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BBEJIEHUE. CumOuoTn4yeckuii unrepgeiic B KiydoeHbkax bo0oBbIX —

Moau(pUKALMU B IIPoLecce KOJOHU3AUUN U TU(PPepeHIIUPOBKHU

B xome  dBOJIOIMM  pPACTCHHS  HCIOJB30BAIM  ONPEACICHHBIC
(YHKIIMOHATIFHBIE BO3MOXXHOCTH MHKPOOPTaHU3MOB [UIS PACHIMPEHHS CBOETO
alanTHBHOTO TOTeHIMana. Tak Oo0OBblE W  aKTHHOPU3HBIE PACTCHUS,
npuHajiexane K azorpukcupyromeint kinagae FaFaCuRo u Bximtodaroneir 4eToipe
nopsinka — Fabales, Fagales, Curcubitales u Rosales [Forest, Chase, 2009],
npuoOpesd CIIOCOOHOCTh K Pa3BUTHIO SHJAOCUMOMOTHYECKMX OTHOIICHUH C
POTCOOAKTEPHUSIMH, HA3bIBAEMBIMU PH300MSIMH, ¥ aKTHHOOAKTEPHUSIMH U3 pPOja
Frankia, BoccranaBmmBarommmu atMocepHbId a30T mo0 ammmaka [van Rhijn,
Vanderleyden, 1995; Pawlowski, Sirrenberg, 2003]. ITopsimox Fabales Bkirouaer
Ba)XHEUIIEe OO0OBBIE KYJIBTYphI, TAKUE KaK COS, apaxuc, TOPOX, HYT, JIOIEpHA U
MHOTHE JApyrue. boOOBBIE KyJIbTYpbl CUYHTAIOTCS KIIOYEBBIMU [UIS PA3BUTHSA
DKOJIOTUYECKA OPHCHTUPOBAHHOTO CEJIBCKOTO XO3AHCTBA HW3-32 BBICOKOTO
COJCpaHUSA B HUX O€JlKa W HU3KOH 3aBUCHMOCTH OT MHHEPAJIbHBIX a30THBIX
yIoOpeHui, u3-3a UX crnocoOHocTH pukcupoBaTh arMochepHbiit a3ot [Considine et
al., 2017; Adams et al., 2018]. CumOnoTnueckne OGakTepun (QUKCHPYIOT a30T B
peaKIuu, KaTalu3upyeMond (EepMEHTOM HUTPOTeHa3a, W MPEAOCTABISIOT €ro
pacTeHusiM B 0OMEH Ha UCTOYHHKH yrieposa. OQHOM U3 0COOCHHOCTEH, CBA3aHHBIX
C CUMOMOTHYECKIM B3aUMO/ICHCTBHEM, SIBIISICTCS oOpaszoBaHue
CHCIMAIM3UPOBAHHBIX OPT'aHOB, Ha3bIBAEMBIX KITyOCHBKAMH, B KOTOPBIX CO3/IACTCS
OnarompusiTHasE MHUKpoOcpena Ui aKTUBHOCTH OaKTepUAILHOW HUTPOTCHA3bI
[Oldroyd et al., 2011]. Ilpu sToM pa3meriieHre OaKTepHii BHYTPH PACTUTEIBHBIX
KJICTOK — KJIFOY K YCIeXy CMMOHMO3a M OJIHA U3 CaMbIX YHUKAIBHBIX YepT 3TOM
MYTYyIMCTHYECKON aCCOLUALINH.

PazButre kiayOeHbKa oOecrmeunBaeTCss JBYMS —TapaJUICbHBIMH, HO
B3aMMOCBSI3aHHBIMH TIPOIIECCAMH: OPTaHOI'CHE30M KIyOeHbKA W €ro MHQEKIHeH

(kononuszarueit) pusoousimu  [Guinel, 2009]. Bo Bcem MHOrooGpasuu
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CUMOMOTHYECKHX KIyOSHBKOB OOBIYHO BBIACHSIOT JBAa OCHOBHBIX THIIA:
JIeTepMUHUPOBaHHbIE W HenerepmuHupoBanHble [Guinel, 2009]. Tlepsbrii THm
KJIIyOEHBKOB XapakTepeH JJIsi TPONMUYECKUX OO0OOBBIX, a BTOpPOM Jjisi O0OOBBIX
YMEpPEHHBIX MHMPOT. B mpomecce opraHoreHe3a HEICTEPMHHUPOBAHHBIX
kiy0eHpkoB Nod-(hakTopsl (CUTHAJIBHBIC JTUIMIOXUTOOIUTOCAXAPUIBI, BhIICTISEMbIC
pU300MSIMHE) BBI3BIBAIOT JICJICHUE KJIETOK B MEPHUIIMKIIC U BHYTPCHHEH KOPE KOPHS
[Timmers et al., 1999], B To Bpems kak mpu GOPMHPOBAHUU AETEPMHHUPOBAHHBIX
KIYOCHBKOB JICJICHHE KJIETOK BO30OHOBIIICTCS BO BHEIIHECH Kope KOpHsS [van
Spronsen et al., 2001].

[Ipu pa3zButun 6000BO-pU300HATLHOTO CUMOMO3a OAKTEpUHU, KOJOHUBHUPYS
KOPHU PACTCHUH, CJICIYIOT Pa3HBIMH MapIIPyTaMH, HCIIOJIB3Ys Pa3HOOOpa3HbIC
MEXaHH3MbI IPOHUKHOBEHHSI, KOTOPBIC OmpeiensieT pacteHue-xo3suH [Ibafiez et al.,
2016]. Haubosee XopoIo oxapakTepru30BaH MPOLECC 3apayKCHUS Yepe3 KOPHEBBIC
BOJIOCKH, SIBJISTFOIIANCS OOBIYHBIM MEXaHH3MOM I TpuMepHO 75% BCeX BHUIOB
0000BbIX pacTenuit [Sprent et al., 2017]. PusobuansHas uH(EKIHsS TPOXOIUT, 1O
KpaifHel Mepe, B TPH dTala: MPOHUKHOBEHUE Yepe3 AMHIEPMY, PACIPOCTPpaHEHHE
MEXKy KICTKaMH KOPbl M BHYTPHKJIETOYHOE MPOHUKHOBEHHE pu3oduii [Brewin,
1991]. Ilpu stom mporeccoM HHDEKIUK YOPABISET CTPOrO peryiupyemas
TeHETHYeCKass  IporpamMma,  KoTopas  OOECleuMBaeT  KOHTPOJIUPYEMYIO
KOJIOHHM3aIKio pacTutenbHbix kietok [Guinel, Geil, 2002; Tsyganov et al., 2002;
Madsen et al., 2010] u moceaoBaTeIbHYO MOAU(PHUKAIINIO B3aUMOICHCTBUS MEKITY
pacTeHusIMU U puzoOusMu. Tak, nis pa3BUTHSA KITyOCHBKOB TpeOyeTcsl CUHTE3 U
pacro3HaBaHWE CUTHAJIBHBIX M HMHBIX MOJICKYJ, KOTOpBIC MPOIYLHUPYIOTCS Kak
OakTepuaibHBIM, Tak W pactutesbHbiM mnaptHepamu [Zipfel, Oldroyd, 2017].
CuMOHOTHYECKUE B3aWMOJICHCTBHS, NMPH KOTOPHIX MPOUCXOAUT OOMEH BEUIECTB
MEX]y PACTEHHEM U MHUKPOOPTaHU3MaMH, JOCTUTAIOT TIOJTHON (PYHKIIMOHAIBHOCTH
Onmaromapsi pa3BUTHIO OOIIMPHOW KOHTAKTHOM MOBEPXHOCTH MEXIY XO3SIMHOM U
MHUKPOCUMOHMOHTOM — cuMOnoTHyeckoro uarepdeiica [Rich et al., 2014].

PacnpoctpaneHre HHPEKIUK OT SMHUISPMHUCA K KOPE U JIajiee K TPUMOPIHIO

Pa3BUBAIOIIETOCS KITyOE€HbKAa OCYIIECTBIISIETCS C MOMOIIBIO TPYOUaThIX CTPYKTYD,



5

TaKk Ha3plBacMbIX HWHPEKIMOHHBIX HuUTer [Brewin, 2004; Gage, 2004].
HNudexmmoHHbie HUTH TIPEACTABISIIOT COO0M YHUKAThHBIC MHBA3UBHBIE CTPYKTYPHI
PaCTUTENHLHOTO TPOUCXOKICHHS, KOTOpPHIE CIIOCOOHBI TMEpeceKaTh KIETOYHBIC
rpanuttel [Tsyganova et al., 2021]. OroT mporece mpoIoiKaeTess BO MHOTHX CIIOSIX
KJICTOK B BuAec aApeBoBumHou cern [Monahan-Giovanelli et al., 2006].
NudexmonHas HUITh COCTOUT M3 PA3IMYHBIX KOMITIOHEHTOB, KaK PACTHTEIHHOTO
(monmucaxapubl KJICTOYHOW CTEHKH, TJIMKOMPOTEHHBI MEXKIETOUYHOTO MATPHKCA,
pasnudHble (EPMEHTHI, PELENTOPbl W CTPYKTYpHBIE OCNKH TUIa3MaTHYeCKOM
MeMOpaHbl), TaKk M  OaKTEpUATILHOTO  MPOUCXOXKJCHHS  (MOJaUcCaxapuabl
OakTepuanbHONW TOBEPXHOCTH U CeKpeTupyemble Oenku). [lpm sTtoM mpsimoe
B3aMMOJICHCTBHE MEXIy pACTUTEIbHOW U  OaKTepUaJbHON  KICTOYHBIMU
MOBEPXHOCTSMHU UTPACT BAXKHEHTITYIO POJIb B (HOPMUPOBAHNH MH(PEKITMOHHON HUTH.
Ha xkaxmoil cragum pacTHTEIbHO-MUKPOOHAs TOBEPXHOCTh B3aWMOJCUCTBUSA
(cumOuoTHueckuil uHTEp(Peiic) AOImKHA aJanTUPOBATHCS, YTOOBI OAKTEPUH CMOTIIN
CYLIECTBOBaTh B HOBOM Cpelle, a TakXe MPEeAOTBPaTUTh PAa3BUTUE 3aIIUTHBIX
peakiuii pacteHus-xo3suHa [ Tsyganova et al., 2021].

MosekynsapHbIe MEXaHU3MbI POCTa MHPEKIIMOHHBIX HUTEH B KOPE KOPHS U B
WHQOUIIUPOBAHHON TKAHU KITyOCeHbKa MPAKTHYECKU HE OMMCAHbI, U HAIlle TOHNMaHHE
OCHOBAHO Ha BHU3yaiu3anuu. Pacnpenenenue noaucaxapuaoB U OEIKOB KIETOYHON
CTEHKHU, a TaKXe TJIMKOMPOTEMHOB MaTpUKca MH(PEKIIMOHHBIX HUTEH B OCHOBHOM
UCCIICIOBAIM C WCIOJB30BAHUEM AaHTUTEN, IUTOXUMHUYECKHMX pPEareHTOB W
depmentoB [Tsyganova et al., 2021]. Mcnonb3yss MyTaHTBI MOJIEIBHBIX B0OOBBIX
pacTeHmii ¢ nedeKTaMu pocTa U pa3BUTHS WH(DEKIIMOHHBIX HUTEH B COUETAHUH C
MOHOKJIOHAJIbHBIMA ~ QHTHTENIaMH, KOTOpbIE pEarupyroT C KOMIIOHCHTaMHU
cuMOHOTHYECKOTO HHTepdeiica B HH(OEKIMOHHBIX HUTAX, CTAJIO BO3MOXKHBIM
aHAIIM3UPOBATh MOBEPXHOCTHBIC B3aMMOICHCTBHS MEXAY CHUMOHOTHYECKUMHU
naptHepamu [Tsyganova et al., 2021].

Jiist pocta MHGEKITMOHHONW HUTH HEOOXOAMMO TTOCTPOSHUE HOBOM KIIETOYHOM
CTEHKH, a TAKKE MEPECTPONKA C JIOKAJIbHOM JETpaJalluend U MOCIEAYIOIIUM HOBBIM

€C CHHTC30M IIPpU ITPOXOKIACHUHN HH(l)GI(I.[PIOHHOfI HUTBIO KIICTOYHBIX CTCHOK KJICTOK-
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X03siMHa. B 3TOM mporiecce yuacTBYIOT MHOTOUHCIICHHBIC OakTepuaibabie [Robledo
et al., 2008; Lionetti et al., 2012; Pogorelko et al., 2013] u pacTutensHbIC
(bepMeHTHI, MOTUGHUITUPYIOITHE KJICTOYHYIO CTCHKY, TaKue KaK
nektuHMeTHIICcTepasel [Lievens et al.,, 2002; Rodriguez-Llorente et al., 2004],
nexramiuasel [Xie et al., 2012], moawramaktyponassl [Mufioz et al., 1998;
Rodriguez-Llorente et al., 2003] u sumo0-p-1,4-raroxanassr [Sujkowska et al., 2011].
B pocre u pazButnu nH)EKITMOHHOW HUTH aKTUBHOE YYaCTUE MPUHUMAIOT U
OaxTepuaIbHBIE KOMITOHEHTHI pacTUTETHLHO-MUKPOOHOM MOBEPXHOCTH
B3auMOJeHCTBUA [[{viecanosa, [[vieanos, 2012]. CymiecTByeT 00JIBIIOE KOJTHYECTBO
IKCMIEPUMEHTATBHBIX TaHHBIX, JOKa3bIBAIOIIHX, qTO POTYKIIHS
sk3onoiucaxapunoB  (OIIC)  puzoOusimu,  (HOPMHUPYIOIIUMHU  KIyOCHBKH
HEJICTEPMUHUPOBAHHOTO THUIA, HEOOXOaWMa IS CKPYYHMBAHUS KOPHEBBIX
BOJIOCKOB, IPABIIIBHOTO (hOpMHUpOBaHMs MHPEKIIMOHHBIX HUTEH, BBIX0/1a OaKTEPHIA,
muddepeHIMpoBKH  OakTepouaoB U A(P(HEKTUBHOrO KIyOEHHKOOOpPa30BaHUS
[Fraysse et al., 2003; Skorupska et al., 2006; Cho et al., 2014; Zgadzaj et al., 2015].
Kancynspusie mnomucaxapuabl  (KIIC) Moryr wurpate poiib B cllydae
HenerepmunupoBannoro [Kiss et al.,, 2001; Le Quéré et al., 2006] wu
JCTEPMUHUPOBAHHOTO KiyOeHbkooOpa3oBanus [Parada et al., 2006]. Jdedumur
JUIONOJMCaXapuI0B (JITIC) y OaxTepuii npu (dopMupoBaHUU
HEJCPMUHUPOBAHHBIX KIYOCHHKOB MOXKET MPUBOAUTH KaK K OTCYTCTBUIO 3 (deKTa
(Nod*Fix"), Tak 1 k HECIOCOOHOCTH OaKTepUil BBHINTH M3 WHGEKIMOHHBIX HUTCH
(Nod*Fix") [Campbell et al., 2002; Ferguson et al., 2002; Keating et al., 2002].
3aBepmiaeTcsi MHQEKIMS pa3MENICHHEM B KJIETKaX pa3BHUBAOIIETOCS
KITyOeHbKa pru300Hii B poriecce, MOp(oIorHueckr HAITOMUHAIOIIEM YHIOIIUTO3, HO
CXOHBIM TT0 MOJICKYJIIPHBIM KOMITOHEHTAM C KJIETOYHBIM 3K3011MTO30M [lvanov et
al., 2012]. TouHbIii MeXaHHU3M 3alycKa Iepexoja PU300Ui W3 BHEKJICTOYHOI'O
MPOCTpPaHCTBA (amoruiacTa) K BHYTPUKIETOYHOMY CYIIECTBOBAHHWIO €IIIE HE
W3BECTEH, HO OH CBS3aH C JAJIBHEHIIMM PEMOJICTUPOBAHUEM KJICTOYHOU CTEHKHU.
JInst 5TOr0 Ha KOHUYMKE WH(PEKIIMOHHOW HUTH, IPOHUKIIEH B KJIETKY, 00pa3yroTcs

BBIPOCTHI, IMIIICHHBIC KJIETOYHOU CTCHKH, TaK Ha3bIBACMbIC I/IHq)eI(LII/IOHHLIe KallJIin,
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U3 KOTOPBIX PHU300MH JIOKAaJbHO BBICBOOOXKIAIOTCS, 00pa3ys CHUMOHOCOMBI,
OKpY>KEHHbIE ~MeMOpaHOW, TPOU3BOJHONW OT IUIA3MAaTHYECKOM MeMOpaHbI
xo3siickoit kietku [Coba de la Pefia et al.,, 2018]. HemocpencTeeHHyoo poiib B
MTOBEPXHOCTHBIX B3aMMOJICHCTBUSIX C PU300MSMU MOTYT UTPATh TJIUKOMPOTEHHBI,
CBSI3aHHBIE C CHUMOMOCOMHBIMH U TUIa3MAaTHYECKUMU MeMOpaHamH, Takue Kak
JeKTUHOOM00HBIH Tiukonpotend y P. sativum NLEC1 [Kardailsky et al., 1996;
Davies et al., 1997; Bolafios et al., 2001; Redondo-Nieto et al., 2008], nomoOHbri
apaOMHOTAIaKTAaHOBOMY  O€JKY TJIMKOJIMIKI, pacrno3HaBaeMbIM AaHTUTEIOM
MAC206 [Bolanos et al., 2001; Bolafios et al., 2004; Redondo-Nieto et al., 2008],
cuHantotarMuabl MtSytl, MtSyt2 u MtSyt3 M. truncatula [Gavrin et al., 2017] u
IJIMKO3UJIMPOBAHHbIE bopmbl MHO3UTOJI-CO/ICPHKAIIETO dbochonmunuaa,
pacnio3HaBaemoro anturenom JIM18 [Perotto et al., 1995]. Co cropons! pu3oowuii B
mporiecce BbIXOJa OakTepuil M3 WMH(QEKIMOHHBIX Kameidb ydacTByeT reH BacA,
KOTOPBI KOHTPOJUPYET MOIU(DUKAIINIO KIECTOYHOM CTEHKM OaKTepwuH, BKIIOYAs
pa3BUTHE MPOU3BOIAHBIX JIMMHUAA A C JJIMHHOIETIOYEUHBIMU KUPHBIMU KUCIOTAMU
[Ferguson et al., 2002].

[locne BeIXOma  pu3o0MIl B pacTUTENbHYIO  KJIETKYy OakTepuu
nuddepeHImpyoTes B 0akTepouIbl BHYTpH nuToriasmel xo3suaa [Oldroyd et al.,
2011]. Tlpm »>TOoM OakTepoHabl OKpPYKEHbI MEMOpaHOH PacTUTEIHLHOTO
NPOMCXOXKACHUA, OOOramieHHON OakTepuanbHbiMu Oenkamu  [Parniske, 2008].
bakTeponibl OKpy>KeHBI IEpUOaKTEPOUTHBIM MPOCTPAHCTBOM, KOTOPOE 3aTIOTHEHO
OenkamMu KaKk Makpo-, TaK © MUKPOCUMOMOHTOB, YTO TTO3BOJISIET MPEATION0KUTD, 9TO
3TO TPOCTPAHCTBO SIBISIETCS OCHOBOM IJIsi CHMOMOTHYECKON (HUKCAIMU a30Ta
[Emerich, Krishnan, 2014].

B oTinume OT KJIETOYHBIX CTEHOK, JUIsl KOTOPBIX MPEANOJaracTcsl y4acTHe
TJIMKOMPOTEMHOB B CBA3BIBAHMM WX KOMIIOHEHTOB C JIeXkKalled HIKe
IIa3MaTHYeCKOM MeMOpaHO# MOCPEICTBOM HEKOBAJICHTHOTO CBsi3biBaHMs [Seifert,
Roberts, 2007; Su, Higashiyama, 2018], cumOrocomaass MmeMOpaHa HE CBs3aHa C
KOMIIOHEHTaMH CTEHOK PACTUTEIBHBIX KJIETOK, TAKUMH KaK TIEKTHHBI, KCHJIOTIIOKAaH

W [emwnoio3a. [ MKompoTeMHBI ~ CUMOMOCOMHOM ~ MEMOpaHbl ~ MOTYT
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B3aMMOJICHCTBOBATh C MOBEPXHOCTHBIMH TOJHCAaxXapuaaMy BHEIIHEH MeMOpaHbl
Oaktepuit, B yactHocTtu ¢ JIIIC, koTOpble BHOCSAT OCHOBHOW BKJaJ B pa3BUTHE
CUMOMOTHYECKOr0 HHTepdelica cuMOMOCOM cO CTOpOHBI pu3oOuii [Haag et al.,
2013; Bourassa et al., 2017].

CrapeHue KIyO€HbKOB — 3TO 3aKIFOUUTEIbHBINA dTal (PyHKIHOHUPOBAHUS
KIyOEHBKOB, BO BpeMsl KOTOPOTO CHMOMOCOMBI M HWH(MUIKMPOBAHHBIE KIIETKU
pa3pylialTCs, M PACTEHUE IOBTOPHO HCIIOJIb3YyET NUTATEIbHBIE BEIIECTBA,
HaKOIUICHHbIE B KiIyOeHbkax. [Ipu cTapeHun KI€TKH OOOUX CUMOHMOTHYECKHX
naptHepoB  paspymarorcs  [Brewin, 1991]: moBeimaercs  3IEKTpOHHAS
IPO3PAaYHOCTh LIUTOIUIA3MBbI B pE3yJbTaTe IUIa3MOJIN3a, HAOII01aeTCsl YBEIUUCHHE
KOJIMYECTBA KJIETOYHOIO JIETPUTA, MOCIECIHUMHU pa3pylIAlOTCs CUMOHUOCOMBI
[Timmers et al., 2000; Van de Velde et al., 2006]. 3anporpaMMupoBaHHOE CTapeHHUE
a30TPUKCUPYIOLIUX OAaKTEpOUIOB  SABIIAETCA HEOTBEMIIEMOM YaCThIO
TIOCJICZIOBATEIbHOCTH PAa3BUTHS HEJICTCPMUHUPOBAHHBIX KITyOeHBKOB [Vasse et al.,
1990], HO CBOOOTHOKUBYIIIME PH300UU BCET/Ia MPUCYTCTBYIOT BHYTPH KITyOCHbBKA,
¥ OHU MOTYT canpo(UTHO pacTH B cTaperonux Tkansx [Brewin, 1991].

Hecmotpss Ha wuaeHTH(UKAIMIO KOMIIOHEHTOB CHTHAJIbHOIO Kackaja,
KOTOPbIA MHUIIMUPYET UHPEKIHNIO, U TPAHCKPUIIIMOHHOW CETH, OTBETCTBEHHOM 3a
pernporpaMmMupoBanue KiaeTok-xo3seB [Mbengue et al., 2020], ananu3 CI0KHBIX
KOMIIOHEHTOB KJIETOUHBIX CTEHOK, TAKMX KaK MOJINCAXapuIbl U CTPYKTYPHbIE OCNIKH,
3aTPyAHEH U3-3a CTPYKTYPHOU CJIOKHOCTH 3TUX MakpoMoJekys. [loaromy Hapsay
C MOJIEKYJISIPHO-OMOJIOTMUYECKUMH METOJaMH  HCCIIEI0OBaHUM, HCIOJIb30BAHUE
MOHOKJIOHAJIbHBIX ~ QHTUTEN,  KOTOpbIE€  pEarupyroT ¢  KOMIIOHEHTaMUu
CUMOMOTHYECKOTO HHTepdeica, BKIOYas MOJUCaXapuibl KIETOYHOW CTEHKHU
pacTeHuid U OaKTepui, TIMKOMPOTEHHBI U TIIMKOJUIUABI, SIBISETCA aJeKBAaTHBIM
MeToaoM ero uzydenus [Perotto et al., 1991; Brewin, 2004; Verhertbruggen et al.,
2017; Rydahl et al., 2018].

B ciydae 06060BO-pr300MaIbHOTO CUMOMO3a B3aMMOCHCTBHS MOJIEKY] B
CUMOUOTHYECKOM HHTEpdeNce CII0XKHBI, MHOTOIPAaHHBI U B OOJBIIMHCTBE CBOEM

MaJION3y4CHBI. HGKOTOpBIe JaHHBIC CBUACTCIILCTBYIOT O TOM, HTO I/IH(I)I/II_II/IpOBaHI/Ie
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TKaHE! 1 KJIETOK pU300MsIMHU aKTUBHPYET I'eHbl 0000BBIX pACTEHUH, KOTOPBIE TAKXKE
HKCIIPECCUPYIOTCS B PEaKIUSAX pacTeHUl Ha Apyrue (GopMbl OHOTHYECKOTO U
abnoTuyeckoro crpecca. B pesynbTaTte, mpouecc KOJOHM3ALUHU, MO-BUAMMOMY,
3aBHCHUT OT TOJABJICHUS 3aIMUTHBIX pPEAKIHUN XO35MHA, KOTOpble B MPOTHUBHOM
Cllyyae OCTaHOBMJIM Obl pa3BUTHE WH(MEKIUHU, BbI3bIBAas MPEPbIBAHHE POCTA
UH(PEKINOHHBIX HUTEH, OTCYTCTBUE BbIXOAA PU300UI B IIUTOIIA3My PaCTUTEIbHON
KJIETKU WA PaHHEE CTapeHHE CUMOHOCOM.

Takum  oOpa3oMm, MHeJbI0 JIaHHOW  pabOThl  SBJISJIOCH  HM3Yy4YCHHUE
KOMIIOHEHTHOTO COCTaBa CUMOMOTHYECKOro HMHTepdeiica U ero U3MeHeHHs Npu
Pa3BUTHUH a30THUKCHUPYIOMIUX KITyOeHbKOB BOOOBBIX.

JIJist JOCTUKEHUS MOCTABICHHOM 11e7i ObUTH COPMYIUPOBAHBI CIEAYIOIINE
3a/1a4uM:

1. [Ipoananu3upoBatb  COCTaB W pacOpelieieHue  OTIEIbHBIX
KOMITOHEHTOB PACTUTEIHLHOM KJIETOYHOW CTCHKU M CTCHKH WH(EKIIMOHHOW HUTHU B
Ki1yOeHbkax boOOBBIX.

2. BEISIBUTE WM3MEHEHHST B KOMIIOHEHTHOM COCTaBE MEXKKJIETOYHOTO
MaTpHUKca U MaTpuKca HHOEKITMOHHOM HUTU B KITyOeHbKaX BOoOOBBIX.

3. OnpenenuTs MapKepbl pa3BUTHS CHUMOMOTHYECKOTO UHTEpdeiica
CUMOHMOCOM B a30T(OUKCUPYIOMINX KITyOeHbKax boOOBBIX.

4, N3yunth MoauuUKalKi0 KOMIOHEHTHOTO COCTaBa CUMOMOTHYECKOTO
uHTepdeiica y cuMOnoTHveckn Hed(P(PEKTUBHBIX MyTaHTOB Pisum sativum wu
Medicago truncatula.

5. BrIsiBUTh XapaKTepHbIe MPHU3HAKUA 3alMTHOTO OTBETA PAaCTEHUS TpU
Hed(PHEeKTHBHOM CUMOMOTHYECKOM B3aMMOJICHCTBHU B KiyOeHbkax P. sativum.

6. BoisiBUTh posib  aKTUBHBIX (OPM  KHUCIOPOJa, AHTHOKCHJIAHTHOU
CUCTeMBI, (UTOTOPMOHOB W  BE3WKYJISIPHOTO TPAHCIOPTa B  Pa3BUTHU

azoTdukcupyromiero kiyoenska P. sativum Ha mo3aHUX CTaausX.

Hay4ynast HOBHU3HA
BnepBble ¢ HCNIOJIB30BAHMEM UMMYHOLUTOXMMHUYECKOTO aHAJIM3a MPOBEIEHO

BCECTOPOHHEE HM3yUYCHHE KOMIIOHEHTOB CHUMOMOTHYECKOro wuHTepdeiica B
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a30TPUKCUPYIOUTNX KIyOC€HbKAaX HECKOJbKUX BUAOB B0OOOBBIX, (POpMHUPYIOIIHX
KIyOE€HbKM pa3HbIX THUNOB. bBIIO MOKa3aHO HaMW4yMe Kak oOOIMUX, Tak H
BUJIOCTICIIM(UUECKUX ~ OCOOCGHHOCTEM  (opMupoBaHUS U MOAMUKAIIUU
pacTuTenbHOro anoruiacta B kiryoenbkax bo6ossix. Tak, ObIJIO MOKAa3aHO HATUYKE
BBICOKOMETHIIITEPUPHUIIMPOBAHHOTO TOMOTATAKTYPOHAHA 1 paMHOTaJIaKTypoHaHa |
(ero mosMcaxapuaHOTO OCTOBA M apaOWHAHOBON OOKOBOI I1EMTH ) BO BCEX KIETOYHBIX
CTEHKaX U CTEHKaX MH(EKIMOHHBIX HUTEH y BCeX M3yueHHBIX BUA0B boboBbIX. K
HauOosee SAPKUM OCOOCHHOCTSIM CHUMOMOTHYECKOro WHTepdeiica B KIyOeHbKaxX
HEJICTEPMUHUPOBAHHOI'O THIIA MOXHO OTHECTH HAJWYWE JIMHEMHOW TajlaKTaHOBOU
OOKOBOH IenM paMHOTalakTypoHaHa | B CTeHKax WH(MEKIMOHHBIX HHUTEH y P.
sativum, Galega orientalis u Vavilovia formosa. K Bugocnennduueckum
O0COOEHHOCTSIM MOKHO OTHECTH OTCYTCTBHE (DYKO3MIUPOBAHHOTO KCHJIOTIIIOKaHA B
KJICTOYHBIX CTCHKaX B KiIyOeHbKax P. sativum, ero Haiu4ue B KJIICTOYHBIX CTEHKAX
HEeMH(HUIIMPOBAHHBIX KJIETOK B KiayOeHbpkax M. truncatula m Bo Bcex KJIETOYHBIX
CTeHKax B KiyOenpkax V. formosa. HaOmromanuch Bapuanuy JIOKadH3alldd
HU3KOMETHIIITEPUPHUITIPOBAHHOTO TOMOTaJIaKTypOHaHa B CTEHKaX MH(EKITMOHHBIX
HuTel B KiyoeHpkax Vicia villosa, B kimeTouHBIX CTEHKAax HEWMH(PHUIIMPOBAHHBIX
KIeTok B Kiybenpkax G. orientalis (takxe, kak u Ca?"-cBsI3aHHOIO
TOMOTAJIaKTypOHAaHa) U BO BCEX KJIETOYHBIX CTEHKaX M CTEHKAaX MH(EKINOHHBIX
auternr y V. formosa. Hepa3BeTBieHHas OCHOBa paMHOTaJlakTypoHaHa |
IPEUMYIIECTBEHHO BBISIBISIIACH B MEPUCTEMAaTHYECKUX KIIETKax B KIyOeHbKax P.
sativum u B KJIETOYHBIX CTEHKaX HEHMH(HIIMPOBAHHBIX KIETOK B KiIyOeHbKax G.
orientalis. K spkuMm BUIOBBIM OCOOCHHOCTSIM CHMOHOTHYECKOTrO HUHTepdeiica
JCTEPMUHUPOBAHHBIX KIIyOeHbKOB (Ha mpumepe Glycine max) ciemyer oTHecTH
IPUCYTCTBHE T'aJlaKTaHOBOW OOKOBOM IIeMM paMHOTajakTypoHaHa | B KJI€TOYHBIX
CTCHKaX HEWMH(PHUIIMPOBAHHBIX KIETOK W TPEUMYIIECTBEHHOE HAKOIUICHHE
(GyKO3MIHPOBAHHOTO KCUJIOTJIIOKAHA B CTEHKaX MH(EKIIMOHHBIX HUTEH.

[Tpy *UMMYHOLIUTOXUMUYECKOM aHAIN3€ CUMOMOCOMHBIX MEMOpPAH BbISIBIICHA
3aBHCHUMOCTh HAJIMYHS W JIOKAIU3AIMH apaOWHAHOBBIX JMHUTONOB OT CTEIECHU

3pENIOCTH CUMOMOCOMHOW MeMOpaHbl. BriepBbie BBISIBICHBI BHIOCTECHHU(PUUHBIC
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MapKepbl CO3peBaHHMS CHMOHMOCOMHBIX MEMOpaH B KiyOeHbpkax P. sativum —
apabMHOAaraJakTaHOBbIE OEJKH C MUKO3MI(HOCHATHAUTNHOSUTOIOBBIM SIKOPEM.

BrIsiBIeHBI HOBBIC TIPOSIBICHHS 3alIUTHBIX PEAKIMA Ha MO3AHUX CTaIMsIX
dbopmupoBanus Hedh(HEKTUBHBIX KITyOeHBKOB. [lokazaHO yCHIICHHE KECTKOCTH
CTCHKH WHQPEKITMOHHON HUTH C TIOBBIIIICHHBIM HAKOTUICHUEM
HU3KOMETHIITEPU(PUIIMPOBAHHOTO TOMOTANIAKTypOHaHa y MyTaHToB P. sativum
(SGEFix™-2 (Pssym33-3)) u M. truncatula (TR3 (Mtipd3)) mo opTosiornaHBIM reHam
KITIOYEBOTO TPAHCKPHUITIIUOHHOTO dakTopa KITyO€HBbKOOOPa30BaHHMS
CYCLOPS/IPD3, xapakTepu3yOMXCs «3aepThIMi» HHPEKIIMOHHBIMU HUTSMU H
OTCYTCTBHEM BbIXO/Ja OakTepuil B IMTOIUIA3My PACTUTEIBHBIX  KIJIETOK.
[IpoeMOHCTPUPOBAH MATOTEHOIOIOOHBIN 3aIUTHBIN OTBET y MyTaHTa P. sativum
RisFiXV (Pssym42), Beipaxaronuiics B HAKOIUICHUW KaJUIO3bI B KJICTOYHBIX
CTCHKaX M CTEHKaX WH(MEKIMOHHBIX HUTEH W WHKAICYJSIUHU JeTCHEPUPYIOIINX
OaKTepouI0OB TpPU TOMOLIM  JE3TepU(PUIMPOBAHHOTO TOMOTrajakTypOHAHA.
[lokazaHo  HakoIUIEeHME  MaTepuana  KJIETOYHOW  CTEHKH, a  HMEHHO
pamHorajnaktypoHaHa |  (ocoOeHHO  rajmakTaHOBOM  OOKOBOM  IIeMH),
BBICOKOMETHWIIITEPUPHUIIMPOBAHHOTO TOMOTaJlaKTypoHaHa M CyOepuHa BOKpYT
Bakyonu y myrtanTta P. sativum SGEFix™-2 (Pssym33-3), xapakrepu3yromerocs
CHOPAJAMYECKUM BBIXOJOM OaKTepuil U3 MH(PEKIIMOHHBIX Kamelb.

BrepBbie mokazaHo ydactue akTHBHBIX (opm kmcimopoma (H20p),
AHTHOKCUJAHTHOW CHUCTeMbl (TIyTaTHOHA), (UTOTOPMOHOB (TpaHC-3€aTHHA
pubo3una u ruOOepeuioBold KHUCIAOTHI ['Az) W BE3HKYISIPHOTO TPAHCIOPTAa B
pa3BUTUM W MoAWdUKAIMA CUMOUOTHYECKOro uHTepdeiica B KiyOeHbkax P.

sativum mpu 3ppexkTuBHOM U HeAPHEKTUBHOM B3aUMOICHCTBUU.

Teoperuueckoe u NPaKTHYECKOE 3HAYEHUE
[Tokazano 3HaueHue MoAMGUKAIMU CUMOMOTHYECKOro HHTep(eiica mnpu

pPa3BUTUU a30TPUKCUPYIONIETO KIyOeHbKa, KOTOPBIM WIpaeT poyib, KaK B
€CTECTBEHHOM OHTOTeHEe3¢ WH(OUIIMPOBAHHBIX KJIETOK, TaK M TPH aKTUBAIIUU
3alIUTHBIX peakiuid Mnpu HEIPHEKTHUBHOM CUMOHMOTHYECKOM B3aMMOJCHCTBUM.

P a3pa60TaHa MCTOJ0JIOTUA HCIIOJIB30BAHUA HWMMYHOILIMUTOXUMHUYCCKOI'O aHaJIM3a
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JUTS UACHTU(DUKAIINY U TOKAIU3AIlM KOMIIOHEHTOB CUMOMOTHYECKOTO HHTEpdeiica
U TIO3ULMOHHOM MH(OpMaUU BO BpeMsi MHPEKIIMOHHOTO Tpolecca. C MoMOIIbIo
MIOJIXOJIOB CPAaBHUTEIHLHOM KJIETOYHON OMOJOTHU OOOOBBIX PACTCHUU BBISBICHBI
obumie ©u BuAocnenuUYHbIE MNPU3HAKK MOAUPHUKAIMN CHUMOUOTHYECKOTO
uHTep(deiica, Kak Mpu pocTe WHPEKIMOHHOW HUTH, TaK W TpH (HOPMHUPOBAHHUU
BPEMEHHBIX KJIIETOUHBIX OPraHelsI MUKPOOHOTO IPOUCXOKIEHUS — CUMOHOCOM.
W3ydyeHpl MeXaHU3Mbl Pa3BUTHUS 3AIIMTHOTO OTBeTa MpH Hed(h(HEKTUBHOM
CUMOMOTHYECKOM B3aMMOJICHCTBUH, KOTOpPbIE MOTYT CTaTh TEOPETHUYECKUMHU
OCHOBAaMHU JUI  CO3J1aHUSl  BBICOKO3(DPEKTUBHBIX  PaACTUTEIHLHO-MUKPOOHBIX
B3auMoiericTBul. [Ipeioxkena Moaenb GyHKIIMOHUPOBAHUS HH(PEKITMOHHON HUTH
B 3peloM KJIyOeHbKe, KOTOpas MOXKeT OBITh WCIOJb30BaHAa I JadbHEHIIero
u3ydeHus: 0000BO-pU300UATLHOTO CHMOMO3a U CO3/IaHUS CHUMOMOTHYECKHUX
accorpanuii 'y He0000BbIX pacTeHuil. I[lomydeHHbIe B XOJi€ BBIIOJHEHUS
JUCCEePTALlMH PE3yJIbTaThl MOTYT ObITh HCIIOJIB30BAHbI B Kypcax JEKIUH, YUTAeMbIX
Ha OwuomornueckoM (akynerere Cankr-IleTepOyprckoro TrocymnapCTBEHHOTO

YHUBEPCUTETA.

