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BBEJIEHUE

AKTYaJIbHOCTh HMCCJIeIOBaHusl. B 1mpoiiecce pocta W pa3BUTUS pPACTEHUS
B3aUMOJICUCTBYIOT C OTPOMHBIM KOJMYECTBOM TMATOT€HHBIX W HEMAaTOTrE€HHBIX
OpraHu3MoB. B3auMmojelcTBUE XapaKTEpPHBIX JUIsI MATOT€HHBIX MUKPOOPTaHU3MOB
MOJIEKYJISIPHBIX CTPYKTYp €O cHelu(UUHBIMH MEMOPAHHBIMU PELEeNTOP-MOJ00HBIMU
KMHA3aMU PACTeHUI MPUBOJUT K 3alyCKy UMMYHHOTO OTBETa, 0OECreunBasi 3aliuTy OT
¢uronaroreHoB. Kpome TOro, pacteHusi CIOCOOHBI PEryJUpOBaTh HHTEHCUBHOCTD
MMMYHHOTO  OTBE€Ta  MOCPEACTBOM  DHJOTE€HHBIX  MENTHAOB,  Ha3bIBAEMBIX
¢urtouuTokuHaMu. B moclienHue TONBI OTKPBITHI OoJsiee AecsiTka (PUTOIMTOKUHOB,
CIIOCOOHBIX B3aUMOJEHCTBOBATh CO CIHENHAIM3UPOBAHHBIMHU pelenTopaMu. Takoe
pazHooOpa3ue pernepryapa pelenTopoB, Y3HAIONIUX COOTBETCTBYIOIIME MMAaTOrC€HHBIE
AIUCUTOPHI U PETYIATOPHBIE UMMYHHBIE MENTUIBI SABJISIETCS OJHUM U3 OMPEAEIISIONINX
(akTOpoB yCTOMYMBOCTH pacTeHuil Kk ¢uromaroreHam. Kpome TOro, mnenTUIbI
YYaCTBYIOIIME B PETYJSIIUUA MPOIECCOB POCTa U Pa3BUTHUA, TaKXKE YYaCTBYIOT B
CTPECCOBBIX OTBETaX, HaIpUMEp, BO BpeMs 3apaxxeHusi ¢uronaroreHaMu. [lenTuisl
MOTYT BBIMIOJIHATH U POJIb 3AIIIUTHBIX ar€HTOB, aTaKys KJIETKU MAaTOT€HHBIX OPTaHU3MOB,
KakK 3TO JIeJIAl0T aHTUMUKPOOHBIE MENTUIBI.

CewmelicTBa OMOJIOrMYECKH aKTUBHBIX MENTUIOB, CIIOCOOHBIX CEKPETUPOBATHCS BO
BHEKJIETOYHOE MPOCTPAHCTBO U, B3AUMOJICUCTBYS C COOTBETCTBYIOIIMMHU PEIENITOPAMH,
peryiupoBath cnenu@uyeckue Npolecchl, OOBEAUHEHBI IMOJ] OOIMM Ha3BaHHEM
“xkopotkue cekperupyemble nentuasl’ (KCII). Koporkue cexkperupyembie MENTHIBI
ObLTM HAWJIEHBI MIPAKTUYECKHU Y BCEX MOKPHITOCEMEHHBIX, OJJHAKO WX MOUCK MPEXKAE HE
MPOBOAWIM B JIPYTMX OTAENaX LapcTBa pacTeHuil. MexaHusm JeWCTBUS MHOTHUX
OMOJIOTMYECKHU aKTUBHBIX MENTUIOB €I1I€ HE JO KOHIIAa MOHSITEH, a UX (PYHKIIMOHAIbHBIN
aHaJu3 4YacTo 3aTPyJAHEH B CBS3U C OOJBIIMM KOJMYECTBOM TMpeACTaBUTEINICH
OMpENICNICHHbIX CeMeCTB. B 3TOM cllyyae HCMONb30BaHUE PACTEHUM, CceMeilcTBa
MENTHUIOB Y KOTOPBIX COCTOSIT BCEr0 U3 HECKOJIBKUX T'€HOB, yIpoiaeT GyHKIIMOHATbHBII

ananus. [Ipumepom Moxket ciyxuth cemeiictBo nentunoB RALF (Rapid Alkalinization
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Factors), cocTosiiiee u3 HECKOJIBKUX JECATKOB MPEICTABUTENEH Y MOKPHITOCEMEHHBIX U
BCEro U3 Tpex y mxa Physcomitrium (Physcomitrella) patens.

Takum 00pazoM, MOMCK M HJEHTU(UKALUSA OMOJOTMYECKH AKTHUBHBIX NENTHUIOB
ABJISIETCS CJI0KHOM, HO aKTyaJIbHOM 3a/1aueil cOBpeMeHHOM Ononoruu. Takue npooaeMsl,
KaK poJib MENTHIHOTO CHUTHAJIMHIAa B IPOLIECCE OCBOEHUS PACTEHUSAMH CYIIM U BO
B3aUMOJICCTBUM C JPYTMMH OpraHu3MaMu, HaxoaTcd B (OKyce BHUMAaHUsA
COBPEMEHHBIX HCCJEN0BaTENeH. OBOJIOUMS NENTUAHBIX CUTHAJIOB M PELENTOpPOB,
KOHCEPBAaTUBHOCTh KOMIIOHEHTOB CHUTHAJIBHBIX KAaCKaJOB, BO3MOXHOCTH I€peHoca
KOMIIOHEHTOB HMMMYHHOM CHCTEMBl MEXJIy pa3HbIMU TpynrnamMud pacTeHUH Ha
CEerONHSAIIHUN JE€Hb M3y4YeHbl Majno. JIOCTH)KEHHS COBPEMEHHOM HAyKd MOTYT
MPEIOCTaBUTh BO3MOXHOCTh MOMCKAa M MIACHTU(UKAIMU HOBBIX NENTUIAHBIX JIUTaHIO0B
UL PelienTOp-NOOOHBIX KMHA3 PAaCTEHUH, a TAaKKe JAPYTUX YYaCTHUKOB HUMMYHHOU
CUCTEMBl PACTEHUM, OJHAKO CYIIECTBYIOIIME HWHCTPYMEHTBHI Uil JTOrO BCE €IIE
HEJ0OCTATOYHO PA3BUTHI, [IOATOMY BaXKHBIM SIBJISIETCS YIy4YlIEHUE METOUK U pa3paboTKa
HOBBIX MTOAXOO0B.

Henb0 JaHHOTO MCCJIEIOBAHUSA SBISETCS IMOUCK M HM3YYEHHE SHJIOICHHBIX
NENTUO0B, YYaCTBYIOIIMX B PEryIsLMM HMMMYHHOIO OTBETa pacTeHUil, Ha HpHUMeEpe

MOJICTIBHOTO pacTeHus Physcomitrium patens.
J1J1st TOCTHIKEHUSI TOCTABICHHOM 1eJIH Mbl C(HOPMYJIHPOBAIIH CIAEAYIONIUE 3a]a4H:

1. AHHOTauus O€IKOB-IPEAIIECTBEHHUKOB KOPOTKHX CEKPETUPYEMBIX NENTHUIOB
(KCII) B renoMax 6propuTOB;

2. Unentudukamus  auddepeHnnanbHo AKCIPECCUPYIOIIUXCSA KCII B
TpaHCKpUnTome P. patens py 3apaXE€HUN NTaTOT€HAMH;

3. OyHKUHUOHANBHBIA aHAJIN3 POJIM IIUCTEUH-00TraToro cemeiictra nentuaoB RALF
(Rapid Alkalinization Factors) B ummyHHOM oTBeTE P. patens;

4. Ananu3 BHEKJIETOYHBIX MENTUIHBIX IYJIOB MOJAEIBHOIO pacTteHus Physcomitrium
patens IpyU NHIYKUMA UIMMYHHOTO OTBETA;

5. OyHKUMOHAIBHBIM AaHAIN3 POJM HOBBIX AHAOIEHHBIX MENTHUI0B, 00pa30BaHUE

KOTOPBIX UHIYLIHPOBAHO CTPECCOM;
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6. M3ydyeHue DSBOJIOMUOHHOM  KOHCEPBATHUBHOCTH  IENTHUIHOTO  WMMYHHOTO

CUTHAJIMHTA Y COCYANCTBIX U HCCOCY AUCTBIX paCTeHHﬁ.

Hayynass HOBM3HA M MNpaKTHYeCKas 3HAYUMOCTb  HCCJIeOBAHMSL.
buonornvyecku akTUBHBIE MENTUABl PACTCHUN BBIMOJHSIOT MHOXECTBO Pa3IMYHBIX
(GyHKIUN, OHAKO WX TMOHUCK, WAECHTUPUKAIUSA U (DYHKIHMOHATIBHBIA aHAIU3 BCE €Ille
SBJISIIOTCS CIIOKHOM 3aaueil. Ml pa3paboTanu cxeMy NoucKa He UIeHTU(UIIMPOBAHHBIX
paHee CeMEWUCTB OWMOAKTUBHBIX MENTHAOB, OOBEIMHSIONIYIO HECKOJIBKO H3BECTHBIX
MOAXOJOB: TE€HOMHBIA, TPAHCKPUNTOMHBI U TENTUIOMHBIA aHanmu3bl. B xoxe
BBITIOJTHEHUS JAHHOW pPabOThl MBI BIEPBbIE MPOBEIH OMOMH(POPMATHUECKUN TOUCK
TOMOJIOTOB KOPOTKUX CEKPETHUPYEMBIX MENTUIOB MOKPHITOCEMEHHBIX PACTEHUU Y MATH
BUJIOB OpuoguTOB. bBBUIO TOKa3aHO, YTO pacHpeieieHue KOJIMYECTB KOPOTKUX
CEKPETUPYEMbIX MENTUIOB Pa3HbIX Ipynn y OpUODUTOB OTAMYAETCA OT TAKOBOIO Yy
MOKPBITOCEMEHHBIX. KoJIMUecTBO HalJIEHHBIX TOMOJIOTOB MENTUIOB OBLJIO MEHBIIE Yy
OproPUTOB, UEM y MOKPBITOCEMEHHBIX. DTO MOXKET KaK OTpa)kaThb pa3HbIE CTPATETUH
peryJiaii UMMYHHOT'O OTBETA, UCIIOJIb3YEMble CEMEHHBIMU U CIIOPOBBIMU PACTEHUSIMU,
TaK ¥ yKa3bIBaTh HA TO, YTO CYILECTBYIOIIME METO/IbI aHATN3a HYKJIalOTCS B 10Pa0OTKeE.
Hamu Ttakke OBLIO TOKa3aHO, YTO OMOTHYECKHWM CTPECC, TAKOM KaK 3apakeHUe
MaTOreHaMu, MOXKET MHIYIUPOBATh IKCIPECCUIO T€HOB MPEAIIECTBEHHUKOB KOPOTKUX
CEKPETUPYEMbIX MENTU0B MOJEIBHOTO pacTeHus - P. patens. Cpeau TpaHCKPUIITOB,
AKCIPECCHUsI KOTOPBIX MOBBIIMIAETCS MPU 3apaKeHUU, MHOTHE ObUIM aHHOTHUPOBAHBI KaK
mnHHBIE Hekoaupytonue PHK, 4To nmoka3biBaet, 4To COBpeMEHHBIN crioc00 aHHOTAIINT
HETOYEH U MPOIMYCKAEeT MHOTO MOTEHIIMATBHBIX ()YHKIIMOHAIBHBIX OEITKOB.

B xoze naHHOrO McclieIoBaHMs Mbl BIIEPBbIE MPOBEIU (GYHKIIMOHAIBHBIN aHAIN3
OJIHOTO W3 TMPEJCTABUTENCH W3BECTHOTO CEMEICTBA KOPOTKUX CEKPETUPYEMBIX
nentuaoB, RALF, aHHOTHpOBAaHHOTO B T'€HOME MOJIEILHOTO pacTeHus P. patens.
BnepBbie Oblna mokazaHa pojib MPEACTABUTENIEM TaHHOTO ceMeWCTBa B OTBETE Ha
OMOTHYECKUM CTPECC Y HECOCYUCTHIX PACTCHUH.

[lenTuaoMHBIM aHANIW3 SBISIETCS OJHUM U3 HauboJjiee MPSAMBIX METOJ0B

I/II[eHTI/I(I)I/IKaHI/II/I OHJOI'CHHBIX HATHUBHBIX IICIITHAOB, OAHAKO OH HCAOCTATOYHO XOPOIIO
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pa3BUT JJ1sl pacTeHuil. Mbl pazpaboTany METOAUKY MENTUIOMHOTO aHAJIU3a JIJIsl MOUCKa
KaHAUAaTOB OMOAKTUBHBIX MENTUI0B B MOJICIbBHOM pacTeHuu P. patens, KOTOpasi TakxKe
MOXET OBITh UCTIOJB30BaHa ISl IPYyTUX pacTeHuid. Hair moaxo 1 mo3BOIMI HaM BBISIBUTH
MeNnTUabl, 00JaJarolie BO3MOXHBIM OHMOAKTHUBHBIM TMOTEHI[MAJIOM, BBIIICIUICHHUE
KOTOPBIX U3 OEJIKOB-IIPEKYPCOPOB ObLIIO0 MHAYLIMPOBAHO CTPECCOBBIMU (PaKTOPAMH.

B xoxe 3Toil pabOThl MBI TaKK€ CUHTE3UPOBAIU U MPOBEIU (DYHKIIMOHATHHBIN
aHajau3  KaHAWAATOB  OWOAKTUBHBIX  MENTHAOB,  UJICHTUPUIUPOBAHHBIX B
MHAYLUPOBAHHBIX CTPECCOM MENTUIIOMAaX MXa P. patens, n MOKa3ald UX BO3MOXKHYIO
pOJIb B UMMYHHOM OTBETE MXa.

[ToMumo 53TOro, B XO0J€ HANIEro MCCIENOBAHUS Mbl BIEPBbIE OOHAPYKUIU
romoJsioru peuentopoB u3BectHoro nentuaa PEP - PEPR, HaiineHHOro y MHOTHX BHJIOB
MMOKPBITOCEMEHHBIX, B TECHOME MXa P. patens. MBI Takke MOKa3aJId, YTO CHHTETUYECKHE
nentuasl PEP u3 Arabidopsis thaliana BeI3bpIBaM B KJIETKaX P. patens CTpeCCOBBIN OTBET,
CXOXHM C TeM, 4TO HaOI0AaeTcsl y MOKphITOceMeHHbIX. Kpome Toro, 010 TTOKa3aHo,
YTO HaleHHbIe romosioru pernenropa PEPR Mxa MOryT y4acTBOBaTh B CUTHAJIMHTE 3TOTO
nentuaa, xots romoisioroB mnentunoB PEP B renome Mxa oOHapykeHO He OBLIO.
[TomyyeHHbIE B XOAE MAHHOTO WCCIEAOBAaHHS pE3ylbTaTbl MOTYT YKa3blBaThb Ha
KOHCEPBATUBHOCTh CUCTEMbI NENTUAHOTO CUTHAJIMHIA PACTEHUN U BO3MOXHYIO POJIb
3TOM CHUCTEMBI B OCBOCHHH PACTEHUSIMU CYIIIH.

JInuHbIid BKJIAA aBTOPA. JIMUHBIN BKJIa]l aBTOpA 3aKJIFOYAETCS B IJIAHUPOBAHUHU U
MPOBEICHUHA  JKCIIEPUMEHTOB  C  INPUMEHEHUEM  METOJOB  MENTHUJIOMHKH,
TPAHCKPUNTOMUKH, TEHHOM HWHXEHEPUU U MOJICKYJSIPpHOW OHMOJOTHHM, a TakXke B
00paboTKe U aHATU3€ MOJYYEHHBIX JaHHBIX. ABTOpP MPUHUMAJ y4aCTHE B MOJTOTOBKE U
HalnucaHuu MyOJMUKAIUMN U MPEJICTABICHUU PE3yJIbTATOB UCCIIEIOBAHUS HA POCCUMUCKUX
Y MEXKIyHAPOIHBIX KOH(PEPEHIUSX.

IToJ10:keHNUs1, BBIHOCUMBbIE HA 3AILUTY:

l. PacteHnss HMEIOT KOHCEPBAaTMBHYK CHCTEMY MENTHAHOTO CUTHAJIAHTA,

KOMIIOHEHTHI KOTOPOH 0OHAPY>KEHBI Y CIOPOBBIX PACTEHUI;

2. CtpeccoBble yCI0BUSI MEHSAIOT BHEKIIETOYHbBIE IENTUAOMBI PACTEHUN, CTUMYJIUPYS

00pa3oBaHUe MENTHIOB, 00JAAIOITNX OMOJOTHYECKON aKTUBHOCTBIO;
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3. Ilokazana ponb uuctenH-ooraroro cemeiictea nentuaoB RALF (Rapid
Alkalinization Factors) B peryisiiiui IMMYHHOTO OTBETa pPAcTEHUM, HA MPUMEPE
Mxa Physcomitrium patens,
4. Halinenuosle B reHOMe MXxa P. patens romoJioru u3BecTHOro penentopa PEPR
MOTYT  BBINOJNHATH  (yHKUMH, cxoxue ¢  peuentopamu PEPR  u3

IIOKPBITOCCMCHHBIX.

I[y6aukanuu u anpodanusa padorel. [lo Teme nuccepraiuu omyO0IuKoBaHO 6
CTaTel B JXypHalaX, BXOISAIIMX B MEPEYEHb PELEH3UPYEMbIX HAYYHBIX HW3IaHUM,
pekoMeHaoBaHHbIX MuHoOpHayku Poccuu mnis omyOJIMKOBaHMS OCHOBHBIX HAy4HBIX
pe3yIbTaToOB AUCCEpTAlMU. MaTepuabl IUccepTaIluy ObUTH MPECTABICHBI B CTEHIOBBIX
Y YCTHBIX JTIOKJIaJIaX Ha POCCUICKUX U MEXKIYHAPOAHBIX HAYYHBIX KOH(MEPEHIMSIX.

