kacma3. Ho ucciemnoBanust mocieHUX JIET TOKa3ajid, YTO OTOT THIM KIETOYHOUN
CMEPTH MOXET OCYIIECTBISIThCS 0e3 ommuronykineocomuoit JTHK dparmentamnmm.
AHANOTHYHBIM 00pa30M, MPUCYTCTBUE MPOTCOIMTHUECKH AKTUBHBIX Kacrasz WM

MPOJYKTOB PaCLICIJICHUS UX CyOCTPATOB HE SIBJISETCS] CTOMPOIEHTHBIM MapKepoM
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mporecca amonTo3a. TakuMm o00pa3oM, OSTH MPOLECCHl HE OO0S3aTCIbHBI IS

BBINOJTHCHHS TPOrpaMMBbI Kiietounoi cmeptu (Kroemer, Martin, 2005).

Heo6x0auMo OTMETUTh, UTO TEPMHUH aIlONTO3 CKPBIBAET OOJIBIIYIO CTEICHb
OMOXMMHUYECKOTO M (PYHKIHOHAIBHOrO pasHooOpasus. CylecTByeT HECKOJIbKO
OTJICJIbHBIX TOJITUIIOB aloITo3a, KOTOPhIE, HECMOTpsI Ha MOP(OIOTUYECKOE
CXOJICTBO, MOTYT 3alyCKaThCA Pa3IUYHBIMU OUOXUMUYECKUMHU MapUIpyTamMu
(Hanmpumep, yepe3 BHYTPEHHUI WM BHEIIHUH MYTH, C yYacTHEM WIH 0€3 y4acTus

muToxoHApuii u ap.) (Kroemer et al., 2009).

Kpome amomnrosa, cymecTByoT apyrue (Gpopmbl CMEPTU KIETOK, KaKIas C
OTIIMYHON MOpdosorueil. AoNTo3 4acTo MPOTUBOIMOCTABIAIOT HeKPo3y. Hekpos
MOP(OJIOTHYECKA XapaKTEPU3yeTCs yBEJIWYEHHEM oO0beMa KIEeTKH (OHKO3),
HaOyXaHHEM OpraHesul, pa3pylIeHUEeM IUIa3MaTUYeCKO MeMOpaHbl U BBIXOJOM
BHYTPHUKJIIETOYHOTO COAepkUMOro. Jloaroe Bpemsi HEKpo3 ObLJIO MPUHSITO CUUTATH
IPOCTO  CIy4allHOM HEKOHTpOoJIupyemMor (opMoOH KIETOYHOHW CMEpTH, HO
UCCJIEOBAaHUs TIOCIEIHUX JIET COJEpXkaT J0Ka3aTelIbCTBA TOr0, YTO MPOILECC
HEKPOTUYECKOW KJIETOYHOW CMEPTH MOXKET PEryJMpoBaThCS PSAAOM CHUTHAJIBHBIX
nyTed W KartaboIM4YecKuX MexaHu3MoB. Hampumep, ObUIO MMOKa3aHO, 4YTO
aktuBaius rpymnsl death domain perentopos (TNFR1, Fas/CD95 u TRAIL-R), a
takke Toll-momo6ueix perneniropoB (TLR3 u TLR4) BeI3bIBaeT HEKPO3, 0OCOOCHHO
B mpucyTrcTBunM umHruburopa kacma3d. TNFRI1-, Fas/CD95-, TRAILR- u TLR3-
UHIyIIUpYyeMas KJIeTOYHas CMEPTh, O-BUAUMOMY, 3aBUCUT OT 0O0pa3oBanus RIP1—
RIP3 (receptor interacting protein 1, 3) kuna3unoro komiuiekca (Cho et al., 2009).
Jlist 0003HaueHus1 peryaupyeMoro HeKpo3a ObLI MPEeasioKeH TePMHUH HEKPONTO3
(Christofferson, Yuan, 2010). Ha OMOXMMHYECKOM YpOBHE HEKPOITO3 MOXHO
ONpPEAECINTh KaK THUI KIETOYHOW CMEPTU, KOTOPBIM MOXHO IIPEIOTBPATUTH
uarnbupoBanueM RIP1. Jlokazano, 4To BO BpeMs amonTo3a aKTUBHAs Kacarasa-8
Moxer pacmemaTe RIP1 m RIP3 m yHHuTOXaTh MX KHHA3HYK AKTUBHOCTb,
MpeIoTBpamas TeM CcaMbIM MHUALNMAOWK  Hekponro3a. Korma anonTo3

3a0JIOKMPOBAH, HEKPOINTO3 CTAHOBUTHCS JIOMHUHHpYIOIMIEH (popMol KieTOUHOMH
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cmeptu (Vandenabeele et al., 2010). M3BecTHO, YTO HEKPONTO3 COMPOBOXKIACTCS
YCHJICHUEM TPOHUIIAEMOCTH MHUTOXOHIAPUAILHOW W JIU30COMAJIbHOW MEMOpaHbl,
SJICPHBIMU  M3MCHCHHMSMHM, Jerpajanuedl JIMNUAOB (BCJICICTBHE aKTHBAIMH
dbocdhonunas, TUNOOKCUTEHA3 U CHUHTOMUEIINHA3), YBEINUYCHUEM KOHIICHTPAIIMU
IIUTO30JIbHOTO KaJIBIUs, YTO MPUBOIUT K MEPErpy3ke MUTOXOHIPHI U aKTHBAILIUU
HEKaCIMa3HbIX MpoTea3 (KaJbllanH M KaTerncwH). HekpomTo3 HWHIyHHUpyeTcs B
’KMBOTHOM KJIETKE MPH MHOUIIMPOBAHKWH, HAIPUMEp, ObLIO MOKA3aHO, YTO JaHHAsS
nporpaMma  peajgu3yercs B KJIeTKaX, HHQUIMPOBAHHBIX  OMNPEICICHHBIMU
BUPYCaMH, KOTOpbIC OJIOKHPYIOT allomnTO3 B KJICTKAaX XO3sMHAa B KauyeCTBE
ctpaterun kononusanuu (Challa, Chan, 2010). HekpomnroTnueckue KICTKH
CCKPETUPYIOT OOJIBLION HA0Op MPO-BOCHAJIMTEIBHBIX MOJEKYJI, KOTOPBIC
nepealoT CUTHAl APYTruM KJIeTKaM JUIsl aKTHBAallMKd CUCTeMHOM 3amuTsl (Zitvogel
et al., 2010). CnemoBareiabHO, HEKPONTO3 MOXET COCTABIATH HE TOJIBKO
AyOIMPYIOIINI MEXaHW3M YHHUYTOKEHHsS BHPYCa, KOTJa aronTo3 3aHHrHOMpOBaH,
HO TaKXe M CIOCO0 aKTHBAIMM UMMYHHOUW CHUCTEMBI, IPUBOSIINA K CHCTEMHOMY
OTBETY, YTO HANOMHUHAeT (YHKIUU CBEPXUYYBCTBUTEIBHON KIETOYHOH CMEpTH

PAaCTUTCIIbHBIX KJICTOK ITPH I/IH(bI/IIII/IPOBaHI/II/I (1)I/ITOI'[aTOI‘€HOM.

KrneTounast cMepTh Takke MOXKET ObITh KOHEYHBIM PE3yJbTaTOM IpoIiecca
ayrodarum, KOTOPBI OCYIIECTBISACTCS IyTeM JeTpajallud  KICTOYHOTO
COJIEP)KMMOT0 B paMKax Tak Ha3biBaeMbIX ayTtodarocom. Thompson u Viestra
NPE/UTOKIIN  BBIICTSTh JBa THIA ayTo(ardndecKux IMPOIEeCcCOB, Ha3BAaHHBIX
mukpodaruss u makpodarus (Thompson, Vierstra, 2005). Ilpu Mmukpodaruu
[IUTOITa3MaTHYECKass 9acTh, TOTJIONIASICh, B3aHMMOACHCTBYET C BaKyOJblO, B TO
BpeMs Kak TpU MakpoQaruy MUTOIUIA3Ma HHKAICYIUPYETCS B JIBYMEMOpaHHBIC
ayTo(arocoMbl, KOTOphIe 3aTeM cimBaroTcs ¢ juzocomamu (Yoshimori, 2004).
CnustHre ayTodarocoM C JU30COMaMHU 00pa3yeT ayTOJIM30COMBI, B KOTOPBHIX Kak
BHYTpEHHSsT ayrodarocoMHas MeMOpaHa, TaK W BHYTPCHHE COJCPKHMOC
paspylraercs KUCJIBIMH JIM30COMHBIMH THJApOJia3aMH. B Xolle TeHeTHYeCKOro

CKPHHHMHTA JPOXKEH ObUIO MICHTH(UIIMPOBAHO HECKOJIbKO TeHoB AuTophaGy
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(ATG), xoTopbie HEOOXOMUMBI JUIsl MPABHIBHON ayToparndeckod aKTHBHOCTH
(Levine, Klionsky, 2004). D3Otu pe3yabTaThl O00ECICYWIA BO3MOXHOCTH
JalbHEHIIero ucciaenoBanus (GyHKIUH ayodarud ¢ MOMOINBI0 TEHETHYECKHX
MeTonoB. Tak, co3laHMe MYTAaHTHBIX OPTaHW3MOB C BBIKIIFOYCHHBIMH T'€HAMU
ayroarui TMPUBEIO K TMOJYyYCHHIO OYCHb HMHTEPECHBIX pE3YJIbTaTOB —
BBIK/IFOYCHHE T'€HOB HE TOAABISUIO  KIETOYHYIO CMEpTh, a Hao0opoT,
CIOCOOCTBOBAJIO PA3BUTHIO ATOrO Tpoiecca ¢ 0ojiee BHICOKUMH TEMIIAMHU, YTO
MOJYEPKUBACT 3HAUCHHE Mpollecca ayroparud MMEHHO KaK TYTH BBDKHUBaHUS
kietku (Galluzzi et al.,, 2008). CymecTByroT pabOThl, pe3yabTaThl KOTOPBIX
YKa3bIBAIOT Ha POJb mpolecca ayrodaruu B peakiun CY y pacrenmii. Knetkw,
YMUpAWOIIUMEe MyTeM ayTrodaruu, NpepblBalOT Mepenady CHUrHajla CMEpTH,
UCXOJISIIEro U3 MecTa MHOUIIMPOBAHUS, TEM CaMbIM O0ECIIEUMBas JIOKATU3AIHIO

ouara ungekuuu (Patel et al., 2006).

HenaBHO OBLI OTKPBIT €IE OJUH THII MIPOTPAMMHUPYEMON THOETH KJICTOK —
ru0esib UHQHUIMPOBAHHBIX KJIETOK JKHBOTHBIX — NMHUPONTO3 («CMEPTh B OTHE»)
(Brennan, Cookson, 2000). BmepBbie muponTo3 ObLI HWACHTH(OUIMPOBAH Kak
ocobasi cMepTh MakpodaroB, KoTopas ObUIa BbI3BaHA HWH(PHUIMPOBAHUEM
Salmonella typhimurium (Monack et al., 2001). BrocieactBuu ObLIO MMOKa3aHO,
uyro u Apyrue 6akrepuanbusie (Listeria monocytogenes, Pseudomonas aeruginosa,
Burkholderia pseudomallei u ap.) u BupycHbIC HMH(EKIHOHHBIC ar¢HTHI MOTYT
HHIYIIUPOBATh Pa3BHTHE MUPONTO3a demoBeueckux mouormToB THP-1 (Allen et
al.,, 2009). B mprecce mmponTo3a KICTKH COOOIIAIOT O CBOEH THOETH BCEeMY
OpraHu3My, BBICBOOOXKIAas XHUMHYCCKHE CHUTHAJbBI, BBI3BIBAIOIIME PAa3BUTHE
BOCTIAJICHUS, KOTOPOE IIOMOTAET OpraHu3My OOpOTHCS ¢ HH(DEKIHEH, H ITUTOKHHEI,
riaBHbIM oOpa3zom wuHTepieiikun 1 (IL-1), mepemarorme curHam COCETHUM
kietkam o Hauvaje mHuiupoanus (Fink, Cookson, 2005). Cama uumes Takoi
KJICTOYHOW ruden Hanboliee OJIM3Ka peaKIMi CBEPXIYBCTBUTEIBHOCTH PACTCHHM
npyd MHQUIIMPOBAHUKM MATOreHOM. [IMPONTO3 KIETOK >KUBOTHBIX HMHIYIIUPYETCS

Kacnazo-1, aktuBupyemoil TokcuHamu win 3(dexTopamu naToreHoB. JlaHHas



30

nporpaMma TruOeNd SBISICTCS OYeHb OBICTPHIM IMPOILIECCOM, KOTOPBIA BEAET K
¢parmentanmu  JIHK,  GopmupoBaHHI0  IMTOIUIA3MAaTHYECKUX  [MOpP H
ocMmoTrueckomy nusucy kietku (Fink, Cookson, 2006). Oxnako, nmo mueHuio O.
Kepp u coaBTOpoB, B HacTosIIee BPeMs HEJIb3s OJHO3HAYHO MPHU3HATH MTUPOITO3
ocoboit hopmoii cMepTH KiIeTKU. CyIIecTBYET BEPOSATHOCTD, UTO JaHHBIM MPOIECC

NpeCTaBIsIeT BapUaHT anonTo3a wik Hekponrosa (Kepp et al., 2010).

Kpome mpejctaBiieHHbIX BbIle GOPM KIETOYHON CMEPTH BBIJCISIOT TAKKE
TaKk Ha3bIBacMble aTUNHW4YHbIC (OPMBI KICTOYHOW rubenu. OporoBeHue
(cornification) — cnenuduyeckas popma [TKC, koTopast OCyIIECTBISETCS Y KIETOK
snunepmuca (Lippens et al.,, 2005). Mwurtormveckass karactpodpa — THUII
KJIETOYHOW CMEPTH, pealM3yeMblii HEMOCPEJACTBEHHO MOCAEe HAPYIICHHIA
nporeccoB muto3a (Vakifahmetoglu et al., 2008). Anouxo3 — nporpammupyemas
KJIETOYHAsT CMEPTh, OOYCIOBJIEHHAS OTPBHIBOM KICTKH OT COCEIHHUX KJIETOK HIIH
orpeiBoM oT cyoctpara (Gilmore, 2005). CoBceM HenaBHO ObLT OTKPHIT U €IS
OIWH TUI CMEPTH KIETOK >KUBOTHBIX — IHTO3, TaK HA3bIBAEMbIN KICTOYHBIH
KaHHMOamm3M. bBbul  ommcaH Tpomecc TOTJONICHWUS H  IMOCIEIYHOLIEro
niepeBapuBaHus B arocoMax OJJHOM KJIETKOW coce/iHeit 31opoBoii kinetku (Le Bot,
2007; Kroemer et al.,, 2009). Yacrto oka3pIBacTCs, 4TO MOP(POIOTHUECKHE
OCOOCHHOCTH CMEPTH KJIETOK HE COOTBETCTBYIOT OMOXMMHYECKUM KPUTEPUSM
knaccuduimpoanubix THIOB [IKC, M HEKOTOpBIE HCCIEAOBATEIH TOBOPSIT O
BO3MOXKHOCTH BBEJICHHS HOBBIX TEPMHHOB, TaKMX KaK HEKPOAMONTO3 WU

anmonekpo3 (Nicotera, Melino, 2004).
1.3.2. MoJiekyjasipHbie COOBITHSI PEAKIIMH CBEPXYYBCTBUTEIHLHOCTH

Pannue MonekynsipHble COOBITHSI PEAKIMU CBEPXUYBCTBUTEIBHOCTH
CBSI3aHBl C  PACHNO3HABAHMEM  KIETOYHBIMHA  PEUENTOPAMH  IPUCYTCTBUSA
sbdexTopubix Mojekyn mnartoreHa. Jletekmus d(QQPeKkTopoB MPUBOAMT K
W3MEHEHUIO HOHHOTO COCTaBa LIMTOMNA3Mbl, 32 CUET aKTUBALMA MOHHBIX KaHAJIOB,

[JIaBHBIM 00pa3oM, KaiblMeBbIX. JlanbHelInas uernovyka COOBITMN CBsI3aHA C
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reHepanuel axkTUBHBIX (OpM  KUCIOpOJa, OKCHAA a30Ta, MepecTporKoin
LIUTOCKENIeTa. DTU CUTHAJIbHBIE COOBITUSI, TIaBHBIM 00pa30M UX WHTEHCHUBHOCTb,
MPUBOJSAT K HW3MEHEHHUIO SKCIPECCMU TE€HOB, YTO BBIPAXKAETCS B MPOrpamMme

3ammycKa ru0einu KIeTKH.

W3BecTHO, YTO W3MEHEHHE KOHIICHTPAIUU KaJbIUs B KICTKE MPOHCXOIUT
pH JeHCTBUM MPAKTHYECKU JTH000r0 BHa cTpecca Ha kiaeTky (Lecourieux et al.,
2006). YuacTie JaHHBIX MOHOB B COOBITHSX peakiuu CUY mUpoko u3ydaercs, U
OBUTO TOKa3aHO, HAampuUMep, B MATOCHCTEME IMIICHWIA - BO30YIUTENb >KEITON
pkaBuunbel  Puccinia  striiformis  f.  sp. tritici. Ilpy HecoBMeCTHMBIX
B3aMMOOTHOLICHHSIX HabonaeTcs mputok Ca’’ 13 MEXKIETOYHOro MPOCTPAHCTBA
B [IMTOIIa3MYy U 3aT€M OTTOK B MEXKJIETOYHOE MPOCTpaHCcTBO. [Ipu coBMecTnMOM

THUIIC BSaHMOHeﬁCTBHH, HAIIPOTHUB, IMOTOK KaJIbIUA CYIICCTBCHHO HC U3MCHACTCA

(Yinetal., 2014).

OlleHKa M3MEHEHHU KOHIECHTPAIMHM IIMTO30JbHOTO KaJbIMS B JIMCTHIX A.
thaliana moka3zama MOCTOSHHOE TMOBBIIICHUE IMTOMIA3MATHYCCKOTO KBNS
([Ca®*]cyt), koropoe crenuduuno mst CY, BeI3BaHHON MHeKuueidl Pseudomonas
syringae pv. tomato (Grant et al., 2000). CyiiecTByeT MHOKECTBO aHAIOTHYHBIX
JQHHBIX JIJIS PA3IMYHBIX [MATOCHUCTEM, IOATBEPKIAIOIINX TepepacipeieicHIe
KaJbIUs B KJIETKE B CTOPOHY YBEIMYEHHUS KOHIICHTPALUHU IIUTOILUIA3MATHYECKOTO
kaieims (Xu, Heath, 1998; Lecourieux et al., 2006), Tak »e Kak ¥ IpH KIETOYHOMN
cmeptu B TKauax wurekonutarommx (Orrenius et al., 2003). Kpome Ttoro, psa
aBTOPOB IMPEICTaBHI PabOThI C MPUMEHEHHEM OJIOKATOPOB KaJbIIHEBBIX KaHAJIOB
WIA MYTaHTOB, HECYIIUX Ae(EKThl KalbIMEBBIX KAaHAIOB, B KOTOPBIX OBLIH
nojydensl ganHbie 0 CH peaknuy MOHMKEHHOW MHTCHCHBHOCTH IMPH 3apa)KCHUU
HecoBMectuMbiM matoreHoM (Levine et al.,, 1996; Ali et al., 2007). Jlanusie
paboThl MOTYEPKUBAIOT HEMAIOBAXHYIO pOJIb KaJbLUSA B 3alyCKe KICTOYHOM
cmept. HemocpeacTBeHHOE MEHCTBHE KalbIMsi B IIMTOIUIA3ME YMHPAIOIIAX
KJICTOK €Ile HEJIOCTaTOYHO H3Yy4EeHO, MMEIOTCS JIMIIb Pa3pO3HEHHbIC (aKThl U

MMPCAIIOJJIOKCHUA. C‘-II/ITaeTCH, 4TO rJjiaBHad POJib KaJlbliMA B IIPOLCCCC KJIETOYHOM
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CMepTH ompeaensercs ero (yHKIMOHUPOBAaHWEM B KauecTBe KogakTopa
pasnuuHbIX hepmeHTOoB, akTHBUpyeMbIx Tpu [TKC (de la Torre et al., 2013). beun
UACHTU(UIIMPOBAHBI JIB€ KMHA3bl TOMaTa, YYaCTBYIOIIME B MMMYHHBIX PEaKIHUAX
Cbl10 u Cipk6. Ca®*, HakammMBaioOUIMiics B LHMTOIUIA3ME MOCIE BOCIIPHSTHS
natoreHa, Moxer aktuBupoBaTh kuHa3y Cbl10, koropas B3aumoneicTByeT ¢
Cipk6, Tarxke axkTHBHpPYS €€ KHHA3HYI0 aKTUBHOCTh, YTO NPUBOJUT K
dochopunuposanuro NADPH okcunaszet RbohB, unnyuupys oopasoanue A®K u
sarmyck ITIKC (de la Torre et al., 2013). Kanbiuit cOBMECTHO ¢ KaJlbMOAYJIHHOM
MOTYT BBICTYNaTh B KadecTBe KO(AKTOPOB TMpEIIojaraéMoil CHHTa3bl OKCHIA
azota y apadbunoncuca AtNOSI, TeM caMbIM aKTUBHUPYS a30THBIN CUTHAJIUHT MPU
peakiuu UMMYHHUTETa, akTHBHUpyeMoro sddekropamu (Arasimowicz, Floryszak-
Wieczorek, 2007).

OOpa3zoBanne NO mpu BOCHPUATHH aBHPYJIICHTHOTO TIaTOT'CHA BIIEPBBIC
ObuTO omucano st KyabTypbl con Delledonne ¢ komteramu (Delledonne et al.,
1998). B xone peaknuun CY y situmeHs ¢ dKcmpeccueir rena ycroiunoctr Mlal
npyd  JAeWCTBHM BO30ymuTeNs JoKHOMYy4HHCTONH pockl (Blumeria graminis)
MoKa3aHa TOJHas MPOCTPaHCTBEHHAsT Koppemsius Mexay NO U OKHCIHTEeIbHBIM
B3pBIBaMH, XOTs oOpazoBanre NO, Kak 0Ka3alioch, 3alryckaceTcs EpBbIM. BakHas
pOJIb OKCHJIa a30Ta B MpoIlecce KISCTOYHOW CMEpTH ObLIa TTOKa3aHa B psle padoT,
CBSI3aHHBIX ¢ TIofaBicHreM oopaszoBanus NO. Tak, KyIbTypsl KJIETOK COM B Tabaka
npu wHruOmpoBaHuM cuHTe3a NO HeE TMOKa3bIBAlOT pPa3BUTHE PEaAKIIHH
CBEPXUYBCTBUTEIHHOCTH, U YCTOWUMBOCTH K MATOT€HAM y HUX 3aMETHO MOHIKEHA
(Boccara et al., 2005). Pa6ora Pinto ¢ coaBtopamu (2002) ¢ HcCHONIB30BaHHEM
KIeTok Tabaka BY-2, cBupeTenbCcTByeT 0 TOM, 4TO coBMecTHOe neictBue NO u
H,O, Obuto BaxkHbIM daKTOpoM JJisi 3amycka KiIeTodyHor cmeptu. NO
CaMOCTOSATEIIFHO HE MOT WHIYIIMPOBATh KIETOYHYIO CMEPTH |, B oTaudre ot H,0,,
UMeJT MUHHMaJbHOE JCHCTBHE Ha ackopOaT- W IIIyTaTHOH-aHTHOKCHIAHTHBIC
cuctembl. OpHako omHOBpeMeHHOoe oOpazoBanme NO u H,O, mpuBoammo x

OUTOJOTNYCCKHUM H OMOXMMHYECKUM MMOCJICACTBUAM, KOTOPBLIC HAIIOMHHAIH CcH
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(de Pinto et al., 2002). Ilocnemnue uCCIeAOBaHUsSA, MOCBSIICHHBIC KCIPECCUH
I€HOB B PACTEHHM Tabaka, CBUAETENbCTBYIOT 0 TOoM, 4To 3¢ dextst NO u H,0,

MOTYT YaCTHYHO MEPEKPBIBATHCS B MUPOKUX Npeaenax (Zago et al., 2006).

Henocpencteennsie QyHKIIMU OKCHAAa a30Ta B KieTkax mnpu 3amycke CU
pEaKIMM aKTUBHO M3y4YarOTCs, HO BCE )K€ MHOTO€ OCTAaeTCsl HEesiICHBbIM. V3BecTHO,
YTO OKCHJ a30Ta MOXCET MPUBOJHWTH K AKTUBALMU JKCIPECCHM PsJia 3alUTHBIX
reroB (Wang et al., 2013). Bei1o moka3aHo, YTO MPOMCXOIUTH 3TO MOXKET 3a CUET
S-HUTPO3WIMPOBAHUS OKCUIOM a30Ta TPAHCKPHUMIIMOHHBIX QakTopoB (Griin et al.,
2006). Haxomnenune monekyn NO mpu npedictBum Ha Tabak sddextopa Hripl
HekporpoHoro rpuba Alternaria tenuissima uwHAyHIHMpYeT  YBEJIUYCHHUE
KOHIICHTPAI[MK [IUTO30JIBHOTO KaJbIHS, MyTEM S-HUTPO3UIUPOBAHUS aKTHBHUPYET
NPR1, 4To mpUBOAUT K MHAYKIIMK IKCIPECCUN YYACTHUKOB CaJIMIIMIATHOIO MyTH
u aktuBaiuu cuctemHon ycroruuBoctu (Kulye et al., 2012). Kpome Toro, Obu10
MOKa3aHO, YTO HUTPO3WIMPOBAHUIO MOTYT MOJBEPraTbCs M JPYTrUe KIHOYEBBIC
YYaCTHUKHA  Tpolecca  KJICTOYHOW  CMEpTH:  HAampuMmep, HMMEHHO  S-
HUTPO3MIMPOBaHKE HeaKTHBHON (opMbl MeTakacmasel 9 (AtMC9) Arabidopsis
peryiupyer ee IpoTeOJMTHUYECKYI0 aKTHBHOCTH IN Vivo (Belenghi et al., 2007).
Taxoke, HApSAAy ¢ pEeryslMed YYaCTHHKOB Ipoliecca MporpaMMUpyeMoit rudenu
IyTeM  S-HUTPO3WJIMPOBAHMS, OKCHI  a30Ta MOXET  HEMOCPEICTBEHHO
00pa30BbIBATh KOMIUIEKCHI C  META/UICOACPKAIUMU  OCJIKaMU, HampuMmep
[IUTO30JILHOU " MHUTOXOHIPHUAITBLHOU aKOHHUTA30M, KaTaJjia3om,

ackopOaTmepoKCuaa30il, 4To0 MPUBOIUT K TMOBBIMIEHHIO ypoBHS H;O, B Kietke

(Besson-Bard et al., 2008).

A®DK Hapsagy ¢ OKCHIOM a30Ta SBISIOTCS OJHUMH W3 KIHOYEBBIX
YYaCTHUKOB 3allyCKa pEaKUUU CBEPXUYBCTBUTEIBHOCTH M Yy PACTEHUMU.
O6pazoBanne BbICOKHMX KOHIEHTpanui ADK xapakTepHO B yCIOBHSIX pa3IMYHbBIX
BUJIOB CTpecca, Kak abumoTmueckux, Tak u owormyeckux (Torres, Dangl, 2005;
Miller et al., 2008; Nanda et al., 2010). O6pa3oBanue cynepokcuapaauKaia OblIo

OOHApyX €HO B XOJE€ pa3BUTHUS PA3HbIX TUIIOB PACTUTEIBHO-MUKPOOHBIX
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B3aMMOOTHOIIICHUN, BKJIIOYas B3aUMOJIECHCTBUA PpACTCHUUW C aBUPYJIECHTHBIMU
Oaktepusmu, rpubamu u Bupycamu (Low, Merida, 1996). Beiio mokaszaHo, 4TO
aBUpYJEHTHbIE OaKTepuu HUHIAYLUUPYIOT JByx(a3zHoe oOpazoBanue ADK vy
pacTeHui, cocTosIee W3 HU3KOAMIUIUTYAHON TepBOil (a3bl M TOCIEAYIONIEro
OoJiee 3HAYMTEIHLHOTO U JHUTENbHOTO HakoruieHuss ADK Bo Bropoit daze (Lamb,
Dixon, 1997; Torres et al., 2006). OmHako BO BpeMs B3aMMOJACHCTBHU C
BUPYJICHTHBIMH OaKTepUsMU OOHApYyKUBaeTCs TOJbKO nepBas ¢aza (Bolwell et al.,
2002). B cinyyae cuMOMOTHYECKHUX B3aMMOOTHOIICHHH, 0Opa3oBanre ADK takxke
HaOogaeTcs, Ho BTopoi muk ADPK He peructpupyercs (Shaw, Long, 2003; Lohar
et al., 2007; Nanda et al., 2010). Takum 00pa3oM, 3Ta BTOpas PEaKIUS HIU €¢
OTCYTCTBHE, BEPOATHO, WIPAaeT BaXHYI CHUTHAJIBHYI pOJIb B aKTHBAIUU
pacTUTENBHON 3amuUThl. M1 BO BpeMs pa3BHTHS CBEPXUYBCTBUTEIBHON KICTOYHOU
CMEPTH TIPU HECOBMECTUMBIX PACTUTEIHHO-MUKPOOHBIX B3aMMOOTHOIICHHUSIX
pEeTUCTpUPYETCS MMEHHO NBYyX(a3Hoe HAKOIUIEHHWE aKTHBHBIX (popM Kuciopoja
(Heath, 2000). CHmkeHre KOHIIEHTPAIMH aKTUBHBIX (OPM  KHCIOpOja
npuMeHeHneM (epmenrtos, yrwimzupyomux A®K, npuBogUT K OCTaHOBKE
pasButus CUY, moATBep:kasi TeM CaMbIM HUCKIIOUUTENbHYIO poib ADK B 3amycke

UMMYHHBIX peakiuii pacrenus (Doke, Ohashi, 1988).

OKHCITUTETBHBIM B3PBIBOM Ha3bIBAIOT OBICTPYIO U HHTCHCUBHYIO FeHEPAIHIO
aKTUBHBIX ()OPM KHCJIOPOJIa B KJIETKE U Ha €€ TIOBEPXHOCTH B OTBET Ha CTPECCOBOC
Bo3/ekicTBre. OKHCIMUTEIbHBIA B3PBIB CBSI3aH C 3alllejauMBaHHEM KJICTOYHOTO
COJICP’KUMOT0, 32 KOTOPOE OTBETCTBEHHBI ITEPOKCHIa3a 1 aMmuHookcuaa3a (Bolwell
et al., 2002). I'maBHBIM k¢ HCTOYHMKOM amnoruiacTHbix ADPK psa uccienoBareneii
Ha3piBatoT NADPH oxcunasy (Torres et al., 2002; Yoshioka et al., 2003). Kpome
TOro, OBLJIO TIOKa3aHO, YTO BO BpeMs paHHHX cTtaguii CU mpouCXOoauT MOAaBICHHE
AKTUBHOCTH (DEPMEHTOB aHTHOKCHIAHTHON CHUCTEMbI — acKOpOAaTIEPOKCHUIA3bl U

KaTajnasbl, 4YTO, HECCOMHEHHO, TaKXX€ MPUBOAUT K yBeIHUYeHUIO coaepxkanus ADK

(Mittler et al., 1999).
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OpHoit u3 (yHKIMI aKkTUBHBIX (OpM KHUCIOpOJa, OOpa3yroluXcs MpHU
3alyCcKe WMMMYHHBIX pEakluil pacTeHHs], SBISETCS WX HEMOCPEACTBEHHOE
TOKCUYECKOE JIEHCTBUE Ha maToreH, HO ocHoBHas poib ADK 3akmouaercs B
aKTUBAllUU 3allUTHBIX MexaHu3MoOB. I[lokazano, uro H,0, 3amyckaeT cunTe3
MHOTHX MaTOr€H-3aBUCUMBIX OCJIKOB y pacTeHUM Tabaka, a TakyKe CUHTE3 dTUJIeHa
u camuioBoi  kucimorel  (Chamnongpol et al., 1998). OoOpasywomuiics B
pe3ynbTaTe WHAYKIUH OaKTepUANIbHBIM OSJIUCHUTOPOM XapIUHOM, TEPOKCH]
Bopopona unayuupyer IIKC B cycneH3nOHHOM KynbType KIETOK apalOujorcuca.
[Tpu >TOM MHAYIUPYETCS M IKCIPECCHS TCHOB 3alIUTHBIX OCNKOB, B TOM YHCIIE
TakuX, Kak (eHwnamannHamMmmonuii-nnaza (PAL), rmoratuon-S-tpancdepasza
(GST) u anrtpanumnarcunraza (ASAIl), kotopas y4yacTByeT B 0Opa3OBaHHUU
duToanekcuHa B KieTkax apadbumomncuca (Desikan et al., 1998; Kasparovsky et al.,
2004). beuto mokazano, uyto H,O, nmpuHUMaeT y4acTue B MEPEKPECTHON CIIMBKE
CTPYKTYPHBIX O€JIKOB KJIETOYHOM cTeHku. Kpome Toro, B KIeTKax COH,
00paOOTaHHBIX 3IMCUTOPOM, H30JIMPOBAHHOM W3 MMIEIUS T'PUOHOrO IMaToreHa
Phytophthora megasperma fsp. glycinea, H,O, neiictByer B KadecTBe
IUPOYHIUPYIOLIEr0 CUTHAJA W HHAYLHUPYET TeHbl, KOAUPYIOIIME KJIETOYHBIC

IPOTEKTOPHBIE BellecTBa B cocenuux kiaetkax (Levine et al., 1994; Yi et al.,

2014).

[lepekucHOE OKHCIEHHWE JUMHUIO0B — HEMAJIOBAXKHBIM PE3yIbTAT HACUCTBUS
aKTUBHBIX (opM KHciopoaa B mporecce peakiuu CU. ['MIpoKCUIbHBIN paguKa
(OH) merko oTHUMaET MPOTOH OT, HapUMep, GOCPOTUIHIIOB, YTOOBI 3AMYCTUTH
LEMHYI0 PEeaKIUIo: JIMINUIHBIA paaukan — aunuaabiid ruaponepokcun (LOOH).
[lepekucHoe OKHCIIEHHE HEHACBIIIEHHBIX TPyNN B paMKax aluiIbHOW IEenu B
MeMOpaHe MOKET CHIIBHO HApYIIUTh €€ 1eT0cTHOCTh. Onuako Henoctatok LOOH
MOXET BO3HUKATh HE TOJIBKO MPU OKUCIUTEIbHOM MOBPEXKICHUH, HO TAKXKE U IPU
nevictBun  unookcureHassl (LOX), W OTHOCHUTENbHAsT BaXXHOCTb KaxKJIOTO
mexanusMma mig CH npusnekaeT Hemanbiii uatepec (Jalloul et al., 2002; Montillet

et al., 2004, 2005). HenocpeacTBeHHOE ydacTHe W BaKHOCTh LOX ISl pa3sBUTHS



36

mporecca THOeNn KIETKH OBLIO TOKa3aHO C MOMOIIBI0 MYTAaHTHBIX PacTeHUU
tabaka. Jlunum ¢ nmopaBiaennemM LOX mnocie oOpaOOTKH aBUPYJIEHTHOM pacoi
Phytophthora parasitica var. nicotinia moka3biBajau CHiKeHHBbIE Temibl CY
peakiuu (Rancé et al., 1998). B pamkax mexanusma kietouHod cmeptu LOX
MOTYT MPOCTO ACHCTBOBAThH, YCHJIHMBasi MEMOpaHHOE TIOBPEXKICHUE, HO OHHU TaKKe
BOBJICUEHBI B O00pa30BaHME psja 3aMIMTHBIX MPOJIYKTOB, MPUYEM HEKOTOpHIC H3

HUX sABJstoTCs uTorokcuuabivMu (Knight et al., 2001).

AIIbTEpHATHBHBI OKHCIUTEIbHBIA MEXaHU3M KIECTOYHON CMEPTH MOXKET
3aKII0YaThC B HM3MCHEHMH  YPOBHS WM PENOKC  cTaryca  IIyia
HU3KOMOJIEKYJIIPHBIX ~ aHTHOKCHIAHTOB, Hampumep, rayratuona (GSH).
MoJieKyysipHble  MEXaHHM3MBl  PETYISALIUU  IPOIECCOB  KIETOYHOW CMEPTH,
CBSI3aHHOM C TJIyTaTHOHOM, OCTAIOTCS HE U3YyYEHBI, HO BCE K€ CYIIECTYIOT PabOTHI,
yKa3bIBAIOIIME HA BaXKHOCTh 9TOT0 YYACTHHMKA B IPOIECCE aKTHBAIIMHA MMMYHHBIX
peaknmii pacTeHusi, HAIpUMEp, TaKUX KaK OHOCHHTE3 CAJIMIMIOBONW KHCIOTHI,
CHUHTE3 aHTHMHKDPOOHBIX COCIMHEHMI KaMmalleKCHHA U Tiiroko3uHoaata (Dubreuil-
Maurizi et al., 2011). Kak u3BecTHO, OMOCHHTE3 TIIyTaTHOHA MPOMCXOIUT B XOJI€
JIBYXCTYIIEHYaTON (DepMEHTATHUBHOMN PEaKI[MU B IIMTO30JI€ K B OOJIBIIEH CTEIIEHU B
xnopormaactax (Dubreuil-Maurizi, Poinssot, 2012). Bosbioe KOJH4eCTBO JaHHBIX
MOKa3bIBaE€T, YTO XJOPOIUIACTBI, TaK K€ KaK W MHTOXOHJIPHH, BHOCST
3HaunTeNbHBINA BKIaa B CY; Hambomee BeposTHO, 3a cueT oOpa3oBanus ADK. Ilo
MEHbIIIEH Mepe, HekoTopbie Gopmbel CU, Kak 0Ka3aioch, MOABEPKECHBI BIMSHHIO
cBeTa, U BO MHOroM A®K-3aBHCHMOE MEPEKHCHOE OKUCIICHHE JIMIIAI0B BO BPEMSI
rudenn KJICTKH MOXeT 3aBuceTh oT ocBemeHnoctr (Montillet et al., 2005). Tak, B
pabote BacuiabeBa M COaBT. C IHAECPMHUCOM JINCTHEB rOpoXa OBLIO IMOKA3aHO, YTO
obpaborka 1manumoM uHAynupyer IIKC kak yCTBHYHBIX (COmEpIKalux
XJIOPOIIACTBI) KIIETOK, TaK M OCHOBHBIX OSIUACPMAIbHBIX KIETOK (JIHIIEHHBIX
XJIOpOIIAcTOB). IIpy 3TOM OCBEIIECHHE 3HAYUTEIBLHO YCKOPSIIO THOEIh YCThHUHBIX
KJICTOK, HO HE OKa3bIBAJO IEHCTBUSA HA DIHAECPMANIbHBIE KICTKH. Takike OBLIO

IIOKa3aHO, 4YTO JMHKOMHIHH — I/IHFI/I6I/ITOp cuHTE3a Oenka B MUTOXOHAPHUAX H
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XJIOPOIIACTaX CHUXKAET JCHCTBUE IMaHKUIa HA YCTbUYHbBIC KIETKH, U 3P(PEKT 3TOT
AMEET Pa3HyI0 MHTEHCUBHOCTh Ha CBETY U B TEMHOTE, UYTO IOATBEPKAAET Y4aCTHUE
XJIOPOIUIACTOB B MpOIIECCE MPOrpaMMHUpPyeMoi KieTouHo cMeptu (BacuibeB u

1p., 2007).