CreneHb 10CTOBEPHOCTH M aNIPOdaLUsl Pe3yIbTATOB
BbicOokass ~ TOCTOBEpHOCTh  MOJIyYEHHBIX  pE3yJIbTAaTOB  OOecIeveHa

UCIIOJIb30BAHUEM  QJIEKBAaTHBIX TE€HETHMYECKMX MojeNed, HEeOTHOKPATHbIMU
MOBTOPHOCTSIMU KCIIEPUMEHTOB, UCIIOJIb30BAHUEM COBPEMEHHOT'O BBICOKOTOYHOI'O
MPEIU3UOHHOTO 000pYJOBaHUsA, MPOBEICHUEM CTAaTUCTUYECKON 00paboTKU
MOJIyYEHHBIX pe3yNbTaToB. MarTepuanbl AMcCCEpTallMM ObUIM IPEICTaBJICHBI Ha
OTEUECTBEHHBIX U MEXKIYHAPOAHBIX KOH(pepeHuusx, B Tom uucie: VI ceezge ODOP
(2007 r. CoikTbIBKAp), 8-i1 EBponeiickoil konpepenuuu no azorduxcarmu (2008 r.,
I'eat, benbrus), 11-it EBpomneiickoii koH(pepennuu mo azotdukcamuu (2014 r.
Tenepude, Ucnanus), 3-Mm MexayHapOoJHOM CHUMIIO3UyME MO CHUTHAJUIMHTY U
noBefeHuto pacrenuid (2015 r. [Mapux, @pannus), VI ceezge ODP (2015 r.
[TeTpo3aBoack), 4-M Mex1yHapoJTHOM CUMIIO3MYME 110 CUTHAJUTMHTY U TIOBEJICHUIO
pactenuii (2016 r. Canxt-IletepOypr), 20-m MexyHapOJHOM KOHIpecce IO

azotdukcarmu (2017 r. I'panana, Ucmanwus), | mexmayHnaponHoit koHbepeHIIUN
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«Pacrenus u MEKpoopranu3mMbl: OnoTexHosorus Oyaymiero» (PLAMIC2018) (2018
r. Ya), 13-it EBponeiickoit konbepeniuu o azotdukcaruu (2018 r. Ctokromnbm,
[Benus), Mexaynapoagaom koHrpecce «VII cwe3n BaBuioBckoro oo6iiecTBa
TEeHETUKOB U CEJIEKIIMOHEPOB, MocBAleHHbIH 100-1eTuio kadenpsl T€HETUKU
CIIoI'Y, u accomuupoBanHbie cuMmio3uymbl» (2019 r. Cankt-IletepOypr), 1X
coe3ge ODP (2019 r. Kazanp), |l mexnynapoanoi koHdepenuuu «Pactenus u
MHUKPOOPTraHu3Mebl: bnoTexHomnorust oyaymero» (PLAMIC2020) (2020 r. Caparos),
Il MexayHapoHOM HaydHO-TIpaKTHUYeCKON KoH(pepeHnu «Knerounas 6uonorus
u OuotexHosorus pactenuit» (2022 r. Munck, Pecnybnuka benapycs), Il

MEeXIyHapoaHOU KoH(pepeHun «PacTeHuss 1 MUKPOOPTaHU3MBI: OMOTEXHOJIOTHUS
oyaymero» (PLAMIC2022) (2022 r. Cankr-Ilerepoypr), X cbe3ne ODP (2023 r.
Ya).

JInuHbIi BKJAJ aBTOpA COCTOMT B IUIAHUPOBAHUM MCCIEIOBAaHUN, B
MIOCTAaHOBKE LIENM W 3a/lay, aHaJln3e M OO0OOIIEHUH UMEIOUINXCS JIMTEPaTypPHBIX
JAHHBIX, OMPEJCICHUH METOJOB MCCIEA0BaHUs, HEMOCPEICTBEHHOM YYacTUU B
cOope u 00paboTKe JaHHBIX B XOJI€ IKCIIEPUMEHTOB, B CTATUCTHYECKON 00padoTKe,
aHaymse, 0000IIEHNN U MHTEPHPETAUU MOJYyYEeHHBIX JaHHBIX, (OPMYITUPOBKE U
MHTEPHPETALUU BBIBOJIOB, @ TAK)KE B HAITMCAHUU CTAaTeH, OMMyOIMKOBAHHBIX 1O TEME
JUCCEPTAllMOHHON pabOThl, W TMPEICTaBICHUH pPE3yJIbTaTOB HAa HAYYHbBIX
KoHpepeHuusx. IloMuMO 3TOro, aBTOPOM OCYHIECTBIISJIOCH PYKOBOJCTBO
HKCIIEPUMEHTAJILHBIMU pa00TaMU MO H3YyYEHHIO MOP(OJIOTUH U KOMIIOHEHTHOTO
cocTaBa CUMOMOTHYECKOTO MHTEepeiica, UCIOIb30BAHHBIMU B TUCCEPTALMOHHOM
UCCJIEIOBAHUM, TPOBEICHHBIMU B JIA0OPATOPUM MOJEKYJISIPHOM M KIETOYHOU
ouonoruu  OI'BHY BHUUCXM. PykoBoACTBO 3akiioyajgoch B Ju3aiiHe
UCCJIEIOBaHMsI, yYACTHH B IPOBEACHUU OOIBIINHCTBA SKCIIEPUMEHTOB, 00pabOTKOM
U UHTEpIpeTalueil JaHHBIX, PeJaKTUPOBAHUU TEKCTOB PYKOIMCEW U MOATOTOBKE
OTBETOB B IMEPEMHCKE C PEIEH3EHTaMH. DKCIEPUMEHTHI MO 3KCIPECCUU T'€HOB
MEKTUHMETHIdCTEpa3 BbIMoJHEHbl coBMecTHO ¢ K. A. HWBanosoit u II. T.
KycakuHbiM, HMMYHO3JEKTPOHHbIE HCClEOBaHud — coBMecTHO ¢ E. B.

CenuBepcToBoil. JleTanbHOE OMUCAHHE HCIOIb30BAHHBIX METOJOB U IMOJXOJIOB
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IPUBEJICHO B CTAThAX, OMYOIMKOBAHHBIX MO pe3yibTaTtaM paloTsl. MccnenoBanus
BbITIOJIHEHBI B 1meHTpe [[xona Muneca (Hopsuu, BenukoOpuranus), B IEHTpE
KOJUIEKTUBHOTO IMOJIb30BAHUS «] €HOMHBIE TEXHOJIOTUU, TPOTEOMHUKA U KIIETOYHAS
ouonorusiy OI'BHY BHUUCXM u B nentpe «Pa3BuTue MONEKYISPHBIX U
KJIETOYHBIX TexHoJoruit» Hayunoro mapka CIIOT'Y.

Pe3ynbprarsl, npencTaBieHHbIE B AUCCEPTALIMU, MTOTYUYEHBI MPU MOJICPIKKE
rpantoB PH® (16-16-10035, 14-24-00135, 17-76-30016, 23-16-00090); PODOU
(14-04-00383-a, 13-04-40344-H, 11-04-01675-a, 08-04-01656-a, 08-04-90051-
ben a, 05-04-49105-a); Cosera mo rpantam lIpesuaenta PO (HIII-6759.2016.4,
HIII-4603.2014.4, HIII-337.2012.4, HI1I1-3440.2010.04, HIII-5399.2008.04, HIII-
9744.2006.04); MHTAC (YSF 04-83-3196); MunuctepcTBa 00pa30BaHus U HAYKH
(02.442.11.7130, 16.552.11.7085, 16.551.11.7047, 02.740.11.0276, 11290, 11301,
Ne 8056, Ne 8109).

OcHOBHBIE HAy4YHbIE Pe3yJIbTaThl
1. C  noMoupl0  MMMYHOLHMTOXMMHUYECKOTO  METOAa  HM3Y4YEeH

KOMIIOHEHTHBIM COCTaB U MOI[I/I(bI/IKaHI/I}I CUMOMOTHUYECKOTO I/IHTep(i)eﬁca
(KJIeTOYHBIX CTEHOK) B KiyOeHbkax P. sativum [lvanova et al., 2015 (pa3gen
«Immunocytological localisation of unesterified pectin in IT wall in the symbiotic
nodules of ineffective pea mutantsy», pucynok 1, tadbmuna 3); Tsyganova et al.,
2019c; Tsyganova et al., 2023b; Tsyganov, Tsyganova, 2020], M. truncatula
[Tsyganova et al., 2019c; Tsyganova et al., 2023b], G. orientalis [Tsyganova et al.,
2023a], G. max [Tsyganova et al., 2023a]. JInunblii BKJIaJ COCTABIIET HE MCHEE
75%. BrisiBiieHbl 001Me U BUAOCTIEHU(DUYECKUE U3MEHEHHS KIIETOUHBIX CTEHOK U
CTEHOK HMH(EKIIMOHHBIX HUTEH B KIyOEHbKax M3y4YeHHBIX BHUJIOB BOOOBBIX mNpu
3¢ dekTBHOM U HEID(PEKTUBHOM B3aUMOICHCTBUH.

2. N3yueH coctaB MaTprkca MHPEKIIMOHHBIX HUTEH U ero MoIu(puKaIuu
B IIpoLiecce pa3BUTHUSA U HEAPPEKTUBHBIX B3auMociicTBuit y P. sativum [Brewin et
al., 2008; Tsyganova et al., 2009; Tsyganova et al., 2019a; Tsyganova et al., 2019c;
Tsyganov, Tsyganova, 2020; Tsyganova et al., 2023b], M. truncatula [Tsyganova et
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al., 2023b], G. orientalis [Tsyganova et al., 2023a] u G. max [Tsyganova et al.,
2023a]. JInunsiii Bkaazg cocrapiser He MmeHee 90%.

3. BrisiBiaeHsl Mapkepsl auddepeHiupoBkn cumbuocoM [Tsyganova et
al.,, 2018 (pasmen «Differentiation of symbiosomes»)] — apabunansl B
IOBEHWIBbHBIX M ManoauddepeHIMpoBaHHBIX cUMOHMOCOMax B KiyOeHbkax P.
sativum [Tsyganova et al., 2023b], M. truncatula [Tsyganova et al., 2023b], G.
orientalis [Tsyganova et al., 2023a] u G. max [Tsyganova et al.,, 2023a], a
apaOMHOTATAaKTaHOBbIE OCJIKH C TIMKO3WI(POChHaTHANINHOZUTOIOBBIM SKOPEM B
3peNbIX CUMOrOcoMax B KiryoeHbkax P. sativum [Tsyganova et al., 2019c]. JInunbrii
BKJ1aJ cocTaBiisieT He MeHee 80%.

4. C noMo1ipi0 COOCTBEHHBIX MCCIICIOBAHUNA M JTUTEPATYPHBIX TAHHBIX
co3gaHa MOJIEJIb (GYHKIIMOHUPOBAHHUS UH(pEKINOHHON HUTHU B
HEeJCTePMUHUPOBAHHBIX KIyOeHbKax bo0oBwIX [[[bicanosa et al., 2011; Ivicanosa,
Lvicanos, 2012; Tsyganova, Tsyganov, 2019; [leicanosa, Lvicanos, 2019b;
Tsyganova et al., 2021]. JInunslii Bki1ag cocraBisgeT He MeHee 80%.

5. [TokazaHbl pPa3HOOOpA3HBIE pPACTUTEIBHBIC 3AIIUTHBIE PEAKIHH B
KIyOeHbpKkax cuMmOuoTudeckn HedddexktuBHBIX myTtanTtoB P. sativum: ycunenwe
KECTKOCTH CTeHKH wuHbpekunonHor wutu [lvanova et al., 2015 (pasmen
«Immunocytological localisation of unesterified pectin in IT wall in the symbiotic
nodules of ineffective pea mutants», pucynok 1, Tabymia 3)], OTI0KEHUS KaJTO3bI
U cyOeprHa B KJICTOUHBIX CTCHKAX U CTeHKaX MH(eKIMOHHbIX HUTEH [Ivanova et al.,
2015 (pazmen «Histochemical localisation of suberin and callose depositions in the
symbiotic nodules of ineffective pea mutants», pucyuku 2,3,4); Lfbiecanos et al.,
2012], otnoxxeHre Marepuaia KJISTOYHOW CTEHKH BOKPYT Bakyouu [Tsyganova et
al., 2019b], unkancynsmus gereHepupyroInuX OaKTeponI0B eKkTHHamu [lvanova et
al., 2015 (pasmen «Immunocytological localisation of unesterified pectin in IT wall
in the symbiotic nodules of ineffective pea mutants», pucynok 1i)], nerenepamms
OakTepuii BHYTpH «3anepTbix» HHOEKIMOHHBIX HUTeH [[[viecanos et al., 2010;
Lvieanos et al., 2012; I{vieanosa et al., 2019], pa3BuTie OKUCIUTEIBLHOTO CTpEcca

[[{vicanosa et al., 2009; Provorov et al., 2012] u npexaeBpeMEeHHOE CTapeHHUES
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cumbuotnyeckux cTpyktyp [Serova et al., 2018 (pa3zen «Nodule histological and
ultrastructural organization in mutants SGEFix -3 (sym26) and SGEFix -7
(sym27)», pucynku 1,2]. JInunsiii Bkiaz coctanisger He meHee 80%.

6. N3yueno ydactue B pa3BUTHH W MOAUDUKAINUA CHMOMOTHYECKOTO
untTepdeiica (cTeHOK WHQGEKIHMOHHBIX HUTEH W cHUMOHMOCOM) B KiyOeHbkax P.
sativum mpu 3¢ dpextuBHOM B HedhekTHBHOM B3anmmoneicTeuu H,O; [Brewin et
al., 2008; I{vieanosa et al., 2009; Provorov et al., 2012 (pa3zmen «Host control over
the population dynamics of endosymbiotic bacteria», Bropoii a63ai, pucyHok 2)],
rimyratuoHa [lvanova et al., 2022 (paznen «Immunogold localization of the reduced
form of glutathione in the infection structures of wild-type and mutant nodules»,
pucyHok 4, tabimna 2)], nMTOKHHUHOB (TpaHc-3eatuH pubdosuaa) [Dolgikh et al.,
2020 (pasmen «Immunolocalization of trans-zeatin riboside and Ne-
isopentenyladenosine in the wild type and mutants blocked at different stages of
nodule development», pucyrnok 6)], ru66epemmaoB (I'As) [Serova et al., 2019
(paznen «Immunogold localization of GAs in nodules of wild-type SGE and mutant
SGEFix™-3 (sym26)», pucyHok 5, Tabnuiia 2)] v 3HI0MI1a3MaTHYSCKOTO PETUKYIyMa

[L{bieanosa, Lvicanos, 2019a]. JInunblii BKIag cocTaBiseT He MeHee 75%.

IoJ10keHNs, BLIHOCUMbIE HA 3aAIUTY
1. Cumbuotnueckuii uHTEpderc (amormmact U MeMOpaHbl) SBISETCS

CIIO)KHBIM M TIOJIBIXKHBIM 00Opa3oBaHHMEM B a30TPUKCHUPYIOMIUX KIIyOeHbKax
boGoBBIX, KOTOpoe o00samaeT Kak OOIMMHM, TaK W BHAOCHECHU(GUUYHBIMU
pU3HAKaAMHU.

2. PasButne cuMOmoTHuUecKOoro KiyOeHbka OOOOBBIX  pacTEeHUU
COIPOBOXAAETCA  OHTOIC€HETHUYECKUMU  MOAU(DPUKAIMAMU  CUMOHOTHYECKOIO
uHTep(eiica: B KIETOUHBIX CTEHKAaX U3MEHSIETCS CTENIEHb METUIIUPOBAHUS MOJIEKYIT
rOMOTaJaKTypOHAHOB, MOAU(ULIHPYIOTCS OOKOBBIE LIENIM M OJIOUHBIN XapakTep
OCTOBA paMHOTaJaKkTypoHaHa |, U3MEHsEeTCs COCTaB FeéMULIEIUIIONIO3.

3. ApaOuHanbl W apaOMHOTAJIAKTaHOBBIE OENKU MOTYT CIY>KHUTb

Mapkepamu JudPepeHInpoOBKE CUMOMOCOM B HEIETEPMUHUPOBAHHBIX KITyOEHbKaX.
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4, Hesddextupnsiit xapakTep cuMOno3a, 00yCIOBICHHBINH MyTallHUsIMHU B
reHax PsSym33, komupymoolieM KIIYeBOW  TPAHCKPHUIIIIUOHHBIN  (akTop
CYCLOPS/IPD3, u Pssym42 akTUBUPYIOT IIMPOKUH CIIEKTP 3alIUTHBIX PEaKIni,
HAIpaBJICHHBIX Ha H30JSLUI0O MUKPOCUMOHMOHTa B HH(EKIMOHHBIX HUTAX U
UHQUIUPOBAHHBIX KIETKAX C pPa3BUTUEM NPEKICBPEMEHHOIO  CTapeHHus
cuMOnoTHYecKoro Kiyoenbka P. sativum.

5.  Ilepokcun Bomopoda BOBJEYEH B IOBBIINICHHE KECTKOCTU CTEHKHU
UHGEKIIMOHHOW HUTH B XOJI€ €€ pocTa B KiyOeHbkax P. sativum u pasButum
OKHCJIUTEIBHOIO cTpecca pu Hed((HEKTUBHOM B3aUMOACHCTBUU.

Juccepranus uznoxkeHa Ha 135 cTp. Tekcra, coaepxut Brenenue, 4 1i1aBsl,
3axmouenue u [Ipunoxenne, 4 pucyHka B Tekcre U 29 pucyHkoB B [Ipuoxenun
A, 10 tabaui, 198 ccbulok Ha JIUTEpPAaTypHBIE HCTOYHUKH.

JUisd Jydiiedl OopueHTalMM B CUCTEME JIMTEPATYPHBIX CCBLJIOK, CCBIJIKM Ha
UCIIOJIb30BaHHBIC JINTEPATYPHBIE JaHHBIE JaHbl OOBIYHBIM MIPUPTOM, a CCHUIKU Ha
paboThl C ydacTHeM aBTOpa, B KOTOPBIX OMYOJIMKOBAaHBI JaHHBIE, SBISIOLINECS

MpeaAMECTOM AUCCCPTALIMOHHOI'O UCCIACAOBAHMA, JaHbl KYPCHBOM.
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I'/TABA 1. Mogudukanusi KJIeTOYHbIX CTEHOK M CTEeHOK MH(PEKIMOHHBIX

HHUTell B KiIyOeHbKax Bo0OBBIX pa3HBIX THIIOB

KrneTounsle CTEHKHM pacTeHUH MPEACTaBISAIOT COOOH CIeruann3upOBaHHBIN
BHEKJICTOYHBI MAaTPUKC, COCTOSIIUNA B OCHOBHOM W3 YTJICBOJHBIX MOJUMEPOB U
CITy’)KaIllii THMHAMUYECKOW OMOpHOW CTpykTypou pactenmii [Cosgrove, 2005].
[lepBudHas KIETOYHAs CTEHKA, OKPYKAOIIAsi aKTHBHO PACTYIITUE KIETKU PACTCHHM,
COCTOUT W3 IEJUIIOJIO3bl, TEMHUIICIUTION03, TEeKTUHOB U  CTPYKTYPHBIX
TJIUKOMIPOTEHUHOB, a TaK)XXE COJCPKUT HIMPOKUN CHEKTp (EPMEHTOB U JPYTHX
OEITKOB, KOTOPBIE MOTYT U3MEHSTH CTPYKTYPY KICTOYHON CTCHKHU HJIM PEarupoBaTh
Ha BHyTpeHHWe u BHemHHe ctumynbl [Keegstra, 2010; Anderson, 2015].
[{emr0103H0-TeMHIICIUTIONIO3HBIE  CeTH  JICUCTBYIOT KaK OCHOBHBIC HECYIIHE
KOMIIOHCHTBI CTEHOK pacTUTeNbHBIX KieTtok [Wang et al.,, 2013], nexktunb
BBITIOJIHSIOT BaXHbIE (YHKIUU B aPXUTEKType CTEHOK, KJIETOYHOM pOCTE U
Mopdorenese Tkanei [Palin, Geitmann, 2012; Wolf, Greiner, 2012; Anderson,
2015].

HakormieHHble B MOCHEIHWE TOABI JaHHBIE CBUACTEIBCTBYIOT 00
U3MEHUYMBOCTA COCTaBa KJIETOYHOM CTEHKHM B CHUMOMOTHYECKUX KITyOCHBKAxX
Bo0O0BBIX 1 TOHKOM PETryNISLNU €€ CTPYKTYpHI [L{vreanosa et al., 2011; Tsyganova et
al., 2019c; Tsyganova et al., 2021; Tsyganova et al., 2023a; Tsyganova et al.,
2023b]. WM3yyeHuwe KIETOYHBIX CTEHOK C HCIOJB30BAHUEM MOJICKYJISPHO-
FCHETHYCCKUX  IMOJIXOJ0B, B TOM 4YHCJIE€ HWMMYHOXHMMHYECKHX METOOB,
c(hOpMHPOBAIIO TIPEJCTABICHUE O TUHAMUYHOCTH CTPYKTYPhI KIIETOUHOW CTEHKH B
CUMOMOTHYECKHNX KITyOCHBKAX, MO3BOJIUIIO OXapaKTEPU30BaATh €€ KOMIIOHEHTHI U X
MOJAM(PUKAIIMIO B 3aBUCUMOCTH OT CTQJWHA Pa3BUTHUS M IPOCTPAHCTBEHHOTO
PacIoIOKEHUsT KJIETOK W HMH()EKIHMOHHBIX CTPYKTYp [[fvrieanosa et al., 2011;
Tsyganova et al., 2021; Tsyganova et al., 2023a; Tsyganova et al., 2023b].

B ¢opmupoBanuu U QpyHKIIMOHMPOBAHUM CUMOMOTHYECKOTO MHTEpdelica B

KiTyOeHbpKkax O000BBIX pacTeHuid HambOosiee u3zydeH romoranaktyponan (I'T)
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[L{vicanosa, [{vicanos, 2019b], 910 0OBSICHICTCS HATMIHUEM BBICOKOCTICITU(UIHBIX
MOHOKJIOHAJIHBIX aHTHUTEN K 3ToMmy nonucaxapuny. Oyukuuu [T B kirybeHbkax,
KAaK ¥ B APYTUX OpraHax pacTEHUM, ONPEIEISIOTCS CTENEHBIO €r0 METUINPOBAHUS
[Wolf et al., 2009; Su, 2023; Su et al., 2023]. Pacnpenenenue I'T ObuT0 neTATEHO
U3Y4eHO y  pas3nuyHbiX bBOOOBBIX, HHOKYJIMPOBAHHBIX PU300HAIBHBIMU
cumbuontamu. Tak, B cumOnotndeckux kiryoenpkax P. sativum [VandenBosch et
al., 1989; Rae et al., 1992; lvanova et al., 2015; Tsyganova et al., 2019c; Tsyganova
et al., 2023b], M. truncatula [Tsyganova et al., 2019c; Tsyganova et al., 2023b], V.
hirsuta [Rae et al., 1992] u V. villosa, G. orientalis [Tsyganova et al., 2023a], G.
max [Gavrin et al., 2016; Tsyganova et al., 2023a], Phaseolus vulgaris [Rae et al.,
1992], Lupinus luteus [Wilmowicz et al., 2022], Chidlowia sanguinea, Entada
polystachya, Erythrophleum spp, Moldenhawera spp. u Pentaclethra macroloba [de
Faria et al., 2022] u V. formosa wHamumume I'T ¢ pasau4HON CTENEHBIO
METHIdTEpUPUKAIIMN OBLJIO TTOKa3aHO KaK B KJIETOYHBIX CTEHKAX, TaK U B CTEHKaX
WHDEKITMOHHBIX U (PUKCUPYIOITUX HUTEH.

Crenenp wmetunupoBanus 1T perymupyercss pacTeHHEM, CYIIECTBYET
TKaHeCTIeU(UIHBIA U MPOCTPAHCTBEHHO-BPEMEHHOW MATTEPH HUX JIOKAIHU3alUU
[Vincken et al., 2003; Anderson, 2015; Levesque-Tremblay et al., 2015].
Hccenenosanus c UCIIOJIb30BaHUEM AHTHUTEII IIPOTUB
BBICOKOMETHUIIITEPUDUITMPOBAHHOTO (JIM7 151 LM?20) 158105
Hu3kometwmTepupunupoansoro [T (JIMS u  LMI19) nokazanu, 4yto
pactpenenenue [T ¢ pasnuuHbIM ypOBHEM METWIMPOBAHUSA MOXKET CHIIBHO
BapbUPOBaTh MEXKJY COCEIHMMH YydYacTKaMH B TKAaHSIX CHUMOMOTHYECKHUX
KJIYOCHBKOB, UTO YKa3bIBAaCT Ha €r0 BXKHYIO pOJIb B pa3BuTuu Kietok [Gavrin et al.,
2016; Tsyganova et al., 2019c; Su et al., 2023; Tsyganova et al., 2023a; Tsyganova
et al., 2023b].

Bo Bpems knetounoi auddepenunpoBku ['T cuHTE3MpyeTCs: pacTUTETLHON
KJIETKOM B anmapare [ onpKu, OTKyZa TPaHCIOPTUPYETCS K KIETOYHOW CTEHKE
yepe3 CEeKpeTOpHble Be3UKyNbl. B mporecce cuHTe3a KapOOKCHIIbHBIE TPYMIIbI

raJIaKTypOHOBOW KHUCIIOTHl METHUJIITEPUPUIIMPYIOTCS, 1 UMEHHO B Takoill (Gopme
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(BeIcOKOMeTHIAITepUUIIpOBaHHBIN [ 1) MEKTUHBI HHTETPUPYIOTCS B KIETOYHYIO
CTCHKY, YTO 00CCIICUUBACT POCT pacTUTENBHBIX KiieTok [Mohnen, 2008; Anderson,
2015]. B kiyoeHbkax BoOOBBIX, (hOPMHUPYIONIUX PA3IUYHBIC THIBI KIyOCHHKOB,
BbICOKOMeTWITepuuIpoBanHbiil [T siBnsieTcss nmpeoOnanarommM MeKTHHOM BO
BCEX KJICTOUHBIX CTEHKaX M CTeHKaX HMH(pEKIMOHHbIX HUTeH (PucyHok A.2) u
NPUCYTCTBYET HAa BCEX CTaaAuMAx pa3Butus kiyoeHbkoB (Pucynok A.3A-T)
[Tsyganova et al., 2019¢; L]vicanosa, L{vieanos, 2019b; Tsyganova et al., 2023a;
Tsyganova et al., 2023b], 4Tro COOTBETCTBYeT H30JUAMETPUUYCCKH PACTYIIUM
KJIeTkaM. B To ke Bpems y MyTaHTOB, OJOKMPOBAaHHBIX Ha Pa3HBIX CTaJAMIX
pa3BUTHS MHQEKIIMOHHBIX CTPYKTYp, B YACTHOCTH WH(MEKIUMOHHBIX HUTEH,
HAOJIOAAIUCh HEKOTOPhIE OTKIIOHEHUs B creneHu metwiupoBanus [T. Tak, y
MYTaHTOB 10 oprosornynbiM reHam MtEfd u  PsSym40 B wmepucreme
BBICOKOMETHWIIMPOBaHHbIHN ['T" 1100 MOTHOCTHIO OTCYTCTBOBAI, MO0 OMPEAEIISIICS B
MecTax coeuHeHus Tpex KieTok (Pucynok A.3)K,3), XoTs B 30He MH(PEKIIUU OH
npucyrtctBoBai (Pucynok A.3U,K). ¥ myranToB mo opronoruuuasiM reaam Mtlpd3
u PsSym33 BwicokometumyTepudunrpoBanusiii I'T° He Obul OOHapyXeH B
KJICTOYHBIX CTEHKaX M cTeHKax WHQeknuoHHbx HuTed (Pucynokx A.3]LE).
[Tocnennee HabMOIEHHE MOXXHO OOBSCHUTH AHOMAJIbHBIM YTONIIEHUEM CTEHOK
WH(DEKITMOHHBIX HUTEH U KIETOYHBIX CTCHOK, XapaKTEPHBIM IS dTUX MYTaHTOB
[Tsyganov et al., 1998; lvanova et al., 2015; Tsyganova et al., 2019c; Tsyganova et
al.,, 2023b]. Kpome Ttoro, ¢ mnomompio wmyranta SGEFix™-3 (Pssym26),
XapaKTEePU3YIOIIETOCs] paHHUM CTapeHueM, ObLIO MOKa3aHO, YTO B 30HE CTApPEHUS
BbICOKOMETWIIATepUuUuMpoBanHbiii [T ucuyezaer H3  KIETOYHBIX  CTEHOK
JErpagupyomux MHOUIHUPOBAHHBIX KJIETOK, OCTaBasCh B KIETOYHBIX CTEHKaX
HEeUH(PUITUPOBaHHBIX KiIeToK (Pucynok A.3JI,M).

[lonagas B KJIETOYHYIO CTEHKY, MeTuiMpoBaHHbie I'T" MoryT moaseprarbcs
neMetwmdTepudukanmy oA AecTBUeM nektuHMeTmicrepas  ([IMD) n
npeBpamatbcsi B AedTepuduipoBanHbie nektuHbl [Palin, Geitmann, 2012;
Levesque-Tremblay et al., 2015]. AktuBHOCTE [IMD MOXET IOIABIAATHCS OCIKaMH,

HAa3bIBAEMBIMU UHTHOUTOpaAMU M5 [Giovane et al, 2004].
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HNesrepuduuuposannsie I'T moryr mubo ceaseBate Ca?t ¢ o6pasoBaHmMeM
JTUMEPHBIX CTPYKTYpP B BHUJE <KOPOOKU ISl SIUID», KOTOPHIE CIIOCOOCTBYIOT
KecTKocTH Kietounoi crenku [Wormit, Usadel, 2018; Cao et al., 2020], 1160 onn
MOTYT paCHICIUIAThCS TMEKTaTia3aMd U TOJUTAIAKTYpOHA3aMHU, BBI3bIBAS
paspbixyieHue kietouHou crenku [Wormit, Usadel, 2018].

[Ipn wuzyuyenun Hu3KoMeTHIITepUpurpoBanHoro [T ObuM BBISBIEHBI
paznuyus B JIOKAJIM3allUd WU PACIPEACIICHUU JAaHHOTO TEKTHHA CpPeId BHJIOB
bo6oBbix (Prucynok A.4). Tak HuskomeTmidTepudumupoBanubiii I'T B KiryOeHbKax
V. formosa u G. max jokaau30BaJICs IOBCEMECTHO B KIICTOYHBIX CTCHKAX M CTCHKAX
uHpexknnonHsix HUTeH (Pucynox A.4T,E), a B kinyOenbkax M. truncatula u V.
villosa HabGmromancs B OCHOBHOM B MECTaxX COCIUHCHHS TPEX KIETOK M B CTEHKaX
nHpeknnoHHbIx HUTeH (Pucynok A.4B,J1) [Tsyganova et al., 2019c]. B kiybenbkax
G. orientalis konuyecTBEHHBIN aHAINU3 BBIABWI, 4TO AaHHBINA [T HakarumBaics B
OoJIbIIIel CTETICHH B KJIETOYHBIX CTEHKaX HeWH(UIIMPOBaHHBIX KieTok (82,08+7,97
M0 CPAaBHECHUIO C KJIECTOYHBIMU CTCHKAaMU MH(OUIIUPOBAHHBIX KJIETOK, 63,64+13,09,
p < 0.05) (Pucynox A.4B) [Tsyganova et al., 2023a]. ITpu ucnosb30BaHuU APYroro
aHTUTENA IS BBISBIICHUS HU3KOMeTHTUpUuimpoBanHoro I'T B kiybennkax P.
sativum u M. truncatula 6»110 MOKa3aHo, YTO MOJHOCTHIO IeMeTHIUpoBaHHbIH [T B
MEpHCTEeMe MPUCYTCTBOBANI B MEeCTax coeAMHEeHHs TpeX KieTok (Pucynok A.5A,B),
B 30H¢ MH(EKIMM — B OCHOBHOM B CTCHKaxX HH(EKIMOHHBIX HHUTeH (PucyHOK
A.5A,B), a B 30He a3ordukcanuun — B KICTOYHBIX cTeHKax (Pucynok A.5B,I')
[Tsyganova et al., 2023b].

HemernnupoBanue [T ocymectisercs depmentamu [IMD, mmpoko
npejacTaBlIeHHBIMH y pactenuir [Levesque-Tremblay et al., 2015]. Awnamus
MAaTTEPHOB JKCIPECCUU PA3TUYHBIX TeHOB [IMD BBISIBUI HECKOIBKO TEHOB,
JEMOHCTPUPYIONIMX 3HAYMMbIE YPOBHU OKCIpeccuu B KiyoeHbkax G. max
(GmPMEL11, GmPMES58, GmPME70, GmPME105; Pucynok 1). IIpu 3TOM TeHbI
GmPMES8 1 GmPME105 noka3zanu moBblllIEHUE CBOEH aKTUBHOCTH KaK B KOPHSIX,
TaKk M B KIyOEHbKax, OJIHAKO B KIyOEHbKax HX DJKCIPECcCUs MHOTOKPaTHO

IpeBbHINIaJIa TAKOBYIO B oOpasnax kopHew (Pucynok 1). CToWT OTMETHTH, YTO B
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HeaBHeM wuccienoBanuu reHoB I[IMD y com copra Williams 82 3Hauenus
IKCIPECCHH HEKOTOPHIX TEHOB B KIyOCHbKAaxX M KOpHsAX orTiamdanuck [Wang et al.,
2021]. Tak, GmMPME1l Obl1 aKTUBHPOBAH IPEHMYIIECTBEHHO B KIyOCHBKaX.
[TomyueHHble pa3nuyusi, BEPOSTHO, CBSI3aHbI C HCIOJIB30BAaHUEM Pa3IMUHBIX

regorumoB G. max.

=

CpefHAsa OTHOCHTENbLHAA 3KCnpeccusa
W

L -

AL * D E &
o | N J | |
GmPME11 GmPMES8 GmPME70 GmPME105
eH

O6pasey, koprn [l KnyGensiu

OTHOCUTENBHBIN ypOBEHb AIKCIPECCHU T'€HOB MeKTHHMeTuiadcrepas GMPME1LL,
GmPMES8, GmPME70, GmPME105 B knyOeHbkax u kopHsax Glycine max iuHuun
Merrill K-5892 Fiskeby V. * — craructuuecku 3Haunmmbie pasinuuus (t-TeCT ¢
nonpaBKaMy Ha MHOXKE€CTBEHHbIE cpaBHEeHUS, p < 0,05).

Pucynoxk 1 — Okcmpeccusi TeHOB MNEKTHHMETWIICTEPa3 B KOPHAX U
KkJayoenbkax Glycine max

VY myraHTOB, Kak P. sativum, tak u M. truncatula, nposiBistommx HapyuieHus
B pa3BUTUU HMHGEKIIMOHHBIX CTPYKTYpP, B YaCTHOCTH WH(MEKIIMOHHBIX HUTEH,
HAOMOaMNCh HEKOTOPhIE OTKJIOHEHUS B JIOKATW3allMd W  pachpeeieHun
auskomeruaupoantoro I'T (Pucynok A.5/1-M). Hanpumep, y mytanTa P. sativum
SGEFix -1 (Pssym40-1) (xapaktepusyroierocss runeprpopueii MH(EKIHOHHBIX
kanenb) ['T ¢ HU3KON CTENEeHbI0 METUIIMPOBaHUs OB 00jiee OOMIICH B KJIETOYHBIX
CTeHKax, yeM y jaumkoro tuna (Pucynok A.5UN), a y myranta M. truncatula TR3

(Mtipd3) (¢ yTOMIIEeHHBIMH CTEHKaMH HHOEKIMOHHBIX HUTEH W OTCYTCTBHEM
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BbIXoJ1a OakTepwmii) qanHbnA [T Ol Oosiee mpeacTaBiIeH CTEeHKaX MH(EKIIMOHHBIX
HUTCH, YeM B KJIETOYHBIX cTeHKax (PucyHok A.5]/]),. YV myranra P. sativum
SGEFix™-3 (Pssym26), xapakTepu3yloIerocsi paHHHM CTapeHHEM, B CTEHKax
JeTeHepUPYIOMHNX KJIeTOK, ['T ¢ Hu3Koi cTenenpo MeTuIITepruduKaimu Obu1 6osee
oounen (Pucynok A.5K) [Tsyganova et al., 2019c; Tsyganova et al., 2023b].

[Ipyr 31EKTPOHHO-MUKPOCKONMYECKOM aHanu3e Jiokamsaunu [T ¢ Huskon
CTENIEHBI0O METWJIMPOBaHUS OBLIM TOKAa3aHbl CYIIECTBEHHBIE Pa3IMuds B €ro
pacmpeneNieHnd B CTEHKaX WHQEKIMOHHBIX HHTEH MEXIy pa3IuIHBIMU
reHotunamu P. sativum (Pucynok A.6) [lIvanova et al., 2015; Tsyganova et al.,
2019c] u M. truncatula [Tsyganova et al., 2019c]. Tak, B knyOenbkax P. sativum
nukoro tuna SGE wuszkoMerunupoBaHHbN [T ObUT paBHOMEpPHO pacripenenicH B
crenke nHpeknnonHo Hutu (Pucynok A.6A,B) [Ivanova et al., 2015]. CxomxHoe
pacnpe/eneHye ObLIo XapakTepHO s Ki1yoeHbKoB P. sativum gukoro tuma Finale,
Sprint-2 u myranra SGEFix™-1 (Pssym40-1), a ero ypoBens y myrantoB SGEFix™-3
(Pssym26) m Sprint-2Fix~ (Pssym31) Obul HEMHOTO CHI)KEH IO CPAaBHCHHIO C
cooTBeTcTBYyOmMKMU aukumu tunamu (Tabmuma 1) [Tsyganova et al., 2019c]. ¥V
OJIMHOYHBIX M JBOWHBIX MyTaHTOoB P. sativum mo reny PsSym33 Osuio
IPOJACMOHCTPUPOBAHO YBEJIMYCHHUE OTJIOKEHHs HU3KoMeTwiupoBanHoro IT B
cTeHkax wH(peknuoHHbXx HUTeH (Pucynok A.6B-E, Tabmuma 1) [lvanova et al.,
2015]. ¥V myranTa RisFixV (Pssym42) merka JIMS nokann3oBajiach B 4pe3MEPHO
YTONIIEHHBIX CTEHKAaX MH(EKIMOHHBIX HHUTEH, HO OHa (HhOpMHUpOBANIa KIACTEPHI,
KOTOpBIE pacnoiaranuck HepaBHoMmepHO (PucyHok A.62K,3) [Ivanova et al., 2015].
Bo3moxHOo, Takou xapakrep pacmpeneneHus [T ¢ HHU3KOM  CTENEHBIO
METIWIIPTEpUPHUKAIIIT  MOXKET OBITh OOYCIIOBJICH AaKTHUBAIMEH KIETOYHOTO
3alIUTHOTO OTBETA Y 3TUX MyTaHTOB. PaHee co00111a0Ch, 4TO METUIITEpUPUKALIUS
NEKTHHA UTPAeT POJb BO B3aMMOJICHCTBUU PACTCHUU C MATOT€HAMU WU BIIHSET Ha
YCTOHYMBOCTB pacTeHuH K O0ose3nsM [Lionetti et al., 2012].

Jlns BeisicHeHust poiu [IMO B perynupoBanun metunupoBanus [Ty pa3HbIx
T€HOTHUIIOB ropoxa ObLT IPOBEIEH aHaIN3 YKCIPECCUN YYACTHUKOB MYJIBTUTEHHOTO

cemeiictea [IMD, nedCTBYIOIIMX Ha pa3lIWYHBIX CTAAUSIX HMHPEKIIUOHHOTO
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npolecca, B CMMOMOTHYECKUX KIyOeHbKaX ropoxa JUKOTrO THUIa U MYTaHTOB IO

renam PsSym33 u PsSym40 (Pucynox 2).