Ctpykrypa u 00beM auccepranuu. {uccepraiusi COCTOUT U3 BBEACHUS, 0030pa
JIUTEpaTypbl, MaTepuaJoB U METOJOB, PE3yJbTATOB M OOCYXKICHUSA, 3aKIIOUCHHUS,
BBIBOJIOB UM CIIMCKA LIUTUPYyEeMOu nuTeparypsl. PadoTta uznoxena Ha 134 cTpanHunax u

coaepkut 16 pucynkoB u 1 Tabnuiry. CnuCOK TUTEpaTyphl COAEPKUT 229 UCTOUHUKOB.
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1. Ob30P JIMTEPATYPLI

1.1 HMMmyHUTET pacTeHU
1.1.1 KOMIIOHEHTBI NYMMYHHOM CUCTEMBI PACTEHUN

OCHOBOII MMMYyHHUTETa PACTEHHMM CIIy’aT NATOrE€H-PaclO3HAIOLIUE PELEHTOPHI
(umu  oOpasz-pacnosHarouue penentopsl; [IPP), cnocoOHble y3HaBaTh pa3iaUYHBIC
MOJEKYJSIpHbIE CTPYKTYphl KaK TMAaTOT€HHBIX OpPraHWu3MOB, TaK U CUTHAIbI,
oOpazyronuecs Mpu MOBPEKICHUN COOCTBEHHBIX KIETOK (puc. 1). Dta cuctema nMmeet
CXOKH€ YEPThI C CUCTEMOU BPOXKIEHHOIO UMMYHUTETA MOCPEACTBOM TOJLI-TOI00HBIX
peuentopoB (Toll-like receptors (TLRs)) y »xwuBoTHbix [1, 2]. Cpeau nurasjios,
y3HaBaeMmbix [IPP pactenuii, BeIIENAIOT MOJMCaXxapujibl, NENTUIOTIUKAHBI, JUIUJIBI,
MENTHU/IbI, YaCTU KJIETOYHON CTEHKU TpUOOB, TAKUE KAK XUTHH U OJIUTOTAIAKTYPOHU/IBI,
U HEKOoTopble Jpyrue. Takue MOJIEKYJIbl HA3bIBAIOTCA MAaTOTE€H-aCCOLMHPOBAHHBIC
MoOJEKyJsipHble natTepHbl (Uau cTpyKTyphl) (ITAMII) unm Mukpob-accounrpoBaHHbIE

MOJIEKYJSIpHBbIE NaTTEPHBI (CTPpYKTYphl) (MAMII).

1.1.1.1 MeMOpaHHbIe pelenTopbl U KO-pEUENTOPhl, YYaCTBYIOIINE B UMMYHHOM

CHUTHAJIMHI'C

CewmeiictBo [IPP Bxitouaer B cebsi peunentop-nonooHsie kunHazbl (PIIK) u
peuenTtop-nogo0usie 6enku (PIIB), cocTosime n3 BHEKIETOUHOTO, TPAHCMEMOPAHHOTO
JIOMEHA, a TAaK)K€ BHYTPUKJIETOUHOTO KHHA3HOTO JOMEHA, OTCYTCTBYIOIIETO Y PELenTop-
noA00HBIX 0elIKOB. CTPYKTYpPHO PAaCTUTENIbHBIE PEIENTOP-MOJ00HBIE KHUHA3BI CXOXKHU C
KUBOTHBIMU PELIENTOPHBIMU TUPO3UHKMHA3amMu [3]. Ha ceroaHsmHul JIeHb OMUCAHbI
pa3liMuHble BAapUAHTHl BHEKJIETOYHBIX JOMEHOB, YYaCTBYIOIIUX B Yy3HABaHUU U
CBSI3bIBAHMM JIUTAHJIOB: JednuH-Oorateie moBTopbl (Leucine rich repeats (LRR)),
nu3uHOBble MOTHUBBI (LysM), NeKTMH # JIeKTUH-TIOJOOHBIE MOTHUBBI, a TaKXKe
snuaepManbhbiit hakTop pocta (Epidermal growth factor (EGF))-nogoOnbie qomensi [4,
5]. PacTtutenbHble perienTop-noJ00HbIe KUHA3bl OTHOCITCS K TOMY )K€ KJIAacCy KHMHA3, 4TO
n Oenku u3 cemeiictea Pelle y KUBOTHBIX, K KOTOPBIM OTHOCATCS B TOM YHCIIE

INTERLEUKIN RECEPTOR-ASSOCIATED KINASEs [6]. Penentop-nonoOHbie
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KUHAa3bl U O0enku ¢ neiuu-6orateiMu nosropaMu (LRR-PITIK/PIIB) sBasitoTcst Hanbosee
MPEJCTABICHHBIM CEMEUCTBOM PELENTOP-NO0I00HbIX KuUHA3. B renome Arabidopsis
thaliana Obuio oOHapyxeHo Ooniee nByx coreH renoB LRR-PIIK u LRR-PIIb,
YYaCTBYIOIIMX B Pa3IMYHBIX MpolleccaX poOCTa U Pa3BUTHS, a TaKXKE 3alUTHl OT
natoreHoB [7]. [lomoOHas ke kapTuHa HAOMIOJAeTCA U B IPYTUX MOKPHITOCEMEHHBIX |8,
9]. Ha ocHOBE 0cOOEHHOCTEM KMHA3HBIX JOMEHOB PELeNTOP-M0A00HbIE KUHA3BI IPUHSITO
paznensate Ha 44 noacemeirictBa [10]. TTogcemeirictBo LRR-PIIK genutcs eme Ha 20
MOATPYII, U3 KOTOphIX Tpymiy X coctaisier 00JblIas 4acTh PEUENTOPOB, Y3HAIOIIUX
COOCTBEHHBIE pACTUTENIbHBIE JUTaHAbl, a B rpynmne XII cocTosT reHbl perenTopoB
natoreHHbIx anucutopoB, Takue kak FLAGELLIN SENSITIVE2 (FLS2) u EF-Tu
RECEPTOR (EFR) [8].

Y3nasanue u Do
Cop,
CBA3bIBaHHE Crienpguueckas HAq) é) ”:ﬁ(’;”"ﬂamw
_I . 2 PHA Hiaa
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OKCnpeccHs
3dlMTHBIX I'eHOB
Puc. 1. Kackan peakiuii, OpOUCXOASIIMNA B KJIETKAaX PACTEHUUA B OTBET HA Y3HABAHUE
MaToreHa WM COOCTBEHHBIX MOJIEKYJl PAacTEHHUs, BbIPAOATHIBAIOIIUXCS B YCIOBHUSIX

cTpecca (WuocTpanus co3aana ¢ nomoinbio BioRender.com).

N3BectHO, uTO HEKOTOPBIE ITPP HE BOBIEUEHBI HAPSAMYIO B y3HABAHUE JIMTAH/IOB,
a JEUCTBYIOT KaK KO-PEUENTOPbI, a UHOTAA U HETATUBHBIE PETYIATOPHl UMMYHHOTO
curHasinara. K npumepy, caseiBanue nenrtuga RAPID ALKALINIZATION FACTOR
23 (RALF23) ¢ xommiekcom perientop-noaoonsix kuHaz CrRLK 1L FERONIA (FER) u
LORELEI-LIKE-GPI ANCHORED PROTEIN 1 (LLGI), npuBoauT K MPENATCTBUIO



13
oOpazoBanus komiiekca FLS2 u xo-penientopa BAK1 u y3HaBaHuto 6akTepuasbHOTO
¢bnaremuna [11, 12]. CaMbiMi U3BECTHBIMH U3 M3YUYEHHBIX KO-PEIENTOPOB SBIISIIOTCS
brassinosteroid-associated  kinase @ (BAK)I/ SOMATIC EMBRYOGENESIS
RECEPTOR KINASE (SERK)s, Suppressor Of BIR1-1 (SOBIR1), a Ttakxke Chitin
Elicitor Receptor Kinase (CERK)1 [13—15]. OTu ko-penientopsl 04eHb KOHCEPBATUBHBI

IMPAaKTHUYCCKN Y BCCX HA3CMHBIX paCTeHHﬁ.

1.1.1.2 lluTomrasmMaTnyeckue y4aCTHUKM UMMYHHOI'O CUTHAJIMHTA

Bonbias rpynna penentop-noJ00HbIX KMHA3 PACTEHUMN JUIIIEHA BHEKJIETOYHOTO
JOMEHA. OTH PEUEeNnTOpP-NOJA00HbIE KHHA3bl HA3bIBAIOTCA IUTOILIA3MATHUYECKUMHU
peuentop-nogoOubiMu kuHazamu (LIPIIK), xoTopble Takke NensTCs HAa MOJTPYIIIIHL.
Bcero takux noarpynm y apabugorncuca OblIo BbISIBICHO 17, U UX NMPUHITO 0003HAYATH
puMckumu ndpamu (ot LIPTIK-II u LIPITK-IV go IPIIK-XIX) [6]. XOTs G0JBIIMHCTBO
LIPITIK cocTOST TOJABKO M3 LHUTOMJIAa3MaTHYE€CKOTO KHMHA3HOIO JOMEHA, €CTh U TaKue,
KOTOPBIEC TAKKE BKIIIOYAIOT TPAHCMEMOPAHHBIE UJIM BHYTPUKJIETOUHbBIE JOMEHBI, CX0XKHUE
C TaTTEPH-PACIIO3HAIOIIUMH JOMEHAMHU PElenTOp-MoJ00OHBIX KHHa3, Takne Kak LRR,
nexktuH, WD40 (oBtop Oera-tpancaynuna) u EGF nomenst [16]. boino noka3ano, uro
3a cnenu@UUIHOCTh AKTUBUPYEMOTO JIMTAHJIOM CUTHAIBHOTO MyTH OTBEYAIOT KUHA3HBIC
JIOMEHBI pelenTop-noJoOHbIX KUHA3. Tak Mpu 3aMeHe KMHA3HOTO JIOMEHA pelentopa
OpaccunoctepousioB Brassinosteroid insensitive 1 (BRI1) nHa kuHa3Hblli aOMEH
MMMYHHOTO peunentopa XA21 npu o06paboTke OpacCHMHOCTEPOUIOM B KIETKaX puca
XUMEPHBIE PELENTOPbl MHULMUPOBAIM HMMEHHO HMMMYHHBIM otBeT [17]. OpHako
JaJbHENIIME yYaCTHHKH CHTHQJIMHra JO HEJABHETO BPEMEHH  OCTaBaJIUCH
HEU3BECTHBIMU. Vcciie1oBaHus MOCIEAHUX JIET MO3BOJISIIOT MPEANOJIOKNUTH, UYTO OJHY U3
KIIFOYEBBIX pOJIel B JajibHelleid nepenade curHaina oT meMOpanHbix [IPP wurparot
umenHo [[PIIK [16]. B3aumoneiicTBysl ¢ perenTop-noJoOHbIMU KUHA3aMU U OEJIKaMHU
HalpsMyl WIH TOCPEJICTBOM KaKoOro-inu0o AomnojaHuTenbHoro mexanusma, [[PTIK
PEryJIUpYyIOT IPAKTUYECKU BCE KJIETOYHBIE MPOIECCHI, C MOMOIIBI0 (pochopuiupoBanus
MUTOTeH-aKTUBUpYyeMbIX nporenHkuHa3 (MAIIK), a taxxe nezaBucumbiM or MAIIK

MyTEM AKTUBUPYS TPAHCKPUIMIIMOHHBIE (hAKTOPBI JJIsl PETYJISIIUU SKCIPECCUU HYKHBIX
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IE€HOB WM 3amyckasi Apyrue ¢usuonornyeckue orBeThl [16]. Unensl noarpymnmsl VII
[PIIK sBiArOTCS y4YaCTHHMKAMHU 3alUTHOTO OTBETA, AKTUBUPYEMOTO B OTBET Ha
y3HaBaHue [IPP mnaroreHHbIX WIM CBOMX HWMMYHHBIX JUraHjnoB. OIHUMH U3
pacnpoctpaneHHblx npuMepoB [[PIIK w3 3Toil moArpynmsl CUMTAIOTCA KHUHA3BI
BOTRYTIS INDUCED KINASE1 (BIK1) u ee ommwxaitmmii romosior PBS1-LIKEI
(PBL1), yuyacTByromue B CUTHAJIbHBIX MyTSAX TAKUX PELENTOP-MOAOOHBIX KHHA3, Kak
FLS2, LYSINE MOTIF RECEPTOR KINASES (LYKS5), EFR, a Ttakxke PEP
RECEPTORs 1 u 2 (PEPR1/2) [18-20]. Kpome Toro, ObL1 npoBeeH (PeHOTUMUYECKUIT
aHaJu3 MyTaHTOB 10 HEKOTOpbIM reHaM ceMeiicTBa VII kuna3 I[PIIK y apabunorcuca,
MOKA3aBIIMK Kak OOIyI0, TaK M CTPOrO OMNPENENCHHYIO POJb KaXKIOW peuentop-
moJ00HOM KMHA3bI B AKTUBAIIMU PA3IMYHBIX UMMYHHBIX OTBETOB [21].

Opnum u3 nokazanubix cyocrpaToB st LIPIIK VII noarpynmes! siBnsercs HAID
okcunaza RESPIRATORY BURST ORTHOLOG D (RBOHD), uro cBs3biBaer
y3HaBaHHUE PELENTOP-MOA00HON KMHA30M JUTaHAa U MOCIEAYIOUUNA BHIOPOC aKTUBHBIX
dbopm kucnopoaa (ADK), koTopblif SABISETCS OJHUM W3 HWHANKATOPOB aKTHUBAIUU
MMMYHHOTO OTBeTa y pacteHuil [22]. Takke yBennyeHne KOHIEHTPAUH HOHOB KAJIbIUA
Ca’" B nuTOmIasMe CBS3aHO C MMMYHHBIM CHMTHAIMHITOM M, KaK OBLIO IOKAa3aHO,
perynupyetcsa LIPIIK [23]. KpoMe Toro, n3MEHEHHs] KOHLIEHTPALUN IPYruX HOHOB MPHU
JNETEKIHNH MAaTOTE€HHBIX 3JINCUTOPOB, peryaupyemsie [{PIIK, mpuBoadT k nenonspuzanuu
MJIa3MaTHYECKOM MeMOpaHbl, 3aKPBHITUIO YCTHUI U JIPYTUM 3alIUTHBIM peakuusim [24,

25].

1.1.1.3 BHyTpUKIIETOUHBIE PELIENTOPHI, CBA3aHHBIE C UMMYHUTETOM

Eme omHuMM y4yacTHUKamMu CHUCTEMbl MMMYHHUTETA PACTEHUU SBISAIOTCS TakK
Ha3bIBa€Mbl€ T'€HbI pe3ucTeHTHOCTH (R), Koaupyronme ceMeicTBO BHYTPUKIETOUHBIX
peuenTopoB ¢ HykJIeoTua-cBa3piBarommM U  LRR  gomenamu - Hoa-momoOHbie
peuentopel (HIIP). IlaTorensl, aTakyroliue pacTeHHUS, HAyYWIUCh OOXOIUTH WU
ITOAABIIATH 3aLUTHBIN CUTHAIMHT, 3aIlyckaeMblil nocie aktuBanuu [IPP. [l aToro onn
CEKPETUPYIOT MOJIEKYJbI 3P(HEKTOPOB B KIETKH PACTEHUMU, LEJIbI0 KOTOPHIX SIBIISIIOTCS

KOMIIOHEHTHI 3alUTHBIX CUTHAIBHBIX KackanoB [IPP. Dtu sddexropst u y3Harorcs
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oenkamu HIIP, koTopbie B CBOIO ouepenb 3allyCKalOT KacKaJbl CBOMX 3al[UTHBIX
peaKkiuii, BKIIOYAIOIINX aKTUBAIIMIO 3allIUTHBIX TeHOB, BEIOpoc Mosekyn ADK, a takxe
3apOrPaMMHUPOBAHHYIO KJIETOUHYIO0 cMepTh [26]. HITP MoryT He B3auMo1eiicTBOBATh C
s exkTopaMu MAaTOTEHOB HAMPSMYI0, BMECTO 3TOr0 OHU «OXPAHSAIOTY» KIHOYEBBIX
YYaCTHUKOB cUTHaNIbHBIX myTed [IPP, takmx kak, mampumep, LIPIIK, v cBs3ansl C
MOJIEKyJIaMU-TIPUMAHKaMH1, UMUTUPYIOIUMHU UX. TakuMm 00pa3oM, MpU U3MEHEHUU B
Oenkax, HaxoJsdmuxcs moJ ux oxpaHod, HIIP aktuBupyroTcss W 3amyckaroT CBOU

3alUTHBIE KacKalbl [27].

1.1.1.4 JIuraasl KJIETOYHBIX pELENTOPOB, YYacTBYIOUIME B HMMYHHOM

CHUTHAJIMHI'C

Jlo HelaBHEro BPEMEHU JHAOTCHHbIE MENTHUJIbl, CUHTE3UPYIOIIHECS B KIIETKAX
pacTeHui, HE BKJIIOYAIM B OOLIYIO CXEMy MMMYHHOU cucteMbl. OgHaKO MOCIeIHUE
JTAaHHBIE TTOKA3bIBAIOT, UTO TAKUE MENTHU/IbI, KOTOPhIE TAK)KEe HA3bIBAIOT (DUTOLIMTOKUHBI
M0 aHAJIOTUU C IUTOKMHAMHU >KUBOTHBIX, UTPAIOT BAXKHYIO POJb B UMMYHHOM OTBETE
pactenui [28].

[lenTuaHble SHAOTCHHBIE JTUTAHbI, y3HABAEMbIE PELIENTOP-MOAOOHBIMA KMHA3AMU
u Oenkamu, HaxoAsaTcs B (DOKyce BHUMaHUs HCCleoBaTeNeil B mociennue roael. Takue
CUTHAJbHBIE MENTUJbI, KaK y JKUBOTHBIX, TAaK U y PACTCHUH, aKTUBUPYIOT KaCKaJbI
OMOXUMHUYECKUX PEaKIUi B KJIETKAX U MHAYLHHPYIOT DKCIPECCHI0 COOTBETCTBYIOIIUX
F€HOB, MOTYT Yy4YacTBOBAaTh B PAa3JUYHBIX IIpolleccax OT pocTa U Pa3BUTHS [0
dbopMupoBaHUs OTBETa Ha CTpeccoBbie Bo3aercTBus [29, 30]. DT mentuanl ObLIN
HaliJIeHbl Y MHOTUX BUJIOB PACTEHUMN, OHH BXOJAT B TPYIILYy KOPOTKUX CEKPETUPYEMBIX
nentuaoB (KCII) [31]. beuio moka3aHo, 4To UX OENKU-IPEKYPCOPHI Yalle BCEro UMEIOT
IUINHY 10 250 aMHMHOKHUCIIOT, a TaK)K€ KOHCEPBATUBHBIE YYACTKH MOCJIEI0BATEIHLHOCTEMH,
MpeACKa3aHHbIE HA OCHOBAHWHU aHAJIM3a MHOTUX T'eHOMOB [32—35]. OgHON U3 XOPOIIOo
M3YUYCHHBIX CHUCTEM IMENTHAHOTO CUTHAJUMHTA B HMMYHUTETE PACTECHUN SIBISETCS
pactutenbhbiid dnucutopHbiit nentua (PEP) u ero peuentop PEPR, oOHapyxeHHbIe y
MHOTHX TOKPBITOCEMEHHBIX [36—38]. XOTd MOCIEIOBATENPHOCTH MENTUIOB 3TOU

IPYIIbl 3HAYUTEIIBHO PA3INYaAIOTCs Y Pa3HbIX CEMENCTB PACTEHU, B KOTOPBHIX OHHU ObLIH
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HaliJIeHbl, ObUIO MOKAa3aHO, YTO JAJIbHEWUIIHWA CUTHAIMHI JOCTAaTOYHO KOHCEPBAaTHUBEH
JaXe y TeX BUJIOB, B KOTOPBIX HE ObIO oOHapyxeHo nentuoB PEP u ux penentopos
[38]. bbul0 mnmoka3zaHO, 4YTO B OCYIIECTBICHWM CUTHaJbHOro kackamga PEP vy
Apabunoncuca yyactByroT kpome Toro ko-perentopsl BAKI, IIPIIK BIK1, a taxxe
MATII-xuna3sl, B yactHoctu MPK3, 6, 4/11 [13, 39]. 'omousioru penenTtop-nogoOHBIX
KMHA3 Pa3HbIX TUIIOB, a Takxke KiItoueBblXx MAII-kMHA3, y4acTBYIOIIMX B MMMYHHOM
CUTHAJIMHTE JIaHHOTO TUIA, ObUIM HaWJIeHbl B TOM YHUCIE M B reHoMax Opuo(duToB,
yKa3bIBas HA MOTEHIHAIbHYIO KOHCEPBATUBHOCTh TAKOT'O THIA CUTHAIBHOTO Iyt [40].