Eciau yyacTue XJIOpOIUIACTOB B MPOIECCE KICTOYHON THOENH SIBJISCTCS
OTJIMYUTEILHON  OCOOCHHOCTBIO PACTHTENBHBIX OPraHU3MOB, TO  Y4YacTHE
muroxouapuii B uHayknud [TKC moka3aHo W y KHBOTHBIX, U Y PAaCTHTEIbHBIX
opranu3MoB. Bo Bpemss CY nHaOmionaercs paHHee HaOyxaHUE MHUTOXOHIPUUN
(Bestwick et al., 1995) u ObicTpas moTepss MHUTOXOHIPUATBHBIX (YHKIHUU, KaKk
ormucano g kinetok merpymku (Petroselinum crispum), obpa6oranusix CU-
uHIynupyronM mrammom Phytophthora infestans (Naton et al., 1996). Yao ¢
KOJUTEraMH TOKa3ajd pOJib MUTOXOHIpui B pasButuu peakipu CYU. B pabore
rcroib3oBau npotoruiactel A. thaliana, tpanchopmupoBaHHOro GaKTEpUATLHBIM
renoM avrRpt2, oreercrBenHbiM 3a mHAyKIMI0 CY peaknuu. bbuia mokazaHa
ObicTpass TOTepsi MEMOpPaHHOIO TIOTCHIMAlA MUTOXOHIPHH, KOTOpas JIErKO
MOAABIsUIACh  IUKJIIOCIIOPUHOM, HWHTHOMpPYIOIIUM  0o0pa3oBaHHE TIOp, 4YTO
CBHJICTEICTBYET 00 00pa30BaHUM TOP B MHTOXOHJAPHSX B MPOIECCE Pa3BUTHS

[TIKC B knerkax pacrenuii (Yao et al., 2004).

B npouecce pa3zButusa peakuun CH B MUTOXOHAPUSX TAKKE MPOUCXOIUT
HAKOIUICHHE aKTUBHBIX (POPM KHCIOpOJa, TeHEpalus KOTOPBIX TECHO CBS3aHO C
oOpa3oBaHHWEM TOpP U WM3MEHEHHEM KaJbIIMEBOTO MOTOKA. KanmblmeBblii TPUTOK
3aIyCKaeT OMOCHHTE3 NO, KOTOPBIN CIOCOOCTBYET reHepanuu
MutoxoHapuanbHbix A®K wuyepe3 mnopaBieHue komruiekca IV (muToxpom c

OKCHJIa3bl) W JNaJbHEHUINECH MHAYKIUA 00pa3oBaHusi MUTOXOHIpHaIbHEIX TIop (Al

et al., 2007).

Hekoropsie paboTsl comepkar (hakThl, KacarolIfecss BBIXOAA IUTOXpOMaA C
(KJTI0YE€BOr0 MUTOXOHAPHAIBHOTO MHAYKTOpPA amomnTo3a y >KMBOTHBIX) 0 Haudasa
rpouecca KJIETOYHOM CMEpPTH y PacTeHUs; HAIPUMEP, BCIECACTBHE MPUMEHCHUS

XapIuHa Wid BUKTOpUHA, U Bo BpeMs CU, Be3BanHO# Pseudomonas syringae pv.
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tabaci y Oakmaxana (Solanum melongena) (Krause, Durner, 2004; Kiba et al.,
2006).

OnHyM M3 BaXKHBIX YYACTHHUKOB MUTOXOHJIPUAIIBHOW PETYISLNNA KIETOYHON
cMepTH sBisieTcsl anbrepHaTUBHasg okcunpaza (AOX), ¢depMeHT BHYTpEeHHEU
MUTOXOHAPUATILHON MEeMOpaHbl KJIETOK pPACTEHHUM, KOTOpPbIA HE OOHApyX eH B
MUTOXOHJIpUAX KUBOTHBIX. Yuactue AOX B mpouecce KIETOYHOM CMEpPTH
UCCJIEA0BAJIOCh HAa TPAHCTEHHBIX PACTEHMSIX C AHTHCMBICIOBBIM I0JABJICHUEM
storo pepmenTta. [lpu o6paboTke aHTUMHUITUHOM A (MHrUOUTOpOM KomIuiekca 11
OTL) »Tu TpaHCreHHbIE PACTEHUS MOJBEPraloTCs OBICTPOW KIETOYHOU CMEpTH,
OJIHOBpeMeHHO ¢ oOpazoBaHueM A®DK u uHAYKIMEH T€HOB, aKTHBAILUs KOTOPBIX
XapakTepHa [UIsl peakiui ycTOWYMBOCTH K 3a0oneBaHusiM. B To Bpems Kak,
ceepxakcnpeccuss AOX umeer obOpatubii 3ddext (Simons et al.,, 1999). Drtu
0COOEHHOCTH TOBOPAT O TOoM, 4To AOX MOXET ydacTBOBaTh B KOHTpOJIE
oOpa3zoBanuss ADK B MHUTOXOHIpHUSX, a CaMU PACTUTEIbHBIE MHUTOXOHIPHUH
UTPAIOT BAXKHYIO pOJIb B UHIYKIMU KJIETOYHOM cMepTu B xoAe CY peakunu 3a cuer
obpazoBanus A®D®K Ha BHyTpeHHEH MHUTOXOHAPHAILHOW MeMmOpaHe mpu

Tpancmoprte 3mekTponoB (Krause, Durner, 2004).
1.3.3. ®epMeHTHI CBEPXYYBCTBUTEIbHOI rH0e/ I KJIETOK

OnucanHble MOJEKYJSIPHBIE COOBITHSI — TIEpepaclpesielieHne Kallblus,
reHepanus akTUBHBIX (OpPM KHUCIOpOAa M a30Ta, M3MEHEHHE pEeIOoKC-cTaryca
KJIETKH, MIEPEKUCHOE OKHUCJIEHUE JIUIUJIOB — MPUBOAAT KaK K HEMOCPEICTBEHHBIM
MOBPEXKJICHUSM B KJIETKE, TaK M K OJKCIPECCUOHHOW M MOIUDPHUKAIMOHHOU
aKTUBAIIMKM  CIEAYIONIMX YYaCTHHUKOB  Tpollecca CMEpTH,  0OJIagaroniux
OTIpeJICICHHBIMUA  (DEpMEHTATUBHBIMU aKTUBHOCTSMU. B mporecc Bcerymaior
cnenupuyYecKre HyKIIeas3bl, MPOTEa3bl M IIEJbIE MPOTEACOMHBIE KOMIUIEKCHI, YTO
MPUBOJIUT K Pa3BUTHIO MOPQOIOTHUECKUX OCOOCHHOCTEH, COOTBETCTBYIOIIUX
XapaKTEPUCTUKAM MPOrPaMMHUPYEMON KJIETOUYHOU rHOEIN — OCTAaHOBKA JIBMXKEHUS

OUTOIIa3MbI, ACTrpadgaluda XpoMaTHhHA, (bpaFMeHTaI_II/IH aapa, OTXOXKIACHHUC
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MPOTOIUIACTa OT KJIETOYHOW CTEHKHM (ITUIa3MOJM3), BaKyOJIW3alus LHUTOIIA3MBbl,
100 JIU3UC TOHOIUIACTA HEHTPaJIbHOM Bakyoiau. HeoOXonIuMo OTMETHTH, YTO BCE
3TM TNPU3HAKA [POTPAaMMHUPYEMOM  KJIETOYHOM TruOend Henb3s Ha3BaTh
00sA3aTeNbHBIMU ~ JUISI  PEAaKIUU  CBEPXUYYBCTBUTEJIBHOCTH, Pa3HOOOpAa3HbIE
MATOCUCTEMbl  MPOSBISIOT  YHUKaJIbHble HAOOpPHl U COYETaHMs] JaHHBIX

MOP(OJOTUYECKUX XAPAKTEPUCTHUK.

AkTHuBanMs crneru@UUecKux HyKJea3 MPUBOAUT K (PparMeHTaluu sjapa u
nerpanamnuu xpomaruHa. Pazpeie autu JIHK Ha onuronykineocomusie (hparMeHTHl,
oOpasyromue npu asnektpodopese JHK xapakrepHylo <«JieC€HKY», Tak
HazpiBaeMmblil JIHK-magaepunr — sBAsSieTCS TUNHWYHBIM IPU3HAKOM aronTo3a
KUBOTHBIX. DTOT npu3Hak [IKC BbIABIEH Takke y pacteHuid npu peakuuu CY.
Pazpesanue JHK Ha JUIAHHBIE (bparMeHThI OTMEYAJIOCH IIpH
CBEPXYYBCTBUTEIBHOU THOEIM KJIETOK PACTEHHUI B OTBET Ha 3apakCHUE BUPYCAMU
(Xu, Roossinck, 2000), rpudamu, 6aktepusmu (Yao et al., 2002; Kiba et al., 2006).
Opnaxko B psane pabot onucano Hanuure TUNEL — MeueHHOTO si/ipa, HO TOKa3aHO
OTCYTCTBHME IIPU3HAKOB JIAJJIEPUHIa IIPU HECOBMECTUMBIX B3aUMOJEUCTBUAX
Mexay pactenuem u matoreHom (Mittler, Lam, 1997; Che et al., 1999). Brsuto
nmokazaHo, 4rto oOpaszoBanue ¢parmenToB JIHK cBsd3aHO ¢ aKTHUBHOCTBIO
crienuGuIHBIX Kanpluii-3aBucuMbIX JIHKa3, aktuBaims KoTopsIXx HE OOHapyKeHa
npu aOMOTHYECKHX cTpeccax | mpoieccax crapenus (Mittler, Lam, 1995). Takum
oOpa3oM, HECMOTpS Ha CHENU(PUYHOCTH PA3IUYHBIX MATOCHUCTEM, MOXHO
OTMETUTh, 4YTO mpeoOpazoBaHue xpomatuHa mnpu CU Bce-Taku MOKa3bIBAET
TUIMYHBIE PU3HAKU aronro3a. Hapsaay ¢ onrcaHHbIMU U3MEHEHUAMU XpOMATHHA
PAIOM aBTOPOB MPEJIOKEHO CUUTATh THUIIMYHBIM JUIA MPOLECCA PACTUTEIBHOU
MpOrpaMMHUPYEMON KJIETOYHOM THMOENM YBEJIMYEHHE KOJIMYEeCTBA MOHOMEPHOMU

xJjiopomiactHo 1 mutoxoHapuanbHoi JIHK (Banromun, 2001).

[ToMumMoO aKkTHBAIMU OMPEJEICHHBIX HYKJI€a3, MPOIecC KIECTOYHON rudenn
COTIPOBOXK/IACTCA WMHIYKIIMEH eIme OAHOW (PEepPMEHTHOW CHCTEMBI, a WMEHHO

nporea3zHoi. Hatsugai N u np. onuceiBaroT, 4to Jjisi pa3Butus peakuuu CY npu
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OakTepralibHOM HH(EKUMH HEoOXOoAMMa aKTHBALUs IMPOTEACOM PACTUTEIBHOU
kinetkd. IlonaBieHne jke aKTHMBHOCTH JI000M CyOBEIMHULBI MPOTEACOMBI
IPENATCTBYET Pa3BUTHIO IIpolecca KIETOYHOW rudenu. Taxxke ObUIO MOKa3aHO,
Y70 (YHKUMOHUPOBAHUE MPOTEACOM HEOOXOAMMO Ji Mpoliecca 0co0Oro Tuma
KJIETOYHOW CMEpPTH pacTeHHH MNpu WH(DUIIMPOBAHMM TMMATOT€HOM, TMPU KOTOPOM
MPOUCXOIUT CIMSIHME TOHOIUIACTAa W IJIa3MAaTUYECKOM MeMOpaHbl, 4TO
o0OecreynBaeT BbIXOJ THAPOJUTUYECKUX (PEPMEHTOB BaKyojdud B aloIuiacT

(Hatsugai et al., 2009; Hara-Nishimura, Hatsugai, 2011).

XapaKTepHOU MPOTEAa3HOW CUCTEMOM aroIlTO3a MIIEKOIMUTAIOIINX SIBIISIETCS
cucTteMa Kacrma3 — CeMeicTBa  IIMCTEMHOBBIX  NpoTeas,  00Jalaromux
cnenu(UYHOCThIO THAPOJIM3a TIOCHE OCTaTKa aclapariHOBOM KHUCIOTHL. Y
pacTeHuil OTCYTCTBYIOT Kacmasbl, HO IMPHU 3alyCKE PEAKIMU HAa MATOT€H BCE XKe
Oblla TIOKa3aHa aKTUBAIUMs NPOTe€a3, M HMHTUOUTOPHBIE KCCIICIOBAHUS SICHO

nokazanu ux posib B CY (Sanmartin et al., 2005).

breuio MPCAJIOKECHO HECKOJIBKO PACTUTCIIBHBIX AJIbTCPHATUBHBIX BAPHUAHTOB
KacClta3daM, Ha IICPBOM I3TaIIlC 3TO ObIM MeTakacnasbl U BaKYyOJIAAPHBIC IIPOTCA3bI
(vacuolar processing enzyme VPE), u o06a BapuaHTa NOKa3bIBalOT HEKOTOPYIO
romosioruto ¢ kacmazamu (Watanabe, Lam, 2004; Vercammen et al., 2004;
Sanmartin et al., 2005).

[laToren-uHaynupyemMasi SKCIpeccusi MeTakacarnas Oblja JIoKa3aHa, OJHAKO
70 HACTOSIIET0 BpeMeHH uX poib Bo Bpems CU He Oblla ycTaHOBIIEHA
(Hoeberichts et al.,, 2003). MexaHu3mMbl JACWCTBHS BaKyOJSIPHBIX IpOTEa3
HEU3BECTEH, HO OBUIO MOKAa3aHo, uTo npu aktuBauuu VPE B yMuparonmx kierkax
MIPOUCXOANT Pa3pbIB TOHOIUTacTa Bakyonu (Hatsugai et al., 2004; Hatsugai, Hara-
Nishimura, 2010;). CY, BeI3BaHHasi BHpPYCOM Ta0auyHON MO3aMKH I10JIaBJISJIACh
uaruoutopamu kak VPE, tak u kacnasel 1 muekonutatomux. Ho uHTEpeceH ToT
dakt, yTo TaKkoi 3p ekt He ObIT 0O0HapykeH npu ucciaenoBanuu CY peakuuu npu
OakTepuanbHOM 3apakenuu (Hatsugai et al., 2009; Hara-Nishimura and Hatsugai,
2011).
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Eme oqHuM ydacTHHKOM IpoLecca NporpaMMUpyeMoi KIIETOUHON THOenu ¢
MIPOTEa3HON aKTUBHOCTBIO SBJISIOTCS TaK Ha3blBaeMble (puTacmnasbl — CyOTUIIM3HH-
NoJO0OHBIE  CEpUH-3aBHCHMBIE  MpPOTEa3bl  pacTeHUH €  acmapTaTHOMU
cnenmduunocteio  (Chichkova et al., 2010). Oxasamoch, uTo (uTacmasza
cnenuUuYHO TUAPOIU3YET OEIOK-MUIIEHb M0 TOMY K€ CalTy, YTO MU Kachasbl
KUBOTHBIX. KpoMe Toro, ¢uracmaspl 007aJat0T HE TOJIBKO CIEHU(PUUHOCTHIO
aHAJIOTMYHOM KacmazaMm, HO U, MO-BHJIMMOMY, HMEIOT aHaJOTW4yHble pPOJU B
npouecce [IKC. AxtuBanus ¢uracnassl Oblla MOKa3aHa IPHU Pa3BUTHH PEAKIIUU
CU y Ttabaka B OTBET Ha HMHPUUUPOBAHHME BUPYCOM TabauyHOM MO3aUKU —
OpUMEeHEeHHe CchenupUYecKuX HWHTHOUTOPOB TMOMAABIISIIO Pa3BUTHE KIETOYHOM
rubenu. HemocpencTBeHHble (YHKIMU 3TOr0 (epMeHTa elle He U3BECTHBI, HO
UCCJIEIOBAaHMs, MMOKa3aBIIME aloIUIACTHYIO JIOKANU3aluio (hepMeHTa, MO3BOJIMUIN
aBTOpaM TMPEINOJOXKHUTh Yy4yacTue (¢uUTacmasbl B MPOTEOSiM3e OaKTepHUaTbHBIX
oenkoBbIx 3(pdexkropoB. Ho Takke wumeroTcss GakThl, yKa3bIBaIOIIUE Ha
nepeMenieHne guracnaspl BHYyTph KieTku npu uHaykiuu [IKC. Takum obpazom,
GepMeHT Quracnaza, ero (QyHKUMM U MEXaHU3Mbl JCHCTBUS NpU Pa3BUTHU
IpOrpaMMHUpPYEMON THOENN PACTUTENbHBIX KIETOK Ha JAHHBIH MOMEHT SIBIISIETCA
OYEHb MPUBJIEKATEIBHBIM O0BEKTOM HCCIIEI0BaHU, paboTa HaJl KOTOPHIM MOXKET
CHOCOOCTBOBAaTh OTKPBITUIO MAacChl €LI€ HEW3YYEeHHBIX IIaroB Ipoliecca

KJIETOYHOU ru0Oeu.

Eme omnum mnpeamnonaraembiM ydyacTHUKOM peakuuu CY y pactenuit, a
MOXET U MpPOrpaMMUPYEMON THOEIM PACTUTEIbHBIX KIETOK, TpeOyromnm
JTANbHEWIINX WCCJIEIOBaHMM, SBIsSETCS (QepMeHT cacmaza. IJTOT (HEepMEHT,
OOHapy>KeHHBIII HE TaK JaBHO, SBISETCS CEPUH-3aBUCUMOW CYOTHIIa30i C
acmapTaTHON CHenupUYHOCTHIO MOAO0HO (HUTacmaze, HO BCE K€ MMEET IPYTYIO
cyoctpatayro cneruduanocts (Coffeen, Wolpert, 2004). ITogpo6HO mpoTeasHbIe
yaactauku niporiecca [TIKC y pactenwmii onrcansl B JeTanbHOM 0030pe DomMudeBoit

(Domwuuena u ap., 2012).
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Peakunss  cBEpX4yBCTBUTEIBHOCTH  SIBJISICTCS  BaXHEMIIEW  3allUTHOM
peakieit uMMyHHO# cuctembl pactenus (Mur et al., 2008). 3anyck nporpamMmsl
KJIETOUHOM CMEPTU OCYIIECTBISAECTCS MPU BOCHPUITUUA KIETKAMU JEHCTBUS
MH(EKIIMOHHOTO areHTa W AaKTHBAllUM OIPEICICHHBIX CUTHAJIBHBIX COOBITHI.
OCHOBHBIMU YYaCTHUKAaMHM TMIE€PE/Iaui CUTHAJIA U AKTUBAIIMU NPOTPAMMBI SIBJISIFOTCS
CJIEAYIONINEe KOMIOHEHThI PACTUTEIBLHON KIETKU: KalblMii, 00ECIIeYnBaIOIINN KaK
W3MEHEHUE HMOHHOTO COCTaBa KIIETKH, TaK WU HEMOCPEIACTBEHHOE CBS3BIBAHUE U
aKTUBAIIUIO/MHTUOMPOBAHNUE YYACTHUKOB MPOIIECCa; aKTUBHBIE (POPMBI KUCIOpPOaa
U a30Ta, TaKXKe UMEIOT JBOMCTBEHHBbIE (YHKIIMM — HEMOCPEICTBEHHOE
NOBpEXaarolee JACHCTBUE U peryisnus (QYHKIIMOHUPOBAHUS BaKHEHIITUX
KJIETOYHBIX CUCTEM; AHTHUOKCHUIAHTHI KJIETKH, MPE/ICTABICHHbBIC
He()epMEHTATUBHBIMU HU3KOMOJICKYJSIDHBIMU COSAUHEHUSIMHU U (PEpMEHTATUBHOM
cuctemoit neroxkcukanuu AdK (Heath, 2000). TecHo cBs3aHHBIE M TOHKO
peryJiMpyemble MyTH TPAHCAYKIMU CUTHAJIA, B KOHEYHOM CUETE, NPUBOJAT K
U3MEHEHUIO DKCIIPECCUH TE€HOB YYACTHUKOB IMPOIECCa CMEpPTHU, a TaKkKe K
aKTUBallUM JABYX BakHeWmmx ¢epMeHTHBIX cucteM [IKC — Hykiea3sHoll u
IpOTEa3HOM, Ubsd paboTa BelleT K ONpeeIeHHBIM MOP(OIOTHYECKUM U3MEHEHUSIM
U, B UTOT€, K MOJIHOW Jlerpajaluy KIETOYHOTO COAEPKUMOTr0, MPH COXPAHEHUU
IICJIOCTHOCTH KiaeTouHou crenku (Mittler, Lam, 1995; ®omuuea u ap., 2012). Ha
JAHHBI MOMEHT BCE €IIE OCTAaeTCSd MHOTO HESICHOCTEH W 3araJoKk B ME€XaHH3MaxX
KJIETOYHOW THOETW pPACTUTEIBHON KIETKH, HWHIYIIMPYEeMOW MaTOTeHOM, HO
aKTUBHAs paboTa MHOXKECTBA MCCIIEIOBATEIHCKUX KOMAH/ ] B TJAHHOM HaIPAaBJICHUH
MO3BOJISIET HAJEAThCA HA CKOpPOE pa3pelieHus CYLIECTBYIOIIMX BOIPOCOB U
OTKPBITUE TPAKTUYECKUX CIMOCOOOB PETYISIIIUM MEXaHU3MOB (UTOMMMYHHUTETA.
OpauM n3 HanboJiee MPAKTUIECKH 3HAYMMBIX BOIPOCOB MOYKHO Ha3BaTh IMPOIIECC
pEaKUUH CBEPXYYBCTBUTEIBHOCTH, KaK MHAYKTOPA HMMYHHBIX CHUTHAJOB.
N3BecTHO, 9TO 3TOT MPOIIECC KIETOYHOU THOETH COMPOBOXKIAETCS CHHTE30M Psia
CUTHAJIBHBIX MOJIEKYJ, TAKMX KaK CAJTULMIIOBAs KUCJIOTA, dKaCMOHOBAsI KHCJIOTAa U
ATHJICH, TPAHCIYKINUS KOTOPHIX MO PACTEHHUIO 00ECTICUNBAECT PA3BUTHE CHCTEMHOU

ycrorunBoctu pacrenus (Mur et al., 2006).



43

1.4. CucremHasi npuoOpeTeHHAs YCTOHYNBOCTH

CucreMHass  YCTOMYMBOCTH pPACTCHHH K  OOJNE3HSAM,  SBISIOMIASICS
HecrelM()UYHOW, OCHOBaHA HA OKCIPECCHH MHOXKECTBA 3all[UTHBIX T'€HOB.
Boigenstor  nBe  (QopMbl  MHAYLMPOBAHHOM  YCTOMYMBOCTH:  CHCTEMHAs
MpuoOpeTeHHass yCTOMYMBOCTh (systemic acquired resistance — SAR) wu
WHIYIIUPOBaHHAs CUCTeMHas yctondnBocTh (induced Systemic resistance — ISR)
(Vallad, Goodman, 2004). Cuwmraercs, 4yTo pa3Butue SAR TPOMCXOTUT MpH
JETEKIMA pPACTEHHEM OHOTPOPHOTO MaTOreHa, MPUBOMIAIICH K DKCIPECCHU
3aIUTHBIX TEHOB C YYaCTHEM CAJMIIUIOBONM KHCIOTBI W €€ MPOU3BOJIHBIX.
JleficTBue ke HEKpOTPODHBIX MATOreHOB, (GUTOGAroB ¥ SHAODUTOB MPHUBOIUT K
YCUIICHHOMY  OHOCHHTE3y  JKACMOHOBOW  KHCIOTBI M  OTHICHA, TaKXe
PEryIUPYIOIIUX SKCIPECCHIO 3alMTHBIX TeHOB, W passuTuio ISR. OmnHako 310
pasiiesieHie BeChbMa YCIIOBHO M HE OKOHYATENLHO, TMOCKOIBKY OHOXMMUYECKHE
MEXaHU3MBbl HHIYKIUHN PA3IHYHBIX THIIOB CUCTEMHOH yCTOWYMBOCTH HAXOMSATCS B
npolecce u3ydeHus. Bmecte ¢ TeM, B MOCIEIHUE TOABI TOSBISETCS Bce OOJbIIE
JaHHBIX O CJOXXHOM B3aUMOJCHUCTBHM WHIYKTOPOB YK€ W3BECTHBIX MYTEH
CHTHAJIMHTA — CAJMIMIIATHOTO U JKACMOHATHOTO, a TaK)K€ O MPUCYTCTBUU JIPYTUX
BO3MOXKHBIX ~ QJIbTCPHATUBHBIX HMHIYKTOPOB M YYaCTHUKOB B Ipoleccax
YCTOWYMBOCTHU K MAaTOreHaM. Pa3HbIMU TpynmnaMy y4eHbIX ObLIO MOKa3aHO, YTO B
MHIYKIUH CUCTEMHON YCTOHYMBOCTH MOTYT Y4aCTBOBaTh TAKXKE TIHIICPOJIUAIIHIBI
(Chaturvedi et al., 2008), azenmannosas kuciora (Jung et al., 2009) u rimunepo:-3-
docdar (Chanda et al., 2011).

CanunuioBas KHCJIOTa (OPTO-THAPOKCHOEH30HHAsA) — TOPMOHOMOJA00HOE
coequHeHWe (PEHONBHOW TPHPOALI, oOJanaromee QYHKIUSIMHA CHTHAJIBHOTO
unrepmenuara. Camumuionass kuciota (CK) cuHTe3upyeTcs B pacTUTEIbHOU
KJIeTKe  HecKombkuMu  myTsamu. OcHoBHOM  myTh cuHTesa CK = —
(beHnIMpPONaHOUIHBIN, aNhbTEPHATUBHBIA IyTh OCYIECTBISETCS B XJIOPOILIACTAX
U3 TIMKAMOBOM KHCIOTHI TpHW ydacTuu QepMeHTa u3zoxapumMaTcuHTaszbl. K

MNPOABMKCHUIO IO PACTCHHUIO OT KJIICTKHM K KIICTKEC 4YCpPE3 INIasMOACCMBbI MJIHM I10
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drosme criocobHa nunnk TpancnopTHas ¢popma CK — metmncanununat (MeTmiCK)
(Park et al., 2007). MaTeHCUBHOE HAKOIUICHHE CAIUIMIOBONM KHMCIOTHI B TKAHIX
pacTeHusi TMOcjie KOHTAKTa C IMAaTOT€HOM IMOJYYMJIO Ha3BaHUE «CAUIIMIATHBINA
B3pbIBY. llokazano, uto akkymymsanus CK 10 ompeneneHHOTO YypOBHSI BBI3BIBACT
aktuBanuio CK-curHajawHra, 4to MPUBOJIUT K pelporpaMMupoBaHuio psiga PR-
TCHOB, B pe3yJbTaTe Yero MPOUCXOIUT WHAYKIHS CHHTE3a 3alIUTHBIX OEJIKOB, U
dopmupoBanuto SAR. Ilpoucxomut cunte3 CK-unayuupyembix 6€JIKOB IPsIMOTO
AHTHUIIATOTEHHOTO JCHCTBUS M OENKOB, TMOBBIMIAIONIUX YCTOWYMBOCTh KIETOK
pacrenusi-xo3suna  (TapueBckuit, 2014; TapueBckuit u  gp., 2012).
[Ipennmonaraercsi, YTO CAIMIMIOBAs KHUCIOTAa, HAaKalUIMBAasCh B  MECTE
UHQUIIMPOBAHUS B OOJIBIIIOM KOJHMYECTBE, CBs3bIBaeTCs C perentopom NPR3
(NON EXPRESSOR OF PR GENES 3) ¢ nuskoii ap(puHHOCTBIO M 3allyCKaeT
aerpaaanuio cymnpeccopa kierounoit cmepta NPR1 (Fu et al., 2012), npuBoas tem
camMbiM K pasButuio peakiuu CU. B To BpeMs Kak B PacTHTEIBHBIX KIETKaX,
rpaHnyammx c¢ Mecrom wuHuuupoanusi, CK HakamnuBaercs B MEHBIIMX
KOJIMYECTBaX M CBs3bIBaeTCS € BbicokO-aduuHbIM penientopoMm NPR4, uto
npenoTBpamaer gerpaganuio NPR1. Dtor Oenok mpu TpaHCIOKalMu B SIpO
JEHUCTBYET B KadeCTBE TPAHCKPUIIIMOHHOTO KOAKTHUBAaTopa OojbIioro Habopa
3alIUTHBIX TE€HOB, B 4YacTHOCTU reHa PR-1, koTopswlii 4acTo HCHONB3YyeTCS B
kadectBe Mapkepa skcrnpeccun CK orBetctBennbix reHo (Moore et al., 2011).
Takue kJI€TKM BBDKMBAIOT 3a CYET DKCIPECCHMH T'€HOB CHCTEMHOTO UMMYHUTETA,
tak Ha3piBaeMbIX SAR-renoB. K SAR-remaM otHocaTcI 9 CEMEWCTB TI€HOB,

KOJUPYIOIIUX pa3inuHble aHTHOakTepuanbubie coenuuenus (Illakupona, 2001).

XKacmononas kucnora (JKAK) u ee cTpyKTypHO pOACTBEHHBIE METaOOIHUTHI
ABJISIIOTCSL  COCIMHEHUSIMU  JIMIUJHOTO mnpoucxoxjaenus. buocunres XAK
HAaYMHAETCS C BBIXOJA O-TMHOJEHOBON KUCIOTHI U3 MeMOpaHHbIX 1unua0B. [locie
cunte3a JKAK nerko mpeBpamiaercss B METWIKAaCMOHAaT C  MOMOIIBIO
KapOOKCUIMeTHITpaHChepa3bl KACMOHOBOW KHCJIOTHI WM KOHBIOTUPYET C

AMHUHOKHCJIOTAMH, TAKUMHU KaK HW30JICUIIMH, ¢ ITOMOIILI0 KOHBIOrarcuHTassl JAR1
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(Jasmonate resistance 1), 4To MPUBOJUT K OOPa30BaHUIO KACMOHMI-H30JICHITMHA

(Fonseca et al., 2009).

VY Arabidopsis o6o3nauens! nBe rnaBable BeTBH JKAK mytu: MYC BeTBb 1
ERF BetBb. MYC BeTBb KOHTPONMpYETCS TPAHCKPUIIIIMOHHBIMU (haKTOpaMu
MYC-tuna u aktuBupyet skcnpeccuo JKAK-3aBucuMOro MapkepHoro resa Vsp2
(vegetative storage protein 2). ERF BeTBb perymmpyercs uieHaMH CEMEHCTBA
TpaHckpunimonubix (akropoB AP2/ERF (apetala2/ethylene response factor),
takux kak ERF1 u ORAbB9 (octadecanoid-responsive arabidopsis 59), u
aktuBupyetr JKAK-3aBucumbiii wmapkepubiii ren  pdfl.2 (plant defensinl.2).
OO6cyxaaemple B JIMUTEpaType JlaHHbIE YKa3bIBAIOT HA TO, YTO 3TU JIBE€ BETBU
OTIPENICIIAIOT Pa3Hble YPOBHU cucteMHO# yctoiunBocTH. Tak, ERF BerBr JKAK
MyTH, TIaBHBIM 00pa3oM, CBA3aHa C YCWJICHHONW YCTOMYMBOCTBIO K HEKPOTPOPHBIM
natoreHaMm, B To Bpemsi kak MYC BeTBb CBsi3aHa C peakIMsIMU HA MOpPAaHEHUE U
3alUTON MPOTUB HaceKoMbIX, XOTs MYC2 Takxke MOXKET y4acTBOBAaTh B 3alycKe

3amuThl IpoTUB narorenos (Pieterse et al., 2012).

o HenaBHero BpeMeHu cuutainoch, uro CK- u KXAK-mytu curnamusra,
ONpENEIAONINE PA3BUTHE CUCTEMHOM YCTOMYMBOCTH PACTEHHUS, OKA3bIBAIOT
aHTaroHUCTU4YeCKuit 3P et apyr Ha apyra. beuio mokazano, yto CK sBusercs
cunbHbIM cymnpeccopoM JKAK-3aBUCUMBIX peakiuidi Ha TOpaHEHUE pacTeHUM
tomata (Doherty et al.,, 1988). Auntaronmsm mexay CK u JKAK Ttakke Obut
POJEMOHCTPUPOBAH M IS APYTHUX BUIOB pacTenuii, Bkiatoudas Arabidopsis (Spoel
et al.,, 2003). Opnako, B TMOCJCAHEE BpEeMs CTalM IMOSABIATHCS PadOTHI,
MOKAa3bIBAIOIINE HEUTpadbHbIE U JaKe CHHEprudHble d(H(PEKTh B3aMMOICHCTBHS
CK- u XAK-curnanpabeix mytedd. [lokazano, dro mpu o0paboTke pacTeHHit
kaprodens cmecbto CK u JKAK mpoucxonutr Oonee WHTEHCHBHOE HAKOIUICHHE
nepokcuaa Bogopona 1 MPHK m3omepokcumaselr, yem npu 00pabOTKe pacTeHHI
CK u XAK no otnenbHoCcTH. M3BECTHO, YTO M30MEPOKCHIA3a SBISIETCA OJHUM U3
KITFOUEBBIX (EPMEHTOB (POPMUPOBAHUS YCTOMYMBOCTH PACTCHHS K IMAaTOTeHAM

(MakcumoB u ap., 2011; Copokasb u ap., 2014). O6padotka Arabidopsis Hu3kuMu
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koHneHtpamusimMu JKAK u CK mnpuBoamna x cunepruuHoMy 3ddexty Ha
skcripeccuto JKAK- u CK-3aBucumbix reHoB pdfl.2 u pr-1, coorBercTBenHo. [Tpn
0oJee BBICOKMX KOHUEHTpaUMsIX 3((PeKThl ObUIM aHTarOHUCTUYHBIMU, MTOKA3bIBas,
yto nocnencteue B3aumonenctusa KAK- m CK-curHanbHbBIX IyTEW 3aBUCHUT OT
OTHOCHTEJIbHOW KOHIEHTpaluu Kaxxaoro ropmona (Mur et al.,, 2006). Takas
BO3MOXHOCTh THOKOIO pEeryJupoBaHHUs B3aUMOCBSI3M M B3aMMO3aBUCUMOCTH
pa3IUYHBIX CUTHAJIBHBIX TNyTell oOecrneuynBaeT OrPOMHBIM MOTEHIMAN s
NPOSIBIIEHUSI U PEeaIu3alii UMMYHHUTETA PACTUTENIBHOTO opraHusma. B mpupone
pacTeHHUs OJHOBPEMEHHO WJIM IOCIEAOBATEIbHO AaTAKYIOTCS MHOXECTBOM
NAaTOT€HOB C Pa3HbBIMHU KU3HEHHBIMH cTparerusiMu. [losTomy, 3Ta B3aUMOCBS3b
MOKET OBITh MOIIHBIM MEXaHU3MOM pEryJMpOBaHHS MPUOPUTETA OFHOTO
CUTHAJIBHOTO MYTH HaJI JpPYyrUM, B 3aBUCHUMOCTH OT THINA MOBPEXKAAIOLIETO

JICHCTBUA.

OnHa W3 BaXHBIX (YHKIMH CHCTEMHOW YCTOHYMBOCTH Oblla OTKpBITA
coBceM HemaBHO. Oxka3zanoch, 4YTO HMHAYKIHUS  yYCTOWYMBOCTH  MOMKET
COMPOBOXKJIATCA PAa3BUTUEM TaK HA3bIBA€MOW HMMYHHOH NaMsTH, TO €CTh,
JIEHUCTBUE CTpecca OKpYXalollel Cpellbl Ha OJIHO MOKOJEHUE MOXKET MPUBECTH K
3¢ (deKTUBHON aganTaluyd K TOMY JK€ CTpecCy y cieayromiero mokonenus (Luna et
al.,, 2012). MexaHu3aMbl HMMMYHHOW IaMATH pACTEHHH B [JaHHBIA MOMEHT
HEU3BECTHBI, HO CYIIECTBYET pAI TUIOTE3, KOTOPHIE MOATBEPKIAIOTCS
HKCIIEPUMEHTATBHBIM TyTEM MHOTMMH HCCIEAOBaTeNsIMU. BbICKa3bIBaeTCs
MPEANOI0KEHNE, YTO SMUTCHETUISCKNE M3MEHECHHSI B TEHETHYECKOM MaTepuale,
Takue Kak Moaudukamus B wMetunupoBanum JIHK, pexoncTpympoBanme
XpoMaTUHA W MOAU(UKAIUS THCTOHOB MOTYT HACIEJACTBEHHO U 00paTUMO
U3MEHSTh OKCIPECCHUI0 TEHOB W OKa3bIBaTh BO3JCHCTBHE HA PACTUTEIHHBIN
ummyHuTeT (Jaskiewicz et al., 2011). CymecTByIOT GakThl, CBUIACTEILCTBYIOIIHNE O
TOM, 4YTO TIepeJada HaACJICACTBEHHOW YCTOWYMBOCTH BBITIONHSICTCS IyTEM
TUTIOMETUIIMPOBAHKS TE€HOB, KOTOPOE MPOUCXOAUT TpH HemocpeactBeHHo CK-

sapucumoirt 3amure (Luna et al., 2012). MmeroTcss CBEACHHS, YTO aAKTHUBAIUS
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CBA3aHHBIX C HMMMYHUTETOM TI€HOB B pACTEHUSX MOXET OBITh CIIEICTBUEM
MeTWIMpOBaHus U auetwinpoBanus JJHK u rHCTOHOB B r€éHHBIX IPOMOTOpPax Mpu
nokanpHOM mH(Mekuuu (Jaskiewicz et al.,, 2011). Takum oOpazom, B pa3BUTHH
JUINTETbHON HMMMYHHOM TIAMSATH PACTEHUM MOXeT ObITh 3aJeHCTBOBAHO
MHOJKECTBO KOMIIOHEHTOB M IIyTEHd CUIHAJIMHIA, & TAaKXE JIUICHETUYECKUE

MCXaHHU3MBbI YIIPABJICHUA UMMYHUTCTOM.

1.5. Yuactune O0eKOB TeIUIOBOI0 IIOKA B HMMYHHBIX PpeaknMsX

pacTreHust

JIro6oii BUA cTpecca 3alycKaeT ONpeesieHHbIE MEXaHU3MbI 3aIUThl, TAKUe
KaK OJKCIpEecCHsl TEHOB, KOTOPhIE HE DJKCIPECCUPYIOTCS TPH HOPMaJbHBIX
ycioBusx. [loutn Bce BUABI cTpecca MHAYIUPYIOT MPOAYKIIUIO TPYHIBI OEIKOB,
Ha3BaHHBIX Oenku TersoBoro moka (BTIHI). V pacrennit BTII BnepBbie ObLIn
obHapyxenbl B 1980 romy. Kak m y npyrux opranusmoB, BTII pacrenuii
MHOkeCTBeHHBI. OHU TPeCTaBICHbBI IPYIIONH BEICOKOMOIEKYISIpHBIX (110-60 k1)
U HU3KOMOJIEKYIIpHBIX (35-15 kJ1) 6enkoB (Boiinukos et al., 1984; Nover et al.,
1984; Vierling, 1991;). Otu Oenku rpymnmupyrOT y PacTCHHI B MSATh KJIaCCOB B
COOTBETCTBHH C NPHUOIM3UTEIBHBIMH MOJICKYJsSIpHBIMU Becamu: Hspl00, Hsp9o,
Hsp70, Hsp60 u mansie 6enku TermaoBoro moka (Small heat shock proteins, sHsps).
Tpanckpunmusi TEHOB TEIJIOBOTO IIIOKa KOHTPOJUPYETCA PEryISTOPHBIMU
OenKaM¥, Ha3BaHHBIMHU TPAHCKPHITIIMOHHBIC (hakTOphI TerutoBoro moka (heat stress
transcription factors, Hsfs) (Al-Whaibi, 2011). Cunrte3 BTII nHaGmromaercs y
pacrernii A. thaliana mnpu peiicTBuM HH3KHUX TeMIepaTyp, yiabTpaduoieTa,
TSKETIBIX METAJIOB, OKHCIUTEIBHOM U OCMOTHYECKOM CTpeccax, a TaKkKe
nopanennn. Kak okaszanoch, WHOHUIIMPOBAHHWE IMATOTCHOM TAaKXKE MPHUBOIUT K

WHOYKIIMA CUHTEe3a OenkoB TersioBoro moka Hsp70, Hsp90, u Hspl00 cemeiicTs

(Maimbo et al., 2007; Swindell et al., 2007; Szatmari et al., 2014).