Tabomuma 1 —  PacnpenesieHue  HH3KOMETHJITEPH(HUIMPOBAHHOIO
rOMOrajJIakTypOHaHa, Me4deHHOro anrureaom JIMS, B creHkax
HH(EKINOHHBIX HUTEH B 2-HeeJbHbIX KJIY0OeHbKAX JUKOI0 THIIA 1 MYTAHTOB
Pisum sativum

I'enoTun Cpennee 3HaueHHE Crannaprroe

OTKJIOHEHUE
SGE (nuxuit Tur) 139 20,6
SGEFix -1 (Pssym40-1) 112 18,8
SGEFix -2 (Pssym33-3) 506° 25,0
S =
L =
Finale (muxwit Tr) 157 22,4
RisFixV (Pssym42) 2316 23,7
SGE (nuxuit Turm) 123 6,5
SGEFix -3 (Pssym26) 93" 8,1
Sprint-2 (aukwii Tr) 112 8,6
Sprint-2Fix™ (Pssym31) 103" 8,3

Pe3ynbTaThl  OpEACTABIEHBI B BUJAEC KOJIMYECTBA YACTHIl  30J0Ta/MKMZ.
[MpencraBiaensl cpeanue 3Hauenus (N = 20-25). BykBbl yKa3bIBalOT Ha
CTATUCTUYECKHU 3HAYMMBIC pa3andus (t-kputepuid, 3HaueHue p < 0,001).

* Mexnay nukum Tunom SGE 1 cooTBETCTBYIOIIMM MYTaHTOM.

® Mexny mukum oM Finale u cooTBeTCTBYIOIIMM MyTaHTOM.

* Mexnay naukuMm TUioM SGE #  COOTBETCTBYIOIIMM MYTAaHTOM (BTOpPOM
HKCHEPUMEHT).

" Mexy TUKAM TATIOM SPrint-2 U COOTBETCTBYIOIIMM MYTaHTOM.

Tak, B kiyOenbkax myrtanta P. sativum SGEFix™-1 (Pssym40-1) uepe3 aBe
HEJISJIN TTOCTIe MHOKYJISIUKA YPOBEeHB dKcrpeccuu rera PSPMES3 6but HUXeE, ueM y
JUKOTO THMa, a 4epe3 Tpu Heaenmun — reHoB PSPMES3, PsSPME61 u PSPMEL u,

Hao000poT, ypoBHU 3Kcrpeccun reHa PSPMEL uepes nBe nenenu u PSPMEZ2 gepes
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Tpu OBUTH BBINIE B MYTaHTHBIX KITyOCHBKAX, IO CPABHEHUIO C JUKUM THIIOM. B
Kkiyoenpkax myTanta P. sativum SGEFix™-2 (Pssym33-3) uepe3 nBe Henenu mocie
WHOKYJISIIMKM ypoBeHb dkcnpeccun renoB PSPMES1, PsSPMES3, PSPMEG1, yepes
Tpu Hegenmn — reHoB PSPMES], PsSPMES3, PSPMEG1 u PSPMEL Obun ke, uem
B KJIyO€HbKax JMKOTO THIIAa U, HA0OOpPOT, YPOBHU dKcrmpeccuu reHoB PSPME41,
PSPME1 u PSPME2 uepe3 nse nenenn u PSPME2 — uepe3 tpu Obuin Bbile B

MYTAHTHBIX KITyOE€HbKaX.

A | B

Sample

SGE 2wpi
F1 2wpi
F2 2wpi

Sample

SGE Iwpl
010 b B F1 3w
1 I F2 s
a

Mean expression
Mean expression

I

15 21 41 1) 53 B 68 PMEIPMER

Ta}g.;et

63 PME1PME2

- Taget

A — nByXHeJCNbHbIC KIyOeHbKH (2WPI). b — TpexuenenbHbie KiryOeHbKH (3WPI).
['paduku 1eMOHCTPUPYIOT PE3YNIBTATHI TPEX HE3ABUCUMBIX SKCIIEPUMEHTOB. byKBbI
YKa3bIBAIOT Ha J0cTOBepHbIe paznuuus (p < 0,05): a, Mex1y KIIyO€HbKaMH JUKOTO
tuna (SGE) u myTtanToB; b, Mexny kinyoenbkamu MmytantoB SGEFix™-1 (Pssym40-
1) (F1) u SGEFix -2 (Pssym33-3) (F2).

Pucysok 2 —  OTHOcUTeNbHBIH  yPOBEHb  JKCIPECCHM  TIE€HOB
MeKTHHMETWJIICTepPa3 B KiaydeHbkax Pisum sativum auxoro tuma (SGE) m
myTtanToB SGEFix™-1 (Pssym40-1) (F1) u SGEFix™-2 (Pssym33-3) (F2)

[lo naHHBIM TPAHCKPUNITOMHOIO aHaliM3a, COBMEIIEHHOIO C METOIO0M
Ja3epHOM  MUKPOJUCCEKIIMH, YpPOBEHb JKCIPECCUU T€Ha, KOAUPYIOLIErOo
I[IMD / warubutop IIMD PSPME41, pe3ko cHuXkayics, B TO BpeMs KaK YPOBCHb

aKCIpeccHr reHoB, komupytommx I[IMD / uarubutoper I[IMD PSPMES1 u
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PSPMEG1, a taxcke PSPMES3, yBennuuBancs B mo3aHeit 30He HHPEKLIUU U B 30HE
a30TQUKCAINH, 10 CPABHEHUIO C 30HOM paHHEel MH(EKIUU B KIIyOeHbKax ropoxa
nukoro tuna (SGE) [Kusakin et al., 2021]. [Ipu u3yuenuun paHaux orBeToB Ha Nod-
daxrTops! mramma Mesorhizobium loti R7A B kopHeBBIX BOJIOCKax u KOpHsX LOtus
japonicus cpeau HanboJiee CHIIBHO CIEIU(PUYESCKA HMHIYIUPYEMBIX 93 T'€HOB Ha
cpokax 1 u 3 gHs Mocie HHOKYIISIINY, ObUTH HeHTHGUIpoBaHbl reHbl [IMD, B TOM
qHCIIe TeH, aHHOTHpOoBaHHBINA Kak [IMD / uarubutop [IMD LjPMEA41 [Kelly et al.,
2018]. Takum 00Opa3om, 3TOT I'eH, BEpOSITHO, BOBJICUCH B POPMHUPOBAHUE U PA3BUTHE
WH(DEKITMOHHBIX HUTEH C CaMbIX PAHHHUX JTANoB WH(MEKIIMH — B KOPHEBBIX
BOJIOCKAX, U BILUIOTH 10 (POPMHUPOBAHUS 3PEIIOTO a30T(PUKCUPYIOIIETO KITyOeHbKa —
B 30HE paHHEH HHDEKIUN. DTO KOPPEIUPYET C MOTYICHHBIMU TaHHBIMHA O TOM, YTO
MaKCHUMaJbHBIA ypoBeHb sKcipeccun reHa PSPME 41 naGmionancs Ha cpoke 2
HEJEIU II0CIe HHOKYJSIUMU B KiyOeHbkax MyTtanTa SGEFix™-2 (Pssym33-3),
XapaKTepU3yIOIIETOCs pa3BUTHEM MHOTOYHCIICHHBIX Pa3BETBICHHBIX
WH(MEKITMOHHBIX HUTEH, MO CpPaBHEHUIO C KIyOCHbKAMH JUKOTO THIA U
knyoenpkamu MytanTa SGEFix™-1 (Pssym40-1) (Pucynox 2A). Kpome Toro,
skcnpeccus reHoB PSPMES1, PSPMES3, PSPMEG1 Ttaxke pe3ko CHUXKanach B
MYTaHTHBIX KIIyOCHBKaX MO CPaBHEHUIO C KIIyOCHbKAMHU JTUKOTO TUIIA, OCOOCHHO B
kyoenpkax mytanta SGEFix™-2 (Pssym33-3), y KOTOporo OTCyTCTBYIOT MO3IHSIS
30Ha MH(EKIUU 1 30Ha a30TPUKCALIUH.

B xopusax G. max, BeIpalieHHO# B ycloBusX AedunnTa azora u pocdopa, Ob10
MOKA3aHO CHM)KEHUE YPOBHS JKCIPECCHM HECKOJIbKUX TIeHOB cemeiictBa [IMO
[Wang et al., 2020], annotupoBanubix kak [IMD / uarudurop [IMD GmPMEA41,
GmPMES1 u GmPMES53 [Nezamivand-Chegini et al., 2022]. BeposiTHO, CHIKEeHHE
OKCITPECCHHU JIAaHHBIX T€HOB B MyTaHTHBIX KITyOeHbKax P. sativum xots Obl 9acTHYHO
MOXET OBITh OOBSICHEHO pa3BUTHEM Hed(PPEeKTUBHOro cumOMo3a U JAeHUIIUTOM
TAKOro MakKpod’JIeMEHTa, Kak a30T. Kpome TOro, BO3MOXKHO, CHH)KEHUE YPOBHS
skcrpeccun reHa PSPME61 B wiyOenbkax myrtanta SGEFix™-2 (Pssym33-3)
CBS3aHO C AaKTUBAllM€ll B HUX 3alIUTHBIX PEAKIMHA, AacCCOIMUPOBAHHBIX C

HeapdekTuBHBIM cuMmOno3oMm [lvanova et al., 2015; Tsyganova et al., 2019b].
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CoznaBaemsiii [IMD PMEI rpaguent pH, Bnmsier Ha 3apsj KIE€TOYHOH
MOBEPXHOCTH, U, TEM CAMbIM, HAa U3MEHEHUSI MOP(OJIOTHH U QYHKIUH KIETOK, YTO
MOKET WIpaTh HEMAJTOBAXHYIO pPOJIb B MPOIECCE Pa3BUTHSI CUMOMOTHYECKOTO
kiyoenpka u nmuddepeniuposku ero kiaerok [Collmer, Keen, 1986; Gorshkova et
al., 1997]. Tak kak kiayOoenpku P. sativum aukoro Tviia ¥ MyTaHTOB OTJIMYAIOTCS
CBOE MOp(QoOOTHeH, 3T0 MOXKET OOBICHITh PA3HUILY B YPOBHE 3KCIPECCUU T'€HA
PSPMEL. beua BeisiBneHa pons PMEL B ¢opmupoBannn kiyOeHbKoB Sesbania
rostrata nmpu B3auMoeHCTBUH ¢ ee MukpocumOnonToM Azorhizobium caulinodans
ORS571 [Lievens et al., 2002]. Jlokanuzauus tpanckpuntoB STPMEL in situ B
CUMOMOTHYECKNX KIyOCHbKaX BBIIBUJIA HECKOJBKO TATTEPHOB AKCIIPECCHH,
yKaspiBaromux Ha poib STPMEI] B pa3BuTum mpoBOIAIIMX MYYKOB, JAEJIEHUU U
pocTe KJIETOK, a Takxke B auddepeHIHpoBKEe HEUHPUIUPOBAHHBIX KJIIETOK
knyoenbka [Lievens et al, 2002]. Takum oOpazom, ponp IIMD B
(YHKIIMOHUPOBAHUM CHUMOMOTHYECKUX KIYOCHBKOB CII0)KHA, BEPOSTHO, H3-3a
GyHKIIMOHATFHOM M30BITOYHOCTH B paMKax 0oJbIoro cemeiictea [IMD.

B xnybenbkax myrtanToB M. truncatula naGmromanach HECKOJIBKO OTIMYHAS
KapTuHa pacnpenencHus [T ¢ HU3KOM CTENEeHbI0 METHIIITEPU(DUKAIIUN B CTEHKAX
uHdpekonnbix Huteit (Tadmumma 2) [Tsyganova et al., 2019c]. B 2-HenenbHBIX
KIIyOeHbKaxX BCEX MPOAaHAJIM3UPOBAHHBIX MYTAHTHBIX T'€HOTHMNOB KojuuecTBO [T
ObUIO CHMXXEHO 10 CpaBHEHUIO € JAUKUM TUnoM. OJHako B 4-HeJelbHBIX
KIyOeHbkax MyTaHTa 1o reHy Mtlpd3, opronornanomy PsSym33 [Ovchinnikova et
al., 2011], xonauuecTBO HU3KOMETUIITepUDUIIHpoBaHHOTO I'T" OBLIO BBIIIE, YEM Y
aukoro tuna (Tabmuma 2). Onpnako, B kiayoenbkax SGEFix™-2 (Pssym33-3)
yBennueHue kommdectBa [T ¢ HM3KMM ypoBHEM METHJIMPOBaHHS ObLIO Oosee
BBIPQXEHO M 3aMETHO TOBBIIIAJIOCH B CTEHKAX HH(EKIMOHHBIX HUTEH B 2-
HelenbHBIX KiayOeHbkax [lvanova et al., 2015]. HeoOxomuMo OTMETHTH, YTO
yIBOeHHUe KonmuecTBa aesrepuduunpoantoro I'T Habmoganocs u y myranta M.
truncatula mo remy Mtdnfl-1 (Tabmuuma 2), KOTOpBIH XapaKTEPU3YETCS

neauddepennmupoBannbiMu bakreporgamu [Van de Velde et al., 2010].
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Tabanua 2 — Pacnpenenenue ne3TepuuuupoBaHHOT0 rOMOTaJAKTYPOHAHA,
Me4YeHHOro anturesaom JIMS, B crenkax MHQEKIMOHHBIX HUTEH Yy IMKOI0 THIIA
u mytanToB Medicago truncatula

R JHu nocne Cpennee CranpaptHas
WHOKYJISILIMM (JITTH ) 3HAYEHUE omuoKa
copt Jemalong A17 13 68,4" 4,3
(muKmit Tam) 28 84,4 2,7
11 57,1% 3,1
Mtefd-1 28 59,3° 23
. 16 47,2* 3,5
TR3 (Mtipd3) 28 94,89 4.0
13 34,5% 2,1
Mtdnfl-1 28 64,60 472
Pe3ynbTaThl  OpEACTABIEHBI B BUJAEC KOJIMYECTBA YACTHIl  30J0Ta/MKMZ.
[MpencraBiaensl cpenuue 3HadeHuss (N = 20-25). BykBbl yKa3pIBalOT Ha

CTaTUCTUYECKU 3HAUMMBbIE pa3znuuus (t-kpurepuid, 3HaueHue p < 0,001).

* Mexny aukuM TUOOM Al7 ¥ COOTBETCTBYIOIIMMHU MYTAHTHBIMH JIMHUSMU Ha
nepBoM cpoke aHanuza (11-16 qmm).

® Mexmy nukum tunom Al7 U COOTBETCTBYIONMMH MyTaHTHBIMH JMHUSAMH YEPE3
Ha BTOPOM CpOKe aHayn3a (28 amu).

®* B npenenax reHOTHIA 10 CPABHEHUIO CO 3HAYEHUEM Yepe3 28 Amu.

B kimyOeHpkax BcexX MpOaHAIM3MPOBAaHHBIX TeHOTHNOB P. sativum u M.
truncatula Bo Bcex ructonornueckux 3onax I'T, cazannbli Ca?*, GbUI 0OHAPYKEH
B CTEHKaxX WH(EKIMOHHBIX HHUTEH, OCOOCHHO B MECTax WX TEPEeCeUeHUs ¢
KkiIeTouHbiMA cTeHkamu (Pucynokx A.7) [Tsyganova et al., 2023b]. Ognako y
mytanTa P. sativum SGEFix™-2 (Pssym33-3), B otiuuune oT mytanta M. truncatula
TR3 (Mtipd3), B cTeHKax HEKOTOPHIX HH(PEKITMOHHBIX HUTEH HE OBIJIO OOHAPYKEHO
Ca?*-cesazannoro I'T (Pucynok A.73).

Anamns noxammsamus Ca®*-cesasannoro I'T' B KkinyGeHbKax APYrHX BHIOB
Bo60BbIX, hopMHUPYIOIIHIX KITyOSHBKH Pa3HBIX THIIOB, BRISIBHI HEKOTOPYIO BUIOBYIO
cunenuduunocts (Pucynok A.8). Tak, B n1eTepMHHHPOBaHHBIX KiayOeHbkax G. max
3TOT MOJIMMEp ObLT OOHAPYKEH B KIIETOYHBIX CTeHKaX dH10aepMbl (Pucynok A.8E),
a B HEICTCPMUHHMPOBAHHBIX KiyOeHbpkax G. orientalis on HakammuBancs B
COCIMHEHUSX TPEX KJIETOK B TApEHXMME KITyOSHBKOB U OTCYTCTBOBAJ B KJIETOUHBIX

CTCHKaX MEPUCTEMATHYSCKUX U KOJIOHU3UPOBAHHBIX KiIeTOK (Pucynok A.8]1).
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Baxno ormeruts, uto Bce Tpu THma I'T" Oblim oOHapyX eHbI B CTEHKax
UHQPEKIUOHHBIX HUTE B 000MX THUIAX KIyOEHBKOB, YTO HEYAUBHUTEIHHO,
MOCKOJIBKY JeMeTuanpoBanubiii n Ca?*-cpaszannbiii I'T onpenensior kecTKOCTh
kieTouHou cTeHku [lvanova et al., 2015; Tsyganova et al., 2019c; de Faria et al.,
2022; Wilmowicz et al., 2022].

HemaBHo ObLIO OMMCAaHO KOOPAMHUPOBAHHOE JIEWCTBHE OOHOM W3
cnenupraeckux mis cumorosa [IMD (SyPME) u nexrarnuassel kiryoeabkoB (NPL)
B MECTaX MPOHUKHOBEHUS MH(DEKIIMOHHBIX HUTEW U UX TPAHCKIETOUHBIX X010B. MxX
corjacoBaHHasi paboTa CrocoOCTBYET OTPaHUUYECHHBIM B IPOCTPAHCTBE U3MEHEHUSIM
I'T B MexkneTouHoM uHTepdelice, 4YTO MPUBOJIUT K CO3AAHUIO CHEIU(UYECKOTrO
arnorIaCTUYECKOro KOMIMapTMEHTa, U3 KOTOPOro OAKTEpUH MPOHUKAIOT B KIETKH
X035iMHA. DTOT MpoLecC 00ECIEUNBAET YCIEUTHOE BHYTPUKIECTOUYHOE MTPOIBUKECHHE
uHGEKINOHHBIX HUTEH B KiyOenbkax [Su et al., 2023].

Jlpyrum  pacnpoCTpaHEHHBIM TIEKTUHOM KIIETOYHOW CTEHKH SIBIISCTCS
pamuorainakryponan [ (PT-1) [[{vieanosa, Lvieanos, 2019b]. OctoB PI'-1 mrpaer
BAXHYIO pOJb B UEIOCTHOCTH U (YHKIMOHUPOBAHUU KIETOYHOW CTEHKH,
nockoybKy aAerpagauus PI'-l mox nelictBuem ruaposia3 OPUBOAUT K €€
mopdonorunueckum u3menenusm [Pogorelko et al., 2013]. Cpeau apyrux meKTHHOB
B KimyOenpkax P. sativum, M. truncatula, G. orientalis, G. max, L. luteus,
Erythrophleum spp. u P. macroloba Taxxe Obuto mokazano mpucyrcreue PI-I
[Tsyganova et al., 2019c; de Faria et al., 2022; Wilmowicz et al., 2022; Tsyganova
etal., 2023a; Tsyganova et al., 2023b]. B ximy6enbkax Obliia MOKa3aHa JIOKATU3aIns
octoBa PI'-l (¢ momorpio anturesa CCRC-M36) (Pucynok A.9) [Tsyganova et al.,
2023a; Tsyganova et al., 2023b], nuHeliHOM rajgakTaHOBOW OOKOBOW memu (C
nomonieio antutena LMS) (Pucynok A.10) [Tsyganova et al., 2019c; de Fariaet al.,
2022; Wilmowicz et al., 2022; Tsyganova et al., 2023a; Tsyganova et al., 2023b] u
JUHCHHOW apaOuHaHOBOW OOKOBOHW mermu (¢ momomplo aHtutena LM6-M)
[Tsyganova et al., 2023a; Tsyganova et al., 2023b].

Jlokanuzanus PI'-1 ¢ momomnisto antutena CCRC-M36, kotopoe cBs3bIBaeTCH,

110 KpaﬁHeﬁ MCPEC, C TpECMA HCPA3ZBCTBJICHHBIMU JHCAXAPUIHBIMH IIOBTOpaMH B
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kyoenbpkax P. sativum u M. truncatula, sicHo mokasbeIBaet, 4TO JUIMHHOLIETIOYEYHBIC
MOBTOPBI HEpa3BeTBIEHHOW OcHOBHI PI'-I mmpoko pacnpoctpaHeHsl B KiyOeHbKax
(Pucynox A.9) [Tsyganova et al., 2023b]. Dror momuMmep JOKaIU3yeTCS B
KJIETOYHBIX CTEHKaX KOJIOHM3WPOBAHHBIX U HEJABHO MH(UIMPOBAHHBIX KIIETOK B
30He uHbpeknuu B KiayoeHbkax M. truncatula u P. sativum (Pucynox A.95,J1). B
Kkiyoenpkax P. sativum, kpome Toro, PI'-l Obi1 Takke oOHApYX eH B KIETOYHBIX
CTCHKaX MepucTeMaTHueckux KieTok (Pucynok A.9I°), HO B 30HE a30T(duUKcaUN
MeTka PI'-l 3HauMTeNnbHO yMEHBIIMIIACh, OCTaBasiCh B CTEHKaX HH(EKIMOHHBIX
Hutet (Pucynox A.9E). B xnyGenpkax G. max octoB PI'-l nmokammsoBaincs B
HEOOJIPIIMX KOJIMYECTBAX B KIETOYHBIX CTEHKaX HMHQPUIUPOBAHHBIX KIIETOK
(Pucynoxk A.93), a B HeleTepMUHUPOBAHHBIX KiTyOeHbKax G. orientalis mabronancs
B OCHOBHOM B KJICTOYHBIX CTEHKaX HEMH(HUIMPOBaHHBIX KIeTOK (PucyHok A.9)K)
[Tsyganova et al., 2023a]. B xnybenskax V. formosa u V. villosa octos PI'-I
onpeAessicss B HEOONbIIMX KOJMYECTBAX KaK B KIETOYHBIX CTEHKaX, Tak U B
cTeHkax uHpeknnoHHbX HuTel (PucyHok A.9U-M).

PI'-l — camblif CTpYKTypHO HEOAHOPOJHBIA U3 MEKTUHOB, KOJIMYECTBO U
cocTaB 00KOBbIX 1ienelt PT'-1 3HaunTenbHO BApbUPYIOT MEXKTY PA3TUYHBIMH TUTIAMA
KJICTOK, CTaqusiMu pa3BuTus 1 Bugamu [Komalavilas, Mort, 1989; Silva et al., 2016].
ApaOnHaHOBBIE W TajJaKTaHOBbIE OOKOBBIC memnu PI'-1 wacTo mMeroT pazmuyHbINA
XapakTep JIOKaJIU3aliy; B [IeJIoM, apabuHaH Mpeo0IiajaeT B FOBEHMIbHBIX KIIETKAX,
B TO BpeMsl KaK pacTyIIHe KJIETKU coniepxar Oosbiie rasiakrana [Willats et al., 1999;
McCartney et al., 2000; McCartney et al., 2003].

brina mokaszana BuAoBas cHneUU(UUHOCTH JIOKAIM3ALUMU W paclpenesieHus
JMHEWHOW TajakTaHoBou OokoBoii neru PI'-1 B kimyOGenpkax M. truncatula u P.
sativum [Tsyganova et al., 2019c]. Tak, ¢ayopeciieHTHass MUKPOCKOIIHS SIHUTOINA
nuHeHo (1—4)-B-D-ranakranoBoit 6okoBoit mnenu PI'-l1 mokazama, 4to 3TOT
HOJIMCaXapu/l BBISBIISIETCS TOJILKO B KJIETOYHBIX CTeHKax mepuctembl (PucyHok
A.10XK), samonepmsl (Pucyrok A.103) u (h103Mbl B CHMOMOTHYECKUX KITyOEHbKAX
M. truncatula u P. sativum mukoro Tuma u mytantoB. OIHaKO B KIIyOCHBKax BCEX

renoturnoB P. sativum (Pucynok A.10A-E), G. orientalis (Pucynox A.10K) u V.
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formosa (Pucynok A.10M) merka rajgakTaHoBoW OokoBoi 1menm PI'-l1 akTuBHO
BBISBJISUIACh B CTCHKaX MHPEKIIMOHHBIX HUTeH [Tsyganova et al., 2019c; Tsyganova
et al., 2023a], a B xiryoenpkax G. max (Pucynokx A.10M) momoOHast MeTKa ObLia
oOHapy»eHa B KJICTOYHBIX CTCHKaX HeMH(HUIIMPOBaHHBIX KJIeTOK [TSyganova et al.,
2023a]. Hampotus, bokoBas 1emnb apaduHana PI'-1 oOHapykuBasiach B KJIETOYHBIX
CTEHKaX W CTEHKax MH(EKIIMOHHBIX HUTEH B KIyOEHbKaX BCEX M3YUYEHHBIX BHJIOB
[Tsyganova et al., 2023a; Tsyganova et al., 2023b].

[ToMrMO TIEKTHHOB B COCTaBE KJIETOYHBIX CTEHOK IITUPOKO PACIIPOCTPAHECHBI U
UTparoT 0oJbIIYI0 posib Keniormokansl (KT, remunenitonosst). Cuuraercs, yto KI'
CIIMBAaEeT MUKPO(GUOPUILTBI IIEJUTION036], a TEKTHHBI, Takue Kak [ T u PT'-1, o6pasyror
CTPYKTYpHO pa3HOOOpa3HBIA KJIEH, KOTOphI obecrednBacT THOKOCTh WIH
KECTKOCTh KJIETOYHBIX CTCHOK B 3aBHCHMOCTH OT XHUMHYECKUX MOIU(PUKAIINAN
[Keegstra, 2010]. ®dyko3unmuposanre KI"' uMeer Oobliioe 3HaueHHEe B MOpdorenese
pactrenus. Tak, y myranTa Arabidopsis thaliana ¢ u3ameneHHOM KIE€TOYHON CTEHKON
Atmurl, KoTOphIii XapaKTepU3yeTCs KapJIUKOBOCTHIO M CHIDKEHHOW MPOYHOCTHIO
cTe0I1s1, OBIO OOHAPYKEHO CHUXKEHUE CoJiepKaHus (PYKO3bl B KJIETOYHBIX CTEHKAX
1o 98% [Reiter et al., 1993; Freshour et al., 2003].

B HeneTepMuHHpOBaHHBIX KiyOeHbkax P. sativum u M. truncatula Obilia
MOKa3aHa  OMpeJCNICHHas  BUAOBas  CHEMU(UUHOCT, B JIOKAIHM3aIlUU
¢dyko3mmpoBarnHoro KI' (Pucynok A.11) [Tsyganova et al.,, 2023b]. Tak, B
kiybenpkax M. truncatula B 30He a3oTduKcauu 3TOT moJuMep ObLT 0OHAPYIKEH B
KJIETOYHOW CTEHKE HEHMH(PHUIIMPOBAHHBIX KJIETOK W B CTEHKAaX KOJOHU3UPOBAHHBIX
KJICTOK U MH(PEKIMOHHBIX HUTEH B 30He mHpekuu (Pucynok A.11B), B To Bpems
KaK B KiyOeHbkax P. sativum B 30He a3otdukcanyu Mmetka ¢pykosunnpoBannoro KI°
IPUCYTCTBOBAJIA TOJIBKO B CTeHKaX MHpeKkunoHHbIX HUTeH (Pucynok A.11K). B To
ke Bpemsi y MytantoB M. truncatula, 3abmokupoBaHHBIX Ha pPaHHMX CTAIUAX
pa3BUTHS, TOBBINAIOCH coaepkanne (Qyko3uwnupoBanHoro KI' B KIeTOYHBIX
CTEHKaxX W CTEHKaxX WHQEKIMOHHBIX HUTeH. A y myranta P. sativum SGEFix™-2
(Pssym33-3), masi KOTOpPOro XxapakTepHa CYOCpHMHH3AIMs KJIETOYHBIX CTEHOK H

creHok nH(peknnoHHbx HUTEH [lvanova et al., 2015], dykosmmmposanusiii KI' He
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HaOJro/Iancsl B CTEHKaX HEKOTOpBhIX HMH(EKIMOHHBIX HuUTel [Tsyganova et al.,
2023b].

B HenmerepMmuHHMpOBaHHBIX KiayOenbkax G. orientalis mokamm3arus
¢yxosmnupoBanHoro KI' Obuta cxomHa ¢ TakoBOW B HEJETEPMHUHUPOBAHHBIX
kinyoenbkax M. truncatula (Pucynok A.11B,I") [Tsyganova et al., 2023a; Tsyganova
etal., 2023b]. B nerepmunnpoBaHHbIX KiIyOeHbKax G. max ¢pykosunupoBannbiii KIT
ObLT peobIaAatoIMM OJUCaXapuI0M B CTEHKaX MH(EKIMOHHBIX HUTeH (154,26 +
38,10 o cpaBHEHUIO ¢ KJIETOYHBIMH CTEHKaMH MH(PUIIMPOBAHHBIX KJIETOK 73,49 +
12,92, P < 0.05) (Pucynok A.113) [Tsyganova et al., 2023a]. Kpome Toro, y G. max
OBLJIO MPOJAEMOHCTPUPOBAHO OTCYTCTBUE (Pyko3uiaupoBaHHOro KI' B KI€TOUYHBIX
CTCHKax HenH(uIpoBaHHbIX KIeTok (Pucynok A.11H). B kinybenbkax V. villosa
HaAO0JI0JaI0Ch  MIPEUMYIIeCTBeHHasl JoKanu3auus (Qyko3uwaupoanHoro KI' B
KJIETOYHBIX CTeHKaxX MHMUIIMpoBaHHBIX KieTOK (Pucynok A.11I1), a B kimybeHbKax
V. formosa, kpome Toro, u B creHkax HH(eKIuoHHbIX HUTeH (PucyHok A.11J1,M).

[ToMuMO YriaeBOAHBIX MOJIMMEPOB, KIETOYHBIE CTEHKH PACTEHHH COAEpKaT
CTPYKTYpHbIE€ O€JIKU, TaKHe KaK OelIKi, Oorarble THAPOKCUIIPOIUHOM, ITPOJIUHOM U
TJIMIIMHOM, a TaK»Ke apabuHoraitaktanoBblie 6enku (Al'B), KoTopbie MOTYT U3MEHSATD
CBOWCTBa KJIeTouHOM crenku [Showalter, Basu, 2016].

Panee Ob110 MOKa3aHO, yTO 01MH 13 AI'D KJI€TOYHBIX CTEHOK, paclio3HaBaeMBbIi
antutenioMm JIMI13, cBsizan ¢ opraHmzanuedl KOPTUKAIBHBIX MHUKPOTPYOOUEK
[Nguema-Ona et al., 2007] u dhopmupoBaHHeM KIECTOYHON CTEHKH JTaOUPHUHTHBIX
WHBarMHAIMA KJIETOK-EPEHOCYNKOB B CHMOMOTHYECKUX KIyOeHbkax P. sativum
[Dahiya, Brewin, 2000]. B xnybeHbkax QuKoOro Turma u MyrantoB P. sativum u M.
truncatula mauueiit AI'B nokanu3oBaics B S9HIAOACPMAIBHBIX KIETKAaX B BHJE JIBYX
JyT, HE 3aTparuBas MEpUCTEMY B BepxHed uactu kiyOeHbka (PucyHok A.12)
[Tsyganova et al., 2023b]. B Mo10abIX HAOACPMAIBHBIX KIIETKAX HA TPAHHIIC C
MEpPUCTEMON KITyOeHbKa, B KOTOphIX aHTUreH JIM13 enie He Obul OOHapyX eH Ha
YPOBHE CBETOBOW MMKPOCKOIMH, MOSBICHHE U HAKOIUICHHE METKH B BE3UKYJax
BOJIM3U IJIa3MaTUYECKON MeMOpaHbl ObUIO MOKa3aHO € MOMOIIbIO 3JIEKTPOHHOU

mukpockoruu [Rae et al., 1991]. HabmrogaeMblid XxapakTep JOKaTU3aIUK SITUTOINA
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JIM13 coBnanaer ¢ jokanu3anuen cyOepuHa B KIyO€HbKAaX ropoxa JAMKOTO THIIa
[Ilvanova et al., 2015]. Kak u3BecTHO, CTEHKH 3pEIIbIX 3HI0JCPMAIBHBIX KIECTOK B
MpoIIecCe Pa3BUTHUS CYOSpUHU3UPYIOTCS, 00pa3yst (PU3HOJIOTHYECKUM Oaphep s
IIPOHUKHOBEHUSI BOJBI M PAaCTBOPUMBIX coeauHeHui. Kpome Ttoro, smpomepma
CIY)KHT 3allATOM OT TMPOHMKHOBEHHS MATOTEHHBIX MHKpoOoB. [loaTomy wu
cyoepuam3arus [lvanova et al., 2015], w Hakomienue antmrena JIMI13 B
SHAOJIEPMATBHBIX KJIETKAX, MOJHOCTHIO OKPYKAIOIMNUX KITyOCHBKH y MyTaHTOB M.
truncatula Mtefd-1 (Pucynok A.123) u TR3 (Mtipd3) (Pucynok A.12I1) u MmyTaHnTa
P. sativum SGEFix-2 (Pssym33-3) (Pucynok A.12I'), a takxke (opmMupoBaHuUEe
«3aMHPAIOIIETO» CIIOSI y 3TOTO MYTaHTa, OTACTSIONIETO KIETKH C Pa3pOCIIUMUCS U
W3BUTHIMH WHQEKIMOHHBIMA HHUTSIMH OT OCTQJIbHON MapeHXUMBI KIyOeHBbKa
(Pucynok A.12]1), MO>KHO OTHECTH K 3alTUTHBIM PEaAKIIHSIM.

Panee OblIO TOKa3aHO y4yacTHe akTUBHBIX (opm kuciopoga (ADK) B
moaudukanuu cuMOuoTHyeckoro wuHTepdeiica [Tsyganova et al.,, 2021].
ITepokcunassr 111 kimacca (Prx-111), a Taxke pu3zoOuanpHbIe Katanasel [Jamet et al.,
2007] crocoOCTBYIOT YCHUICHHUIO JKECTKOCTH CTCHKH M MaTpUKca MHGEKIIMOHHON
autu [Wishiewski et al., 2000]. B mporecce wuHDUIUPOBAHUS TPOTYKIIHS
cynepokcua-anuona (O27) u HyO, naOmomanack B HMHQEKIIMOHHBIX HHUTAX U
WHPUITUPOBAaHHBIX KieTkax [Santos et al., 2001; Ramu et al., 2002; Rubio et al.,
2004]. Ilpu 3ToM MOXHO TmpocieauTh HakoruieHne HpoO, cHavana Ha BHyTpeHHEU
MOBEPXHOCTHU cTeHKU MHpeknonHor HuTH (Pucynok A.13A,b), 3atem 1o Bceil ee
tonmuuae (Pucynox A.13B.I') u nanee BHyTpu matpukca UH(EKIIMOHHON HUTH U
undexnnonHo kammm (Pucynok A.13/1,E) [[{sieanosa et al., 2009; Provorov et al.,
2012], uTo, BO3MOKHO, CIIOCOOCTBYET €ro 3aTBEPACBAHHUIO B PE3yJIbTaTe CITUBAHUS
TUPO3MHOBBIX OCTATKOB MOJIEKYJI apaOMHOT alTaKTaHITPOTEUH-3KCTEeHCUHOB (AT'B-2)
[Brewin, 2004; Brewin et al., 2008]. Takum o0pa3oM, MpociacKeHHas TUHAMHKA
HAKOIUICHUsI TEPOKCHAA BOAOPOJA B PACTyIIMX HWH(MEKIMOHHBIX HUTAX Jana
OCHOBAHWE IS BBICKA3bIBAHUS MPENONIOKeHUs, 4To posib HoO, mpu yammHeHun
WHPEKIIMOHHOW HUTH CBS3aHA C MOIU(UKALUEH CTPYKTYphI KIETOYHON CTEHKH U

TJIMKOIIPOTCHMHOB MATPHUKCA, a4 HMCHHO C JKCCTKOCTBIO HH(l)eKL[PIOHHOI)'I HHUTH
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[Rathbun et al., 2002; Rathbun, Brewin, 2009; L{sicanosa et al., 2009; Puppo et al.,
2013].
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I'JTABA 2. Pa3zBuTHe 3alIIUTHBIX peaKIuii NPy BOCIPUATHHA PU300Hil B

Ka4deCTBE NMMAaTOIr¢HOB

Kierounas cTeHKa pacTeHHS SABIISICTCS HE TOJIBKO CUCTEMOM MOJIEKYJIIPHOTO
mounutopunra [Engelsdorf, Hamann, 2014], pearupyromnieii Ha MHOTOYHCIICHHBIC
OMOTHYECKHE W aOMOTHYECKHE CTPECChl, HO M MHTEPPEHCOM IT HEKOTOPBIX W3
CaMbIX PaHHUX B3aUMOJICHCTBUI MEXIy PACTEHUSMH W IIHPOKUM KPYTOM JAPYTHX
OpTaHHU3MOB, BKJIIOYasi HACEKOMBIX, TAaTOTeHOB B ciMOnoHTOB [Brewin, 2004; Cantu
et al., 2008].

N3MmeHeHnsT KIETOYHOM CTEHKM pACTEHUWW 3a CYET HapyLICHUs WIIH
CBEPXDIKCIIPECCHHM TEHOB, CBS3aHHBIX C KICTOYHOW CTEHKOW, OKa3bIBaIOT
3HAYUTEIBHOE BIIMSHHUE HA YCTOWUYMBOCTH K OOJIC3HSIM W/WIM Ha aOMOTHYECKUE
ctpeccsl [Bellincampi et al., 2014; Miedes et al., 2014]. [leproHayabHO CYUTATIOCH,
9TO0 (CHOTUIIBI yCTOMYHMBOCTH K OOJE3HSM, CBSI3aHHBIE C HW3MCHCHUSIMHU
nenoctHoct kaetouHou creHku [Fagard et al., 2000], nmpossisunch u3-3a
HECTIIOCOOHOCTH HEKOMITETEHTHBIX MTATOTEHOB MPEOI0JIEBATh MOIUMUITUPOBAHHBIN
COCTaB WJIM CTPYKTYPY KJICTOYHBIX CTCHOK y MYTaHTOB pacTeHui. OqHako ObLIO
OOHApyXEHO, YTO y MYTAaHTOB PACTCHHHA C HM3MCHCHHSIMH KJIETOUYHBIX CTEHOK
aKTUBHPYIOTCS 3alllMTHBIC curHaibHbIe myTH [Miedes et al., 2014; Houston et al.,
2016].

Pu3oOunanpHas nHQEKIMS IMeeT MHOT'O OOIIETo C MaTOreHHOU HH(EKIHeH, u
WHAYKIIHS 3aIIATHBIX PEAKIMH COMPOBOXKIACT 00a B3aUMOICHCTBHS, HO 3aIlUTHBIC
peaKLMK NMpU B3aUMOJIEUCTBUH 00O0BOI0 PACTEHUSI C MUKPOCUMOMOHTOM YCIIEIIHO
nomasisitorcs. s pasButus 3QPEKTUBHOTO CHUMOMOTHYECKOTO KIIyOCHBKA
HE00X0IMMO, YTOOBI PU300HH MPEOI0JICBATIN ITUPOKUN CIIEKTP 3AIMTHBIX PEeaKIIHi
pacrennii [[{bicanos et al., 2010; Llvicanosa et al., 2011; Llvicanosa, Llvieanos,
2012; Serova et al., 2018]. Bo Bpems pa3BuTHs a30THUKCUPYIOIIMX KIyOCHHKOB
CHUHTE3 3allUTHBIX KOMIIOHEHTOB OTHOCHTEJIBHO HHM30K II0 CpPaBHEHHUIO C

MaToreHe3oM. B pe3ynbrare BTOPrIMECSs MHUKPOOPTaHU3Mbl HE MOJHOCTBIO
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WHAKTUBUPYIOTCS, a 3alTUTHBIC PEAKIIMH X035WHA OTPAHUYUBAIOT UX PA3MHOKCHHE
Y JIOKQJIU3AIMIO B ONPEICICHHBIX KOMIIAPTMEHTAX, MPEIOCTABIIIEMBIX PACTCHHEM-
XO3STMHOM.