JIpyriM HW3BECTHBIM NPUMEPOM PACTUTEIBHBIX MENTHUIOB, BOBICYECHHBIX B
MMMYHHBIA CHUTHAQJIMUHT, sBIsieTca rpynmna nentuaoB CAPE, Belmemisrommxcss u3
(YHKIIMOHATBHO AaKTUBHBIX MPEANIECTBEHHUKOB - (C-KOHIIEBOTO y4acTka OEJKOB,
cBsi3aHHBIX ¢ maToreHe3oM (PR-1b), BriepBbie HalifieHHas y TomaToB [41, 42]. TlenTuasl
ATOM TpyNIbl UMEIOT y3HABAaE€MbI KOHCEPBATUBHBIA MOTUB P*GN*****PY  kotopsrit
TaK ke OblT OOHApY’KEH y NENTUAO0B 3TOM Ipynibl U3 Ipyrux BUAOB [43].

Kpome TOro, 3HIOreHHBIE PACTUTENBHBIE NENTUABI MOTYT YY4aCTBOBAThH TAKKE B
HETaTUBHOW PETyJISIMA UMMYHHOTI'O OTBETA, KaK, K MPUMEPY, NENTUJ W3 CEMEUCTBA
RALF - RALF23 [11, 12].

[TepexppiBaromnecss 1 B3aMMOCBSI3aHHBIE YT U YYACTHUKA UMMYHHOM CHCTEMBI
pacTeHUl, a TAK)KE MOCTOSIHHASI KOIBOJIOIMA 3alIUTHBIX M ATAKYIOUIUX KOMIIOHEHTOB
pacTeHUd W NMATOI€HOB MPUBEIIHM K MOSIBICHUI0O MHOXECTBA MOJIENIEH, OMUCHIBAIOIINX

pacTUTENbHBIA UMMYHUTET (puc. 2 A).
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Puc. 2. A — Pa3nmnuHble MOJEIM HUMMYHHTETA, OIPENACIEHUSA, INPEUMYIIECTBA M
HEJOCTATKH, MpEACTaBICHHbIE B BUAe Tabmuibl; B — DOBoonMsS KOMIIOHEHTOB
MMMYyHHOU cucteMbl pacteHuil. [Tokazansl konnuectBa LRR-PIIK, LRR-PIIb u HIIP y

pa3HBIX BUJIOB pacTeHHil (amanTupoBaHo u3 ctatbu Ngou et al. [44]).
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1.1.2 Pa3nnuHble MOJENN UMMYHHATETA PACTEHUI

OnHolt U3 MepBBIX MPEUIOKEHHBIX MOJIETIE UMMYHHUTETA pacTeHUN ObLIa MOJIETh
«TE€H-Ha-TeH», MPEIINOoJaralonas, 4ro s ONPEACNICHUS pe3yiabTara B3auMOJCHCTBUS
MaToreHa W PacTeHWs BaXHbI JHUIIb OJMHOYHBIE TEHBl C KaXJOH CTOPOHBI:
ONPEAEIEHHBIN I'€H YCTOWYUBOCTH K MATOTEHY Y PACTCHUS U COOTBETCTBYIOIIUI €EMY I'€H
BUPYJICHTHOCTHU Yy maToreHa [45]. Ota Moaenp 1aja TOJIYOK U HalpaBUJia MOCIEAYIOIINE
UCCIICIOBAaHUSI UMMYHHUTETa, KOTOpPbIE OTKpPBUIM 0OJie€  CIIOXHYIO  KapTUHY
B3aMMOOTHOIIEHWN MATOr€HOB M pacTeHuil. braromaps NOCIETHUM JOCTHUKECHUSIM
MOJIEKYJISIPHON OHOJIOTMHU OBLIM OTKPBITHI MHOTOYHMCJIEHHBIE KOMIIOHEHTHl UMMYHHOM
CUCTEMbl pacTEHUM, ObLIO MOKAa3aHO, YTO UMMYHHUTET PACTCHUN MpeACTaBisieT coOoit
CJI0>KHYI0 MHOTOYPOBHEBYIO CHUCTEMY.

PacTenns Ha OpOTSKEHUM KU3HHU CTAIKHABAKOTCA C MHOXKECTBOM ITaTOT€HOB, HO
JUIsL TOTO, 4TOOBI 3a00JIeBaHKE YCHEIIHO Pa3BWIOCh, MTATOT€HY HEOOXOAMMO H30€XaTh
y3HaBaHUsA pELENTOpaMH pACTEHWM WJIM NOJABUTh HWMMYHHYIO peaknuio. B
ABOJIIOIIMOHHON OHOJOTHM TaKOW THUM B3aUMOACHCTBUU HA3BIBACTCS MPUHITUIIOM
Kpacnoit KopoiieBsl — kepTBa 3BOJIIOIUOHUPYET, YTOOBI M30€XKaTh CMEPTHU, XUITHUK
ABOJIIOIIMOHUPYET, UTOOBI aTakoBaTh KepTBYy [46]. B uMmmyHuTeTe pacteHuil naHHas
MO/I€JIb KOABOJIFOIIMY IMATON€HOB U PACTEHUH HOCUT Ha3BaHUE «3Ur-3ar» Mmojaenu [47].

NMMyHHBIE peakiuu, aKTUBHUPYEMBbIE IPHU Yy3HABAHWUU JIMTAHAOB MAaTOT€HOB
MeMmOpanHbiMH penientopamu  [IPP, oO0beguHeHbl moa Ha3BaHUEM HMMYHUTET,
aktuBupyemblii [IAMII, unu [TAU (ITAMII-aktuBupyemsiit ummyHnutet) [48, 49]. IIAU
MOXHO Ha3BaThb NEPBUYHBIM OapbepoM Ha NyTH TMATOr€Ha, B pe3yJibTaTe €ro
AKTUBUPOBAHUS MPOUCXOMSIT CIOXKHBIE (DU3UOJOTUYECKUE U3MEHEHUS, MO3BOJISIONINE
PACTEHUIO IPOTUBOCTOATH IIATOTE€HY, TaKMe Kak NpuTok moHoB Ca®’, BeIOpoc ADK,
aKTHBALUS DKCIPECCUM 3AIUTHBIX T€HOB W CHHTE3a CUTHAJIBHBIX U aHTUMHUKPOOHBIX
MOJIEKYJ, a TAK)K€ U3MEHEHHMs B KJIETOUHOM CTEHKE U Ila3zMaTudyeckord meMmOpane [50].
Peakuun, akTUBUpyEMbIE€ y3HABAaHUEM MATOr€HHBIX 3()PEKTOPOB MM U3MEHEHUSMU B
MOJIEKYJIaX-MUIIEHAX, aTaKyeMbIX 3TUMHU 3(PQdeKTopamMu, HA3bIBAIOTCS WUMMYHHUTETOM,
akTuBUpyeMbIM 3PdekTopamu, uin AU (3 dexTop-akTUBUPYEMbIE UMMYHUTET), U

game Bcero DAW KOHTponupyercss BHYTpUKIETOUHbIMU peuentopamu HIIP [47].
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PeuenTopsr HIIP “oxpaHstoT” KIIFOUEBBIX YYaCTHUKOB UMMYHHOTO CHUTHAJIMHTA BHYTPH
KJIETKH WA MOJIEKYJIBI-TPUMAaHKH, uMuTupyromue nx [27]. AxtuBamusa DAN takxke
BEJET K AaKTHBAlMM 3AlIUTHBIX T€HOB W CHHTE3Y 3allUTHBIX MOJIEKYJ, a TaKKe
yBenndennto Konuenrpauun ADK u Ca’', oqHaKo OTIMYMTENBHOM YepTOl ABIsETCA
3allyCK peaKkIUU CBEPXUYBCTBUTEIBHOCTU W pa3pyllieHue HHPUIUPOBAHHBIX KIETOK
[S1]. OTH TepMHUHBI UCHOJB3YIOTCS B TEME PACTUTEIBHOIO UMMYHHUTETA IO CEU JCHb
(puc. 2 A).

HccnenoBanus TMOCHEIHUX JIET MOKA3ajid, YTO MOJEIM HMMYHHOW CHUCTEMBI,
onucanHoi B pamkax I[TAM u DAW, moxer ObITh HEIOCTATOYHO JIJIsi OXBaTa BCEX
peaKkIuii, MPOUCXOASANINX B KJIETKaX pacTEeHUM mpu atake natoreHos (puc. 2 A). Tak,
MIPUMEPY, BBISICHWIOCH, UTO CTPYKTYpPBI, y3HaBaemble peuenropamu 1IPP, MmoryTt nmers
pa3IMuHOE TMPOUCXOXKACHUE, HE TOJBKO MHUKPOOHOE, HO U OT PACTUTEIbHOSIHBIX
HACEKOMBIX WJIM JaXe NapasuTUYECKUX PACTCHUH, a TaKXKe JUraHIbl MOTYT
CUHTE3UPOBATHCS B CaMOM pacTeHUU-xo3siuHe [52]. Tak u3HavanbHasg pacmudpoBKa
ITA1 m3meHunach Ha UMMYHUTET, aKTUBUPYEMBIN “NIATTEpHAMH~ — MOJIEKYJISIPHBIMU
CTPYKTYypaMu Pa3IM4YHOrO mpoucxoxaeHus. Kpome Toro, okaszanock, 4to 3(hPeKTops
MaTOr€HOB CIMIOCOOHBI My TENIECTBOBATH 10 aMOIJIACTY U ObITh Y3HAHHBIMU HEKOTOPBIMHU
peuenTop-nogoOHBIMU Oenkamu [53]. Takum 00pa3zoM, MOsIBHIIACh HEOOXOIWMOCTH B
HOBBIX MOJEJSIX MMMYHUTETa pacTeHui. bpuia mpeanoxkeHa MoAenb, OCHOBAaHHAS HA
TUIE PEUENTOPOB, Y3HAIOIMX MAaTOreHHble MoneKyJbl — [IPP-omocpenoBaHHbIi
nmmyauteT U HIIP-onmocpenoBanubiit ummynutet (puc. 2 A) [54]. Taxxe Obuin
MPEJIOKEHBl MOJENIA, OCHOBAHHBIE Ha JIOKAIM3AalMM WMMYHHOW pPEaKUUW WIH
Y3HAIOIIEro PEeIenTopa, a UMEHHO BHEKJIETOUHBIA U BHYTPUKIIETOUYHBIA UMMYHUTET (PUC.
2 A) [55] u UMMYyHHUTET, OMOCPEIOBAHHBIN IMOBEPXHOCTHBIMU pPELENTOPAMU WUIU
BHYTPHUKJIETOUHBIMU perienTopamu (puc. 2 A) [56]. MunycaMu HOBBIX MOJIEJICH SIBIISIETCS
X HECHOCOOHOCTh Pa3rpaHUYUTh PEAKIMU, BbI3BAHHBIE MATOTEHHBIMU MOJIEKYJIaMU U

COOCTBEHHBIMU PaCTUTENIbHBIMU (hakTOopamu (puc. 2 A) [9].
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1.1.3 DBomronus NMMYHUTETA PACTEHUN

Ha nanHbIii MOMEHT B TeHOMaxX MOKPBITOCEMEHHBIX PACTEHUN UIEHTUPUIIUPOBAHO
MHO>ECTBO T'€HOB, KOJHUPYIOIIUX PEIENTOP-MO00HbIE KHHA3bl, OJHAKO (PYHKIIHUU
OOJIBIIMHCTBA U3 HUX BCE elle A0 KOoHIa He u3yueHnsl (puc. 2 B) [57]. Takxe renst LRR-
PIIK Obutn 0OHapykeHbI B TeHOMaxX Opuo(UTOB, XOTS U B MEHBIIIEM KOJIMYECTBE (puUcC. 2
B) [8]. Ha cerognsininuii 1eHb Majio JaHHBIX 00 SBOJIIOIUHU PEIIENITOPHOTO pernepryapa u
pPEryJATOPHBIX MMMYHHBIX MENTHAOB y Ha3eMHBIX pacTeHuid. B cBsi3u ¢ 3TUM Bce
OoJblllee BHUMAHHE YJENAETCS MOJCIbHBIM OpraHu3dMaMm ¢ Oojee MpoCTou
opraHu3alvel TreHoMa HJid UCCIAeAoBaHUS (DYHKUIUNA OTAENIbHBIX KOMIIOHEHTOB
MMMYHHOTO OTBETa, 00J1aJJal0IINX BICOKOW KOHCEPBATUBHOCTHIO CpeIu pacTeHuil [58].

Ha ceronusimmnuii JeHb JaHHBIX O MEXaHU3MaX U KOMIIOHEHTaX CUTHAIbHBIX TyTeH
Yy paHO JUBEPTUPOBABIIKX B MPOIECCE IBOIIOMH MPEICTABUTENIEH BBICIIUX PACTCHUH,
Takux Kak Mox Physcomitrium (Physcomitrella) patens, ouens mano. K nmpumepy, y P.
patens Obu1 oOHapyxeH (pynkuuoHanbHbli romosior LysM-PIIK CERKI, y3naromuit
MOJEKyJdbl xuThHa rpudboB [40, 59]. OnpHako TEHOB pPacHpPOCTPAHEHHBIX Y
MOKPBITOCEMEHHBIX PELENTOPOB OaKTEpUATbHBIX JUTaHAOB, TAaKUX KaK Y3HAIOIIHMA
¢dnarenud FLS unu y3natomumit paxrop snonrauuu Tu EFR, y mxa P. patens Haiineno
He Obuio [40]. BepositHo, penentopsl CERK Obutn BOBi€U€HBI B y3HaBaHHE
MUKPOOPraHU3MOB y MOCJEAHEro o0uero npeaka Bcex pactenuii [60]. bouio mokaszaHo,
YTO KAHOHUYHAsI CTPYKTypa PELENTOPOB pELeNnTOpP-MOoJA00HBIX KHHA3 BIEPBHIC
chopMupoBanach MOCJE MOSBICHUS HA3E€MHBIX PACTEHUU, MPU ITOM B BOAOPOCIAX
CYIIECTBYIOT TOJBKO 3a4aTKH MOJ00HOM cCUTHaIbHOM cuctemsbl [61]. B To ke Bpems y
MOJIeNIbHOTO 00BbeKTa Arabidopsis thaliana w3BectHo Oonee 225 LRR-PIIK,
YYaCTBYIOIIMX B Pa3IMYHBIX MpoIlecCaX OT pOCTa M Pa3BUTHS A0 (POpMHUpPOBaHUS
uMMyHHOro otBeta (puc. 2 B) [7]. C dyem cCBsI3aHO 3HAYUTEIHLHOE PACIIUPEHHE
PELENTOPHOTO penepTyapa y MOKPHITOCEMEHHBIX PACTEHUH, MEXaHU3Mbl BO3HUKHOBEHUS
nap JMraHJI-perenTop, a TAkKe MPOUCXOKIECHNUE JIUTAHI0B U3 TPYIIbl PUTOIUTOKUHOB
MPAKTUYECKU HEU3BECTHO. YUHUTHIBAs, YTO CEKPETOM PACTEHHI COAEP>KUT OO0IbIIOE
KOJIMYECTBO TMENTUIOB, a IMPEJICTABICHHOCTh HEKOTOPhIX M3 HHUX PEryaupyercs

CTPECCOBBIMU TOpMOHAMU [62—64], MOKHO MPEANOI0KNUTH, YTO YaCTh 3TUX MENTUIOB
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MOXeET BbICTynarh B KadecTBe JurannosB it LRR-PIIK, ygacTtBys B MMMyHHOM
CUTHAJIMHTE.

Jlurangamu [Jisi  peUENTOpP-NMOJAOOHBIX KHHA3 YacTO BBICTYMAIOT MENTHUIBI.
Paznuunsie rpynmbl kKopoTkux cekpetupyembix nentugoB (KCII), xoTe U oTauyarorcs
BBICOKHM Pa3HO00pa3ueM, UMEIOT CXOAHbIE MAaTTEPHBI B CBOUX MOCJIEI0BATEIBLHOCTSX, a
TAKK€ CXOJHBIA MEXAHW3M JAJIBHEHIIEr0 MyTH CHUTHAJIUHTA. DTO CAENANIO0 TMOWUCK H
npejcka3zanue (yHKIUOHATBHBIX KaHAUAATOB TAKUX MENTHUAOB B T'€HOMAaxX PacTEHUI
IIUPOKO pacrpocTpaHeHHOM 3amaveil [31-35]. M3BecTHO, UTO y BOAOPOCIEH HE OBLIO
OOHApY»EHO CHUCTEeMbl MENTUJAHOTO CUTHAJIMHTA, UYTO IMO3BOJIIET  CHENaTh
MPEIINOI0KEHUE O HAIMYUM CBSI3M MEXKIY MPOLIECCOM BBIXOJIA PACTEHHM HaA CYIIY H
3apOXKJICHUEM IMENTUIHOrO curHaiauHra [61]. Kak KOHKpPETHO MPOUCXOAUT AAHHBIN
CUTHAJIMHT, KaK 3BOJIIOLHUOHUPYIOT €r0 KOMIOHEHTBI, HACKOJIBKO OHH KOHCEPBATUBHBI —
BCE 3TH BOMNPOCHI AKTUBHO H3y4YalOTCS B Hacrodilee BpeMs. Ha cerogHdmHuii AeHb
M3BECTHBI HECKOJIBKO MENTUI0B, KOTOPBIE YYaCTBYIOT B CTPECCOBOM CHUTHAJIMHTIE, TaK
Ha3biBaeMble (PUTONUTOKMHBL. OHU BXOIAT B TPYNIY KOPOTKUX CEKPETHUPYEMBIX
nentuaoB (KCII), oGHapykeHHBIX y OOJBIIMHCTBA TOKpbIToceMeHHbIX [31]. Hampumep,
pactutenpHble nentuaHeie snaucutopbl PEP  mpunamnexar cemeiictsy KCII nu
BBIIEIUISAIOTCS W3 92-aMUHOKHUCIOTHBIX OEJIKOBBIX MPEAIIECTBEHHUKOB. BrepBbie
BBIJICNICHHBIN W3 Arabidopsis thaliana AtPepl, coctosmuii u3 23 aMHHOKHCIIOT,
pacno3Haetrcs penenropamu PEPRI m PEPR2 [36, 37]. DTtoT menTtup HWHAYLUPYET
CUTHAJIBHBIN KacKaJl, BKIIOYAKOIINN renepanuo anominactHeix ADK, noamenauynBanue
aIoIIacTa, aKTUBALMIO Kackana MAP-Kk1MHa3, HOBBIIIEHHE YPOBHS UTO301bH0r0 Ca?’™ u
AKCIIPECCHUM 3alIUTHBIX T'eHOB. Y3HaBanue PEP penentopoM, kak ¥ MHIYHHPOBAHHBIN
MOJIEKYJISIDHBIMA CTPYKTYpamH, CBSA3aHHbIMU C martoreHom, — IIAMII — cunTe3
3aIUTHBIX (PUTOTOPMOHOB AMIUTM(UIMPYIOT PACIPOCTpPaAaHEHUE W Tepefady CUrHajia
[65]. Bo3moxnbsie romosiorum wuszBecTHbIx KCII Obim Tmipefcka3aHbl B T€HOMAax
opuodutoB, ogHako, romosnioroB PEP Ha cerogusiinuii 1eHb 0O0HapykeHO He ObL1o [64].
JlaHHBIX 00 HBOMIOLMH MENTUIHBIX CUTHAIOB U COOTBETCTBYIOIIUX PELIENTOPOB BCE €IIIE
O4YEeHb MaJIO, a mpeackazanue HOBbIX KanauaaTtoB KCII m ux mouck B menTuaomMax