Hspl101 sBasietcs mpencraButeiaeM cemeiictBa OenkoB Casein  lytic

proteinase/heat shock protein 100 (Clp/Hsp100), koTopsie sIBISIOTCS IIaiepoHaMu



48

¥ YY9aCTBYIOT B PEKOHCTPYHPOBAaHUM/Pa300pKe OETKOBBIX KOMILJIEKCOB C 3aTpaTOn
sHeprun AT®. [lomumo nurtozonbHoro HsplOl B 3TO ceMeCTBO OTHOCAT OENKU
ClpB-p u ClpB-m, wumMermue XIOpOIUIACTHYIO ¥ MHUTOXOHAPUAIBHYIO
JIOKAIM3alii0 COOTBETCTBEHHO. LIIMpOKO W3BECTHO, YTO IMTO30JIBHBIN OEnoK
Hsp101 nHeoOxoauM it pa3BUTHSI HHIYIIMPOBAHHON TepMoToiepanTHocTH (HoNg,
Vierling, 2001). HWuTepecHO, YTO XOTS TPAHCKPUNTHI BCEX TPEX T'CHOB
HaKaIUTUBAIOTCS TPU JCUCTBUM BhICOKUX Temmepatyp, Oenku ClpB-p u ClpB-m He
y4acTBYIOT B Pa3BUTHUHU MHIYIIUPOBAHHOU TEpMOTOJIepaHTHOCTH. HO MyTanus rena
ClpB-p BbI3BIBaCT HapylICHUs CHUHTE3a XJOPO(GUILIA M PA3BUTHUS XJIOPOILIACTOB
(Lee et al, 2007). Kpome cCymiecTBEeHHOW PO B HHIYIHUPOBAHHOU
TepmoToJiepanTHOCTH, ¥ A. thaliana Hspl01 obecrnieunBaeT npoayKTUBHOCTD MPH
HOPMAJIbHBIX YCJIOBHSAX POCTA. BBIKIIOYEHHE Te€Ha MPHUBOAUT K YMCHBIICHHIO
KOJINYECTBA CEMSIH, CPOKOB MpPOpACTaHWs, OOIIeH CyXOW MacChl M KOJIHYECTBA

COLIBETH; YBEIIMYCHUIO MHTEHCUBHOCTH TpaHcupaiuu (Tonsor et al., 2008).

N3 Bcex M3BECTHBIX OENKOB TEIJIOBOrO IIOKa pacteHuit ydactue HsSp90 B
pPa3BUTHM UMMYHHBIX peaklMii cyuTaeTcs Hauboiee JAOKa3aHHBIM. AHaIu3
HPOMOTOPHBIX pernoHoB reHoB HSP90 y Tomara mokasan HaJIu4ue MHOXKECTBa CIS-
AJIEMEHTOB, BOBJICUCHHBIX B PEAKIIMU PACTCHHUS HAa OMOTHYECKHN U aOMOTUYECKUM

Bubl cTpecca (Liu et al., 2014).

Hsp90 u ko-mamepon momoOHble Mosekyiabl RAR1 u SGT1 BeImomHSIOT
KIroueBy0 poiab B ETI, Bropo#t auamm 3amutel pactenus (Thao et al., 2007;
Shirasu, 2009). B pactuteibHOM HMMYHHUTETE IUTO30dbHBIE HSPO0 mpuHUMAarOT
ygacTue B COOpKe, KOHTpOJIE CTaOWJIBHOCTH W/WIM aKTUBAIlMd WMMYHHOT'O
pernienropHoro komiiekca. Todeunsie myrtaruu reHoB hsp90.2 m hsp90.3 puca
(Oryza sativa L.) mpuBoaST K MPOSIBIICHUIO YCUICHHONW YCTOWYUBOCTH PACTEHUH K
3a00JIeBaHUSAM. OTH MYyTallMd TPUBOASIT K TIOBBIIICHHOMY COJIEPKaHUIO
UMMYHHBIX perientopoB, Bkmouas SNC1, RPS2 u RPS4. Hsp90 wmoryr
cnocooctBoBath SGT1 B QopmupoBanuu SCF E3 yOukBUTHH IUTa3HOTO

KOMIUIEKCA, KOTOPbIH METUT HMMYHHBIE PELENTOPhl JUId JaJbHEHIIEH HX
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aerpaganuy. Takas peryJsiuss HMEeT pellaroliee 3HAYCHHE B OTrPaHUYCHUH
KOJIMYECTBA MMMYHHBIX PEIENTOPOB, 4YTO TIO3BOJIIET M30eraTth pa3BUTHUS
ayroummyHHBIX peakmuii (Wang et al., 2014). In vitro 6sw10 mokaszano, uro SGT1
MoxkeT B3aumojieictBoBaTh ¢ SKP1 u cBsa3biBaThesa B TakoMm coctosHuu ¢ HSpP90
obpa3yst ko-mraneponnbiii komiuieke (Catlett, Kaplan, 2006; Xu et al., 2012).
HNanepaeiimue wuccnenoBanus nokasanu, urto Kommieke SKP1-CULLINI1-F-box
(SCF) perynupyer crabunbaocth R-0ekoB (Cheng et al., 2011), cBuaerenscTBys

o ToM, yto SKP1 mokeT ObITh Takke BoBJieueH B ETI.

Hsp70 @yHKOMOHUPYIOT B KauyecTBe MOJEKYJSIPHBIX IIAllIEPOHOB B
dbonaunare u pedosnauare OEIKOB sl TPEIOTBPAIEHUs] HEOOpaTUMOM arperaiuu
(Mayer, Bukau, 2005) u urpatoT poJib B poIeccax TPaHCIIOpTa U KOHIJIOMEpaIluH
(Bush, Meyer, 1996). Ouu Taxke BOBIEYEHBI BO B3aMMOJICHCTBHE C O€IKaMH,
nepefaloiMi  CHTHAJI, W O3TH HX (YHKIMM HE BCerJa CBS3aHBI C
¢yHkmoHupoBanueMm B kauectBe maneponoB (Pratt, Toft, 2003). Hsp70 moxer
cBs3biBaThesl ¢ ManbiMu GTPazamu Rac cemeiictBa. Manas GTPaza Rac mosxer
(GYHKIIMOHUPOBATh B KayeCTBE OCHOBHOTO TEPEKIoYaTeNis JIByX THIIOB
UMMYHHUTETa: maTTepH-akTuBUpyemMoro wummynurera (PTI) wu addexrop-

aktuBupyemoro ummynutera (ETI) (Kawano et al., 2010)

Hpyryto dyskiuo HSp70 cBs3bpiBaloT ¢ Moaymsiueld (pyHKIIMOHUPOBAHMS
MAPK kackaga. Csepxakcrpeccus HSp70 wunrubupyer MAPK curnanbHbBIN
KackaJl, KOTOPBIA CBS3BIBAIOT C PAa3BUTHUEM AalONTOTUYCCKOW THOENH KIETKU
(Hwang et al., 2005). ¥ puca 6enok OsctHsp70-1 nmeer GpyHKIMOHAIBHYIO CBSI3b
¢ Ras/Raf-ces3annpim MAPK kunaszubiM kackagom (Jung et al., 2013; Wang et al.,
2014).

HccnenoBanus mocnenHux JeT mokazanu, yto HSp70 mpuHuMaeT ydactue B
peanm3anMu  TaK HA3BaeMOT0 KOHTPOJS KadecTBa DHIOIIIA3MAaTHYECKOTO
perukyiayma (ER quality control (ER-QC)) (Eichmann and Schifer, 2012; Saijo,
2010). TIIpumepamu. [l (GYHKIHMOHUPOBAHUS PEIEHTOP-TIOJTOOHBIX OEIKOB,

OTBEUHAIOIIMX 3a AKTUBALMIO MATTEPH-aKTUBUPYEMOIO HUMMYHUTETA, HAIIPUMEDP
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oenxoB Tomara Cf u Vel tpeOyercss KOPPEKTHBIH (QOIIUHT U TIUKO3MIUPOBAHHE
(Fradin et al., 2009; Stergiopoulos, De Wit, 2009). Kpome Toro, moJKeH OBITH
MPEIOTBPAIICH TPAHCTIOPT HE3PEINIBIX PEIENTOPOB K TUIa3MaTHYECKON MeMmOpaHe,
TaK KaK OHM MOTYT ObITh HE()YHKIIMOHAIBHBI B CBSI3bIBAHHMHM JINTAH/Ia U aKTHBALIMH
CUTHAJIbHBIX  myTed. g  ocyluecTBiIeHUss BCed  HEOOXOAUMOM  MOCT-
TPAHCIAIMOHHON MOAU(PUKAIINHY, IS CO3PEBAHUS TPAHCMEMOPAHHBIX PEIICTITOPOB
u cymectByeT ER-QC, xoTopslil ocymiecTBisieTcs marnepoHamu OP, Takumu kak,
Hsp70-cBsi3p1Barorue OenKu (Hsp70 binding proteins (BiPs)),
B3auMoencTBytonumu ¢ Hsp40-momoousim  stromal-derived factor-2 (SDF2)
(Schott et al., 2010). I'maBHas pyukuus stux maneponoB ER-QC 3akmouaercs B
NPEIOTBPAIICHUH HAKOTUICHHUS HECBEPHYTHIX OCIKOB IMyTEM Yy4acTHs B (POJIAUHTE
OcnkoB W 3amycke DP-cTpecca B cilydae, €ciii HECBEPHYThIC OCIKHM HAYMHAIOT
nakarumBatbes (Liu, Howell, 2010; Eichmann, Schifer, 2012). Peuentop Vel
y4acTBYeT B 3allyCKe 3aIIMTHBIX peakiuii mpotus rpubHoro marorexaVerticillium
dahliae. Myranus Oenka CHCTEMBI KOHTPOJIS KadecTBa HHIOMIA3MATHUYECKOTO
petukynyma BiPS mpuBOIUT K OTCYTCTBHIO YCTOWYMBOCTH TOMaTa K MaTOTEHY.
OTO TOBOPHUT OO0 YYAacTHM MIATIEPOHOB SHIOIUIA3MAaTHYECKOTO PETHUKYyJIyMa B
pa3BUTHH 3alUTHBIX KMMYHHBIX peakuuii (Liebrand et al., 2014). B pa6orte Yun ¢
kosieramu (2013) ObLI0 MOKa3aHO, YTO HArpeBaHue MmI0a0B MaumapuHa (Citrus
unshiu Marc.) B Teuenue 5 muHyT mpu 52°C NPUBOAMIO K YCHIICHHUIO SKCIIPECCUU
BTII wu mocnenyromieid yCTOMYMBOCTH K 3apaKCHHIO TOJIYOOH IIJIECEHBIO
(Penicillium italicum). ABTopsI CBS3BIBatOT HaHHBIH (D (PEKT ¢ QYHKIIMOHUPOBAHKE

Hsp70 B cucreme kouTposst pomamara (Yun et al., 2013).

[MIpu wHQUIEpoBanwm mmeHunsl (Triticum aestivum L.) Bo3Oymutenem
xenrtoi pkapunHbl Puccinia striiformis f.sp. tritici oka3anock, 9To0 cCOBMECTHUMBIN
TUN  B3aMMOOTHOIICHWW  XapakTepusyeTcss Oojiee paHHUM  yBEIMYCHHEM
skcnpeccun  Hsp70, dWemM mnpm HECOBMECTHMOM THIIE, KOTOPBIA TakKkKe
XapakTepHu3yeTcs yBeJmueHueM cojepxkanus Hsp70, Ho B Oosee Mo3qHUE CPOKH.

Oynkruun  HSp70  aBTOpPBI  CBSI3BIBAIOT € MPEJAOTBPANICHUEM  PA3BHUTHS
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OKHUCJIMTEJIbHOTO B3pbIBA, M AaKTUBALMS CHHTE3a A3TOro OeliKka peryaupyercs
MaTOr€H-UHAYIUPYEMBIMM  CUTHAJIBHBIMU ~ NOyTSAMU. Tak, ©Opu  JIEUCTBUHU

MeTHIDKacMoHaTa 3kcrpeccus TaHSC70 yBennunBaercs (Duan et al., 2011).

B cucreme tabax (Nicotiana tabacum) - mekporpodHsiii natoren Ralstonia
solanacearum ObBUIO TIOKa3aHO, YTO MPEIBAPUTEIBHOC YMEPEHHOE TEIIOBOE
BO3JICHCTBME Ha pacTeHus Tabaka, compoBoxaawomeecs cuHTe3oMm Hsp70,
CIIOCOOCTBYET Pa3BUTHUIO HECOBMECTUMOrO THIA B3aMMOOTHOIICHHMH pacTeHUs U
MUKpOOpraHu3Ma. ABTOpBI MpeamnosaratoT, 4ro Hsp70 akTuBuUpyeT mnpoiiecc
nporpaMMHUpPYeMON KJIETOUHON THOenu, 4To mnoaTBepxaaercs ycuiennou JJHK
dparmMeHTanMeld NpU MpeABapUTENBbHON TemioBoi oOpabotke (Byth-lIlling,

Bornman, 2014).

Takum o6pa30M, OCJIKH TEII0BOIO IIIOKa, BBIIIOJIHAA HCCHGIII/I(I)I/I‘ICCKI/IG
(1)yHKIII/II/I B Ka4CCTBC MIAIICPOHOB, MOI'YyT IIPUHHMATbL YY4dCTHC TaKXK€C H B
OTACJIIBHBIX MCXAaHU3MaX HMMYHHBIX peaKHHﬁ. Baxno OIIpCACINTb HUX POJIb B
Pa3sBUTHUHU 3alIUTHOI'O OTBCTA, HU3YYHUTH Q)YHKHI/II/I OCJIKOB TEIUIOBOTO IIIOKa B
HMMYHHBIX PCAKIHAX paCTeHI/Iﬁ KaK IIpyu pasBUTUU COBMCCTUMBIX, TaK H

HECOBMECTHUMBIX B3aUMOOTHOIIICHUI paCTeHI/Iﬁ U MUKPOOPraHU3MOB.

1.6. Bo30yauTesib KoJIbIEeBO THUIN KapTodeas

Clavibacter michiganensis ssp. sepedonicus — rpaMIIOIOKHUTEIbHAS
duTonaToreHHas OakTepus, BBI3bIBAIONIAsl 3a00JICBAaHHE «KOJIBIIEBAs THUIIH
kaptodemns». Pox Clavibacter Bxomut B coctaB ceMelicTBa rpaMIiOIOKUTEIBHBIX
GuTOnmaTOreHHBIX ¥ JHIOPUTHBIX MHKpoopraHu3smMoB — Microbacteriaceae.
Briepeeie pox Clavibacter 6sm1 onmcam MJ. Davis ¢ coaBropamu. B Hero
BKJTFOUCHBI (PUTOMATOTEHHBIE KOPUHEPOPMHBIC OAKTEPUU C KICTOYHOH CTCHKOM
B2y-tuma (Davis et al., 1984). B nacrosimmee Bpemst B pon Clavibacter sxoaur
onun Buj Clavibacter michiganensis, cocrosmmuii u3 ciaeayromux moaBuaoB:C.
michiganensis ssp. sepedonicus (Cms) — komblieBas THWIL Kaptodens (Solanum

tuberosum) (Manzer et al., 1987); C. michiganensis ssp. michiganensis (Cmm) —
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OakTepuanbHBIH BT U pak Tomara (Solanum lycopersicum) (Strider, 1969); C.
michiganensis ssp. insidiosus (Cmi) — yBsijaHHe ¥ OCTaHOBKAa POCTa JIFOIICPHBI
(Medicago sativa) (McCulloch, 1925); C. michiganensis ssp. nebraskensis (Cmn) —
BWIT U 3aBsiiaHue Kykypy3sl (Zea mays) (Vidaver, 1982); C. michiganensis ssp.
tessellarius (Cmt) — kpamyarocTs ¥ naTHUCTOCTH TineHunsl (Triticum aestivum). B
2014 rony 611 BeIACeH HOBBIM noaBu Clavibacter michiganensis ssp. phaseoli —
BO30yauTenp 3abosieBanus (aconu (Phaseolus vulgaris) (Gonzalez, Trapiello,
2014).

Cms — ad’poOHBIC HECIOPOHOCHBIC, HEMOJBWKHBIC, NAJIOYKOOOpa3HBIC
6aktepuu, pazmepom 0,5-1,0 MkM, olMHOUYHBIE TUOO COEAMHEHBI TOTIAPHO WU B
KOPOTKHE IICTIOYKH. BBI3bIBaCT CHCTEMHOE 3a00JICBaHME — KOJIBIIEBAs THUJIb
kapTodens. 3aboieBaHME WMEET IMIMPOKOE PaCIpOCTpaHCHUE, W BO30YIUTEIh
KIaccuumupyercs Kak KapaHTHMHHBIH Bo MHorux crpanax (Eichenlaub,
Gartemann, 2011). Jus CmsS xapakTepHO HajJWUYHMe JIATCHTHOW CTaauH
uaduiposanus (Nelson, 1982). Bo BpeMs JaTEeHTHOH CTaaud HE MPOUCXOIUT
pa3BUTHSL CHUMIITOMOB 3a0oyieBaHUs (BWJIT, THWIb KIYOHEH TIO COCYAHCTOMY
KOJIBILY), HO TATOTeH MPHUCYTCTBYET B pAacTeHWH. Tak, Hampumep, B KIyOHSX
kaprodens 0e3 TPOSBICHUS CHMIOTOMOB 3aboneBanus Metogom  III[P-

IUArHOCTHUKH ObLIO moaTBep:kaeHo npucyrcreue Cms (bospkuna u ap., 2008).

Jis 6axrepuii C. michiganensis xapaktepen 6uorpodHbIil Tl nutanus. Ha
paHHUX CTaaAuSIX WHPUIMPOBAHUS TMATOTEH PACIPOCTPAHSACTCA IO COCyAaMm
KCWJIEMbI, HapylIas TPaHCTIOPT BOJIbI U BbI3bIBasi BWIT. HapylieHne npuToka BOJIbI
MPUBOAUT K Pa3BUTUI0 HEKPOTHUECKUX IISATEH HA JIUCTBSIX, MX IOXKEITEHUIO.
JlanbHeiiee nHGUIUPOBAHUE MPUBOJIUT K MPOHUKHOBEHUIO OaKTepUil B KOPHU U
co3peBarolne KiIyOHH, CONMPOBOXKAAIOIIEECs Malepane TKaHed, 3arHUBaHUuEM U
nopakeHueM cocyauctoro kojibia (Laine et al., 2000; 2006). M3BecTHO, 4TO B
cocynax kaprodens Cms obOpazyeT OHMOIUICHKH, YTO SIBISCTCS JOMOJTHUTEIHLHBIM

(bakTOpOM BUPYIECHTHOCTH, TaK KaK B COCTaBE OMOTUICHKH OaKTEepUATbHBIC KICTKU
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MCHEC IIOJABCPIKCHBI aHTH6aKTepI/IaHBHOMy I[GI\/'ICTBI/IIO 3aIlllUTHBIX COGI[I/IHGHI/Iﬁ

pactenus (Bae et al., 2014).

EnvHCTBEHHBIM MPHUPOIHBIM XO3SMHOM JaHHOTO (PUTOMATOTEHA CUUTACTCS
kapTodens. baknaxan (Solanum melongena) vacto Ha3pIBalOT anbTepHATHBHBIM
XO03IMHOM M MCIOJb3yIoT 1t orotecta (Nissinen et al., 2001). V pactenwuii Tabaka
Cms uHAyupyeT pa3BuTHe peakiuu cBepxuyBcTBuTenbHOCTH (Nissinen et al.,
1997). Ilpu BBICOKON HWH(EKIMOHHOW HArpy3ke y KapToQens TaKKe MOXET
NPOUCXOJNUTh PAa3BUTHUE PEAKIMH CBEpXuyBCTBUTEeNbHOCTH (Pomanenko u mp.,
2000). OOBACHUTH O3TO SIBICHUE MOXHO IOBBIIICHUEM HWHTCHCUBHOCTHU
cenM(PUUECKUX 3alUTHBIX PEAKIUi, KOTOpbIE aKTHUBHPYIOTCS y YCTOHYHMBOTO
copTa. B mpupoaHbIX ycinoBusX WH()EKIIMOHHAS HArpy3Ka HE MOXET OBITh CTOJb
OonbiION, 4YTOOBl oOecrmeuuTh HeoOxoaumyto ana  3amycka CUY  peakiuu

HMHTCHCUBHOCTD 3allTUTHBIX ITPOICCCOB.

B mmonepckux paborax M0 H3yYEHHIO BO3OYAWTENsS KOJBIEBOW THUIA H
POACTBEHHBIX IOABUAOB OblIa BBIABHHYTa THIIOTE3a, IIOCTYJIHMPYIOLIAs, dTO
daxTopaMu ATOr€HHOCTH JAHHBIX MHKPOOPTaHU3MOB ABIISIOTCS
skcTpakierounbie moiaucaxapuabl (DTIC) (Westra, Slack, 1992; Shafikova et al.,
2006).

OIIC Cms mnpenacTaBiasiOT COO0OM CMeCh BBICOKOMOJEKYJISPHBIX |
HU3KOMOJICKYJISIPHBIX TIOJMCAaXapHI0B, B COCTaB KOTOPBHIX BXOAAT (yKo3a,
MaHHO3a, TaJakTo3a W IIoKo3a. COOTHOIIEHUE CaxapoB BapbUPYET y Pa3HBIX
mramMoB. B coctaB DIIC Cms BXoasT oT 4 10 6 KOMIIOHEHTOB ¢ MOJIEKYJIIPHON
maccoir ot 20 mJla mo 1 k/la (Bermpohl et al., 1996; Shafikova et al., 2006;
[Mlapukosa, 2003; IllapukoBa u xap., 2009). Pabdorer ¢ wmyrantamu C.
michiganensis ¢ wmapymenueMm mnpoaykiuu OIIC mokaszamu, 9To NPUCYTCTBHE
MOJINCAXapuIoB HE  OMpeAeNsieT BHUPYJICHTHOCTh. MyTaHTBI  OCTaBaJIHCH
BUPYJICHTHBIMH M CIIOCOOHBIMH KOJIOHM3UpoBaTh pactenue (Bermpohl et al.,
1996). Tem He MeHee, ObUIO TIOKa3aHO, 4YTo DIIC MOTYT y4acTBOBaTh B Y3HABAHHH

MaTtore’a pactreHueM-xo3simHoM. [Tokazano, uto DIIC cBA3BIBaIOTCS HA KJIETOYHOU
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CTEHKE W IUIa3MaTUYECKON MeMOpaHe KIETOK KapTOQes, UTO CBUAETEIbCTBYET O
MPUCYTCTBUM PELENTOPOB, crneunduuecku cesasbiBatouiuxcs ¢ IIIC. Kpome Toro,
OBUIO TOKAa3aHO, YTO Yy pacTeHuil yctoiunBoro k Cms coprta JIyroBckoi Takux
perenTopoB 0oJIbIle, YeM y BocpuuMUnBOro copta JlykesHockuii (Romanenko
et al., 2003). JlanHbIi (akT JIOTUYHO YKIAIBIBACTCS B PAMKH COBPEMEHHOW TCOPHHU
¢uTtonmMmyHutera. MoXHO mnpeAanonoxutb, uro OIIC Bo30yauTens KoJbLEBOU
THWIA  KapTodens SBIAIOTCS MHUKPOOHBIMHU  MOJEKYISPHBIMUA TaTTEpPHAMHU
(MAMP), 1 ux nerexuusi B paCTEHUU OINpPEENsIeTCs] MIPUCYTCTBUEM Ha KJIETOUHOM
CTEHKE M IUla3MajeMMe paCTUTENbHbIX KIETOK CHelU(pUUYECKUX MaTTepH-

pacno3Haronuux peucITopoB.

VY npeacraButeseit Buga C. michiganensis o6napyskeHsl miasMuasl. Y Cms
— KoJsblleBas Iutazmuaa ¢ maccoir 50,6 kb, xotopass momyuniaa maszpanme pCSl
(Mogen et al., 1988), u nuneiinas. B onnux mramMMax ee macca cocrasiser 90 kb
(pCSL1), B apyrux — 140 kb (pCSL2) (Brown et al., 2002). ¥ Cmm oGHapy>keHO
HaJIM4YKMe IBYX KoibleBbix miasmug pCM1 (27 kb) u pCM2 (70 kb) (Meletzus et
al.,, 1993). beumn oOHapykeHbl HekoTOpwle mtammbl C. michiganensis, ne
CoJiepiKaIIre TUTa3MuI, HO, KaK OKa3ajoch, IJIa3MHUIHBIC TEHbI y ATHX INITaMMOB
BCTpOCHBI B OakrepuiabHyio xpomocomy (Mogen et al., 1988). Ilomyuenue
IITAaMMOB CBOOOJHBIX OT IIa3MHUJ IOKAa3ajo, YTO MMEHHO IUIa3MHUIHBIC TEHBI
SIBJISIIOTCS TeHAMU BUPYJIEHTHOCTHU. Tak, mramm CMS,mumeHHbIi mazMuas pCS1,
HecTiocoOeH BBI3BIBATh Pa3BUTHE 3a00JICBaHUS, XOTS KOJOHH3AIIMS PACTCHUS BCE
xe mpoucxomut (Laine et al., 2000). OrcyrctBue obenx mmiazmua y Cmm
MIPUBOIUT K TIPOSBICHUIO HEBUPYJICHTHOTO (DEHOTHIIA, IO CYTH «TPaHCHOPMHUPYSI»

¢utonaTore B aHnopuUTHYIO OakTeputo (Meletzus et al., 1993).

JlanbHeiimas paboTa npuBeia K 0OHAPYKEHUIO TTPEANOI0KUTETHHBIX TEHOB
Bupyieataoctu CelA (Jahr et al., 2000) u pat-1 (Dreier et al., 1997). ¥ Cms ren
celA nokamm3zoBan Ha Mmiasmuae PCS1 m oTBedaeT 3a CHUHTE3 CEKPETHPYEMOI
[EJUTIONIa3bl, HEOOXOAMMOW Il TPOSBICHHUS BHUPYJIEHTHOCTH. baktepuu ¢

neNerell TaHHOTO T€Ha COXPaHSUIM CIIOCOOHOCTh KOJIOHM3UPOBATh PAaCTEHHUE, HO
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TEpATU CIMOCOOHOCTH BBI3BIBATH CHMITOMBI  3a00NieBaHUS. AHAJIOTHYHBIC
pe3yabTaThl OBUIH MONTYYeHBI B dKcniepuMentax ¢ Cmm (Jahr et al., 2000; Laine et
al., 2000). Ho 4ro uHTEepecHO, IITaMMbI, Ne(EKTHBIC [0 TAHHOMY T€HYy U HE
CIIOCOOHBIE BBI3bIBATh 3a00J€BAaHUE PACTEHMS XO35AHMHA, HE TEPSJIU CIHOCOOHOCTH
WHIYIIUPOBATh Pa3BUTUE PEaKIMM CBEPXUYBCTBUTEIBHOCTH y Tabaka (Nissinen et
al.,, 2001). JlauHblii (aKT MOXKHO OOBSICHHTH OCHOBHBIMH IIOJIOKCHUSAMU
COBpEMEHHOW Teopuu (PUTOMMMYHHTETa: pa3BuTHe peaknuu CU mpoucxoauT B
pe3ynbTaTe aKTUBAIlMM 3alIUTHBIX PEAKIUH, HWHAYIUPYEeMbIX 3ddexTopamu
natoreHa. ['nmaBHas ¢yHkuus d3Q¢ekTopoB 3akiovaeTcs B OAABJICHUH
HecTienn(pUUecKor 3aluThl, U OHU HE SABIAIOTCA (PaKTOpaMU BHPYJIECHTHOCTH B
KJIACCHYECKOM ITOHUMAHUH 3TOTO TEPMHUHA, T.€. HE YYaCTBYIOT B HETIOCPECTBEHHO

I‘y6I/IT€JII)HOM JICfICTBI/II/I Ha KJICTKHU PACTCHH.

BTopsIM MpenooKUTeIbHBIM TeHOM BUpPYJICHTHOCTH ObUT reH pat-1Cmm,
OTBETCTBCHHBIM 3a CHHTE3 CEpHHOBOM mpoTeaszbl. Y CMS Obui0 0OHApYKEHO
Hanmare 11 romosoroB reHa pat-1. Bocemb TEHOB JTOKaTM30BaHBI HA XPOMOCOME
(chromosomal homology to pat-1, Chp), aBa — na miasmuge pCS1 u oauH — Ha
mwrazmuae pCSLI(plasmid homology to pat-1, Php) (Bentley et al., 2008). Oxun
U3 JIOKAJM30BaHHBIX HA XPOMOCOME I'¢HOB —Chp-7— HEoOXOoauM sl MPOSBICHUS
BUpPYJECHTHOCTH. MyTamust B TeHe Chp-7 CHWXKaga TNpPOSIBICHUE CHMIITOMOB
3a0oeBaHus y KapTodenas W IMOJaBiisiia CIIOCOOHOCTh MAaTOreHa WHIYIHPOBATH
pa3BUTHE pEaKIMM CBEPXYyBCTBUTEIBHOCTH Yy pacTeHuii Tabaka (Gartemann,
Eichenlaub, 2001; Nissinen et al., 2009). Henatorenusiii mramm Cmm, HeCyIIuii
mytanuto reHa ChpG, HecmocoOeH BhI3BIBaTH 3a00JIEBaHHE TOMaTa, a TaKXKe
uHaynupoBath passutue peaknmm CU y Nicotiana tabacum, Nicotiana
benthamiana u Mirabilis jalapa (Zatuga et al., 2014).

[Tomumo camux (aKTOPOB BHPYJICHTHOCTH, OBITH OOHAPYXKEHBI (HaKTOPHI
TPAHCKPHIIMN, OTBETCTBEHHBIE 3a pErysIUI0 WX OJKcmpecuu. Y  Cmm
OOHapy’>KEHO JBa PETyNsATOpa TPAHCKPHUIIIIMKA TEHOB BHpYJIeHTHocTH — Vatrl u

Vatr2. Ilrammer, Hecymue MyTanmuu 1o TeHam Vatrl wu vatr2, mnoxasamu
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oc1abJICHHYI0 CIOCOOHOCTh BBI3BIBATH CHMIITOMBI 3a0oseBanus (Savidor et al.,

2014).

Hapsiny ¢ yxe ykazaHHBIMH (pepMEHTaMHU JETpajaliy KICTOYHOW CTCHKH
cepuHOBO# TpoTenHa3oit Pat-1 u nemmonazoit CelA, Bo Bpems uHGUIIMPOBAHUS
pacrenuii TomMata Cmm  yBelMUYMBACT CEKPELHHMIO MHOXECTBA  JPYTUX
TUAPOJINTUYECKUX (DEPMEHTOB, HarpuMep, KCuiioHa3bl XYSA, TIIHKO3UITUIPOIA3bI
NagA, cepuHOBBIX mpoTenHa3 cemerictBa Sbt u nap. (Chalupowicz et al., 2010;
Savidor et al., 2012). M3meHeHWe SKCIpPEcCCHU MPEANONIOKUTEIBHBIX TCHOB
BUPYJICHTHOCTH OCYIIECTBIsICTCS Takke Yy CMS mpu KOHTAKTe C PaCTUTEIbHBIMU
kiaerkamu (Holtsmark et al., 2008). Hecmotpst Ha TOT (hakT, 4TO OOHAPYKEHO
MU3MEHCHUE DKCIPECCHU STUX JOMOJHUTEIbHBIX (PEPMEHTOB, OCHOBHAs POJb B
peanu3ali BUPYJICHTHOCTH W IOJABJICHHUU 3alllUTHBIX PEaKiuii pacteHus (a y

paCTeHI/Iﬁ Tabaka B UX WHAYKIUH — Cq) OTBOAUTCA CCPHUHOBBLIM IIPOTCHUHA3AM.

B naHHBIE MOMEHT BeIyTCs pabOTHI IO TIOMCKY CyOCTpaTa CEeKPETHPYEMbIX
natoreHom cepuHoBsIx nmpoteas (Eichenlaub, Gartemann, 2011; Fliigel et al., 2012;
Savidor et al., 2012). OcraeTcst HEM3BECTHBIM, KaKOBa WX (DYHKIIMS, MOABEPraioT
J¥ OHU MPOTEOJU3y OAKTepHAJbHBIC WM PACTUTEIIbHBbIC OCJKH, aKTUBUPYIOT JIHU
CUTHAJIbHBIC MEXaHU3MbI PACTCHHS, IPUBOSIINE K PA3BUTHIO 3AIIUTHBIX PEAKIIHIA.
OHUM W3 MOCJICAHUX 3HAYUMBIX TOCTH)KCHUH B TAHHOM BOIPOCE CTAJIO OTKPHITHE
¢dakTa ydacTus CEpHHOBBIX MPOTEHWHA3 B PETyNAIUu (HOPMUPOBAHMS OMOILICHOK

Cmm, X0Td MCXaHHN3M OJTOT Ha I[&HHI)Iﬁ MOMECHT OCTAa€TCA HCEU3BCCTCH

(Chalupowicz et al., 2012).

1.7. CnocoboHocth K (GOPpMHUPOBAHMIO OHMOIUIEHOK KakK (aKTop

NATOTeHHOCTH BO30yauTeJieil 3a001eBaHUil pacTeHn i

BOJBIIUHCTBO MHKPOOPTaHW3MOB B E€CTECTBCHHBIX M HCKYCCTBEHHO
CO3JIaHHBIX OKPYXKAIOIIMX Cpelax CYIIeCTBYeT B BHUJAC CTPYKTYPHUPOBAHHBIX,
MPHUKPEIUICHHBIX K TIOBEPXHOCTH coobmiecTB — OuoruieHok (Donlan, 2002). Dtu

€CTEeCTBEHHBbIE  cooOlIecTBa  OakTEepuil,  OKPYXEHHbIE  MOJIUCAXaPHUIHBIM
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MaTPUKCOM, (YHKIIMOHUPYIOT KaK CKOOPJAMHUPOBaHHBIN KoHcopuuym (Costerton
et al., 1999). HecmoTpsi Ha MHOTOYHCIICHHBIC HAOIIOICHHS pOCcTa OAKTEPHIA B BUJIE
OMOIIEHOK, o01as Teopus npeodsiagaHus OMOIUIEHOK MUKPOOPraHW3MOB HaJ MX
CBOOOJHOXKUBYIIUMH  dopMaMu ObUla TOCTyJAupoBaHa Jumb B 1978 T
(Christensen, 1989). CornacHo 3ToW Teopuu, OAKTEPHH OCHOBHYIO YacTh BPEMECHH
pa3BUTHUS U Pa3MHOKEHUS HAXOAATCA B MaTpUKCE OMOIICHKH, MPUKPEIUICHHON K
MIOBEPXHOCTSIM  OOTaThIX MUTATEIBHBIMU  BEIIECTBAMHU OKOCHUCTEM, U OTH
NPUKPEIUICHHBIE KIETKH (PU3NOIOTUYECKH OTIMYHBI OT KJIETOK TOTO K€ IITaMMa,
B3BemieHHBIX B cpene (Costerton et al., 1999). B npuniune, MiaHKTOHHYIO CTaJIHIO
MOKHO paccMaTpuBaTh JIUIIh KaK CHOCOO MepeMeIieHnuss MUKPOOHOW KIETKHA OT
OJTHOW TOBEPXHOCTH K JIPYrOd, TO €CTh KPAaTKOBPEMEHHOE COCTOSHHE B JKH3HH
Oaktepuii. Pa3BuTHe OMOIUIEHOYHBIX COOOIIECTB SIBISETCS OJHOM W3 OCHOBHBIX
CTpaTeTuii BBDKHMBaHHs OakTepuil B 3aHMMAEMOW HMHU DKOJOTHYECKOW HHIIIE.
bakrepuun B TPHUKPENJICHHOM COCTOSHUM, Oyay4d WHTETPUPOBAHHBIMH B
OMOIUIEHKY, 3alIUILEHbl OT MOBPEXAAOMUX (aKTOPOB BHEIIHEH Cpenbl U

aHTI/I6aKT€pI/IaJ'II>HI>IX IIpCIIapaToB B OPTraHU3MEC XO354HNHA IIPpU I/IH(l)CKIII/II/I.

MeKKIIeTOYHbIE KOMMYHHKAIMd B OWOILICHKE OCYIIECTBISIOTCS B TOM
YpuCiIe TPUH YYaCTHH PETYJISATOPHOIO MEXaHHM3Ma, IIOJYYMBINETO Ha3BaHUEC
«4yBCTBO KBOpyMay (quorum sensing, QS) (Neu et al., 1994; Uibuna u ap., 2006).
O6pa3zoBaHne OHOIUIEHOK SBJISETCS CJIOKHBIM ~ MHOTOIIATOBBIM M CTPOTO
pEryIUpyeMbIM  OHOJIOTHYECKHUM  MPOIECCOM.  MHAMBUAyalbHBIC  YICHBI
COO00IIECTBA UMCIOT «CIelM(pHUECKUe 005S3aHHOCTHY, KOTOPhIC, KOMOMHHUPYSChH C
APYTUMH,  YCHJIHMBAIOT  KM3HECIIOCOOHOCTh  BCEr0  KOHCOPLUYMa,  YTO
MOJTBEPIKIACTCS IKCIIPECCHE B pasHBIX KIETKAX OJHOW OHOIUICHKH pPa3HBIX

I'€HOB U CUHTE30M OCJIKOB Pa3INYHOIr0O Ha3HAYCHU .

O6paBOBaHI/Ie OMOMJICHOK HAYMHACTCS C TOro, 410 OAHA HWJIM HCCKOJBKO
KJICTOK 3aKPCIUIAIOTCA Ha IMMOBCPXHOCTU H, HOTpe6J'I${}I IIUTAaTCIBbHBIC BCIICCTBA M3
HpOTeKaIOHleﬁ KHUIAKOCTH, HAYMHAOT TaM aKTHBHO PAa3MHOXATbCA. 3areM

6aKTepI/II/I BBIAC/AOT OKCTPAKJICTOYHBIC IMOJIHMMCPBI, aArc3uA KOTOPBIX K
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MOBEPXHOCTH 00€CTeUnBAET UM 0o0Jiee MPOYHOE MPUKPETUICHUE. 3aKITIOUNTEIIbHBIN
sTan OMOJIOTMYECKOro o0pacTaHus — POCT MHKpPOOpraHu3MoB. OH SIBISETCS TeM
MPOIIECCOM, KOTOPBII MPUBOJUT K YBEITUUEHUIO YUCIECHHOCTH U OMOMACCHI OCEBIIIUX U
MIPUKPETTUBIINXCS MUKPOOPraHU3MOB. [I0BEpXHOCTHBIE OaKTepHaIbHBIE CTPYKTYPHI
n BHEKJICTOYHBIC AK30METa0OJIUTHI (KTYTHKH, JUTIOJIUCAXaPU/IBI,
AK30MOJIUCAXapu/Ibl) B COYETAHUM C BHEIIHUMHU CUTHajiaMu W cur”Haiamu QS
UTPAIOT PEIIAIONIYI0 POJIb B aBTOAarrperanud U oO0pa3oBaHUs OUOIUICHOK Y

OonpIMHCTBA BUA0B OakTepuii (Schembri et al., 2001; Bogino et al., 2013).

q)OpMI/IpOBaHI/Ie OMOIIICHOK Ha paCTCHUAX XapaKTCpPpHO JJIsA
CUMOMOTHYECKHX M MMAaTONeHHBIX MUKPOOPTaHU3MOB, HO KaKUM O6p2130M PaCTCHHUA
PETYIIMPYIOT 3TH OTHOLICHUSA — HaA ﬂaHHBIfI MOMCHT HC O0 KOHIIa H3YYCHO.
HeKOTOpLIG 6aKT€pI/II/I B MATPHUKCC OMOIICHOK HHAYLOIUPYIOT POCT PACTCHUA U
3allIarT €ro OT @HTOH&TOI‘CHOB (}IaHHOC SABJICHHUEC HAa3BaHO «6I/IOKOHTpOJII)»), B

TO BpeMsi KaK JpyrHe BhI3bIBAIOT pa3BuTHE 3a0oseBanuii (Bogino et al., 2013).