TunwyHas peakus aTaKOBAaHHOTO IMATOTEHOM pPACTEHUS — HapalluBaHUE
Nanwi, KOTOpPhIE MPEACTaBISIOT COOOM KymoJIooOpa3Hbie 00pa3oBaHUS MEXKIY
KJIETOYHOW CTEHKOHW SMHIIEPMbI U TUIA3MaTUYECKOH MEMOpPAaHOW, CUHTE3UPYEMbIC
KaK YKpEIUICHHE CTEHKH PACTHTEIHLHOW KIIETKH PSAJOM C MECTOM NMPOHUKHOBECHHS
natoreHa [HUckelhoven, 2007]. OcHOBHBIM KOMITOHCHTOM AL SIBJISCTCS
Kayuio3a, B-1,3-riokaH, HO ObUTM OOHapyXeHbl M JIpYrHe BEIIECTBA, TaKHE Kak
nosucaxapuabl, GenonbHbie coenunenus, ADPK u Genku [Bestwick et al., 1997;
Thordal-Christensen et al., 1997].

OTlIO)KeHHE KaJUTO3bl HAOIOAAIOCh B KIETOYHBIX CTEHKaX W CTEHKaX
UHGEKIUOHHBIX HHUTeH y wMyrtaHta RISFIXV (Pssym42), WHOKyIMpOBaHHOIO
3 heKTUBHBIM mITaMMOM pu3obuit (Pucynok A.14) [I[sicanos et al., 2012; Ivanova
et al., 2015]. Panee oTiokeHHE KaJIO3bI OBLIO OMHCAHO TP (HOPMHUPOBAHHH
nceBaokiyoeHpkoB y M. truncatula myrantamm Sinorhizobium meliloti ¢
HapylmIeHUsIMA B cuHTe3e 3k3omonucaxapuaoB [Niehaus et al., 1993]. B rtakux
TICEBJIOKITYOCHbKAaX HaOJFO/IaJI0Ch OTJIOXKECHHUE KaUI03bl B CTEHKAX KOPTUKAIBHBIX
KieTokK. OTJIOXKEHHE KaJUI03bl TaKKe HAOI0IAI0Ch B MH(CKIIMOHHBIX HUTAX B
Kiyoenbkax P. sativum, oOpa3oBanubix mytantamu Rhizobium mo JITIC [Perotto et
al., 1991]. Panmee cumOMOTHYECKH HEIP(PEKTUBHBIE MYTaHThI bOOOBBIX,
JEMOHCTPUPYIONTUE YCUJICHHOE OTJIOKEHUE Kayio3bl, He Obln omucanbl. JIIC u
JITIC y4acTBYIOT B MOJABJACHHM 3aIlMTHBIX PEAKIUH, 3aIyCKaeMbIX PHU300HMSIMH
[Fraysse et al., 2003]; B 3TOM KOHTEKCTE OTJIOKEHHE KaJI03bl, HAOIIOgaeMOe Y
myTtanTa RiSFIXV (Pssym42), MmoxeT yka3bIBaTh Ha TO, 4TO reH PSSym42 yyactByeT
B BOCTIPUATHH MMOJIMCAXAPH/IOB MU CUTHAIIBHOM ITyTH UX BOCIIPHUSTHS PACTCHUSIMH.
B kauectBe anmpTepHaTHBBEI, TeH PSSYym42 moskeT ObITh BOBJEYEH B CO3PEBaHHUE
MeMOpaHbl CHMOMOCOMBI, KOTOPOE OOBIYHO COTPOBOXKIAETCS U3MEHEHUEM COCTaBa
ee osnutonoB [Brewin, 2004]; B kmyOenpkax wmyrtanta RisFixXV (Pssym42),

BO3MOXKHO, HeraBI/IJILHBIﬁ COCTaB JIIMTOIIOB MOXKCT IIPHUBOAUTL K OTJIOXKCHHIO
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KaJuto3bl. Bropoe mpeanonaox)enne BhIrSIIUT 00iee IPeAIOYTUTEIBHBIM B CBSI3H C
TEM, YTO OTJIO)KEHHE KaJUIO3bl B KJICTOYHBIX CTEHKAX M CTEHKaX WH(EKIIMOHHBIX
HUTEH TPOWCXOAUT BO BpEMS HUX CO3pPEBaHUs, a BOKPYr OaKTEpOHWIOB B
JEreHEPUPYIOLTNX UHQUIUPOBAHHBIX KJIETKaX ObLI oOHapyXeH
neatepuduiupoBannbiii mekTuH (Pucynok A.6M) [lvanova et al., 2015]. Takoii
deHoTun panee He HaOMIOANICS HU B KiIyOeHbKax P. sativum mukoro tuma [Rae et
al., 1992], uu y MyTaHTOB; OJJHAKO MPHUYMHA TAKOW HHKATICYJISINH JICTPaUPYIOIIX
OaKkTepouI0B MOKa Hen3BecTHA [[[vicanos et al., 2012].

B kirybenbpkax P. sativum nukoro Tuma OTJIOKEHHs CyOeprHa B SHAOJCPME
KITyOE€HBKOB (DM3MOJIOTHUECKH BaXKHBI JIJISl 3AIIUTHI KITyOCHBKOB OT YPE3MEPHOTO
00e3BOKMBAHU, COJICBOrO CTpecca U MPOHUKHOBEHUS maToreHoB [Schreiber et al.,
1999]. MuTeHCHBHBIN YpPOBEHb CYOCpHHHM3AIMU, HAOIOJAaeMbIii B KIyOCHBKax
mytanta P. sativum SGEFix™-2 (Pssym33-3), sBisercs OpuMepOM 3alldTHOU
peakuuu pacTeHui, KOTopas MpeNoTBpaIlaeT BBICBOOOXKIACHHE OaKkTepuil B
IIUTOTUIa3My PACTeHUS W WX TMOcieayroiy auddepeHnnanuio B O0aKTepOUIbI
(Pucynok A.15) [lvanova et al., 2015].

Panee Ob110 MOKa3aHO, YTO HAKOIUICHUE MOTU(EHOIBHBIX BEHIECTB B CTEHKAaX
YTOJIIEHHBIX MHPEKIIMOHHBIX HUTEH XapakTepHo juig mytanta M. truncatula TE7
B rene MtSyml [Benaben et al., 1995]. 'ew MtSym1l sBnsieTcss opTOJIOroM TreHa
PsSym33 [Ovchinnikova et al., 2011], oHm KOIUPYIOT KIIOYECBOH
tpaHckpunuuoHHbi  pakTop CYCLOPS/IPD3, koTOpbIii B3aMMOJEHCTBYET C
KAJIbLIMI-3aBUCMMON M KaJIbMOJyJIMH-3aBUCUMON KHuHa30ii CCaMK, aktuBupys
JadbHEUIINA CUTHAJIBHBIA KacKaJl uepe3 Ipyroi TpaHcKpunimoHHbIi ¢haktop NIN,
YTO NPUBOJUT K MHIYKIIMU OpraHoreHe3a kiyoenbkoB [Singh et al., 2014]. Takum
o0Opa3om, MyTalus B KJIt04eBOM rene PSSym33 npuBoAUT K BOCHIPUATHIO PU300Ui
KaK TIaTOTCHOB, BBHI3bIBAs CHJIBHBIC 3alllUTHBIC PEAKIMH, MPOSBIAIOMINAECS B
cyOepuHH3aIMK KIeToK HeaddekTrBHOTO KiryoeHnbka [lvanova et al., 2015].

Kpowme Toro, B Oenbix kiyoeHbpkax myranTa P. sativum SGEFix™-2 (Pssym33-
3), B KOTOPBIX MPOU30IIIET BBIXO OAKTEpUi B IIUTOILUIA3MY PACTUTEIIBHON KIIETKH,

Marepuasl  KJIETOYHOM  CTEHKM  OTKJIAAbIBAJCA  BOKPYI  BAaKyoJIM B
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HEUH(PUITUPOBAHHBIX, KOJIOHU3WPOBAHHBIX W MHMUIIMPOBAHHBIX KileTKax (PucyHok
A.16, Tabmuma 3) [Tsyganova et al., 2019b]. Bonee Toro, 3TOT MaTepHa KICTOYHOM
CTEHKH ObLI CBs3aH ¢ ToHOIIacToM (Pucynok A.16B-XX), u nanpHelne CKOTICHUS
MaTepHuaia KJIETOYHON CTEeHKU HAa0II0JaiCh B TpocBeTe Bakyoin (Pucynok A.163-
K). Ananu3 cocraBa KOMIIOHEHTOB MaTepHalia KJIETOUHON CTEHKH BOKPYT BaKyoJien
B kiyoeHpkax SGEFix™-2 (Pssym33-3) moxkaszanm otioxkeHue cyOepuHa W
BbICOKOMeTmTepuduimpoBanHoro [T, a Taxxke nunehHoit (1—4)-p-D-
rajjaktraHoBoi 6oxoBo# 1enu PI'-I, Ho He HuU3KOMeTHIATepUdUIpoBaHHOTO I'T.
DTH aHOMAJIUH, XapaKTePHbIE JJIsI MyTaHTa HUKOT/1a HE HAOII0JaJIUCh B KITyOSCHbKaX
JTIUKOTO THIIA.

Ta6nuna 3 — KosmyecTBeHHAsi OLlEHKA PA3JIUYHBIX THIOB KJIETOK B 0eJIbIX

KJIyOeHbKax ¢ BbIX0A0M Oakrtepumii y myranta Pisum sativum SGEFix™-2
(Pssym33-3)

Tun knetku B KiITyOEHbKE IIpoueHt paznmnunbix | IIpoueHT oTioxeHni

THUIIOB KJIETOK B KJIETOYHOU CTEHKH B

KITyOEHbKe KQKJIOM THIIE KIETOK
HeunndunnrpoBaHHbIe KIETKH 35 43

KononuzupoBaHHbIe KIETKU
(KIeTKH, coaepKaIimue 52 75
WH(EKIIMOHHBIC HUTH WJIM KaIljin)

WuduimpoBaHHbIe KIETKH 13 86

Pesynbratel ocHoBaHbl Ha nonacuere 2104 kierok Ha 67 ONTHYECKUX Cpe3ax,
MOJTy4YeHHBIX U3 13 KiIyOeHbKOB.

Hackonpko M3BECTHO, 3TO TEPBBIA ClOy4ail, KOTJa OTJIOKEHHWE MaTepHalia
KJICTOYHOM CTEHKH BOKPYT BaKyOJIM ObLIIO OMMCaHO B HEA(P(DEKTUBHBIX KITyOCHbKAX.
D10 sIBJICHUE HAOJI0IAI0Ch TOJIbKO y MyTaHTa P. sativum SGEFix™-2 (Pssym33-3),
TaKk KaKk OH HeceT cialbyro amnenb reHa PsSym33, dopmupys Hapsay ¢ OenbIMH
po3oBaThie KIIyOeHbKH. [Ipy 3TOM B HEKOTOPBIX OENBIX KIIyOCHBKAaX B OTAEIBHBIX
KJIETKaX ¥ B PO30BATHIX KIyOE€HbKaX MPOUCXOAUT BHIXOJ OaKTepUi B IUTOILIA3MY
pacTuTenbHBIX KieTok [Tsyganov et al., 1998; Ovchinnikova et al., 2011]. /Ise
npyrue amnenu, Pssym33-1 (y myranta RisFixU) u Pssym33-2 (y myranta SGEFix~
-5), ObUIM OMUCaHBI KaK CHUJIBHBIC aJUIENH, JEMOHCTPUPYIOIIHNE TOJBKO Oesbie

KIIyOCHbKH C 3a0JIOKUPOBAHHBIMM WH(PEKIIMOHHBIMU HHUTSIMH M 0€3 BBIXOJIa
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oaktepuii [Voroshilova et al., 2001; Ovchinnikova et al., 2011; I[vicanosa et al.,
2019; Tsyganov, Tsyganova, 2020]. Takum o00pa3oM, MNpPEACTABIACTCS
MaJOBEPOATHBIM, UYTO y OJTHX MYTAHTOB OyJeT HAOIIOAAThCS SKTOMUYECKOE
HAKOIJICHUE MaTepuayia KJICTOUYHON CTEHKH B CBSI3U ¢ OAKTEpHATLHON HH(EKITHEH.
B To e Bpems st mytanta SGEFix™-5 (Pssym33-2) Obu1o XapakTepHO HalU4He
HEKOTOPBIX MH(PEKIIMOHHBIX HUTEH, B KOTOPHIX OAKTEPHH HE PACXOMSATCS TOCIIE
neneHusi, GopMUPYs KIACTEPHI U MOABEPTasACh B JATILHEHUIIIEM MTOTHON JIerpaialiiu
(Pucynox A.17). JlauHbli (EHOTHUII MOXKHO OOBSCHUTH AKTHBAIIMCH CHIIBHBIX
3aIIUTHBIX PEAKIUH CO CTOPOHBI PACTEHUS, KOTOPHIE 3aTparmBaloT OaKTepuu
BHYTPHY MH(PEKINOHHBIX HUTEH [[{blcanosa et al., 2019].

Taxxe y myranTa P. sativum SGEFix™-2 (Pssym33-3) sipkoit 0COOEHHOCTbIO
OeIbIX KITyOSHBKOB C BBIXOIOM OaKTEpUid SBJISETCS HATMIUE TUIEPTPODHUPOBAHHBIX
WH(PEKIIMOHHBIX Kareb, MEUYEHHBIX AHTUTEIIOM JIM7
(BeicokomeTmiITepuuImpoBannbiii ['T) (Pucynok A.16JI,M) [Tsyganova et al.,
2019b]. Panee oOpa3oBaHue WHMEKIIMOHHBIX Karellb HaOIIOaIOCh B PO30BATHIX
KIyOeHbKax 3Toro Mmytanra [Tsyganov et al., 1998], a Takxe B HEKOTOPBIX OCIIbIX
Kiyoenbkax [L{vicanos et al., 2010]. Oqnaxo runeprpodust HHPEKIIMOHHBIX KaIleib
paHee Oblaa oOmKMcaHa TOJbKO Juis Apyroro Myranta P. sativum SGEFix -1
(Pssym40-1) [Tsyganov et al., 1998].

Takum 006pazom, OTIOKEHNE CyOepUHU3UPOBAHHOTO MaTepuaja KICTOYHOM
CTEHKM  BOKpPYr  Bakyoied ©u  (GOpPMHUpPOBaHHME  TEKTHHOBOTO  Telis
(uneHTHGUIMpPOBaHHOTO aHTUTEIOM LMS k nmuneiiHol (1—4)-B-D-ranakraHoBoi
ookoBoit e PI'-1) B Marpukce mHpeknuonnsix Huted (Pucynoxk A.16H,0)
SBIISIOTCA TIPU3HAKAMH TATOTEHOMOAO0HOTO 3allUTHOTO OTBETa y MyTaHTa P.
sativum SGEFix™-2 (Pssym33-3) [Tsyganova et al., 2019b]. B uenom, 310 mo3Boiiser
NPEINONIOKUTh, 4YTO BaXHOW (YHKIMEH  TPaHCKPUIIIMOHHOTO  (akTopa
CYCLOPS/IPD3 sBnsiercst moJaBieHHE 3alIUTHON PEaKUu MPH YCTAaHOBJICHUU
06000BO-pU300HATHLHOTO CHMOMO3a.

OcTtaHoBKa  pa3BUTUS  CUMOHMOTHYECKOTO  KIyOeHbKa BO  Bpems

muddepennmanuu 6aktepougoB B Myranta P. sativum SGEFix™-1 (Pssym40-1)
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TaK)Ke CBHUJCTEILCTBYET O HEMPABHIBLHOM BOCIHPHITHH MHKPOCUMOHMOHTa Kak
MOTEHIMAIIFHOTO MATOT'eHa pacTeHuil. Bech KITyOCHEK CTaHOBHUTCS TOTIOJIOTUYECKH
U30JIMPOBAHHBIM OT OCTAJILHOM YacTH PacTEHUS MOCPEICTBOM «KPYTOBOH» 30HBI
cyOepuHH3aIK HI0AepMbl KiTyoeHbka [Ivanova et al., 2015]. Panee momgoOHBIH
denotun Habmoaanca y a1Byx myranto M. truncatula — Mtsym6 [Tirichine et al.,
2000] m y PHKu-mytranta MtHAP2-1 [Combier et al., 2006]. /{ist o60oux MyTaHTOB
TaK)Ke XapaKTepHa PAaHHSS OCTaHOBKA MEPHUCTEMBl KIIyOCHBbKAa, YTO CBS3aHO C
KPYTOBBIM 3aKPBITHEM SHIOJEPMBI KIIyOCHbKa, HO TPUYMHA TaKOW KOPPEIAINUU
noka HeusBectHa [Guinel, 2009]. I'er PsSym40 sBisiercs optoiorom rena MtEFD
M. truncatula, komupyroliero TpaHCKPUMNIIMOHHBINH (GaKTOp, KOTOPBIN SIBIIIETCS
HETaTUBHBIM PETYJIATOPOM ITUTOKMHMHOBOI'O CHTHAIBHOTO Kackama [Vernié et al.,
2008; Tsyganov, Tsyganova, 2020]. Hapymienue padotsl reHa PsSym40 mpuBoaut
K MHOTOUYHMCJICHHBIM aHOMAJIMSIM B Pa3BUTHHU KIIyOCHBKOB, BKIIOYAsl paHHHUH apecT
mepuctembl [Voroshilova et al., 2009], runeprpodupoBanHble HHOEKIIMOHHBIC
KaIlJTd, MAaCCOBBIM BBIXOJ OakTepWii B IUTOINIA3My KJICTKH XO35SMHA W
NPEXKIECBPEMCHHYIO JIETPAIallMi0 CUMOMOTHYECKMX CTPYKTyp [TSyganov et al.,
1998]. Ilupokuii CHEKTp OTKJIOHCHHH B KIyOCHbKax, HaOJFOMaeMbIii Yy 3TOrO
MyTaHTa, MO3BOJISET MPEANONOKUTh, 4To PSSYym40 nMeer O0mbII0€ 3HAUEHUE IS
KIIyOeHbKOOOpa30oBaHMs, IOCKOJbKY HapylleHue paldoThl TEHa, OYEBU[HO,
BBI3bIBACT CUJIbHBIN 3aIUTHBIN OTBET.

Taxke B kinybenbkax wmyrtanta P. sativum SGEFix-1 (Pssym40-1)
HaOroaeTcsi M30BITOYHOE HAKOIUIEHUE IMEPEKHCH BOIOPOaa B HH(EKIIMOHHBIX
HUTsX (Pucynok A.18A), undexunonnsix kamisix (Pucynok A.18b) u roBeHUIBHBIX
oakTepounax (Pucynok A.18B.I') [L{bicanosa et al., 2009, Provorov et al., 2012]. B
pesyaprare 'y wMytanta SGEFix™-1 (Pssym40-1) mnpoucxomuT ycuiieHue
OKHCIIUTEBHOTO CTpecca MO CPAaBHEHUIO C JAWKUM THIIOM, YTO MPOSBISETCS B
ype3MepHoM HakorieHnn HyO,. CuilbHOE MOBBINIEHHE YPOBHS SKCIIPECCUU T'eHA
PsS7/RA84, xonupyromero mnepokcuaasy, B KiyOeHpkax wmyrtanta SGEFix™-1
(Pssym40-1) [lvanova et al., 2015], Takke MOXHO OOBICHHTH pPa3BUTHEM

OKHUCIIMTCIIbHOIO CTpECCa, aHaJIOTHMYHOI0 TOMY, KOTOpBII\/'I BO3HUKACT IIPpU
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HECOBMECTHMOM IMaTOreHHOM B3ammojericteuu [Hancock et al., 2002]. Ycunenue
OKHCIIUTEIBHBIX MPOIIECCOB IPUBOIUT K TOMY, 4T0 OakTepou sl R. leguminosarum
bv. viceae craHOBATCS HECIOCOOHBI MPEOJOJIETh 3TOT CTPECC, U TPOIECC
mudGepeHIMPOBKH UIET HEMPABIIBHO, HA YTO YKAa3bIBAET HAJTUYHE aHOMAJIbHBIX
oaktepounoB (Pucynoxk A.18B,I') B nuromnasmMe WHOUIIMPOBAHHBIX KJIETOK

KITyOEHBKOB U X paHHee ctapenue [[[vieanosa et al., 2009; Provorov et al., 2012].
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I'/TABA 3. MaTtpukc HHQEeKIIMOHHOW HUTH — OCHOBHASI BHEKJIETOYHAS cpea

oOuTaHus pu3ooui

[Iponykuusi ¥ ceKpeuus pa3IUYHbIX COEJUHEHUM, BXOMSIIUX B COCTaB
MEKKJIETOYHOT'O MaTPUKCa, CTUMYJIMPYIOTCS B OTBET Ha PHU300HaIbHYI0 HHPEKIIUIO.
Bonpmias yacTh 3TUX COEAMHEHMI HaKalIMBaeTCs B MPOCBETE WH(EKIIMOHHON
HUTH. [10 HEKOTOPBIM OlLIEHKaM, JUIsl TOpOXa U IPYTUX 0000BBIX PACTEHUH, KOTOPHIE
bopMHPYIOT HEIETEPMUHUPOBAHHBIC KIYOCHBKH, 00BEM MaTepHayia MaTpuKca B
pocBeTe MHPEKIIMOHHON HUTH IPUMEPHO B ISATh Pa3 MPEBBIIIAET 00bEM pU300Uid,
Haxoasmuxcs BHyTpu [Brewin, 1991], B aeTepMHHHUPOBAHHBIX KIyOCHBKaX,
HAIMPOTUB, CTCHKAa MH(EKIIMOHHBIX HUTEH IUIOTHO MpHXKaTa K 3arOIHSIONUM €€
OakTepusiM U MaTepuasl MaTpUKCa pPEIylUUupOBaH WM TIOYTH TOJHOCTHIO
orcyrctByer [Rae et al., 1992]. OcHOBHBIM KOMIIOHEHTOM MEXKJICTOYHOTO
MaTpUKCa W MaTpuUKca BHYTPH TMpOCBeTa WH(MEKIIMOHHOW HUTH SIBISIOTCA
TJIMKOTIPOTEUHBI PACTEHUM, KOTOpPBIC SBISIOTCS YPE3BbIYANHO JUHAMUYHBIMU
KOMITOHEHTaMH MoBepxHOoCcTH pactenuit [Cassab, 1998; Brewin, 2004]. ITpuyem B
CUMOMOTHYECKUX KIyOeHbKax bBoOOBBIX CHHTE3UpyETCs TKaHEeCTIeHU(PUIHBINA
Habop AI'B [I{eicanosa et al., 2011; Tsyganova et al., 2021], sBasrormmxcs
CIIOKHBIMH ~ KOTIOJIUMEpaMu  apaOWHOTaaKTaHTIpoTenH-dKkcTeHcuHa  (AI'B-D),
KOTOPBIN COAEPKUT YepeIYIOIIUECs MOTUBbI apaOuHOTragakTaHOBBIX 0eiKkoB (Al'B)
u skcreHcuna [Goodrum et al., 2000; Rathbun et al., 2002; Brewin, 2004; Nguema-
Ona et al., 2013; Showalter, Basu, 2016].

AI'b-D B pe3ynbTaTre BBICOKOTO COAEpPYKAHUS YIJIEBOJOB PACTBOPUMBI B
OOJbILIEH CTETEeHU, YeM OOBIYHBIE IKCTEHCUHBI. DTH TJIMKOMPOTEUHBI, UM CKOpee
MPOTEOrNIMKaHbI, Macco 95 kJla, pacrio3HalOTCA MOHOKJIOHAJIbHBIMU aHTUTEIAMHU
MAC265, MAC204 u MAC236 [Bradley et al., 1988; VandenBosch et al., 1989].
Monekynsl AI'B-D codetaroT Omodu3nyueckre CBOMCTBA PaCTBOPUMBIX Kamenen
(xapaxtepHsie 1151 AI'B) cO CTpyKTYpHBIMU U 3aIIUTHHIMA CBOMCTBAMU SKCTEHCUHBI

(KOTOpBIC 0OBIYHO CIIyKaT I YIIPOYHCHHA CTCHOK PACTUTCIIBHBIX KIICTOK B OTBCT
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Ha araky NaTOreHOB WJIM MeXaHHueckuil ctpecc). M3-3a O4eHb BBICOKOTO
COJIEp’KaHUsl OCTAaTKOB THUPO3MHA OBLIO BBICKA3aHO MPEANOJOXKEHUE, UTO
MakpoMoisiekyisl AI'b-D MoryT mnomepedyHo CHIMBaThbCA U TEPEBOAUTHCS B
HEPaCTBOPUMYIO (OPMY B OKHCIHUTEIBHBIX YCIOBUSX U YCJIOBHUSX C BBICOKUM
coJiepaHueM MepOKCHia BOJAOPOJIa. ITO MEPEKPECTHOE CUIMBAHUE MOXKET UTPATh
pOJIb B PEryJUPOBAaHUU POCTa MH(MDEKITMOHHBIX HUTEH B PE3yJIbTaTe TOCTETICHHOTO
nepexoja kuakoro cocrosinusi AI'b-D B TBepaoe B MaTpukce HH(GEKIIMOHHOM HUTH,
TEM caMbIM KOHTpoJupys uHbeknuoHHbli mpomecc [Wisniewski et al., 2000;
Rathbun et al., 2002; Brewin, 2004; Gucciardo et al., 2005; Rathbun, Brewin, 2009;
Reguera et al., 2010].

B kiayOeHbkax pacTeHHMI JHUKOrOo THIAa M MyTaHToB P. sativum anTuTena
MAC265, MAC204 u MAC236 pacnio3HaBaJid KaKk HH(QEKIIMOHHBIE CTPYKTYPHI B
30H¢ WMH(MEKIMHU, TaK U 3pejible MH(EKIMOHHBbIE HUTH B 30HE a30T(HUKCALHNH
(Pucynoxk A.19; Pucynok A.20; Pucynok A.21) [Brewin et al., 2008; Tsyganova et
al., 2009; Tsyganova et al., 2019a]. MopdomeTpudeckuii aHaIU3 JTOKAIN3AIUN H
pacopenenenuss AI'b-3, necymux metky MAC204 u MAC236, nokasan, 4ro y
mytaHTa P. sativum ¢ runeptpodupoBaHHBIMU HHPEKITMOHHBIMU Karisimu SGEFiX
-1 (Pssym40-1) Ha0r01a70Ch YBEIMYCHHOE 10 CPABHEHHUIO C MCXOIHOW JIMHUEH
KOJIMYECTBO METKHA OOOMX SMUTONOB B WH(MEKIIMOHHBIX KAIUIAX, & Y MyTaHTa C
«3anepThIMU» HMHQPEKIMOHHBIMU HHUTSIMH U OTCYTCTBUEM BBIXOJa pU300UN B
uTOoIIa3My pactureiabHor kietkn SGEFiIX™-2 (Pssym33-3) HaOmomanoch
MaKCUMAaJIbHOE YBEIMYCHHE KOJTMIECTBA METKH 0OOUX AMHUTOIOB B MH(DEKITMOHHBIX
nutsax (Tabmuna 4) [Tsyganova et al., 2019a). Ilpu KoJMYeCTBEHHOH OLIEHKE
pacmpesenieHds pa3nuuHbiX A0UTONOB Al'B-D B HH(EKIMOHHBIX HUTIX W
WHPEKIIMOHHBIX KAIUIIX y OAWHOYHBIX M IBOMHOTO MyTaHTOB P. sativum, Hecymmx
amtenu Pssym33-3 u Pssym40-1 6b110 1oka3aHo, 4to y ABOMHOr0 MyTtanta RBT3
(Pssym33-3, Pssym40-1) koau4ecTBO METKH OOOHMX  DIHUTONOB  OBLIO
POMEKYTOYHBIM MEXIY POJUTEILCKAMU MYTaHTHbIMH reHotunamu SGEFiX -1
(Pssym40-1) u SGEFix -2 (Pssym33-3). IlomydeHHble pe3yiabTaThl MOI'YT

CBUJICTEIILCTBOBATh O KoMIUieMeHTanuu wmytanuid Pssym33-3 u Pssym40-1 B
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OTHOIIIEHWHU Tpu3Haka koaudecTBO Al'b-D, BeisBnsemsbix antutrenamu MAC204 u
MAC236 B maTpukce MH(EKIMOHHBIX HUTeH. TakuM o0pa3oMm, XOTS MyTalus
Pssym33-3 snuctatupyer Han myrtarnued PsSym40-1 B oTHOIIEHUM CTPYKTYPHOM
opraHmu3aIuu KiyoeHbKoB [[{vieanos et al., 2010], rersr PsSym33 u PsSym40 moryT
y4acTBOBaTh B HE3aBUCUMBIX MY TSX, 3aIEICTBOBAaHHBIX B (DOPMUPOBAHUH MATPUKCA

I/IH(I)CKHI/IOHHBIX HUTEU U I/IH(i)eKI_II/IOHHBIX KaIlCJib.

Tabamma 4 — Pacnpenenenne O3NUTONOB AapadHHOraJaKTAHIPOTEHH-
IKCTEHCHHOB, PACIIO3HABAEMbIX MOHOKJIOHAJIbHBIMM aHTUTeJaMu MAC204 u
MAC236, B HHPEKIHOHHBIX CTPYKTypax 2-HeleJbHBIX KJIY0eHbKOB Pisum
sativum aukoro Tuna u Hed(ppeKTUBHBIX MYTAHTOB

NHdekimoHHbie HUTH NHdekimonHbie Karim

MAC204 MAC236 MAC204 MAC236
SGE (muxwuii Tui) 5.10+0.34% | 557 £0.25%° | 8.52 +1.16® | 7.20 + 0.55°
SGEFixX -1 1438 +0.45" | 478 £0.13% | 24.42+1.08 | 13.03 £0.91"
(Pssym40-1)
SGEFix™-2
(Pssym33-3)
RBT3 (Pssym33-3,

Pssym40-1) 20.65+0.73 | 9.18 £0.52 nd nd
Pe3ynbrarsl OpeCTaBIeHbl KaK KOJIMYECTBO YacTHI 30510Ta B 1 MmZ. [IpuBeneHO
cpenHee 3HaueHuWe * craHmaptHas omubka (N =20-25). Cpennue 3HaYCHHS,
0003HaYEHHBIE OJIMHAKOBBIMHU OYKBaMH B CTOJIOIE (a) U B CTpoUKe (0-T) HE UMEIOT
nocToBepHbIX pazinunii npu P < 0,05 Ha ocHoBe Tecta [laHHa.

nd — He onpeaemsIoch

['enorun

28.05+0.92 | 22.09 +0.95 nd nd

Kpome Toro, y OIMHOYHBIX M JBOMHBIX MyTaHTOB P. sativum mo reny
PsSym33 6buia BeIsiBIeHa HEOAHOPOIHOCTh HakorieHust AI'B-D, Hecylero MeTky
MAC265: B HEKOTOPbIX MH(PEKIIMOHHBIX HUTSIX METKa OTCyTcTBoBaia (PucyHok
A.19]1,E; Pucynok A.20B). B nmomoOHBIX MHQEKIMOHHBIX HUTSIX HAOIIOAAINCH
MPU3HAKK Jerpajaluu OaKkTepuid B MPOCBETE C JIM3UCOM OaKTEpUATBHBIX KIIETOK.
OtcyrctBue Metku AI'B-D MoxeT OBITh CBSI3aHO C TMEPEKUCHBIM CIIMBAHUEM
mostekyn AI'B-D mocpenctBom mepokcuaa Bogopoaa [Wisniewski et al., 2000;
Brewin, 2004]. Kpome Ttoro, y wmyranta P. sativum RisFixV (Pssym42)
HaOmoganock otcyrctBue Metku MAC265 B dYacTh Marpukca HEKOTOPBIX

uHpexknnoHHbix HUTEH (PucyHokx A.20E). BeposiTHO, 3TO sIBNsieTCS ClEICTBUEM
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npopacTaHvss HOBOM HH(MEKIIMOHHOM HHUTH MO pYyCIy CTapoil, YTO MOXET
CBUJICTEIILCTBOBATh O TOM, YTO POCT W pPa3BUTHE HHQPEKIIMOHHBIX CTPYKTYpP Y
CUMOMOTHYECKH HEI(DPEKTUBHBIX MYTAHTOB — CIIOXKHBIA M HEpPaBHOMEPHBIN
nporiecc [Tsyganova et al., 2009].

Y wmyranta P. sativum SGEFix™-1 (Pssym40-1) Oblio oOHaApyXeHO
HapyllleHue HampaBieHHOW cekperuu Al'b-D, pacno3HaBaeMbIX aHTHUTEIOM
MAC265, 4ro TpUBOIWIO K HAKOIUICHUIO B OOJIBIIOM KOJIMYECTBE METKU B
MexkiaeTouHoM  mpoctpaHcTBe  (Pucynok  A.19I; Pucynok A.20b) wu
COTIPOBOXKIAJIOCH U3MEHEHUEM HAIPaBJICHUS JBUKEHUS BE3UKYJI, HECYIIIUX METKY,
OT CTEHKU MHGPEKIIMOHHONW HUTU K KJIETOYHOM CTEHKE B MPOCBET MH(MEKIMOHHOU
autH [Tsyganova et al., 2009]. YV myranTa P. sativum o reny PsSym40 anomainbHas
CEKpelusi B MEXKKJIETOYHOE IMPOCTPAHCTBO Oblla OOHapyXkeHa B OTHOIICHUU
snutona Al'b-2, pacriosHaBaemoro antutenoM MAC236, Toraa kak snuton Al'b-
3, pacno3HaBaeMblii MAC204 nponuTeiBal Kak MAaTPUKC MEXKIETOYHOTO
IPOCTPAHCTBA, TAK M KJICTOYHYIO CTeHKY [Tsyganova et al., 2019a]. V myranTa 1o
reny PsSym33 snuton, pacno3naBaemsbiii antutensom MAC204, OblT BBISIBJICH B
CTeHKax HHPEKIMOHHBIX HUTEeH. Y nBoiHOro mytanta RBT3 (Pssym33-1, Pssym40-
1) HeOombIIME TPaHCIOPTHBIE BE3UKYJbI, Hecynme MeTku MAC265 (PucyHok
A.20T"), MAC204 (Pucynox A.22b) u MAC236 (Pucynok A.22]1), 66111 XOPOIIIO
pa3TUYUMbl BOJIM3U TIJIa3MAaTHUYECKOW MeMOpaHbl MU MeMOpaHbl WHOEKITMOHHON
HutH [Tsyganova et al., 2009; Tsyganova et al., 2019a]. Kpome Toro, y aBoitHOIr0o
mytanta RBT3 (Pssym33-3, Pssym40-1) Obuta oOHapyxena metka MAC204 B
COCTaBe KJICTOYHBIX CTCHOK M CTCHOK MH(EKIMOHHBIX HUTeH (Pucynok A.22A,B),
TaK )K€ KaK B CTeHKaX MH(EKIMOHHBIX HUTeH y MyTanTa SGEFiX -2 (Pssym33-3) u
B KJICTOYHBIX cTeHKax y myranTa SGEFix -1 (Pssym40-1) [Tsyganovaet al., 2019a].
[TonyueHHbIe pe3ysIbTaThl YKa3bIBAIOT KOMIUIEMEHTAIM0 MyTanuii Pssym33-3 u
Pssym40-1 B oTHomeHnn mpu3HaKa Jokamuzaruu Al'b-D, BbISIBIsSIEMBIX
aatutenamu MAC204 u MAC236. IlosiBinenne u3dsitounoro konudectsa AI'b-3 B
MEXKJIETOYHOM MIPOCTPAHCTBE MOXKET OBITh CBSI3aHO C U3MEHEHUEM HaIlpaBIeHHON

cekpeuun AI'B-D B pesynaprare HapylIeHHs HOPMAJIBHOIO  pa3BUTHUSA
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nHpeknnoHHbIX HUTeH [Brewin et al., 2008; Tsyganova et al., 2009; Tsyganova et
al., 2019a].

BrisiBnennbie HapyuieHus: HampaBieHHOM cekpenun AI'B-D moryt ObITH
CBSI3aHBl C HEMPABWIBHOM JOCTaBKOW TPAHCHOPTHBIX BE3UKYJ, KOTOpas
MPENOJIOKUTENIBHO ocyIiecTBisieTcs 6enkamu cemeiictBa PUMILIO. Panee Obuio
nokasaHo, yto 3' HerpaHciupyemsiid paiioH (3' UTR) MPHK rena, koaupyromero
AT'B-D, kpaitHe koHcepBaTMBeH y P. sativum mo cpaBHEHHIO C TaKOBBIM Y
optojoruuynoro resa M. truncatula MtN12 [Rathbun et al., 2002]. ITpu sToM Ha 3'
UTR wmPHK MiIN12 naxonmsrcs wmuorouuciaeHHbie UGUA cailTbl, KOTOpBIC
ABJISIFOTCS KAHOHMYECKOM MOCJIeA0BATEIbHOCTHIO, Ha3biBaeMoit PUMILIO response
element (PRE) [Prasad et al., 2016; Huang et al., 2021]. Otu Oenku BOBJICUCHBI B
oOecreyeHre MOJAPHOCTH KJIETOK, HAITPUMED, Y TOYKYOIuXcs apoxokeit [Garcia-
Rodriguez et al., 2007]. Mosxuo npeamnonoxuts, uro 6eaxku PUMILIO ygactByroT
B TIOJSIPHOM alUKaJIbHOM pOCTe HH(PEKIMOHHBIX HUTEH. Takum oOpazom, y
MYTAHTOB C aHOMAJIbHBIM Pa3BUTHEM WH(DEKITMOHHBIX HUTEH MOXKET ObITh HAPYIIICH
HaIpaBJICHHBIM BE3UKYJISIPHBIA TPAHCIIOPT, OCYUIECTBISIEMbII 3TUMH OEITKAMH.