pacTEeHU MOXKET MPEACTABIATh NPAKTUUECKUN UHTEPEC.
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HccnenoBanusi KOMIOHEHTOB HMMMYHHOTO OTBETa IMO3BOJISIIOT MPEANojaraTh
KOHCEPBAaTUBHOCTh JJAHHOUM CUCTEeMbI cpeau pacTteHuil. Hampumep, pacteHus tomata u
Tabaka, SKcIpeccupyromme uyxepoansiidi red penentopa EFR u3 Arabidopsis thaliana,
JEMOHCTPUPOBAIM y3HaBaHHE OakTepuanbHbIX nurannoB elfl8, oTcyrcrByromee B
nukoMm Ture. Ilpu 3ToM He HaOMIOAANOCh YrHETEHUS POCTa WM KOHKYPEHIIMH 3a
CBsI3bIBaeMoCTh ¢ penenropamu Apyrux [TAMII [66]. Tpanchopmaius puca v MIIEHUITBI
IF€HOM JAHHOTO peLenTopa IOoJ KOHTPOJEM KOHCTHUTYTMBHOI'O IPOMOTOpPA TaKKe
MOoKa3aJla yCHEeUIHbId MepEeHOC YCTOMYMBOCTH K COOTBETCTBYIOLIEH I'pyIIe MaTOT€HOB,
OT JABYAOJBHBIX K OJHOJONBHBIM [67, 68]. [loMuMO 3TOro, TeH perenTop-mog00HOM
kuHa3bl FLS2 u3 Nicotiana benthamiana (NbFLS2) Ob11 sKcIpecCHpoBaH B CIAAKOM
anenbcuHe  Hamlin  u  murpanxe  Carrizo [69].  TpaHCreHHble — JIMHHH,
cBepxakcnpeccupyromnme NbFLS2, nomywanu ycroituuBocts kK Xanthomonas citri.
Takxe ObUTM MPOBEAEHBI JPYrue HCCIEAOBAHUS IO MEPEHOCY PEUENnTOP-MOA00HBIX
KMHA3 U OEJKOB M3 PACTCHUI-IOHOPOB B PELMUIUEHTHI, B KOTOPHIX ATHU PELENTOP-
MoA0OHbIE KUHA3bI/OENKKU OTCYTCTBYIOT, C MOCJHEAYIOIIUM MPUOOPETEHUEM STUMHU
pPaCTEeHMSIMM  YCTOMYHMBOCTM K COOTBETCTByIOIIeMy maroreHy [70-72]. Otm
UCCIIEIOBAHUSI TIOKA3bIBAIOT OONIHOCTh MPUHILMUIIOB HMMMYHHOIO OTBETa Cpeau
Pa3IMYHBIX TPYII PACTEHUM, (PUIOTEHETHUECKH OTCTOSIIUX APYr OT Jpyra. Takxke
UCCIIEIOBAHUSI TTOKA3bIBAIOT, YTO IOCTEINEHHOE YCIOXHEHHUE CUTHAIBHBIX IMyTEeH H
nobaBieHue crnenu@uUYeckux KOMIIOHEHTOB MMMYHHOTO CHUTHAJIMHTa B Mpoliecce
ABOJIIOLINH, BEPOSITHO, MPUBEIO K PA3JIMUUSIM B CTPATETUAX 3aIIUThl OT MATOTEHOB Yy
pas3nuuHbIX pacTeHuii [73]. Y3 Bcero BhillIeCKa3aHHOTO CIEYET, YTO B 00IaCTH U3yUECHUS
KOHCEPBAaTUBHOCTH M HBOJIONMU KOMIIOHEHTOB MMMYHHOTO CUTHAJIMHTA, TaKUX Kak
pelenTop-noo0HbIe KWHA3bl U WX JIMTAHJIbl, B YaCTHOCTH, MENTHJIbI, BCE €IIE€ MHOTO
OeJbIX MATEH U 3Ta IpodsieMa SIBISIETCS aKTyalbHOU JJIsl COBPEMEHHON OMOJIOTHH.

CBsi3pIBaHUE PETYIATOPHBIX MENTUAOB PELIENTOPAMH Ha MOBEPXHOCTH KIETOUHBIX
MeMOpaH BeJEeT K akTUBalMKu Ko-perentopoB, MAPK-kackafoB, a Takke K WHIYKIIMU
TPAHCKPUMIMU 3alIUTHBIX TeHOB. CXO0XECTh NATTEPHOB KIIOYEBBIX KOMIIOHEHTOB
MMMYHHOM CHUCTEMbl Yy pa3IMYHBIX (PUIOTEHETUYECKUX TaKCOHOB IO3BOJISIET

HUCIIOJIB30BAThL JId HM3YUCHHA Oonee IpOCTEIC H YI[O6HI)I€ MOACIHN, TAKHC KaK MOX
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Physcomitrium patens, © TpUMEHSATHb TOJIyYEHHbIE 3HAHUA Ha 0oJiee MPOJBUHYTHIX
CEIIbCKOXO3IMCTBCHHO 3HAYMMBIX OOBEKkTax. B dacTHOocTM OBLIO mOKa3aHO, dYTO
3alllUTHBIE MOJIEKYJbI, TAKWE KaK OEJIOK, CBsI3aHHBIM ¢ maroreHe3oMm, PR-10, u3 mxa
Physcomitrium  patens MOTyT TOBBIIATH yCTOMYMBOCT, K TMAaToreHaM B

MOKPBITOCEMEHHBIX [74].

1.2 buoakTHUBHBIC NENTHUBI PACTCHUM

Co BpeMeHH OTKPBITHUS CIIOCO0a CUHTE3a U BBIICJICHUS MENTUI0B B JIa0OPaTOPHBIX
YCIOBUSAX MHOXECTBO MENTUIAOB MJIEKOMUTAIOUIUX U OaKTepuil y>ke ObUIM MOKa3aHbl B
KaueCTBE CHUTHAJIBHBIX COCIMHEHUI, OJHAKO MEPBbIM CUTHAIBHBIN MENTHN PACTCHUH,
CUCTEMHH, ObUT OTKPBHIT TOJIBKO B 1991 roay [75]. 3a nociennue roabl ObUIH OTKPBITHI
€lIe HECKOJIbKO OMOAKTUBHBIX MENTUAOB PACTEHUM, U MpEIonaraeTcsi, YTo UX YUCIO
MPOJOIKUT pacTu. bbl1o MoKa3aHo, YTO MENTUBI B PACTEHUSIX BBIMOJIHSIIOT MHOXKECTBO
(GyHKIIUN OT peryJupoBaHUs pOCTa W Pa3BUTHUS HapaBHE C M3BECTHBIMH TOPMOHAMH
HEMEeNTUAHOW MPUPOJIBI 10 y4acTus B (POPMUPOBAHUHU OTBETA HA JAEHCTBHE CTPECCOBBIX
(haKTOPOB OKPYKAIOIIECH Cpebl.

B pesynbTare npoaomKUTENbHBIX UCCIEIOBAHUN MHOTUX TPYHI YYEHBIX 110 BCEMY
MUpY OBUIO YCTAHOBJICHO, YTO B PACTUTENbHBIX KJIETKaX MEeNTUAbI, OOJaJaroline
OMOJIOTUYECKOM AaKTUBHOCTBHIO, MOTYT OOpPa30BBIBATHCS HECKOJBKUMH MyTSAMH: U3
HEe(DYHKIIMOHANBHBIX OENKOBBIX MPEKYpPCOpPOB, U3 (YHKIIMOHAIBHBIX OEJIKOB U B
pe3yiibTaTe HEMOCPEICTBEHHOTO CHHTe3a Ha pubocomax. B cBoem 0630pe 2015 rona
TaBopMuHa O0TMEUaeT, YTO OOJIBIIMHCTBO U3BECTHBIX CUTHAJIBHBIX MENTHUIOB PACTEHUM
TEHEPUPYIOTCA B pe3yjibTaTe€ HAIMPaBICHHOTO MPOTEOJIN3a HEAKTUBHBIX OENKOB-
MPEKYPCOPOB € MOCIEAYIOMINUMHU MOCT-TPAHCIAIMOHHBIMU MoJudukanusMu. benku-
MIPEKYPCOPHI, UMEIOIINE B CBOEM COCTABE CUTHAJI HKCTIOpTa Ha N-KOHIIE, TPOXOAAT uepes
sHpoMIa3Marndeckuii petukyinym (OIIP) u Ha cBoeM myTH - WM yXe€ B ammapare
[Nonbky - moABEPrarOTCsA MPOLECCUHTY, C J00aBICHUEM BCEX HEOOXOIUMBIX 3pEIOMY
MENTUIY MOCT-TPAHCISIUOHHBIX Moaudukanui [76]. Heckonbkumu uccienoBaTensiMu
OBLIIO BBIIBUHYTO MPEJINOI0KEHUE, UTO CEKPETUPYEMBIE TIENITUJIBI MOTYT IIEpEMENIAThCS

BO BHEKJIETOYHOE MPOCTPAHCTBO C MOMOIIbIO naccuBHOW nuddysun [77, 78]. Kpome
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TOro, OBUIO TOKa3aHO, 4YTO B pe3yjbTare padOThl MPOTCOJUTHUUECKON MAIIUHBI
PACTUTENbHBIX KJIETOK B HUX HAKaIUIMBAIOTCS (PparMeHThl (yHKIIMOHAIBHBIX OEIKOB
COOCTBEHHBIX KJIETOK PACTEHUW, a WMHOTJa W KIETOK IMaTOr€HHBIX OPraHUu3MOB.
COBOKYIHOCTh ATHUX MENTUAHBIX «OCKOJKOBY» B cBoel paborte 2008 roma dappokxu
HA3bIBAET IMPOTECOIUTUYECKUM JerpagomMoM [79]. JlanpHelmme SKCIEPUMEHTHI
MO3BOJIMJIA  BBISICHUTb, YTO OTOT [JE€rpajioM TaKKe MOXKET OBITh HCTOYHUKOM
OMOJIOTMYECKH aKTUBHBIX MENTUIOB, TAKUX KaK, HAPUMEpP, WHCENTHH, SBIISIIOUAKCS
¢dbparmentoM xisiopomiactHot ATP-cunTassl kutaiickoit BUrHsl (Vigna unguiculata) n
BBIIIETUISIONINICS C MTOMONIBI0 MPOTEOTUTUYECKUX (PEPMEHTOB TPaBOSIHON JTUUMHKU
KYKYPY3HOW JTMCTOBOM COBKH, KaK MOKAa3aHO B uccienoBanuu llImenena ¢ komneramMmu B
2006 rony [80], unu mentuast GmSubPep u GmPep914, Beimemistomuecs y cou
(Glycine max) u3 cyOTWIM3UH-TIOJOOHBIX MPOTEa3, KOTOPhIE OMUCHIBAIOTCS B paboTax
[Tupca n Amaryun ¢ komneramu ot 2010 u 2011 rogos [65, 81]. XoTs HamuM 3HaHUS O
MexaHu3Max (pOpMUPOBAHUS BHYTPUKIETOUHBIX U BHEKJIETOUHBIX MENTUIHBIX MTYJIOB Ha
HACTOSINIMA MOMEHT BCE€ €IlI€ OCTAIOTCS BEChbMa OTPAHWYEHHBIMH, MOCIEIHUE JAHHbBIC
YKa3bIBalOT HA TO, YTO MPOTEOJUTHYECKAs MAIIMHA KIETKH, & TAaK)KE€ BHEKIETOUHBIC
MPOTEa3bl pearupyroT Ha CTPECCOBBIEC YCIOBUS ITyTEM MOBBIIICHHON Jierpaaaiuu OeIKoB.
beiio  ycTaHOBIEHO, YTO XapakTep U KOJMYECTBO MPOTEOJUTUUYECKUX COOBITHM
HAaXOJATCS B HEMOCPEACTBEHHOW 3aBUCUMOCTH OT YCJIIOBUH, B KOTOPBIX HaXOIUTCS
pacTUTENBHBIA OpraHus3M [82—84].

Taxxe B pabore Xanaasl 2013 roma, a Takke APYyrux HccienoBaTeiaeil ObLIO
MOKAa3aHO, KaK C TOMOINbI0 COBPEMEHHBIX IMOJXO0J0B HICHTU(PUKAIIUU MENTUIOB C
MOMOIIIBI0 MACC-CIIEKTPOMETPHUH U OMOMH(OPMATUUECKOTO aHAIN3a ObUTH OOHAPYKEHBI
OMOAKTUBHBIE MENTHU/bI, KOTOPbIE TPAHCIUPYIOTCA HAMPSIMYIO C KOPOTKHX OTKPBITHIX
pamok cuuthiBanus (Menee 100 xomonHoB) [85]. XOTA TOUHBIA MEXaHU3M HHIYKIIUU
reHepalyy TakKuxX NEeNTU/IOB ellle He U3y4eH J0 KOHIA, ObLIO JOCTOBEPHO MOKA3aHO, YTO
O€JIKU-TIPEKYPCOPHI HE MPUHUMAIOT B 3TOM MPOLIECCE YUACTHUS.

I[To cBoemy [IEWCTBHIO NENTUAbI, YYAaCTBYIOIIME B HMMMYHHOM CHUTHAJIWHIE
pacTeHuid, MOTYT JAEIUTHCS HA YEThIPE TPYIIIbL: MENTUIbI OT MATOTE€HHBIX OPraHU3MOB,

3alyCKalIlie UMMYHHbIE CUTHAJIbHBIE KACKaJbl y pacTeHUM (Takue Kak (pparMeHTHI
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¢bnarenna (flg22) u tepmonectabmibHOro (akropa snoHramuu (elfl8)); mentuabi-
PEryIsATOPHI POCTa, 00pa3yIOIIHECS B CAMOM PACTEHUH U OTBEYAIOILKE 32 PETYIMPOBaHUE
(bU3MOIOTMYECKUX MPOIECCOB, MPOUCXOIAIINX B KIIETKAaX KaK BO BpEMs CTpecca, Tak U B
HOPMAaJbHBIX YCIOBUAX; (PUTOIUTOKUHBI, BBHIIIEIUISIONINECS B CTPECCOBBIX YCIOBUSIX U
MOMOTarolre aMIuMGUIUPOBATh U PACHPOCTPAHUTH CUTHAT 00 OMACHOCTH CpPEau
HETOBPEKJICHHBIX KJIETOK PACTECHMs; a TakKe aHTUMHUKPOOHbBIE MENTHUIbI, HAMPSMYIO

BO3/ICICTBYIOIIINE HA TATOT€HHBIE OPTraHU3MBI IPU UHBA3UH (puc. 3).

S PerynsaTopsbl pocTa OUTOLUMTOKUHDI AHTUMUKDOGHIE
nenTUAOB NaTorexa bkl et u nenTuabl
N,J
N
S H\/\
NN
—— sl —~——
3anyck MoacTpoika \ Bopbba ¢
MMMYHHOTO husmnonornyeckmx naToreHom
oTBera npoteccos noa AMmnnudukaums
ycnosums MMMYHHOTO
3apaxKeHun orsera

Puc. 3. ®yHKIMOHANbHBIE TPYNIBI OMOAKTUBHBIX NENTUAOB (MILTIOCTpALUsl CO3/1aHa C

nomoipio BioRender.com).

1.2.1 Perynaropsl pocta

[IpuMepamMu TENTUIOB-PETYIATOPOB POCTA MOTYT CIHYKUTh (UTOCYNIb(hAKUH
(PSK), kotopsiit unaynuupyetr aeauddepeHnuanuo 1 npoaudepannio KIeTOK U KpoMe
TOro 00JaJaloMil aHTUNIATOreHHOM akThuBHOCTHIO, SCR/SP11 (S-locus cysteine rich
protein/ S-locus protein 11), peryaupyronmii caMOHECOBMECTUMOCTh MbUIbIIbI, Clavata
(CLV), yyacTByrOUMid B PETyJsMA POCTA alMKaIbHBIX MEPUCTEM CTEOJs, a TaKXKe

CLAVATA3/EMBRYO-SURROUNDING REGION-RELATED (CLE),
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CTUMYJIMPYIOIIMNA 3aKPBITUE YCTHUIL B YCIOBHSAX 3aCyXH, U npyrue [79, 86]. Hekotopslie
U3 OTKPBITBIX TMENTUIAHBIX CUTHAJIOB SIBISIOTCS KOHCEPBATUBHBIMHU JJII MHOXKECTBA
Pa3IMUHBIX BUJOB PACTEHUH, APYTHUE K€ OKa3aluCh BUAOCTCIIU(UYUHBI, UYTO OTJIMYAET UX
OT KJIACCUYECKUX TOPMOHOB pacTeHui. B cBs3U ¢ 3TUM OBLIO PEIIEHO, YTO CUTHAJIbHBIC
MENTUIbl HE KOPPEKTHO OTHOCUTH K OOBIYHBIM (PUTOrOPMOHAM, OJHAKO TEPMUH
«OENTUIHBIA TOPMOH» WM «TOPMOH TMENTUIHOW NPHUPOJLD SBISETCS JTOBOJBHO
pacrpoCTpaHEHHBIM CpeAu UCCIeAoBaTEEH.

Tak xe Kak y JKUBOTHBIX, OOJBIIMHCTBO CUTHAJBHBIX MENTUIOB pPaCTCHUI
SBJISIIOTCS JIMTAHIAMU PEIENTOP-MoJ00HBIX K1HA3. MccnenoBaTensiMu ObLIO MTOKA3aHO,
4yTO, OyAyud y3HAHHBIMHU PEIENTOPAMU, CUTHAIbHBIE MENTUIbl AKTUBUPYIOT KaCKaJbI
OMOXMMHUYECKHUX PEaKIlNil B KJIE€TKaX pacTeHU, BKItouas pochopusinpoBanue OEIKOB, U
UHIYIUPYIOT SKCHPECCUI0 COOTBETCTBYIOUIUX OIPEICIECHHOMY CHUTHAJIBHOMY MYTH
reHoB [29, 30]. B cBoux pabotax Kpay3e ¢ komieramu, a Takxe Jle KoHUHK ¢ KoJieramu,
KaK ¥ MHOTHE JIPYTHE UCCIEIOBATENH YKa3bIBAIOT, YTO MHOTHE MENTUbI UMEIOT B CBOEM
COCTaB€ CUTHAJIbHYIO TOCJIEI0BATEIbHOCTh, TaK KaK JJIsl BBITTOJHEHUS CBOMX (DYHKIIMMA
MM HEO0OXOIUMO CEKPEeTHPOBATHCA BO BHEKIETOYHOE MpocTtpadHcTtBo [77, 87].
[Ipumepamu Takux TENTUIIOB, CEKPETUPYEMBIX KIETKOM BO  BHEKIETOYHOE
npocTtpancTBo, MoryT cinyxuth CLAVATA 3 (CLV3)/EMBRYO SURROUNDING
REGION (CLE) u C-TERMINALLY ENCODED PEPTIDE (CEP), a Tak:xe nucTenH-
oorateie mentunabl, Takue Kak RAPID ALKALINIZATION FACTOR (RALF),
KOHTPOJHUPYIOIIUE MPOIECCHl POCTa U Pa3BUTHS, AeeHUS U TuddepeHunanuu KIeToK

176, 771.