Muorue  BuABI  MUKPOOPIaHM3MOB  COIYTCTBYIOUIEH  MOYBEHHOM
MUKpPOGIIOpHI, BKJIIOYas pu3o0akTepuid, (HOPMUPYIOT MHUKPOKOJIOHHHM WITU

OMOIUIEHKM B TIpollecce KOJOHM3aluu KopHe# pactenuit (Rinaudi, Giordano,

2010).

OO0pa3zoBaHue OMOIICHOK TaK)Xe OINpEAENsieT MPOsSBICHUE BUPYICHTHOCTU
(UTOMATOreHHBIX ~MHUKPOOPTaHU3MOB 32 CYET CIEAYIOIMX MEXaHU3MOB:
OJIOKUPOBaHUE KCHJIEMHOT'O TOKA, YBEJIMUECHHUE PE3UCTECHTHOCTU K PACTUTEIHHBIM

anTuMuKpoOHBIM coenuHeHmnsM (Mansfield et al., 2012).

OuTONaTOreHHbIE MHUKPOOPTaHU3MbI (POPMUPYIOT OHOMIEHKH KaK Ha
MMOBEPXHOCTH pacTeHusi (KOpeHb, JUCT), TaK U B TKAHAX — TaK Ha3bIBaeMble
BACKYJISIPHBIE MATOTE€HBI, KOJIOHU3UPYIOIIME cOCyabl pacteHus. [lokazaHo, 4To Ha
KOpDHSX  pacTeHuWd  cmocoOeH  (opmupoBarh  OWOIUICHKHM  (DUTOMATOTEH
Agrobacterium tumefaciens (Matthysse et al., 2005). Bo30ymutens paka y
muTpycoBeIX Xanthomonas axonopodis pv. citri dopmupyer OuorieHKH Ha

MoBepxHOCTH JiucTa. [IpuyeM, CyliecTBeHHYIO poib B GOPMUPOBAHUU OUOTUICHOK
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urpatot xryruku (¢dmareua) (Malamud et al., 2011), kotopbeie oGecrneunBaroT
CIIOCOOHOCTh  aIr€3UPOBAHHBIX KIECTOK MHIPHPOBATH 110 TOBEPXHOCTH IS
pacnpoctpanenus ouoruienkuu (Pratt, Kolter, 1998), yto urpaer GoJbIIyI0 poJb
IUI BUPYJIECHTHOCTH JAHHOIO IIaTOre€Ha, TaK KaK INPOHHUKATh B PACTEHHE OH

crioco0eH TopKo uepe3 yerbuiia (Brunings, Gabriel, 2003).

JUist pa3BUTHUSL CHCTEMHOIO 3a00JIeBaHUS U TPOSIBICHUS BUPYJIECHTHOCTH
BaCKYJISIDHBIM TMATOT€HAM HEOOXOAMMBI clieayromue (akTopbl: oOpa3oBaHue
OOLIMPHBIX OaKTepUaIbHBIX arperaroB M OMOIUIEHOK Ha MOBEPXHOCTH KIIETOK
KCUJIEMBI, CUHTE3 3K30I0JIMCAXapHUJI0B JUIsl OJOKMPOBAHMS KCUIJIEMHOTO TOKa U
pPa3BUTHs CUMIITOMOB, UCIIONIb30BaHuEe QS 171 peryisiuu KOJOHU3ALUU KCUIEMbI
(Danhorn, Fuqua, 2007). [ns rpamMOTpHUIATEeIbHBIX BaCKYJISPHBIX MAaTOTCHOB,
Takux kak P. stewartii ssp. stewartii, X. fastidiosa, u Erwinia amylovora, 6suio0
nokazano, uro OJIIC HeoOxomumbl i ¢GopMUPOBaHUS OUOIJICHOK W,
clieIoBaTeIbHO, MposBiacHUs BupysieHntHoctr (VonBodman et al., 2003; Danhorn,
Fuqua, 2007; Koczan et al., 2009, 2011; Vrancken et al., 2013).

Jiss Cmm moka3zano, 94To (GakTopsl BUPYJICHTHOCTH, & UMEHHO CEPUHOBBIC
npoTeas3bl, KOIUPYEMble Ha ITUTA3MHUAE€ M YYACTKE IMAaTOT€HHOCTH XPOMOCOMBI
chp/tomA, ompepensaior cnocoOHOCTh OakTepuii K 00pa30BaHHIO OHOILICHOK,
aKpOIETATBHOMY ¥ Oa3WIeTaTbHOMY TPOJIBHKCHHUIO TI0 COCYIUCTONW CHCTEME
pactenuii Tomara. lllTaMMbl, JIUIIIEHHBIE TUIA3MUABI, & TAKXKE IITAMMBI, HECYIIIHE
MyTaluio ydactka Chp/tomA, He cmocoOHbI ObUTH (HOPMHUPOBATH OHMOIUICHKH, Kak

Ha CHHTETUYECKHUX cpenax, Tak u B TkaHsax pactenus (Chalupowicz et al., 2012).

1.8. BbIBOABI U3 0030pa JIUTEPATYPLI

PacTenus B xone cBOei 3BOJTIONMH MO IEUCTBUEM OKPYKAIOLIEH CPEabI IS
TOTO, YTOOBI BBIKHUTH, BBIPAOOTAIM PsAJ 3aNIUTHBIX MEXaHU3MOB. MeXaHH3MBI
3allIUTBl OT arPECCUBHOIO JIEUCTBUS Pa3HOOOPA3HBIX MO CBOEH MPUPO/IE NATOT€HOB
CJIOKWJIMCH B CJIOKHYI0 UMMYHHYIO CUCTEMY. /{7151 akTMBalMy 3alUTHBIX pEaKIUi

pacTteHuro HeoOxoauMa 3(PGeKTUBHAs CHCTEMa BOCIPHUATHS HECOBMECTUMOIO
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MH(EKIIMOHHOTO areHTa — pelenTopHas cucrema. PacTUTeNnbHbIE PEIEnTOpPbI
CHOCOOHBI pacrno3HaBaTh OOJIBLION CHEKTp MAaTOr€HOB M 3alycKaTh MYTH
TPAHCIYKIMKM CUTHAJIA, MPUBOJAS K aKTUBAIIMM UMMYHHBIX peakuuil. BpoxnenHas
MMMYHHasl CUCTEMa PacTeHUN MMEET JIBa YPOBHS: HeCHEIU(PUUECKU UMMYHUTET
(PTI), akTUBUpYyeMBIH LIMPOKUM IHANA30HOM IATOTCHOB, M CHEUU(UICCKHIA
nummynutetr (ETI), 3anmyckaemblii mpu y3HaBaHuM 3(G(PEKTOPOB aBUPYJICHTHOTO
naToreHa. 3amycK 3allUTHBIX PEaKIHi, KaKk Mpu HECMenu(PUIecKoM, TaK U TpHU
cenu@uyeckoM  OTBETE, MPOUCXOAUT TNPH  aKTUBALMK  AHAJIOTHYHBIX
MOJICKYJISIDHBIX TIPOILIECCOB — TIepepachpeesicHus] MOHOB KalbIlMsi B KIIETKE,
o0pa3oBaHUs aKTHBHBIX (DOPM KHUCIOpOJia W a30Ta, U3MEHEHHS PEIOKC cTaryca
AHTUOKCUJAHTOB, CHHTE3a CaJMIMIOBOM M »KACMOHOBOM KHUCJIOT. BeposiTHee
BCETO, Pa3finuus MEXAY Crelnu(PuIeckuM U HecrenuPUIECKUM OTBETOM COCTOSIT
JUITh B WHTEHCUBHOCTH peakiuil. MexaHuW3Mbl CHUTHAJIBHBIX NyTeH TOHKO
PETYIUPYIOTCS M TECHO TEPEIUICTAIOTCS, PE3yJbTaTOM HX pabOThI SBIAETCS
aKTUBAIMs OKCIPECCUU CHHTE3a 3allUTHBIX coeauHeHui. Crenuduyueckuit
b exTop-uHAYIUPYEMBIE HMMYHHUTET COIPOBOXKIAETCS 3allyCKOM pEaKINH
CBEPXUYBCTBUTEIBHOCTH — JIOKaNbHOW rubenu kierok no tumy IIKC B mecte
MHOULIMPOBAHUS, JUIsl OTPAHUYCHHS paclpocTpaHeHHs matorena. s mporecca
aktuBauun CU-peakuuu XapakT€pHO PE3KOE H3MEHEHHE KOHIIEHTpalui
BHYTPHUKJIIETOYHOT'O Ca2+, renepanusi APK u NO, u Kak clelcTBUEe — aKTUBAILIUs

npoTeas U HyKJIeas.

BaxueiimuM 3HaueHneM (EHOMEHa peaklud CBEPXUYBCTBUTEIBHOCTHU
SABJSCTCS MHAYUUPOBAHUE «CUTHAJIOB TPEBOTM» M HMX PACIPOCTPAHEHUE 4Yepe3
IJIa3MOJECMBbl M KCHJIEMY II0 BCEMY PACTCHUIO U JaXe 3a €ro Ipeleliamu,
MOCPEJICTBOM OTIOBEIIEHUSI JPYTUX PACTEHUW MOMYJSIUU, YTO OOECIeYHUBAIOT
JIETYyYUue CHUTHAJIBHBIE MOJIEKYJIbl, HAIpUMEp, METWDKacMoHaT. B pesynbrarte
TPAHCAYKLUMH  «CUTHAJOB TPEBOTM»  NPOUCXOJHUT  PA3BUTHE  CHCTEMHOMU
YCTOMYMBOCTHA — AaKTHUBALHS SKCIPECCUU 3alIUTHBIX T'€HOB, M, KaK pe3yJIbTarT,

CeHCI/I6I/IHI/IBaHI/Iﬂ 3allIUTHBIX CHJI pACTUTCIBHOI'O OpraHu3ma.
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HaumeHnee wH3y4eHHBIMM YYaCTHUKAMU HMMYHHBIX pPEaKLUUM pacTeHU
apistoTess BTHI. VX gyHKuuu B KauecTBe MIANIEPOHOB MPU pPa3sHOOOPA3HBIX BUAAX
cTpecca, B Impolueccax (OJJUHTa  MOJIMIENTUIOB  XOPOUIO  M3BECTHBI.
NupunrpoBanne naTOreHOM TakKe MPUBOAUT K HHIAYKLUMUM CHUHTE3a OEJIKOB
terioBoro 1moka Hsp70, Hsp90, u Hsp100 cemeiictB. Yuactue otaenbabix BTIII,
takux kak Hsp70 u Hsp90, mokazaHo, 1 MeXaHM3MBI peanu3aluii UMMYHHOTO
OTBETa C UX YydYacTHUeM M3ydeHbl Oosiee MeHee 1onHO. Ponbs apyrux
npe/cTaBUTeNei ceMeicTBa OEJIKOB TEIMJIOBOrO HIOKA €Ille TOJbKO u3ydaeTcs. Tak
sbpdext HsplOl na peanuzanuio UMMYHHOTO OTBETA IOKa3aH, HO MEXaHU3M

JIEHCTBUSA €Ille HE U3BECTEH.

Clavibacter  michiganensis ssp. sepedonicus —  ¢wuTonaToreHHas
IPaMIIOJIOKUTEIbHAs OaKTepHs, BbI3bIBaIONIas 3a00JICBAHHE «KOJIbIICBAs THHJIb
kaptodens». CMS OTHOCHUTCA K BacKyJspHbIM (UTONTOrEHAM, TaK Kak
pacnpocTpaHsIeTcs MO KHCIIeMe pacTeHus M, (GopMupys TaM OWOIUICHOYHBIC
o0pa3oBaHMs, TMPUBOIUT K 3aKyNOPKE COCYIUCTOW CHCTEMBI PACTCHHS, YTO
peam3yeTcsl B CHMIITOMaxX 3a00JIeBaHUSI — BHJIT U XJIOPO3 PACTEHUH KapTOQels.
Jlannas  cnocoOHOCTh  (popMHUpOBaTH  OHWOIUIGHKH  SABJSIETCS  (paKTOpOM
IATOTC€HHOCTH W OTPEJENIIeT MCX0]] B3aMMOOTHOIIIEHUH MaToreHa W pacTeHus. B
TO K€ BpeMs, BIHSHHEC (AKTOPOB PE3UCTCHTHOCTH PACTCHHS Ha TIPOIECC

oOpa3oBaHus (puTOomaTOreHaMu OMOIUICHOK ITPAKTUYECKU HE U3YUYEHO.
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I'VIABA 2. OBBEKTBI U METO/IbI HCCJIEJOBAHUA

2.1. O0BeKThI HCCIET0BAHUS

B pabore ucnosib3oBaiuch:

1) CycneH3uoHHas KyjabTypa KieTok Tabaka Nicotiana tabacum (L.) (copt
Camcyn). Kynbrypy BeipamumBanu npu 26°C Ha cpene Mypacure-Ckyra (MS)
(Murashige, Skoog, 1962), conepxarieit 20r/n caxapo3ssl, 1mr/in Tuamuna, 0,5mr/m

NUPUIOKCUHA, I MI/n HadTHI-yKCYCHOM KucioThl, 80mr/n unosuta (pH 5,7 — 5,8).

2) CycrneH3MOHHbBIE KYJIbTYPBI KJIETOK, MOJIYYCHHBIX M3 pacTeHHUU Tabaka
tpanchopmupoBanubix Agrobacterium tumefaciens mramm LBA 4400, Hecymumx
Bektop pBiCaMV ¢ remamu npt u hsplOl B cMBICIOBOW OpHEHTAIMU IO
ynpasiaeHueM 35S mpomoTopa, kKoaupyroliero 6enok Teruioporomoka Hspl01 u3
A. thaliana. Tpancrennsie pactenus N. tabacum Obutn  mOJyYEHBI
T.B. KonbiTnHOM B abopatopuu ¢husuonorun TpancreHHoix pactennii CUDUBP
CO PAH (Maximova et al., 2012). KynbTypy BeIpamuBanu npu 26°C Ha cpene
MS, conepxkamieit 20r/n caxapo3bl, 1mr/n tTmamuna, 0,5Mr/n nupugaokcuHa, 1mr/mn

HaTHII-YKCYCHOM KucIoThl, 80mr/n unosuta (pH 5,7 — 5,8).

3) CycnensnoHHas KyiabTypa KiaeTok kaptodens Solanum tuberosum (L.)
(copra KykoBckuii pannuii, JIlyrockoi, JIykbsiHOBCKHIT), BeIpaiieHHas npu 26°C
Ha MS cpene, coaepxameit 20r/m caxaposbl, lmr/m thamuua, 0,5mr/n
MAPUIOKCUHA, SMI/II HHUKOTHHOBOM KuCHOTBI, 80mr/m wHosurta, lmr/m 2,4-

auxioppeHokcuykeycHoi kucnothl (2,4-D) (pH 5,7 — 5,8).

4) CycrnieH3noHHas KyinbTypa KiIeTok apabumoricuca Arabidopsis thaliana
(L.) Heyn (paca Columbia), Beipamennas npu 26°C va MS cpene, comepxaniei
30r/n  caxapossl, 0,5mr/m tmamuna, 0,5mr/m mmpunmokcuna, O0,lmr/m 2,4-

nuxiopeHokcuykcycHas kuciota (2,4-D) (pH 5,7 — 5,8).
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CyCIeH3MOHHBIE KYJIBTYPbl PACTUTENBHBIX KIETOK MOIJIECPKUBAIN ITyTEM
€KEHEJICIPHOTO IIECTUKPATHOIO pPAa3BEACHUS BBIPOCIIEH CYCIEH3UM CBEXKEHN
CpEIION.

JUist  SKCIEpUMEHTOB  HUCHOJB30BAIM  D-THU  CYTOUYHYIO  KYJIbTYpY,
BeIpamieHnyo npu 26°C B potopHoM miciikepe mpu 130 06/MHH B TEMHOTE, YTO
COOTBETCTBOBAJIO BTOPOM IMOJIOBUHE JiorapuPmMuueckoil ¢aszbl pocta, KOTOpas

XapaKTepU3yeTcsi HAauOOJbIleH (PU3NOTOTMYSCKON aKTHBHOCTHIO KJIETOK.
5) Pacrenus tabaka N. tabacum, kyneTuBupyemsie in vitro, in vivo.

6) Pactenus kaprodens S. tuberosum (copra Jlyrosckoii, JIykbsHOBCKHIA),

KyJbTHBHpYEMBIC IN Vitro.

Pactenus BeIpanuBaiuch Ha arapu3oBaHHOM cpeae MS, coneprkarieit Smut/n
Fe-xenara, 1mr/n nupunokcuna, 0,5mr/n tuamuna, 0,8mr/n gepynoBoi KUCIOTHI,
20r/n caxapossl, St/n arapa (pH 5,8) npu temneparype 24-25°C naem u 19-20°C
HOYBIO, C OCBEIICHHOCTHIO 5-6 KLX m mpomoipkutenbHOCThIO doTomepuoaa 16

qacCoB.

7) Bo3oynurens konblieBoii raman kaprodens —Clavibacter michiganensis
ssp. sepedonicus, mrammber CIC 31, CSR14 (mpemocraBinenst M. Metzler, Finland),

mrtaMMm Ac1405 (monyyen uz BKM, r.IlymniuHo).

BakrepuanbHylo KylabTypy MNOAJAEpKUBaIM Ha arapu3zoBaHHOW cpenae C
cienyromero cocraBa: 10r/m menrtoHa, ST/ APOXKIKEBOTO OAKCTpaKTa, ST/I

rimoko3bl, St/ NaCl, 7 r/m arapa (pH 7,2) (Meletzus, Eichenlaub, 1991).

JIns1 skcriepuMenTa OakTepuu KyabTUBUpOBaiH npu 26°C 0e3 ocBelIeHus ¢
MOCTOSIHHOM alspaliieil myteM KadaHusi B >xunkon cpeae C mo morapupmMuyeckon

¢a3zsl pocra.

Jis  w3ydeHus BIMsHUSA dk3oMerabonuroB  C. michiganensis  ssp.
sepedoniCus Ha pa3BUTHE 3AIIMTHBIX peakiui Tabaka MCIOIh30BAIH CIICIYOIINE

MoIU(DUKAIIAHN:



64

1. dunprpar, numeHHbd OakTepuanbHbix Kiaetok (cell free culture filtrate,
CF) — GakrepuasibHyIO CycClieH3U0 HeHTpudyrupoanu 5 munyt npu 8 500 g u

nponycKanu yepe3 MeMOpanHbiid GuibTp (quametp mop 0,22 MKm);

2. TepMUYECKH WHAKTHBUPOBaHHAs OakTepuanbHas cycrnensus (dead culture,
DC) — OakrepuanbHy0 CyCHEeH3HMIO BbLIepkuBad S5 wMuHyT mpu 100°C wu

OXJIAKIAJIM 10 KOMHATHOM TEMIIEPaTyphl.
8) Escherichia coli mramm XL-1Blue.

BakrepuanbHylo KyabTypy MOIACPKHUBAIA Ha MSICO-TIEITOHHOM arape
(MITA) npu 26°C 6e3 ocBemienus. Jjisi skcnepuMeHTa OaKTEpUu CTAIMOHAPHO

KyJIbTUBUpPOBaSK NpH 26°C 6e3 ocBelieH s B Msico-nenToHHoM Oyisone (MIIB).

2.2. 3apakeHne CyCNeH3MOHHBIX KYJbTYP KJIETOK H pacTeHuii in vitro

Jlis M3ydeHHus peakiiyd pacTeHui IN VItro Ha 3apakeHue OaKTepHaIbHOM
CyCIIeH3UeH MPUMEHSIICA METOJ WHOKYJISIIIUU JINCTHEB B ACENTUYECKUX YCIOBUSX.
JIucThsi TpexHeneNbHbIX PAacTeHUN HMHOKYJIUpPOBaIUCH 3 MKI cycrneHzuu Cms c
TUTPOM, PaBHBIM 10" KOE/mu, a Takxe cycrensun E. coli ¢ tutpom 10" KOE/mn
nyTeM ykoja. MeTtos nHQUIMpOBaHUS TUCTHEB MOCPEACTBOM YKOJIA ISl U3YUYECHHUS
OTBETHOM peakiuu pacTeHuii omucad B pabore Nissinen u coasropor (Nissinen et
al., 1997). KpoMe TOro, OCyIIECTBIISJIM 3apaKCHHE PACTCHUN uYepe3 KOPHEBYIO
CUCTEMY IyTeM BHECEHHsS OaKTepUaJbHOM CYCHEH3MM IMIMPUIIOM B MHUTATEIbHYIO
cpeny. Pactenusi Bblaep:KuBalld B YCIOBHUSX 16-4acOBOTO CBETOBOrO JHSI C
KOHTPOJUPYEMBIM PEKHUMOM BBIpaliBanus npu temneparype 24 — 25°C guem, 19

— 20°C HOYBIO, OCBEMIEHHOCTRIO 5 — 6 KLX.

JIJisi COBMECTHOTO KYyJIbTUBHUPOBAHUS PACTUTEIBHOW cycmen3uu ¢ Cms B
KOHMYECKYI0 KOoJIOy Ha 50 Myl BHOCWIM 8 MJI CyCHEH3HMOHHOM KYJIbTYPhI KJIETOK
Tabaka, kapTodens uwiu apadbumgoncuca u 106asmsin 600 MK CTEPUITBLHON CpeIbI
C (koHTpOABHBIN BapuaHT) uinu 600 MK OakTepruanbHON CYCIIEH3UU C ONTUYECKOM
WIOTHOCTBIO 0,3, YTO COOTBETCTBOBAJIO THUTPY 10’ KOE/mu. OnTU4ecKyro

IJIOTHOCTh OaKTEepUaIbHOM CYCIEH3UU ONPEACISUIM Ha IUIAHIIETHOM (OTOMETpE
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(“BioRad”) npoTuB IUCTHUTMPOBAHHOW BOJBI TpH JJIUHE BOJHBI 600 HM.
CoBMeCTHOE  KYJIbTHBUPOBAaHME OCYIIECTBIANM mpu 26°C  Ha  KadaJke.
KuzHecrnocoOHOCTh pACTUTENBHBIX KJIETOK onpeaessuiu uepes 6, 8, 12, 24, 48 u 72
yaca COBMECTHOI'O KYyJbTHBHUPOBAHHUS C IOMOILIBIO METOJa, OCHOBAHHOI'O Ha

peaxiuu BocctanoBienus TTX (Enukees u ap., 1995).

2.3. TemneparypHasi 00padoTka

JUis co3aHus TEIUIOBOTO CTpecca JUIsl U3yUeHUs] MHAYKIUN CHHTEe3a O€IKOB
TEIJIOBOTO WIOKA, a TakKXe JJId TMPOBENCHUS MPEABAPUTEIBHON TEIIOBOM
00pabOTKH CYCNEH3MOHHBIE KYJIbTYpPhl PACTEHHM WHKYOMpOBadWd Ha BOASHOM

tepmoiteiikepe Elpan 357 (ITosbiia).

Jlns cycneHsnoHHOM KyasTypsl N. tabacum mnpuMeHsIn Cleayromme
ycioBus TemneparypHoi oopadotku: 37°C B Teuenue 120 mun, 39°C B TedyeHue
120 mun, 43°C B Teuenue 60 muH, 46°C B Tteuenue 40 mun, 50°C B teuenune 10

muH (Rikhvanov et al., 2007).

Jlsiss IpeiBapuTeNbHON TerIoBol 00pabOTKM CYCIeH3MOHHBIX KymbTyp N.
tabacum wu S. tuberosum mepen MOCICIYIOUIUM 3apa)KCHUEM OaKTepHATbHON
CYCIIEH3UEH HCIOJIb30BAIM TemmeparypHyro oOpabotrky 37°C B Teuenue 120

MUHYT, 3aT€M KYJIbTYpY KJIETOK BblepkuBaiu 120 munyt npu 26°C.

2.4, Onpenesienue BbKHBAEMOCTH KJIETOK no peakiu

BoccTanoBJeHus TTX

BboKMBaeMOCTh  KIETOK  CYCHEH3MOHHBIX  KyJIbTyp  MOcle KO-
KyJIbTUBHpOBaHMs ¢ ¢uromaroreHHoi Oaktepueir Clavibacter michiganensis ssp.
sepedonicus oTIpeIeIIsIIN I10 peaKIuu BOCCTAHOBJIEHUSA 2,3,5-
tpudenmtrerpazonuit xmopuna (TTX) mo paHee OmMyOIMKOBAHHOMY METONY
(Enukees u ap., 1995). MaTeHcuBHOCTL BoccTaHOBICHHS TTX CBUACTEIHCTBYET O
(G ()EKTUBHOCTH ABIXaHUS KIETOK PACTUTEIBHOW KyNbTypbl. Jlms ompeneneHus

BocctaHoBiennst TTX HaBecky Omomaccer 3anuBanu 0,05%-ubmm pactBopom TTX
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B 0,06M KH,PO, u BeizepkuBanu 3 4 B TemMHoTe npu 26°C Oe3 Kayanus (s
co3nanusi aHa’pobuosza). OOpa3oBaBiuiica popMazaH IKCTPArUPOBAIN U3 KIETOK
95% ostanonom npu 60°C 15 muu Ha muHHTepMmorneiikepe TS-100 (“BioSan”,
JlaTBusl), TOJNy4EeHHBIH pacTBOp KoyopumeTpupoBanu npu 490 HM Ha
doToanekTpokosopumerpe OOK-46. DKCTUHKIIMIO pacCUUTHIBAIA Ha 1 T CHIPOTO

BEcCa.

2.5. N3yyenne uzmMeHeHHs: MOP(OTOrMYECKMX MapaMeTpPOB KJIETOK

pacTeHuii npu aeiicreuu Cms

Jnist u3yyeHuss MOp(POMETPUUYECKUX MAPAMETPOB PACTUTENbHBIX KIETOK
Tabaka Ipu 3apaKEHUU BO30YIUTEIEM KOJIBIIEBOW THUIM KapTodemns MpUMEHSIICS

MECTOL, CBETOBOU MUKPOCKOIINH.

B nannoi paGoTe AJ1si MUKPOCKOIIMYECKOTO aHallh3a PACTUTEIbHBIX KIETOK
IpU COBMECTHOM KYJIbTUBUPOBaHMU ¢ ¢uTonaTtoreHoM CMS Takke MCIOIb30BaIU
IBOMHOE okpamuBanue (ayopectenn nuareraroM (FDA) u nponuauiit noaumom
(PJ). Hakomnenme FDA B 1muroIuiasmMe sBISE€TCSA IOKa3aTeleM ICIOCTHOCTH
KJIETOYHON MeMOpaHbl U METa00JIMYECKOM aKTUBHOCTH KJIIETOK, a OKpairBaHue PJ

CBUACTCIBCTBYCT O ru0enn KIETKH.

Jlis  OKpalllMBaHHMS HCIOJL30BAIM Oponuauii  uogua (B KOHEYHOM
KoHueHTpanmu 10 mxr/min) u  ¢uayopecuend nuanetatr (10mMM). Kpacurenu
N00aBIsAIM B KYyJIbTYypallbHYIO CpEAy TIOCIeé COBECTHOTO KYJIbTHBHUPOBAHUS
pacTUTENbHBIX KIETOK u Oaktepmit CmS, mHKyOupoBasm 2 MuH mpu 26°Cu
WCIIOJIB30BAIM JIJII MHUKPOCKOMMYECKOTO aHanu3a. JIjis 3Toro MCHoib30Balivd
WHBEPTHPOBAHHBIN (1yopecteHTHbI Mukpockon AXioObserverZ1l (I'epmanus) ¢
muppoBoii MOHOXpoMHOM kKamepoir AXioCamMRmM3 u makeToM MpOrpaMMHOTO

obecriedeHus 1T 3aXBaTa v aHaiu3a n3oopaxenuit AxioVisionRel.4.6.
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2.6. OnpenesieHne KOJNYECTBA MEPOKCHIA BOAOPOAA

OOpa3oBaHue NEpPOKCHAA BOJIOPOAA KIETKAMHU CYCHEH3MOHHBIX KYJIBTYP
Tabaka M  KapToens ONpeAeNnsuioch C  HUCIHOJIb30BaHUEM  HHIUKATOpa
KCUJICHOJIOBBIA OpaHXKeBbIM. MeETOo OCHOBaH Ha pPEakUuMd BOCCTaHOBJIICHUSA
TUAPONEPOKCHIa HMOHAMHU JKeJe3a B pPacTBOpE KHUCIOTHI C 00pa3oBaHHUEM
KOMIUIEKCA JKeje3a ¢ HHAMKATOPOM KCHUJICHOJIOBBIM  OpaHkeBbld. M3-3a
HECTAOMJIbHOCTH PEAreéHTOB PacTBOPbl TOTOBUJIM HEIMOCPEJICTBEHHO IMepe
ombiToM: 25 MM FeSO, u 25 MM (NH,),SO,4 passoawnu B 2,5 M H;SO,4. 1 M
TOoro pacrBopa npobaBmsuim Kk 100 mu pactBopa 125 MKM KCHUIIEHOJIOBOTO
opanxeBoro u 100 MM copOurona. B paznuuHbie BpeMeHHbIE TOUKH COBMECTHOTO
KyJIbTUBUPOBAHUS PACTUTENbHOU M OakTepuasibHON KynbTyp 300 MKI KyJIbTYpHI
KJIETOK TIOMEIaIl B MUKPOTPOOUpKH Tuma dnneHnopd, nenrpudyruponanu (15
cek mipu 14500 g) m 100 Mxn cymepHaTaHTa TEPEHOCHIM K 1 MJ MHAMKATOpa
(KCUIJIEHOJIOBBIM OpaHXeBblii). PeakiimonHyto cMech MHKyOupoBanu 30 MUH npu
KOMHAaTHOU TemmepaTtype. IlomydeHHBI pacTBOp KojopuMeTpupoBamu npu 560
HM Ha (otoanextpokonopumerpe ®IK-46. KommyecTBo mepokcuaa BOAOpOJA
OIpEeNEsIM 10 KaluOpPOBOYHON KPHUBOW, MOCTPOCHHOM Ha OCHOBAaHUHU PAa3HBIX

kounentparuii H,O, (Bindschedler et al., 2001).

2.17. Bbiiesienne cyMMapHoro 6ejika

Jnst  BeImeneHUss cymMMapHoro Oenlka — CYCIIEH3HMOHHYIO — KYJbTYPY
bunbTpOBaTM, MPOMBIBAIM JAUCTUIIIMPOBAHHOW BoaoW M Opamu HaBecky O0,5r.
3aremM 00pa3ipl TKAaHW 3aMOPAXKHBATM B KUAKOM a30T€ W XPaHUIU TIPH
temnepatype  -70°C.  Ilepen  BbIACICHHEM  KJIETKH  Pa3MOPaKUBAJIH,
pecycrenaupoBanu B Oydepe mius BeiaeiacHus Oenka (0,1M Tpuc-HCI, 0,003M
JNJC-Na, 0,001M B-mepxanrtostanon, pH 7,4 — 7,6), B cooTHomeHuu 1:4,
nobamsum ~ 0,5-1MM  penmmerwicynbponmndiroopun  (OMCD) s
WHTHOMPOBAHUS TMPOTea3, 3aMOPAXKUBAIN IKUIAKAM a30TOM H  TINATEIHHO

pactupain € KBAPLCBBIM IICCKOM B CTYIIKC. FPY6BIC KJICTOYHBIC KOMIIOHCHTBI
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yaansuim nentpudyruposanuem npu 150009 B Teuenue 15 mun Ha nentpudyre K-
24 (I'IP). benok w3 cymepHaTaHTa OCAXKIAIKW TPEXKpPaTHbIM 00BEMOM
oxJIaxkaeHHoro arneroHna. Ocajok Oenka pacTBopsuin B Oydepe mns odpasma Sb
(0,625M Tpuc-HCI, 0,008M J/JC-Na, 0,1M B-mepkanrostanoin, 10% rinuepuH
pH 6,8), nuky6uposamu 5 mus npu 100°C, nentpudyruposamm 15 mun npu 50009
(ITo6exxumona u np., 2004). Konnentparuto 6enka onpeaessiau no merony Jloypu
(Lowry et al., 1951). 3atem pazBoauiau ¢ Sb ¢ 6pompenonossiM cuaum (0,625M
Tpuc-HCI, 0,008M IJIC-Na, 10% raunepun, 0,001% O6pomdeHOIOBbIH CHHUM,
pH 6,8). KomuuectBo Oenka B oOpasiax mnpu snekrpodopese coctapisiio 50 MKT

Ha TPEK.

2.8. JuexTpodope3 B MOJHAKPUIAMHUIHOM reje

DrexTpodope3 MPOBOAUIN B OJIOKAX MOJHAKPHUIAMUIHOIO TeIs pa3MepoM
70x80x1 MM mo wmoaubuiupoBanHoi cucreme Jlhhmmau (Laemmli, 1970),
UCToab3yst mpudop g snexkrpodopesa Mini-PROTEAN 111 Electrophoretic Cell
(“Bio-Rad”, CIIIA) mo npuiaraeMoi HHCTPYKIIHH.

CTeK/IsIHHBIC TUIACTHUHBI, OJHA M3 KOTOPBIX HECKOJIbKO JUIMHHEE APYroi
(83x102 u 73x102 MM) BCTaBJISUIM B YCTPOMCTBO ISl 3aJIUBKH Telisd, PUIIAracMoe
K mpubopy mis anekrpodopeza Mini-PROTEAN Ill. B mpocer mexnay
CTEKJITHHBIMU IUTACTHHAMU 3aJMBaJId pacTBop MEJIKOIIOPHCTOTO
MOJMAKPUIIAMHUIHOTO Telisd, a 3aTeM II0CJ€ €ro IMOJIMMEPU3alliy, 3ajJHBaJIH
KPYIHOIIOPUCTBIA Telb. B mociequuil morpykamu 3yO04aTelii mabiioH uis
(GopMHpOBaHUS KapMaHOB [UIsi HaHeCeHUs MpoO. benku HaHOCHIM Ha TIelb,
NpeBapUTEILHO BBIPOBHSAB MX KOHICHTpamuu mo metoay Jloypu. KommuecTro
Oenka B 0Opasiiax npu 3aeKTpodopese cocTaBasio 50 MKT Ha TpPEK.

BepXHUM M HIKHUM DJIEKTPOAHBIMH OydepaMu CayX il Tpuc-riaumnuH, pH
8,3 (0,025M Tpuc-HCI u 0,192M rnunwmn), coaepsxamuii 0,1% JIJIC-Na. Padounii
rens nonmmepu3oBasid B 0,375M Tpuc-HCI 6ydepe, pH 8,8, comepxamem 0,1%
JOJIC-Na, a dopmupyromuii rens B 0,0625M  Tpuc-HCIl Oydepe, pH 6,8,
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coaepxkamem 0,1% JIJIC-Na. Paznenstonuii resnib umen konneHTpamuio 10-14,5%
nosivakpunamuaa. g co3nanusi pOBHOM BEpXHEH I'pPaHUIIBI Pa3JEeisIOLIEro reds
Ha HEro HacJauBalid U300yTaHOJ, HACKIIIIEHHBIN BOIOM.

[lepBbie momuaca, korjga oOpas3ipl BXOJIAT B Telb, HampsbkeHue —o0V Ha
osok. Jlanee snexktpodopes npoBoawin npu Hanpsbkenuu 180V o tex mop, moka
OpoM(peHONOBBIM CHHUUA He BbIXOAWI B pactBop. llociae oxoHuUaHus
anekTpodope3a  CTEKISHHbIE  IJIaCTUHBI ~ BBIHUMAIM M3 mpubopa, U
OCBOOOIMBIIMICS relib MOMEIAIN B KaMepy AJI OKPAIIMBaHUS UM UCIIOJIb30BAIIH
JUIsL  TIepeHOCa Ha  HUTPOLEIUIIOJIO3HYI0  MEMOpaHy U TOCIEIYIOIIEro

UMMYHOOJIOTTHUHTA.

2.9. Oxpacka n odGecuBeynBaHue rejei

[locne oxoHuaHus 37eKTpoopesa refid OKpaluBajid B BOJHOM PacTBOPE,
coxepxkamem 0,1% Kymaccu R-250 (“Sigma”, CIIIA), 25% wuzonponanoin, 10%
yKCyCcHYIO Kuciory. Jns oOecuBeunBaHusi (oHA TeIud MEPEHOCHIH B PacTBOD,

coaepamuid 7% yKCyCHYIO KHCIIOTY U 12.5% HU30mporaHos, 1 OTMBIBAIH.

2.10. BecTepH-0J10TTHHT

[lepeHoc OenkoB Ha HUTPOLEIUIIONO3HYIO MeMmOpany (“Sigma”, CIIA)
IIPOBOJIUIIA B COOTBETCTBUHU C PEKOMEHIAIMSIMHU (DUPMBI-U3TOTOBHTENS, B Towbin
- oydepe (0,025 M Tpuc-HCI, 0,192 M raunun, 10% wmertanon, pH 9,2) B
creranbHOM npubope it 6orTunra (“Bio-Rad”, CIIIA). [leperoc npoBoauiau B
XOJIO/THOM KOMHaTe B TedeHue 2,5 4, npu Hanpspkennn 200 V B TeueHue mepBbIX
30 mMun, a 3atem 400 V B Tteuenne 2 4. Ilocie mnepeHoca OeNKOB Ha
HUTPOIEIUTIOJIO3HYI0 MeMOpaHy Oydep ciauBain, MeMOpaHy TTOMEIIalu B pacTBOP
0,5% xpacutens ITonco mHa 20 cekyHHa, MOCIE Yero e¢ THIIATEeIbHO OTMBIBAIIH.
[Tocme 3TOro HUTPOIEIUIIONIO3HYIO MeMOpaHy TIOMEMIadd B OJIOKUPYIOIINI
pacTBop, coaepxamuii 2% cyxoe obe3xupennoe mosnoko, 10 MM Tpuc-HCI (pH

7,4) u 150 MM NaCl (tpuc-conesoit 6ydpep — TBS), u ocraBmsim Ha 12 gacoB mipu
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0-4°C. lanee MeM6paHy HHKYGHPOBAIIM B PACTBOPE EPBHYHBIX aHTHTET B TBS Ha
munupokepe MR-1(“Biosan”, Jlateusi) B Teuenue 4 4. [locne wuHKyOarmu
MeMOpaHy OTMbIBAJIM 3 paza Mo 5 MHUH OT HECBA3aBIIUXCA aHTUTENl B 1BS,
comepxkamiem 0,05% Teun-20 (TTBS). 3atem MeMOpaHy HoMemiaid B PacTBOP
BTOPUYHBIX AHTUTEJ], KOHBIOTMPOBAHHBIX CO IENOo4YHOM (¢ocdarazon, u
MHKYyOupoBanu Ha MuHHpokepe. [locne nukybanuu MeMOpaHny BHOBb OTMBIBAJIH B
TTBS ot HenpopearupoBaBIIKMX aHTUTEN 3 paza no 10 MuH, MOMeNIad B pacTBOp,
coaepxkamuii 100 MM Tpuc-HCI1 (pH 9,5), 100 MM NaCl, 5 mM MgCl,, 0,17
Mr/mMa  5-6pomo-4-xnopo-3-unnonun ¢docdara (“Sigma”, CIIA), 0,33 mr/mn
HutTpoteTpazonus cuHero (“Sigma”, CIIA), u uHKyOUpOBamM 10 TPOSBICHUS

OKpacCKH.