Tounsrit cnoco6 ¢QyuknuonupoBanus AI'B-D B pocte u pasButum
WH(DEKIMOHHBIX CTPYKTYp, OCOOCHHO HWH(MEKIMOHHBIX HUTEH, HEU3BECTEH,
MOCKOJIBKY ATH TJIMKOMPOTEUHBI UMEIOT CIO0XKHYIO CTPYKTYpY. Takke HEM3BECTHO,
MOJHOCTHIO Best MoJiekysia AI'B-0 unu onpeneneHHble ToCie10BaTeIbHOCTH B 3TOU
MOJICKYJIE OTBETCTBEHHBI 3a €€ OHOJIOTMYECKyr0 akTuBHOCTh [Brewin, 2004;
Nguema-Ona et al., 2013]. Monoknonansusie antutenra MAC204, MAC236 u
MAC265 pacno3HailoT B HH(PEKUIMOHHBIX HHUTSX pa3Hble OJMIUTONBI Ha
makpomosiekyiax AI'B-D ¢ monekynspaoit maccoi 95 kJla [VandenBosch et al.,
1989]. DOmnurombl, pacmo3HaBaembie MAC236 u MAC265, sBasioTCs
B3auMmouckrouaromumu, a MAC204 pacro3HaeT 4yBCTBUTEIBHBIM K TIEpHOAATY
AIIUTOTM, OO KaK JJisi KUCJION, TaK U NIl HEUTpaIbHON (POPMBI MaKPOMOJIEKYITbI
95kx/la [VandenBosch et al., 1989]. O6a snuToma MPHCYTCTBOBAIM B PaBHBIX
KOJINYeCTBaxX B MH(MEKIIMOHHBIX HUTSIX U MH(PEKIITMOHHBIX KaIlIIX B KIyOeHbKax P.

sativum nukoro tuna SGE. B 1o ke Bpems y myranta SGEFix -1 (Pssym40-1) u
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neoiiHoro wmytanta RBT3 (Pssym33-3, Pssym40-1) osnwrtomn, y3HaBaeMBIiA
aututeaoM MAC204, HakamauBajicsd B OOJBIIEM KOJUYECTBE, YEM DIUTOIL,
y3HaBaeMblid aHTuTesIoM MAC236 (Tabnuna 4), 4To MOKET yKa3blBaTh Ha TO, YTO
myTanusa B reHe PsSym40-1 moxeT mpuBOIUTH K BO3HMKHOBEHHUIO Pa3IM4Uil B
Hakorutennn snutornoB AI'B-D [Tsyganova et al., 2019a]. CymecTByrommas
Bapualys B KOJIMYECTBE TPEX pPa3IUYHBIX SIUTOMNOB, CBsi3aHHBIX ¢ AI'b-D, B
MaTpUKCe MH(PEKIIMOHHBIX HUTEH W WH(OEKIIMOHHBIX Kallellb, Mpearnoiaaraet, 4ro
crnenuduuecKkre IMocieI0BaTeIbHOCTH MakpoMonieKkyinbsl AI'B-D moryt wurpate
Pa3TUYHYIO POJIb B Pa3BUTUN CUMOMOTHYECKUX KIIYOCHBKOB.

DOKCTEHCUHBI MPEJICTABIISAIOT COO0M OENKM KIETOYHOM CTEHKU, OTHOCSIIIHECS
K CymepceMeiCcTBY OOraThlX THIPOKCUIIPOJUHOM TIUKONMPOTCHHOB, U OHH, Kak
M3BECTHO, YYAaCTBYIOT BO MHOTHX ITPOIIECCAaX BO BPEMS POCTa M PA3BUTHS PACTEHUH.
Kpome Toro, stm Oenkd BOBJIEYEHBI BO B3aUMOJCHCTBUS PACTEHHM Kak C
natorenamu  [Bellincampi et al., 2014], Tak W ¢ MyTaJIUCTHYCCKUMHU
mukpoopranuzmamu [Brewin, 2004; Rich et al., 2014]. Coobmianoch, B TOM YHCIIE,
0 TMOTEHIUAJbHOM YYacTHUH 3KCTEHCHHOB O000BO-pHU300MANIbHOM CHUMOKO3€
[Dahiya, Brewin, 2000; Sujkowska-Rybkowska, Borucki, 2014]. IIpu u3ydenuu
cumOHroTHYeckoro B3aumojeiicTBus P. sativum ¢ R. leguminosarum 6110
nokasano, 4ro anturena LM1 um LM3 [Smallwood et al., 1995], xortopsie
pPacmo3HaIOT SMUTONBI YKCTEHCUHOB, METAT MAaTPUKC WHMOEKITMOHHBIX HUTEH TaK JKe
ciwibHO, kKak MAC265 [Dahiya, Brewin, 2000; Sujkowska-Rybkowska, Borucki,
2014]. Yuyactue snutona JIM11 Obuto paHee BBISBICHO B MUKOPH3HOM CHMOHO3€
opxuanoro pactenus Dendrobium officinale [Li et al., 2018].

DKCTEHCHUH, pacnio3HaBaemblii antutesnioM JIM11, B kimyOeHbKkax AUKOTO THIA
P. sativum SGE u M. truncatula Al17 oTkiafpiBajics B MEXKICTOUHBIX
IIPOCTPAHCTBAX MAapPEHXUMBI KIyOeHbKa psiioM ¢ sHaoaepmoii (Pucynok A.23B,3),
B MaTpUKCe MHPEKIIMOHHBIX HUTEH U MHPEKIMOHHBIX Kanenb (Pucynok A.23A,B-
J,0K1,K,M) [Tsyganova et al., 2023b], B otiuume ot sxctencuna LM 1, koTopbrit
TaK)K€ OTKJIAABIBAICS B KJICTOYHBIX CTCHKAaX KOpPHI KIyOCHBbKAa M B KJIETOYHBIX

crenkax mapenxumbl [Sujkowska-Rybkowska, Borucki, 2014]. Merka LM1 6si1a
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HENPEPHIBHON BO BCEM KIYOCHBbKE, OT 3pPEJIOr0 OCHOBAHUS J0 30HBI MH(EKIHH,
rpannyaineit ¢ mepuctemoi. OJIHaKO, METKa OTCYTCTBOBaJIa B MEPUCTEMATUYECKUX
u uHbumpoBanueix KiaeTkax [Sujkowska-Rybkowska, Borucki, 2014]. Ilpu
BO3/ICICTBUM aTIOMUHUS KOJMYECTBO SKCTEHCHUHOB, PAacllO3HABAEMbIX AHTUTEIOM
LMI1, Ttakxe pe3ko BO3pacTaiio, 0COOCHHO B MaTpUKCce WH(EKIIMOHHBIX HUTEH U B
MeXKIIeTouHOM TpocTpancTBe [Sujkowska-Rybkowska, Borucki, 2014]. Oxnako,
Opyd  pa3BUTHH HEIPPEKTUBHOTO CcUMOMO3a, OSKCTeHCHHBI (Merka JIM11)
TOSIBJISTFOTCSI B KJIETOYHBIX CTEHKaX KIIETOK KOpbhI KIIyOCHBKOB y MyTaHTOB M.
truncatula c orcyrcTBreM BrIxoaa 6akTepuii B pactutenbHble kKiaetku TR3 (Mtipd3)
(Pucynok A.23J1) 1 HaKaIIMBAIOTCS B MEXKKJICTOYHOM IPOCTPAHCTBE Y MYTAaHTOB
P. sativum u M. truncatula ¢ manoauddepeHIPOBaHHBIMU CUMOHOCOMAMHU
Sprint2Fix-  (Pssym31) u Mtdnfl-1 (Pucynok A.23E.M COOTBETCTBEHHO)
[Tsyganova et al., 2023b]. B otHomenuu apyrux BoOOBBIX OBLIO MMOKA3aHO, YTO
AT'B-D (meuensie antuteniom MAC265) U 3KCTEHCHHBI (MEUYEHBIE AHTUTEIOM
JIM11) siBnsitoTcs mpeoO1a1atoiMu TIUKOIIPOTENHAMHU MaTpUKCa HHPEKITMOHHBIX
HUTCH B HEIETCPMHHHPOBAHHBIX KiyOeHbkax G. orientalis (Pucynok A.24A,B),
TOTIa Kak B JETEPMUHUPOBAHHBIX KIyOeHbKax (G. Max »5TU MOIUMEpPHI
OOHApYXKMBAIOTCS B OCHOBHOM B MEXKKJIETOYHOM IPOCTPAHCTBE KIyOCHBKOBOM
napeaxumbl (Pucynok A.241°,J1) [Tsyganova et al., 2023a]. OrcyrctBue AI'b-D B
JETEPMUHUPOBAHHBIX KIIYOCHBKAaX ObUIO MOATBEPXKICHO UMMYHOJIOKAIM3AIUEH C
antuteaoM MAC265 y P. vulgaris, kotopas mokasaiia IoJiHo¢ OTCyTCTBHE MEUCHUS,
CBSI3aHHOTO C WH(M)EKITMOHHBIMA HUTSIMH, XOTSI METKa Ha0Jt0/1aJach B HEKOTOPBIX
MEXKKJICTOYHBIX MPOCTPAHCTBAX B IEHTPAIbHOW WHPHUIIMPOBAHHOW oOJacTu
kinyoenbka [Rae et al., 1992]. V stux BoOoBBIX Take OBLIO MOKAa3aHO HATUYHE
HEOOJIBIIION0 KOJMYECTBA OKCTEHCHHA, CBI3BIBAIOIIMXCSA C aHTuteaom JIMI19
(Pucynok A.24B.E), 4To MOXeET CBUACTEILCTBOBATh O Pa3HOOOpa3nuu ITHUX OCIKOB

B cocTaBe cuMOroTHueckoro nurepderica [Tsyganova et al., 2023a].
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I'/TABA 4. Cum0unocoMa — BpeMeHHasl OPraHe/uia ¢ pa3BUThHIM

CUMOMOTHYECKHUM MHTep(eiicom

TouHblii MeXaHU3M, 3aIyCKAaIOMIUK TEepexo]i pu300ui U3 BHEKIETOYHOTO
npocTpancTBa (amoruiacta) BO BHYTPUKIETOYHOE CYIIECTBOBAHWE, IIOKA HE
W3BECTEH, HO OH CBS3aH C JAJBHEUINIUM PEMOJCIMPOBAHUEM KIJIETOYHOW CTEHKHU
[Tsyganova et al., 2018]. I'mukonpoTeHHBI, CBSI3aHHBIE C CHUMOHOCOMHBIMU H
MIa3MaTUYECKUME MEMOpaHaMH, TaKUe KakK JIGKTUHOMOJOOHBIN TIUKonpoTenH P.
sativum PsSNLEC1 [Kardailsky et al.,, 1996; Redondo-Nieto et al., 2008],
apaOMHOTAIAaKTAHOMIOIOOHBIN  TVIMKOJHWMHIHBIA ~ OENOK,  pacro3HaBacMbIi
antutresom MAC206 [Bolaios et al., 2001; Bolafios et al., 2004; Redondo-Nieto et
al., 2008], cunantorarmunsl MtSytl, MtSyt2 u MtSyt3 M. truncatula [Gavrin et al.,
2017] m raMKo3WIMpPOBaHHBIE (OPMBI HHO3HMTOJI-COJEpKamero ¢ochoaumnmia,
pacrno3HaBaemble aHtuteaom JIMI18 [Perotto et al., 1995], moryr wurpartb
HETMIOCPEICTBEHHYIO POJIh B MOBEPXHOCTHBIX B3aMMOJICHCTBHUAX C pU300USIMHU.

Pu3o6un, BeicBOOOXIatONIMECs U3 OecCTeHOUHOM MH(GEKIIMOHHONW Karuid B
IIUTOIJIA3MY KJIETKH XO3sIMHA, OKPY>KEHBI PaCTUTEIBHON MEMOpPaHOM, HCTOYHUKOM
KOTOPOW M3HAYAIBHO SABJISETCS IUIa3MaTHYECKas MeMOpaHa KIETKH Xo3siuHa [Roth,
Stacey, 1989; Coba de la Peifia et al, 2018, Fedorova, 2023]. B
HEJIETEPMUHUPOBAHHBIX KIyOeHbKaX auddepeHnuranus CUMOUOCOM — 3TO
noctereHHbrid mporecc [Tsyganov et al., 2003], korophlii 3aBUCHUT Kak OT
nuddepeHupoBKU OakTepuil B OaKTEpPOUJbI, TaK U OT CO3PEBAHMS MEMOpaHBI
CUMOMOCOM U PEMOJICTUPOBAHUS CUMOMOTHYECKOT0 HHTEpderica.

AHajan3 MEeMOpaHHBIX MapKEpPOB BBISBHII IPOMEKYTOUHYIO HIACHTHYHOCTD
MeMOpan cumbuocom [Bapaume, Reinhardt, 2012]. Cnenuduyeckas goKaIn3amus
cuatakcnHa MUtSYP132 na memOpanax cumOmocom M. truncatula mnentnyna
TaKOBOMW Ha TJIa3MaTUYeCKOW MeMOpaHe, T.e. 0aKTEpOUIbI, IO CYTH, HAXOISITCS BO
«BHYTPHKJIETOYHOM JioMeHe amorutacta» [Catalano et al., 2004; Limpens et al.,

2009]. HenmaBHO OBLIO MOKAa3aHO, YTO apa0MHAHOBBIC SMUTONBI CO CTEICHBIO
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noJIuMepH3aIiu 2-7, BBISBIIsIEMbIe ¢ moMoIisio antutesra LM6-M [Pedersen et al.,
2012], MapKupyIOT HE TOJBKO KIIETOUYHYIO CTEHKY, HO 1 CHMOMOCOMHYO MeMOpaHy
IOBEHWJILHBIX CUMOMOCOM B 30HE WH(MEKIIMH HEJCTCPMUHUPOBAHHBIX KITyOSHHKOB
P. sativum (Pucynok A.25A; Pucynok A.26A), M. truncatula (Pucynokx A.25B)
[Tsyganova et al., 2023b] u G. orientalis (Pucynox A.25I') [Tsyganova et al.,
2023a], a Taxxe cCHMOMOCOMHYIO MeMOpaHy B IETEPMUHHPOBAHHBIX KiTyOeHbKaX G.
max (Pucynok A.25E) [Tsyganova et al., 2023a].

C HavamoM HUTPOTCHA3HOW AKTUBHOCTH B 3pelbIX Au(QepeHIInpoBaHHbBIX
OakTepomnmax MmemoOpana cumorocombl ipuodpetaer I'Tdazy Rab7 [Clarke et al.,
2015], mapkep MO3AHHMX 3HIOCOMAJIbHBIX WM PaHHUX BaKyOJSPHBIX MEMOpaH.
CrnemoBatenbHO, MeMOpaHa CHMOMOCOMBI TPOXOAUT (a3y mepexoga Mexmy
ITa3MaTHYeCKOH M BakyossipHON memOpanamm [Limpens et al., 2009]. Tak, B
3peNbIX CHMOMOCOMAaX B KJIETKaX 30HBI a30T(hUKCAINH y BCEX U3yUYEHHBIX BHJIOB C
HEJCTCPMUHUPOBAHHBIMH KIIyOCHbKAMU METKa apabuHaHa wucuezaerT (PucyHok
A.25B,/1; Pucynok A.26B; Tabmuma 5) [Tsyganova et al., 2023a; Tsyganova et al.,
2023Db].

Tadamma 5 — Pacnpenesienne apadMHAHOB paMHoOraJakTypoHana | wu

apadHHOTrAJIAKTAHOBOI0 Oesika B cMMOMOCOMaxX MHMUIMPOBAHHBIX KJIETOK B
kayoenbkax Galega orientalis m Glycine max

Galega orientalis, Galega orientalis, Glycine max,
AntnTena
IOBEHWILHBIE CUMOHNOCOMBI 3pCIIbIC CUMOHOCOMBI CUMOMOCOMEI
LM6-M 7.03£1.08 0.67+0.212 2.59+0.41%
LM2 9.87+0.95 1.01+0.11° 2.42+0.25%

Pe3ynbTarsl IpeaCTaBIEHbl B BUAE KOIMYECTBA YacTull 3010Ta B 1 Mxm?. [IpuBeneHO
cpenHee 3HaueHue + crangaptHas ommoOka (N = 100-150). BykBbl yka3bIBalOT Ha
CTAaTHCTUYCCKHU 3HAYMMBbIe pa3nnuus (t-kputepuit, p < 0.05):

2 Ot roBeHuIbHBIX cuMOuocom Galega orientalis

b Ot 3pensix cumbuocom Galega orientalis

[Tpu n3yuennn cuMOMOTHYECKH Hed(deKTUBHBIX MyTaHToB P. sativum u M.
truncatula nabmoganace Ta xe 3aKOHOMEPHOCTh: METKa apaOrHaHa Oblila CBsI3aHA B
OCHOBHOM C CHUMOMOCOMAaMH, COJEp KallliMH roBeHWIbHbIE (Pucynox A.266) u

MasonuddepeHIpoOBaHHBIE (Pucynok A.2061) OaKTEepOUIbI. B



51

MYJIBTHOAKTEPOUTHBIX CHMOMOCOMAaX, KOTOPBIE POPMUPYIOTCS B HTHPUITUPOBAHHBIX
KJIETKaX B KJIyO€HbKaX HEKOTOPBIX MYTAaHTOB KOJMYECTBO METKH 3aBHUCEIIO OT
crenenn auddepeniuporku 6akreponaoB (Pucynok A.26/]). Ha cumbuocomax ¢
AHOMAJIBHBIMUA WJIM JIETCHEPUPYIOIUMH OaKTEepOUaMH KOJIMYECTBO METKHU
apabuHaHa pe3ko cHikanoch (Pucynok A.26E) [Tsyganova et al., 2023b].

B xnyGenpkax o0Ooux THUIOB HaOJIOAANach aHAJOTHYHAs KapTHHA
pacnpenenenus Al'b, wuaeHTHdUIIIPOBAaHHOTO ¢ TOMOIIBI0 aHTUTena LM?2
(Pucynox A.25)K-U; Tabawmma 5). HemaBHo anamormuneii AI'B  (MeueHbIi
aatutesiom LM2) Obi1 00HapykeH B puKcupyromux HuTsax Erythrophleum sp. u Ha
MeMOpaHe cumOnocoM B kiyOeHbkax P. macroloba [de Faria et al., 2022].
KonuyectBo Merku kak apabunanoB PI-l, tak u AI'b B cumOuocomax
JIETEPMUHUPOBAHHBIX KIyOeHbKOB G. Max ObUIO MPaKTUYECKH OWHAKOBBIM, HO
BBIIIIEe, YeM B 3peibix cumoOnocomax G. orientalis (Ta6auma 5) [Tsyganova et al.,
2023a].

Bo3moxunocTs 3akpermienns AI'b Ha mmasmaTmdeckoid MmeMOpaHe dYepes
I'OU-axopp yKa3bplBaeT HA UX BO3MOXKHYIO POJIb B PEMOJCIUPOBAHUU KIIETOUHOU
CTEHKA BO BpeMsl Pa3BUTHS W MOAU(DUKAIIMK CUMOMOTHYECKOTrO WHTEepderica
[Sherrier et al., 1999]. Panee Obuio mokazano Hanmmuue AI'b ¢ ['dOU-sxopewm,
y3HaBaemoro antutenoMm JIM1, ma cumOmocomHoit MemOpaHe B KiyOeHbkax P.
sativum (Pucynok A.27B) B ormimuume ot M. truncatula (Pucynok A.27A)
[Tsyganova et al., 2019c]. VBennuenue konuuectsa metku JIM1 B cumOnocomax 4-
HEJIENbHBIX  KIyOCHHKOB 10 CPAaBHEHUIO C  2-HEACIBbHBIMUA  IO3BOJISET
MPEANoNIoXKUTh, 4TO AaHHbIA AI'B yudacTByeT B co3peBaHMHM CHUMOHMOCOM B
kiybenbkax P. sativum mukoro tuma (Pucynok A.27B; Ta6iuua 6) [Tsyganova et
al., 2019c].

Myrantr P. sativum Sprint-2Fix-  (Pssym31), xapakTepu3yrOUuics
HenupdepeHnmpoBaHHbIME OakTeponaamu [Borisov et al., 1997], nemoncTpupoBan
MPEUMYIIECTBEHHYIO JIOKanu3anuioo 3askopeHHoro Al'B Ha mnasmaTuyeckoit
MemOpane (Pucynok A.271") 1 MOCTOSHHBIM HU3KUM YPOBEHb B CUMOHMOCOMAX, 4TO

NOJITBEPXKJAET  CHIDKEHHBIM  ypoBeHb  TU(G(EpPEHIUPOBKA  CUMOMOCOMHOMN
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MeMOpaHnbl y 3Toro myranTta (Tabmmma 6) [Tsyganova et al., 2019c]. Paspurtme
cumbrocom mytaHTa Sprint-2Fix~ (Pssym31) Oblio paHee M3ydeHO C ITOMOIIBIO
antutena JIM18, koTropoe pacno3HaBaJO  TVIMKOJWNUAHBIA ~ KOMIIOHEHT
TUIa3MaTU4eCKOi MeMOpaHbl y IOBEHWIbHBIX cumOuocom [Perotto et al., 1995]. V
sToro MyTaHTa Metka JIMI18 Obula paBHOMEpPHO pacmpenesieHa MO BCeM
UHQUIUPOBAHHBIM KJIETKAaM KIyO€HbKa, YTO MOATBEP)KIACT HAJIUYHE TOJBKO

IOBEHWJIbHOU (hOpMBI CUMOMOCOMHOIM MeMOpaHbl B KIIyO€HbKaxX JaHHOTO MyTaHTa

[Sherrier et al., 1997; Dahiya et al., 1998].

Tabimua 6 — Pacnpeneienne apadMHOrajJakTaHoBOro Oejaka ¢
rJIMKo3uI¢ochPaTuAUIHHOZUTOIOBBIM SIKOpeM B cumMOnocomax
MH(PUIUPOBAHHBIX KJETOK B KJIy0eHbKAX JMKOr0 THNA M MYTAaHTOB Pisum
sativum

Fenomm Henenu mocrne Cpennee CranpaprHast
WHOKYJISITTUY (HITH) 3HA4YEHUE OHIMOKa
i} 2 4,10¢ 0,40
SGE (nuxwuii Tvm) 4 6,13 0,71
. 2 3,28% 0,35
SGEFix™-1 (Pssym40-1) 4 1.09° 0,25
. 2 7,38% 0,79
SGEFix™-2 (Pssym33-3) 1 4,65 0,49
- 2 11,46% 0,66
SGEFix™-3 (Pssym26) 7 2.04° 0,33
_ j 2 4,50° 0,46
Sprint-2 (mukwuit TIII) 4 6,54 0,52
. . 2 1,07° 0,35
Sprint-2Fix~ (Pssym31) 1 1,110 0,26
Pe3ynbTarsl TPENCTaBICHB B BHIE KOJIMYECTBA YACTHIl 30J0Ta B 1 MKM?,
IpencraBnensl cpenuue 3HaueHns (N = 100-150). BykBel yKa3eIBalOT Ha

CTaTUCTUYECKHU 3HaYuMble pa3nnuus (t-kputepuii, 3Hauenue P < 0,001).
2 CooTBercTByIOIME MyTaHTHI OT nukoro tTumna SGE Ha 2 Him.

b CootsercTByroIMe MyTanTsl oT Aukoro tna SGE Ha 4 Hiu.

¢ COOTBETCTBYIOIIMK MYTaHT OT JUKOTO TUMa Sprint-2 Ha 2 HIIH.

9 CooTBETCTBYIOIMIT MYTaHT OT AMKOTO TUMa Sprint-2 Ha 4 Hiu.

® B npeaenax reHOTHIIA TIO CPABHEHHIO C 4 HITH.

Myrtant P. sativum SGEFix™-3 (Pssym26), umeronuii peHOTHUII paHHEro
CTapeHus, JAEMOHCTPUPOBAN 3HAYMTEIbHO Oonbiee komudectBo Al'b ¢ 'DU-

AKOPEM B 2-HC,Z[CJ'IBHI>IX KJ'IY6CHBK3X, 4€M B KHY6CHBK3X AUKOI'0 THIIA, IIPU 3TOM B
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A-HenenbHBIX KIyOCHBKax y 3TOro myraHTta konmdectBo AI'b pe3ko cHmxkamoch
(Pucynok A.27E; Ta6muma 6) [Tsyganova et al., 2019c]. Ananornunas kapThHa
HaOmoganach y apyroro myrtanta P. sativum SGEFix™-2 (Pssym33-3), mis
KOTOPOTO OBLI XapakTepeH MEPUOAMYECKUN BBIXOJ PU300MH B HEKOTOPbIE KIIETKU
OTaeNbHBIX KiyOeHbkoB [Voroshilova et al., 2001]. ¥V myranra P. sativum SGEFix~
-1 (Pssym40-1), oOpa3yromiero kiyOeHbKH C OaKTEpOUJIaMH aHOMAIbHOU (POPMBI
[Tsyganov et al., 1998], kommuecTBo 3askopeHHOro AI'B Takke ObLTO CHUXKEHO B 4-
HEJCNbHBIX KIyOCHBKAX MO CPaBHEHHIO C 2-HEACIbHBIMH, HO TIPH ATOM uepe3 2
Hejenu mocie MHOKyisinuu koiumdectBo Al'b ¢ I'OU-sxopem B kiryOeHbKax
JAHHOIO0 MyTaHTa W B KiayOeHbKax JMKOro Tuma He omindanoch (Tabnuma 6)
[Tsyganova et al., 2019c]. Ha6iromaembie pasnuuus B pacupeaenenus AI'b ¢ TOU-
SKOpeM B KiTyOeHbkax myTaHTOB P. sativum Pssym33-3, Pssym26 u Pssym40-1 u
o0Iee pe3Koe CHIKEHHWE HMX KOJMYecTBa B 4-HENENBHBIX KIYyOCHBKAX MOMKET
CBUJIETEIHCTBOBATH 00 aKTUBAIIMY PAHHETO CTAPEHUS B KITyOCHbKAX 3TUX MYTaHTOB
[Serova et al., 2018]. Takum oOpa3om, mpeaojiaracTcs, YTO CBS3aHHBIA C
MeMmOpanoii AI'b MoxeT ObITh MapKepoM CO3PEBaHUSI CUMOMOCOM W/WJIM UTpaTh
pois B tuddepeniupoBke cumbuocom [Tsyganova et al., 2019c].

Panee ObTO MOKAa3aHO, YTO TIMKOMPOTEHHBI CHUMOHMOCOMHOW MeMOpaHBI
HECYT OHTOTEHETWYECKH DPETYJHPYyEMbI€ AHTUTEHBI B 3aBUCUMOCTH OT CTaJuu
pa3BuTus KiyOeHbka. B uacTtHOocTH, ObUT MACHTU(UUUPOBAH Ps SIHUTOIOB,
CBSI3aHHBIX C TJIMKOMPOTEHHOBBIMH W  TJIMKOJHWIHUIHBIMA  KOMIIOHEHTaMHU
cumMOnocoMHON MeMOpaHb! (aHtuTena kinaccos I-111) [Perotto et al., 1991]. AI'B,
pacno3HaBaembie aHtutesnamu [ kmacca (MAC207), mo-BHAMMOMY, YCTOMYHMBO
CBSI3aHBl C CHUMOMOCOMHBIMM MeMOpaHaMu B 30HE HWH(PEKIMM U paHHEU
a30TPUKCAIUN, HO UX KOJUYECTBO CHIDKAETCS B IMO3HEH 30HE a30T(UKCALHU.
I'mukonpoTenHbl W TIVIMKOJMIUABI, pacno3HaBaemble aHTuTenamu Il kitacca
(MAC255), Obun 0OHapysKeHbI B 30He a30Tdukcauud. MeMOpaHHbIe aHTUTE€HBI U
pacTBOpPUMBIC KOMIIOHEHTHl TEPUOAKTEPOUTHON JKHUIKOCTH, PACIIO3HABACMbBIC
antutenamu III kmacca (MAC266, PsNLEC-1), Obui cBsi3aHBI CO 3pEJIbIMU

a30TGUKCHPYIOIIMMU | cTaperonmu kietkamu [Kardailsky et al., 1996]. Kpome
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TOr0, Ha cCUMOMOCOMHOW MeMmOpaHne B kiyOenbpkax G. orientalis m G. max Opuio
oOHapyxeHo 3HaunTenbHoe komnuecTBo AI'b (Pucynok 3; Pucynok A.1), ynkuus
KOTOPBIX B HAacTosIee BpeMs Heu3BecTHa [Tsyganova et al., 2023a].

B navane crapenuss nosiBnenue SNARE-mapkepoB SYP22 u VTII1 nHa
MeMOpaHe cMMOMOCOMBI YKa3bIBaeT HA MEPEX0]] K JIMTUYECKOU BaKyOJIH, B KOTOPOU
yTum3upyroTes 6akrepounsl [Limpens et al., 2009]. Takum oOpazom, MeMOpaHa
CUMOMOCOMBI SIBIISIETCS YHUKAJIBbHOM, coueTas B cebe 4epThl IIa3MaTHYeCKOU
MeMOpaHbl,  TOHOIJIaCTa M CHEHU(PUYECKOTO,  MPUCYHIETO  TOJBKO
CUMOMOTHYECKOMY KOMMAPTMEHTY, UACHTUYHOTO MepuapOycKyIsIpHON MeMOpaHe
[Pumplin, Harrison, 2009; Serova et al., 2018; Tsyganovaet al., 2018], a apabunanbI
(ctmuthie ¢ PT-1 u Bxoasmue B coctaB AI'b), mo-BUIMMOMY, UTPAIOT BAXKHYIO POJIb

B Pa3BUTHHU UHPEKIIMOHHBIX CTPYKTYP, B YACTHOCTU CUMOMOCOM.

Galega orientalis Glycine max

EJIM4 mlIM15

JlaHHBIE IPEICTABIICHE] B BUIE KOJIUYECTBA 30I0ThIX YaCTHUIL B | MKM2. 3BE310UKaMK
OTMEYEHbl  CTATUCTUYECKHM  3HAYMMble  OoTiMuusg oT  MedeHuss JIM4
(nByxBBIOOpOUHBI t-TecT, p < 0,05; n = 28-46), BepTUKaJIbHbIE CTOJOUKU
IIPEACTABIIAIOT CTAHJAPTHOE OTKIIOHEHUE.

Pucynok 3 —  PacnpenesieHue  apaOMHOraJIaKTAaHOBBIX  0€JIKOB,
pacno3HaBaembix aHTutregamu JIM4 u  JIMI15, B cumOmocomax
nHGUIMPOBAHHBIX KJIETOK B Kiaydenbkax Galega orientalis m Glycine max

[Mpu dopmMupoBaHrM CUMOMOCOM HHAYKIMS y pu3obuii reHos Nif u fix,
HEOOXOMUMBIX I a30T(HHUKCAIIMH, KOHTPOJIHUPYETCS KHUCIOPOAOM, a HE a30THBIM
crarycom [Dixon, Kahn, 2004], mnostromy B KiyOe€HbKax ¢ IOMOIIbIO

JerreMorioonHa NOoAACPKUBACTCA O4YCHb HH3KOC IIapHHAIbHOC OA4BJICHHUC
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KHCIIOPOJIa, 9TO MPE0TBPANIAET MHAKTUBAIIMIO HUTPOTeHa3bl. TouHas peryInpoBKa
OKHUCJIUTEITFHO-BOCCTAHOBUTEIPHOTO COCTOSHUS W HaJIMYUe aHTHOKCHIAHTHOW
CUCTEMBI TIPU ATOM HUMEET pelIarolnee 3HaYeHHUe sl YCTOWYMBOCTH OaKTEPOUI0B
[MBanoBa, I{piranos, 2017; Matamoros, Becana, 2020]. B kiryOeHbKax ONHMCaHBI
pasnudHble MexaHU3MbI 3amuThl 0T ADK, kKoTopbie BKIIOYAOT (hepMEHTHI, TaKHE
KaK CyNEepOKCHIIMCMYyTa3bl, Karajasbl, IMEPOKCHUIA3bl W He(PEpMEHTATUBHBIC
MOJISKYJIBI ackopbar wm riyratnoH [Santos et al., 2000; Santos et al., 2001;
Matamoros et al., 2003; Rubio et al., 2004; Frendo et al., 2013; lvanova et al., 2022].

B xiybenpkax P. sativum aukoro tuma M MyTaHTOB OOJIBIIOE KOJIUYECTBO
METKH TJIyTaTHOHA OBLIO MOKa3aHO B CUMOMOCOMAaX CO 3pebIMU OaKkTepougaMu B
KJIETKaX B 30HE a30T(UKCAIlMM U €€ yYMEHBIIEHHE B CTaperomuX OakTepougax
(Tabmuma 7) [Ivanova et al., 2022]. Otu naHHbIC TOATBEPIKIAIOT HAOIIOIEHUE, YTO
HauOObIlIee KOJUYECTBO KAaK BOCCTAHOBICHHOW, TaK W OKHUCICHHOW (OpPMBI
rIIyTaTHOHA HAOJI0AaI0Ch B OaKkTepouax 3peibiXx KirydoeHbkoB P. sativum, ogHako
B CTapeIOIINX KIIyOeHbKAX €ro KOJUYeCTBO ObLIO 3aMETHO CHIKEeHO [Matamoros et
al., 2013]. HegaBHOo OBLTIO IIPOJASMOHCTPHPOBAHO, YTO AS(HUIIUT TIIyTaTHOHA y S.
meliloti 2011 (gshB) ne Bmuser Ha auddepeHIUPOBKY OAKTEPOMIOB, OIHAKO
BBI3bIBACT paHHee cTapeHue KiyoeHbkoB [Yang et al., 2020], uro yka3siBaeT Ha TO,
YTO COJIEp)KaHUE TIIyTaTHOHA B OAKTEpOMJIaX HEOOXOIMMO JUIsl MX MPaBUIHHOTO
(GYHKIIMOHUPOBAHMUSL.

B Gaktepusix B MH(GEKIIMOHHBIX HUTAX B KIIyOeHbKax P. sativum aukoro tuma
KOJIMYECTBO TIIyTaTHOHA ObLTO JocTaTouHO HU3KUM (Tabmuma 7). Oqnako Haubosee
WHTCHCHBHOE MEUYCHHE HAOIIOAAIOCh B OAKTEPUAX B HEKOTOPBIX «3aMepPTHIX»
uHGEKIMOHHBIX HUTAX MyTaHTa P. sativum SGEFix™-2 (Pssym33-3) u roBeHHIIbHBIX
oakteponmax wmyrtaHToB SGEFix™-2 (Pssym33-3) u SGEFix™-1 (Pssym40-1)
[Ilvanova et al., 2022]. Otu >¢dexTsl MOKHO OOBACHUTH AKTUBALMEH CHIIBHBIX
3alTUTHBIX PEAKIUH y OTHX MYTaHTOB, BKJIIOYas CyOCpUHHU3AIMIO CTCHOK
WHPEKIMOHHBIX HUTEH B KiryoeHbpkax SGEFix™-2 (Pssym33-3) [lvanova et al., 2015]
¥ HAaKOIJICHWE TEPEeKUCH BOAOPOJAa BOKPYr IOBEHUJIBHBIX OaKTEpOUIOB B

kinyoenbkax SGEFix™-1 (Pssymd0-1) [[[eicanosa et al., 2009]. D10 mo3Bossier



56

NpCAIoJOXKUTb, YTO pI/I306I/II/I HUCIIOJB3YIOT TIIYTATHOH JId CMATIYCHHUA CTPCCCA,

BBI3BAHHOI'O aKTHBaHHGﬁ 3allIUTHBIX peaKHI/Iﬁ paCTeHI/IfI Y 9TUX MYTAHTOB.

Ta6nuua 7 — Pacnpenesenne riiyTaTHOHA B MH(EKIUOHHBIX CTPYKTYpPax B
KJIYOeHBKAX JUKOr0 THIIA U MyTaHTOB Pisum sativum

[Tepubakrepo-| Undexunon-
I'enotun Tun bakreponel UJHOE HbIE [{uromnasma
MIPOCTPAHCTBO | HUTHU/KATUIN
SGE roBenwibHble | 4,71 +0,41 | 6,3+0,63% 8,94 +0,43
(muKui 3pesbie 78,50 + 5,742 3,42 +0,28*% | 3,93+0,23 | 8,74+0,73
THIT) craperomme | 7,52 0,83 | 4,6 +0,58% 7,9+051
SGEFix-1| roBermibabie |24,71 + 0,820¢| 8 07 + 0,4>¢& 1403 +
a 03 +
(Pssi’;”‘lo' anomabHbe | 6,25 + 0,332 7,89 + 0,.4100& 1370311 g gjane
SGEFix™-2 2412 +
(Pssym33-| anomansubie |10,59 +0,48%97,59 + 0,33°<%| 4,08 + 0,22¢ 1 O’]_a'b":d
3) ’

Pe3ynbTaThl IpeACTaBIEHE] B BUIE KOJIMYECTBA YACTUIL 30510Ta B 1 MxM?. IIpuBeieHO
cpenHee 3HaAUeHHE * cTaHaapTHas OomKMOKa. ByKBbl yKa3bIBalOT HA CTAaTUCTUUYECKU
3HAUYUMBbIE paznuyus (t-KpUTepuil ¢ MONPaBKOW Ha MHO>KECTBEHHBIE CpPABHEHMS,
padj <0,05).

® Ot 3HayeHus1 B 00JIACTH IOBEHWIbHBIX KJIETOK JIMKOTO THUMA (MM OT 3HAYEHUs B
TOM K€ 00JIaCTH KJIETKHU Y AUKOTO THUIIA).

b Or 3na4eHus B 061aCTH 3pENbIX KIETOK JUKOTO THIIA.

¢ Ot 3HaueHUs B 00JACTH CTAPEIOIINX KIETOK JUKOTO THIIA.

4 Ot 3HaueHHil B 061aCTH IOBEHUIBHBIX Ki1eToK Pssym40-1 (11u oT 3HaueHus B TOM
ke oOsractu kiaeTku y Pssym40-1);

& Or 3Hauenus y GaKTEpOMIA TOTO JKE TUIA ¥ TEHOTHUIIA.

duToropMOHaIbHAS PETYIISAINS OKA3bIBAET OOJIBIIIOE BIMSHUE HA PA3BHUTHE
cUMOMOTHYECKNX KiIyOeHbKOB [Llpiranosa, L{piranos, 2015; Jonrux et al., 2016a;
Honrux et al., 2016b; L{piranosa, I{piranos, 2018; Mathesius, 2020]. Baxxayto poJib
(UTOrOpMOHBI UTPalOT U B (HOPMHUPOBAHUH M MOAUDUKAIMU CUMOUOTHYECKOTO
uHtepdeiica B KiIyOeHbKax, 0CoOeHHO B aAupPepeHIUpPOBKE CHUMOMOCOMHOMU
MeMOpaHbl U CTAHOBJICHUH MEPUOAKTEPOUTHOTO POCTPAHCTBA.

B xny6enpkax P. sativum nukoro Tuma ObLIO MPOJAEMOHCTPUPOBAHO HATUYHE
TpaHC-3€aTWHA puOO3uAa B  MaTpUKCe HWH(MEKIMOHHBIX Kameidbh W B
IK30MOIMcaxapuIHoN Kancyse 6akrepuit (Pucynok A.29A), B cumObnocomax, Kak B

neprOaKTEPOUTHOM IIPOCTPAHCTBE, TaK U BHYTpH OakTepounoB (Pucynok A.295B),
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a TaKKe B BE3UKYJIaX, KOTOPbIE ObUIM CBS3aHBI C CHMOMOCOMAaMH, ¥ 3HAYUTEIILHOE
YMEHBIIIEHHE €0 KOJIMYecTBa B craperonmx cumbuocomax [Dolgikh et al., 2020].
Kpome Toro, y myranta SGEFix™-2 (Pssym33-3) kojruecTBO METKH TpaHC-3¢aTHH
pubo3uma B WHOEKIMOHHBIX HUTAX Bo3pactasio (Pucynok A.29B), a B
runepTpoupOBaHHBIX HH(EKIIMOHHBIX KaIlIAX B KiIyOeHbkax MyTanta SGEFix™-1
(Pssym40-1) muroxuHWH HEe OBUT OOHApYXeH, HO B OOJBIINX KOJUYECTBAX
HaOMogaICcsT B MYJIbTHOAKTEPOUAHBIX CHUMOMOCOMAax, (HOPMHpPYEMBIX JaHHBIM
myTanToM (Pucynok A.291). B uHdekmonHbIXx HUTIX MyTaHTa P. sativum RisFixV
(Pssym42) ¢ mnpomuTaHHBIMH KaJUIO30H CTEHKAMH TpaHC-3€aTUH puO03HIa
OTCYTCTBOBAJl B MAaTpPUKCE, HO BCTpeYaJCsi B HEOONBIINX KOJUYECTBAX B
yToeHHbIX cTeHkax (Pucynok A.29]1). HabGmomaemoe pacnpeneneHue TpaHc-
3eaTWH pUOO03Maa MOKET YKa3bIBaTh HA TO, YTO B 3PEIBIX KIyOCHBKAX HEKOTOPHIC
(GOpMBI ITUTOKMHWHOB YYacTBYIOT B HETaTHUBHOW perysiiuu WHQEKIUH,
OTpaHWYMBasi POCT HWH(MPEKIMOHHBIX HHUTEHM U, B YaCTHOCTHU, pPa3BUTHE
UH(EKIMOHHBIX Karelb. CleyeT OTMETUTh, YTO B KITyOeHbKax MyTaHTOB SGEFiX™
-5 (Pssym33-2) u SGEFix™-2 (Pssym33-3) wuH(EKIMOHHbBIE HHUTH CHJIBHO
passetBieHbl [Voroshilova et al., 2009; [[sicanosa et al., 2019], BeposTHO, U3-3a
CHW)KCHUS YPOBHS IMTOKUHUHOB M OTCYTCTBHUSI MX OTPHIIATEIbHOTO dddeKTa Ha
poct undpexnnonnbx HuTel [Dolgikh et al., 2020].