1.2.2 ®UTONUTOKMHEI

[lenTuael, oTHOCSIIMECS K (PUTOLUTOKMHAM, TAKXKE Yallle BCETO CEKPETUPYIOTCS
BO BHEKJIETOYHOE MPOCTPAHCTBO U CBS3BIBAIOTCS ONPEAEIIEHHBIM PELENTOPOM, YTOOBI
3aIlyCTUTh COOTBETCTBYIOIIMM WMMMYHHBIM CUTHaJIbHBIM Kackaj [28]. VYposeHb
DKCIPECCUU TE€HOB IPEKYPCOPOB ATHUX IENTHAOB YacTO IOBBIMIAETCS B OTBET Ha
Y3HaBaHHE NATOT€HOB PELENTOPAMU PACTEHUH, YTO IPUBOIAUT K YCUIEHUIO UMMYHHOTO

orBeta. [Ipumepom moryt ciyxknuth [IAMII-uaaynMpyeMsle cEKpeTUPYEMBIE ENTUIBI
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PIP. YpoBeHb 3KCIIpeccur reHOB UX MPEKYPCOPOB 3aMETHO MOBBINIANICS TPU 00padOTKe
pactenuil apabunorncuca nentujgamu natorena elfl8 u flg22 [88]. [Toxoxum ob6pazom
BEeyT ce0s TeHbl MPEKypcOpoB OOratrbix cepuHOM SHJoreHHbIX nentugoB SCOOP B
YCIOBUSAX OMOTHYECKOTO M aOMOTHYECKOro crpecca y apabumoncuca [89]. pyrum
MIPUMEPOM SIBIISFOTCS JIUCUTOPHBIE NenTUabl pacteHud PEP, Toibko B 3TOM citydae nipu
M3MEHEHUH KOHIEHTpanuu noHoB Ca’" B OTBET Ha MHBA3MIO NATOIEHA UM IIOPAHEHHE
oenok-npexkypcop nentuaa PEP, Haxonsmuiics B  BakyodW, THAPOIU3YETCA
METAaKaCIa3ol M CO3PEBIINM NMENTHJ CEKPETUPYETCA BO BHEKIETOYHOE MPOCTPAHCTBO
[90, 91]. Obpaborka cunTe3upoBanHbiMHu Tentuaamu PIP, SCOOP u PEP pactenwmit
MOoKa3zaja, 4YTO OHU AaKTUBHPYIOT CXOXME CUTHAIbHBIE KAaCKaJbl, YTO W MENTUIBI
nmaToreHoB [88, 92, 93].

IlenTuaHble  ceMEWCTBA, YbM  NPEACTABUTENIA  OTHOCATCA K  CpyMHIe
(DUTOLUTOKMHOB, YaCTO OBIBAIOT JOBOJIBHO MHOTOUKCIICHHBI, 4 CAMH METTH 1B U3 OJTHOTO
CEMENCTBAa MOTYT BBIIIOJHATh OYEHb OTIMYAIONIMECS WM JaXe MPOTUBOIOJIOKHBIE
¢byHkiuu B pacteHusx. [I[pumepom ToMy MOTYT CIIyKUTbh nenTubsl cemeiictBa RALF, o
KOTOpPBIX TOBOPUJIOCH BbIme. [IoMMMO yyacTusi B POCTOBBIX MpPOLECCAX HEKOTOPHIE
nentuael RALF perynupytor mnpouecchl, cCBs3aHHble ¢ uMmyHutetom [94]. Ha
apabugorncuce 0bL10 TOKa3aHo, yTo nentua AtRALF17 noBelaeT HaKOIJIEHUE MOJIEKY T
A®K, uHAYyIMPOBAHHOE MATOI'€HOM, a TAKXKE YCTOMUUBOCTh K Pseudomonas syringae pv.
tomato, a AtRALF23 wumeer mnpoTUBOMONOXKHBIA 3h(EeKT, BbIpaKarolmuiics B

MHruOMpoBaHuu HakorieHus moJiekysn ADK [11].

1.2.3 AHTUMHKPOOHBIE MTETTHIBI

Onno#t u3 Haubonee WIMPOKO HU3BECTHBIX TPYII TMENTHAOB  SIBISIOTCS
AHTUMHUKPOOHBIE MENTU/bI. DTH NENTU/IbI ObUIN HAWUJEHBI MPAKTUYECKU BO BCEX JKUBBIX
OpraHu3Max, OJIHAKO y PaCTE€HUW OHU 3BOJIOLHOHUPOBATIM HEMHOTO APYTrUM myTeM [95].
AHTUMUKpPOOHBIE MENTUILl PACTEHUN Yalle BCEro MPEACTAaBISIOT cO00M HeOOombIINe
UCTeNH-00oraThle OENKU, BBIIICIUISIOMUEC U3 mpekypcopoB [96]. K HuM oTHOCST
TUOHUHBI, IeEH3UHBI, T€BEUH-T0OJ00HbBIE MENTU I, KHOTTHUHBI, a TAKXKE OCJIKHU IepeHoca

JUIUAJIOB U HEKOTOpbIe Japyrue [95]. MHorue U3 aHTUMHKPOOHBIX MENTHIOB PACTCHUN
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MMEIOT O0IIUe YepPThl C AHTUMUKPOOHBIMU MENTUIAMHU APYTUX OPTaHU3MOB, HAIIPUMED,
KUBOTHBIX [95].

AHTUMUKpPOOHBIE MENTUABl MPEACTABISAIOT COOOM Ba)KHBI MMMYHHBIH Oapbep,
CrIOCOOHBIM OOPOTHCS C aTaKkyIIIMMU TaToreHamMu. MHOrue U3 aHTUMHUKPOOHBIX
MENTUAOB MPOSABISIOT aKTUBHOCTH NMPOTHB HECKOJBKUX BHJAOB MHUKPOOPTAHU3MOB, HE
TONBKO (DUTOMATOTEHHBIX, OJHAKO (POPMAIBHO CpPEAu MPECTABUTEIEH 3TOW TPYIIIbI
BBIJICIISIIOT aHTUOAKTEepUalibHble, MPOTHUBOTPUOHBIE W TENTUJIbI, AKTUBHBIE MPOTHUB
Mapa3uTOB YEJIOBEKAa, MPOTUB HACEKOMBIX M Tak ganee [97, 98]. B ocHoBe aeicTBus
aHTUOAKTEPHUAIBHBIX U TPOTUBOTPUOHBIX MENTHUIOB JI€KAT 0COOCHHOCTH UX CTPYKTYPHI
M aMHHOKHCJIOTHOTO COCTaBa, MO3BOJISIOIIME MM B3aMMOJIEMCTBOBATH C KIJIETOYHOU
MeMOpaHOU maToreHa, oopa3ys B Hel MOPHI U YBEIUYHMBas MPOHUIIaeMocTh [97]. bolio
MOKa3aHo, 4TO aM(pUPUIBLHOCTh U HAJIMYUE MOTHUBOB C MOJIOKUTEIBHO 3apsSKEHHBIMU
AMUHOKHUCJIOTAMHU  SIBJISIIOTCST  HEOOXOJUMBIMH ~ 4YepTamMu  JJIsl  TPOSIBJICHUS
aHTUOAKTEpHAIbHON aKTUBHOCTH MENTHAHBIX mMoclienoBarenbHoctet [97]. s
MPOTUBOTPUOHBIX MENTUIOB OTIUYUTEILHON YEpPTOM SIBISAETCS 0COO0€ PacIOIOKEHHE
MOJISIPHBIX U HEUTPAJIbHBIX aMUHOKUCIOT [97]. OnHako HU U1l OAHOM U3 ATUX TPYNIl HE
ObTM OOHapyXeHbl 0ojee YeTKMEe M KOHCEpPBATUBHBIE MOTHUBBI, KaK Yy MHOTHUX

dbutoruTokMHOB [76, 97, 98].

1.3 MeToabl aHain3a OMOJIOTMYECKN aKTUBHBIX MENTHI0B
pacTeHUM

1.3.1 Metoabl moncka u UASHTH(UKAIIUH TIETITH/IOB

YyurriBasa HI/ISKYIO KOHLOCHTPpAIMIO IICIITHAOB B KIICTKAX, a TCM 60Hee BO
BHCKJICTOYHOM IIPOCTPAHCTBC, a4 TAKXKC CJIOXHOCTb HX OJKCTpPAKIHH IJIA paCTeHHﬁ,
OCO6€HHO 10 CPpaBHCHHUIO C I[pyrI/IMI/I OopraHumsmMami, ICITUABI HO—Hpe)KHCMy OCTAar0TCs
MaJ'IOI/I3y‘-ICHHI)IMI/I KOMIIOHCHTaMHU IIPOTCOMaA paCTHTCHBHOﬁ KIIETKH, U MCETOAbI U
CTpaTerun Mux I/I3yquI/I$I SABIIAKOTCS aKTyaanoﬁ TEMOMU JJIA HCCHCI[OB&TGHGIZ B 3TOI>1

O6HaCTI/I, Ha4dunHadg C NepBOoro ymoMmHaHuA IICIITHI0B.
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[Touckom, aHanu30M W UACHTU(PUKAIMEH MENTUIOB 3aHUMAETCS CPaBHUTEIHLHO
HOBasl JUCLUIUIMHA - IENTUAOMUKA. DTO HAIIPABIICHUE SIBJISIETCS TOBOJIBHO MOJIOJIBIM, H,
B OTJIMYME OT JaBHO NPOBEPEHHON NPOTEOMUKH, METOAbl aHAIW3a IENTHUJIOB HA
CErOAHSIIHUMI IEHb BCE €Ie HEJOCTATOYHO Pa3BUTHL. B mocneaHue roasl Al 3TUX Helen
ucnonszyercss TexHosoruss LC-MS/MS  mno3Bossitoniass ¢ BBICOKOW  TOYHOCTBIO
JNETEKTUPOBAaTh  MOCHEAOBATEIBHOCTA  DHIAOTEHHBIX HOenTtuaoB. C  MOMONIBIO
COBPEMEHHBIX OMOMH(POPMATHUYECKUX TMOJIXOJ0B BO3MOKHO MpPEACcKa3aTh MOTEHIMAT
OMOJIOTMYECKOM aKTUBHOCTU HJICHTHU(MUIIMPOBAHHBIX MOCIEAOBATEILHOCTEN, a TaKXKe
OLICHUTh KOJIMYECTBEHHBIC U KAUECTBEHHBIC XAPAKTEPUCTUKHU SHJIOTCHHBIX MENTHIHBIX

ITyJIOB OPraHnu3MoB.

1.3.1.1 Metoabl Macc-CIIEKTPOMETPHUH B MENTUIOMHOM aHAJIN3E

[lenTuaoMuKa — 3TO HAy4YHO-MIPAKTUYECKAs] AUCIUILIMHA, BKIIOYAIOIIAs METO b
M3YUYCHHs TENTUOMA, - YTO, B CBOIO Ouepe/lb, 03HAUYaeT COBOKYMHOCTh €CTECTBEHHO
o0pa3yronuxcsi TNEeNTUI0B B KIETKAaX WJIM BHEKJIETOYHOM MPOCTPAHCTBE KHUBBIX
OpraHU3MOB, - a TakKXKe TEOPETUYECKOE OOOCHOBAHUE MPUMEHSEMBIX METOIUK WU
OMOJIOrMYEeCKOe MPUIOKEHUE MOJMyYaeMbIX pe3yJbTaToB. B uccienoBaHusAX B paMKax
COBPEMEHHOMU MENTHIOMUKHU UCIIOIB3YIOTCS TaKue TEXHOJIOTHH, Kak
BbICOKOA(pekTuBHAs kuakocTtHas xpomarorpadgus (HPLC) kak HMHCTpyMeHT
pasnenenus U macc-cnektpoMmerpust (MS), unu B mociieHee BpeMs yallle TaHJIeMHas
Macc-criekrpomerpust (MS/MS), kak UHCTPYMEHT UACHTU(UKAIIUA MOJIEKYT 00pa3IloB.
brnarogapst 0coO€HHOCTSIM caMOW TEXHOJOTUM OOHapy>KeHHs MOJEKyJl B Macc-
CIIEKTPOMETPUUECKOM aHAIM3aTOPE CTAJI0 BO3MOXKHBIM OTKAa3aThCA OT MPEbIAYIeH
CTpaTeruu uAeHTU(PUKAIMY TENTUI0B 10 uX onosornueckor pynkuuu. Kpome toro, He
HMMes TOYTH HUKAKOW HavallbHOM Onosiornueckoi nHopmaiiuu 06 oOpasiie, C IOMOIIbIO
MacC-CIIEKTPOMETPUYECKOT0  aHaliu3a BO3MOXKHO  HACHTU(UIMPOBATH  KaXIbIH
OTZIEJIbHBIN MENTHJ B JIFOO0I CMECH U y3HATh €r0 CTPYKTYPY.

Bnepsbie BhICOKO3((DEKTUBHYIO KUAKOCTHYIO XpoMaTtorpaduio ¢ MociaeayIuM
MacC-CIIEKTPOMETPUUYECKUM aHAJIM30M B KayecTBE IMOAXOJa i OOHapy>KEeHHs
OMOJIOTMYECKH AaKTUBHBIX TMENTUIAOB B OpraHu3Max MOpPeasioKWiI HCIOJIb30BATh

Hesunepuo ¢ koiuteramu B 1981 romy [99]. OHu mokas3anum BO3MOXKHOCTb HOBOWU
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METOJUMKN OOHApYy>KMBaTh M KOJIMYECTBEHHO OIIEHMBATh BEIECTBO, HAXOJSIIEECs B
Ype3BbIYAHO HU3KUX KOHIEHTpAlUSIX B OHOJOrMYecKUX oOpasiax, B YacCTHOCTH,
UCCIIeIOBATENM HAIIA MUKOMOJIM SHJOTEHHBIX KOPOTKUX MENTUIOB, 00pa3yoIuXcs
€CTEeCTBEHHBIM MYTEM B TKaHSX opraHu3Ma. HecMoTps Ha O4€BUIHOE MPEUMYIIECTBO
HOBOM TEXHOJIOTUM M BAXXHOCTh IOJIYYaE€MbIX pE3yJIbTaTOB, MPOLLIO HE MEHbIIE
JIBAJIIATH JIET, MPEXKJE YeM €€ BBIICIUIN B OTIACIbHYIO JUCHHUIUIMHY TOJ Ha3BaHUEM
«nentugomMukay. Cam 3TOT TEpMHH TMPEJCTaBISIET €000 COKpallleHHYI (opMy
BBIPAXKEHUS «IIENTUIHAS MPOTEOMUKA», TTOCKOIBKY 3TH 00JacTU TECHO MEPEIIeTEHHI,
OJIHAKO MEXJy HUMHU CYIIECTBYIOT 3HAUUTENbHBIE PA3INUUs, KOTOPbIE BHIPAKAIOTCS HE
TOJBKO B (DYHKITMOHATBHBIX U (PU3UKO-XUMHUUECKUX PA3NTHUMIX U3yUYaeMbIX MOJIEKYJI, HO
U B OTJIMUMSIX MEXIY CIocoO0aMu UX HUJIEHTH(UKAIMKW B paMKax OJHOTO U TOTO K€
MPUMEHSIEMOTO  METOJa -  MAacC-CIIeKTPOMETPUYECKOro  aHanuza.  VIMeHHO
CTPEMUTENbHBIN PACLBET ATOM OCHOBHOI TEXHOJIOTUH, B OTJIUYUE OT HE MEHEE BaXKHBIX,
HO MEJJIEHHEE Pa3BUBAIOLIMXCS METOJI0B, KaKk Xxpomatorpadus win sjekTpodopes, u
MO3BOJIMJIO BBIICIUTHh MENTUIOMUKY B OTACNIBbHYIO NUCIUIUIMHY, Oa3UpYIONIIYIOCS Ha
CTpaTeruy «cHavajia MenTuj] - 3areM (QYHKIUsS», a He HAa00OpOT, KaK OBbLIO Mpex/e.
JlanpHeliee  pa3BUTHE  MACC-CIEKTPOMETpUS MOJy4Hsia TMoclie  HU300peTeHHs
ANEKTPOCHpess M  MAaTPUYHO-aKTUBUPOBAHHOM  Ja3epHOM  JecOopOLUU/MOHU3ALNT
(MALDI) B kauecTBe MeTOJ0B aHanu3a MOHOB B KoHIEe 1980-x romos [100, 101]. C
MOMOIIBI0 ATUX AHAIU3aTOPOB YJNAJIOCh OTOMTH OT NPUBBIYHON JIsI MPOTECOMUKH
CTpaTeru MUACHTU(UKALMK  OJUTOMENTUIOB  «CHU3Y-BBEPX» U  OCYIIECTBUTH
MENTUIOMHBIA  aHAJIM3  «CBEPXY-BHU3», [00aBUB TakKe TaHAEMHYIO  Macc-
criektpomerpuio (MS/MS), kak B MNPOTEOMHBIX HCCIEAOBAHHUAX, U TPAKTUUYECKU
MOJTHOCTBIO 3aMEHUB UM MPUHSTHIN MPEXIe METO]I ONPEIeNICHHs OCIeI0BATEIbHOCTH
o Oamany [102-104].