2.11. OnpenesieHne MOJIEKYJISIPHBIX MACC MOJUNENTHI0B

MornekynspHble Macchl TMOJUIENTHIOB OMPEICISIN 10 JJIWHE Tpobera,
UCTIOJNB3YsI B KauecTBE KaTHMOPOBOYHOW KPUBOW BEMUYHMHY Mpobera cTaHIapTHOTO
Habopa OENTKOB, B KOTOPHIH BXOMMUJIN: OBIYUI CHIBOPOTOUHEIN anpOymuH (66 k/la),
oBanbOymuH (45 x/la), tpunicunoren (24 k/la), B-makrormodynun (18,4 x/a) u

muzonmM (14,3 k/{a) (“Sigma”, CIIIA).

2.12. HUcnoabp30BaHHBIC AaHTHTEIA

B pabote ucnonp3oBanu antutena, moiaydennsie npotuB Hspl0l (Agrisera
As 07253, E. Vierling u M. Escobar, University of Arizona, CIIIA), Hsp60 (SPA-
807, “StressGen”, CIIIA), Hsp70/Hsc70 (SPA-820, “StressGen”, CIIIA),
AnTHTENa OBUTM TPHUTOTOBJICHBI Ha OJOKHUPYIOIIEM pacTBope, cojaepxkameM 2%
cyxoro obe3zxupeHHoro mosioka, 10 MM Tpuc-HCI (pH 7,4), 150 MM NaCl u 20

MKM a3uja HaTpus.
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2.13. Omnpenenenue 00pa3zoBaHus OMOIICHOK

Jns  onpenenenuss o0pa3oBaHHMs ~ OMOIUIEHOK  NPUMEHSJIA  METO[
CTaTHYECKOr0 KyJIbTUBUPOBAHUS MUKPOOPIaHU3MOB B 96-IIyHOUHBIX MJIACTUKOBBIX
mianmerax. CrnocoOHOCTh K OHUOIJIEHKOOOPA30BAHUIO  OMPEACISUIM  MOCTe
COBMECTHOT'O KYJIbTUBUPOBAaHUS OaKTEpUAIbHON M pacTUTEIBHOMN CYCIIEH3UH, Kak
onucano Beime. [lociae 2X CyTOK COBMECTHOTIO KYJIbTBUPOBAHMS OaKkTepuaibHbIC
KICTKA OTHESUIM OT pPacTUTENbHBIX myTeMm QuibpoBanus (d=100 wmxm).
Cycrnien3uto OakTepuid BHOCWIM B JIYHKM IIaHmiera B oOveme 150 Mkn u
UHKYOHpoBanu B TeueHue 48 yacoB npu Temmeparype 26°C. Ilocne unkyodanuu B
ONTUMAJIBHBIX  YCJIOBHMSIX  IJIaHKTOHHas  (aza  momymsiiuu  OakTepuii
(HeTpUKpeIUIeHHbIE KJIETKU OaKTepHii) yIasijii BMECTe C MUTATEIbHOM cpesoi, a
o0Opa3oBaBIyIOCSd OUOIUICHKY (KJIETKH, aJre3WpOBaHHBbIE K JIYHKE) OKpAallWBalIu.
OxpamuBaHue aJre3upOBaHHBIX KIETOK MPOBOJMIM C TOMOIIBIO KPaCUTEINs
I'ennman Buoner (0,1%) B TeueHue 45 MUHYT NpU KOMHATHOM TeMIepaType.
Ilociie OTMBIBKM MNpOBOAMIM 3KCTpakuuroo 96% stanonoM. KoHneHTpanuro
KpacuTelNsl OMNpeAessuid CHeKTPO(POTOMETPUUECKH TpHU IJUHE BOJHBI 495 HM
(Biorad, CIIIA). Pe3synbraT BbIpaKaqd B BHUJAE IPOICHTHOTO OTHOIICHUS OT
KOHTpOJSI — 0O0pa3oBaHHs OHWOIJIEHOK JaHHBIM MHKPOOPTaHU3MOM  IIPHU

KyJIbTHUBHPOBaHHHK B cpene MS Oe3 BHeceHus pacTuteabHBIX KiteTok (Merritt et al.,

2005).

2.14. CraTucrtuyeckasi 00padoTka pe3yjibTATOB

Bo Bcex cnydasx Ouonorndeckas MOBTOPHOCTh SKCIEPUMEHTOB Obuta 2 — 8
kpatHas. [lonmyderHbie qaHHBIE 00PA0OTaHBI CTATUCTUYECKH: PACCUNTAHBI CPETHUE
3HaUEHUsA W OmuOKa cpemHero. JIms OIEHKH pa3muuuii MEXIy OTAEIbHBIMU
MOKA3aTeJsIMA UCITOIB30BaJId pacueT KpuTepus YHWIKOKCOHAa — MaHHa — YUTHH

(UBantep, Kopocos, 2010).
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I'TABA 3. PE3VYJIBTATBI U OBCYXIAEHUE

3.1. H3yveHHe OTBETHBIX peaKnmii pacTeHui in vitro Ha geiicreue Cms

NP1 COBMECTUMBIX 1 HECOBMECTHUMbBIX B3AaUMOOTHOIICHUAX OPraHu3MoOB

3.1.1. OTBeTHBIE peakuuu KapTogeias Ha Bo3aeiicrBue Cms

C. michiganensis ssp. sepedonicus — rpaMmonoxuTeabHas puTonaToreHHas
OakTepusi, BbI3bIBAIONIAS Y PACTEHUS-XO3IMHA CHUCTEMHOE 3a0oJjieBaHHE —
KOJIbLIEBYIO THWIb KapTodens. Panee ObLIO MOKa3aHO, YTO NPOHUKHOBEHHE
naroreHa Cms B pactenust kaprodens in VILro mpouCXOIUT KaK y YCTOWYHBOTO
copTa, Tak ¥ Yy BOCIPUUMYHUBOTIO, HO C PA3NIMYHON BPEMEHHOW JIHUHAMHUKON
(ITankunua u ap., 2013). B noneBsix ycnoBusix, uHguimporanrue CmMs ycToHYMBOTO
copta kaprodens JIyroBckoi He MPUBOAUIO K PAa3BUTHIO CUMIITOMOB, TaKUX KaK
BWJIT, XJIOPO3 JUCTheB. Ho XpaHeHHe 3apa’keHHBIX KIyOHEW yCTOMYMBOrO cOpTa
KapTodelsis MPUBOIUIO K MOSIBICHUIO TUITUYHBIX CUMIITOMOB KOJIBIIEBOM THHWIU B
KIyOHAX. 3apakeHHe BOCIPUUMYHUBOTO copTa JIyKbSIHOBCKMU TPHUBOJIUIIO K
pPa3BUTHIO CHUMIITOMOB B KOHIIE BeretanoHHoro mnepuoaa (90 cyTok)
(ITepdunwvepa u ap., 2013).

B Hacrosmieii pabote 3apakeHre pacTeHUil KapTodess, KyJIbTHBUPYEMBIX IN
vitro, cycriensueir Cms mocpeacTBoM yKoia B nucToByro miactuaky (Nissinen et
al., 1997), a takxe BHECCHHEM B MPUKOPHEBYIO 30HY PACTCHUH, MOITBEPIKIAAIO
UMEIOIINECS JaHHBIE OTHOCHUTEIHHO YCTOMYMBOCTH K JAaHHOMY (UTOTATOTEHY
n3ydaembeix coptoB kaptodens (Puc. 3.1.). Pacrenus kaprodens ycTOWYHUBOTO
copta JIyroBckoil He MPOSBIISIA CUMIITOMOB Pa3BUTHS 3a00JI€BaHUS U IPU3HAKOB
pa3BUTHA JOKaNbHBIX HEKpo30B (CU-peakumu). Y pacTeHHi! BOCHIPUUMYHUBOIO K
JaHHOMY matoreHy copta JIykesiHOBckuid yepe3 10 cyTok HaOmiomancss BUIAT —
YBSJIAHUE JIUCTHEB B PE3YJIbTATE HAPYIICHUS KCUIEMHOrO TOKa M MOCTYIUICHUS

nuratenbHbIX BemecTs (Puc. 3.1.).
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Pucynox 3.1. Pactenus xkaprodens S. tuberosum l'Iepesx 10 cyTrok mociie nHPpHUITMPOBAHUS
C. michiganensis ssp. sepedonicus uHbeKIKEH B JIKCT.
A — copt JIyrosckoit, b — copt JIYKbIHOBCKUH.

Takum 006pa3zom, MOXKHO CKa3aTbh, YTO PACTEHHE-XO3IMH — KapTodenb — Ha
BHEJPEHHE BO30YyIUTENS KOJBIEBOM THUJIM HE OTBEYAET AKTUBALMEHW peaKinu
CBEpPXUYBCTBUTEIBHOCTH. HecMoTpss Ha 3TO, yCTOWYMBOCTH copTta JIyroeckoii
oOecrieuynBaeTcs HMHAYKIHMEH HEKOTOPBIX 3alllUTHBIX MEXaHU3MOB, MPOCIEAUTH
KOTOpbIE Ha YPOBHE IEJOr0 pacTEHUsI HEBO3MOXKHO, B CBSI3U C Ye€M JaJIbHEHIne
UCCIIEIOBAHUSI TPOBOJMIMCH HAa KIETOYHOM YpPOBHE, MCIOJB3YS IpPU STOM

CYCIICH3MOHHBIC KYJIBTYPBI KJIICTOK paCTCHI/Iﬁ.

3.1.2. OTBeTHBIE peakuuil pacTeHudl Tadaka NpM B3aMMOJAEHCTBHH C

Cms

[TokazaHo, 4TO MpH 3apaK€HUW BO3OYAUTEIEM KOJIBIIEBOW THUIN KapToQes
JUCThEB Tabaka — PACTCHUSI-HEXO3SUHA — B MECT€ WHOUIIMPOBAHUS MPOUCXOIUT
pa3BUTHE  JIOKAJIBHBIX  TOYEUYHBIX HEKPO30B —  IIPOSIBIICHUE  PEAKLIHUU
CBEpX4yBCTBUTEIBHOCTH (PHc. 3.2.), 4TO coriacyeTcsi ¢ JaHHBIMU, ITOJTYICHHBIMH

R. Nissinen ¢ xoymeramu B pabotax ¢ apyrumu mrammamu Cms (Nissinen et al.,
1997).
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Pucynok 3.2. Peakust CH Ha nucte Tabaka B MECTE€ WHOKYIISIIIAH CYCTICH3U e
C. michiganensis ssp. sepedonicus.

Passutre peakiuun CY MpOMCXOAMIO Ha JIMCTBIX pPAaCTeHU Tabaka
KyJIbTHUBHPYEMBIX 1IN VIVO, N VItr0 mpu HaHECCHMHM KaIUTH OaKTepuaIbHOU
CYCIIEH31H, a TaKXKe MPU WHPHUIMPOBAHUU ITyTEM yKoja. MeTo HHDUIIMPOBAHHSI
JIMCTHEB MOCPECTBOM YKOJIA IS M3YUeHHsI OTBETHOM peakiMy pacTeHHi Tabaka

orucan B pabote Nissinen u coasropos (Nissinen et al., 1997).

NudunmpoBanne  KOpHEBOW  CHCTEMBbl  pacTeHUM  Tabaka  Takke
COIIPOBOKAAJIOCH Pa3BUTHEM HEKPO30B B MECTe KOHTakTa ¢ matoreHom (Puc. 3.3.).

HaHHOG SABJICHHUC OITMCAHO HAaMH BIICPBBLIC.

Pucynox 3.3. JlokasibHble HEKpO3bl KOpHEH pacTeHuil Tabaka. A — HHUIMPOBaHUE
C. michiganensis ssp. sepedonicus; b — Baecenue cpepl C.
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Hekpo3pl MO KOpHIO HE PACHpOCTPAHSUINCH, T.€. OBUIM JIOKAJIBHBI, YTO
MO3BOJIIET  ClleNlaTh  BBIBOJA O  BO3MOXKHOCTH  Pa3BUTUHU  PEaKIUU
CBEPXUYBCTBUTEIBHOCTU Ha KOpHE pacteHus, rie, BEPOSITHO,
CBEPXUYBCTBUTEIBHOU THOEIIH MOABEPraloTCs MepUCTEMaTUUeCKUe KIeTKkU. Panee
CBEPXUYBCTBUTENIbHASI THOENh KJIETOK MEpHUCTeMbl Oblla OMHcaHa Kak
«BepXyIIeuHblid HeKpo3» st ctedns (IlkamukoB u ap., 2005). Hekpo3 koHumKa

KOPHSI COIPOBOXAAJICSI MHTEHCUBHBIM OOpa3oBaHuMeM OOKOBbIX KopemkoB (Puc.

3.4).

A

Pucynok 3.4. OOpa3oBanue OOKOBBIX KOPHEHW pacTeHUAMH Tabaka Npu WHOUIIMPOBAHUH
C. michiganensis ssp. sepedonicus.

A — 1 cyrkum mocie BHECEHHsI OaKTepuaabHOW CycleH3uu, b — 6 CyTok mociie BHECEHUS
OakTeprabHOM cycnieH3nH, B — 6 cyTrok mocie BHeceHnus cpeasi C.

PeaKHI/IH CBCPXYYBCTBUTCIIBHOCTU — rubens KIIETOK paCcTCHHUA B MCCTC
BHCAPCHUA IIATOI'CHA C LCJIbIO OIrPaAHUYUTDb PACIIPOCTPAHCHUC €TO 11O PACTCHHUIO. B
FI/I6HYIIII/IX KIICTKaX IMPOUCXOAUT OTIOKCHHUC KaJJIO3bI H J'II/IFHI/I(I)I/IKEIIII/ISI
KIICTOYHBIX CTCHOK, YTO CO31acT ,HOHOHHHTGHLHLIﬁ 6ap1>ep JJIs1 H&HBHGﬁHIGFO

MMPOHUKHOBEHUS MUKPOOPraHU3MA.

MoXHO ToNaraTh, 4TO KIETKH JIFOOOW PAcCTUTENHbHOW TKAHM CIOCOOHBI
aKTUBHPOBATH MPOTPaMMy KJIETOYHON CMEPTH C IENbI0 MPEJOTBPAIICHUS THOESTH
uenoro opranu3ma. Pazputne CY peakuud Ha KOHUMKaxX KOPHEH pacTeHUi
MPUBOJUT K JOKANMHU3AIMK WHPEKIINHN, HAPYIIESHUIO TaTbHEHIIIETO pOCTa KOpHEH 1
MOCTYIUICHUS TUTATEIbHBIX BeulecTB. HapylieHne 1IeIT0CTHOCTH MEpPUCTEMBbI

CHUMAeT aluKaIbHOE JOMUHUPOBAHWE W MPOOYXKIAaeT TOYKA pOCcTa OOKOBOWM
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MEpUCTEMBI, B pe3ylibTaTe Yero oOpa3yroTcs OOKOBBIE KOPHH, KOTOPbIE

KOMIIEHCUPYIOT TOTEPIO KJIIETOK alMKAJIIBHOW MEPUCTEMBI.

3.2. Pa3BuTHe CHCTeMHOH NMPHOOPETEHHOH YCTOMYMBOCTH Y pacTeHUil

Tadaka

Kak npaswmiio, nokaneHblii oTBeT pacteHus (CY peakuus) Ha BHEIpEHHE
MaToreHa WHIAYLHUPYET CHCTEMHYI0 NpuoOpeTeHHyro ycrtoiuuBocth (CIIY) —
MOBBIIEHHYIO YCTOMYMBOCTh PACTEHMSI K MOBTOPHOM aTake TeM K€ CaMbIM HIIH
WHBIM, Jaxe HepoJacTBeHHbIM martoreHoMm. CIIY oOycnoBiena »skcmpeccuei
AHTUMUKPOOHBIX O€JKOB, OOEecrneYrMBaeT JOJTOBPEMEHHYIO (Heaenu, MECSLbl)
3aIllMTy BCEro OpraHu3Ma (CUCTEMHYIO 3alIUTY) OT IMIMPOKOTO CIIEKTPa MaTOr€HOB,
BKITtouast BupysientHoie popmel (Mur et al., 2008; Vot et al., 2008).

Bo3MOXXHOCTh  pa3BUTHSI CHUCTEMHOM MNPUOOPETEHHOW  yCTOMYHMBOCTH
u3ydanach y pacTeHuid TaOaka In VItro mocie 3apakeHus BO30yaHTEIeM
KOJIBbIIEBOM THWIH. J[JI1 BTOPUYHOTO MHPUIIMPOBAHUS HCIIOJIH30BATIN HETUITHYHYIO
s pactenuii 6akreputo E. coli He crocoOHyI0 BbI3BIBaThH pa3BuTee peakiun CY

(Puc. 3.5.).

Pucynok 3.5. Jluctes Tabaka mocie uHuibTpauuu cycrnensun E. coli. A — myrem
HaHEeCEeHUs Karuld OakTepHalbHOM CYCIIEH3MH Ha MOBEPXHOCTh JHCTa 0e3 HapyLIeHHs ero
LEJIOCTHOCTH, b — MyTeM NMHBEKIUNU B )KUIIKY JIUCTA.
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W3 npencraBieHHOro pucyHKa BUAHO, YTO HaHECEHHE KAl cycneH3uu E.
coli Ha JMCT pacTeHUs He BHI3BIBAIO PA3BUTHE HEKPO3a. HBEKIHS B )KUIKY JIHCTA
BbI3bIBaja HEOONBIINE MEXaHUYECKUE TTOBPEKICHUS JIUCTA. DTO CBUAETEIBCTBYET
O TOM, YTO HE3aBHCUMO OT MeToja Bo3jeiicTBusi E. COli He BbI3BIBaeT pa3BuTHE
BUJIMMBIX OTBETHBIX peakuuil, a umMeHHo CY peakuuio y pacTeHuil Tabaxa.
[lony4yeHHble pe3yabTaThl COTJIACYIOTCS C OCHOBHBIMHU TOJOXEHUSMH TEOPUHU
(GUTOMMMYHHMTETA: Pa3BUTHE PEAKUIUU CBEPXUYBCTBUTEIHHOCTH BO3MOXKHO IpHU
HaJIM4YUU y natoreHa 3p¢GeKTopoB, a y paCTeHUs — PELENTOPOB, CHEUPUUECKHA X
pacno3HaIOMX M TMOSABUBLIMXCS B XOJ€ JUIMTENbHOM 3BojonUH. B cucreme
HETUITUYHBIA JUIsl pacTeHuid natoreH E.COli — tabak conmpspkeHHOUN 3BOJIONMH HE

IMPpOUCXOaUJIO.

Nubeknus E. coli B mucthst pacTenuii Tabaka, mpeaBapUTEIbHO 3apayKEHHBIX
Cms, mpuBOaMIa K TMOSBICHHUIO JIOKAJIBHBIX HEKPO30B B MECTE€ BTOPUYHOMU

obpabotku (Puc. 3.6.)

B

Pucynok 3.6. Jluctes tabaka mocine oOpabotku E. coli. A — 0e3 mpeaBapuUTeIbHOrO
undumposanus, b — onHoBpemenHoe nnduirpoanue ¢ C. michiganensis ssp. sepedonicus,
B - nmpenBapurensHoe uHuuupoBanne CMS yepe3 KopHeByl cucremy, I —
npeaBaputensHoe nHbumpoBanue CMS yKOJIOM B JIHCT.

Heobxomumo oTMETHTH, 9TO crioco® mepBudyHOro mHOUIMpoBanus Cms —
WHBCKIUCH B JIUCT WM B IPUKOPHEBYIO 30HY 3a 14 cyTok no BHecenus E. coli — ve
uMen 3HadeHus. B o0oux cirydasx mocneayromas oopadbotka cycrnensueit E. coli
corpoBoxaanack pasputaeM CY peakiuu, 4TO CBHICTECIBCTBYET O TMOBBIMICHUH

HMMYHHOI'O CTaTycCa paCTeHHﬁ, HHAa4YC TOBOpPsdA, O PA3BUTHU CHUCTEMHOM
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NPUOOPETCHHOW  YCTOWYMBOCTH  IOCJE€  TEPBUYHOIO  HMH(DHIIMPOBAHMS
BO30YyIUTENIEM KOJIBIICBOW THWIA. BakHO OTMETHUTBH TOT (DAKT, UTO JJISI Pa3BHTHS
CITY HeoO0X0auMo BpeMs, O YeM CBHJICTEIBCTBYET OTCYTCTBHE PEAKIIUU B MECTE
obpaborku E. coli mpu onHoBpemenHOM nHpumpoBanuu Cms. Takum o0paszom,
pa3BUTHE  PEAKIMM  CBEPXUYYBCTBUTCIBHOCTH  WJIM  JPYTUX  pEaKIHl
cHenu(UUEeCKOro ypoBHS HMMYHHTETAa Ha BHECCHHE HETHUIIMYHOIO I1aTOTeHA
MOKHO OOBSICHUTH aKTHBAIIMEeH CHCTEMHOM YCTOMYMBOCTH Y pacTCHHI Tabaka mpu
nevictBun CMS. AKTHBAIUS CHCTEMHOM YCTOHYHMBOCTH PACTCHHS peain3yeTcs B
HUHIYKIMKA OKCIPECCHM TEHOB 3alUTHBIX OEJIKOB, TEM CaMbIM IIOBBIIIAS
UMMYHHBIH CTaTyC pacTCHHs, KOTOPBIA OOYCIIOBIMBAET 3al[UTHBIA OTBET K
nocaenyromemy uaunupoanuio (VIot et al., 2008). Takoit reHepann3oBaHHBIHI
Oporiecc, Kak «MOOMIM3AIMs HWMMYHHBIX CHJI» PACTHUTEIbHOTO OpraHu3Ma,
MO3BOJISICT aKkTUBHpOBaTh peakiuioo CYU npu  JETEKIUMH Y  BTOPHYHOTO
MHQPEKIIMOHHOrO areHTa (B JaHHOM ciydae, E. cOli) ToabKO MOJEKYISpHBIX
naTTepHoB, a He 3((PEeKTOpPOB. ABTOPBI «3UT3ar» MOJAEIU MPEINOJararT, YTO
aktuBaiuss CU peaknuu COTMPOBOXKIAETCSI HE HOBBIMH — KadeCTBCHHBIMU
PEaKIUsIMH, @ U3MECHEHHEM KOJIMYECTBEHHBIX XapaKTEPUCTUK MMMYHHBIX PEAKITHH,
B YaCTHOCTH, YPOBHS aKTHBHBIX (hopm kmciopoaa (Jones, Dangl, 2006). Yposenb
reaepanui ADK npu BOCHIpUATHH OJHUX TOJIBKO MOJICKYJSIPHBIX MATTEPHOB
HIDKE, YeM IPU BOCHPHSITHH PACTUTEIBHON KIETKOH 3()(PEKTOPHBIX MOJEKYI,
conpoBoxaarommuMmcs 3anyckom CUY. BepositHo, CIIY npuBOAUT K HHIYKIUU
OTIPEICTICHHOTO «IIpeJicylIecTByIonero» yposas ADK, u moBTOpHOE BOCIIpHUATHE
MOJIEKYJISIPHBIX TATTEPHOB compoBoxkaaercs renepauneit ADK Hemocraromiero
ypoBHS. Pe3ynpTaToM Takoro «CyMMHpOBaHUS» sBIsieTcs 3amyck peaknuun CU,

KaK OTBET Ha BTOPUYHOE WH(MUIIPOBAHUE.
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3.3. BumsiHue 3x30MeTad0uTOB CMS HA pa3BUTHE OTBETHBIX PeaKkuui

y pacTeHuii Tadaka

N3BecTHO, YyTO (pakTOpamMu NATOT€HHOCTH (PUTONATOTEHHBIX OaKTepUid, Kak
MPaBUIIO, SIBISIOTCA WX METaOONHTHI, CEKpEeTUpyeMble MHUKPOOPTaHW3MaMU BO
BHEIIHIOIO Cpely WIM HEMOCPEJACTBEHHO B KIETKYy Xo3suHa. Cekpenus
METabONMUTOB OCYIIECTBISACTCS CIEIMATU3UPOBAHHBIMU CUCTEMAMH CEKPEIHH
Oaktepuii (Mansfield et al., 2012). [/Ins rpaMmojoXHUTEIbHBIX MATOTCHOB HE
MOKa3aHO  TPUCYTCTBHE  CHUCTEMBl  CeKpemuu  (AaKTOpPOB  MATOTCHHOCTH
HETIOCPEICTBEHHO B KJIETKY, H JK30METabONHThI, Hampumep, (EepMEHTHI
JeTpajalny KIETOYHON CTEHKH, CEKPETHPYIOTCS BO BHEUIHIOIO CPENy, HO, TEM HE
MCHEEe, YYacTBYIOT B MOIYJISAIUHM 3allUTHBIX peakiuii pactenus (Setti et al.,
2014).B cBs3u ¢ 3THM, OBLJIO HHTEPECHO U3YUUTh, YYACTBYIOT JIU DK30META0OUTHI
rpaMIONIOKUTENbHOTO  (puromatorera  CMS B WHAYKIMH  pEaKIUU
CBEPXUYBCTBUTEIBLHOCTH y Tabaka.

Jlns w3ydyeHus BiIusHusA dk3oMetabonuroB C. michiganensis  ssp.
sepedoniCus Ha pa3BUTHE JIOKAJIBHBIX 3allUTHBIX peakmuii Tabaka 1IN Vitro
OakTepualbHyl0 CcycrneH3uto MeHTpudyrupoBain 5 MuHyt npu 8500 g wu
IpoITycKanu 4yepe3 MeMmOpaHHbld GuiabTp (auametp mop 0,22 mkm). dunbtpar,
mumeHabl  Gaktepuit (CF), WHOKyIMpoBanM B TPUKOPHEBYHO 30HY CpPEIbI
KyJbTUBHUPOBAHUS pacTeHWi Tabaka 1IN Vitro. Jlusg wu3ydeHHsS BIMSHUS
TEMIIEpaTyphbl Ha aKTUBHOCTH 3K30MeTabomuToB CMS GaKTepHaIbHYIO CYCIICH3HIO
BbiiepkuBain 5 MuHyT npu 100°C, ¥ TONYYEHHYI0 HWHAKTUBUPOBAHHYIO
O6akrepuanbuyto cycnensuio (DC) mHOKynupoBanu B MPUKOPHEBYIO 30HY CpPEIbI
KyJIbTUBHPOBAHMS pacTeHWil Tabaka In Vitro. CrepwibHOCTh (uiIbTpaTa u
MHAKTUBUPOBAHHON CYCIIEH3UU KOHTPOJIMPOBAJIN BBICEBOM Ha MUTATEIBHYIO CPEAY

(maHHBIE HE IPUBEECHBI).

br110 ycTaHOBIEHO, YTO HApsAy ¢ OaKTepUATLHOM CyCIIeH3UeH BO30yAUTENs

KosbIeBoil rHuM, pumeTpar CF CmS, a Takke TepMUYECKH WHAKTHBUPOBAHHAS
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6axtepuanbHas cycrnensus DC CmS uHIymUpyOT pa3BUTHE JIOKATHHBIX HEKPO30B

KOpHs pactenuid Tabaka (Puc.3.7.).

B

Pucynok 3.7. JlokanpHoe mopakenue kopHeir N. tabacum. A — WHOKyISIMS CTEPUILHON
cpenoii C (koHTpoIb), b — nHOKYysAus cycniensueit C. michiganensis ssp. sepedonicus, B —
unokyssiiuss CFCms (cell free culture filtrate), I' — unoxynsimus DCCms (dead culture).

WHOKyIs11s1 THCTHEB pacTeHui Tabaka in vitro, in vivo CF u DCCms Taxske
nokasana pazsutue CY peaknum B mecte uHbeknuu. Ha pucynkax 3.8. m 3.9.
MPEJICTABICHBI PE3yJbTaThl THIIMYHOTO OJKCIEPHUMEHTA 110 HWH()HUIIMPOBAHUIO

JHCTBHEB Tabaka in VItro u in vVivo, COOTBETCTBEHHO.
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b B I

Pucynox 3.8. Jluctest Tabaka N. tabacum in vitro. A — wHOKYJIsIKMS cTepuiabHOU cpenoit C
(xonTponp), b — wuHokymsuus cycnensuerr C. michiganensis ssp. sepedonicus,B
unokyisinus CFCms (cell free culture filtrate), I' — unoxyssimus DCCms (dead culture).

Konrposs DC Cms CF Cms

24”. . .

Pucynok 3.9. Jluctes tabaka N. tabacum in vivo mocie uHOKymsMu crepuiibHON cpemoit C
(Koutposw), CFC. michiganensis ssp. sepedonicus (cell free culture filtrate), I' — unokysstus
DCCms (dead culture).

HOJIy‘-IeHHLIe JaHHBIC CBHACTCIBCTBYIOT O TOM, YTO TepMOCTaGPIJILHI)IC

sk3omerabonmutel  C.  michiganensis  ssp.  sepedonicus  mpUHUMAOT
HCIIOCPCACTBCHHOC YYAaCTHUC B 3dllyCKC MMMYHHOI'O OTBCTA, a4 MMCHHO PCAKIHNH
CU.

B MOCJIEAYIOLINX DKCIIEPUMEHTAX IIPOBEPsIIACH CIIOCOOHOCTH
HK30META0OJIUTOB JAHHOTO TMAaTOreHa WHAYIMPOBATh pPa3BUTHUE CHUCTEMHOMU

MPUOOPETECHHOW  yCTOWYMBOCTH  pacTeHud  tabaka.  PasButme  CIIY
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KOHTPOJIMPOBAJIOCH MHOKYJsinuei Oaktepuit E. coli B kuiky nmucrta pacreHwid,
MpeABapUTEIbHO 00pabOTaHHBIX (DUIBTPATOM M TEPMUUYECKUM MHAKTUBUPOBAHHOMN

OakTepuanbHoi cycnensueit (Puc. 3.10.).

Mupunuposanue
B IIPIKOPHEBYIO
30HY CpeJBI
KyJIBTUBUPOBAHI

HNuvexums E.coli |
B JIICT

A b B
Pucynox 3.10. JlokansHbIe HEKPO3bI Ha JTHCThAX Tabaka B MecTe HHOKy/siuu E. coli.
[IpeaBaputenbHoe MHGUIIMPOBAHWE B NMPUKOPHEBYIO 30HY: A — cpema C (koHTposb), b —

C. michiganensis ssp. sepedonicus, B — CFCms (cell free culture filtrate), ' -DCCms (dead
culture).

W3 mpencTtaBieHHOr0 pHCYHKa BHJIHO, YTO WHOKYISIIUSA Kak (UIbTpaTa
OaktepuanpHoii cycnensuu CFCmMS, Tak W TepMHUYECKH WHAKTUBUPOBAHHOMN
OaktepuanbHoi KynbTypel DCCMS B KOpHEBYIO CHCTEMY pacTeHHUU Tabaka
BbI3bIBaNa pazputue peakuuu CY npu nocneyromieM 3apaxenun E. coli momgo6HO

HAaTUBHOM cycnien3uu Cms.

Takum 00pazoM, MOXKHO CKa3aTh, YTO METAOOJUTHI, KOTOPHIE BBIJCISET B
cpeny KyJIbTUBUPOBAaHUS B TMporecce CcBoed ku3HeaesTenbHocTH Cms,
WHIAYIHUPYIOT Ppa3BUTHE 3alIUTHBIX peakIuil y pacTeHud Tabaka, TaKMX Kak
peaKursi CBEPXUYBCTBUTEIIBHOCTA U COIYTCTBYIOIIEE €M Pa3BUTHE CHUCTEMHOU
npuoOpeTeHHol ycrounBocTu. Kpome Toro, pgeiicTBue SK30MeTaOOIHTOB
coxpansietcsi W mociae Tepmmuueckod o06paborkm  100°C. CoBpeMeHHbIE
MPEACTAaBICHUS O PACTUTEIHLHO-MUKPOOHBIX B3aWUMOOTHOIIEHUSX TIO3BOJISIOT
MPEANOIOKUTh  TPUCYTCTBHE B DK30METAOOIMTHOM  KOMILIEKCE Cms

TEPMOCTAOMIILHBIX MOJICKYJI, 00Jaaromux GyHKIuIMA 3P PEeKTopoB.
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3.4. BpIKHBaeMOCTh KYJbTYP KJIETOK PACTEHUH NMPHU B3aUMOJACHCTBUHU
¢ OaxkrepuanbHbIM (¢uronarorenom CMS mNpH COBMECTHMMBIX H

HECOBMECTHUMBIX B3AUMOOTHOIICHUAX OPraHU3MOB

3.4.1. BbknBaeMoOCTh KYJIbTYPbI KJIETOK Ta0aka Npu B3auMoAeldCTBUM

¢ Cms

beuto mokaszaHo, 4ro pacteHusi tabaka N. tabacum, xymbTHBHpyeMbie IN
VIvO, in Vitro, npu 3apaxkenun CMS mposiBIISIOT MpU3HaKu pa3Butus peakiuu CY.
CornacHO IUTEpaTypHbIM HCTOYHUKaM, THOENW KIETOK B xoae passutus CU
pEaKIMy TPHUCYIIH OCHOBHBIC UYEPTHl MPOTPAMMHPYEMON KIIETOUYHOW CMEpTH.
YCTaHOBIEHO, YTO WH(UIIMPOBAHUE JHMCTHEB BEKTOpOM Ha ocHoBe BTM,
COJIEpKaIllM T€H IMPO-aloNTO3HOTO OelKa MIICKOMUTAINX Bax, mpUBOIUT K
WHIYKIIMA CMEPTH KJIETOK Tabaka, TIOJHOCTHIO aHAJIOTUYHOW peaKIuu
CBEPXYYBCTBUTEIBHOCTH, YTO JIOKa3biBaeT eauHCTBO mporpamm IIKC u peakiuun
ceepxuyBctBuTenbHOCTH  (Lacomme, Cruz, 1999). Pasurne mporpaMmbl
caMOyOMIiCTBAa KIIETKH 3aHUMAaeT OIPEJCICHHOE BpeMsi, HEOOXOAMMOe IS
nepeayd CUTHANA, IEepenporpaMMHUPOBAHUS OKCIPECCHOHHOW aKTHBHOCTH,

cuHTe3a yuyacTHUKOB [TKC.

B n1aHHOM wuccienoBaHWM HW3YyYCHHE TapaMETPOB M TEMIIOB THOenn
MPOBOJIMJIM HA CYCIIEH3MOHHOM KYJIbTYpE KIETOK pacTeHuil. s wu3ydeHwus
BBDKMBAEMOCTH KJIETOK KYJBTYpPhl Tabaka MPU COBMECTHOM KYJIHTUBHPOBAHHUH C
Cms pacTuTeNnbHYI0 KYyJIbTYpy BO BTOPOW MOJIOBHMHE Jorapudmudeckoit (assl
pocTa  WHOKYJIHUPOBAIU OakTepuaIbHOU CYCIICH3UEH. BrokuBaeMocCTh
PaCTUTEIBHBIX KJIETOK OLICHUBAIHU IO UX CIOCOOHOCTH BoccTaHaBimBaTh TT1X. B
KauecTBE KOHTPOJIS MCIOIb30BAIA CYCIIEH3MOHHYIO KYJIBTYPY KJIETOK Tabaka 6e3
3apa)X€HUsl JTaHHBIM (PUTOMATOTEHOM. BBDKMBAEMOCTh KIETOK aHAIM3UPOBAIA
yepes 24, 48 wu 72 4Yaca COBMECTHOIO KyJIbTHUBHpPOBaHHS. Pe3ynbraTsl
MpEeJICTaBICHbI B BUJIC a0COTIOTHBIX 3HAYEHUM BOccTaHOBIeHUA TTX, sKCTHUHIUS

paccuutaHa Ha It ceiporo Beca (Tabmuma 3.1.).
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Tabnuua 3.1.

BepkuBaeMocth KieTok KynbTypbl N. tabacum mpu cOBMECTHOM KYJIbTHBHPOBAHHH C
C. michiganensis ssp. sepedonicus B TeueHue 24, 48, 72 4.

Bpemst coBmecTHOTO BapuanT o6paboTku Cpennee, OD 490 um ex/r
KyJIbTUBUPOBAHUS, 4 X £Sx
0 KOHTPOJIb 5,01+0,84
24 KOHTPOJIb 4,88+0,51
Cms 1,14+0,41
48 KOHTPOJTb 5,11+0,45
Cms 0,64+0,34
72 KOHTPOJIb 3,73+0,65
Cms 0,08+0,03

Kaxk BugHO 13 Tabnuilkl, rudeb KIETOK Tabaka HAOJIIOAAETCS YKE B TIEPBbIE
CYTKH COBMECTHOT'O KYJIbTHUBUPOBaHMS. BO BTOpbIE U TPETbH CYTKHM COBMECTHOTO
KyJIbTUBUPOBAHUS HaOMIOAAaeTCsl JanbHEillee CHIKEHHE TMPOLEHTa JKUBBIX
kieTok. Yepes 72 yaca rubens kinetok npaktudecku 100%.

Jiist 6onee neTanbHOro U3yYeHHs JUHAMUKHU THOETU PaCTUTENbHBIX KIETOK,
UX KU3HECIOCOOHOCTh ompeaessuiach yepes 6, 12, 18 u 24 yaca cOBMECTHOTO
KyJIbTUBUPOBaHUs. Pe3ynbTaThl mpejcTaBieHbl B BHUJIE TMPOIEHTa OT KOHTPOJIS
(Puc. 3.11.). B kavecTBe KOHTPOJSI HCIIOJIb30BAIMA KU3HECTIOCOOHOCTh KJIETOK

Tabaka I1ocJie BHECEHUS CpCabl C.
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Pucynok 3.11. BepkuBaemocth KiIeTok KyabTypsl N. tabacum B xoxe coBmectHOrO
kyapTuBUpoBanus ¢ C. michiganensis ssp. sepedonicus, mpomeHT oT KoHTpoussi. KoHTpons —
’KM3HECTIOCOOHOCTH KIIeTOK KynbTypsl N. tabacum npu Baecenuu cpenpt C.
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Kak BHOHO U3 TNPENCTAaBICHHOTO PHUCYHKA, MPOLEHT >KHUBBIX KIETOK
KyJbTyphl Tabaka uyepe3 6 4HacoB IOCJIE€ BHECEHHS OaKTepUANIbHOW CYCIEH3UHU
cocTaBisieT yxe Tojibko 45%. C TeueHHeM BPEMEHHM NPOLEHT *KUBBIX KIIETOK
MPOAOJDKAET CHUXKAThCA — uepe3 12 uwacoB 3to yxke 30%, a uepe3 24 uyaca
COBMECTHOTO KyibTHUBUpOBaHUS — 18%.CkopoTedHOCTh mpolecca TIubdenu
CBUJIETENIBCTBYET O CHEUU(PUYHOCTH MPOTEKAIOIMIUX peakluid — MEeXaHU3Max
passutus [IKC. Tak, B pabore Yoda u COaBTOpPOB MOKa3aHO, YTO OEIKOBBIH
saddekrop ¢uTonmarorenHoro rpuba Phytophthora cryptogea xpunroreunn
BBI3BIBACT CHUKEHHE BBDKMBAEMOCTH KJIETOK KyJIbTypbl Tabaka Ha 20% uepes 12
yacoB coBMecTHOro KynbrurpoBanus (Yoda et al., 2006). /{ist KyIbTypbl KIETOK
nerpymku Petroselinum crispum mokasana rudenb 60% KIeTOKk depe38 dacoB
nociae uHuUIMpoBanus ¢uromarorenom Phytophthora infestans (Naton et al.,
1996).