Bricokoe kommuectBo ruO6OepemmmHa (I'A3) Obuto  0OHapyXeHO B
WHQUIIUPOBAHHBIX KJIETKaX B 30HE a30T(PUKCAINH, TJ€ OH OB CBS3aH B OCHOBHOM
C LUTOILIa3MON B cuMOnocoMaMH, Kak B KiryOeHbkax P. sativum nukoro tuna SGE,
Tak M y paHo crapetoriero myranta SGEFix™-3 (Pssym26) [Serova et al., 2019]. ITpu
3TOM B HOBEHWJIBHBIX CHUMOHMOCOMaxX KOJHUYECTBO METKH ObLIO OOJbIEe, YeM B
3penbix U cTaperomux cuMmOuocomax (Tabnumna 8). HeobxoqgumMo OoTMETUTH, YTO
KOJInuecTBO TubOOepeumHa ObLI0 MeHbIlle B cuMOuocomax mytaHta SGEFix™-3
(Pssym26) o cpaBHeHWMIO ¢ KiyOeHbKamu Aukoro tuma (Taosmia 8), 9To BeposTHO
CBSI3aHO C PAaHHUM CTapEHHEM CUMOMOTHYECKUX CTPYKTYpP Yy 3TOTO MYTaHTa, T.€. C
YBEJIIMYECHUEM BO3pacTa KIyOCHBKOB IUKOTO THIA U PAHO CTApEIOIIer0 MyTaHTa

KOJIMYECTBO THOOEpeUIMHa B CHMOMOCOMax CHIKAIOCh. CTOMT OTMETHUTH, YTO
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HETaBHO ObLIO oOHapyXeHO, 9TO ru06epenH CHOCOOCTBYIOT
(GYHKIMOHHPOBAHUIO a30TPUKCUpyrOmMUX KirydeHnpkoB [McAdam et al., 2018].
Opnnako ToyHasi (PyHKIMS THOOEpEITIMHA B PA3BUTUU MH(PUIIUPOBAHHBIX KJIETOK U
cuMOnocoM TpeOyeT BbISICHEHUsA. PaHee ObLIO BBISIBJICHO HETaTUBHOE BIIMSHHE
ru0Oepe/uiiHa Ha pa3BuTue uHpekunonHod wutu [McAdam et al.,, 2018].
JleicTBUTENBHO, KOJMYECTBO rHO0epesinHa B MH(EKIIMOHHBIX HUTSAX ObUIO HUXKE,
yeMm B cuMmbuocomax (Tabnuua 8). Onnako ru60epessinH ObuT1 0OOHApY>KEH B CTEHKAX
uHbeknnoHHbIX HUuTel [Serova et al., 2019]. ®yukius rudOepe/IHa B pa3BUTHH
UH(EKIMOHHBIX HUTEN B HacTosIIee BpeMsi Hen3BecTHA. IHTepecHO OTMETUTh, YTO
HEJJaBHO OBbUIO BBICKA3aHO TMPEINOJIoKEeHHe 00 ydacTuu TuOOepesiuHa B
oOJieryeHuM BbIXoza OakTepuii n3 nHpekInoHHbIx HuTel [ Tatsukami, Ueda, 2016],
a TaKkKe O €ro pojiM B 3aJ€pXKKE CTapeHus KiIyOeHbKoB. CHIDKEHUE PETyJIsLuu
TCHOB, CBSI3aHHBIX CO CTAPEHUEM, YMEHBIIICHUE 30HBI CTAPEHUS U YBEITNICHHUE 30HBI
a3oTuKcaluu B KiIyOeHbKaX pacTeHuil aukoro tuma P. sativum, o6pabGoTaHHBIX
9K30T€HHbIM ['A3, TOATBEPXKIAET HETATHUBHYIO PETYIALNI0 THOOEpeTMHOM

cTapeHus KiyOeHbKOB U ydactue ['Az B (PyHKIIMOHHMPOBAHUU 3PENIOTO KIIyOeHbKa

[Serova et al., 2019].

Tabamma 8 — Pacnpenesnenne ruddepessimna (I'As) B 2-HeaeJbHBIX
Kkiayoenbkax Pisum sativum gukoro Tuna SGE u myranra SGEFix™-3 (Pssym26)
['enorun Jlokamu3zanus Cpemsee | Crannaprhas
3HAUYECHUE omImoKa
IOBennIBbHBIE CHMOUOCOMBI 61,2524 2,73
3perbie CHMOUOCOMBI 43,0304 2,46
SGE (aukwuii Tim) Craperomume cuMOHOCOMBI 19,90¢d 2,94
WNHpeKknrnoHHbIe HUTH U 11.15" 278
WH()EKITMOHHBIC KATUTH
IOBenunbHBIE CHMONOCOMBL 40,952¢ 6,29
b,e
SGEEix-3 3perbie CMMOUOCOMBI 32,28C : 3,38
(Pssym26) Craperonme cuMOMOCOMBI 24,85 2,98
NHpeknmonHbie HUTH U 15.36" 2.23
MH(EKITMOHHBIC KaIlIn

Pe3ynprartel OpEACTABIEHHI B BHAE KOJIMYECTBA YACTHUIL  30JI0Ta/MKMZ.
[MpencraBiensl cpennue 3HadeHus (N = 30-60). BykBwl yKka3pIBalOT Ha
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CTATUCTUYECKN 3HAYMMBIC PA3JIMUMUs, BHISIBJICHHBIC C TMTOMOIIBIO TECTa AUAINa3oHa
Trroku (3HaueHue P<0,001).

A Mex 1y FOBEHIJIBHBIMU CHMOMOCOMAaMH JIUKOTO THUTIA M MyTaHTOM.

b Mesxty 3pensiMu cuMOGMOCOMAMHU IUKOTO THIIA U MyTaHTOM.

¢ Mex Iy cTaperolMMyA CHUMOMOCOMAaMH TUKOTO THITA U MyTaHTOM.

4 Mesx1y 10BEHUITbHBIMU, 3PEIbIMU U CTAPEIOIIMMH CUMOMOCOMAMM JUKOTO THIIA.

¢ Mex Iy FOBEHIJIBHBIMH, 3pEIbIMU U CTAPEIONIMMH CUMOMOCOMaMHU MyTaHTAa.

" Mexny MHQEKIIMOHHBIME HUTAMH ¥ MH(PEKIIMOHHBIMH KAIISAMU Yy IMKOTO THHA U
MyTaHTa.

[Ipu popmMupoBaHUM KOMITAPTMEHTOB, 3aCEISIEMBIX KaK CUMOMOTHYECKAMHU
OakTepussMd W TpubamMHu, TaK M MATOTEHHBIMH, TPOMCXOAUT TIEPECTpoOika u
pectpykrypusamusi memOpan [Wang, Dong, 2011]. Ilpu stom TpedyeTcs
3HaYUTeNIbHAsl TIEPEeCTPOiKka HE TOJHKO MEMOpaHHBIX CHCTEM, HO W IIMTOCKEJETa
pactutensHoi Kkietku [Kitaeva et al., 2016]. Baxknyio pojib B 3TOH MepecTpoOmKe
urpaet sHAoIIazMaTuaeckuii petTukyiayM (DI1P) [[{vicanosa, [vicanos, 2019a]. Oun
TECHO CBSI3aH C WH(MEKIMOHHBIMU CTPYKTypamH. Tak, KaHaJbIbl TPaHyJISIPHOTO
OIIP TecHO KOHTaKTUPYIOT cO cTeHKoi nHpekunonHon Hutu (Pucynokx A.30A), a
BE3HKYJIBI TJIAAKOTO WK arpanyisipHoro DI1P HaxoasTcst BOIM3U HHDEKITMOHHBIX
Kareb M COIepKaT MaTepHal, 1Mo 3JIEKTPOHHOH MITOTHOCTH CXOIHBIA C MATPUKCOM
nHpexmonHpix kamenb (Pucynox A.30B). IlogoOHbie Be3WKyJBl aKTUBHO
Y4acTBYIOT B BBICBOOOKIEHNU OakTepuil U3 MH(MEKIIMOHHBIX Karelb, TOCTaBISS K
IUIa3MaTU4eckoil MemOpane MemOpansblii wmarepuan (Pucynox A.30B,X)
[L{vieanosa, [lvicanos, 2019a]. Kpome TOro, BE3UKYJISPHBIA TPAHCIOPT
3aJICICTBOBAaH B JOCTaBKE K cuMOMOcoMaM (UTOTOPMOHOB: THOOEpeInHa
(Pucynox A.30/1,3) [Serova et al., 2019] u Tpanc-3earnna pubosuna (Pucynox
A.30I') [Dolgikh et al.,, 2020], a Taxke riIyTaTHOHa, YTO MOXET KOCBEHHO
MOJITBEPAUTh HAJIWYHE TPAHCIOPTAa PACTUTEIHHOTO TIYyTaTHOHA B OaKTEPOUIIBI
(Pucynok A.30E) [Ivanova et al., 2022].

CuMOunoTnyecku Hed(pPeKTUBHBIC MyTaHTBHI P. sativum aeMOHCTpUpPYIOT
W3MEHEHUS] B  XapakTepe W HaMpaBICHUM BE3UKYJISIPHOTO  TPAHCIIOpPTa
cooTHOcsmmecs ¢ ux Gperorunamu [Tsyganova et al., 2009; Serova et al., 2019;

Tsyganova et al., 2019a; Dolgikh et al., 2020; Ivanova et al., 2022]. Tak, y mytaHTa
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SGEFix™-6 (Pssym40-2) HaOmromanoch YBEIHMUYEHHOE KOJMYSCTBO BE3UKYII,
JOCTaBJISIOIMX MEMOPAaHHBIN MaTepua K rTunepTpoPpupoBaHHBIM HH(EKIIMOHHBIM
KaruisiM, CBOMCTBEHHBIX 3ToMy MyTaHTy (Pucynok A.30K). ¥V myranta SGEFix -2
(Pssym33-3) Be3uKyIsIpHBIN TPAHCTIOPT BOBJICYEH B AHOMAIILHYIO CEKPEIUIO TPAHC-
3eaTuH pubo3uaa B BaKyOJb, YTO XOPOIIO COOTHOCHUTCS C paHee MOJyYEeHHBIMU
JaHHBIMH O CHHKEHHOM YPOBHE 3TOr0 (pUTOropmMoHa B KIyOEHbKAax MyTaHTa
[Dolgikh et al., 2020]. ¥ myranta SGEFix -3 (Pssym26), xapaktepu3yromerocs
Mopdonornuecku auddepeHIInpoBaHHBIMU OaKTEPOUIaMH, TPETEPIEBAIOITUMU
OBICTPYIO Jerpajaiuio, HaOMIOMAaTUCh BE3UKYJbI, JHocTaBisomme [Az K
cumbrocomam (Pucynok A.303), cxoaHsiM 00pa3om ¢ AukuM TUoM [Serova et al.,
2019]. Y myranTta SGEFix -1 (Pssym40-1) 6b110 BBISIBIICHO HApYIIEHUE TPAHCIIOPTA
TJIMKOMIPOTEMHOB MaTPHUKCa WHMEKIIMOHHOM HUTH B MEXKKJIETOYHOE MPOCTPAHCTBO
(Pucynox A.19I'; Pucynok A.20B) [Tsyganova et al., 2009]. Kpome Toro, y
neortHoro wmytanta RBT3  (Pssym33-3, Pssym40-1) Osumn  0OHapyKEHBI
TPAHCTIOPTHBIE BE3UKYJbI, TpaHcnoptupyomue Al'B-D, MedeHHble aHTUTEIaAMU
MAC265 (Pucynok A.20I"), MAC204 (Pucynokx A.22b) u MAC236 (PucyHnok
A.22]1), He TOJIbKO K MHPEKINOHHON HUTH, HO ¥ K MEKKJIETOUHOMY MPOCTPAHCTRBY,
4TO JIEMOHCTPUPYET HapyIICHHE TPaHCIOPTa y 3Toro Myranta [Tsyganova et al.,

2009; Tsyganova et al., 2019a].
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3AK/IIOYEHHUE

B  xome pasButus  6000BO-pu300MaNBbHOTO  cuMOMO3a  MpoIecc
MHTEPHATU3AMN PU300M 3aBUCUT OT MOAM(DUKALMU PACTUTEIbHO-MUKPOOHBIX
noBepxHOCTeH (cuMOmoTHYecKOro wuHTepdeiica) W, B TMEpPBYIO oOuepenb, OT
U3MEHEHHUSI COCTaBa U COOTHOILIEHUSI €T0 KOMIOHEHTOB B KJIETOUHBIX CTEHKaX Kak
PACTUTENBHBIX KIETOK, TaK M MH(PEKIUOHHBIX HUTEH. Pa3nuuHble KOMIIOHEHTHI
cuMOMOTHYECKOrOo HMHTepdelica WrparoT BaXHYIO poilb B oOecrnedyeHuu
NO3ULIMOHHON MH(OpManuu BO BpeMs pPHU300MaTbHOW HHQPEKIUH U PA3BUTHA
KI1yoeHbkoB. JuddepeHnuporka HHGUIIUPOBAHHBIX KIIETOK M MMOCIEI0BATEIbHbBIC
U3MEHEHHUsI WX MOpPQOJIOTUHM COOTBETCTBYIOT MOCJEI0BATEIbHBIM H3MEHEHUSIM
MOJICKYJIIPHOTO COCTaBa amoIuiacta M IMOBEPXHOCTHBIX MEMOPaHHBIX CTPYKTYp
(mma3ManeMMbl M CUMOMOCOMHONM MeMmOpansbl). [IpoBeneHHbIE HccCIeIOBaHUS
NO3BOJIWJIM  BBIIBUTH ~ €ro  o0mue U

cuMbuoTrueckoro  mHTEp(deiica

BUJIOCTIEU(UYHBIE TIPU3HAKK Yy PpACTeHUH, (QOPMHUPYIOMIMX pa3HbIE THIIbI
kiayoenpkoB (Tabmuma 9) [Tsyganova et al., 2019c; Tsyganova et al., 2023a;

Tsyganova et al., 2023b].

Tadauma 9 — Bugocneuupuueckue 0COOEHHOCTH CHMOHOTHYECKOTO
uHTepdeiica B kiry0eHbkax Bo0oBbIX
Krnerounas crenka
Mepucrte- Crenka
P Kononusu- | Uadunupo- | Heundunu- .
Bun MaTH4ec- UH()EKITMOHHOM
pOBaHHas BaHHAsA poBaHHas
Kas HUTH
KJIETKA KJIETKA KJIETKA
KJIETKA
Pisum OCTOR Ca**-
sativum CBSI3aHHBIN * * rajakrad PI-1
PI-I
I'T
Medicago KT
truncatula | ramaxran x Ca®*- Ca?*-
KT . N
PT-1 CBA3aHHBIN | cBA3aHHBIN [T
I'T
Galega raJlakTaH HMIT
) g ) KT KT rajgakrad PI-1
orientalis PI'-I octoB PI'-I
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IIpooondicenue madbauyvt 9

Vavilovia KT, KT, KT, KT ranaxran PT-|
formosa HMIT HMIT HMIT
Vicia rajJlakTaH
) * HMIT * HMIT
villosa PT-I
Glycine HMIT,
max Ca?*- raJlaKTal
- - . KT
CBS3aHHBIN PT-1
I'T
[IpuBeneHsl TOMHLKO OCHOBHBIE KOMIIOHEHTHI IO JAHHBIM (IIYOPECIICHTHOW U
MMMYHODJIEKTPOHHOW MHUKPOCKONMHUH. * — B COCTaB KJIETOYHBIX CTCHOK BXOJAT
o011me IS BCEX W3YUYEHHBIX BUIOB u TUIIOB KJIETOK:

BbhIcOKOMeTHITepuduimpoBannbii I'T u PI'-I (octoB u apabunaHoBas O0KoOBas
nenb). HM I'T — nuszkoMetwidTepuduiupoBansbiii I'T, rajaktan — JIUHEHas
(1—4)-a-L-ramaktanoBas OokoBasi 1enb. [Ipouepk ykas3blBaeT Ha OTCYTCTBHUE
JAHHOTO THIIA KJICTOK B JICTCPMUHUPOBAHHBIX KiayOeHbkax G. max. [lpyrue
COKpAIIICHUS IPUBEICHBI B COOTBETCTBUH C OCHOBHBIM TEKCTOM.

Jlns Bcex W3YyYEHHBIX BHAOB bOOOBBIX OBUIO XapaKTepHO HaJU4yue
BbicOKOMeTIITepudunmpoBannoro I'T u PI'-l (ero monucaxapumaHoro octoBa u
apabuHaHOBOM OOKOBOM II€MM) BO BCEX KJIETOYHBIX CTEHKAaX W CTEHKax
MH(EKIIMOHHBIX HUTEH, YTO COOTBETCTBYET U30/IUAMETPUYECKU PACTYIIIUM KJIETKaM
[Tsyganova et al., 2019c; Tsyganova et al., 2023a; Tsyganova et al., 2023b]. K
HauOoJiee SAPKUM BUJOBBIM OCOOEHHOCTSIM CHUMOMOTHYECKOrO HUHTepdeiica B
KITyOCHbKaX HEIETEPMUHUPOBAHHOTO THUMA MOXHO OTHECTH HAJIMYUE JIMHEWHOU
rajakTaHoBoi 00koBoi# 1ienu PI'-1 B crenkax nH(MEKIHMOHHBIX HUTEH y P. sativum,
G. orientalis u V. formosa, B otirune ot kiayoenskoB M. truncatula u V. villosa,
OTHOCSIIIIUXCS K TOM K€ KJIaJle C OTCYTCTBHEM MHBEPTUPOBAHHBIX MOBTOPOB (IRLC)
[Tsyganova et al., 2019c; Tsyganova et al., 2023a; Tsyganova et al., 2023b]. Taxxe
K  BUJAOCHEHU(PUYECKHMM  OCOOCHHOCTSIM  MOXHO  OTHECTH  OTCYTCTBHUE
¢dykosunupoBanHoro KI' B KiIeTOUHBIX CTeHKaX B KiyOeHbkax P. sativum, ero
HaJIMYue B KJIETOYHBIX CTEHKaX KOJIOHU3UPOBAHHBIX U HEUH(PUIIMPOBAHHBIX KIJIETOK
B Kiybenbkax M. truncatula, B KJIeTOYHBIX CTEHKAax BCEX THIIOB KJICTOK B
kiyoenbkax V. formosa. HaGmogarorcs Bapuaruu Jiokaiau3anuu u I'T°, ocobeHHO
HU3KOMETHJIMPOBAHHOTO — OH MPUCYTCTBYET B CTEHKAX MH(EKIIMOHHBIX HUTEH B

kayoenbkax V. villosa, B KIeTOYHBIX CTEeHKAX HEMH(UIMPOBAHHBIX KJIETOK B
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kiyoenpkax G. orientalis u B KJIeTOYHBIX CTEHKaX Bcex THUMOB kieTok V. formosa.
Ca**-cszannbiii I'T ObLI XapakTepeH I KIETOYHBIX CTEHOK KOJOHU3MPOBAHHBIX
kiaeTok P. sativum, memndunupoBanHbix KieTok M. truncatula, a taxke cTeHOK
uHpeknuoHHplx HuTedw M. truncatula. HepasserBnennas ocHoBa PI-I
PEUMYILECTBEHHO BBISABIISUIACH B MEPUCTEMATHUECKUX KJIETKaxX B KiyOeHbkax P.
sativum u B KJIETOYHBIX CTEHKaX HEHMH(HIIMPOBAHHBIX KIETOK B KiIyOeHbkax G.
orientalis [Tsyganova et al., 2019c; Tsyganova et al., 2023a; Tsyganova et al.,
2023b]. B oraunune ot kia1yOeHbKOB HEJACTEPMUHHUPOBAHHOTO THIIA, BEIYIIHUX CBOE
IPOUCXOXKICHUE OT KJIETOK NEPULIMKIIA M BHYTPEHHErO CJIOSi KOpPBhl KOPHS, B
KIIyOeHbKax JAETEPMUHUPOBAHHOIO THUIIA, MPOUCXOMASIIUX OT KJIETOK BHEILIHEIro
CJ104 KJIETOK KOPbI KOPHSI, COCTaB M COOTHOIIIEHHE KOMIIOHEHTOB aIoIriacTa B 3THX
KIyOE€HbKAaX MOTYT OTJIMYAThCSA OT TAKOBOI'O B HEAETEPMHUHHpPOBaHHBIX. K spkum
BUJIOBBIM OCOOEHHOCTAX CHUMOHMOTHYECKOTO HHTepdeica AeTepMUHUPOBAHHBIX
KIIyOeHbKOB (Ha mpuMepe G. Max) MOXKHO OTHECTH NMPHUCYTCTBHE TaJlaKTAaHOBOM
ookoBoil menu PI'-I B K/I€TOUHBIX CTEHKaX HEUMH(QUIUPOBAHHBIX KIETOK U
NPEeUMYILIECTBEHHOEe  HakoruieHne  ¢yko3unupoBanHoro KI' B crTeHkax
UH(EKIIMOHHBIX HUTeH [Tsyganova et al., 2023a].

BoisBiennble  BuUgocnenUMpUUYecKUe — pazauyus B KOMIIOHEHTax
CUMOMOTHYECKOTO HWHTepdeiica KaxyTcsl HHTPUTYIOUIUMH, YUHUTHIBas, 4YTO
U3yYEHHbIE BHJbl TPHUHAJICKAT K OAHOW M TOM XKe KIaJe C OTCYTCTBUEM
nHBepTUpOoBaHHBIX MOBTOPOB (IRLC). OcHOBa 3THX pa3inyuil MOXKET ObITh CBsI3aHA
¢ obpaszosanuem y P. sativum, G. orientalis, V. villosa u M. truncatula cumono3os
C pU300MSIMH, TIPUHAUICKAIIMMHA K pasHeiM pogam: Rhizobium u Sinorhizobium
(Ensifer). B To e Bpemsi pu3o0uu B KiIyOeHbKaxX 3THX BOOOBBIX CYIIIECTBEHHO
paznuyaroTcs 1o MopdosioTuH a30TPHUKCHUpYOMUX OakTepouoB. Panee Obum
BBISBJICHBI pasznuumsg Mexay P. sativum u M. truncatula B opranuzanuu
TyOynmHoBoro TuTockenera [Kitaeva et al.,, 2016]. HaGmomaembie pa3inyus B
cocTaBe CUMOMOTHUYECKOro MHTepdeiica emie pa3 yKa3blBaloT Ha HEOOXOJUMOCTh

HU3Y4YCHUS KaXXAOro OTACIbHOIO BHAA Bo06oBEIX. PCSYJIBTaTI)I, INIOJIYUCHHEBIC B
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MHOTOYHCJICHHBIX HCCIIeIOBaHUAX MozeibHoro Buaa M. truncatula, He Bcerma
MOTYT OBITH TPUMEHHUMEI K APYTrUM BUaM boOOBBIX.

[Ipy um3yueHun cuMOMOTHUYECKOTO HHTepdeiica cuMOMOCOM Takke Oblia
BBISIBJIEHA HEKOTOpas BuaoBas cnerupuanocts (Tadbmuima 10). Tak, B kiryOeHbKax
P. sativum 6b11 00HapyxeH AI'b ¢ '®U-skopem, KOTOPBIF MapKUPOBAIT HE TOJIBKO
IUIa3MaTHYECKYI0 MeMOpaHy, Kak ObLJIO MPOJEMOHCTPUPOBAHO B KiyOeHbKax M.
truncatula, Ho u cumMOHOCOMHYIO MEMOpaHy, 0COOCHHO B CHMOMOCOMaX CO 3peIIbIMU
a3oTGuKcUpyronmmMu Ocaktepougamu [Tsyganova et al., 2019c]. Ilpu u3yuenun
pPaCTUTEIHHO-MUKPOOHOW TOBEPXHOCTH B3aWMOJICHCTBUS B CHUMOHMOCOMax B
KIyOeHbKax HeJeTepMUHUpoBaHHOTo THIa P. sativum, G. orientalis u M. truncatula
OBUTIO TIOKa3aHO HaJMuMe apaOWHaHa, cojepkaliero or 2 10 7 apaOMHAHOBBIX
OCTaTKOB U CIIUTOrO ¢ apabnHaHOBOI 00k0BOil 1enbio PI'-1, u Mmem6pannoro AI'b
B CUMOHMOCOMAaX C FOBEHWJIbHBIMU OaKTEpOUIaMU U UX OTCYTCTBHE B CUMOMOCOMAX
co 3penbiMu OakTeponaamu [ Tsyganova et al., 2023a; Tsyganova et al., 2023b]. ITpu
ATOM B KJIyOeHbKax JeTepMuHupoBaHHOTO Tuma G. MaxX apaOWHaHBI BCTPEYAIUCH
BO BCEX CHMOMOCOMaxX B MH(HUITMPOBAHHBIX KJICTKAX B IMOCTOSHHOM KOJIMYECTBE

(Pucynok A.25E.1; Tabmuna 5) [Tsyganova et al., 2023a].

Ta6muna 10 — BugoBas cnenupuIHOCTL CHMOMOTHYECKOr0 HHTepdelica
cumMOuocoMm B Ki1yOeHbKkax bo0oBbIX
CuMOHMOCOMBI €
mManoauddepen-
Bun FOBEHWJIbHBIMU 3peJibIMU ddep
LIUPOBAaHHBIMU
OaxkTeponaMu OaxkTeponaaMu
OakTepougaMu
Pisum
: vHaH PT'-| AI'b ¢c T'OU- -
sativum apabuHa C SAKOPEM
Medicago
apabunan PI'-1 - -
truncatula d
Galega apabunas PT-I, _ _
orientalis AI'b
Glycine B _ apabunas PI-I,
max Al'b

[IpuBeneHbl TOJBKO OCHOBHBIE KOMIIOHEHTHI MO JaHHBIM (IYyOPECLEHTHOW U
UMMYHOYJICKTPOHHOM MHKpPOCKOIIUHU. apabuHaH — JuHekHas (1—5)-a-L-
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apabuHaHOBast 00KoBast 11etb (anTuTeno LM6-M). [pyrue cokpaiieHus mpuBeIeHbI
B COOTBETCTBUH C OCHOBHBIM TEKCTOM.

HaubGonee momHo ObuUIM OMHMCAHBI OHTOTEHETHYECKHE HW3MEHEHUs
cUMOMOTHYECKOTO MHTep(eiica B KiIyOeHbKax HeJIeTePMUHUPOBAHHOTO Tuma y P.
sativum [Tsyganova et al., 2009; Tsyganova et al., 2019a; Tsyganova et al., 2019c;
Tsyganova et al, 2023b]. KiyOeHbkd HEICTEPMHHUPOBAHHOTO  THIIA
XapakTepU3yrTCd HAIMYUEM  TIOCTOSIHHO  JIEWCTBYIOLIEW  MEPHUCTEMBI U
BeIpakeHHOW 30HaIbHOCTRIO [Newcomb, 1976; Guinel, 2009], mostomy B Takux
KIIyO€HbKaX MOXHO TIPOCIEAUTh TpagueHT AU(PHEPEeHIIMPOBKU KJIETOK MpHU
3apakeHUU MX pu3o0usMH. KJeTouHble CTEHKHM MOJBEPraloTCs H3MEHEHUSIM B
mpoiiecce MHQPUIMPOBAHMS PACTUTEIBHBIX KIETOK. Tak, Ha Ha4daJbHBIX 3Tammax
WHQUIIMpPOBaHUS B KIETOYHBIX CTEHKaX MOSBIAIOTCS (pykozwinpoBanHbie KI,
TepeKpeCcTHO cBsizannble noHamMu Ca?* monexynsl I'T u monekyinsl PT-1 ¢ 6104HbIM
XapaKTepOM BETBJICHHUS, YTO MOXKET ObITh CBSI3aHO C YCUJICHUEM 3alIUTHBIX PEaKIIUii
U TIOBBIIIEHUEM JKECTKOCTU KIETOYHBIX CTEHOK. C [NalbHENIIMM pa3BUTUEM
uHpexkunn (PykozunupoBanuelii KI' ncyezaeT U3 KIETOYHBIX CTEHOK, HO
YBEJIMYMBACTCS COJepKaHhe HU3KoMeTwdTepuduimpoannoro [T, kotopoe
JOCTUTAaeT MaKCUMyMa B  CTapelolMX HWH(QUIMPOBAHHBIX  KIETKaX C
JereHepupyomuMu  cumbnocomamu. Kak cocrtaB CTEHOK, Tak U MaTpUKca
MH(DEKIMOHHBIX HUTEH MPAaKTHUYECKH HE MEHSIIOTCS B 3pEiIOM KIyOCHbKE BHE
3aBUCUMOCTH OT TMCTOJOTMYECKOM 30HBI: B Marpukce omnpenerstorcs AI'b-O un
DKCTEHCHHBI, B CTeHKaX — ['T" ¢ pa3HOM CTENEHBIO METHIIMPOBAHUS, 4 B MOJIEKYJIAX
PI'-I apabunaHOBbIE OOKOBBIE IIEMH CMEHSIIOTCS TaJlakTaHOBBIMH. [Ipu BbIXOJIE
OakTepuil n3 NHOEKITMOHHBIX HUTEH (FOBEHUJIbHBIE CHMOMOCOMBI) B CHMOHMOCOMAaxX
pacrpocTpaHeHbl apaOMHaHbI, CXOKHUE ¢ apaOUHAHOBBIMU OOKOBBIMH 1iensiMu PT'-1,
IpU CO3pEBaHUU cUMOHOCOM U U depeHpoBKe 0aKTEpOUI0B B CUMOHOCOMAax
apabuHaHbl KCYe3al0T, HO yBenuuuBaercs konndectBo AI'b ¢ T'OU-sxopewm,
KOTOPbIE€ MOKHO CUUTATh MAPKEPOM 3pEJIOCTH CUMOUOCOMHBIX MEMOpaH.

HekoTtopslie pa3nuuus B xapakTepe pacipeiesieHus MoJucaxapu0B U OSJIKOB

KJICTOYHOM CTEHKH MCXKOY KJ'IY6GHBK8,MI/I AUKOro TWUIla W MYTaHTaMHW MOXHO



66

OOBSCHUTH aKTUBAIIMEH 3alTUTHBIX PEAKIIMNA HITH TPEKICBPEMEHHBIM CTAPEHUEM Y
myTtaHToB. Tak, y myranra P. sativum SGEFix™-2 (Pssym33-3) naOmomaroTcs
WHTCHCHBHBIC 3aIIUTHBIC PEAKINH, TAKNE KaK CyOSepUHU3AINS KIETOYHBIX CTEHOK U
CTCHOK WH(EKIIMOHHBIX HUTEH, OTIIOKEHUE NedTepU(UIIMPOBAHHOTO IEKTHHA B
CTCHKaX WHQPEKIMOHHBIX HUTEH U yBEIMYEHUE YPOBHS OKCIPECCHUH TEHA,
Komupytomero — nepokcumasy  [lvanova et al, 2015]. Oo6pasoBanue
CYOCpHHM3MPOBAHHOIO MaTepuaia KJICTOYHOH CTEHKM BOKDYT BaKyoJdd |
oOpa3oBaHNE MEKTHHOBOTO Telsl (MICHTU(DUIIMPOBAHHOTO C MOMOIIBI0 aHTUTENA
LMS5) B wMarpukce WHQEKIMOHHBIX HUTEH SBIAIOTCS  JOMOJHUTEIHHBIMU
NpU3HAKaMH TIATOTCHOMOJOOHOTO 3allMTHOTO OTBETa Ha OaKTepUaIbHYIO
uHbeknno y 3Toro Myranra [Tsyganova et al., 2019b]. ¥ myranta SGEFix -5
(Pssym33-2), Hecymiero cTporyro ajnielib reHa PSSym33, 3amuTHbIC peakiuu
NPUBOJAT K JIerpajaiuu pu3o0uii BHyTpu HH(EKIMOHHBIX HUTEH [L{piraHosa et al.,
2019]. B menom 3TO mpeAronaraet, YTo BaXKHOW (PYHKIUEH TPaHCKPUIIITUOHHOTO
dakxtopa CYCLOPS/IPD3 sBisiercss mojaBiieHue 3alIMTHOW pPEaKIUU BO BPEeMs
yCTaHOBJICHHS 0000BO-pH300HMaILHOrO0 cMMOHMO3a. Y apyroro myranrta P. sativum
SGEFix -1 (Pssym40-1) pa3BuBaeTcsi OKHCIUTEIbHBINA CTPECC, KOTOPBIA MTPHUBOHT
K aHOMaJIbHOH nuddepeniupoBke 0akrepou10B [[{bicanosa et al., 2009, Provorov
et al.,, 2012]. Myraur P. sativum RisFixV (Pssym42), xapakTepu3yroIuics
NPESKICBPEMECHHBIM ~ CTapeHUEM HH(EKIIMOHHBIX CTPYKTYp, JAEMOHCTPHPYET
JPYTYIO PEaKIMio Ha pU300HaIbHyI0 HHPEKIUIO: CHHTE3 U HAKOIUICHHE KaJIJIO3bl B
KJICTOYHBIX CTCHKAaX WH(HUIIMPOBAHHBIX KJICTOK M MH(DEKIIMOHHBIX HUTCH, KpOME
TOTO B JETCHEPHUPYIOMIMX KJIETKaX MPOUCXOAUT HWHKAINCYIANHUS OaKTEpPOUI0B
HU3KOMETUJIMPOBaHHBIM TIekTHHOM [lvanova et al., 2015].

bbuta mpeanpuHATa TMOMBITKA CO3JMAHUS MOJCIH (PYHKIIMOHUPOBAHUS
WHPEKIIMOHHOW HHUTH B  KiIyOeHbkax bBoOOBEIX —  YHHBEpCAIBHOTO
arnoIUTaCTUYECKOTO KOMMAPTMEHTA, CIYXKAIlero IUisl JOCTaBKUM pU300UMN BHYTpb
KOPHS U CUMOHMOTHYECKOTO KiyOeHbKa [[[vicanosa, Llvicanos, 2012; Tsyganova,

Tsyganov, 2019; Tsyganova et al., 2021].
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VY OonpIIMHCTBA PaCTeHUN €CTh JBAa THUIA KJIETOK, PACTYIIUX KOHUYHUKOM:
IBLIBIIEBBIC TPYOKH U KopHEBBIE Bojiocku [Carol, Dolan, 2002; Cameron, Geitmann,
2018]. MudekroHHbIe HUTH MPEACTABISAIOT COO0M TPETUH THII POCTa KICTOYHOMN
CTEHKH KOHYHMKOM. MH(DEKImoHHas HUTh — 3TO pacTyimias BHYTPb TpyOka, B
KOTOPOM TOJISIPHBIN (anMKaldbHBIM) POCT TOMOJIOIMYECKH HWHBEPTUPOBAH [0
CPaBHEHHUIO C POCTOM KOHYHMKA KOPHEBBIX BOJIOCKOB WJIM MBUIBIIEBBIX TPYOOK.
[TpennioxxkeHHass Moziens 0000IIa€T OCHOBHBIC KOHIIEHIIUU POCTa MHGEKITMOHHOU
uutH (Pucynok 4) [Tsyganova et al., 2021].