['maBHBIM oOTIIMYKMEM OOOUX HSTHX TMOJXOJOB B CBOIO OYEpeab SBISAETCS
HaTypajJbHOE COCTOSIHME MOJIEKYJl B MENTHUAOMHBIX HCCIIEIOBAHUSAX, KOTOPHIE CTaBST
nepe; coOOM 1eIb BBIACIUTh U IETEKTUPOBATh UMEHHO SHJIOT€HHBIE MYJIbI NENTUIOB -
TO €CTh UIMEHHO B TOM BHJE, B KOTOPOM OHU CYIIECTBYIOT B OMOJIOTUYECKUX 00pa3liax,

N3 KOTOPBIX BbIACJIICHBI, - TOrJa KaK IIPOTCOMHUKA HUCIIOJIB3YECT HCKYCCTBCHHOC
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pacuierieHe HAaTUBHBIX OEJIKOB MpOTea3aMH C H3BECTHBIMH CalTaMu pa3pe3aHus,
TaKUMU KakK TPUIICUH, U MOCJIEAYIOIIEH aBTOMaTU4eCKoil cOOpPKOW ATUX (pparMeHTOB.
[IpenmyiecTBO M3yUeHHS] HATUBHBIX MOJIEKYJ 3aKJIIOYAETCS B TOM, YTO 3TO MO3BOJISIET
MpOaHAIN3UPOBAThL  BCE  MOCT-TPAHCISIUOHHBIE  MOIU(UKAIIMU, TaKUe  Kak
OmMpeNeNieHHble  CalThl  pa3pe3aHusi MpoTea3aMu, MOJUPUKAIIUU  OTIAEIBHBIX
AMUHOKHUCJIOT, HWHOTJA CYIIECTBOBAHHE TPETHUUYHOU CTPYKTYphl (AUCYIb(PUAHBIC
MOCTHKH), YTO, Kak OBUIO CKa3aHO MpEeXJ]e, SBIAETCS OJHOM M3 XapaKTEePHBIX
OCOOCHHOCTEM TOPMOHOB NENTUIHOM TMPUPOABI, a TaKXKe IO3BOJISIET YCTAHOBUTH
BEPOSTHOCTh CYIIIECTBOBAHUSI PA3IUYHBIX (POPM MENTUIOB OT OJHOTO U TOTO IXKE
0eNKOBOro TMmpekypcopa. XOTS BCE O3TH BO3MOXHOCTU JE€JAl0T TMENTUIOMHBIC
UCCIIEIOBAHUs, OCHOBAHHBIE HA MAaCC-CIIEKTPOMETPUYECKOM aHajau3e, 3HAYUTEIbHO
CJIOKHEE, MO CPaBHEHUIO C MpoTeoMHuKod. He roBopst o BBIIENEHUH W TOATOTOBKE
00pa3IoB, AETEKIHs U MOCIEAYIOIee COMOCTaBIeHHE ¢ 0a30i OETKOBBIX MPEKYPCOPOB
Ui UACHTU(UKAIUKM TPEJCTaBISIIOT U3 ce0s CIOXKHYIO 3alady I SHIOT€HHBIX
MENTUIOB, U3-32 IIHPOTHI BapbUPOBAHUA UX (PU3UKO-XUMUYECKUX CBOWCTB H
HEOJHO3HAUYHBIX PE3yJIbTaTOB MPOTUBOMOCTABICHHUS OeKaM-IIPEAIIECTBEHHUKAM BBUTY
OTCYTCTBHS XOPOIIIO Y3HABAEMBIX «KOHIIOBY, 00Pa3yIOIIUXCS MPU BEIPE3AHUU U3BECTHOM
MpoTea3oi, KaK B CIydae ¢ MPOTEOMHBIMU UCCIIEA0OBAaHUAMU. DTHU CIOKHOCTU MPUBEIIH K
HEOOXOJIUMOCTH «PYYHOTO» aHaJiM3aa TOJYYEHHBIX JaHHBIX B MENTHUIOMHBIX
HCCIIEIOBAHUSIX, @ B CJIEJICTBUE K Pa3BUTHIO MHCTPYMEHTOB /11 aBTOMATU3AIIMH JAHHOTO
npoiiecca, Takux Kak 0nonHpopMaTHKa.

Kak yxe roBopwiioch, MENTHUAOMHKA BBIIUIA HA MEPEAHUN IIaH Onarojaps
M300pETEHNUI0 TaKUX METOJOB aHalii3a HAaTUBHBIX menTuaoB, kak MALDI (Matpuuno-
aKTUBUPOBAHHAs JlazepHas aecopOuus/monusanus) uid ESI (moHu3anus pacnbuieHueM
B DJIEKTPUUECKOM II0JIE) MACC-CIEKTPOMETPUU B COUETAHHH C BBICOKOA(D()EKTUBHOM
KUJKOCTHOU XxpomaTorpadueit. OHU MPOYHO BBHITECHUIIN UCTIONB3YEMbI paHee METOIbI
MOJTyY€HHUsI HOHOB IyTeM OoMOapaupoBku ObicTpbiMu aToMamu (FAB), a Takke noHHOM
AMHUCCHUM M3 Tu1a3Mbl U B 3nekTpudeckoM mose [105-107]. OcoOeHHOCThIO BCEX ATUX
METOJIOB SIBJIIETCSI TO, YTO OHU TPEeOYIOT HAHOMOJISIPHBIX KOJIMYECTB AHAIU3UPYEMBIX

BCIICCTB U CPABHUTCIILHO AOJITOC BPCMA U3MCPCHUA Macc/3ap5m013, BCIb, UEM OomnpIIe
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u3yyaemasi MOJIEKYyJia, TEM CJIOKHEE €€ MOHU3UPOBATh U HCHAPUTH JJIS JaJbHEUIIEro
MPOXOXKJEHUS Yepe3 aHalM3aTOp MAaCC-CHEKTPOMETpa U MPH STOM HE HAPYUIUTh €€
ecrectBeHHOTO cocTosiHus [ 108, 109]. Kak y»ke oTMeuanoce BbIllIE HECMOTPS HA TO, UTO
MENTUIOMHUKA U TPOTEOMUKA TECHO CBSI3aHbl JPYr C JPYyroM, CYIIECTBYIOT
MPUHLIUNHUANBHBIE Pa3IUUUg MEXKIYy aHAIUTUYECKUMHU METOJaMU HACHTU(DUKALINU
OeJKOB W TenTu0oB. Meroasl aHaluM3a NPOTEOMa OCHOBAaHbl Ha HAMEPEHHOM
pacuiernjeHu O€NKOB C MOMOIIbI0 crenuduueckux (PepMeHTOB, UYTO MO3BOJISET
MOJYYUTh W3BECTHBIE “KOHIBI MENTHAOB, M 3TO KakK pa3 HANpsAMYK CBSI3aHO C
O3BYUYEHHBIMH OTPAHUYEHUSIMU HOHU3ATOPOB Macc-CriekTpomeTpoB. st aHamuza
HAaTUBHOTO MENTUAOMAa, OJHAKO, MOJOOHBIE MEPhl HE TPEOYIOTCS, U MOCJE BbIICTCHUS
o0pa3ibl HEMOCPEACTBEHHO MOXHO HJISCHTUPUIMPOBATH C TOMOIINBI  Macc-
CIIEKTpOMETpUH. B KileTKax ¥ BHEKJIETOYHOM MPOCTPAHCTBE MENTUJIBI YIKE COJIEPIKATCS
B HAHOMOJISIPHBIX KOHILIEHTpALMSAX, K TOMY € OHHU MPOLIECCUPYIOTCA U3 OOJBIINUX
OCJIKOBBIX MPEKYpPCOPOB. YUHUThIBAs TO, UYTO PaHHHE MaCC-CIIEKTPOMETPUUYECKUE
aHaJIM3aTOPbl UMEIIU I0CTAaTOYHO HU3KOE Pa3peIlIeHHe N0 CPABHEHUIO C COBPEMEHHBIMHU
aHaJoraMu, TOJbKO HU3KOMOJEKYJSPHbIE MENTUbI UACHTU(UIIMPOBAIUCH C BBICOKOM
TOYHOCTBIO Macc. Bce 3T 0COOEHHOCTH cenanu Macc-CIeKTPOMETPUUECKUNA aHAIIn3
LEHTPaJIbHON TEXHOJIOTHEN 00IacTel uccaeJOBaHU B IENTHUIOMUKE.

OnHOM M3 BaXKHBIX JIBIXKYIIUX CHJI B Pa3BUTUU MENTUIOMHBIX TEXHOJIOTUN CTAJIO
pa3BUTHE METOJOB aHajduTUyecko xumuu. Kak yxke oTMmedanoch, MNEONTUAB B
OnoJIortyecknux oOpas3lax HaxXxOJATCS B OYEHb HU3KUX KOHIICHTPAIUSAX U CAMU OHH
MPECTABIAIOT COO0N HEOOJIBIINE MOJIEKYJIbI, TAK YTO TEXHOJIOTUHU JJISI UX JACTEKINHU U
UJEHTUPUKAIIMY TOJKHBI 00J1a/1aTh JOCTATOUYHO BBICOKOM YUyBCTBUTEIBLHOCTHIO. Kpome
TOro, BAXXHEUIIUMH CTaIUAMH TMENTHIOMHBIX HCCIEIOBAHUMN, OT MPAaBWIBHOCTH U
YCIEIIHOCTY MPOBEJEHUS KOTOPHIX BO MHOI'OM 3aBUCHUT YCIEX BCETO aHAIU3a, SBISIOTCS
BBIJICJIEHUE U MOJrOoTOBKa o0Opasiia mepejl Macc-CleKTPOMETPUUECKUM aHalu3oM. Jlis
BBIJICJICHUS HU3KOMOJIEKYJISIPHBIX COEJAMHEHUUW U3 CJIOXKHBIX CMecell oOpenu
MOMYJISIPHOCTH OJIarofapsi CRBOeMy YJI00CTBY TaKUE€ TEXHOJIOTUU pa3/ICICHUS] U OYUCTKH,
KaK BRICOKO3((DEeKTUBHAS )KUAKOCTHAS XpOoMaTOorpadus B pa3InuHbIX Cpeaax, Hapumep,

obpameHHo-(ha3zoBas uin moHooOMeHHas xpomartorpadus [110, 111]. Ilo3zgnee oba
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METOJIa CTaJId MCIIOJb30BaTh B KOMIUJIEKCE MPHU CO3JTaHUU MaCC-CIEKTPOMETPHUUECKOTO
obopynoBanus [112—114]. Takum oO6pa3oM, OOIIENPUHATHIA METOJI OYUCTKH OEJIKOB B
MPOTEOMUKE, UCIOIB3YIOIINI pa3/ieieHHe MOJEKYJ B MOJUAKPUIAMHUIHOM Teje MOJ
JEUCTBUEM BJIEKTPUUECKOTO TOJIsl MO0 Macce, Ha3bIBAIOIIMICSA 3IeKTpodopes, okazancs
COBEPIIEHHO HE MPUMEHHUM K MENTUAOMHBIM HCCIEIOBAHUAM, TaK KaK MOJEKYJspHas
Macca TEeNTHAOB CIHUIIKOM HH3Kas JJisd ONpeeSeHHS C BBHICOKOM TOYHOCTBHIO TaKHUM
MeTogoM. M, XOTS mpoTeOMHBIE M MENTHUIOMHBIE TEXHOJOTHU JOCTATOYHO OJU3KH IO
CBOEH CyTH, BCE€ K€ TMpsAMOE MPUIOKEHUE YK€ CYIIECTBYIOMUX U OBICTPO
Pa3BUBAIOLIMXCS METOAUK U3YyUYEHUS MPOTEOMOB ObLIO HEIEIECO00Pa3HbIM U METOJIUKHU
HYXJQJINCh B MPEIBAPUTEIILHOM KOPPEKTHUPOBAHUU, MPEKIE YEM KX MOXKHO OBbLIO
HCTIO0JIB30BaTh JIJIs1 HOBBIX MENTHUIOMHBIX UCCIEIOBAHUM.

[locne mepBbIXx myOauKaluii O JBYX OCHOBHBIX METOJAaX HWOHHU3AIUU,
HCMOJIb3YEMBIX B COBPEMEHHBIX MAaCC-CIIEKTpOMETpax, B KoHIEe 1980-x romoB macc-
CIIEKTPOMETPUUECKUE HWHCTPYMEHTHI OBICTPO 3aHSUIM JUIUPYIOIIKME TO3UIIMU B
MeNTUIOMUKE. Macc-CIIeKTPOMETPUYECKHE M TaHJIEMHO MacC-CIEKTPOMETPUUECKUE
(MS/MS) TexHOJIOTUY SBJISIIOTCS] HA CETOIHSIITHUNA MOMEHT TJIaBHBIMU UHCTPYMEHTAMH,
UCIIOJIb3YEMBIMHU TSl UIEHTU(PUKAIIUU OETTKOB U, B 0cOOeHHOCTH, menTua0B [115]. Macc-
CIIEKTPOMETPUSI — ITO YYBCTBUTEJIbHAS W MOIIHASA TEXHOJIOTUSA, MPU KOTOPOM
MOHU3UPOBAHHBIE  MOJIEKYJbI ~ OOpa3lOB  pa3JeisioTCs  COOTBETCTBEHHO  UX
COOTHOIIIEHUSIM Macchl/3apsaa (m/z) ¢ MOMOIILI0 JIEKTPUUECKOT0 W/MUIM MarHUTHOTO
noss. [lpu BeIeNneHUN OONBIIIOTO KOJIMYECTBA M30BITOYHON DHEPTUU MPU HEKOTOPHIX
peXMMax MOHM3AllUM YacTh MOJEKYJd o0Opa3la HauuHAeT JUCCOLMUPOBATH C
00pa3oBaHUEM 3apsHKEHHBIX ()parMeHTOB. B Macc-CrieKTpoMeTpuUecKUX aHaau3aTopax
XapakTep 00pa30BaBIIMXCS MOHOB 3aBUCUT OT €CTECTBEHHOUN CTPYKTYpPhl M3y4aeMoro
coenuHeHus. Takum oOpa3oM, HCCIeAOBaTEIb MOJYy4YaeT HA BBIXOJI€ YHUKAIbHBIN
MaTTepPH, WK MACC-CIIEKTP, KOTOPBIN MpeACcTaBiIsIeT co00i Macchl (a TOUHEE, BETUUYUHY
OTHOIIIEHHS] MAaCChI K 3apsly, UJIM M/Z) MOJy4YaeMbIX HOHOB, OTHECEHHBIE Ha Tpaduke K
3HAQYEHUI0O MHTEHCUBHOCTU UX OOHapyxeHus. MHTeprnpeTaiusi mojiy4aeMoro CrexkTpa,

TakuM 00pa3oMm, JaeT MHPOpPMAIMIO KaK O MOJEKYJSIPHOM Macce, Tak U O CTPYKType
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oOpa31ia, mocyie10BaTeIbHOCTH aMUHOKHUCIIOT U HAJIMYUIO WU OTCYTCTBUIO M3BECTHBIX
MOCT-TPAHCISIUOHHBIX MOAU(PUKAIUH.

JIJ1st IENTUIOMHBIX UCCIIEIOBAHUM IPYTUX METOJIOB UJICHTU(UKAIIUU, CPABHUMBIX
M0 TOYHOCTH C Macc-CIEKTpOMETpueil, HaiijeHo Tak U He Obulo. Bce HoBeifmine
YIYUYIIEHUS TEXHOJIOTUY HEMEIJIEHHO MPUMEHSUIMCH B UCCIIEIOBAHUAX NENTUAOMOB. Tak
MAaCC-CIIEKTPOMETPBHI, UCIIOJIB3YIOIINE METOI HOHU3ALMUHU IIEKTPOCIPEEM, 3HAUYUTEIIHHO
MOBBICUJIM CBOM pa3pellarolyue CIOCOOHOCTH C H300pETEHHEM HAHOAJIEKTPOCIpes,
KOTOPBIM TMO3BOJIST TOJIydaTh Oo0Jiee BBICOKO3APSIKEHHBIE HOHBI, KpOME TOrO,
YBEIUYUIIOCh BpEeMsSl I1HMKJIA, YTO BIOCIEJACTBUM Jajno Oojee TMOJHYI0 KapTUHY
(parMeHTUPOBAHHBIX Macc i aHanu3a [116].

B paHHUX NENTUOOMHBIX HCCIEAOBAaHHSAX 32 IMOJYYEHHEM «CBIPBIX» JaHHBIX
UIECHTUPUKAIIMY  CIEJ0Bajl aHallu3 «BPYUYHYIO», 3aKJIIOYaBIIMNCS B 10a00pe
MpENoJIaraéMblX KaHJIUJIaTOB OEIKOBBIX MPEKYpPCOPOB U HM3MEPEHHE MPUMEPHOIO
KOJIMYECTBAa UACHTU(DUIIMPOBAHHBIX MOJIeKysl. C TeUeHUEM BPEMEHU ATOT TPYIOEMKHI
MpOLECC Haydajl aBTOMATU3MPOBATHCS C MPUMEHEHUEM NOCIEAHUX JIOCTHKEHUM
KOMIBIOTEPHBIX TEXHOJIOTHH, a TAaKXe HOBBIX OMOJOTMYECKUX JaHHBIX. Tak ceifuac
MPUMEHECHUE MAaCC-CIIEKTPOMETPUM M TAHAEMHOW MACC-CIIEKTPOMETPUM KaK B
MPOTEOMHKE, TAK U B MENTUIOMHUKE, ONMUPAETCA HA OTPOMHBIA U MOCTOSIHHO PACTYILIUM
MACCUB F'€HOMHBIX U MPOTEOMHBIX JAHHBIX, XPAHSIIIUKCS B MOCTOSHHO MOIMOJIHSIEMBIX
0a3zax nmanHeix. C wuHbOpMalMel, MOITYYEHHOW OT MaCC-CIIEKTPOMETpPa, CIHUCKAMHU
MHTEHCUBHOCTEW MHMKOB, WX IUIOMIAJCH, a Takke 3HAUYCHUSIMH Macc/3apsaoB (m/z),
MOXHO pPaboTaTh B TOM K€ «CBHIPOM» BHJE, a TaKkKe CpPaBHHBATh CO CIHCKAMH,
CT€HEpUPOBAaHHBIMM Ha OCHOBE ‘‘TCOPETHYECKOTO” pacIHIeIUICHUs OCIKOB WIIH
“TeopeTHdecKor” QparMeHTaluu MEeNTUIAOB JUIsl MOJYYEHUs] CTATUCTUUECKON OIIEHKH
JOCTOBEPHOCTH MOTy4aeMbIX AaHHbIX [115].