B cBs3u ¢ Tem, 4TO OBUIO MOKAa3aHO, YTO IK30METa00IUTHl CMS BHI3BHIBAIOT
pazButrie CY peakuuu Ha JHCThiIX Tabaka, mocieayromas pabdota Obuia
MOCBSIIIIEHA OMNpPEACICHUIO ACHCTBUSL dK30MeTaboauToB CMS Ha CYCIEH3UOHYIO

KyJIbTYpY KiIeTok Tabaka (Puc. 3.12.)
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Bpemst cOBMeCTHOI0 KyJIbTHBHPOBAHMSA, U
Pucynox 3.12. BpDKMBaeMOCTb KJIETOK KYJIbTyphl Tabaka B XOJ€ COBMECTHOTO
kyneTuBUpoBanus ¢ C. michiganensis ssp. sepedonicus, CFCms (cell free culture filtrate),
DCCms (dead culture), mpoueHT oT KOHTpOJs. KOHTpONb — >KU3HECHOCOOHOCTH KIIETOK
kyabTypsl N. tabacum npu BHecenuu cpensi C.
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Oxkazanoch, 4YTO BHEceHUE (QuUiIbTpaTa OaKTepUaIbHOM CYCIEH3HH,
JUIIEHHOTO KIETOK, ¢ TEePMHUYECKH WHAKTUBUPOBAHHOW OaKTepUaIbHON
CYCIIEH3UU B KYJbTYpYy KJIETOK Tabaka Takke MPUBOIUT K THOETH pacTUTEIbHBIX
kieTok. Ho ecnu mpu BHECeHNH OaKkTepHalbHON CYCTICH3UH MPOIICHT THOeH uyepes
24 d4Yaca COBMECTHOTO KYJbTUBHUPOBaHMUs cocTaBisier okoino 80 %, To mnpu
AeicTBUU (UIIbTpaTa W WHAKTUBUPOBAHHOW cycneH3uu Toibko 45% u 35%
COOTBETCTBEHHO. B XoJ1e manbHEHIIero COBMECTHOTO KYJIbTUBUPOBAHHS TPOIICHT
MEPTBBIX KJIETOK IIOCTEIIEHHO YBEIMYMBACTCS, HO M dYepe3 72 daca OH HE
nocturaetr 100%, kak B ciaydae c cycrnensueir Oakrepuit Cms. HaOmromaemas
pa3HOCTh B TEMIMAaX M MPOIECHTE THOENH PACTUTENBHBIX KIETOK COTJIACyeTCs C
BU3YQJIBHBIMH paznuuusMu B uHAyKmuu CY peakuuu mpH JEHCTBHH CaMOTO
BO30YIUTENsT KOJIBIIEBOM THWIH, (QUIbTpAaTa W TEPMHUYECKH HHAKTUBUPOBAHHOM
OakrepuanbHoit cycnensuu (Puc. 3.8., 3.9.). [elictBue guiibrpaTa OakTepuaibHOM
CYCIIEH3UH, COJEPIKAIIErO dK30METa0OIUTHI, BhIAEIsieMble CMS, HO IJUIICHHOTO
caMux OaKTepuaJbHBIX KIETOK, MPUBOAMT K PA3BUTHUIO JIOKAJTBHBIX HEKPO30B
MEHBIIIETO JUaMeTpa Ha IeJIOM PAcTeHUH W 0ojiee HU3KUM IMPOIEHTOM THOenu
KJIETOK CYCIICH3MOHHON KyJIbTypbl Tabaka (45%) mo CpaBHEHHIO C JCHCTBHE
HaTUBHOM OakTepuanbHoi cycnensuu (80%). OtcyTcTBHE B QUIBTPATE CYCIICH3UU
OaKTepHAbHBIX  KJIETOK, IOCTOSHHO  YBEJIMYMBAIOMICHCS  YHMCIEHHOCTH,
PETYIUPYIONTUX CBOM METabOJIU3M B CTOPOHY yBEIWYEHHUs CHHTE3a 3P(HEKTOPOB B
XOZIe B3aMMOJEHCTBUA C PACTUTEIBHBIMH KJIETKAMHU, OOBSCHSAET MEHBIIUN
NOPOLEHT THOETN 10 CpPaBHEHUIO C JEHCTBHEM OaKTepHaIbHON CYCHEH3HUU.
BHecenne ke TEPMUYECKH WHAKTUBUPOBAHHOW OaKTEpPHAIBHOW CYCIIEH3UHU
IOPUBOAUT K Pa3BUTHUIO JIOKAJIBHBIX HEKPO30B €IlI€ MEHBILIEro AUAMETpa U CaMOMY
HU3KOMY TIPOIICHTY THOENU Cpenu paccMaTpuBaeMbiXx BapuaHToB (35%). B
KayecTBe OOBSCHEHUS MOXXHO MPEANOJIOXKUTh, YTO B 3K30METAOOIUTHBIN
komiuiekc CMS BXOAWUT psAA MosieKyd 3(G(EKTOpHON MNpUpPOABI, HO TOJBKO

HCKOTOPBIC N3 HUX ABJIAIOTCA TepMOCTa6I/IHBHBIMI/I.
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3.4.2. BbIKHBaEeMOCTh KYJbTYPbI KJIETOK Kaprogens npu

B3anMoaeicTreuu ¢ Cms

bakrepuanbubiii nmatoreH CMS npu mnomajaHud B pPacTeHUs WU KIyOHHU
KapTodelis BhI3BIBACT Pa3BUTHE KOJBIEBOM THUIM. B ycioBusx in Vitro meictaue
JAHHOTO (PUTOMATOTeHA Ha KapTOoQeiab ONpeessui, u3ydas JUHAMUKY CHHKEHUS
IIPOLIEHTA JKUBBIX KIETOK CYCIICH3UOHHOM pPAaCTUTEIIbHON KYJIbTYpPHl IIOCIE
BHECeHHUs B Hee cycneH3un Cms. B 7-Mu cyTOUHYIO KyJIbTYpY KJIETOK KapTodens,
pa3IuyYaroIMXCcs MO CTeNeHu yctounBocTd kK CMS coptoB: JKyKoBCkHil paHHMIA,
JlyroBckoitT u  JIyKbSHOBCKMM  BHOCHUJM  OaKTepUANIBHYI)  CYCIIEH3HIO.
BbDKMBaEMOCTh KJIETOK OIICHMBAJIM IO CIOCOOHOCTHM PACTUTEIBHBIX KIETOK
BoccTaHaBnuBaTh TTX uyepe3 kaxzable 6 4acOB COBMECTHOIO KYJIbTHBHPOBAHUS.
JluHamMuKa CHIKEHHsSI CIOCOOHOCTH KIIETOK Kaptodens BoccraHaBinuBarh 11X
IpU COBMECTHOM KyJIbTHUBUpOBaHMH ¢ CMS mpeacTaBieHa B BHUJAE NPOLEHTa OT

KOHTpoJis Ha Puc. 3.13.

100 <

= B /Iyz206ckoit

a 90

= | T - B KyKo6cKuil

=]

=]

E 70 1 UJlykbanoeckuu

° 60 |l T I

X

.Gh 50 7

S 40 - | T

=)

3 30 - I

2 -

; 20 T —_L—

= 10 -

m O n T T T T T T T 1

6 12 18 24 36 48 60 72
BpeMsi coBMeCTHOIO KyJIbTUBHPOBAHHUSA, Y

Pucynok 3.13. BbDKHMBaeMOCTh KIETOK KyiabTypbl Kaprodens S.tuberosum (copra
XKykoBckuit pannuii, Jlyrockoil, JIykpssHOBCKHMiI) pU COBMECTHOM KyJIbTUBHUPOBAHUU C
C. michiganensis ssp. sepedonicus, mporieHT oT KOHTposss. KOHTpoib — jKHU3HECTIOCOOHOCTD
KJIETOK KyIbTYDPHI S.tuberosum mpu BHecenuu cperns C.

U3 HpeI[CTaBHeHHOﬁ AuarpaMmMbl MOKHO 3aKJIIOYUTb, 3HAUYUTCIIbHAA rubenn

KJIETOK BOCIIPUUMYHMBOIrO copTa JIyKbIHOBCKUU HaOJIOmaeTcsl yke uepe3 6 yacoB



88

COBMECTHOTO KynbTHUBUpOBaHUS (40%), U ¢ TeyeHUE BPEMEHU MPOLEHT MEPTBBIX
KJIETOK Bce yBenuuuBaercs. Yepe3 24 yaca COBMECTHOIO KYyJIBTHUBUPOBAHUS
MPOLIEHT Tubenu KieTok kaprodens copra JIykpsHoBckuit nocturaet 90%. I'nbensb
KJIETOK CpeaHeycToHunBoro copra JKyKOBCKOrO paHHEro MEHEe MHTEHCHUBHA:
MPOLIEHT rubenu yepe3 24 yaca COBMECTHOTO KYJIbTUBUPOBaHUS cocTaBiisin 70%, a
yepe3 48 yacoB — uyrh MeHblie 100%. B TO BpeMs Kak y OTHOCHUTENIBHO
ycTtolunBoro copra JlyroBckoil — HaOmrogaeTcss  HEOONbIIOE  CHIXKEHHE
KU3HECTIOCOOHOCTH B TEYEHHE TIEPBBIX CYyTOK COBMECTHOTO KYJIBTUBUPOBAHHS (10
65 %), ¥ TOJIBKO K 3-MM CyTKaM MPOIICHT KU3HECTIOCOOHBIX KIETOK CHIXKACTCS 10
30%. OueBHIHO, YTO Y YCTOWYMBOIO copTta kKaprodens JIyroBCkoro npoucxoauT
pa3Butue Oonee A((PEKTHBHBIX 3aIUTHBIX pPEAKIHA, YeM Yy BOCIPUUMYHUBOIO
JIykpstHOBCKOTO. OCHOBBIBASsICh HA COBPEMEHHBIX MPEICTABICHHSIX O BPOXKICHHOM
UMMYHUTETE PACTCHMA W OBOJIOIMH €ro B  PACTUTEIBHO-MUKPOOHBIX
B3aMMOOTHOIIEHHUX («3ur-3ar» moaenb (Jones, Dangl, 2006)), wmoxHO
IOpPEIOI0XKUTh, 4YTO Kaprtodenb copra JlyroBckoil, BeposTHO, oOjamaer
pelenTopaMu, CriocCOOHBIMU pacro3HaBaTh 3()(PEKTOPHBIE MOJIEKYJIIbI BO3OYAUTENSA
KOJIBLIEBOI THWJIH, U 3allyCKaTh pa3BUTHE UMMYHHBIX peakuuil. Ho ToT ¢axkr, uto
pa3Butue peakuun CY He mpoucxoauT W MHGEKUUs B KOHEYHOM HTOIE BCE XKE
pacrnpocTpaHseTcss IO PpacTeHHIO, TOBOPUT O TOM, YTO BO3MOXHO TakKXe
OpUCyYTCTBUE BTOpOro Tuma 3(@eKTopoB, paclo3HaBaHUE KOTOPHIX HE
HOPOUCXOJNT, U UX JACHCTBUE HA PACTUTENIbHYIO KJIETKY U MPUBOJIUT K CHIXKEHUIO

() GEKTUBHOCTH 3aIUTHBIX MEXaHU3MOB.

3.4.3. BokuBaeMoOCTh KyJbTYpbl KJeTok Arabidopsis thaliana mnpm

B3aumoaeicreuu ¢ Cms

Jus  montBepxkaeHus — crnenuduuHocTH  AevictBus  CMS  m3ydanack
BBDKHMBAEMOCTh CYCIICH3MOHHOUW KynbTypbl KieTok A. thaliana mocne 3apaxenus
naHHpiM matoreHoM. A. thaliana He sBiseTcs pacTEeHHEM-XO3SHMHOM IS

C. michiganensis ssp. sepedonicus, He otBeuyaeT 3amyckomM CU peakiuu Ha
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BTOP)KCHHE JTOr0 MATOreHa W OTHOCUTCS K JPYTOMY CEMEWCTBY — KalyCTHBIX
(Brassicaceae), B To BpeMs Kak KapTodesb U Tabak SABISIOTCS MPEICTABUTEISIMH
cemeiictBa maciieHoBbIX  (Solanaceae). CycneH3woHHas KyjiabTypa KIETOK
UHOKYIMpoBaiack CMS aHaIOrMIHBIM 00pa30M, JKU3HECTTOCOOHOCTh KIETOK TAKKE
npoBepsjiack Mo crnocodHoctu BoccTaHaBnuBath TTX wepes 24, 48, 74 wyaca

COBMCCTHOI'O KYJIbTUBHUPOBAHHA.

I[aHHBIe BBDKUBACMOCTHU PACTUTCIIBHBIX KIICTOK TIPCACTABIICHBI B BHUJC

MPOLEHTA OT KOHTPOoJIsl Ha Puc. 3.14.
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Pucynox 3.14. BepkuBaecMOCTh KICTOK KynbTypbl Arabidopsis thaliana npu coBmecTHOM
kynsTuBUpoBanuu ¢ C. michiganensis ssp. sepedonicus, mpoieHT oT KOHTpoJist. KoHTposs —
’KH3HECTIOCOOHOCTh KiIeTOK KynbTypsl A.thaliana mpu Buecennu cpejsi C.

W3 mpencraBieHHOTO pUCYHKAa BHUIHO, YTO YEpe3 CYTKH COBMECTHOTO
KyJIbTHBHPOBAHMSI MPOLIEHT >KUBBIX KieTok A. thaliana pasen moutu 100%, depe3
JIBO€ CYTOK TuOenb KJIETOK cocTaBisieT Bcero 15%, w nuimmb Ha TPEThU CYTKHU
pPETHCTPUPYETCS 3HAYUTENBHBIM TpoleHT rubenn (okomo 60%). MoxHO
MPeanoiaokuth, 4ro CMS HEMOCpPeACTBEHHO HE BBI3BIBAET THOEIH KIIETOK
apabunoncuca Hu mytem CU-peakiuu, HU MyTeM pa3BUTHS 3a00JE€BaHUS, HO
SIBJIIETCS OTIOCPEIOBAHHON MMPUIMHON THOEH PACTUTEIBHBIX KIIETOK B PE3yJIbTaTe
UCTOIICHUS MHUTATEIbHOM CpeAabl M TOKCHYECKOrO JACHCTBHUS MPOJYKTOB

KUZHEJESITEILHOCTH OaKTEepHil.
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B pesynbraTe aHamm3a MONyYEHHBIX JAHHBIX MOXHO CICNIaTh BBIBOJ O TOM,
4yTO BO30ymuTeNb KosblieBod rHwim kaptodens Clavibacter michiganensis ssp.
sepedonicus o0agacT BRICOKOM CIIeMAaIn3aliei, BbI3bIBas THOEIb KICTOK TOJIBKO
y PpacTeHHs-Xo3suHa KapTodess, B pe3yiabTaTe pa3BUTHS 3a00JCBaHHA, H Y

pacteHuil Tabaka B pouecce pazsutusg CU-peakuuu.

Jlist okas3aTenbCcTBa TOTO, YTO Tubenb KIETOK Tabaka M Kaprodens B
MepBbIE CYTKH COBMECTHOTO KYJIbTHBHPOBAHHS DPAa3BUBACTCS HE B pe3yibTate
TOKCHUYECKOTO JCHCTBHS OaKTepuUi W MCTOINEHHUS CPENbl, M3ydalan CIIOCOOHOCTH
Cms pactu B cpeae Mypacure-Ckyra (MS). B crepunbhyio cpeny MS, a Takxke
cpeny MS, u3 xotopor ObuM yaaneHbl (IyTeM (UIBTPOBAHUS) PACTUTEIIHHBIC
KJIETKH TIOCNIe 5 CYTOK KyJIbTHBHPOBAHUS, BHOCHIN OaKTEPHAIBHYIO CYCIICH3HIO.
O0BbeM U THTP BHOCUMOW CYCIICH3UH COOTBETCTBOBAJ 00BEMY, HCIIOJIH3yEeMOMY B
OKCMIEPUMEHTAX IO OMPEEICHUIO KU3HECITIOCOOHOCTH PACTUTEIBHBIX KYJIBTYP B
X0J/Ie COBMECTHOTO KYJIbTHBHUPOBAHUS C BO30YIUTENIEM KOJIbIIeBOM THUIH. Yepes 0,
24, 48, 72, 96 d4yacoB omnpeAensad ONTHYECKYIO IUIOTHOCTh  CpEJibl
KyJIbTUBUPOBaHUS. M3MeHEeHHWE  ONTHYECKON  IUIOTHOCTH  OaKTepuaIbHOU
cycrieH3uu B cpeae MS cpaBHUBAIM C HM3MEHEHHUEM ONTHYECKOW IUIOTHOCTH
OakTepuanbHOM cycneHsun B cpeae C — cpelne ONTUMAIBHOTO COCTaBa st

KyJIbTHUBHPOBaHUs gaHHOro guronarorena (Puc. 3.15.).
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Pucynox 3.15. l3mMeHeHMe ONTHYECKONW TUIOTHOCTH OakTepHalbHON  CYCIEH3UU
C. michiganensis ssp. sepedonicus B pa3HbIX cpenax KyasrusupoBanus, OD 597 um.
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OuyeBUIHO, YTO CKOPOCTh pa3MHOkeHHs CMS B cpene MS HamHOro Huxe
ckopoctu npupocta B cpesie C. J[aHHble pe3ynbTaThl CBUAETEIBCTBYIOT O TOM, YTO
rudesb pacTUTEIbHBIX KIETOK Tabaka U KapToQens B MepBble CYTKH COBMECTHOTO
KyJbTUBUPOBAHUSI HE MOKET OBITh CIEACTBUEM HCTOLIEHUS MUTATEIbHON Cpeabl B

pe3yiabTaTe UHTEHCUBHOT'O MPUPOCTA OAKTepUAIbHOM OMOMACCHI.

3.5. Mopdosornueckne napamMerpbl rudeji pPacTUTEJbHBIX KJIETOK

npu aeiicreuu Cms

Peakiiuss  CBEpX4yBCTBUTENBHOCTM — TuOeIb  KIETOK B MeCTe
undurupoanus no Ttuny I[IKC. 3amyck mnporpaMmbl THOEIM NPUBOJUT K
U3MEHEHUIO DJKCIPECCUOHHOTO MpOdWIIsS KIETKH. AKTUBHUPYETCS DKCIPECCHS
IF€HOB CHEIU(DUYECKUX YUYACTHHKOB KJIETOYHOW rubenu, 00ecreynBaronmx
Jerpajjaliiio KJIETOYHOT'O COJEPXKUMOro — mporea3d u Hykjea3. CaMbIM paHHUM
mopdornornyeckum  mpuszHakom  paszutus [IKC  sBrusgerca  oTXoxkaAeHHE
IPOTOIJIACTA OT KJIETOYHOM CTEHKH IO BCEMY IMEpUMETPY (TU1a3MOJIuU3), YEro He
HA0JII01aeTCA MPU PAa3BUTUUU HEKPOTHYECKUX IMPOLIECCOB THOEN. DTOT MPOIECC
ABJISIETCS. AKTHUBHBIM, OCYIIECTBIISIETCS 3@ CYET IMEPECTPOMKU LUTOCKENIETa U B
KOHEYHOM MTOr€ MPUBOAUT K CMOPIIMBAHUIO NPOTOIIACTa C MOCIEAYIOLIEH
aerpamanueii ero cogepxkumoro (Swidzinski et al., 2002). Jlerpamariius KIeTOYHOTO
comepxkumoro nipu paszputuu npouecca IIKC ocymecTBiasiercs B paMKax
IIEJIOCTHOM IJIa3MaTUYECKON MeMOpaHbl, B OTJIMYHE OT MPOIIECCOB HEYIPABISIEMOM
HEKPOTHYECKOW THOENH, XapaKTepu3yloleicss oOpa3oBaHHeM IMOp B MeMOpaHe,
HaOyXaHUEM KIIETKH M, B KOHEUHOM UTOTE, Pa3phIBOM IIA3MaTHIECKON MEMOpaHbI

(Kroemer et al., 2009).

MUKpOCKOTMYECKNE HWCCIICIOBAaHUSI KJIETOK Tabaka TpU COBMECTHOM
KyJabTUBHpOBaHMM ¢ CMS mMO3BOMMIM  W3YYUTh  MOpQoOJOTHIO  THOETH
pactutenbHBIX KieToK (Puc. 3.16.).

B nmepBble 4Yackl COBMECTHOIO KYJbTUBUPOBAaHUA ObUIO OOHApPYKEHO

OTXOXJICHHME MpOTOoILUIacTa OT  KJIETOYHOM  CTEHKH  (IUIa3MOJiu3), 4TO
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b
Pucynok 3.16. Msmenenne wmopdonorun kimerok N. tabacum B xome comecTHOro

kyabTuBUpoBanus ¢ C. michiganensis ssp. sepedonicus (64)
A — koHTpoOJIb (H06aByeHue cpensl C); b — kynpTuBHpoBaHue ¢ CmS.

CBUJETENBCTBYET 0 pa3BuTuu rudenu no tumy [IKC B KymbType KieTok Tabaka
npu nevictBun CmS.

Jlst Gosee MOMHOTO JTOKa3aTenbCcTBa rudenn KieTok tabdaka mo tumy [TKC
u3ydaim MOp(OJIOTHIO KJIETOK KOPHEBBIX BOJIOCKOB IMPOPOCTKOB Tabaka mpHu
n00aBleHN B Cpeny KyJIbTHBUpOBaHUS OakrepuanbHOW cycmeHsuu Cms (Puc.

3.17.).
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Pucynox 3.17. Mopdosorus KiaeTok KopHeBbIX BojiockoB N. tabacum mpu cosmecTHOM
kynsTuBUpoBanuu ¢ C. michiganensis ssp. sepedonicus.

Ha mnpencraBinenHsix MukpodoTorpadusx XOpoIio 3aMETHO OTXOXIACHHE
MPOTOIIaCTa OT KIETOYHOM CTEHKH B KJIETKaX KOPHEBBIX BOJIOCKOB. JlaHHBIE
pe3yAbTaThI COTJIACYIOTCS c HAOTIOICHUSIMU pa3BUTHSA peakuuu
CBEpPXUYBCTBUTEIBLHOCTH Ha KOPHAX Tabaka mpu nericteun Cms.

Takum o6pazom, mopdosorus Tudenu, Kak Ha YpOBHE KIIETOK KYJBTYpHI,
TaKk U HAa ypOBHE KJIETOK KOPHEBBIX BOJIOCKOB IIEJIOTO pacTeHUs Tabaka mpu
neictBun CMS MOATBEPKIAET aKTUBAIMIO CIEIMPUIECKUX peakiuit ¢ dexTop-
AKTUBUPYEMOT0 UMMYHHUTETA, @ UMEHHO PAa3BUTHE MPOrPAMMUPYEMOMN KIETOYHOM
rubenu, peanusyronieiicss B popMe peakiuu CBEPXUYBCTBUTEIBHOCTH Y IEJIOTO
pacTeHus.

N3yuenue mzMmeHeHus: Mop(hOIOTruU KIETOK KapTodens NMpH COBMECTHOM
KyJabTUBHUpOBaHUU ¢ CMS HE BBIABWIIO OTXOXKJICHHWE MPOTOIIACTa OT KJIETOYHOU

CTCHKHU C COXPAaHCHHUEM LCIOCTHOCTHU I1a3MaTHYECKOMN MCM6paHI>I.
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3.6. T'eHepaumsi mepokcuaa BOAOPOAA B CYCHEH3MOHHBIX KYJbTypax

KJIETOK NPHU B3auMmojgeicTeum ¢ Cms

Hakomnenue akTHBHBIX (OpPM KHUCIOpOJa SIBISIETCS OJHOM M3 CaMbIX
IIEPBBIX pPEAKIUW pPACTUTEIIBHOM KJIETKH Ha CTPECCOBOE BO3ACHUCTBUE, Kak
abuoTuyecko, Tak M OMOTHYECKOW mpuponabl. B pe3ynpraTe KOHTaKTa
MHUKpPOOpPraHu3Ma C paCTUTEIbHOW KIETKOW TaKXe IPOUCXOAUT aKTUBALMUSA
reHepauun ADK. DtoT mpouecc Habmonaercs Kak B pe3ysibTaTe BOCHPUATHS
Hecnenu(pUYecKoro nmaToreHa M 3anycka NaTTepH-aKTUBUPYEMOr0 MMMYHUTETA,
TaKk U B pe3yjbTaTe ACHCTBUS CHELU(PUYHOrO MaToreHa M aktuBauuu 3hdexrop-
aKTUBUPYEMOIO YypOBHS uUMMyHHUTeTa. MHTeHCcHBHOCTH TeHepamuun APK B
pe3ynbrare 3amycka Crnenu@Uuyueckoro W HeCHelU(PUYECKOro HMMYHHUTETa
otnuyaetcs. Bocnpustre 3QGeKTOpHBIX MOJIEKYJT MPUBOAUT K TaK Ha3bIBAEMOMY
OKHUCJIUTENIbHOMY B3pBIBY — OBICTPOMY HAKOIUIEHHUIO aKTUBHBIX (JOPM KHCIOPOJA.
Takum o0pa3zom, M3yyeHHE TUHAMHKUA M WHTEHCUBHOCTU HAKOIICHUS aKTHBHBIX

(1)OpM KHCJIOPOJda ITO3BOJIICT CYIUTDH 00 AKTUBHUPYCMBIX MCXaHHU3MaX.

3.6.1. 'enepauus mepokcua BOAOPOAa B KYJIbType KJIETOK Tadaka Nnpu

B3aumoaeicreuu ¢ Cms

Opnra w3 3amad JaHHOW paboThI 3aKIIIOYANach B OMPEACIICHUH XapakTepa
renepanuu ADK B kynbType KieTok Tabaka npu uapuupoanuun Cms. J{is storo
UCTIOIB30BAIM METOJ OOHApYKCHHS aloIUIaCTHOTO TIEPOKCHAa BOJOPOJA.
['enepanus mepokcuaa u3ydaiach B JWHAMHKE B T€UEHHWE 6 4acOB ¢ MOMEHTa
3apaxenusi. Ha pucynke 3.18. mpeacTtaBieHbl pe3ynbTaThl SKCIEPUMEHTOB,
JEMOHCTPUPYIOIIME JUHAMUKY TEHEpalud AaKTUBHBIX (GOpM  KHCIOpoAa
(BHEKJIETOYHBIN TMEPOKCHJT BOJOPOJA) IMOCIE HHOKYISIUU B KYJIbTYpy KIETOK
Ttabaka cycrnen3uu Oaktepuit CMS, TEPMUYECKH WHAKTUBUPOBAHHON CYCIICH3UU

DCCms,u ¢punbsrpara cycnenzuu CFCms (Puc.3.18.).
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Pucynok 3.18. JluHamMuka HAaKOIUICHHS alOIUIACTHOTO IEPOKCHJA BOJOPOJA B KYIBType
kiaerok N. tabacum npu coBmectHOM KysapTHBHpoBanuu ¢ C. michiganensis ssp. sepedonicus,
CFCms (cell free culture filtrate), DCCms (dead culture), mporieat ot kouTposst. KoHTpOoas —
YPOBEHb MEepOKCHIa BOI0poa B KyabType kierok N. tabacum npu Baecenun cpenpi C.

PesymbTaThl peACTaBICHBl B BHAE MPOIEHTa OT MaKCHMAJIbHOTO
KOHTPOJIBHOTO 3HA4YCHUsT — YPOBHS HAKOIUICHHMsS BHEKJICTOYHOTO TMEPOKCHIA
BOJIOPOJIa B KYJIBType KJIETOK Tabaka MpHW BHECCHHWH CTepuibHOU cpeabl C, Kak
IpeUTOKEHO aBTOpaMu Hcmoiib3yemoit metoauku (Bindschedler et al., 2001). 13
pHCYHKa BHJHO, YTO Cpa3y IOCJIC MHOKYJISAIUH MATOreHa B KJIETOYHYIO CpPEIy
AKTHBHO HAYMHACT BBIICIATHCS MMEPOKCHU] BOJOPO/IA, YKE uepe3 1 4ac KOIMIeCcTBO
anorutactHeIX Gopm ADK coctasmsier 35 MkM — npaktuuecku 600% OT KOHTPOII,
HO 3aTeM KOHIICHTpAllMs HAYMHACT CHUKAThCS. IIOBBINICHHE YPOBHS MEPOKCHIA
BOJIOpPOJIa Yepe3 4Yac COBMECTHOTO KYJbTHBHPOBAHHS M 3aT€M CHH)KEHHE 3TOTO
YPOBHS MOXHO HAOJOJaTh M TNPU BHECEHHMH TEPMHUUYCCKH WHAKTHBHPOBAHHOM

OaKTepHabHON CYyCTIEH3UU U OECKIETOYHOTO (DriIbTpara.

N3BecTHO, 4YTO OKUCIUTENbHBIA B3phIB NpH pa3Butun peaknuu CH
xapakTepusyercs nByxdazHocTeio. [lepBriit muk renepanun ADK xapakrepusyer
HecrenM(UIHBI OTBET HAa BO3JACHCTBHE WH(MEKIIMOHHOTO areHTa. BTopol muk
reHeparmun  ADK xapaktepen s cnenu@uUeckoro YpoBHS UMMYHHUTETA,
MHTEHCUBHOCTb €r0 3HAYMTEJIbHA W JOCTAaTOYHA JUISI AKTUBALMHU MOCJIEAYIOLINAX

peakiuii  3dPeKTop-aKTUBUPYEMOTO MMMYHUTETA. Kak  BugHo w3
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MPEACTABICHHOTO TpaduKa, BTOPOM MUK MOBBIIIEHUS KOHIEHTPALMH aKTUBHBIX
dbopMm Kucnopoja HaOIOaNM 4Yepe3 3 4Yaca Mociie BHECEHUs OaKTepHaIbHOU
CyCHEeH3UH B KYJbTYypy KJIETOK Tabaka. Bmecte ¢ Tem, meTomom ueiTpadepHoit
CbEMKHU OblJIa 3apEeTUCTPUPOBAHA OCTAHOBKA JBUYKEHUS IIUTOILIA3Mbl uyepe3 4 yaca
MOCJI€ MHOKYJIALMK OaKkTepuil, YTO CBHUJIETEIBCTBYET B IOJb3Y TOrO, YTO HAYT
aKTUBHbIE mpouecchl pa3Butus rudenu kierku no tumy [IKC. K 6 uacam
COBMECTHOTO KYJIbTUBHUPOBAaHUS COJEPKaHUE TMEPOKCHUIA BOAOPOJA HAYMHAET
MIOCTETICHHO CHUXAaThCs, M KaK YKa3bIBaJOCh BbIIIE, HAOJIONAETCS CHUKEHUE

KU3HECITOCOOHOCTH PAaCTUTENIBHBIX KIIeTOK 10 45% (Puc. 3.11.).

Heo6xoaumo oOpatuth BHUMaHWE Ha TOT (akT, 4YTO MPU BHECECHUU
WHAKTUBUPOBAHHOW OaKTEpPHATBHON CYCIEH3UHU TaK)Ke PETUCTPUPOBAIICS BTOPOU
MUK YBEJIMYCHHS KOHIICHTPAIIMU TEPOKCUJIa, HO MEHbIIEH MHTeHCHBHOCTH. [Ipu
JedCcTBUM OECKIIETOUHOro (UiIbTpaTa BTOPON MUK HAKOIUICHUS aKTHBHBIX (opM
KHUCIIOpOJia He BhIpakeH. Paznuuus B uHTeHcuBHOCTH renepannn ADK B oTBeT Ha
BO3/ICHCTBUE PA3IMYHBIX WH(EKIIMOHHBIX ar€HTOB MOTYT OOBSICHUTH MOJTyYEHHBIE
paHee pe3ysbTaThl 10 pa3BuTHI0 B MecTe MHOKYIsuu DC u CFCmS nokanbHBIX
HEKpPO30B MEHBIIEr0 JUaMeTpa, 4YeM Ipu BHeceHHH cycrneHzuu Cms. Uem xe
MOKHO OOBSCHUTH TaKo€ pa3iuyhue B WHTEHCHUBHOCTH reHeparuu ADK?
HecomHeHHO, Mpy KOHTAKTE PACTUTENBHBIX M OAKTEPHATIBHBIX KIETOK MPOUCXOTUT
HE TOJIbKO AaKTHBAalUs 3allUTHBIX MEXaHM3MOB pACTEHHUS, HO U H3MEHAETCS
MeTa0oNMM3M OaKTepHAIBHOW KICTKH. JIeTeKIUs MPUCYTCTBUS PACTUTEIBLHOMN
KJIETKH MUKPOOPTaHM3MOM MPUBOJUT K U3MEHEHHUIO0 Tpoduiieldl TpaHCKPUIIIIUU U
cuHTe3a OeiKa, MPH 3TOM MOBBIMIACTCA 3Kcmpeccust (HaKTOPOB BUPYICHTHOCTH
JAHHOTO TIaTOTeHa, M, KakK CIEJCTBUE, BO3pACTaeT KOJIUYECTBO METAOOIUTOB,
JNEUCTBYIOIIMX HA paCTUTENbHYI0 KJIETKy. B BapuaHte ¢ TepMHYECKHU
WHAKTUBUPOBAHHON OaKTEpHAILHON CYCIIEH3MeH OaKkTepualibHbIE KICTKH MEPTBHI,
U COOTBETCTBEHHO, Takoro »Jddekra He HaOmOmaeTcs, HO aKTHBAIUS
OKHCIIUTEIBHOIO B3pbIBA MPOUCXOAUT B PE3yJbTaTe MPUCYTCTBUS MOJEKYJISAPHBIX

MaTTEPHOB M TEPMOCTAOMIBHBIX MOJIEKYN 3(DPEKTOpHON Mpupoabl. MexaHU3Mbl
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CHIW)KEHMs] HMHTeHCcHBHOCTH reHepaunn A®DK npu geiictBum ¢uibTpara 1o
CPAaBHEHHUIO C MHAKTHUBUPOBAHHOM OaKTEpHAJIbHON CYCIEH3HEW MOKa HEMOHSATHBI,
HO MOXHO TMpPEANON0XHUTb, YTO MpPU BHECEHHH (uibTpaTa OaKTepUaTbHON
CYCIIEH3UH, B KOTOPOM OTCYTCTBYIOT MOJEKYJSPHbIE MUKpPOOHBIE NaTTEPHBI,
aktuBauusa reiepaun ADK npoucxoauT TOJBKO MPHU BOCHPUITUU PACTUTEIBHON
KJIETKON 3 ()EKTOPHBIX MOJIEKYJ, COOTBETCTBEHHO YPOBEHb IMEPOKCUAA BOAOPOIA
enie HKe. MOXKHO OXHMAAaTh, YTO BHECEHUE OJHHUX TOJIBKO MOJIEKYJISIPHBIX
naTtTepHoB, 0e3 3ddexropoB mnpuBeaer kK reHepanuun ADK eme MeHblIeH

WHTEHCUBHOCTH, HE J1O0CTaTOUYHOM Mg 3anycka CU peakiuu.

B TO ke BpeMs, BO3MOXEH APYroi BapHaHT OOBSICHEHHUS pa3Indydii B
uHTeHCHBHOCTH reHepaimun ADK. B psge pabor, MOCBAIIEHHBIX pa3IHYHBIM
¢uromarocucreMaMm, OBLIO IIOKa3aHO, 4TO 3(PPEKTOPHI IMOAABIAIOT Pa3BHTHE
OKMCJIMTEIBHOTO B3pbiBa. Hampumep, sddexrop Pepl OmorpodHOro marorena
Ustilago maydis mogaBisui pa3BUTHE OKHCIMTEIBHOIO B3pbIBA B KJIETKaX
KYKypy3bl IyTE€M HEMOCPEICTBEHHOTO WHTHOMPOBAHMS JEHCTBUS AIOILUIACTHOM
nepokcuaassl (Hemetsberger et al., 2012). MoxHO mpeamnonoxuTh, uro CMS Takke
obmamaer 3(PpPEeKTOPHBIME MOJIEKYJIaMH, CIIOCOOHBIMH IOJABIISATH Pa3BUTHE
OKHCJIUTEBHOTO B3PbIBA, M BEPOSATHO, IaHHBIE A(PQPEKTOPHBIC MOJEKYIBI HE
SBJISIFOTCS.  TEPMOCTaOMIIBHBIMH. BMecTe ¢ TeM, HEIb3s HCKIIOYMTh Kak
COBMECTHOTO, TaK M IOCJIEIOBATCIBHOIO JCHCTBHS IPEIIOKEHHBIX BBIIIC

MCXaHU3MOB.

3.6.2. 'eHepauusi MepoKCHIAa BOOPOAA B KYJbTYpe KJIeTOK KapTodess

npu B3aumoaeicTeuu ¢ Cms

Ha cnenyromem stane paboTsl ObLT onpesienieH ypoBeHb HakorieHus: ADOK B

cucreme kaprodens - C.michiganensis ssp. sepedonicus.

JlaHHas cucreMa, Kak YK€ OTMEUalloCh, SIBISIETCS NMPUMEPOM peanu3aluu
COBMECTHMMBIX B3aMMOOTHOILICHUN OPraHU3MOB M PAa3BUTHE AKTUBHBIX pPEAKIUU

paCTCHHA B TaKOM CHCTEME HE OXHNOacTCA. I[J'I?I HN3y4YCHHUA HWHTCHCHBHOCTH
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00pa30BaHUs BHEKJIETOYHOIO NIEPOKCHUIA BOAOPOJA B KyJIbTYpe KIETOK KapTohemns
U CPaBHEHUS WHTEHCUBHOCTM M BPEMEHHBIX pPaMOK 3TOro 0Opa3oBaHUs C
reHepauueii ADPK B Kkynbrype Tabaka NpUMEHsUIaCh aHaJOTMYHas CXema
MIPOBEJICHUS JKCIIEpUMEHTa. ['eHepalnio akTUBHBIX (DOPM KUCIOpPOJAA U3YHaIHd Y
JIBYX KOHTPACTHBIX MO ycToH4MBOCTH K CmMS copTtoB kaprodens: JIyroBckon —
yCTOWUYUBBIM, U JIyKbSHOBCKUN — BOCHPUUMYHUBBIN K BO30YIHUTEIIO KOJIBLEBON
rHWIM. B KynbTypy KIE€TOK BHOCWIM OaKTepUaldbHYIO0 CYCIEH3HIO JIHOO
TEPMUYECKH HWHAKTUBUPOBAHHYIO cCycneH3uto uiau ¢Quiubtpar. B  KauectBe

KOHTPOJILHOTO BapraHTa UCIOJIb30BAJIM HHOKYIISIIIMIO cTepriibHOM cpenoit C.

—&— Cms
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Pucynoxk 3.19. JIluHamMuKa HaKOIUJIEHUsI amoOIUIACTHOTO MEPOKCHIA BOJOPOJA B KYJIbTYpE
kiaerok S. tuberosum copra Jlyroeckoit mocine BHecenums cpeapl C  (KoHTposs)
wmC. michiganensis ssp. sepedonicus.

Ha pucynke 3.19. BuaHO, 4TO IIpU 3apakeHUU KYJIbTYPHI KIETOK KapTodens
copta Jlyroeckoii marorenom C. michiganensis ssp. sepedonicus waGromaercs
oOpa3oBaHHWE HE3HAYUTEILHOTO KOJHWYECTBA AaKTUBHBIX (OpM KHCIOpoja.
MakcumanpHasi KOHIEHTpaLuUs MEPOKCUAA BOJOpOJa oTMevaercs: yepe3 4,5 yaca
MOCJie UHOKYJISIUM MATOT€HOM M COCTaBiisieT 4yTh MeHbine 10 mxM. 3Haunmoe
OTIIMYHE OT KOHTPOJsA (Ha Tpaduke OTMEUYEHO 3BE3/I0YKAMH) KOHIICHTPAIUU
MEPOKCHUAA BOAOPOAA PETUCTPUPYETC TOJIBKO B ToUke 1,5 4aca u nocine 4,5 4acoB

COBMECTHOIO KYJIbTUBUPOBaHUA. Takum 00pa3oM, y yCTOMYMBOTO cOpTa
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Kaptodens, COrJlacHO TOJIy4YEeHHBIM  pe3ylibTataMm, HaOmomaeTcs  ciiabo
BEIpaKeHHOE NByX(aszHoe yBenmuenue koHreHTpanuu ADK, kotopoe, BeposTHO,

n o0ecrneuynBacT HEKOTOPYIO 3aJIepKKy B Ppa3BUTUM MPOIECCOB Trubenu

PACTUTCIBbHBIX KIICTOK.