Nuunmanust 1 pocT WH(DEKIIMOHHOW HUTHU SIBISIIOTCS CJICICTBUEM OOMEHa
CUrHajaMu ¢ uHOUUUpyomuMud OaktepusiMu  Rhizobium u  u3MmeHeHus
TPAHCKPUIIIMOHHON aKTUBHOCTH B S/Ip€ KJIETKU-X03siMHA. [ToMuMo mpouero, 3To
OPUBOJAUT K CHUHTE3Y M OTJOKECHHMIO HOBBIX OEJKOB B MHUKPOJOMEHAX
MIa3MaTHYecKo MeMOpaHbl MHPEKIIMOHHOW HUTH. Be3UKyJIbl, MPOUCXOSIINE U3
OIIP u AT, cauBatoTcs ¢ rmia3MaTU4eckoi MeMOpaHoil Ha KOHYMKE HHPEKIIMOHHON
HUTH, BBICBOOOXKIAsi CBOE COJEPKUMOE B CTCHKY W BHEKJIICTOYHBIM MaTPHUKC.
[{enenanpasieHHas CEKpeLMs U3 BE3UKYJI (HapsiAy C pOCTOM U JeJIeHHEeM OaKTepuid
B MAaTpUKCE TIpOCBeTa HWH(PEKIIMOHHONW HUTH) SBISCTCA JBIDKYIIEH CHUIIOH,
CIOCOOCTBYIOIIEH pPOCTy HHGPEKIIMOHHONW HUTH. [JHUKONpPOTEUHBI, OCIKU U
MOJINCAXAPUIHBIE KOMIIOHEHTHl MaTpUKca WH(EKIIMOHHOW HUTH MpPEACTaBICHBI
AT'b-3, 6enkamu, 6orateiMu ruApokcutiposmaom, ENOD2/11, numookcureHazamu,
nuamuHokcunazamu u PI-II. Kpome toro, H;O,, BeposiTHO, urpaer posib B
ciummBanuu Mojekyn AI'B-D u u3Menenunm OHO(DU3MUECKUX CBOICTB MaTpUKca
uH(peKMOoHHOW HUTH. Besukynsl, npoucxomsume u3 Al, Takxke comepxkar
nesttono3ocuaTasel, KI' u nextunsr (I'T, PI'-I u PI'-II). I'T cunre3upyercs B
BBICOKOMETHIIITEPUUITMPOBAHHOMN (POpME 1 MOKET TPAHCTIOPTUPOBATHCS BMECTE C
komruiekcamu [IM3/unrudurop [IM3. Bee 3Tu KOMIIOHEHTHI U Jipyrue hepMeHThI

PEMOACIIMPOBAHUSA KJICTOYHOM CTCHKH BBICB060}K,Z[8IOTC$[ B aIIoIlIacCT.
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(1) dakropbl TpaHCKPUILUMU H3MEHSIOT XOJ PAa3BUTHS KIETKHU-XO03suHA. (2)
PacturensHbie O€MKM ¥ TIMKOMPOTEUHBI JIOKAIM3YIOTCS B MHUKPOJOMEHAX
masMaTudecko MeMmOpaHbl uHGpekiumoHHOM Huth. (3 u 4) Besukynsl,
MPOUCXOIAIINE M3 SHAOINIA3MAaTUYECKOTO PETUKYJlyMa M anmapara [onbmxu,
HaIpaBJIAIOTCA K IJIa3MaTHYeCKo MeMOpaHe Ha KOHYMKE MH(EKIHOHHON HUTH,
BBICBOOOKas CBOE COJAEPKMMOE B CTEHKY M BHEKIJIETOYHBIA MaTpUKC. ITOT
CEKpPETOPHBIN MEXaHU3M SIBJIETCS JIBIXKYIIEH CHIION pocTa MHGEKIIMOHHON HUTHU B
COYETaHUU C POCTOM U JICJICHUEM OaKTEepUaIbHbIX KJIETOK B IPOCBETE MaTpHUKca. (5)
['mukonpoTenHbl, OCTKU U MOJHMCAXAPUIbl BIUSIOT HAa OMO(HU3NYECKHE CBONCTBA
CTEHKH U MaTpPUKcCa B TpocBeTe MHPEKIIMOHHOM HUTH. (6) benku ki1eToYHO CTeHKU
U ToJucaxapubl IMEPEeHOCATCS B Be3uKylnax w3 anmapara [onpmxu. (7) B
dbopmupyrolielicss cTeHKe HHOEKIIMOHHOW HUTH UMEETCS CIIOM KPHUCTALINYSCKOU
LEJUTIOJIO3HI, u I'T MPEUMYIIIECTBEHHO HaXOJIUTCS B CUJIBHO
MeTuaTepuduipoBannont ¢opme. (8) 3penas cTeHKa HHPEKIMOHHOW HUTU
comepxkut uewnonosy, KI' wmw IT ¢  yMeHbIIawIIENCs  CTENEHBIO
MeTWITepUuPUKauMU. ITO co3laeT 00jee KECTKYI CTPYKTYpYy, YCHIECHHYIO
MOCTHKOBBIMH CBsizsiMu ¢ uoHamu Ca?'. Taxxe npucyrctBytor PI-1 u PT-II (B
dopme numepoB ¢ monom BY), skcteHcunbl, AI'b u skcmancunsl. (9) Bo Bpems
pa3BUTUS HMHQEKUUOHHOW Karuii (EepMEeHTbl YYacTBYIOT B MoJAU(DHUKALUUA U
nerpaganuu  kietTouyHod cTeHKd. (10) AKTHMHOBBIM LUTOCKENET Yy4YacTBYEeT B
opranu3anuu nojsipHoro pocta. (11) TyOyauHOBEIHN ITUTOCKENIET 00pa3yeT TYHHEIb
Uisi opueHTanuu pocta wHbeknuonHod Hutu. (12) Ilommcaxapuasl u Oenku
KJIETOYHOW CTEHKM W Karcyibl OaKkTepuil WrpaloT BaXKHYIO POJb B PAa3BUTUU
unpexuu. (13) CumOuocomHass mMemMOpaHa COACPKUT HOBBIM HAOOp OETKOB,
CBS3aHHBIX C a30TUKCUpYOMUM HHAOCUMOUO30M. (14) Buyrpu cumbOuocom
KJIETKH pU300Ull TEPSAIOT HK30MOIHCaXapuaHyo Kamcyny, u cTpykrypa JIIIC
u3mensercsa. (15) H,O, wurpaer pons B mepekpectHoM cumuBanuu Al'b-D u
YIUIOTHEHUH MaTpukca UHPeKunoHHoW HUTH. [T — romoranaktyponan, PI'-1 —
pamHoranaktyponan I, PI'-lIl — pamuoranaktyponan II. 3enenble auHUU —
MHUKPO(HUIAMEHTBI aKTUHA, CUHUE JIMHUM — MHKpPOTpybouku, ® — Ca?*, ceeTiio-
rojiyool BHEKJIETOYHBI MaTPUKC >KUJKUMN, 3alITPUXOBAHHBIA CHHHUM MaTPHUKC
reyicoOpa3Hblif, po30Bas KJIETOYHAs CTEHKAa CHUHTE3UPYETCS 3aHOBO, KpacHas
KJIETOYHAs] CTEHKa SBISIETCS 3pesiod wid MoauuuupoBaHHOW. OOBEKTH HE
macmtabupyrorcs [Tsyganova et al., 2021].

Pucynok 4 — Mopgear pocra u pa3Butusi 0000BO-pH300HAIBLHOTO
CUMOMOTHYECKOr0o HHTep(eiica B HHPeKUMOHHBIX HHUTAX bo0oBBIX (Ha
npumepe Pisum sativum)

B 3apoxnaromieiics cTeHKe HHPEKIMOHHON HUTH LEJUIH0JI030CHHTA3bI
BCTPAUBAIOTCS B MEMOpaHy M CHUHTE3UPYIOT KPUCTALUIMYECKYIO IeiuToio3y. Ha
ATOW CTAaJUX OCHOBHBIM KOMIIOHCHTOM CTEHKH HWH(EKIIMOHHOW HUTH SIBISETCS
BBICOKOMeTHITepuduimpoBannpii  I'T.  Ha 3pemoit  cragum  OCHOBHBIMHU

MOJIMCAXAPUIHBIMU KOMIIOHEHTAMU SIBJISIFOTCS: neiutrono3a, KI' u I'T ¢ paznuunoit
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creneHplo MeTmwdTepudukanuu. [T ¢ HU3KUM ypoBHEM METHUIITepUPUKAIAN
cBsa3bpiBaeTcst moHamMu Ca?t Mesx 1y coOOM, yBETMYMBast TEM CAMBIM CBOKO KECTKOCTb.
B crenke nndexmonnoit Hutu npucyrctByet PI'-1, a Takxxe PT-II B Busme numepon
¢ nonoM 6opa. Ctenka MHGEKIIMOHHON HUTHU TaK)Ke CONEPKUT dKCTeHCUHBI, AT'b n
sKcnancuHbl. KpoMe Toro, kamio3a u eHOJIbHbIE COSMHEH NS, TAKME KaK CYyOepuUH,
MOTYT HaKaIlJIMBATHCS KaK YacTh 3AIIUTHBIX PEAKIUid B OTBET Ha HEI(DPEKTUBHBIN
CUMOMO3.

MHuorue ¢pepMeHThl y4acTBYIOT B MOJU(DHUKALIMK U JIeTPaJallud KIECTOYHOM
CTEHKH BO BpeMsl pocTa MH(PEKIMOHHON HUTU U (HOPMUPOBAHMS WH(EKIIMOHHON
kamd. [lonsipHbli  pocT HMHQPEKIMOHHONW HUTHU ONOCPEJOBAaH AKTHHOBBIM
IUTOCKEJIETOM, a pacCIHOJIOKEHUE MHUKPOTPYOOUEK CO3/1a€T OrpaHUYUTEIbHBIN
TYHHEJb JIJIs1 pocTa MH(MEKITMOHHONW HUTU. BHYTpH mpocBeTa BaKHYIO POJIb UTPAIOT
oaktepuanbhbie oaucaxapuasl: JI1C, KIIC, JITIC, nukaudyeckuii B-riarokaH, RosR
W MepoKCcuIa3bl, HHIynupyembie puzoousmu (Rip1-10).

[Tocne BrIxo/1a OaKkTepUaTbHBIX KJIETOK W3 HHPEKIIMOHHOM KaIlJIi HECKOIBKO
pacTUTENBHBIX OEJTKOB acCCOLMHPYIOTCA C CUMOMOCOMHOW MemOpanou. K Hum
oTHOCATCS: JiekTHHOMOMoOHBIH TiukonpoTend (PsNLEC1), cunanTorarmMun
(MtSyt1/2/3), cuntakcun (MtSYP132), wuHo3uTosconepxkamuii  dhochomumuma
(aaturen JIM18), AT'b ¢ I'®U-skopem (anturen JIM1) u apabunansr (1160 B
cocraBe PI'-l (antmren LMG6), mu6o B cocraBe AI'b (antmren LMZ2)). Bayrpu
CUMOMOCOMBI pu300uM TudepeHIUpyOTCsS B a30TPUKCUPYIOIINE OaKTEPOUIbI:
OHM TEPSIOT CBOIO 3K30IOJIMCAXAPUAHYIO KalCyiy, a CTpyKTypa junuaa-A u O-
antureHHbix rpynn JINIC moaudunupyercs, oT4acTy noa aectueM Oenka BacA.

Krnerounass creHka, oOkpyxaromas WHOEKIUOHHYIO HHTb, MPEACTABISET
co00l TUHAMUYHYIO W TOCTOSTHHO MEHSIOIIYIOCS CHCTEMY, BBITIONHSIONIYIO KaK
CTPYKTYypHbIE, TaK M 3amuTHbie ¢yHKIU [Tsyganova et al., 2021]. Ee cTpykrypa
Ha paHHEH CTaJuy B KOPHEBOM BOJIOCKE WJIM KJIETKE KOPHI KOPHS MOXKET CHJIBHO
OTIIMYAThCSA OT CTPYKTYpPHl KIETKH XO3SMHA, HAXOMSIICWUCS TIIyOOKO B TKaHU
co3peBaroliero kiayoOeHbka. JIMHAMUYHOCTh MH(PEKIIMOHHON HUTU OCJIOXHSET €€

U3y4YEeHUE.
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C  DJBONIOIMOHHOW  TOYKH  3pPEHHUS  TNPUPOAA  CUMOMOTHUYECKOTO
B3auMozeiicTBUsl BoOOBBIX M pu300Mii CTAaHOBUTCS Bce Oojee HMHTUMHOM U
ci10kHOM. C OHOM CTOPOHBI, OHA BKJIIOYAET B C€0s1 HOBBIE ACHEKTHI KIETOYHOIO
Mopdorenesa, B UYACTHOCTH, WH(PEKIUOHHYIHD HHUTb U CHUMOHMOCOMHBIC
KoMIIapTMeHThl. C Apyroi CTOpPOHBI, CYLIECTBYET TOYHAsl CHUCTEMA IOJABIICHUS
3aIIMTHBIX peakUWid XO35MHA. 3ajadya JajdbHEHIIMX MCCIEeI0BaHUA OyJner
3aKJII0YaThCSl B  HCIIOJb30BAHWM T'€HETHKH, I'€HOMUKM M IUTOJOTMYECKUX
VCCJIEIOBAHMN Il MHTErPallid MHOTHX I[1apaMETpPOB, BOBJICYCHHBIX B PA3BUTHE
UH(PEKIUOHHBIX HUTEH, HaYuHAas OT Mepelayd CUTHAJIOB M TPaHCHOpTa OENKOB U

3aKaH4YMBaA OTIOXKCHHUEM N PEMOACIINPOBAHUEM KJIETOYHON CTCHKH pacCTCHUA.
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BbIBO/IbI

1.  TIlokazaHno, 4TO KaK HEETEPMUHUPOBAHHBIE, TaKk u
JNETEPMUHUPOBAHHBIE KIIYOCHbKH XapaKTEPU3YIOTCS YHUBEPCAIbHBIM XapaKTEPOM
pacmpezieieHusi  BbICOKOMETHIIPTEPUPHUIIMPOBAHHOTO  TOMOTaJaKTypOHaHa U
HEPa3BETBJICHHOI'O OCTOBA PAMHOTAJIaKTypoHaHa | B KJIETOUHBIX CTEHKaX U CTEHKaxX
MH(EKIIMOHHBIX HUTEW, YTO CBSI3aHO C M30TPOIHBIM POCTOM HHGUIKUPOBAHHBIX
KJIETOK.

2. BeisiBnensl  BujpocnenupuuHble O0COOCHHOCTH (POPMHUpPOBAHUS U
MOAU(PUKALMKA KIETOYHBIX CTEHOK M CTEHOK WH(EKIIMOHHBIX HUTEW: HalIW4due
JMHEHHOW TalaKTaHOBOW OOKOBOW IIEMM paMHOTajJakTypoHaHa | B CTeHKax
uHbeknnoHHbIXx HUTer y P. sativum, G. orientalis u V. formosa, naguuue B
KJIETOYHBIX  CTEHKAaX  HEUH(DUIIMPOBAHHBIX  KIETOK  (PYKO3WIMPOBAHHOTO
Kcuwiormokana y M. truncatula  w HHU3KOMETHIDTEPU(PHUIIMPOBAHHOTO
roMorajgaktypoHana y G. orientalis, a Taxxke BapuanuM JOKaJIM3alHUH
($yKO3MIHPOBAHHOTO KCHJIOTJIFOKaHa U e3TepuUIUPOBAHHOTO
rOMOTaJIAKTypOHAaHA B KJIETOYHBIX CTEHKaX M CTEHKAaX WH(QEKIIMOHHBIX HUTEU
U3YYCHHBIX BUJ0B b0oOOBBIX, (hOPMHUPYIOMINX HEIETCPMUHUPOBAHHBIC KITyOCHBKH.
B nerepmunupoBaHHBIX KiIyOeHbKax (Ha mpumepe G. Max) OBLIO BBISBICHO
HAJIMYUE TaJlaKTaHOBOW OOKOBOM IIemM paMHOrajdakTypoHaHa | B cTeHKax
HEMH(DUIIMPOBAHHBIX KJIETOK M (PYKO3WIMPOBAHHOTO KCHIJIOTJIFOKaHA B CTEHKax
WH(EKITMOHHBIX HUTEH.

3.  Tlokazana Bapwamusi B pacmpelneieHHH W KOJHMYECTBE Pa3TMUHBIX
SMUTOTIOB apaOMHOTAJAKTAHIIPOTEHH-IKCTEHCUHOB B MaTPUKCE HH(EKIIMOHHBIX
HUTEH U MH(QEKIIMOHHBIX Kareslb B KIyOeHbKax AMKOTro THMa U He3(P(HEeKTUBHBIX
mytaHToB P. sativum, 4rto mnpeamonaraer pasaUYHYIO POJb CHEIUPUUSCKUX
MOCJIEIOBATEILHOCTEH MaKpPOMOJIEKYJIbl apaOMHOTAJaKTaHIIPOTEHH-IKCTEHCUHA B

Pa3BUTUH CUMOMOTHYECKUX KITYOE€HBKOB.
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4, BoisiBnensl HOBble Mapkepbl AUPGEpPEHIUPOBKH CHUMOHMOCOM B
kiyoenbpkax P. sativum, M. truncatula, G. orientalis u G. max. Tax, 3asikopeHHBII1 B
MeMOpaHe ¢  TMOMONIBIO  TIUKO3WIhOCHATUAMIMHOZUTOIOBOTO  SIKOPS
apaOMHOTaIaKTaHOBBIM OEIOK MOXET ObITh MapKepOM CO3pEBaHUs CUMOHMOCOM B
kiayboenbkax P. sativum, a apaOuHaHbI ¢ JJIMHOM 1eru 2-7 0CTaTKOB (KaK B COCTaBe
apabuHaHOBOM OOKOBOI IIeMM paMHOTallakTypoHaHa I, Tak apaGuHOranakTaHOBBIX
0eNKOB) y4acTBYIOT B AH(HEepEeHITMPOBKE CUMOMOCOM Ha PaHHUX CTATUSX.

5. BrisiBaeHo, yto MmyTanThl P. sativum u M. truncatula mo oprosorndssiM
redam PsSym33 wu PsIPD3 xapaktepusyroTcsi pa3iMuHBIMH MPOSBICHUSIMU
3aIUTHBIX PEAKIINI, MPUBOISAIIMX K YBEIUYEHHUIO KECTKOCTU KJIETOYHOW CTEHKH.
[Ipu »>TOM MyTanTHass asmwienb PSSym33-3 mnpuBoAuT K (GOpMHUPOBAHUIO
CyOepHMHU3UPOBAHHOTO MaTepHayia KJIETOYHOM CTEHKHM BOKPYTI BaKyold U
00pa30BaHMIO NEKTUHOBOTO T'eJisl B MATPUKCE MH(PEKIIMOHHBIX HUTEW B KIIyOE€HbKaX
P. sativum. D10 yka3piBaeT Ha TO, 4YTO BaXHOH (YHKIHECH KIFOYEBOTO
tpaHckpunimonHoro ¢akropa CYCLOPS/IPD3 sBisieTcst moiaBiieHUe 3allUTHBIX
peakiuii Bo BpeMs pa3BUTHs 0000BO-prU300HaIBHOTO CUMOMO03a.

6. OOHapyXeHO  OTJIOKEHHWE  TEeKTUHa  (IedTepuUIUMPOBAHHOTO
TOMOTaJIaKTypOHAHA) BOKPYT CTaperoIuX OaKTEepOWJOB U KaJJIO3bl BOKPYT
WHOEKIIMOHHBIX  HHUTEHW, WHQUIHUPOBAHHBIX KJIETOK H JCTCHEPUPYIOIINX
OakTepousoB B KiyOeHbkax myrtanTa P. sativum RisFixV (Pssym42). Takum
oOpazom, reH ropoxa PSSym42 (ubs mociaeaoBaTeIbHOCTh HA TaHHBIN MOMEHT €111e
HE WACHTHU(UIIMPOBAHA) TAK)KE€ BOBIICYEH B TOJIABJICHHWE 3aIUTHBIX PEaKIIU,
aKTUBHPYEMBIX PU300MaNbHON HH(DEKIUEH.

7. [IpociexxeHa [OWHAMUKAa HAKOIUICHUS TEPOKCHAA BOAOpoAa U
OIpeieNieHbl TMATTePHBI €ro JOoKalu3alMkd B KiIyOeHbpkax P. sativum npu
adpexTrBHOM U HeIPHEKTUBHOM B3aUMOJICCTBHUU, HA OCHOBE KOTOPBIX BBISBIICHA
pois HyO2 B pocte mHGEKINOHHONW HUTHU, CBSI3aHHAs C MOBBIIICHUEM YKECTKOCTU
CTCHKM HWH(MEKIMOHHOW HHUTH, W B Pa3BUTHUH OKHUCIUTEIBHOIO CTpecca Yy

cumouotuuecku HedpdekTrBHOro Myranta SGEFix™-1 (Pssym40-1).
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8.  IIpomemMoHCTpHpPOBAHO, YTO AHTUOKCHAAHTHAsA cUCTeMa (Ha MpHUMepe
rIyTaTHOHa) W (UTOTOPMOHBI (Ha TpUMepe TpaHC-3eaTHHA pudo3uaa U
ru66epessioBoi KUCIO0Thl ['A3) y4acTBYIOT B PYHKIIMOHMPOBAHUHU U MOJIU(DHUKAIINH
cumbuoTnyeckoro wuHTepderica cumOmocoM B KiyOeHbkax P. sativum mpwm
¢ pexkTBHBIX 1 HEAD(DEKTUBHBIX B3aUMOJICHCTBHUSIX.

0. [Ipennoxena Moaens (QPYHKIHMOHUPOBAHUSA MHPEKUIMOHHOW HHUTU B
HEJCTEPMUHUPOBAHHBIX KIyOCHbKaX, KOTOpas MOKa3bIBAET y4YacTHE pPa3IMYHbIX
KOMIIOHEHTOB CHUMOHMOTHYECKOr0 MHTep(elica B MOCTPOSHUU CTEHKA M MaTpUKCca
UH(PEKINOHHOW HUTH, a TAKXKE UX ydacTue B GOPMUPOBAHUH MHPEKLIIMOHHON Karlin

M IIOCJICAYIOIICTIO BBIXOJa 6aKTCpI/Iﬁ B IUTOILIIa3My paCTHTCHBHOﬁ KIJICTKH.
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BJIAT'OJAPHOCTH

S BeIpakaro caMyl0 UCKPEHHIOI M TIIYOOKyrO OJIarolapHOCTh HAYyYHOMY
KOHCYIbTaHTy — BukTtopy EBrenreBudy L{piraHoBy 3a MHOTOJIETHEE PYKOBOJICTBO
Y HAIPAaBJICHUE MUCCIICIOBAHNN KaK 3aBEYIOIIETO JJabopaTopuei, rae s paboraro, 3a
KPUTHYECKOE MPOUYTECHHE MOMX CTaTell W auccepranuu. S BeIpaxaro TIyOOKYIO
omaromapHocth mnpodeccopy Huxomacy bpesuny (Ilentp J[xona Wuneca,
BenmukoOpuTanus), BO MHOTOM OJlarojapss KOTOPOMY M COCTOSIJIACh HACTOSIIIAS

paborTa.

S BeIpaxaro OTrpOMHYIO  OJIAarOAApHOCTH  BCEM  MpErojaBaTessIM
ouosiorndeckoro axkynbpTeTa Kazaxckoro HalimoHajaIbHOTO YHUBEPCUTETA U MIPEIKIC
BCEro Kadeapbl LWUTOJOTUH, THUCTOJOTMU U 3MOpuonorud. OcoOeHHYI0
0J1aroIapHOCTh I BBIPAXkKAI0 OJHOMY M3 MOMX Hay4HBIX pyKoOBoauTenei Tamape
MunaxeBne [llanaxMeToBOM, KOTOpas Haydyusiaa MEHS HE CIaBaTbCd B HAYYHOM

ITOHUCKC.

S kpaiiHe mpU3HaTENbHA COTPYAHUKAM MOEH MepBOI HAYYHOH JIabopaTopHH,
Ja00paTOpUU ANEKTPOHHON MUKpOockonuu B HaydHowM 1ieHTpe Xupypruu, EBrenuto
JleonugoBuuy 3ymepoBy, Anekceio MBanoBuuy XapuxoBy, Hune Edumonne
KupnoBoii 1 Anactacuu MuxainoBHe COKOJOBOW, KOTOPbIE€ OTKPBLIN JJISI MEHS
MHP MUKPOCKOIIMHU U HAYYHOI'O NIOMCKA. Sl KpallHe pU3HATENIbHA 32 MHOTOJIETHEE
pPYKOBOACTBO U Apyx0y ['anune BacuibeBHe @e0TOBCKUX, OTKPBIBILEH 111 MEHS

KpacoTy U JOTUYHOCTb MOP(OJIOTHH.

S BeIpaxaro TIIYOOKYyrO OJarofapHoCTh 3apyOekHbIM Kojuteram I[lutepy
Kano, Yopany Kanoeny, AHHe XeKMaHH U DHH DJBapiAcC 3a COTPYAHUYECTBO U
CO3J]aHUE TEeIJION 00CTaHOBKM BO BpeMsi pabOThl B J1a0OPaTOpPUU PaCTUTEIBHO-
MUKpOoOHBIX oTHomieHud B Llentpe JI>kona MuHeca mox pykoBoacTBoMm JIkaitica
Ongpoitna u Amnana J[layau. OrpomHyio OJaroJapHoCTb $ MPUHOLILY U
TEXHUYECKUM COTPYJIHUKAM OT/ela KietodHou ononoruu Llentpa Jxona Nuueca
Kum @unmm, I'panty Kannepy u Coro banHeBe1 3a moMoLs B OCBOCHUH HOBBIX

METOIHUK.
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S npusHaTenbHa KOJUIeraM, ¢ KOTOPbIMH 51 UMENa yI0BOJIbCTBUE TPYAUTHCS B
pamkax JabopaTOpuil MOJIEKYJISIPHOM M KJIETOYHOM OHMOJOTHH, MPEXKIE BCEro:
Enene BanentunoBHe CenuBepctoBoil, AHHe bopucoBne Kutaesoii, Tarbsine
AnexcanapoBHe CepoBoil, Kupe AmnnpeeBne HMBanosoit, Ilerpy I'neGoBuuy

Kycakuny, Apremuto [laBnoBuuy ['opiikoBy U BCeM JpyTruM.

S BeIpakaro HCKpeHHIo10 Oiarogapuocts Kupunny Hukomnaesuuy JleMmuenko,
Onmarogapss O€CLIEHHOMY OIBITY KOTOPOro ObUIM MPOBEIEHBI HEKOTOPHIE
UCCJICIOBAHMSI, @ TAKXKE )K€ 32 KpUTHUECKHE 3aMeYaHwsl, KOTOPBIC TIOMOTJIN ClIeaTh

MOIO paboTy JydiIIe.

51 BBIpa)kar0 UCKPEHHIOK OJarofapHOCTb COTPYJHUKAM PECYpCHOTO LIEHTPA
CIIOI'Y «Pa3BuTHe MOJEKYJISAPHBIX M KIETOYHBIX TEXHOJOTHI», OCOOEHHO
Anexcanape Hukonaesne MBanoBoit, Makcumy I'epmanoBuuy BopoGwreBy u
ApocnaBy ['ennaaseBuuy bopucoBy, KOTOphie OO€ClEeUMBaIU MaKCUMAJIbHO

yno0Hy10 paboTy B IIEHTPE, T/I€ MTPOBOIMUIIACH OOJBIIIAs YacTh UCCIEOBAHUM.

S Oeckoneyno OmaromapHa cBouM poautensiM Bukropy ['eoprueBmuy
HeBepnoBckoMy, MaMsTH KOTOPOTO s IIOCBAIIAKD CBOIWO paboty, u JKaHHe
AHartonbeBHe CBETHINIEBON, KOTOpasi HE TOJBKO Japiia MEHS CBOEH JIFOOOBBIO U

3a00TOM, HO ¥ OTKpbLIAa MHE IOPOTY B HAYKY.

51 Ge3amepHO mMpU3HATEIbHA MOEMY CYIpPYTYy 3a BCECTOPOHHIOI 3a00Ty |
JT1000Bb, KOTOpPHIE OH JapUT MHE eXemHeBHo. S OnmarogapHa MOWM JI€TAM

BanenTtune u Oputo 3a T0, 4TO OHM €CTh Y MEHSI.
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INPUJIOXKEHHUE A

dnayopeciieHTHasS UMMyHOJIOKaau3aiusa ¢ antureaom JIM7 B kinyOeHbkax Pisum
sativum (A), Medicago truncatula (b), Galega orientalis (B), Vavilovia formosa (I'),
Vicia villosa (JI) u Glycine max (E). B kadecTBe BTOPHUYHOIO aHTHUTENA
HCIIOJIb30BaHbl KO3bU aHTUTEJA K KpbICHHOMY Tamma-Tiio0ynuny IgG Alexa Fluor
488. UK — undunmposannas kierka, HUK — nenndpuuupoBannas kinerka, 1 —
AJIpO; CTPEJIKU YKa3bIBalOT Ha MH(MEeKIMOoHHbIe HUTU. Macmtad =20 mxMm (A, b), 10
MkM (B-E).

Pucynoxk A.1— BpicokoMeTWIITEpU(PUIMPOBAHHBIN TOMOTaJAKTYPOHAH B
Kkiayoenbkax bo0oBbIX



dyopeciieHTHass UMMYyHOJIOKanu3anus ¢ antutenoM LM20 B ki1yOeHbKaxX TUKOTO
tuna u myrantoB Pisum sativum (b, I', E, 3, K-M), Medicago truncatula (A, B, ],
K, N). B kadyecTBe BTOPUYHOTO AaHTHUTENIa HUCIOJIb30BAaHBI KO3bM AaHTHUTENA K
KpbicuHOMy TamMma-TioOynuHy IgG Alexa Fluor 488. (A) 3ona uHbeknuu B
kiyoenbkax nukoro tuna Al7. (b) 3ona mHpekunu B KiIyO€HbKax JUKOTO THUIIA
SGE. (B) 3ona a3ordukcamuu B kinybenbkax gukoro tuma Al7. (I') 3ona
azordukcanuu B kiyoenbkax nukoro tumna SGE. (1) KonoHuzupoBaHHbIE KIETKU
myranta TR3 (Mtipd3). (E) KomnonusupoBanubie kieTku Mytanta SGEFix -2
(Pssym33-3). (K) Mepucrema wmyrtanta Mtefd-1. (3) Mepucrema wmyrtaHTa
SGEFix™-1 (Pssym40-1). (M) 3ona wundpeknuu wmyrtanta Mtefd-1. (K) 3ona
nHpeknun mMyranta SGEFix -1 (Pssym40-1). (JI) 3oHa, coOTBEeTCTBYIOIIAsT 30HE
azoTdukcanuu y jamkoro tuma, y myranta SGEFix -3 (Pssym26). (M) 3ona
crapenus myranta SGEFix -3 (Pssym26). M — mepucremaTuueckas kierka, MK
— wuH¢unupoBanHas kierka, HUK — neundpunupoBannas kinerka, KK —
KoJIoHM3upoBaHHas kietka, [JUK — nerpagupyromas undunmrpoBaHHas KIETKa,
NKa — undekuronnas karis, I — sApo; CTpesKH yKa3bIBaloT Ha WH(EKIMOHHbBIE
HUTHU, TPEYTOJIBHUKN — Ha MH(PEKIIMOHHBIE HUTH 0e3 curHajia. MacmTab = 10 MkM.

Pucynok A.2— BbicokoMeTHIITEPH(PUUMPOBAHHBIII TOMOTaJaKTYpPOHAH B
KJIy0OeHbKaX JUKOro Tuna u myranToB Pisum sativum m Medicago truncatula
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dnyopeciieHTHasE UMMYHOJIOKanu3aius ¢ anturenom JIMS B kiryOeHpkax Pisum
sativum (A), Medicago truncatula (b), Galega orientalis (B), Vavilovia formosa (I'),
Vicia villosa (JI) u Glycine max (E). B kadecTBe BTOPHUYHOTO aHTHUTENA
UCIIOJIb30BaHbl KO3bU aHTHUTENA K KpbIcMHOMY TamMa-Tiiooynuny IgG Alexa Fluor
488. UK — undunmpoannas kinerka, HUK — neundunupoBannas kierka, 1 —
anpo, MKII — MeXKIETOYHOE TPOCTPAHCTBO; CTPEJKM YKa3bIBAKOT HA
uHpexnuonHsle HUTU. Macmrad = 20 mxMm (A, B), 10 mxm (B-E).

Pucynoxk A.3— HuskoMeTwdTepuGUUHPOBAHHBI TOMOTraJIaKTYPOHAH B
kJ1y0OeHbkax bo0oBbIX
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dyopeciieHTHass UMMYHOJIOKanu3anus ¢ antutenoM LM19 B kimyOeHbKkax TUKOTO
tuna u MyTantoB Pisum sativum (b, I', E-K), Medicago truncatula (A, B, 1, JI, M).
B kauecTBe BTOPMYHOrO aHTUTENA UCIOJIb30BaHbl KO3bH AHTHUTENA K KPBHICHHOMY
ramMa-rio0ynuny IgG Alexa Fluor 488. (A) Mepuctema u 30Ha MHGEKIUU B
Kkiyoenbkax gukoro turna Al7. (b) Mepucrema u 30Ha MHQEKINU B KITyOeHbKaX
nukoro tuna SGE. (B) 3oHa a3otrdukcanuu B ki1yoeHbkax gukoro tuna Al7. (I
3ona azordukcanuu B kinyodeHpkax aukoro tumna SGE. (/1) KononusupoBaHHbIe
kietku mytanTa TR3 (Mtipd3). (E) Kosonusuposannsie kietku mytanta SGEFix -
2 (Pssym33-3). (O)K) Mepucrtema u panssisi 30Ha uHpeknun myrtanta SGEFix -1
(Pssym40-1). (3) 3ona, cOOTBETCTBYIOIIAs 30HE a30T(PHUKCAIMH Yy JUKOTO THIIA, Y
mytanta SGEFix -3 (sym26). (1) 3ona undexuun myranta SGEFix -1 (Pssym40-
1). (K) 3ona crapenus myranta SGEFix -3 (Pssym26). (JI) 3ona nH}peKIuu MyTanTa
Mtefd-1. (M) 3ona mHpekmuu myranta Mtdnfl-1. M — wmepucremaTHueckas
kietka, UK — undunuposannas kinerka, HUK — nenndunmponannas kierka, KK
— KoJIOHU3HpoBaHHas kieTka, JJUK — nerpanupyromias nuapuimpoBanHas KJIeTka,
NKa — undekumronnas karisi, Sl — sapo; CTpesKH yKa3bIBaloT Ha HH(MEKIIMOHHBIE
HUTHU, TPEYTOJIBHUKN — Ha MH(PEKIIMOHHBIC HUTH 0e3 curHaia. Macmrab = 10 MkM.

Pucynoxk A.4— HuskoMeTwdTepUPUUHPOBAHHBIM TOMOTAJAKTYPOHAH B
KJIy0eHbKaX JUKOro Tuma u myranToB Pisum sativum m Medicago truncatula



NMMyHOReKTpOHHAS ToKau3aius ¢ antutenoM JIMS B 2-HenenbHbIX KiyOeHbKax
JMKOTO THMAa W MyTaHTOB Pisum sativum. B kadyecTBe BTOPUYHBIX AHTHTEI
WCIIOJIb30BAaHBl  KO3bM AHTUTENA K KPBICHHOMY ramma-rioOymuny IgG,
KOHBIOTUPOBAHHBIEC C KOJUTOWIHBIM 30J10TOM nuametpoM 10 um. (A, b) Jluxuit Tumn
SGE. (b) bonbmoe ypenmuuenue obmactu B pamke Ha (A). (B, I') Myraat SGEFix -
2 (Pssym33-3). (I') bonbiioe yBenuuenue obmactu B pamke Ha (B). (/1) JBoiiHoi
myTtadT RBT3 (Pssym33-3, Pssym40-1). (E) [Boitnoit mytanT RBT4 (Pssym33-3,
Pssym42). (K, 3, ) Myrant RisFixV (Pssym42). (3) bosbmioe yBenndeHue
obsmactu B pamke Ha (OK). (M) baktepoun B aereHepupyroieil HHPUIIUPOBAHHOM
kierke. MH — undexnuuonnas uuth, CUH — crenka mndexnnonno HutH, b —
OakTepusi, ba — GakTepou1; CTpeaKH yKa3bIBalOT Ha YaCTHUIIbI 30J10Ta. Maciitad =
500 am (A, B, 1, E, 1), =200 um (b, T, 3).

Pucynok A.5— HwuszkoMeTHITepuPUUMPOBAHHBII TOMOTJIAKTYPOHAH B
KJIYOeHBbKaX JUKOT0 THIA H MyTaHTOB Pisum sativum
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dyopeciieHTHass UMMYHOJIOKaNU3alus ¢ anturenoM 2F4 B xiryOeHbKax TUKOTO
tuna u myranTtoB Medicago truncatula (A-B,K,K.,H) u Pisum sativum (I'-
E,3,1,JI,M,0O,I1). B kauecTBe BTOPUYHOI'O aHTUTEJIA MCII0JIb30BaHbI KO3bH aHTHUTEIIA
K MbIIIHHOMY Tamma-Tiiooynuny IgG Alexa Fluor 488. (A) Mepucrema ITHKOTroO
tunia Al7; (b) 3ona nadekiuu aukoro tuna Al7; (B) 3oHa a3oTduKkcanuu JUKOTO
tunia Al7; (I) Mepuctema nukoro tuna SGE; (J1) 30Ha MHpEKIINN AUKOTO THITA
SGE; (E) 3ona azordukcaryu aukoro timna SGE; (XK) KosgonuznpoBaHHbIe KIETKA
mytanta TR3 (Mtipd3); (3, 1) KonouusupoBantsie kieTku Myranta SGEFixX -2
(Pssym33-3); (K) 3ona uadeknun myranta Mtefd-1; (JI) Panuss 3o0na nHpEKIMN
mytanta SGEFiX -1 (Pssym40-1); (M) ITo3nusst 30Ha nHpeknun myTanTa SGEFiX -
1 (Pssym40-1); (H) 3oma wuHpekmuun wmyranta Mtdnfl-1; (O) 3oHa,
COOTBETCTBYIOIIAsA 30HE a30T(HUKCAIMU JUKOro tuma, Myrtanta SGEFix™-3
(Pssym26); (IT) 3oma crapenus wmyrtanta SGEFix™-3 (Pssym26). M —
Mepuctematuyeckas kietka, KK — konoHnusupoBanHas kierka, UK —
uHuupoBannas kierka, HUK — wneundunuposannas xierka, UK —
nerpaaupyoomas nHdunrpoBanHas kietka, S — sapo, MKa — undexnuonnas
KaIlIs; CTPEJIKK YKa3bIBalOT HAa HMH(EKIMOHHBIC HHUTH, TPEYroJbHUKH — Ha
UH(EKINOHHbIE HUTH ¢ OTCYTCTBHEM curHana. Macmtad = 10 Mxwm.

Pucynoxk A.6— JlumepHasi accoumamusi Ieneii TroMorajJakTypoHaHa ¢
nomoub0 noHos Ca?" B kiy0eHbKax JMKOro THIIA M MyTaHTOB Pisum sativum
u Medicago truncatula
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dnyopecuentnas ummyHonokanusanus (A,B,JI,LE) u HMMyHO3JIEKTpOHHAs
nokanusarms (B,I',0K,3) ¢ anturenom 2F4 B kiyoenpkax Galega orientalis (A-I') u
Glycine max (/I-3). B kauecTBe BTOPHUYHOTO aHTHTEIA HCIOJb30BAHBI KO3bU
aHTUTENa K MbIIMHOMY ramma-riooynuny IgG Alexa Fluor 488 (A,B,J1,E) u
KOHBIOTHPOBAHHBIC C KOJUIOMAHBIM 3050ToM auametpom 10 um (B,I,0K.3). (A)
WNudunupoBannbie kieTku w3 30HbI a3ordukcanuu. (b) KomonusupoBaHHbie
KJIeTKU U3 paHHel 30HbI nHPeknuu. (B,)K) Kierounbie cTeHKkHn WHPUIIMPOBAHHBIX
kiaerok. (I',3) Uudexkumonnsie nute. ([]) HWubunuposanusie kiaetku. (E)
OujaonepMa. D — osHuojepMaibHas kietka, KII — kieTku kiyOeHBKOBOM
napeHxumbl, M — mepucrematuueckas kinerka, KK — kononusupoBaHHas KieTka,
UK — undunupoBannas kierka, HUK — neundunupopannas kietka, I — spo,
KC — «xnerouynas crenka, UH — wuHdexkumonnas nuth, CUH — creHka
nHpexuronHo HutH, b — Oakrtepusi, ba — OakTepou; CTpEIKU yKa3bIBalOT Ha
MH(EKIMOHHbIE HUTH, TPEYTOJbHUKA — HA CHUTHAJ, MAJCHbKUE CTPEJIKH — Ha
yactuibl 3070Ta. Macmrab = 10 mxMm (A,B,J1,E), = 500 am (B.I',X,3).

Pucynok A.7— [lumepHasi accoumanusi Leneii roMorajJakTypoHaHa ¢
nomomnio nonos Ca?* B kiaybennkax Galega orientalis m Glycine max



dnyopeciieHTHasE HWMMYHOJIOKQIM3aluss Ha TonyToHKWX cpe3ax (A-3) wu
uMMyHOAIekTpoHHas Jokanmu3anus (M-M) ¢ anturesom CCRC-M36 B kiryOeHbKax
Medicago truncatula (A-B), Pisum sativum (I'-E), Galega orientalis (0K), Glycine
max (3), Vavilovia formosa (M1,K) u Vicia villosa (JI,M). B xauecTBe BTOPHYHOTO
aHTHTENIAa MCIOJB30BaHbl KO3bM aHTUTENA K MBIIIMHOMY ramma-tnolynuny IgG
Alexa Fluor 488 (A-3) 1 KOHBIOTHPOBAHHBIC ¢ KOJJIOWIHBIM 30JI0TOM JHAMETPOM
10 am (U-M). (A,I') Mepucrema. (b,JI) 3ona wundekuuu. (B.E,)K) 3ona
azordukcaruu. (3) Unpunuposannsie kiuetku. (M1,J1) Uadexnuonusie autu. (K,M)
KieTounsle cTeHKH HHPUIIMPOBAHHBIX KIETOK. M — MepHrcTeMaTniecKas KIIeTKa,

KK — konmonusupoBanHas kierka, MK — wunumuposannas kinerka, HUK —
HenH(umpoBaHHas kietka, I — sapo, A — amuiomiact, MT — MUTOXOHAPHS,
KC — «xnerounas crenka, MKII — wmexkierounoe npocrpancrso, MH —

nHpexnuonnas Hutb, CUH — crenka nndexkuronnoi autu, b — 6akrepus, ba —
OaKTepouI; CTPEIKU YKa3blBalOT Ha MH(EKIUOHHbIE HUTH, TPEYrOJIbHUKH — Ha
CUTHAJI, MJICHbKHE CTPEJIKM — Ha JacTuilbl 30j0Ta. Macmrab = 10 mxm (A-3), =
500 am (U-M).