Takke 3HAYWTENIbHOE BIMSHHE Ha MNENTUIOMHBIE HCCIEAOBAHHUS OKa3allo
n300peTeHne METOAUKH TaHJeMHON Macc-criekTpoMmeTpunt (MS/MS), koTopas mo3BosieT
BBIOMpATh OMpEJeIeHHbIE NOHBI, HHAYIIMPOBATh UX (PparMeHTAIUI0 U U3MEPSITH Macc-
3apsin 3TuX (pparMeHToB MOHOB. [Ipu mpoBeAeHUM aHanu3a B JBE CTAJUH YPOBEHb

SHEPrUU MOJIEKYJl B OOpa3yroIlleMcs BaKyyMme clieflajl BO3MOXHON (parMeHTanuio B
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razoBoi ¢aze. [Ipu 3TOM Ha EpBOM 3Tare MOHBI MENTUAOB, KOTOPbIE OTOMPAIOTCS IO
OTHOILIEHUSIM MacC K 3apsijaaM, o0pa3yroT ¢parMeHThl, a Ha BTOPOM 3TU (PparMeHTHI
MOMaJal0T B aHAIU3aTOpP M TEHEPUPYIOT CBOM CIEKTPHI, KOTOPbIE BIIOCIEICTBUU
aBTOMAaTHYECKH COOTHOCATCS C TMPENNojaracéMoil Mociae0BaTeIbHOCThIO MENTHA.
Kpome TOro, B mpeXHUX MaCC-CIEKTPOMETPUUYECKUX aHalIu3axX MNpPUCYTCTBOBAjA
HEMpUATHAsE 0COOCHHOCTh, & UMEHHO: HEOOXOJUMOCTh JIEpUBATU3ALMU MENTUIOB JIS
ananuza. M3o00peTeHre HOBOrO METOJIa MAaCC-CIIEKTPOMETPUU C HCIOJIb30BaHUEM
JTUCCOIMAIINY, BBI3BAHHOM  CTOJIKHOBEHHEM, HHAYLHUPYIOIIEH  (QparMeHTaluo
BBIOpaHHBIX MOHOB B Ta30BOH (aze, yaaioch npeojolieTh 3Ty npodiemy [117]. Takxke
KOMOMHUPOBAHUE 3TOTO METO/1a C TAHJIEMHOUN MacC-CIEKTPOMETPHUE C UCTIOJIb30BAHUEM
MOHU3AIMU B 3JIEKTPUYECKOM I0JI€ MO3BOJUIIO MOJYYUTH 00Jiee TOYHBIE PE3YJIbTaThI
UJEHTU(PUKAIIMY TENTUA0B, IPU 3TOM 3HAUYUTENIBHO YIMPOCTUIICSA MPOIECC MOATOTOBKH
00pa3IoB nepe Macc-CleKTPOMETPUUECKUM aHAIN30M, KaK U KaueCTBO BCEro aHajau3a
B 1eiaom [118]. Kak Obl10 mOKa3zaHO, MpEABApHUTEIBLHOE pa3elieHHE C IMOMOIIBIO
KUJKOCTHOM  xpomaTtorpaduu  KOMIIOHEHTOB  CMECH,  MpOXOJdIled  macc-
CIIEKTPOMETPHUUECKHUI aHAIN3, 3HAYUTEILHO MOBKIIIAI0 3(hGeKTUBHOCTh aHanu3a [119].
MHorue ucciaegoBaTeIu UCMOIb30BAIM UMEHHO TaKyl0 KOMOMHAIIMIO B CBOMX paboTax
no uaeHtudukanuu nentuaos [120, 121]. Bckope o0beauHeHne 3TUX METOAOB CTaJo
ABTOMATHU3UPOBAHHBIM [ 122].

JlpyruM He MeHee BaKHBIM METOJOM MJACHTHU(UKAIMU TENTHUJIOB C MOMOIIbIO
Macc-CeKTPOMETPUU cTan METOJ MaTpUYHO-aKTUBUPOBAHHOU Ja3epHOn
necopounn/nonuzanuu (MALDI). Beicokas 4yBCTBUTEIBLHOCTh 3TOI0 METO/IA CHIEJIAIO
€ro O4€Hb MOJIE3HBIM JJI MPOGUITUPOBAHUS CIIOKHBIX CMECEH, COCTOAIIUX U3 OOJIBIIIOTO
KOJIMYECTBA PAa3JIMYHBIX TMENTUAOB, KOrjJa HEO0OXOJUMO 3HAaTh MPEJCTABICHHOCTD
BEILIECTBA U €ro pacnpenesieHne. beccnopHbIM MPEUMyIIIECTBOM 3TOT0 METOIA SIBISIETCS
VIPOILEHUE OYUCTKU 00pa3la, TaK KaK pa3iMuHble KOHTAMUHAHTBI, COMTPOBOXK/IAIOIITNE
NenTUabl B OMOJOTHYECKUX 00pasiiaX, HE OKa3bIBAIOT OOJBIIOTO BIUSHHS HA aHAJU3.
Kpome Toro, CkopocThs Takoro aHajin3a BO3pacTaeT B pasbl, yUUTHIBAs, UTO 32 Pa3 MOXKHO

IMPOCKAaHNPOBATH CPpa3y MHOKCCTBO IICIITUAOB HA CIICKTPEC, B OTIIMIUC OT APYTUX MCTO/J0B

[123].
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C pa3BuTHEM HCCIEIOBaHUN reHoma 0a3bl JJaHHBIX I'€HOB U KOJUPYEMBIX MU
OEJIKOB PA3JIMYHBIX OPraHU3MOB BCE OOJBIIE MOMOJHSIUCH, YTO IMO3BOJUIO B UTOrE

CO3/1aTh aBTOMAaTU3UPOBAHHBIE AITOPUTMBI HACHTUDUKAaUK nenTuaoB [124, 125].

1.3.1.2 Hoselmue TeXHOJIOTHU IIENTHIOMUKHA

C yBenuM4yeHHEeM KOJWYECTBA MENTUAOMHBIX UCCIIEIOBAHUN CTAl0 OYEBUIHO, UYTO
pazuuus MeXJy TPUNTHYECKUMHU (TOJIYYEHHBIMU C TIOMOIIBIO HCKYCCTBEHHOTO
(epMEHTaTUBHOTO  pACIICIUICHUSI) TMENTHAAMU MPOTEOMHBIX  HMCCJIEAOBAaHUUA U
SHJOTEHHBIMU TMENTUAAMU, SBISIOMMUMUCA OOBEKTOM MENTUAOMHUKH, JIOCTATOYHO
3HAYUTEIIbHBI, YTO METOJbl MENTHUAOMHUKH, B YACTHOCTH MAaCC-CHEKTPOMETPUYECKOIO
aHajgu3a HATHUBHBIX TENTUIOB, HYXJIAIOTCA B CHEIMU(DUUECKUX YIYUIICHUSIX IO
CPaBHEHHIO C NPOTEOMHBIMHUMH, YTOOBI COOTBETCTBOBATH 3THUM OCOOCHHOCTSIM H
MOBBICUTh 3G (PEKTUBHOCTh HCCienoBaHUM. Bpicokas reTeporeHHoCcTh 00pasIloB,
COJIEpKaIllUX SHJOTEHHBIE MENTU/bI, B OCHOBHOM CYIIECTBYET OJjiarogapsi OTIUYHUIO
MPOUCXOXKICHHUS OTUX MENTUAOB OT TMOJYYEHHBIX C IIOMOIIBK PaCIICTUICHUS
W3BECTHBIMH mporeazamu. K mpumepy, «KOHUBD» SHJOTE€HHBIX IENTUI0B MOTYT
HAYMHATHCS C a0COJTIOTHO MPOU3BOIBHON aMUHOKHUCIOTHI, TAK KAK OHH BBIIICIUISIOTCS
Pa3IMYHBIMHA HEYCTAHOBJICHHBIMU NPOTEA3aMU, TAKKE JJIMHA 3TUX IMENTUJIOB MOMKET
BApPbUPOBATH B IIMPOKHUX IIpelesiax IO TEM XK€ CaMblM NOpPUYMHAM, a B HX
MOCJEA0BATEILHOCTH MOTYT COJIEPKATHCS aMUHOKHCIOTBI C Pa3IUYHBIMU (PUBHKO-
XUMUYECKUMU cBoiicTBamHu [126]. Bce 3T 0COOEHHOCTH OKA3bIBAIOT 3aMETHOE BIUSHHE
Ha ()parMeHTalHI0 U UACHTU(UKALNIO TIENTUI0B B PaCIPOCTPaHEHHBIX METOJaX Macc-
CIIeKTpoMeTpuueckoro anammsa [127]. Hns mpeomofieHuss 3TOM IpoOJIeMbl Hadalu
3aMEHATh MTOBCEMECTHO UCMOJIb3yEMbIl METOJT MOJy4eHUs: (PparMEHTUPOBAHHBIX HOHOB
JIVCCOLIMALNEN, BBI3BAHHOW CTOJIKHOBEHHUEM, HA JUCCOLMALMIO C IEPEHOCOM JIEKTPOHA
WU CTOJKHOBUTEJIBHYIO JIUCCOLIMAIIMI0O C OoJjiee BBICOKON »sHeprued. bombiium
MIPOPHIBOM TaKXK€ CTaJ0 U300peTeHue Macc-aHaiau3aropa tuna OpOuTpam, Ybe BHICOKOE
pa3pelleHre U CKOPOCTh aHaIN3a MO3BOJIMIIM OCYIIECTBIATh TOUHYIO HACHTU(DUKALIUIO
OTPOMHOTO KOJIMYECTBA MENTUAOB, a TAKXKE MPOJABUHYJIO METOAbl CEKBECHUPOBAHUS

nenTuaoB de novo [128].
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I[Tomumo (1)H3H‘-I€CKOFO YIydaieHusa MeToda, TAKKE OKa3aJloCh, YTO IMMCIITUOMHBIC
HCCICOAOBaHUA Tpe6y10T 0COOBIX mapaMCcTpOB MACC-CIICKTPOMETPHUUYCCKOI'O aHaAJINW3a,
OTIIMYAIOMMXCA OT IIPOTCOMHBIX. XOTh aJIcKBAaTHBIC JAHHBIC MOKHO OBILI10 IMOJYYHTDb U
Ha YCTAHOBKax II0 YMOJYaHWIO IJISI TPUIITHUYCCKUX IICHNTUAOB, BCC KC JJIA JIYUIIHUX

PE3YyJIbTATOB UCCIICI0BATCIIN OBLIH BBIHYKICHBI HO,Z[6I/IpaTB CHCHI/I(l)I/I‘-ICCKI/IC yCJIOBHA.

1.3.1.3 KonmnuecTBeHHas MENTUIOMUKA

CinenoM 3a W3y4YeHHMEM [EIbIX MENTHUJIOMOB PA3JIWYHBIX OPraHU3MOB
HCCIIeIOBATENN MPUIILIA K BBIBOAY O HEOOXOJUMOCTH KOJUYECTBEHHON UX OLIEHKU MPU
CPaBHEHHUM PA3UYHBIX NENTUIOMHBIX 00pa3ioB. METOANMKHN KOJIMYECTBEHHOTO aHaTu3a
M3HAYaJIbHO TOSBWINCH B MPOTEOMHBIX HCCIEIOBAHUSIX, a 3aT€M HEKOTOpbIE ObLIM
aJanTUPOBaHbl Uil MENTUAOMUKU. Hampumep, pacnpocTpaHeHHass B MPOTEOMHBIX
WCCIIEIOBAHUSAX METOJMKA, BKJIIOYAIONIAS PEAKIMI0 C THOJBHOW TPYNIION LHUCTEWHA,
OKa3ajach NPUMEHUMOW i1 MHOTMX MENTHAHBIX TOPMOHOB, TaK KaK OJHOM M3 HX
OTJIMYUTEINIbHBIX YEPT ABJISETCA TPETUUHAS CTPYKTYpa, 00yCIIOBICHHAS TUCYIb(DUIHBIMU
MOCTUKaMHU, GOpMHUPYEMBIMU MEXKAY IUCTEMHAMH, BXOASIIUMU B UX cocTaB. OJHAKO,
OOJIBIIMHCTBO JHJOTEHHBIX MENTUI0B, HE SBISIIOIIUXCA MENTUIHBIMA TOPMOHAMH,
COJIepKaT CIUIIKOM MaJl0 WM BOBCE HE COJEpKaT I[UCTEUHOB, YTOOBI 3TOT METOJ]
KBAaHTU(PUKAIIUU CTall HIMPOKO HCIIOIB30BAThCA Il MENTUAOMHBIX HCCIIEIOBAHUM.
BwmecTo Hero Tak Ha3bIBaeMbIil «0€3METOUYHBINY» METO/] OKa3aJics HauboJee MOaX0IAIIUM
JUIS1 KOJIMYECTBEHHOTO aHAIN3a SHAOTCHHBIX NENTHIOB, MOCKOJIbKY OH OCHOBBIBAETCA HA
B3aMMOJCHCTBUU C AMUHHOM TPYINOM, KOTOpas XapakTepHa Mjisi N-KOHIa HATUBHBIX
MEeNTUJ0B, a TAKXKE BXOJIUT B COCTAB PACHPOCTPAHEHHOW aMHHOKHCIOTHI JIM3WHA.
Uccnenosarenu onpoOoBaiv pa3iuvHbIe peareHThl AJisi 3Toro meroaa [129], ognako y
HEro Takke OOHapyXWINCh MPOOJIEMbl, 3aKJIIOYaBIIMECS B TOM, YTO CBOOOJHAs
aMHUHOTPYIINA, SBIAIOMIAICA LEJIbI0 3TOTO METOJA, B €CTECTBEHHBIX YCJIOBHUAX Yalle
BCEr0 HEUTPANU3YETCS WIIN 3apsiKaeTcsl OTPUUATENbHO, TAK YTO, MPH YCIOBUH, YTO
MENTUJ HE COJICPKUT JOMOJHUTEIBHBIX MOJOKUTEIBHO 3apSKEHHBIX aMUHOKHUCIIOT, BCA
MOCJEA0BAaTEIbHOCT, OyJIeT 3apsbkeHa OTPHUIIATENIbHO, YTO HE [MO3BOJIMT Macc-

CIIEKTPOMETPY JETeKTUpOBaTh ee. Takke mpoOieMol oOKa3aloch TO, UYTO MpH
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MCIIOJIb30BaHUN HEKOTOPBIX METOK MENTHU] MOKET U3MEHSTh CBOM CBOMCTBA U CXOJUTH C
XxpoMaTorpauuecknii KOJOHKM HEMHOIO0 paHblle, 4YeM OCTaJbHblE, 4YTO Oyner
3aTpyAHATh KBaHTU(PUKauuo. K ToMy ke h3-3a XUMUYECKUX OCOOCHHOCTEN CaMU METOK
Takoi cnoco0 KBaHTU(HUKAIIMU MTO3BOJISIET TOJILKO ApHOE CpaBHEHUE 00pa3ioB. Tem He
MEHee, HEKOTOPbIE METKH, U3HAYAJIbHO pa3pab0oTaHHBIE 1JIs IPOTEOMHBIX UCCIIEI0BAHUT,
OKa3aJINCh BCE K€ MPUMEHUMBI ISl KOJTMYECTBEHHOW MENTUAOMHKU. Tak, Hampumep,
METKH, HCIOJIb3yeMble B Meroje mnoja Ha3BanuemM 1TRAQ (u3obapHbie TArM AJis
OTHOCHUTENBHOUN U a0comtoTHON KBaHTU(UKaMK) wind B Metojie TMT (Taru TanaeMHbIX
Mmacc) [130]. ITocnennum qoctmxenueM ctanu Metku TMAB (TpuMeTHIIaMuHOOY THPHIT),
aJanTHUPOBAHHBIE W3 METOK [UIsi MNPOTEOMHBIX MCCIEIOBAaHUN, pPEIIMBIINE BCE
03BYUYEHHBIE BbIIIE MTPOOJIEMBbI U MO3BOJUBIIKE MENTUIOMUKE OTKPHITh HOBYIO HUIILY B

uccienoanusx [129, 131].

1.3.1.4 buonndopmaTuueckue HHCTPYMEHTHI aHAIU3a

Kak Obulo mOKa3aHO B XO0J€ MENTUIAOMHBIX HCCIEIOBaHUM, (YHKIUS
OMOAKTUBHOTO MENTUIA U OEIKOBOTO MPEKYypPCcopa, U3 KOTOPOTO OH BBILIEIUIICS, MOXKET
3HAUUTENBHO pazinuyaThea. OAHAKO I MENTHAOMHOTO aHaju3a OCTAeTCS BaKHBIM
YCTaHOBUTHh (DYHKIIMOHAIBbHYIO MPUHAJIECKHOCTh Oelka-npeamiecTBeHHuka. CraenaTh
ATO CTajJ0 BO3MOXHBIM C co3aaHueM 0a3bl ['enHoit OHTONMOrMH, CcoOAEpKallIeH
MH(QOpMAIINIO O MPAKTUYECKH BCEX M3BECTHBIX O€lKax, OObEIWHEHHBIX B TPYIIIbI IO
OMOJIOrMYECKON aKTUBHOCTH, MOJIEKYJIIPHON (DYHKIIMU U KIIETOYHOMY KOMITAPTMEHTY, K
KOTOpOMY OTHOCUTCS Oenok. C MOMOIIbI HUIAECHTU(PUKAIMOHHBIX HOMEPOB CTajo
BO3MOXXHBIM CJI€JIaTh aHalIu3 oOoraiieHus QyHKIUMN Oenka, MpoIeccoB, B KOTOPHIX OH
MPUHUMAET yd4acTue, s Ooyiee TMOJHOTO TIOHUMAHHS BO3MOXHBIX COOBITHH,
NpPEAIIECTBOBABIIMX €ro  pacuielyieHnto. Takod  aHanmuM3  cTal  JOCTaTOYHO
pacrpoCTpaHEHHBIM B MENTUIOMHBIX HCCIEIOBAHUSAX TOCJIEAHUX JIET, MOSBUINCH
OHJIATH WHCTPYMEHTHI, ABTOMATHU3UPOBABIINE AHATUTUYECKUU TMpOIEcC, HAmpHUMED,

cepuc DAVID (https://david.ncifcrf.gov/) nnst GyHKIMOHATBEHOTO aHaNKM3a OOJBIINX

00bEMOB JJAHHBIX UJIU OHJIAH CEPBUC, pa3pabOTaHHBIN JJISI PACTUTEIBLHON MENTUIOMUKH

Phytozome (https://phytozome.jgi.doe.gov/pz/portal.html) [132]. Taxxe B Kpyr

HHTCPECCOB IICITUAOMHBIX I/ICCJICI[OBaHI/Iﬁ MMOCICAHHUX JICT TAKXKEC BOIICI ITIOUCK IICIITUA0B



39
C OINpENeNICHHbIMH AaKTUBHOCTSIMU, HalpuMmep, aHTUMHUKpOOHBIX. Ilpenckazanue
AKTUBHOCTU CTaJ0 BO3MOXKHBIM OJjlarofapsi U3y4eHHUIO (DU3UKO-XUMHYECKUX CBOMCTB
JIOCTATOYHOT'0 KOJIMYECTBA MOJTBEPKICHHBIX OMOAKTUBHBIX MENTUIOB U COCTABICHUE
OHJIaH 0a3 naHHbIX. Tak, JJIs OpelcKa3aHusi aHTUMUKPOOHOW aKTHUBHOCTU IIHPOKO

pacnpoctpanen cepsuc CAMP (http://www.camp.bicnirrh.res.in/) [133].

JIns mpeqcka3aHusi aKTUBHOCTH DHJOTEHHBIX MENTUIAOB B MOCIEIHUE TOABI BCE
yamie MCHOJIb3YIOTCS TOCJENHUE NOCTIKEeHUs OuonHpopmatuku. Tak, ogHUM U3
HauOolee MHTEPECHBIX METOJOB SABJISIETCS MAIIMHHOE OOy4YeHHUE, MO3BOJISIOIIEE
«OOy4HUTh» aJTOPUTM HCKaTh IOXOXKHE MATTEPHbl B HOBBIX MAacCHUBaX JaHHBIX,
HaTPEHUPOBAB €T0 Ha MOJITBEPKICHHOU BhIOOpKE. Tak:ke MEeTO/ bl MPOrPaMMHUPOBAHUSI B
MOCIIETHEE BpPEMSI HCHOJIB3YIOTCA IS YNOPOIIEHUS CTAaTUCTUYECKUX AaHalM30B H
ABTOMAaTHU3UPOBAHHON BU3yalIU3allMU JAHHBIX.