BHeceHre HMHAKTUBUPOBAHHOM CYCHEH3MM M (UIbTpaTa  BbI3BIBAJIO

HU3MCHCHHC KOHICHTpALlMKM AKTHUBHBIX (bOpM KHCJIOpOAa COOTBCTCTBYIOIIHC

KOHTpoJIbHOMY BapuaHTy (Puc. 3.20.).

10
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Pucynoxk 3.20. /IluHamMuKa HaKOIUJIEHUsI amoOIUIACTHOTO MEPOKCHIA BOJOPOJA B KYJIbTYpeE
kiaerok S. tuberosum copra Jlyrosckoit mocime BHeceHus cpeapl C  (KonTpous);
CFC. michiganensis ssp. sepedonicus (cell free culture filtrate), DCCms (dead culture).

3HauMMOE OTIMYHE OT KOHTPOJISI PETUCTPUPYETCS TOJNBKO B Touke 4,5 yaca

COBMCCTHOI'O KYJIbTHBHPOBAHUA IIPHM BHCCCHHHN TCPMHUYCCKHU HH&KTHBHpOBaHHOﬁ

OaKTepHabHON CYCTICH3UH.

Ha pucynke 3.21. mpeacTaBieHO WU3MEHEHUE COAEPKaHUS aKTUBHBIX (HOpM
KHCIIOpOa B KyJIbType KJIETOK KapTo(des BOCIpUUMUUBOTO copTa JIyKbSITHOBCKUI

nociie BHeceHust cpenbl C, 6akTepuanbHoil cycrensuu Cms.
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Pucynox 3.21. /luHamMuKa HaKOIUJIEHHS amnoOIUIACTHOTO MEPOKCHIA BOJOPOJA B KYJIbTYpeE
kierok S. tuberosum copra JlykesHoBckmii mocie BHeceHus cpeasl C (KoHTposs) wim
C. michiganensis ssp. sepedonicus.

CopeprkaHue anoriacTHOTO MEPOKCHIA BOJOpoAa KojieOyieTcs B Juana3oHe
oT 3 10 6 MKM U Cc TEUEHHUEM BPEMEHU MPAKTUUYECKH HE n3MeHsercs. [Ipu stom
YCTAaHOBJIEHO, YTO B TOYKE 1,5 yaca COBMECTHOIO KYJIbTUBUPOBAHUS KYJIbTYPHI
kaptodens u  OakTepuaNbHOW  CyCHEH3UM  HAONIONAETCS  YBEIUUYCHHE
KOHIICHTPAILIMH MEPOKCHIA BOJOPOAA, JOCTOBEPHO OTJIMYarOIIeecss OT KOHTposs. C
OOJBIIE CTENEeHBI0 BEPOSTHOCTH MOKHO TMpeAnojararb, 4YTo 93TO MEPBBIM
Hecrenn(UUecknii MUK TeHepaluu akTUBHBIX (opM Kuciaopoma. B  xome
JadbHENIIEro KyJlbTUBUPOBaHUS KOHUEHTpauuss ADPK He yBenuunBaeTcs, U Aaxe
CHUXKAETCA MO0 CPaBHEHHUIO C KOHTPOJIbHBIM BAapUAHTOM (JIOCTOBEPHO MEHBUIE B
TOYKax 5,5 U 6 4aCOB COBMECTHOTO KYJbTHBUPOBAHUA), YTO TOBOPUT O TallleHUU
MMMYHHBIX MEXaHU3MOB B JaHHOU cucteMme. BHecenue unbrpata 6aKTepruanbHON
CyCIIEH3UHM W TEPMHYECKHM WHAKTUBHUPOBAHHOW CYCIIEH3MM HE TPUBOAUIO K
W3MEHEHUAM B KOHILIEHTPAllMM IMEPOKCHAA BOAOPOJAA JOCTOBEPHO OTIIMYHBIM OT

koHTpouis (Puc. 3.22.).
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Pucynox 3.22. JluHamMuKa HaKOIUJIEHHS amoOIUIACTHOTO MEPOKCHIA BOJOPOJA B KYJIbTYypeE
kierok S. tuberosum copra JIyKbSHOBCKHMI TP COBMECTHOM KYJbTHBHPOBAHUH IOCTIC
BHecenust cpenpl C (Kontposs); CF C. michiganensis ssp. sepedonicus (cell free culture
filtrate), DC Cms (dead culture).

CpaBHEHHE JWHAMUKH HAKOIUICHHMS TIIEPOKCHIAa BOJOpOJa B Pa3HBIX
CUCTEMaX — HECOBMECTUMOH (Tabak-maToreH) W COBMECTHUMOU (KapTodenb-

naToreH) npejacrasieHo Ha Pucynke 3.23.
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Pucynok 3.23. J/luHaMMKa HaKOIUIEHMs alloOILUIaCTHOIO MEPOKCHJA BOJAOPOJA B KYJIbTypax
Kietok S. tuberosum coproB Jlyrosckoit u JlykesHOBckuii, N. tabacum mpu coBmecTHOM
kynsTuBupoBanuu ¢ C. michiganensis ssp. sepedonicus. IIponent ot koHTpons. KoHrposs —
YPOBEHB NIEPEKMCH BOAOPOJa B COOTBETCTBYIOIIMX KYyJIbTypax KJIETOK IIPU BHECEHUH CcpeapIC.
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JlaHHbIE, TpEACTaBICHHbIE Ha PHUCYHKE, CBHUJAETEIBCTBYIOT O SIBHO
BBIPQXKCHHBIX  KOHIEHTPALMOHHBIX  pasznuuusax HakomneHus ADK  mpu
COBMECTUMBIX M HECOBMECTHUMBIX  B3aWUMOOTHOIICHUSX  OpPraHU3MOB.
NHTEeHCMBHOCTh TeHepaly NEepoKCHAa BoAOpoJa B cucteMe Tabak-Cms
3HAYUTENHHO BHIIIE, YeM B CHCTEME B3aMMOOTHOIIECHUN KapTodenb-Cms, uTo
CBUJICTEIBCTBYET B TONB3Y akTUBAlUU 3(P(HEKTOp-aKTUBHPYEMOTO ypPOBHS
BPOXKJICHHOTO UMMYyHHTETa " OOBSICHSIET pa3BUTHE peaKIu

CBEPXUYBCTBUTEIBHOCTH, MMPUBOASAIICH K THOETN KIETOK Tabaka.

3.7. 3ammuTHble QyHKUHI 0eJKOB TEIJIOBOr0 IIOKA NMPH 3apaKeHUU

PACTUTEJbHBIX KyJbTYpP ¢uTonarorenom Cms

W3 nuteparypsl uzBectHo, uro cunte3 BT nabmionaercs y pacteHuit mpu
NEUCTBUU  pPa3IM4YHbIX BHUJOB CTpecca, HalpUMEpP, HU3KUX TeMIeparyp,
yabTpaduoiera, TSHKEIbIX METANIOB, OKUCIUTEILHOM U OCMOTHUYECKOM CTpeccax,
a TaKke W IpU UHPUIMPOBAHMU MATOTEHOM. B yclloBuSX cTpecca OHH
BOCCTAHABJIMBAIOT MOBPEKIACHHBIE OEJIKH, a €CJIM UX HEBO3MOKHO BOCCTAHOBUTH —
CHOCOOCTBYIOT UX Jierpajganuu. BaxHo BeIACHUTH NpUHUMaAIOT i ydactue BTII B
pa3BUTUM OTBETHBIX DPEAKLMW HAa IMATOTEH, ONPENEIUTb UX pOJIb B DPa3BUTUHU
3alIUTHOTO OTBETA, M3YyYUTh (YHKIUHM OEJIKOB TEIUIOBOTO IIOKa B MMMYHHBIX
peaKkuusaAX pAcTeHUM IIPU  Pa3BUTUM  COBMECTUMBIX M  HECOBMECTUMBIX

B3aMMOOTHOIIIEHUN PACTEHUN U MUKPOOPTaHU3MOB.

Jnsa nzydyenus snusinug bTI Ha BBDKMBA€MOCTh PACTUTENBHBIX KIETOK IIPU
3apaxeHuu (uronarorenom CMS mpenBapUTEIHHO YCTAHABIMBAIA TEMIIEPATYPY,
ONTUMAJIIBHYIO Uil uHAykKnuu cuHte3a DBTII, a Takke onpenensnu
TEMIIEpaTypPHBIM MOpPOr, MPU KOTOPOM HAYMHAETCS TruOenb Kietok. st sToro
Obima m3yuena skcrmpeccuss BT u BeDKMBaEMOCTh PACTHTENBHBIX KIETOK TPH

BOBI[GﬁCTBHH TCIIJIOBOI'O IIOKA paSJII/I‘{HOfl HMHTCHCHUBHOCTH.
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Jna omnpenenenus ywyactus MU ycraHoBiieHus poau bTII B passutum
OTBETHBIX PEAKLMH HAa BO3JCHCTBUE IATOT€HA WHAYLUPOBAIU UX CUHTE3 IBYMs

criocooamu:

1) IlocpeactBom ymepeHHoro termiaoBoro BozaeicTBus (37°C) Ha KyJabTypbl

KJIETOK Ta0akxa.

2) C nomoribio TpaHcpopmaruu pacteHuid Tadbaka renom Hspl01.

3.7.1. Bnusinuss  TemyioBoro moka Ha uHAykouw BTHI nu

KM3HECTIOCOOHOCTh KJIETOK KYJbTYPbI Ta0aKa

Jna onpeneneHuss ACUCTBUSA TEIUIOBOrO I1I0Ka Ha wuHAyKuuoo bTII u
BBDKMBAEMOCTh KYJIbTYp KJIETOK Tabaka MX MOABEPrajv TEIUIOBBIM BO3ACHCTBUSAM
Pa3IMYHOM MHTEHCUBHOCTM M IPOJOJDKUTEIIBHOCTH, a 3aTeM OlpelaeisuInd

oTHOcUTENbHOE coaepkanue uccieayembix bTII 1 )kn3HECIOCOOHOCTD KIIETOK.

Kynerypy wimerok N. tabacum mojBeprajiu cCleIyrOLUIUM TeMIepaTypHBIM
obpabotkam: 37°C - 120 mun, 39°C -120 mun, 43°C - 60 mun, 46°C — 40 MuH,
50°C — 10 mun. Yepes 120 mun npu 26°C (nepuoj BpeMeHH, HEOOXOIUMBIN IS
OKCIPECCHH M CHHTE3a OCJIKOB TEIUIOBOI'O IOKA) BBIACIISIN OOIIYI0 OCIKOBYIO
bpaknuro. JluzaiiH SKcriepuMeHTa OBLT TPEAJIOKEH Ha OCHOBAaHHMHM PaOOThI
E.I' PuxBanoBa c¢ coast. (Rihvanov et al., 2007). B kauecTBe KOHTpOIIsS
UCIIONB30BAJIM  KYJIbTYpYy, BbIpamuBaemytro 1ipu 26°C. KonmdecTBeHHOE
conepkanne  BTIHI  perucrpupoBamu  MerogoMm  BecrepH-OnorTuHTra €
cooTBeTCTBytomMMH aHTUTenamMu npotuB Hspl0l, Hsp70 u Hsp60. [lannsie

SKCIIEpUMEHTA TIpeicTaBieHbl Ha Puc.3.24a.

[Ipy KyJbTHUBUpPOBAaHHUU KJIETOK Tabaka B HOpPMallbHbIX ycloBusx (26°C)
perucTpupyercs MPUCYTCTBUE KOHCTUTYTHBHO CUHTE3UPYEMOTO
mutoxoHapuansHoro 6emka Hsp60. ITpu 26°C ypoerr HSP60 MuaMManbHBIN, HO
C YBEIMYCHHEM TEMIEPAaTyphl MHKYOAIlMM YBEIMYMBACTCS UM YPOBEHb CHHTE3a
o6enka Hsp60. Cunre3 O6enkoB HSp70 m HsplOl BmepBeie peructpupyercs mpu

temreparype 37°C, W uUMEET MAaKCHUMaJbHOE 3HA4Y€HHE B JBYX TOUYKaX
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JKcIepuMeHTax — npu Temneparype uHkyOamuu 37°C u 39°C. Ilpu Oonee
BBICOKHUX Temriepatypax cuHte3 HSpl0l He peructpupyercs, a ypoBEHb CHHTE3a

Hsp70 nuxe, yem npu temnepatypax 37°C u 39°C.

26° 37° 39° 43° 46° 50°
Hsp101
u2: Hsp70

e

- - y Hsp60
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26° (120" 37°(120") 39°(120") 43°(60') 46°(40') 50°(10')

YeaoBusi 006padorku, 'C, MUH 6

Pucynok 3.24. Bausaue teruioBoro moka Ha uHAYKIui0 BTII U BBDKHBaEMOCTH KIETOK
cycrieHsnoHHoi KynbTypbl N.tabacum. Kierku mnoasepraiu pasiudHbIM TeMIIEPaTYPHBIM
BozzeiictBusm 26°C, 37°C, 39°C (120 mumn), 43°C (60 mun), 46°C (40 mun) uwiu 50°C (10
MHH).

a) MmmyHoOnoTTuHT OenkoB ¢ antutenamu k HSplO1, Hsp70 u Hsp60. benku Bwimensiiu
MOCJIe COOTBETCTBYIOIIETO TEIJIOBOTO BO3JICHCTBUS U KyIbTHBUpPOBaHUs 1pu 26°C B TeueHue
120 mun. KonnuectBo Oenka Ha Tpek cocTaBisiao 50 MKT.

6) BbpKMBaeMOCTh KIIETOK IOCIE€ COOTBETCTBYIOLIETO TEMIIEPATYpHOTO BO3AEHCTBHUS H
KynpTUBUpoBaHus npu 26°C B TedeHue 24 yacos. [IpouieHT 0T KOHTPOJIS.

JIist OleHKH BBDKMBAEMOCTH KYJIBTYPHI KJIETOK Tabaka TpH JIEHCTBHH

Pa3JIMYHBIX TCMIICpATYp IPHUMCHAIACH aHAJIOTHMYHaAsg CXCMa OKCIICPUMCHTA.
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CycrnieH3uoHHas KyJbTypa KJIETOK Tabaka MoABeprajlach TEILIOBBIM 00OpadOTKaM:
37°C — 120 mun, 39°C — 120 mun, 43°C — 60 mun, 46°C — 40 mun, 50°C — 10 mus.
UYepe3 24 yaca npu 26°C ompenensiiv XKM3HECTOCOOHOCTh KIJIETOK IO PEaKIUU
BOCCTaHOBIEeHUS 2,3,5 — TpudEeHUNTETpa3oNusl XJIOPUCTOr0, IMOKa3bIBAIOIIEH
s pexkTuBHOCTH Abixanus kiaeTok (Puc. 3.246.).

[Ipo1ieHT XUBBIX KJIETOK Tabaka CHIDKAJICS MpH 00paboTKe TemmepaTypou
43°C un Bbime. Ku3HeCcocOOHOCTh KJIETOK Tabaka Mpu JEHCTBUU TEMIEpaTyphl
37°C 6bL1a comocTaBUMa € KU3HECIIOCOOHOCTHIO KIETOK B HOPMAJIbHBIX YCIOBHSIX
KyJabTuBUpOBaHus (26°C), yero Henab3s CKa3aTh O TeMIlepaTypHOUl 00paboTke
39°C. TemmneparypHoe Bo3aeiictBue 39°C He TOJABKO HE  CHHXKAIO
KU3HECIIOCOOHOCTh KJIETOK Tabaka, HO Jae 3HAYUTEIbHO TMOBBIIIANO €€,

AKTHUBHUPYA HCU3BCCTHBIC MCXAHWU3MBEI.

N3 nmpencraBieHHBIX  BBINIE  DKCIEPUMEHTAIBHBIX  JAHHBIX  MOYKHO
3aKIIO4YUTh, 4To Temmeparypsl 37°C u 39°C sABISIUCH ONTUMAJIbHBIMHU JJIsS
uHayKuu cuaTe3a 6enkoB Hsp70 u Hspl01. bonee Beicokue Temmnepatypsl (43°C,
46°C u 50°C) cHMWKaJIM NPOIIEHT >KUBBIX KJIETOK W HE MPUBOAWIN K MOBBIIICHUIO
ypoBHs OenkoB Hsp 70 u Hspl01, ognako yBennuuBaiu cunte3 6enka Hsp60. Ha
OCHOBAaHHM TMOJYYEHHBIX PE3YJbTATOB IS JAJbHEHIIECH SKCIEPUMEHTAILHOU
pabotel mo ompeneneHuto ydactus bTII B 3amuTHOM OTBEeTEe pacTeHHs IIPH
nevicteuu Cms Ob1a BeiOpaHa Temneparypa 37°C.HecmoTpsi Ha BBICOKHE YPOBHU
cunte3a Hsp 70 u Hspl0l remmeparypnoe Bo3aeiictBue 39°C He NMpUMEHSUIA B
JanpHeWen padore, JUisl TOr0 YTOOBI MCKIIIOYUTh BO3MOXKHOE BIUSHHS 3 dexTa
MOBBIIICHUS KU3HECTIOCOOHOCTH Ha Pa3BUTHE 3AIMTHBIX PEAKIMH KIETOK Tabaka

npu aericrBum CmS.

3.7.2. Yuactue BTIHI B 3ammrTHOM oOTBeTe Ta0aka Ha JeilicTBHE

narorena Cms

HecoBmectumasi cucremMa B3aMMOOTHOIICHMHI paCTCHHUA MW IIATOICHA

XapaKTEepU3yeTcsl Pa3BUTHUEM PEAKIIMU CBEPXUYBCTBUTEIBHOCTH — OBICTPOM rudenu
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KJIEeTOK B Mecte BHeapeHus naroreHa no tuny [IKC. Jlnga uzyuenus QyHxuumii
OenkoB TemioBoro moka B mpouecce pasputua IIKC Tabaka mpu aeiicTBuun
HecoBMecTuMoro maroreHa CmS  ucnosb3oBanach — claeAymolas — cxema
skcriepuMenTa. CyCHEeH3UOHHYIO KYJIbTYpY KIETOK MHKyOupoBanu npu 37°C B
teueHne 120 MuHyT, 3atem BolaepkuBaH npu 26°C B TeueHnu 120 MUHYT, 4TO
HeoOxonuMo 11 foctatoyHoro HakormueHus bTL, u 3apaxanu cycnensueit Cms.
BbDKHBaEMOCTh PaCTUTENBHBIX KJIETOK OLEHHMBAIM MO PEAKLIUN BOCCTAHOBJIECHUS
TTX uepe3 24 yaca COBMECTHOIO KyJIbTUBUPOBAHHUs. Pe3ynbTaThl pacCUMTHIBAIN B
BUJI€ TIpOLIEHTa OT KOHTpodss. KoHTponem cuurtanum KU3HECTIOCOOHOCTH
PACTUTENIbHBIX KJIETOK MOABEPrHYTHIX JAaHHOM TEIoBOM 00paboTKe, HO HE
3apaX€HHBIX OakTepHalbHON cycrnieH3uen. [lonydyeHHble JaHHBIE CPaBHUBAIU C
KU3HECTIOCOOHOCTBIO PACTUTENBHBIX KJIETOK 0€3 BO3JIEUCTBUS TEMIEpPaTyphl

nepen 3apakenuem Cms (Puc. 3.25.).
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Pucynok 3.25. BepkuBaemocTh KiIeTOK KyabTypbl N. tabacum uyepes 24 wyaca mocie
unduuposanuss C. michiganensis ssp. sepedonicus ¢ mpeaBapUTENbHON TEeMIIEPATYPHOM
0o0paboTkoil u 6e3 Hee, MPOLEHT OT KOHTpossd. KOHTposib — kKH3HECTIOCOOHOCTH KYIBTYp
KJIETOK IIpU BHECeHUU cpejibl C MpH COOTBETCTBYIOLIUX TeMIIepaTypax.

26°C — BBDKMBAEMOCTb PACTHTENbHBIX KIETOK NpPU 3apaXeHUH Oe3 MpeaBapUTesIbHOM
TETJI0BOM 00pabOTKH.

37°C — BBIKHMBAEMOCTb PACTUTENBHBIX KIETOK IPH 3apakeHUH IOCI]E MpeABAPUTEIHHOMN
terioBoit oOpadotku 37°C (120 mun), 26°C(120 mun).
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O6napyxeHo, 4YTO THOENb KIETOK Tabaka 03 MpeaBapUTEIbLHOrO

TEMIIEPATypHOTO BO3JEHCTBUS MpPH 3apa’KeHUHU BO30YAMTENIEM KOJBLEBON THUIU
coctaBisna npumepHo 40% ot KoHTpons. B TO BpeMss kak Ipu 3apakK€HHH
KyJbTYypbl KJIETOK Tabaka mocie uHKyOauuu npu Ttemnepatype 37°C rubenb
KJIETOK HE perucrpupoBanach. Takum 00pa3oM, MOKHO TOBOPUTh O TOM, YTO
BozzaelcTBue temmeparypod 37°C B teyenune 120 muHyT u BblaepkuBanue 120
MUHYT T@pu Temneparype 26°C crnocoOCTBOBaNM  Pa3BUTHIO  3aIUTHBIX
MEXaHM3MOB, HANpABIEHHBIX Ha TMOJAaBJICHUE TUOENH KIETOK B pe3yJbTaTe
peaklud CBEPXUYYBCTBUTEJIBLHOCTH. JlaHHOE TerioBoe BO3/ACHCTBUE BBI3BIBAIO
uaaykiuio cuHte3a bBTHI, koTopele, Kak MOXXHO TojlaraTh, MPOSBIISIOT
NPOTEKTOPHBIE CBOMCTBA, a Takke MOryT MojayiaupoBaTh pazsutue I[IKC wu
00Ja1at0T aHTUATIONTO3HBIM () ()EKTOM.
Tax, u3BectHo, uro HSP90 u ko-manepon nogodusie monekynsl RARI u SGT1
NPUHUMAIOT y4acTHe B COOpPKE, KOHTPOJIE CTAOMIBHOCTH U aKTUBAIMd UMMYHHOTO
PELENTOPHOTO KOMIUIEKCa, BOCHPUHUMAIOMEro 3(h(eKTopHble MOJEKYIbl U
uaaynupyiomiero 3anyck CY peakmum (Shirasu, 2009; Thao et al., 2007).
Ceepxokcnpeccus Hsp70 muarmobupyer MAPK curnanpHbIN Kackaj, akTHBAIus
KOTOPOTO B XOJ€ 3allycka peakiuil 3(QexkTop-aKTUBUPYEMOr0 HMMYHUTETA
IPUBOIMT K Pa3BUTHIO armonToTu4eckoi rudenu kierku (Hwang et al., 2005).

Omnpenensinu oOpazoBaHKE BHEKJIETOYHOTO TIEPOKCH 1A BOAOPOA B KYJIbType
KJIETOK Tabaka ¢ TpeABapUTEIbHON TEIUIOBOM 00paboTkoi mpu aeiictBum Cms
(Puc. 3.26.).

W3 mnpencTaBiaeHHOrO pUCYHKAa BHJHO, YTO HMHTEHCUBHOCTH TI'€HEpaluu
nanHoro tuna A®K mnpu geiictBun CMS B KynbType KIETOK Tabaka,
MpeABapUTEIbHO MOABEPrHYTOM nAeicTBUIO TeMmrepatypsl 37°C, HMXe, 4eM B
KYJIbTYpE€ MPU CTAHAAPTHBIX YCIOBUS KyJIbTUBHpPOBaHMs. BepoarHo, cunres bTII
MoaynupyeT paszButue I[IKC v mOHMKaeT MHTEHCUBHOCTh I'€HEPALMHM AKTUBHBIX

dbopm KHcIopoIa.
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Pucynok 3.26. /luHaMpka HakKOIUIEHMS BHEKJIIETOYHOTO NEPOKCHAA BOJOPOJA B KYJIbTypax
kierok tabaka N. tabacum mpu coBmectHoMm kympTHBHpoBanuu c¢ C. michiganensis ssp.
sepedonicus ¢ mpeaBapUTEIBHONW TeMIepaTypHO 00pabOTKONW W 0Oe3 Hee, MPOIEHT OT
KOHTpoJIs. KOHTpOIb — ypOBEHB MEpOKCHIa BOJOPOJAa B KYJIbTYpax KJIETOK NMPH BHECEHUH
cpenbl C Ipu COOTBETCTBYIOIINX TEMIIEpATypax.

26°C — xynbTypa KIETOK 0e3 MpeaBapuTeIbHON TEITOBOW 00pabOTKH,

37°C — KynpTypa KJIETOK TOCIIe TpeIBapUTEILHON TerioBoi oopadboTku 37°C (120 muH),
26°C(120 mumn).

Jlnst BesicHeHust pyHKui O6enmka HSPl0l B pa3BUTHM OTBETHBIX PEAKITHIA
pacteHuii Tabaka Ha BHeapeHue ¢puromarorera CMS MpuUMEHSUTH KYJIbTYpPY KJIETOK,
MOJYyYECHHYIO M3 pacTeHHi Tabaka, TpaHchopmupoBaHHbix reHom hspl0l

Arabidopsis thaliana.

B xyneType KkieTtok TpaHchopMmupoBaHHOro Tabaka HaOJrOmaeTCs
yCWICHHasl JSKcIpeccus uHAynubenpHoro B Hopme Oenka HsplO0l, yrto Obwio

IMOATBCPKACHO MCTOAOM BGCTepH-6J'IOTTI/IHFa C COOTBCTCTBYIOIIMMHU AHTHUTCIIAMU

(Puc. 3.27.) (Illadukosa T.H. u ap., 2013).

NN NN NtC1 NtC1

— S—
26C 31C 26C 31C
Pucynok 3.27. UMmmynoOnoTuHT OenkoB N. tabacum ¢ antutenamu k Hsp101.

NtN — HerpancopmupoBanHslii Tabak, NtC1 — tabak, TpanchopmupoBanHblii reHoMm hspl01.
KonuuectBo 6enka Ha Tpek — SOMKT.
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Kynerypy kinerok Tabaka, TpaHcpopmupoBanHoro reHom hspl0l,
MHOKYJIUPOBaIN OakTepuasibHOM cycnieH3ueir Cms. BeKUBAEMOCTh pacTUTENbHBIX
KJIETOK B XOJE€ COBMECTHOIO KYJbTUBUPOBAHUSA OLEHUBAJIA MO PEaAKUUU
BocctanoBiieHuss TTX. B kadecTBe KOHTpOJsi Opaiu pacTUTENbHYIO CYCIEH3HIO,

MHOKYJIMPOBAaHHYIO CTEpHIIbHON cpenoi C.

Ha pucynke 3.28. mpeacTtaBieHbl JaHHbIE W3MEHEHHUS MPOICHTA >KUBBIX
KJIIETOK TpPaHC(HOPMHUPOBAHHON KyJbTYphl MO OTHOIICHUIO K KOHTpOJItO. Jlms
CpaBHEHHMsI TPEJICTABICHA BBDKUBAEMOCTh KJIETOK HETpaHCHOPMHUPOBAHHOTO

tabaxa.
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Pucynox 3.28. BbDKHBAaEMOCTh KIIETOK CYCIIEH3MOHHOM KynbTypsl Tabaka N. tabacum mpwu
coBMecTHOM  KyiapTHBHpoBanmd ¢  C. michiganensis ssp.  sepedonicus. NtN -
nerpancopmupoBanubii Tabak; NtCl — Ttabak, TpanchopmupoBanHbiii rerom hspl0l,
MPOLIEHT OT KOHTPOJs. KOHTPOIb — jKM3HECTIOCOOHOCTh COOTBETCTBYIOIIMX KYJIbTYp Tabaka
npu BHeceHuu cpenisl C.

[Ipo1eHT XKMBBIX KJIETOK HETPaHC(HOPMHUPOBAHHOTO TabaKka PE3KO CHUKAJICS
B MEPBHIE CYTKHM COBMECTHOTO KyJIbTUBHpPOBaHUsA ¢ CMS: k 24 yacam OH COCTaBIISLI
Tolibko 15%, B TO BpeMs KaK BBDKHBAEMOCTh KJIETOK TpaHCHOPMHPOBAHHOTO
tabaka — 90% ¥ MOCTENEHHO HAYMHAJIA CHIDKATHCS TOJNIBKO K TPETHUM CYTKaM
COBMECTHOI'O KyJIbTUBUPOBaHUA. [lorydyeHHBIE pe3ynbTaTbl AAKOT OCHOBAaHMS
npeanosarate, 4To HSP101 MokeT OBITH 3a€HCTBOBAaH B MEXaHU3MaxX Pa3BUTHUS

MPOrPAaMMUPYEMOM THOETH KIETOK PACTCHUM.
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Omnpenensnu o0pa3oBaHHWE aKTUBHBIX (POPM KHUCIOPOJA B KYJbTYype KIETOK

TpanchopmupoBaHHOTO Tabaka mpu aericteun Cms (Puc. 3.29.).
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Pucynok 3.29. /IluHamMpka HakOIUIEHMS BHEKJIIETOYHOTO NEPOKCHAA BOJOPOJA B KYJIbTypax
kierok tabaka N. tabacum mpu coBmectHoMm kympTHBHpoBanuu c¢ C. michiganensis ssp.
sepedonicus. NtN — uerpanchopmupoBannbiii Tabak; NIC1 — tabak, TpaHchOpMUPOBAHHBIMH
reaom hspl0l. ITporeHt oT KOHTposis. KOHTpPOdb — ypOBEHb IMEPOKCHAA BOIOPOAa B
COOTBETCTBYIOIIUX KYyJIbTypax Tabaka npu BHeceHHH cpeabl C.

W3 npencraBiieHHBIX HA PUCYHKE PE3yJbTaTOB BUIHO, YTO MHTEHCUBHOCTD
reHepanuu nepokcua Bojopojaa npu nevictsuu CMS B KylnbType KJIETOK Tabaka,
tpanchopmupoBanHoro remom  hsplOl, 3HauMTenbHO  HIDKE, YeM Y
HerpancopMupoBanHoro  tabaka.  MerogoM — neWTpadgepHO  ChEMKHU
PETHCTPUPOBAIU JBIYKEHUE [IUTOTLIIA3MbI B KYJIBTYpe KIIETOK
TpaHchOpMHUPOBAHHOTO Tabaka uepes 4 yaca mocie BHeceHuss CMS, B To BpeMs Kak
y HeTpaHc(pOpMHpOBaHHOrO Tabaka B 3TO MOMEHT YK€ He Ha0J01aI0Cch
JIBUKEHUE IMTOINIA3Mbl. TakuMm o00pa3oMm, BbICOKHM ypoBeHb Hspl0l B
TPaHCTEHHON KynbType Tabaka mojaBisier pasutue [IKC u pe3ko cHmkaer

YPOBCHBb BHCKICTOYHOI'O IICPOKCHAA BOJOPOIA.

Crnemuduanocts 3amuTHbiX (Qysknud BTI, T.e. ydactne umeHHO B
VMMYHHBIX PEAKLHMIX, ONPEAEISUIM MO OLUEHKE BBDKMBAEMOCTH KJIETOK KYIBTYD
TpaHC(POPMUPOBAHHOTO W HETPaHCHOPMUPOBAHHOTO Tabaka B XOJE COBMECTHOTO

kynbruBupoBanwus ¢ E. coli (Puc.3.30.).
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Pucynox 3.30. BenkuBaeMoCTh KJIETOK CYCIIEH3MOHHOM KynbTyphl Tabaka N. tabacum uepes
24 gaca nocie BHecenus: E. coli. NIN — nerpancdopmupoBanusiii Tadbak; NtCl — Tabak,
tpancpopmupoBanublii  reHom  hsplOl. Ilpoment ot kourposis. KoHTpomb —
KU3HECIIOCOOHOCTh COOTBETCTBYIOUINX KYJIbTYp Tabaka npu BHeceHuu cpesl MIIb.

W3 npeacraBieHHOrO pUCYHKa BUAHO, 4To BHeceHue E. coli Bmwmsno Ha
BBDKMBACMOCTh PACTUTEIBHBIX KJIETOK, MPUYEM MPAKTUYCCKH OJTMHAKOBO CHIKAJIO
ee, KaK B KJIeTKax HeTpaHchopMHUpOBaHHOTO (55%), Tak U TpaHCHOPMUPOBAHHOTO
tabaka (50%). E. coli, sBussch maToreHoM >KHBOTHBIX, a HE (PUTOMATOTCHOM, HE
obmamaer s¢pdexropamu, CHENUPUUHO AKTHBHPYIOIMIMMH HMMYHHBIC PEaKIUH
pactenus, B ToM uymcie CU peaknuio. DTOMY TaTOreHY, BEPOSTHO, MPUCYIIH
TOJIbKO KOHCEPBAaTHBHBIC MUKPOOHBIC MOJICKYJIIPHBIC TATTEPHBI. TakuM oOpa3oM,
OTCYTCTBHE  Kakoro-nu6o  addexkra  CBEPXIKCIPECCUU Hsp101 Ha
’KM3HECIIOCOOHOCTh KIETOK Tabaka mpu aerictBuu E. coli, B omimume ot
OIMMCAHHOTO BHIIIE MOBBIIICHUS KU3HECITOCOOHOCTH Tipu AeiicTBur CMS, TOBOPUT
B nonb3y yudactuss HsSplOl B aktuBamum peaknmii crienuduaeckoro 3¢ dexrop-

AKTUBHPYEMOT'O UIMMYHHUTETA.

3.7.3. Yuactue BTIHI B 3amuTHBIX peakumusix Kaprodeass mnpu

3apaxenun Cms

duronatorer C. michiganensis ssp. sepedonicus y eIMHCTBEHHOTO
M3BECTHOT'O MPUPOTHOTO XO35MHA KapTodens BBI3BIBACT 0AKTEPHO03, IPUBOISIINAN

K HEYIpaBIIIeMOil THOEN KIETOK PaCTeHUS.
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Jnst uzydenuss ponu BTHI B mporecce rudenu pacTUTENbHON KIETKU MpU
pa3BUTHM 3a00JIEBAHMS KCIIOJIB30BAIM YCIOBUS MaKCHUMaJbHO 3(Q(QEKTUBHBIEC IS
ycuneHHon oskcnpeccun OenkoB rpynn HSp/0 u HsplOl. Cycnen3uonHyro
KyJbTYypy KJI€TOK Kaprodens copra JKyKOBCKMN paHHUN HHKYOMpOBAJIU IpU
temneparype 37°C B teuenue 120 munyT, nocie nepuona 120 munyt npu 26°C
KyJIbTypy 3apaxanu OakrtepuanbHoW cycneHsuedr Cms. BspkuBaeMocThb
PACTUTENBHBIX KJIETOK OLEHHUBAIM 4epe3 24 yaca COBMECTHOTO KYJIbTUBUPOBAHUS
¢ Cms no cnocobHocTH BOoccTaHaBnuBaTh TTX MO paHee OMUCAHHOMY METOMY.
PesynbTaThl paccuuThIBaIM B BUJIE MPOLIEHTa OT KOHTpoJs. KoHTponem cunrtanu
KU3HECTIOCOOHOCTh PACTUTENIbHBIX KJIETOK, MOJBEPrHYTHIX JIaHHOW TEIUIOBOM
00paboTKe, HO HE 3apakKeHHBIX OakTepuanbHON cycrnieH3uei. [lonyueHHbie qaHHbIE
CpPaBHUBAJIM C BBDKMBAEMOCTBHIO PACTUTEIBHBIX KJIETOK, HEOOpaOOTaHHBIX

Temmeparypoit nepea 3apaxenrem Cms (Puc. 3.31.).
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Pucynox 3.31. BrusHue mnpeaBapuTenbHON TEIIOBOM 00pabOTKM Ha BBLDKMBAEMOCTh
CYCIIEH3UOHHOM KYJIBTYpPhI KJIeTOK S. tuberosum socrnpuumunBoro copra XKykoBckuii paHHUIN
npu 3apaxenud C. michiganensis ssp. sepedonicus c¢ mpeaBapUTENbHONW TEMIIEPATYPHOM
o0paboTkoil u 6e3 Hee, MPOLEHT OT KOHTpoysd. KOHTpolb — >KHU3HECNOCOOHOCTH KYIbTYP
KJIETOK Mpu BHeceHUH cpeibl C IpU COOTBETCTBYIOIIUX TeMIIepaTypax.

26°C — BBDKMBAaEMOCTb DPACTUTENBHBIX KJIETOK MpHU 3apakeHUu Oe3 MpelBapUTelbHOM
TeTI0BOM 00pabOTKH.

37°C — BBIKHMBAEMOCTb PACTHTENBHBIX KJIETOK IMPHU 3apakKeHUU TOCIe MpeaBapUTEIbHOM
terioBoit oOpadotku 37°C (120 mun), 26°C (120 muH).
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[IpoueHT KUBBIX KIETOK KyJbTYypbl KapTrodens mnocie 24 4Yacos
COBMECTHOTO KyJIbTHBHpOBaHUM ¢ CMS cocraBiseT okono 40% (Bapuant 26°C).
[IpeaBapuTenbHas MHKYOAus pacTUTENbHOM KynbTyphl ipu 37°C (Bapuant 37°C)
yBEJIMUMBAJIa TMPOIEHT >KUBBIX KJIETOK mpumepHo 10 [0%. Takum oOpazowm,
MOJIyYCHHbIE JJAaHHbIE TIO3BOJISIIOT MpeAnojiaraTb MNPOSABICHUE MPOTEKTOPHOU
(GyHKIMU OENKOB TEIJIOBOIO II0OKA B CUCTEME HECOBMECTUMbIX B3aMMOOTHOILICHUM

PaCTCHH:A U TIATOT'CHA.

Tak xak rubenp y KJIeTOK Tabaka W Kaprodens npu 3apaxkeHun Cms
oOycnoBiieHa pasHeiMu mporeccamu (CU-peakuuss u paszButue 3a0o0sieBaHHA),
MOYKHO TIPE/IIIONIOKUTh, YTO (PYHKIIMH OCJIKOB TEIIOBOTO IIOKA B 3TUX MpOIleccax
ru0eny HOCAT HecnenupUIecKuil MpOTEKTOpHBIA Xapaktep. Ho nmaHHbIe,
MIOJyYeHHBIE C TOMOIIBI0 KYJIBTYPHl KIETOK Tabaka, TpaHC(OPMHUPOBAHHOTO
hspl01, mo3Bosisitor TOBOpUTH O crenupuyeckux Qynkuusax Hspl01l.To ectsb
HapsTy ¢ HecnenupUUeCKUMH (YHKIIUSIMHE IIAIEPOHOB MPU JEHCTBUM TAaTOTCHHA
Hspl0l mpuHuMaeT y4acTHe B Pa3BUTHH peakiui crenududeckoro addexrop-
aKTUBHpPYEMOro MMMYyHHTeTa. MexaHusm storo aeiictBus g Hspl01 ocrtaercs
HensBecTeH. Metorcs ceeaenus, uyro HSP90 u Hsp70 perynupyior cTaOUiIbLHOCTh
YYaCTHUKOB peakiuil 3¢ (PeKTop-aKTUBUPYEMOTO HWMMYHUTETa, MPEeAoTBpaIias
ayroMMMyHHYI0 rubens kiaetku (Kadota et al., 2010; Kawano et al., 2010). Moxuo
oXxuaarb, 4to posb HSpl0l B pa3BuTum peakuwii crneru@UUecKoro ypoBHS
UMMYHHUTETA aHAJIOTUYHA POJIM BBIIIE YIIOMSHYTHIX OCJIKOB, @ UMEHHO PEryJIsIus
(GYHKITMOHAIBHOCTH KaKUX-TUOO YYaCTHHKOB peakiuii 3P heKTop-aKTUBUPYEMOTO

HNMMYHHUTCTA.