Pucynok A.8— OctoB pamHorajiakryponana | B kirydenbkax bo6oBbIx



®nyopecueHTHas UMMyHoJokanuzanus (A-3,K,\M) u  UMMyHORJIEKTpOHHAs
nokanuzaiusa (U,JI) ¢ antutenom LMS B kiyGeHbKax AMKOTO THIIA U MYTaHTOB
Pisum sativum (A-E,3), B kinyoenbkax Medicago truncatula (2K), Vavilovia formosa
(1), Galega orientalis (K), Vicia villosa (JI) u Glycine max (M). B kauectBe
BTOPUYHOI'O AHTUTENA HCIOJb30BaHbl KO3bM AHTUTENA K KpPBICHHOMY TraMma-
ro0ynmunHy IgG Alexa Fluor 488 (A-3,K,M) u KOHBIOTUPOBAHHBIE C KOJUIOUIHBIM
3ootoM guametpom 10 am (M,JI). (A) Hukwmii Tun SGE. (b) Myrant SGEFix™-1
(Pssym40-1) (B, I') Myrant SGEFix™-2 (Pssym33-3). (/1) Myraur SGEFix™-3
(Pssym26). (E) MyranT Sprint-2Fix~ (Pssym31). (OK) Mepucrema. (3) DHmoaepma.
(1,J1) NUudexmmonnsie autH. (K) 30Ha azordukcanuu. (M) HenndunmpoBanubie
KJIETKH. D — 3HJ0AEpMallbHasl KileTka, M — mepucremarnueckas kierka, KK —
KoJIoHU3upoBaHHast kietka, WK — wunpummposannas xinerka, HUK —
HeuHpumpoBanHas kierka, JIHUK — nerpagupytomas HeumH(pUUIMpOBaHHAS
kierka, MH — undeknnonnas auth, CUH — crenka mHdeknmonHoi HuTH, b —
OaKTepusi; CTPEIKM YKa3bIBalOT HA MH(EKIMOHHBIE HUTHU, TPEYTOJbHUKH — Ha
WH(EKIMOHHBIC HUTH, HE UMEIOIIME METKH, MAJICHbKUE CTPEJIKW — Ha YaCTHUIIbI
3o0ta. Macmrab = 10 mxm (A-3,K,M), = 500 am (I1,J1).

Pucynok A.9— (1—4)-p-D-ranakranoBas OokoBast uenb
paMHorajakrypoHana | B kiayoenbkax bo0oBbIX
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dnyopeclieHTHass UMMYyHoJI0Kanu3aius (A-3) 1 MUMMYHO3JIEKTPOHHAS JIOKAJIA3AIUs
(U-P) ¢ anturenom CCRC-M1 B knybOenbkax Pisum sativum (A-B), Galega
orientalis (I',11,K), Medicago truncatula (/I-X), Glycine max (3,H,O), Vavilovia
formosa (JLM) u Vicia villosa (II,P). B kadectBe BTOpPHYHOIO aHTHUTEA
UCIIOJIb30BaHbl KO3bM aHTHUTENA K MBIIIMHOMY TamMa-TinoOynuny IgG Alexa Fluor
488 (A-3) 1 KOHBIOTUPOBAHHBIE C KOJUIOUIHBIM 30510TOM JuameTpom 10 um (M-P).
(A,J1) Mepucrema. (b,E) 3ona undexmuu. (B,I,)K) 3ona azorduxcanuu. (3)
NuadumupoBannsie  wierku. (UJLH,IT) Knerounsie crenxku. (K,M,O,P)
Nndexunonnsie HutH. K — kietka xopel, M — mepucrematuueckas kierka, KK

— KonoHm3upoBaHHas kieTka, MK — wunpunupoBannas kierka, HUK —
HeHnH(pUIIUPOBaHHAs KjeTka, I — sapo, A — amuiomiact, MT — MUTOXOHApUSI,
KC — «xnerounas crenka, UH — wundeknumonnas nuth, CMH — crenka

uHpexmonHo uutH, b — Oakrepus, ba — Gakrepoua, cTpeiKu yKa3bIBalOT Ha
WH(DEKIIMOHHBIE HUTH, MAJICHbKUE CTPEJIKU — Ha YacTUIIbI 30J10Ta. Macmrad = 10
MKM (A-3), =500 um (JI-H,ILP), = 200 um (1,K,0).

Pucynok A.2— ®Oyko3uJIHPOBAHHBIH KCWIOTTIOKAH B KiIy0eHbKkax bo0oBbIX
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dnyopeciieHTHas UMMYyHOJoKanu3anus ¢ adTtutenom JIM13 B 2-HemenbHBIX
KIIyOCeHbKax JUKOro THia u MmyTantoB Pisum sativum (A-E) u Medicago truncatula
(K-M). B kayecTBe BTOPUYHOIO AaHTUTEIA MCIOJb30BaHbl KO3bU AHTUTENA K
KpbicuHOMY TamMa-rio0ynuny IgG Alexa Fluor 488. (A,b) Jdukuit Tun SGE. (B)
Myrant SGEFix™-1 (Pssym40-1). (I',J1) Myraur SGEFix™-2 (Pssym33-3). (E)
Myrant SGEFix™-3 (Pssym26). (OK) dukuii Tun Al7. (3) Myraut Mtefd-1. (1)
Myrtaut TR3 (Mtipd3). | — wmepuctema, |l — 30na undexkuuu, Il — 30Ha
azordukcamuu, |11* — 30Ha, cooTBeTCTBYIOIIAs 30HE a30TQUKCAIMU Yy JUKOTO
tuna, |V — 30Ha crapenus, K — kierka kopsl, D — 3H10AepMainbpHas Kietka, MK
— wuHbunupoBanHas kietka, KK — kojonusupoBannas kierka, 3C —
«3anuparouui cioiy, S — saapo, cTpenaku ykasbiBaloT Ha MeTKy JIM13. Macmtabd
=50 mxm (A,B,I',E-N), = 5 mxm (Bb), = 50 mxm (/1).

Pucynoxk A.3— ApaOUHOra/IaKTAHOBBIH 0€JIOK B JH0/epMe KJY0eHbKOB
JAUKOTo THIA U MyTaHTOB Pisum sativum u Medicago truncatula
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[{uToxuMHuYecKast peakiys ¢ XJOPHIOM Iepus B 2-HeAeabHBIX KITyOeHbkax Pisum
sativum mukoro tuna SGE. (A) Hawanbnbie otnoxenus H,O, Ha BHyTpeHHEH
noBepXHOCTU cTeHkU MHpekmonHod HUTH. (Bb) Cromnsie otnoxenus HoO; Ha
BHYTPEHHEW TMMOBEpPXHOCTU CTeHKM uUHPeknronHo Hutu. (B) IlosBiaenue
otnoxkennit HyO, Ha BHemHeW MOBEpXHOCTH CTeHKU WHMexuuoHHoM HuTH. (I')
[Tonnoe mnponuthiBaHue cTeHKH UHGMekuoHHoW HUTH Hy0,. () [losiBnenue
MPEHUIUTATOB TEePruApoKCcuaa lepus B MaTpukce HMHGOEKIUOHHbIX Huteu. (E)
[losiBeHre NpeuUnUTaToB MEPrUApPOKCHIa Liepus B MaTpuKca WHOEKIUOHHOU
kar. UH — urdexnnonnas auth, CUH — crenka nndexmonHoit autu, MK —
uHpEeKIUOHHas Kamisi, 0 — OakTepus; CTPENIKH YKa3bIBAlOT Ha OTJIOKEHUS
nepruapokcuaa nepus. Macmirad = 500 am (b,B,/1), = 200 um (A,I,E).

Pucynok A.4— Ilepokcua Boaopoaa B cTeHKe HH(EKIHOHHOW HUTH B
KJIyoeHbkax Pisum sativum aukxoro tuna SGE
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I_[HTOXHMI/IquKa;I J]OKaJII/ISaI_II/II/I KAITO3b1 (A E) B 2-H€I[€J]I>HBIX KJIy6eHBKaX Pisum
sativum mukoro tuna SGE (A,B) u myranra RisFisV (Pssym42) (B-3). OkpamiBanue
aammmHOBBIM cuHnM (B,I,E), Hanoxenne nuddepennmanbHO-uHTEPPEPEHITOHHOTO
koHTtpacra (A,B,JI), okpammBanue MeTusiaeHOBbIM cuHUM (JK), TpaHCMHUCCHOHHAS
anektpoHHas Mukpockonus (3). (A-I') O6mwuit mian kinyoenska. ([,E) Hakomnenue
KaUto3bl B CTEHKAaX WH(MEKIMOHHBIX HHUTEH W B KIETOYHBIX cTeHkax. (0K,3)
YTomnieHHbIe CTeHKN HH(PEKITMOHHBIX HUTEH B JCTEHEPUPYIONINX HWHOUITMPOBAHHBIX
kieTkax. | — mepucrema, || — 3ona undexuuu, |11 — 30na azoTdukcanuu, |V — 30Ha
crapenusi, UK — unduuupoBannas kinerka, HUK — HemnduuupoBanHas kierka,
JUK — nerenepupyromas unpuipponanHas kinerka, MH — nHpexumonHas HUTD;
CTPEJIKH YKa3bIBAIOT MHPEKIIMOHHBIE HUTH C HAKOIUICHUSIMH KaJUI03bl, TPEYTOJIbHUKU
— Ha HaKOIUICHHE KaJI03bl B KJIeTOYHOU cTeHke. Macmtad = 200 mxm (A-T), = 20
MKM (J1-2K), = 5 mxMm (3).

Pucynok A.5— Kamo3za B kiaydenbkax Pisum sativum aukoro tuna SGE u
mytanTa RisFixV (Pssym42)



[MuToxmmuyeckas JIokanu3anus cyOeprHa B 3-HEJENbHBIX KIyOCHBbKaX MyTaHTa
Pisum sativum SGEFix™-2 (Pssym33-3). OxkpamiBanue HEWTpaibHbIM KpPaCHBIM
(b,I), nanoxenue auddepeHunaibHO-UHTEpPEpEeHIIMOHHOTO KOHTpacTa (A,B).
(A,b) OOmmii mnman winybenpka. (B,I)) 3oHa wHpEKIMH ¢ U3IBUTHIMU
WHPEKIIMOHHBIMUA HUTSAMHU. | — MepucTeMa; HAKOHEYHUKH CTPETIOK YKa3bIBAIOT Ha
WHQEKIIMOHHBIE HUTH, CTPEKH — Ha CyOepHMHHM3UPOBAHHBIE CTEHKHU
uHbeknnonHbx HuTel. MacmTtad =200 mxMm (A,B), =20 mxm (B,I).

Pucynok A.6— Cy0epun B KiaydeHbkax myranTa Pisum sativum SGEFix™-2
(Pssym33-3)
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Marepuan KJI€TOYHOM CTEHKH OTKJIAIBIBACTCS BOKPYT BaKyOJIU B WH(DUIIMPOBAHHBIX
KJIETKAX, COJEpKaluX KaK UH(PEKIMOHHBIE HUTH, TaK U 0AKTEpOUbl, U BKIIIOYAET
JOTIOJTHUTENbHBIE BHIPOCTHI U KaIUlM B MpocBeTe Bakyosu. (A) MHbunupoBanHas
KJIeTKa B KIyOoeHbke paukoro Tuna SGE. ['mcroxumudeckoe OKpalinBaHUE
pyTenueBsiM KpacHbIM. (B) MukpodoTorpadus npocBeurBaromiei 3J1EKTPOHHOM
MUKPOCKOTIMY MH(MUIIMPOBAHHBIX KJIETOK B KiIyOeHbke aukoro tumna SGE. (B, I')
Matepuran KJIETOUYHOM CTCHKH BOKPYT BaKyoJH B KiayOeHbkax MyTaHnta SGEFix -2
(Pssym33-3) oxkpaiien pyreHHeBbIM KpacHbIM (B) m cMmecwhio #oga u cepHOi
kuciothl (). (JI-2K) Otnoxenue matepualia KI€TOUHOW CTEHKH BOKPYT BaKyoOJIU.
NMMyHORJIEKTpOHHAS JIOKAU3AIKs AMUTOMA TOMOTAJaKTypOHAaHAa C BBICOKOU
cTeneHpl0 MeTmwmTepudukanuu, medeHHoro antuteiaom JIM7. (E) bBomsimnoe
yBenudenne obnactu B pamke Ha (/1). (OK) Marepuan KIeTOYHON CTEHKH B BHIIC
BBIPOCTOB B npocBeTe Bakyosu. (3-K) OtrnoxxkeHue Marepualia KI€TOUHOW CTEHKHU
BOKPYT BaKyoJM W B BHJIE€ Kalelb B MPOCBETE Bakyosd. MIMMyHO3JIEeKTpOHHAs
JIOKJIN3aIUs AMUTONA (1—4)-B-D-ranakranoBoi O0KOBOI enu
pamHoranaktyponana |, medennoro antutenom LMS. (U, K) Bonbioe yBennuenue
obnacteit B pamkax Ha (3). (JI-H) 'uneprpodupoBanHas nHpEKIIMOHHAS KaIljs B
kinyoenbkax myranta SGEFiX™-2 (Pssym33-3) mpu okpallliBaHUH METHJICHOBBIM
cuauM-azypom |l Ha monmyronkom cpese (JI), ¢ ucnosib3oBanreM QIyopeciieHTHON
UMMYHOJIOKAJIU3aLNH anuTONa BBICOKO METUIITEPUPUIITPOBAHHOTO
romMorajakTypoHana, MedeHHoro anturesioM JIM7 (M) U MMMyHORJIEKTPOHHAS
JIOKaJIN3aIus AMUTONA (1—4)-B-D-ranakranoBoi OOKOBOI 1enu
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pamHoranaktyponana |, medennoro antutenom LMS (H). (O) Uadexnmonnas HUTH
C  DJIGKTPOHHO-TUIOTHBIM  MAaTPUKCOM W 3aKIIOYCHHBIMH  PU300HUSIMHU.
NMmyHOeKTpOHHAs JTokanu3anus snurtona (1—4)-B-D-ranakranoBoit 60koBOM
1enu pamHorajgakTypoHaHa |, MmedeHHoro antutenom LMS. I — sapo, B —
Bakyosib, UKa — wundexunonnas xamnsa, UH — undexknuonnas vuth, KC —
kieTouHas ctenka, MKC — marepuait KJIeTOYHOW CTeHKH, M — MUTOXOHApUS, A
— amwiomiact, b — OakTepus; CTpENKH YyKa3bIBalOT Ha YaCTHIBI 30J10Ta,
HAKOHCYHUKH CTPEJIIOK — Ha OTJIOXKEHUS CyOepuHa, TPEYroJbHUKH — Ha
uHpexmonHsie HUTH. MacmTab = 20 mxMm (A-T, JI, M), = 5 mxm (I, 3), = 2 MkMm
(H), =500 um (E, XX, U, K, O).

PucyHok A.7— 3amuTHble peakuuu B KJIyOeHbkax myTanta Pisum sativum
SGEFix™-2 (Pssym33-3)



TpancMHCCHOHHAST DJIGKTPOHHAS MHKPOCKONHUs KIyOeHbKOB MyTaHTa Pisum
sativum SGEFix-5 (Pssym33-2). (A) KomnouusupoBanubsie kietku. (B)
NHdexuroHHbie HUTU C YTOJIIEHHBIMU CTEHKAMU U UHTAaKTHBIMU OaKTepUSIMH B
matpukce. (B) WudexknuonHas HUTP C  YTONIIEHHBIMH CTEHKAMH U
JerpagupyomuMe  O0akTepusmMu, coopanubiMu B kiactepbl. (I') MHbeknuonnas
HUTh C TIOJIHOCTHIO JIETPaUpOBaBIIMMU OakTtepusmu B mpocBere. KK —
KoJoHu3upoBaHHas kietka, MH — wundexkuuonnas nwutb, CMMH — cTenka
uHpexkunonHo Hutu, KC — xnerouynas crenka, b — Oakrepus, /b —
Jerpaaupymomas 0akTepusi, CTPEJIKM yKa3bIBalOT Ha BE3UKYJbI, 3BE€3JOYKH — Ha
KJIacTepbl OakTepuil BHYTpU HHGEKIIMOHHON HUTH. Macitad = 10 mxm (A), = 1 MKkM
(b-I).

Pucynoxk A.8— YabTpacTpyKTypHasi opraHu3amusi KJIy0OeHbBKOB MYTaHTAa
Pisum sativum SGEFix™-5 (Pssym33-2)



[{uroxumudeckast peakius ¢ XJIOPUIOM Ieprs B 2-HENEIbHBIX KITyO€HbKaX MyTaHTa
Pisum sativum SGEFix -1 (Pssym40-1). (A) UudeKiroHHast HUTh ¢ HHTEHCHBHBIM
HAKOIJICHUEM TMPEIUINUTATOB TEPTUAPOKCHAA Iiepus B cTeHke u marpukce. (b)
NudexnmnonHas Karisi, MOJHOCTHIO 3al0THEHHAs MPEIUITUTaTaMU TIEPTUAPOKCHIA
uepus. (B) FOBeHunbHbIe GakTEpOU bl C MPEUUNUTATAMU MEPTUAPOKCUTIA LIEPHS.
(I') ®opmupoBaHue  MyJbTHOAKTEPOUIHBIX  CUMOMOCOM,  OKPY>KEHHBIX
nperunuTatamMu neprugpokcuaa nepus. KC — xknerounas crenka, MH —
uHpexkuronnass Huth, MKa — wuHbekmonnas «karms, CHUH — crenka
nHpeknronHot Hutu, b — Gaktepus, KOba — roBeHmbHBIN OakTepouna, Aba —
aHOMaJIbHBIA OakTepous, ”~ — MaTpUKC HH(GEKIHMOHHOW HUTH, 3arOJHEHHBIN
MEJKUMH TpelunuTaTaMu Mepruipokcuia uepus, * — MyJIbTUOAKTEPOUIHbIC
CUMOHMOCOMBI, CTPEJIKH YKa3bIBAIOT HA MPEIMIHUTATHl TEPTUAPOKCHAA IEPHS.
Macmtab = 1 Mxm.

Pucynok A.9— Ilepokcua Bomopona B KiaybeHbKkax myTtanta Pisum sativum
SGEFix -1 (Pssym40-1)



KondokanpHas na3zepHas MEKPOCKOIUS 2-HENENbHBIX KITyOeHbKoB Pisum sativum
mukoro Tmma SGE (A,B), myrantoB SGEFix™-1 (Pssym40-1) (B,I')) u RBT3
(Pssym33-3, Pssym40-1) (J,E). MMmyHomoKkanmu3aiusi € IOMOIIBIO aHTHUTE
MACS57 (ns nunonoaucaxapuaoB Rhizobium leguminosarum bv. viceae 3841)
(AB,JI) u MAC265 (nns apabunoranakrtannpoteuH-skcreHcuHoB) (b,I,E). B
KaueCTBE BTOPUYHBIX AHTUTEN MCHIOJB30BAHbl KO3bM AHTUTENA K KPHICUHOMY
ramMmma-riao0yauny [gG, KOHBIOTHPOBAHHBIE C KOJJIOUIHBIM 30JI0TOM JuamMeTpom 10
HM, ¢ nocuenywomum cepedpenuem. UK — undunuposannas kierka, MKa —
uH(EKINOHHAs KaIlisl, CTPEJIKH YKa3bIBalOT Ha MH(EKIIMOHHBIE HUTH, 3BE€3/104Ka —
Ha WHQEKIIMOHHBICE HUTHU C OTHOCUTEIBHBIM OTCyTCTBHEM MeTku MAC265 y
nBoitHoro MyTanTa RBT3, HakoHeuyHUKH CTpenok — Ha Jokanu3anuio MAC265 B
MEKKJIETOYHOM MpocTpaHcTBe y MytanTa SGEFIX -1, Macmirad = 10 MxM.
Pucynok A.10— Jlumomosmcaxapuabl Rhizobium leguminosarum bv. viceae
3841 u apaOMHOraAJAKTAHNPOTEHMH-IKCTEHCHH MATPUKCa HHGQpEKINOHHBIX
HHUTeil B KJIy0eHbKaX JUKOro THNA H MyTaHTOB Pisum sativum



NmMmmyHO3IeKTpOHHAST JIoKanu3anusi ¢ mnoMouiplo antutena MAC265 B 2-
HEJIEIbHBIX KIIyOEeHbKax AMKOrO THIAa W MyTaHToB Pisum sativum. B kauectBe
BTOPUYHBIX AHTUTEN HCHOJIb30BaHbl KO3bM AHTUTENIa K KPHICMHOMY TraMMa-
mo0ynuHy IgG, KOHBPIOTHPOBAHHBIE C KOJUIOUIHBIM 30JI0TOM JuaMeTpoMm 10 HM.
(A) Hukuit Tun SGE. (b) Mytant SGEFix™-1 (Pssym40-1). (B) Myraut SGEFix -2
(Pssym33-3). (I') [soiinoit myrant RBT3 (Pssym33-3, Pssym40-1). (/1) JIBoiiHoi
mytant RBT4 (Pssym33-3, Pssym42). (E) Myraut RisFixV (Pssym42). 6 —
OakTepus, 6a — OakTepou, KC — KJIETOYHAsl CTEHKA, MKI — MEXKJICTOUHOE
MPOCTPAHCTBO, UH — MH(EKIIMOHHASI HUTh; HAKOHEYHUKH CTPEJIOK YKa3bIBAIOT Ha
TPaHCIOPTHBIE BE3UKYJIbI, CTPEJIKM — Ha YaCTHUIIbI 30J10Ta, 3B€3/I0YKM — Ha YacTh
MaTpukca MHMEKIIMOHHONW HUTHU ¢ oTcyTcTBUEM MeTku MAC265. Macmrad = 500
HM.

Pucynok A.19— ApaOHUHOTAJIAKTAHIIPOTENH-IKCTEHCUH MaTpPHKCa
nH}pEeKIMOHHBIX HUTEH B KiIydeHbKax Pisum sativum aJuKoro Tuma u MyTaHTOB
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NMMmyHO31eKTpOHHAs Jokanu3amust ¢ nomoinsio antuten MAC204 (A-B) u
MAC236 (I'-E) B 2-HenenbHbIX KiyOeHbkax Pisum sativum auxoro tuna SGE. B
KaueCTBE BTOPUYHBIX AHTUTEN WCIOJIB30BaHBl KO3bM AHTUTENA K KPHICHHOMY
ramma-rio0yauHy 1gG, KOHbIOTHPOBaHHBIE C KOJIOUIHBIM 30JI0TOM JuameTpom 10
oM. (A, I') Jlokanuzauus B matpukce undexknuonHon nutu. (b, 1) Jlokanuzaius B
MaTtpukce uHpekmonHon kamu. (B, E) Jlokanuzaius Bo BHOBb CHHTE3UPOBAHHOM
Matpukce wuHpeknuonHon kammu. WMH — wundeknuonnas wuth, HMKa —
nHpeKImoHHas kamsi, b — Oakrepus, Bb — BricBoOOXaromasics 6akrepus, ba
— OakTepou, CTPENKH YKa3blBalOT HA 4YaCTHIBl 30JI0Ta, * — Ha paloHbBI
WH)EKITMOHHON KaIlJIi C BHOBb CHHTE3UPOBAHHBIM MaTprukcoM. Macirad = 500 HwM.
Pucynok A.1ll—  ApaOuHOrajJakTaHNPOTEHMH-IKCTEHCHHBI  MaTpPHKCa
nH(}EeKINOHHBIX HUTEeH B KiIydeHbKkax Pisum sativum mukoro Tuna SGE



i R

NMMyHOD1€KTpOHHAs JIoKau3alus ¢ momotisio anturea MAC204 (A-B) u MAC236
(I'-E) B 2-HemempHBIX KiyOeHbKax MytaHTa Pisum sativum RBT3 (Pssym33-3,
Pssym40-1). B kauecTBe BTOPHYHBIX AHTHTE] HCIIOJb30BaHBI KO3BM AHTUTENA K
KPBICHHOMY TaMMa-TJI00ynmuHy IgG, KOHBIOTUPOBAHHBIE C KOJUIOMIHBIM 30JI0TOM
muamerpoM 10 am. (A, I') Jlokammzamusa B Matpukce uH(ekmonnon Hutu. (b, )
TpancniopTHbIe Be3uKyIbl, Hecylue MeTky Al'b-3, psaaom ¢ kiieTouHoil creHkou. (B)
Onuton AI'B-D B knetounoit crenke. (E) TpancnopTHbIE BE3UKYIIbI, HECYILIUE METKY
AI'B-D, psaom co crenkoit uHpekunonHon Hutu. MUH — undexuuonnas uurs, CUH
— creHka uHpeknuonHoi Hutu, b — Oakrepus, KC — knmerounas crenka, M —

MHUTOXOHJIpUs,  — BE3UKYJbl C METKOM K 3MUTONaM apaOWHOTaJaKTaHIPOTEHH-
9KCTEHCHHAM; CTPEJIKH YKa3bIBalOT Ha YaCTULBI 30510Ta. Macmrad = 500 Hw.
Pucynok Al12— ApaOMHOraIaKTAHIPOTEHMH-IKCTEHCHHBI MaTpHKca

MH(}EKIMOHHBIX HUTEIH B KJIy0eHbKax MyTanTa Pisum sativum RBT3 (Pssym33-3,
Pssym40-1)
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®dnyopecueHTHass UMMYHOJIOKanu3anus ¢ anturesioM JIM11 Ha nonyToHKHX cpe3ax
2-HeIeNIbHBIX KJIYOCHBKOB JTUKOTO THIa W MyTaHTtoB Pisum sativum (A-E) u
Medicago truncatula (OK-M). B kadecTBe BTOPHUYHOTO aHTHTENA HCIOJb30BaHBI
KO3bU aHTUTENa K KpbicuHOMY ramma-rinooynuny IgG Alexa Fluor 488. (A, b)
Huxuii Tim SGE. (B) Mytaar SGEFix™-1 (Pssym40-1). (I') Myrant SGEFix -2
(Pssym33-3). (JI) Myranar SGEFix™-3 (Pssym26). (E) Myrant Sprint-2Fix”
(Pssym31). (K, 3) Hukuii Tun A17. (M) Myraat Mtefd-1. (K, JI) Myraat TR3
(Mtipd3). (M) Myraur Mtdnfl-1. UK — wundunupoBannas kietka, KK —
KOJIOHM3UPOBaHHAas KieTka, M — mepucremarndeckas kiertka, K — kietrka Kopsl,
D — sHA0IepMalibHAs KJeTKa, Sl — sapo. Macmtab = 5 MkMm.

Pucynok A.13— DKcTeHCHH B KJIy0eHbKAX JMKOI0 THIA M MYTaHTOB Pisum
sativum i Medicago truncatula
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P

dnyopectentHas ummMmyHostokanuzamnus (A,b,I,J1) ¢ momonisto antuten MAC265
(A,I), JIM11 (B,J]) u ummyHod3sekTpoHHas Jjokanuzaius (B,E) ¢ momomibio
antutena JIM19 (B,E) B knybennkax Galega orientalis (A-B) u Glycine max (I'-E).
B kauecTBe BTOPUYHOTO aHTUTEIA MCIOJIb30BaHBI KO3bH AHTHUTENIA K KPBICHHOMY
ramma-Tinooynuny 1gG Alexa Fluor 488 (A,b,I,[I) U KOHBIOTMPOBAaHHBIC C
KoJuTouAHbIM 305i0ToM auamerpoM 10 M (B,E). (A,B) 3ona undekumu. (B,E)
HNudexnuonnsie Hutu. (I') [Mapenxuma kinyoenbka. (/1) MHGUIMpOBaHHBIC KICTKH.
KIT — xnyOenbkoBasi mapenxuma, UK — wnpunupoBannas imerka, KK —
KOJIOHM3UpoBaHHas kietka, I — sanpo, KC — xkierounas crenka, MH —
nHpexuronnas Hutb, CUH — crenka nndexunonnoi autu, b — 6akrepus, ba —
OaKTEepOu; CTPEJIKH YKa3bIBalOT Ha MHGEKIIMOHHbIE HUTH, TPEYTOJbHUKA — Ha
CHUT'HAJI, MAJICHbKUE CTPEIKH — Ha YacTuIlsl 30;10Ta. Macmrad = 10 mxm (A,B,I', 1),
=500 um (B.E).

Pucynok A.14— ApaOGuHOTrajakKTAHNPOTEUH-IKCTEHCHH M JKCTEHCHHbLI B
kayoenbkax Galega orientalis m Glycine max
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dnayopeciieHTHas UMMYHOJIOKanu3alus ¢ anturenamu LM6-M (A-E) u LM2 (K-
W) B xirydenpkax Pisum sativum (A,B), Medicago truncatula (B), Galega orientalis
(I",J1,K,3) u Glycine max (E,/11). B xadecTBe BTOPUYHOTO aHTUTEJIA UCITOJIb30BAHbI
KO3bH aHTUTENA K KpbichHOMY Tamma-riooynunay 1gG Alexa Fluor 488. (A,B.I',X)
WudunmpoBanHeie KIETKH C IoBeHWIbHbIMEA cuMmbOunocomamu. (b,J1,3) 3penbie
uHpunupoBanueie  kietku. (E,M) UnadumupoBanusie wierkn. WK —
uHpunupoBanHas kierka, HUK — neunduuupoBanHas kinerka, 1 — smapo;
CTPENIKM YKa3bIBAlOT Ha HMH(EKIMOHHBIE HHUTH, TPEYTOJIbHUKM Ha CHUTHAJI B
KJIETOYHBIX cTeHKax. Macirad = 10 um.

Pucynok A.15— ApaOuHaHbl 1 apa0UHOTAJIAKTAHOBBIE 0€JIKH B KJIyOeHbKaxX
boboBbIx
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NMMyHORIEKTpOHHAS JTIOKaIU3aIus ¢ nmomoiisio antutena LM6-M B kirybenpkax
nukoro tuma u mytantoB Medicago truncatula (B,I') and Pisum sativum (A,B,/1,E).
B kayecTBe BTOPUYHBIX AHTUTE] KCIOJIb30BAaHbI KO3bH AHTHTENIA K KPHICHHOMY
ramma-riooyinunHy 1gG, KOHbIOTUPOBaHHBIE C KOJUIOUIHBIM 30JI0TOM JuameTpom 10
oM. (A) IOBenunbHbie cumOuocombl y aukoro tuma SGE; (B) HOBenunbHbIe
cumbuocombl y myrtanta SGEFix™-1 (Pssym40-1); (B) 3pesbie cuMOMOCOMBI Y
mukoro tuna Al7; (I') HenuddepennupoBanubie cumOrnocomMsr y mytanta Mtdnfl—
1; (1) MynasTrbakTepouaHbie cumorocoMsl y Mytanta SGEFix™-1 (Pssym40-1); (E)
CuMOHMOCOMBI C aHOMAJBHBIMH U JCTPAIUPYIOIIUMHU OaKTEpOHIAMH y MyTaHTa
SGEFix -1 (Pssym40-1). KC — xnerounas crenka, MKa — uH(peknnonHas karis,

Bb — BwicBOOOXmaromasics Oaktepusi, ba — 3pensiit Oaktepoua, woba —
IOBEHWJIbHBIA OakTepousa, Hba — HeauddepenmpoBanuplii 6aktepousa, aba —
aHoMallbHBIM ~ Oaktepoun, nba — gerpagupyromuii  Oakrepoun, *oo—

MYyJTbTHOAKTEPOUIHAS CUMOMOCOMA; CTPENKH YKa3bIBAIOT HAa YaCTHIIBI 30JI0TA.
Macmra6 = 1 mxm (B,/1), = 500 um (A,B,I",E).

Pucynox A.16— (1—-5)-a-L-apadunanoBas OoxoBasi nenb
paMHorajakTypoHana | B KiIy0eHbKax JHKOr0 THIAa M MYTaHTOB Pisum
sativum u Medicago truncatula
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diryopeciieHTHass IMMYHOJIOKaIN3anus ¢ moMotisio anturena JIM1 B kirybenpkax
Medicago truncatula (A) u Pisum sativum (b-E). B kauecTBe BTOpHYHOI'O aHTHTEIA
UCTIONIb30BaHbl KO3bH aHTHTENA K KphIcHHOMY TamMa-Tiiooynunay IgG Alexa Fluor
488. UK — wundumupoBanHas kierka. (A) JIByxHeaenbHbIE KIyOCHBKH IUKOTO
tuna Al7. (b) JIByxHemenbHble KiyOeHbku gukoro Tuma SGE. (B)
YerbipexHeaenbHble KiyoeHbkH aukoro tuna SGE. (I') JIByxHenenbHbIe KITyOCHbKH
mytanta Sprint-2Fix~ (Pssym31). (/1) /[IByxHenelbHbIC KIyO€HBKM MyTaHTa
SGEFix™-1 (Pssym40-1). (E) /IByxHenmenbHble KiyOeHbKHM MyTaHTa SGEFiX -3
(Pssym26). Macitad = 10 MkM.

Pucynok Al7— ApaOHHOraJIAKTAHOBBIH 0es10K c
rIMKO3WI(ocHaTHANIHHOZUTOJIOBBIM SIKOPeM B KJIYOeHbKAX JMKOro THIA
Medicago truncatula u nukoro Tuma u myranros Pisum sativum



MMMyHO37eKTpOHHAS JToKamu3aius ¢ moMoinsio antuten JIM4 (A,B) u JIM15 (B,I)
B Kinyoenbkax Galega orientalis (A,B) u Glycine max (B,I'). B kauecTBe BTOpHYHBIX
AQHTUTEN HKCIOJb30BaHbl KO3bM aHTHUTENA K KPBICMHOMY Tamma-riaoOymuny IgG,
KOHBIOTMPOBAHHBIE C KOJUIOMAHBIM 30i0TOM auamerpoM 10 mm. (A,B.I)
bakrepouapl B uHbuiupoBannoit kimerke. (B) HWudekinuoHHas HHTH B
uHunupoBanHoil kierke. KC — knerounas crenka, MH — uHpexkunoHHast HUTb,
CHUH — crenka unpekuunonHoit Hutu, b — Oakrepus, ba — 6axTepoun; crpeiaku
YKa3bIBAIOT Ha YacTHIlbl 3010Ta. MacmTabd = 500 HwM.

Pucynok A.18— ApaOuHoranakranoBble Oelkn B Kiaydenbkax Galego
orientalis m Glycine max
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— B

NMMmyHO3/IEKTpOHHAS JIOKJIM3alUsl C TOJUKIOHAIBHBIM AHTUTEIIOM K TpaHC-
3eaTuHy prbo3uIy B KiIyOeHbkax aukoro Tumna SGE (A, B) u myranto SGEFix -2
(Pssym33-3) (B), SGEFix-1 (Pssym40-1) (I') u RisFixV (Pssym42) (11, E). B
KQueCTBE BTOPUYHBIX AHTUTEN HUCIOJb30BaHbl KO3bH AHTUTENIA K KPOJIUYbEMY
ramma-riooyannHy 1gG, KOHbIOTHPOBaHHbIE C KOJIOUIHBIM 30JI0TOM JuameTpom 10
oM. MH — undexunonnas uutb, CUH — crenka undexuuonnont autu, KCUH —
CTeHKa WH(EKIIMOHHOW HUTH, MpoNHUTaHHAas Kauio3oiM, b — Oakrepuu, ba —
OakTepoubl, * — MyJIbTHOAKTEPOUTHBIE CUMOMOCOMBI, ©* — BE3UKYJIbI, HECYIIIHE
METKY TpaHC-3eaTMHAa pPUO03MAa; CTPEJIKM YKa3blBAlOT HAa YacTHUIbl 30J10Ta.
Macmrab = 500 um (A, I'-E), = 200 um (b, B).

Pucynoxk A.19— TpaHc-3eaTuH pubo3ua B KJIyOeHbKaX JTHKOr0 THINA W
MyTanToB Pisum sativum



TpancmuccuoHHas 31eKTpoHHast MUkpockonus (A,b,B,2K) 1 uMMyHO3JIeKTpOHHAs
JIOKaNIU3aIys IMUTOKMHUHA TpaHc-3eaTuHa pubo3uaa (I'), ru60epeioBoit KHCIOTHI
([1,3), u rnyraruona (E) B kinybenbpkax Pisum sativum mukoro tuma SGE (A-E) u
mytanToB SGEFix -6 (Pssym40-2) ()K) u SGEFix -3 (Pssym26) (3). B kauectBe
BTOPUYHBIX AHTUTE] KCIOIb30BAIM KO3bH AaHTUTENA K KPOJUYbEMY TIamma-
riooynuny IgG, KOHBIOTUPOBAHHBIE C KOJUIOMIHBIM 30JI0TOM AuameTpoM 10 HM;
(1,3) nexontpactupoBanHsie cpesbl. (A) Kananwiel JI1P B TecHOM accouunanuu co
creHkoi nHdeknronHot HuTU. (b) Besukynel arpanynsproro OI1P ¢ marepuanom
MaTtpukca wuHpexkuuonno kamau. (B,)K) Besukynbl npucoeauHSIOTCS K
MJIa3MaTUYecKo MeMOpaHe MpH BBICBOOOXKJACHUU OakTepuil n3 MHGPEKIIMOHHBIX
kanenb. (I') Be3ukynbl, Hecylue METKY TpaHC-3eaThHA puO03uaa, pacroaararoTcs
BOMM3M cuMOuocomHoi MeMOpanbl. ([,3) Besukynel, Hecymme MeTKy
ru00epesioBON KHUCIOTHI, MPHUCOCIUHAIOTCS K cuMmOuocomHoi memoOpane. (E)
Besukyna, Hecymas MeTKy TJyTaTHOHa, COEOUHSETCS C CHUMOMOCOMHOM
meMOpanoii. AI" — anmapat ['onbmaku, M — mutoxonnpusi, A — ammuoruiact, MUH
— wuH¢pexnuonnas Huth, CUMH — crenka wunHdexnuonnoit wutn, MKa —
uHpexmonHas karmsi, b — Oakrepusi, Bb — BricBoOOkmaromasics 6akrepusi, ba
— 0aKTepou; CTPENKU yKa3biBaloT KaHaibIl DIIP u TpaHcmopTHBIE BE3UKYIIBI,
HAKOHEYHUKU CTPEJIOK — Ha BE3UKYJbI arpanyisipaoro JIIP. Macmirad = 1 Mkm
(B), =500 am (A,b,I", 1), = 200 am (E-3).

Pucynok A.29— DHaomjIa3MaTHYeCKUIl PETHKYJIYM M Be3HKYJISAPHBI
TPaAHCHOPT B KJIYOeHbKAX JAMKOr0 THIA U MyTaHTOB Pisum sativum
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