3.8. Biausinme YCTOMYUBOCTH pacTeHHi Ha CIOCOOHOCTH

¢putonarorena Cms ¢gopMupoBaTh OHONIEHKHU

BONBIIMHCTBO MHMKPOOPTaHM3MOB B €CTECTBEHHBIX M HMCKYCCTBEHHO
CO3/IAHHBIX OKPYXAIOUIMX Cpelax CYIIECTBYET B BHJE CTPYKTYpPHUPOBAHHBIX,

NPUKPEIUICHHBIX K IOBEPXHOCTH coobmiectB — OwmoruteHok (Donlan, 2002).
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Pa3BuTue OMOMIEHOYHBIX COOOLIECTB SIBIISIETCS OJHOM M3 OCHOBHBIX CTpaTerHii
BBDKMBAHUSL OakTepuil B 3aHMMAEMOMl MMM 3KOJIOTMUECKOW Huiue. bakrtepun B
NPUKPEIUIECHHOM  COCTOSIHUM, OyAy4d HMHTETPUPOBAHHBIMU B  OHOIUICHKY,
3alMIIEHBI OT MOBPEXAAIONINX (PAKTOPOB BHEIIHEN Cpebl U1 aHTUOAKTEPUAIBHBIX
IpernaparoB B OpraHuW3Me XO3siuHa npu HHpekuuu. [lokazaHo, yTO MUKpPOOHBIE
OMOIJIEHKH OTBETCTBEHHBl 3a H3THOJOTHMI0O M TMAaTOr€HE3 MHOTUX OCTPBIX H,
0COOCHHO, XpOHMYECKHUX OakTepralbHbIX MH(EKIuH y uenoBeka (Costerton et al.,
1999). Jlnst (pUTOMATOTEHHBIX M CUMOMOTHYECKUX MHUKPOOPTaHU3MOB TaKKe
XapakTepHO (GOpMHUPOBaHKE OMOIUIEHOK Ha TTOBEPXHOCTH U BHYTPU PACTUTEIHLHOTO

opranusma (Bogino et al., 2013).

B nacrosiiee Bpemst yctaHoBiieHo, uto CMS, kKak W JApPyrue BacKYJISIPHbIC
¢uronatoreHsl, (GopMHUpPyeT OWOIUICHKM B COCYAHUCTON CHCTEME pACTECHHIA
kaprodens (Bae et al., 2014). CnocoOHOCTH K 00pa30BaHHIO OHOIUICHOKY
BACKYJIIPHBIX MATOTCHOB SIBJISIETCSI OJHUM W3 (PAKTOPOB BUPYJIIEHTHOCTH, TaK Kak
CIOCOOCTBYET YBEIMYCHUIO PE3MCTEHTHOCTH K PACTUTEIbHBIM AHTUMUKPOOHBIM

COeMHCHMSIM 1 OJIoKHpoBaHUIO KcrimemHoro Toka (Mansfield et al., 2012).

Ho B oTnmm4me OT MCKYCCTBEHHBIX TTOBEPXHOCTEH, PACTUTEIBHBIA OPTaHU3M
HE SIBIISICTCS MHEPTHBIM, W TIPOIIECCHI aare3Wd W arperaiud MHUKPOOPTaHHW3MOB
JOJDKHBI COMPOBOXKIIATHCS PEeaKIUIMH PacTHTEIbHON KiIeTku. Ho kakum oOpazom
pacTeHUsl peryIHpYyOT Iporiecc GopMUpPOBaHUs OUOIIIIEHOK (PpUTONATOTeHAMH — HA
JaHHBIH MOMEHT HE J0 KOHIA HW3y4eHO. [lodToOMy NpeacTaBisuioch BaKHBIM
M3YYUTh BIUSHHUE PACTEHHS Ha Tpoliecc oOpa3oBaHUsS OMOIICHOK MAaTOTEHAMH B

3aBUCHUMOCTH OT PE3UCTEHTHOCTH, KaK COPTOBOM, TaK U BUIOBO.

C moMoImpl0 METOIOB MHKPOCKOMHH OBIIO TMOKa3aHO, 4TO (UTOMATOTEH
Cms crnocobeH kK (GOpMHUPOBAaHHIO OHMOILUICHOYHBIX OOpa30BaHHWiI HE TOJBKO B

coCyJlax KCHJIEMbI, HO U Ha KJIETKaX CyCHEH3MOHHOM KYJIbTyphl TaOakKa.

C wucnons3oBanneM IudPEpeHITMOHHO-UHTEP(PEPEHIIMOHHOTO KOHTpAcTa
(DIC) Obuta mokaszana arperamusi Oaktepuii CMS Ha KIETKaX CyCIICH3HMOHOM

KyJbTypbl Tabaka uepe3 24 yaca COBMECTHOTO KyibTuBHpoBaHus (Puc. 3.32.).
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Pucynok 3.32. Arperamnus ¢uronatorena C.michiganensis ssp. sepedonicus Ha KieTkax
KyabTyphl Tabaka N. tabacum nocie 244 coBMeCTHOTO KyJIbTUBUPOBAHUS. A — KOHTPOJIb; b —
KyJIbTHBHpOBaHue ¢ CmS.

Muxkpodortorpadus B muddepernnonno-uaTephepeniimonnoM kourpacte (DIC). bap paBen
20 MxM.

dnyopeciieHTHAasT ~ MUKPOCKONHS ~ C  KCIOJNB30BAaHMEM  JIBOWHOTO
okpamiuBanus (ayopectienn guarierarom (FDA) u nponuamii #omumom (PJ)
MO3BOJIUJIA OMNPEACIUTh JKU3HECIIOCOOHOCTh PACTHUTENBHBIX M OaKTepUATBHBIX

KJICTOK IPH (GOPMHUPOBAHUHU OHOILUIEHOUHBIX 0Opa3oBanuii (Puc. 3.33.).

Pucynox 3.33. ’)Ku3HecnocoOHOCTh pacTUTENbHBIX U OAKTEPHATIBHBIX KJIETOK IPU arperanuu
¢uronarorena C. michiganensis ssp. sepedonicus Ha kieTkax KyabTypbl Tabaka N. tabacum
nocie 244 COBMECTHOTO KyJIbTHBMpPOBaHUSA. A — KOHTpojib (BHecenue cpeasl C); b —
KyJIbTUBUpOBaHue ¢ Cms.

®nyopecrientHas Mukpockonust (10mr/mu PJ — mepTBble kieTku KpacHblii kanai, 10mM
FDA — xuBbI€ KIETKHU 3€JICHBIN KaHa).
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Hakomnenne FDA B nutomnasme u (iayopecleHIlMs B 3€JICHOM KaHaje
ABJIAETCS TMOKAa3aTesIeM LEIOCTHOCTH KJIETOYHOM MeMOpaHbl M METa0OoJIMYeCcKOu
aKTUBHOCTH KJIETOK, a (iyopecueHius PJ B kpacHOM KaHalie CBUIETEILCTBYET O
rubenu  sykapuoTuueckux kietok. Ilpum  arperanum  ¢uronmatoreHa Ha
PaCTUTENBbHBIX KJIETKaX MPOUCXOAUT THUOENb KJIETOK, O 4YeM CBHUICTEIhCTBYET

(dbayopecueHIus Mponuanil Hoauaa B KpaCHOM KaHale.

KonnuecTBeHHYIO OlleHKY 00pa30BaHMsi OMOTIEHOK TIPOBOJIMIIN C TIOMOIIBIO
METOJ]a CTAaTHYECKOTO KYJIHTHBHUPOBAHUS M HCIIOJIB30BaHMS Kpacutens [ eHiuax
BuosneT. [IpoBoaAMIM OIIEHKY CIIOCOOHOCTH MaToreHa K OWOTIEHKOOOpa30BaHUIO
MOCIIE COBMECTHOTO KYJIBTHBUPOBAHUS C KyJIbTypaMH KIETOK PaCTCHH B TCUCHHE
48 ygacoB. CriocoOHOCTh K OHUOIIJIEHKOOOPa30BaHUIO OLICHUBAIU B BUJE MPOIICHTA
oT kKoHTpoJsi. KonTposnem cuuranu O6uorsienkooOpazoanre Cms B cpene MS. Ha
pHUCYHKE 3.34. npejcTaBiIcHa OIICHKA CITOCOOHOCTH Cms K
OMOIUIEHKOOOPa30BaHUIO TOCIIE COBMECTHOTO KYJIBTUBHUPOBAHUSA C KYJIbTypaMu

KJIETOK KapTodens, pa3iuyHbIX 1Mo ycToiunBocTu coptoB (Puc. 3.34.).

100
X 90
E 80
g = 70
2 S 60 -
25
ez 50 -
S e
S =% 40 -
Z
S ° 30-
=
s 20 -
A 10 -
0 -
Kykoeckuii JIyKbaHo8CKUIL Jlyz2o6ckoit
Pucynok 3.34. O6pazoBanue 6uormieHok ¢uromarorenom C. michiganensis ssp. sepedonicus
MOCJIE COBMECTHOTO KYyJIbTHBHPOBaHUs (484) ¢ KynbTypamu KiIeTok kaproderns S. tuberosum
coptoB JXykoBckuil panHui, JIykbssHOBCKMi 1 JIyrOBCKOM, MPOLIEHT OT KOHTPOJIA. KOHTpOIIb
— OuomnnenkoobpazoBanue Cmss cpene MS.

BrisiBnieno, uro Hambombinee oOpazoBanue OworieHok CMS Mpoucxoausio

MoCj€ B3aUMOJCUCTBUS OakTepuil C BOCHPUUMYUBBIMU (HEYCTOMYMBBIMHU) K
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natoreny copramu kaprogens: JlykpssnoBckuil u JXKykoBckuii panuuii (70% u 67%
COOTBETCTBEHHO). [Ipyu B3auMoOnEWCTBUM (PUTONMATOrEHA C YCTOWYUBBIM COPTOM
JIyroBckoit ~ OumomiieHkooOpa3oBaHue  cocTaBiasuio  15%  or  KOHTpOJS.
CnepoBarenbHo, TpolLecc 00pa3oBaHUs IUIEHOK (PUTOMATOr€HOM 3aBUCUT OT
BIUSHUS ~ pPACTEHUSA-XO35MHA U  OMNpPEAENsIeTcsl COPTOBOM  yCTOMYMBOCTHIO
KapTodens K JJaHHOMY MaToreHy. A yCTOMYMBOCTh M BOCIPUHMMYHUBOCTH COpTa
onpeJeNnsieTcsi UMMYHHBIM CTaTyCOM DPACTEHHUs W BBIPAXKAETCA B HAJIMYUU WIIU

OTCYTCTBUU 3aIUTHBIX peaKHI/Iﬁ U UX HHTCHCHUBHOCTbD.

Ompenensiii  cnocoOHOCTH K OWomuieHKooOpazoBanuio Cms  mocre
COBMECTHOTO  KYJIbTHBHPOBaHHS €  KyJbTypaMH  KIETOK Tabaka  —

HeTpaHcGOPMUPOBAHHOTO U TpaHchopmupoBanHoro renom hspl0l (Puc. 3.35.).
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Pucynox 3.35. O6paszoBanue 6uorienok ¢uromaroreaom C. michiganensis ssp. sepedonicus
[0CJIe COBMECTHOTO KynbTUBHpOoBaHus (484) ¢ kynbTypamu kietok tabaka N. tabacum, NtN
— uetpancopmupoBannbiii Tabak; NtC1l — tabak, TpancopmupoBanusiii renom hspl0l.
MPOIICHT OT KOHTpoJist. KoHTpoJib — OrormienkooopazoBanre Cms B cpene MS.

Oxkazanoch, 4TO COBMECTHOE KYJIHTHBHUPOBAHHE BO3OYAUTENS KOJBIIEBON
THIIA KapTodens ¢ KyJIbTypod KIETOK Tabaka 3HAYUTEIBHO TIOJABISET €Tr0

CIIOCOOHOCTH K OnorieHKkooOpazoBanuio (9% OT KOHTPOJIS).

beuto BeIsSBICHO, 4TO TpaHcopmupoBaHHbId reHoM hSpl0l tabGak MeHee
MOIaBJIST OMOTUICHKOOOpa30BaHUE Cms 1o CpaBHEHUIO c

HerpanchopmupoBanubiM TabakoM (30% u 9% coorBercTBeHHO). Kak OBLIO
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MoKa3aHo paHee, Tabak, TpaHcopmupoBanublidi hspl0l, obnamaer MOBBIMICHHBIM
ypoaeM Hspl0l (Puc. 3.27.), 4YTO MOAYIUpYET pa3BUTHE Mpolecca
MpOrpaMMUpyeMoOil TuOenu npu JEHCTBUM NATON€Ha, B YAaCTHOCTH, CHMIKAET
reHepallfio anoIIacTHOrO nmepokcuaa Bogoposaa (Puc. 3.29.). YuuteiBas TOT ¢axr,
YTO aKTUBHBIE (POPMBI KUCIOPOJAA, MOMUMO peali3allii CUTHAIBHBIX (DYHKIHUH,
OKa3bIBAIOT HEMOCPEACTBEHHOE IMOBpEeXAalouiee AecTBUE Ha maTtoreH. MOXHO
3aKJIIOYMTh, YTO HMHTEHCHUBHOCTH 3alIUTHBIX pPEAKIUN pACTeHHs, a HMEHHO
reHepaluy aKTUBHBIX (POpPM KHCIOPOa, UTPAIOT POJIb B MOJABIECHUN CIIOCOOHOCTH

K OMOIIJIEHKOOOpa30BaHUIO (PUTOMATOreHA.

Omnpenensiu, OyAeT I paCTUTEIBHBIN OPraHU3M BJIMSATH HA CIIOCOOHOCTH K
OMOTUICHKOOOPA30BaHUIO HETUIMYHOTO JUIi PACTEHUH MUKPOOpPTraHW3Ma —

BO30YyauTENs 3a00IeBaHUi YyeoBeka 1 )UBOTHBIX — E. coli (Puc. 3. 36.).
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Pucynok 3.36. O6pa3oBanue GroruieHok E. coli mocie coBMecTHOrO KyabTUBHpOBaHuUs (484)
¢ KyJabTypamu KiieTok Tabaka N. tabacum u kaprodens S. tuberosum copror JIykbsiHOBCKHIA
u JIyroBcko#, mpo1ieHT oT KoHTpoJisi. KoHTposs — 6uonnenkoo6pazoanue Cms B cpeae MS.

KyneruBupoBanme E. coli ¢ xnerkamm Ttabaka u kaprodens COPTOB,
pasuyaronMxcs 1o pesucreHTHocTH K CMS, He TMoKa3alo 3aBUCUMOCTH
OMOIUICHKOOOpa30BaHUsl Y HETUITUIHOTO JIJISi PACTCHHSI MATOTEHA OT COPTOBOW W
BUJOBOM crnenuduuHOoCcTH pacteHWs. Jms  Bcex  KyJnbTyp  HaAOIIOIATOCh

ouomienkooOpazoBanue B nuana3zone 20-30% ot KoHTpoIs.
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CrnenoBatesibHO, CIOCOOHOCTh K 00pa30BaHUIO OMOIUIEHOK y (pUTOMATOreHa
3aBUCUT OT HMMMYHOCTaTyca pacTeHHus, a HHTEHCUBHOCTh HUX OOpa30BaHUA
ONpENENsAeTCs]  CTENEHbI0  PE3UCTEHTHOCTM  PAcTEeHHsT K IATOTEHY.
buonnenkooOpazoBaHue He SIBISIOUIETOCS NATOT€HOM PAaCTEHUH MHKPOOpraHu3Ma
HE 3aBUCUT OT COPTOBOM U BUIOBOU PE3UTEHTHOCTU. [I0-BUAMMOMY, 3TO CBA3aHO C
OTCYTCTBHUEM CONPSIKEHHON HBOJIIOLHMM Yy JAHHOIO IMATOr€HA C PACTUTEIbHBIMHU
OpraHu3MaMH, 4YTO MPHUBEIO K TOMY, YTO Yy NaTOreHa HeT CcheuupuyecKux
3¢ dexTopoB, a y pacTeHHil CHUCTEM HUX PELENIUH, ONPEACNSIONINX aKTUBALUIO

3allIUTHBIX peaKuHﬁ.
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SAKVIIOYEHUE

B Hactosimieit pabGoTe wu3ydeHbl OTBETHblE peakiuu Ha jeicteue C.
michiganensis ssp. sepedonicus y kapTtodensi, Kak pacTeHUSA-XO03IMHA, U Tabaka,
KaK  pacTeHHUS-HEXO35MHa, Ipd  COBMECTUMBIX M HECOBMECTHUMBIX
B3aMMOOTHOIIIEHUsAX opranu3MoB. [Ipu 3apaxkennn CmS nucTheB Tabaka B MeCTe
UHOUITUPOBAHUS TPOUCXOJUT PA3BUTHE JOKAIBHBIX HEKPO30B — TIPOSIBICHUE
peaKIuu CBEPXUyBCTBUTEIBHOCTH. BBISIBICHO, UTO pEaKIUs 3Ta MPOSBISIETCS Kak
Ha Jucthsax (Puc. 3.2.)), Tak um Ha kopusax pactenus (Puc. 3.3.), rme
CBEPXUYBCTBUTEIbHOW THUOEIM TOABEPralOTCI MEPUCTEMATHYECKUE KIIETKH.
['mbenp MepucTeMaTHUYECKUX KJIETOK IMOJABISCT alWKaJIbHOE JOMUHUPOBAHUE U
AKTUBUPYET TOUKU POCTa OOKOBOW MEPHUCTEMBI, B PE3yJIbTaTe YEro HabOII0JaIOCh
WHTEHCUBHOE 00pa3oBaHMe OOKOBBIX KopemkoB (Puc. 3.4.), 4To KOMIEHCHpYET
noTepro (YHKIUN aluKaIbHOW MEPUCTEMBI, 3aKIIOUYAIOIIUXCS B PETYJISIHAH
ropMoHajibHOrOo OanaHca pactenuil. JlanHblid 3(dekT obpazoBaHus OOKOBBIX
KOPEIIKOB IMO3BOJISIET PACTEHUIO HE OrPAaHUYMBATH MOCTYIUICHHUE BOABI H
MUTATENbHBIX BellecTB. B paboTe HamMu yCTaHOBIEHO, YTO PA3BUTHE PEAKIIUU
CBEPXUYBCTBUTEJIBHOCTH KAaK HA JMUCThAX, TAK M HA KOPHSIX, CONPOBOKIAETCS
UHIYKIIUEH  JIOJTOBPEMEHHOW CHCTEMHOH MPHOOPETEHHONH  YCTOMYMBOCTH
pacTeHUil K MIUPOKOMY KpYyry NaTOT€HOB, B TOM YHCIE, K HETUINUYHOMY JJIA

pacTeHHii maToreHy — BO30yIUTE0 3a00JIeBaHUI YeoBeka U KUBOTHBIX E.Coli

(Puc. 3.6.).

N3 pe3ynbTaToB MOTYyYEHHBIX HAMHU CIIEYeT, 4TO neiicTBue maroreHa C.
michiganensis ssp. sepedonicus Ha pacTHTEIbHBIC KICTKH MPUBOIUT K OBICTPOMY
IByX(a3HOMY HAKOIUJICHUIO aKTUBHBIX (popMm kuciopona (Puc. 3.18.), octaHOBKE
JBUKEHUS IIUTOIIA3MBI, OTXOXJACHUIO MPOTOIUIACTA OT KiIeTouHOU creHku (Puc.
3.16.) wu ObicTpoii THOenMM pacTUTeNbHBIX KieTok (Pmc. 3.11.), wro
CBUJICTEIILCTBYET B TOJIb3y AKTHBAIMI MEXaHU3MOB 3(PeKTOp-aKTUBHPYEMOTO

MMMYHUTETa y pacTeHuil Tabaka npu nerictBun Cms. Hamu mokazaHo, 4To Tabak
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3HAUYMUTENILHO TMoAaBisieT crnocoObHocTh CMS k oOpa3zoBanHuio OuoruieHok (Puc.
3.35.), 4TO sSBIsETCS CBUAETENBLCTBOM 3()D(PEKTUBHOCTH MMMYHHBIX PEAKIUN ITOTO
pacTeHusi, TaK Kak OHOIUIEHKOOOpa30BaHHE HMMEET BAXKHOE 3HAYEHHE JUIs

(UTOMATOreHOB, KOJOHU3UPYIOIIUX COCYAUCTYIO CUCTEMY PACTEHUH, B TOM YHUCIIE

u Cms (Mansfield et al., 2012).

PeesynpraThl Hamed pabOThl  MOKAa3bIBAIOT, UYTO OAK30META0OJIUTHI
BO30yIUTENS KOJBLUEBOM THUJIM BBI3BIBAIOT Yy Tabaka pa3BUTUE peEaKIMid
3dpexTop-aKTUBUPYEMOTO0 MMMYHHUTETA, YTO MPOSIBISETCS B PA3BUTUU PEAKIIUU
CU B mecte unokyssinuu u CITY B nenom pacrenuu (Puc. 3.9., 3.10.). IIpu aTom B
KyJbTYpe KIETOK SK30METAa0OJUTOB BbI3BIBAIOT 3HAYUTEIBHOE HAKOIUICHHE
akTuBHBIX ¢dopMm kuciopona (Puc. 3.18.) u ObIcTpo pa3BUBAIOIIUKNCSA TPOIIECC
rudenu knerok (Puc. 3.12.). JlaHHble, MOMyYeHHblE HAMU Ha JIBYX YpPOBHSX
OpraHu3allid pPAcTUTEJIbHOIO OpraHu3Ma, MOATBEPXKAAIT JApYyr Jpyra H
NO3BOJIAIOT ToOJarath O HalWuud 3(G(HEKTOpPOB B COCTaBE 3K30METAO0OIUTHOTO

KOMILIICKCa B036y,Z[I/ITGJ15[ KOHLHCBOﬁ I'HHJIN.

VY  kaprodens, pacTeHHUS-XO3MHA, MPOUCXOAUT PA3BUTHE 3AIIUTHBIX
peakiuii Ha ngerictBue C. michiganensis ssp. sepedonicus B 3aBHCHMOCTH OT
COPTOBOM YCTOMYMBOCTHU K JAHHOMY MMATOreHy. B OCHOBE COPTOBOM yCTOMYMBOCTH
JeKaT MEXaHU3Mbl CIEIU(PUUYECKOTO YPOBHSA BPOXKICHHOTO HMMMYHHUTETa, a
UMEHHO, TPUCYTCTBHE R-T€éHOB M UX TPOIYKTOB, CIHOCOOHBIX pPAaCIO3HATH
s dexTopHbIe MOJIEKYJIbl MAaTOr€HA W CBOEBPEMEHHO AaKTUBUPOBAThH 3aIIUTHHIC
mexann3mbl  (Jones, Dangl, 2006). B mpoBeneHHBIX HaMH HCCIICJOBAHUIX
orcytBue CY peakiuu, Kak (EHOTUIUYECKOTO TposiBieHus dddexrop-
AKTUBHPYEMOTO UMMYHHUTETA, Y PaCTeHUI KapTodesst mpu IeHCTBUA M3y4aeMOTo
MaTOreHa TOBOPUT O HHU3KOW 3((EKTUBHOCTH 3alIMTHBIX peaknuii. B moms3y
JAHHOTO  TIPEATOJIOKEHUS CBUICTEIBCTBYET HU3ZKHUH YPOBEHb T'€HEPAINH
akTUBHBIX (hOpM Kuclopoaa y ycronuuBoro copta kaprodens (Puc. 3.19.). Ilpu
ATOM TPOCISKHUBACTCS ABYX(PA3HOCTh ITOTO MPOIECcCca, CBUMACTEIHCTBYIOMIAS 00

WHIYKIWAH MEXaHU3Ma 3¢ PeKkTop-aKTUBUPYEMOTO MMMYHUTETA, HO
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WHTCHCUBHOCTh  JAHHBIX  pEakuuid  HE  JOCTAaTOYHA NI Pa3BUTHSA
CBEPXUYBCTBUTEIBHOTO OTBeTa. B Hacrosmeir paboTe TMOKa3aHo, YTO Yy
BOCIIPUUMYHBOTO COPTa HAONIOAAETCS HE3HAUMTEIBHOE MOBBIIICHUE COACPKAHHUS
A®K (Puc. 3.21.), cooTBeTcTBYyIOIIEEe HECHENUPUISCKON peakIuu Ha CTpecc, a
TaKKe TOJaBICHHE CHeNU(PUUECKUX 3alUTHBIX MEXaHW3MOB. [MOenp KIeTok
BOCTIIPUUMYHBOTO COpTa KapTo(essi MPOUCXOIUT B pe3yabTaTe pa3BUTHUS OOIE3HU
O TUNY HEYNpaBIseMOro HeKpo3a. Pe3ynpTaThl HAKUX JKCIEPUMEHTOB
CBUJICTEILCTBYIOT O TOM, YTO PE3HCTEHTHOCTh COPTOB KapTodens BIUSIET Ha
cnocobHocTh CMS K OMOIMIEHKOOOPAa30BAHMIO: YCTOMUYMBBIA COPT CHUXKAET
CHOCOOHOCTh MAaTOreHa K ()OPMHUPOBAHUIO OHMOIUICHOK, YTO BBI3BAHO Pa3BUTHEM
3alTUTHBIX peaknuii 3PPEKTOp-aKTUBUPYEMOTO HWMMYHHTETa; BOCIPUHUMYHUBEIC
copTa HE TMOAABIAIOT OWOMIeHKOOoOpa3oBaHWe maHHOTO maroreHa (Puc. 3.34.).
BnusHue pacreHuii Ha OHWOIUIEHKOOOpa3oBaHUE OOYCIIOBICHO OTJIMYHEM B
Pa3BUTHU 3AIIUTHBIX PEAKIUHA y COPTOB KapTOodes, pa3IHyaroniuXcs M0 CTeIICHN

PE3UCTCHTHOCTH K Cms.

B 3amuTHBIX peakuMsax pacTeHUN Ha MATOreH 3aJ€WCTBOBAHO MHOYKECTBO
MOJIEKYJISIDHBIX ~y4acTHUKOB. B Hacrosmelr pabore aHaIM3UpOBaIUd pPOIb
ctpeccoBoro Oenka HsplOl B peanmsamuu oTBeTa pacTeHUsS Ha BO3JCUCTBHE
¢uronarorera Cms. Pe3ynbrarsl mokaszanu, 9ro ycuieHue skcnpeccur bTI npu
TEMIIEPATYpHOM  BO3JIEUCTBUM TPHUBOAWIO K CHIDKEHUIO dS()PeKTuBHOCTU
3alIMTHBIX peakuuii Tabaka Ha AeiicTBue CMS, TaKMX KaK HAKOIJICHUE aKTHBHBIX
dopm kmcmopona (Puc. 3.26.). IlomydeHHble pe3ynabTaThl  IMO3BOJSIOT
npeanonarate 00 ywactuu BTII B peanuzanuy UMMYHHBIX MEXaHHU3MOB B
HECOBMECTUMOM cucTteMe. MeHee WHTCHCHMBHAs TEHEpaIlus aKTHUBHBIX (QopM
kuciopona (Puc. 3.29.), Gonee mo3mHsAsS OCTaHOBKA JBHKCHHUS ITUTOIUIA3MBI B
KyJIbType TpPaHCPOPMUPOBAHHOTO Tabaka ¢ KOHCTUTYTHBHBIM cuHTe30M HSP1l01
npu nevictBurn CMS MOATBEPKIAET 3TO TpeanonoxeHue. Hamu mokaszaHo, 4To
KIETKA  KyJIbTYphl  TpaHCHOPMHPOBAHHOTO Tabaka MEHbBIIE  TOJABIISIIN

ounornenkooOpazoBanne CMS, 4eM KIETKU KYJIbTYpbl HETpaHC(HOPMUPOBAHHOTO
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tabaka (Puc. 3.35.). B 1o e Bpems, cBepxakcnpeccusi HSpl101 He oka3biBana HU
Kakoro 3 ¢eKra Ha KU3HECIOCOOHOCTh KyJIbTYphl Tabaka MpU KyJIbTUBUPOBAHUU
c E. coli (Puc. 3.30.) — HETHUNHMYHOTO TMATOTCHA, KOTOPBIH HE AaKTHBHPYET
cenuuYHbIC 3alUTHBIC pEeaKUuH B KieTkax Tabaka. Takum o6pazom, BTIII
MOAYJIHUPYIOT pPa3BUTHE peakuui crnenupuyeckoro 3¢PEGeKTop-akKTUBUPYEMOTO
MMMYHUTETA PACTEHUM B YCIOBUSAX UCKYCCTBEHHOI'O MOBBIIICHHS UX KCIIPECCUU B

MOJIENTHbHON CUCTEME.

Pe3ynpraThl Hamield paboOThl MOKa3ajld, YTO IMOBBILIEHUE TEMIEPaTyphl
KyJIbTUBUPOBaHUS 11 MHAYKIMK cunte3a BT, npu nnduurpoBanuu KyabTyphl
KJIETOK  KapTtodenss  BOCHPUUMYHMBOTO  COpTa  CIOCOOCTBYeT  OoJjbliei
BBDKMBACMOCTH pacTUTelnbHbIX KiIeTok (Puc. 3.31.). Tak kak B COBMECTUMOM
CUCTEME TMOJaBJICHbl MEXaHU3Mbl 3(PPEKTOP-aKTUBUPYEMOIO HMMYHUTETA,
MOBBIIIEHUE KU3HECTIOCOOHOCTH PACTUTEIBHBIX KIETOK MPOUCXOJIUT B PE3YJIbTATE
peanuzanuu Hecnienuduueckux Qynkiui xkomrmiekca BTII B kadectBe OenkoB-
manepoHoB. Takum oOpazom, BTII BiausoT Ha pa3BUTHE HMMYHUTETa IIPHU

COBMCCTHUMBIX 1 HCCOBMCCTUMBIX B3dUMOOTHOIICHUAX OPTraHU3MOB.

DBOJIIOIHMIO B3aUMOOTHOIICHUH BO30YIUTENSI KOJIBIIEBON THUIM KapTOQes
C pacTEHUSMH MOKHO IPEACTaBUTH cieayrommum odpaszom. C. michiganensis ssp.
sepedonicus, kak u J000H MHKPOOPraHM3M, O00JagaeT KOHCEPBATHBHBIMH
MoOJeKyJIapHeiMu  mlattepHamu  (MAMP), koTtopble  y3HAIOTCA  MHaTTEpH-
PaCIO3HAIUMHU PEIENTOPAMHU PACTHTEIBHBIX KIETOK. VX AETEKIHS MPUBOIUT K
aKTUBAIINH MaTTEPH-AKTUBUPYEMOTO HecTnenuduaeckoro UMMYHUTETA.
Cuutaetcsi, 4TO BO30YOUTENb KOJBIEBOW THUIU KapTodesns Mpou3omea OT
HEMaTOTeHHON »JHAOMGUTHONW OakTepuy, HE BBHI3BIBAIONICH MATOIOTHYECKHIMA
nporecc y pacrenuit (Eichenlaub, Gartemann, 2011). BepositTHO, Tpon301LIO 3TO B
pe3ynbTaTe MpUOOPETEHHSI TATOTEHOM B XOJI€ 9BOJIONNUN (PAaKTOPOB MATOTEHHOCTH
u 3(hPeKTOpOB, CIOCOOHBIX TOJABUTh HECMEIU(UUSCKUE 3aIIUTHBIC PCaKIIUH.
PesynpraTom B3ammopeicTBusi oOmanmaromei sddexropamu Oaktepunm CMS u

paCTCHHA ABJIACTCA Pa3BUTHUC 3a00JICBaHUS — COBMECTUMBIN THUII
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B3aMMOOTHOILIEHUNA PAacTeHUs U MUKpOOpraHusMma. B u3ydaemoll HaMU CHUCTEME
TOT THUIl B3aUMOOTHOIICHUN wumocTpupyer mnapa Cms —  kaprodenb
BOCIIPUMMYHBOTO COpTa. OBOJIIOLUUSA CO CTOPOHBI pAaCTEHUH, a TaKxke
HaIlpaBJICHHAs] CEJEKUHUs, MPUBEIU K IMOSBIECHUIO OTHOCUTENIBHO YCTOMYMBBIX
copToB KapTodeins. YCTOHYMBOCTh TAKUX COPTOB MOXHO OOBSICHUTH PAa3BUTHEM
3alMTHBIX PEaKlMi, aKTHUBALMs KOTOPBIX CTajJla BO3MOKHOH MpPH MOSIBICHUU
peLenTopoB, pacrno3Harmux 3pHeKTopHbIe MOJEKyNbl naTtoreHa. Kak nokazamu
pe3yJIbTaThl HAILEro MCCIEIOBaHUSl, WHTEHCUBHOCTb 3alIUTHBIX pEaklUUid He
JIOCTaTOYHA JJIsl aKTUBAIIMU a0COTIOTHONW yCTOMYMBOCTH. BO3MOXKHO, MTPOUCXOIUT
ATO 3a CYET MPUCYTCTBUSA HECKOJBKUX THMOB 3P(HEKTOPHBIX MOJEKYJ (YTO YaCTO
BCTPEUYAETCAd Yy MHOTUX MAaTOT€HOB), HEKOTOPBIE U3 HUX MOTYT HE PAaclO3HaBaThCA
B PACTUTENIbHOM KIIETKE, YTO CHUXACT MHTEHCHMBHOCTH 3AIIUTHBIX PEAKIUN U B
UTOTE MPUBOJMT K 3aJIepKKe pa3BUTHUs 3a0oeBanus (naTeHTHas daza 6one3nn). Y
Tabaka, MPEJCTaBUTENI CEMEWCTBA MACJIEHOBBIX, OYEBUAHO, MPUCYTCTBYIOT
perenTtopel K OOJIBIIEMY KOJHMYECTBY pa3audHbiX 3ddexktopoB CmMs, uto
ompejeNsieT  pa3BUTHE  3AlIUTHBIX  peakuud  Oonbllield  UHTEHCHUBHOCTH,
noctrarounoit st pasButusi CU-peakiuu u CIIY u peanusanuy HECOBMECTHMOTO
TUTIA B3aUMOOTHOIICHUI PacTeHHs] U MUKpOOpranusma. JlaHHy10 THIIOTE3y MOYXKHO
IPOBEPUTH C TTOMOIIbI0 OMOMH(DOPMAITMOHHOTO aHANIM3a HAa OCHOBAHUM IMOUCKA H
CpaBHEHHUS MpeIojaraeMbiX reHOB yCTOMYMBOCTH (R-Te€HOB) y mpeacTaBUTENEH
CEMEHNCTBA MACICHOBBIX, a TAKXKE T€HOB BUPYJIEHTHOCTH y MpPEICTaBUTENEH pona
Clavibacter, 601bIIMHCTBO W3 KOTOPBIX SABJISAIOTCS (PUTONMATOTCHAMU JJISI PACTCHUN

JTAaHHOT'O CEMEMCTBA.
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BbIBO/bI

1. B cucreMe HECOBMECTMMBIX B3aMMOOTHOIIeHUM Tabak N.tabacum-

Clavibacter michiganensis ssp. sepedonicus mnpOMCXOAUT HHAYKIIHS
cnenupuyeckoro  3pHeKTop-akKTUBUPYEMOIO  MMMYHHUTETa, O  YEM
CBUJICTEILCTBYET Pa3BUTHE PEAKIIUU CBEPXUYBCTBUTEIBHOCTH (HAKOIUICHHE
MEpPOKCUJa BOJIOPO/AA, OBICTpas OCTAaHOBKA JIBMIXKEHUS IIUTOIJIA3MBI,
IUIa3MOJIM3), a Takke (OPMHUPOBAHHWE CHCTEMHOW MPHUOOPETCHHOU
YCTOWYHUBOCTH.

. Ox3ometabonutel C. michiganensis ssp. sepedonicus y pacreHuii Tabaka
OTIPENENAIT MHAYKIUI crnenududeckoro  dddekTop-aKTUBUPYEMOTO
UMMYHHUTETa C Pa3BUTHEM XapaKTCPHBIX PEAKIIMi. HAKOIJICHUE MEPOKCHIA
BOJIOpPOJIa, OBICTPOE pa3BUTHE TIpollecca THOENH, pa3BUTUE PEaAKIUH
CBEPXUYYBCTBUTEIBHOCTH M CHCTEMHOW TNPUOOPETEHHON YCTOHYMBOCTH.
[Ipeamonaraercs, 4To sK30MeTaboOIMTHBIN KomIiuteke C. michiganensis ssp.
sepedonicus coepkuT psix MoJieKy1 3(hHEKTOpHOM PUPOIBI, HEKOTOPbIE W3
HUX SIBIISIIOTCS TEPMOCTAOUIBLHBIMH.

. HeiictBue C. michiganensis ssp. sepedoniCus Ha yCTOWYHBBIA COPT
kaptodens JlyroBckodd mpUBOAUT K JBYX(a3HOMY TMOBBIIIEHUIO YPOBHS
NEPOKCHIAa BOAOPOJA, CBUACTEIBCTBYIONIEMY B TIOJIb3Y HWHAYKIUU
3 PeKTOp-aKTUBUPYEMOTO UMMYHHTETA, 9TO XapaKTEepU3yeT
HECOBMECTUMBIN THUIl B3aUMOOTHOILLICHUN.

.Y BOCTIpHMMYHBBIX COpTOB KapTodeins npu nericteuu C. michiganensis ssp.
sepedoniCuUs POUCXOANT TOJIABJICHUE 3AIIMTHBIX CICIH(PUISCKUX PEaKIIHi
(oOpa3oBaHMe MEPOKCHIa BOAOPOIA), a TAKKE THOCIb KIETOK B PE3yiIbTaTe
HEYNpPaBIsIEMOr0  HEKPOTUYECKOr0  MpoIecca, UTO  XapaKTepus3yeT
COBMECTHMBIN TUIT B3AUMOOTHOLICHHH.

. Kommekc  OenkoB  TemiaoBOro mioka  OOECIEYMBACT  MOBBIIIICHUE
KHU3HECTIOCOOHOCTH KJIETOK Kaprodeis npu aeiicteun C. michiganensis ssp.

sepedonicus 3a cueT peanu3anMy HecHeUPUISCKUX (YHKIMH B KayeCcTBE
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oenkoB-manepoHoB. Cepxakcnpeccuss Hspl01l B TpanchopmHupoBaHHOM
KyJbType Tabaka yBEJIMYMBAET BBDKMBAEMOCTh KJIETOK mnpu AeiictBuu C.
michiganensis ssp. sepedonicus, mpuHHUMasi y4YacTHE B PETYJSIUH
MEXaHU3MOB 3(P(EKTOp-aKTUBUPYEMOTO0 HMMyHUTeTa. Takum oOpazom,
BTII BauAroT Ha pa3BUTHE MMMYHUTETa [PU COBMECTUMBIX U
HECOBMECTUMBIX B3aUMOOTHOIICHUSX OPraHU3MOB.

Pactenust Tabaka u kaprodens BIUSOT Ha crnocodHocTs C. michiganensis
ssp. sepedonicus ¢opMupoBaTh OMOIUICHKH B 3aBUCHMOCTH OT BUIOBOH U
COPTOBOM PE3UCTEHTHOCTH K JaHHOMY (UTONATOT€HY M HE OKa3bIBAIOT
BJIMSHUSL HA CHOCOOHOCTh (OPMUPOBATH OMOMIEHKH HETUIIUYHOTO JIJIs
pacTeHHil MaToreHa 4YesloBeKa M JKUBOTHBIX E. coli, uto o00ycrmoBieHO
OTCYTCTBUEM  CONpPSDKEHHOW ~ 9BOJIOUMM  pPAaCTEHUH € JaHHBIM

MUKPOOPTaHU3MOM.
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