Kak ye roBopuiock, nenTUI0MHUKA MMO3BOJINIIA ONPEAETINUTD, YTO HE BCE NENTHUIBI
MPOUCXOJAT OT OEIKOBBIX NPEKypcopoB. B wuccrnenoBaHusIX MOCHETHUX JET OBLIO
MOKAa3aHO CYIIECTBOBAHME KOPOTKUX OTKPBITHIX pamMok cuutThiBanus (SORF),
KOJMPYIOIIUX KOPOTKHE MENTHU/IbI, B TECHOMaX KaK MIIEKONUTAIOIINX, TAK U pACTEHUM [ 83,
134].

Kpome Toro, HOBOM cTpaTeruei menTuIOMHBIX UCCIIeA0BaHUMN cTana miaTdopma
Ul aHallu3a TFeHoma Ha 0a3e Macc-CHeKTPOMETPUYECKOIrO aHajau3a. IDTOT MOJIXO0J
MO3BOJISIET ONPEETUTh HOBbIE PUOOCOMHBIE U HEPUOOCOMHBIE TENTH/IbI, OCHOBBIBASCH
Ha UX (PU3UKO-XUMHUYECKUX CBOMCTBax. B OCHOBE 3TOro MeToAa JEXKUT UACHTUDUKALIHS
de novo mnenTUAOB M3 PA3IUYHBIX OPraHU3MOB C IOMOIIBIO TAaHAEMHON Macc-

criektpomerpuu [135].

1.3.2 IIpoGiemsl mpeAcKa3aHusl 1 aHHOTAIUH IIENTHAOB B TeHOMAaX
Crpareruu npeackazanust u uaeHtudukanuun KCII takxe m3yyaroTcss MHOTUMU
uccleoBaTeNssMi B mocieanue rojasl. OCHOBHOM MOAXO0J MOUCKA (DYHKIMOHATbHBIX
FOMOJIOTOB ~ OEJIKOBBIX  MOJIEKYJI,  3aKJIIOYAOUIMiCS B  aHallM3€  CXOXKECTH
MOCJIEeA0BaTENLHOCTEN U (PUIIOTEHETUYECKON OIM30CTH, HEAOCTATOUEH BBUIY TOTO, YTO

OOJIBIITMHCTBO OMOJOTHYECKH AKTHUBHBIX MENTHIOB IMPEACTABISIOT COOOM J10CTaTOYHO
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KOPOTKHE MOJIEKYJIbI, KOTOPhIE YaCTO BBIIICIUISIOTCS U3 OEJIKOBBIX MPEKYPCOPOB, UbS
MOJHasi  MOCJEIOBATEIbHOCTL  HE  O0NlajjaeT  TakOoM  BBICOKOHM  CTEMNEHBIO
KOHCEPBAaTUBHOCTH, KaK MOCIE0BATEIbHOCTh CKPBHITHIX B HUX nenTtuaoB. Kpome Toro,
ObUTO TOKa3aHo, uyTo HekoTopkle rpynnbl KCII MoryT ObITh crieniupuuecKUMU TOJBKO
JUIsL OIHOTO CEMEWMCTBAa WM Jlake poja, OJHAKO (YHKIMOHAIbHBIE aHAJOTH MOTYT
MPUCYTCTBOBATh U B IPYTUX pacTeHusx [38].

[Tockonbky OBLIO YCTAaHOBJIIEHO, 4YTO CTPYKTypa H HEKOTOpPbIE MOTHUBBI
(YHKIIMOHANBHBIX TMENTHAOB CXO0XH MEXAy CcoOOW, ™OAXOJ, OCHOBAaHHBIM Ha
MIPUMEHEHUU CKPBIThIX MapkoBckux Mozeneit (HMM) u3BecTHBIX ceMENCTB MeNnTUIOB,
4acTO MCIOJIb3yeTcd B paboTax, HalleleHHbIX Ha MOucK HOBBIX reHOB KCII B renomax
pactenui [31, 35, 136, 137]. CornacHo moOCIeAHUM JaHHBIM, Nporpamma SPADA
nokasasna cedst oueHb 3P hexTuBHOM i npeackazanus Bo3MoxHbix KCII, coBmemas B
cebe paszIMuHble TOAXOAbI JAJISI UASHTU(PUKAIIUN HOBBIX KOPOTKUX MENTUAOB B TEHOMAX

U TpaHckpuntoMmax pactenuit [35, 137, 138]. bouiu co3nanbl 6a3bl TaHHBIX U3BECTHBIX

KCII nnsa paznuunbix pacteHud, Takue kak MtSSPdb (https://mtsspdb.noble.org/) [31,
35]. bonee pannsig 6a3za nanubix, PlantSSP, conepxut 6osee 39 Thicsid KOPOTKUX OETKOB,
HaIeHHbIX B 32 AByX Buaax pacteHuil [139]. dpyrum nmoaxomomM sl mpeiacKazaHus
HOBbIX TeHOB KCII sBnsiercss mammHHOoe oOyueHue. B HepaBHEM ucCiaeqOBaHUU ObLIO
MIOKa3aHO €ro IpUMEHEHHE MJs MOoucCKa CUrHaibHbIX mentugoB Clavata/Embryo
Surrounding Region (CLE), umeromux koHcepBaTtuBHBIM gomeH [140]. Taxxe Obuio
MOKa3aHO0, YTO KOMILUIEKCHBIN MOX0/1 K MOoUcKy 1 uneHtudukanuu HoBeix KCII sBasiercs
HauOoJee NPeANOYTUTEIbHBIM, YUUTHIBAsI TAKUE OCOOCHHOCTH OMOIOTHYECKU AKTUBHBIX
MENTHIaX, KaK BhIIIEIUICHUE U3 PYHKIMOHATBHBIX U HE(YHKIIMOHATBHBIX PEKYPCOPOB,
HU3Kasl KOHIEHTpAIUs B KJIETKaX M MOCTTPaHCIAIMOHHBbIE Moaudukannu. B padborax
MOCHEAHUX JIeT ObUT TpoBeAeH OMOMH(DOPMATUUECKUNH CKPUHUHT OHWOAKTUBHBIX
MENTHIOB Ha OCHOBE TPAHCKPUIITOMHBIX M MPOTEOMHBIX AaHHBIX [141], Takxe ObLI
MPOBEACH NPSAMON MENTHAOMHBIN aHanu3 [142] u, kpome Toro, ¢ momompro JIHK-
MuKpouuna npeackazansl HOoBble KCII, ywacTByromme B 3amuTHOM otBere [138].

[TonbiTKN I/II[GHTI/I(I)I/IKaI_[I/II/I KOHKPETHBIX OHAOTCHHBIX IMCTITU0B, YHAaCTBYIOIIIUX B OTBCTC
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Ha MOPAXXEHHUE NMATOT€HOB TAKXKE aKTUBHO MPEINPUHUMAIOTCS B TTocaeaHee Bpems [ 138,
143, 144].

IIpu moumcke HOBBIX KaHaumatoB KCII Takxke BcTaér mpobiiemMa aHHOTAIUU
reHoMOB pacTeHuid. KopoTkue pamku, KoIUpyroiine noTeHIuaibHble GyHKIIMOHAIbHBIC
MOCIIEIOBATENBLHOCTH, MOTYT MPOITYCKAThCS B CYLIECTBYIOIIMX AHHOTALMUAX, UCXOAS U3
CYHIECTBYIOIIUX  MOPUHIUIIOB  UACHTU(PUKAIMK  KOAUPYIOIIMX  HYKICOTHUIHBIX
MOCJIETIOBATENBLHOCTEM, YCTAHABIMBAIOIINX OTPAHUYEHUS HA BBICOKHU MOPOT JIUHBI
MOTEHIMAIIBHON PaMKH, TPUCYTCTBUS WK OTCYTCTBUS ONPEICITCHHBIX MOTUBOB, a TAKKE

Creuu(pUIHOCTU CTAPTOBOTO KosloHA [145].
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2. MATEPHUAJIBI U METO1bI

2.1 PactutenbHbld MaTeprall U 00pabOTKU

IIporonema mxa P. patens subsp. patens Gransden 2004 nukoro TuIa Hu
MYTAaHTHBIX JIMHUWA BeIpammBaiack B 200 mu xuakoit cpeasl Kuona, coapepxamen 500
mr/n ammonus taptpata (Helicon, MockBa, Poccuiickas @enepanus) Ipu OCBELICHUH
OeJIbIM CBETOM OT JIOMHUHECHEHTHbIX Jlamn Sanyo Plant Growth Incubator MLR-352H
(Panasonic, Ocaka, SInonus) ¢ (GOTOHHBIM HOTOKOM 61 MKMOIL/M? B ycIoBHsAX 16-
gacoBoro ¢otonepuona npu 24°C u otHOocuTenbHON BiaxkHocTu 50%. 'ameTodops
BBIpAIIMBAJICEH Ha cpenae ¢ gobasimenueM 1,5% arapa (Helicon, MockBa, Poccuiickas
®deneparusi) 6€3 aMMOHUSI TapTpaTa B T€X Ke YCIOBUSIX, JJIsI aHAJIN3a UCIOJIb30BAIIUCH
ramerodopsl  8-HenenpHOro Bo3pacTta. JlJIsi Macc-CIEeKTPOMETPUUYECKOTO aHalu3a
NATUIHEBHAs TKaHb MPOTOHEMBI oOpabateiBanack 400 MM  canuiuioBoit
KHUCJIOTBI/METHIDKACMOHATa U MHKYOHMpOBaJiach B TEUEHUE Yaca WU TKaHb MPOTOHEMBI
JUKOTO THIA U MyTaHTHbIE JTUHUU oOpabaTeiBanuck 0,1 mr/mi xuto3zana (M = 50-190
k/la, neanietunuponan 75-85%; Sigma-Aldrich, CIIIA) u nuHKyOHpOBaJINCH B TEUEHUU 3
yacoB. Xuto3aH pactBopsuii B Bojae ¢ 0,001 % nensHo yKCYCHOW KHCIOTOW W Mpe-
¢dbunbrpoBanu yepe3 memOpanubii puiibTp 0,50 MM (Millipore). Tlo mensbIIel Mepe Tpu
OMOJIOTMYECKHUX MTOBTOPA OBLIO UCIOJIB30BAHO JJIsl KAXKJIOr0 TUIa aHanu3a. s aHanmza
akkymyisuun mojekynl A®K nsatuaHeBHas npoToHema oOpabaTeiBasiack 1 mr/mi
XUTO3aHA B TEYEHUE MUHYTHI WIN 5 MKM CUHTETUUYECKUX MENTUAO0B B TeUeHUE 15 MUHYT.
Il ananuza konudectBeHHoM [ILP ¢ peaknueit oOpatHoit Tpanckpumniuu (qOT-IILP)
npoToHemMa Mxa obpabateiBaiach 1 MKM cunaTeTHueckoro mentuga INI m 400 MxM
MeTHJDKacMoOHaTa B TeueHue 2, 4 u 8 yacoB mwin 5 MKM cuaTeTndeckoro nentuga EAA
n 0,1 Mr/Mi1 xuto3aHa B TeueHUe 2 U 4 4acoB, a TakKXKe 5 MKM CHHTETHYECKOTO MENTHIA
AtPEPI1 B Teuenue 2 (u 4) 4acos.

Bce »skcnepuMeEHTHl MPOBOAWINCH KaK MHUHUMYM B TpeX OHOJOIMYECKUX

MMOBTOPAX.
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2.2 llony4yeHne HOKAayTHBIX JINHUAM

Hokaytusie nmuauu PpRALFI1 (Pp3c3 15280V3), PpRALF2 (Pp3c6 _7200V3),
PpRALF3  (Pp3c25 _4180V3), PEPR-likel (Pp3c3 12560V3) wu  PEPR-like2
(Pp3c2 18570V3) 6butu co3manbl ¢ ucnosib3oBanueM cucteMbl CRISPR/Cas9 [146].
[Touck runoBsix nocneaoBaTenbHOCcTeN (SERNA), koTopsIM npenmectsyer PAM MoTuB
Streptococcus pyogenes Cas9 (NGG), mpoBOAWICS C HUCIOIb30BAHUEM KOIUPYIOLIUX
MOCIIEIOBATENBHOCTEMN pu IIOMOIIH HNuTepuer-pecypca CRISPOR

(http://crispor.tefor.net/). Jlnsg kmoHMpoBaHWUA Oblla BbIOpaHA  HaAMPABIISIOIIAS

MOCJEA0BaTEIbHOCTh, ONKaimias k caity Hadana TtpaHcasiuuu (ATG). Otu
MOCJIEA0BATEILHOCTH ObUIH KJIIOHUPOBaHbI B iazmuay pBB [147], uto nano KoHeuHyto
nojHyrw kKaccery skcnpeccun sgRNA. IIporomnactel monydanu U3 NOSATHIHEBHOU
npoToHemsbl. [IpoToHemMy coOupanu ¢ MHOBEPXHOCTH arapa € IOMOIIbIO IIHaTens,
omxkumanu u nomenanu B 0,5% pactBop npaiizenassl (Sigma-Aldrich, CIIIA) B 0,48 M
MAaHHUTOJIE HA 45 MUHYT IPU HENPEPHIBHOM IMOKAYMBAHUM B TEMHOTE. 3aTEM CYCIIEH3UA
dbuibpTpoBajgach uepe3 Meraimueckoe curedko 100 MxM. 3aTeM MpOTOILIACTHI
ocaxkaanuch B 50 MJI TJIAaCTUKOBBIX MPOOUpKax mneHTpudyrupoBanueM npu 150 x g B
TeueHue 5 MuHyT. Jlanee mpotomiacTel ABaxabl OTMbIBAIM (0,48 M MaHHUTONIOM C
MOCEAYIONIUM HEHTPU(YTUPOBAHUEM B TEX KE YCIOBUAX. 3aT€M CylepHATAHT CIMBAJIH,
a TMOJydeHHbIE MPOTOIIACTHI TpaHcPopMHUpOBaIM coracHo mnpoTokony PEG
TpanchopMmaruu [148] ¢ ucnonp3oBaHueM Tpex IiasMmuia: 1) omHa u3 miasmug pBB,
Hecymas skcrpeccuoHnyro kaccety sgRNA; 2) pACT-CAS9, necymas ren CAS9; 3)
mia3muga pBNRF, Hecymas ren ycroilumBoctH k aHTHOMOTHKY G418. [lnazmums
pACT-CAS9 u pBNRF 6butn nm06e3n0 npegoctaBieHsl joktopoM Fabien Nogué.

MyTtanTHble TUHUU Acerk ObUTH TipegocTaBieHbl JokTopoM Bressendorftf [40].

2.3 Beigenenue JIHK u PHK u cuntes xJ IHK

I'enomuyto JIHK Beimensinmu ¢ moMouipi0 KoMMepueckoro Habopa buomadmuxc
(Poccust) B cooTBeTcTBUM C pekoMeHaauusmu npousBoautens. Cymmapuyro PHK u3

raMmeToop U MPOTOHEMBI BBIJETISIN C MOMOIIbI0 peareHTa TRIzol™ B cOOTBETCTBUH C
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pekomenaanusamu npousBoautens. KadectBo u kommuectBo PHK onenuBanm ¢
TTOMOIIIBIO AJIEKTpO(ope3a B arapo3HoOM relie ¢ ucnonab3oBanueM kpacutens SYBR Green
(buonadbmukc, Poccust). Konnentparuto Bceit PHK B oOpasiax uaMepsyid ¢ MOMOUIBIO
Nanodrop™One (Thermo Fisher Scientific, CIIIA).

Cunte3 kJIHK mpoBogunu ¢ ucnonb3oBanuem Habopa MMLV RT (EBporen,
Poccust) B cooTBercTBUU C pekoMmeHAanusamu mnpousBoautens. [lpaitmepst OligodT
ucnosb3oBanuchk s nonydenus kJIHK u3 3 mxr totansnoit PHK mocne o6pabotku

JIHKa3oi1.

2.4 Anamu3 xonuuectBeHHoM IILIP ¢ peakmueit oOpaTHOM
TPAHCKPUMIINHT

OT-IILP B peanbHOM BpeMEHU MPOBOJUIM ¢ Hcosib3oBanueM 0ydepa HS-qPCR
SYBR Blue (2x) (buonabmukc, Poccus) Ha ammmudukarope LightCycler®96 (Roche,
I'epmanus). Peakuuto xonuuectBeHHou [ILP mpoBoawim kak MHHUMYM B Tpex
OMOJIOTMYECKHUX U TPEX TEXHUYECKUX MOBTOPaxX.

s xonumyectBenHoro [I[[P-ananu3a cremeHu pacnpocTpaHeHUus HHGEKIUU
npaiMepsl ObUTH TIOJ00paHbl 1 Fusarium solani wnu BbIOpaHbBl Ha OCHOBAHUHU
npeasiaymmx — uccnenoBanuit  [149]  ngns Pectobacterium — carotovorum — Ajis

crienuduaeckor ammmndukannu narorenHor JIHK u3 3apakeHHBIX pacTeHM MXa.

2.5 YcioBus BeIpalllMBaHUs MATOT€HOB U 3aPAKCHUE PACTCHUU

MXa

Jlns 3apakeHUsl pacTCHHM MXa HCIIOJIb30BaIUCh (GuTomaToreHsl Pectobacterium
carotovorum subsp. atrosepticum (mutamm ECPA16 NCBI Ne OL677456) u Fusarium
solani (20 MKKK1 NCBI Noe 0OQ073458). bakrepuansHas Kyiabtypa P. carotovorum
HapaluBajiach B TeueHue 18 gacos, moce yero Ha cnekrpodoromerpe mpu 600 HM OblTa
W3MEpeHa ONTHYeCKas IUIOTHOCTh OakTepuanbHOW cycmeH3uu. [lo pesymbratam
MPEABAPUTEIbHBIX OIBITOB JUIS JAJbHEHINIMX OKCICPHMMEHTOB OblIa BBEIOpaHa

koHueHtpaus ~107 KOE/mn. [Jlnsg mnonaydeHuss 3TOM KOHUEHTPALMU HUCXOJHYIO
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cycneH3uio OakTepuil pazdoaBuiu crepuiibHor Bojod B 1000 pa3. [TosTomy B KauecTBe
KOHTPOJISI HCIOJB30BAIMCh pacTeHus, o00paOoTaHHbIE CTEpUIbHONM BoJou. Jlis
3apaKEHUS PACTEHWH MCHOJIB30BAaIX |5 MK IPUTOTOBIEHHOW HOYHOW KYJIBTYPBI C
KoHeuHOU KoHueHTpamuedn 9,5x106 KOE/mn. Ilocnme kaxaoro skcrnepuMeHTa
pa30aBIEHHYIO0 CYCIEH3MIO0 OaKTepuil BBIpAIIMBAIM Ha Cpele Ui IOCIEAYIOLIEro
noacuera KOE. Cnopsl F. solani nonyyunu U3 KyJbTypbl, BBIPAIEHHOW Ha TBEpAOU
cpene, A 3apakeHUs UCOJIb30BAIN CYCIEH3UIO ¢ KOHEUHOW KOHUIEHTparuen 8,3x105
cnop/mn. Kouwauu Fusarium solani Taxxe pa30aBisiiuCh CTEPUIBLHOM BOOM,
KOHIICHTpAIusi KOHUAWN TNOoJACUMTHIBaNach moA MuUKpockornoM. Yamku Iletpu c
3apa)KCeHHBIMU PACTEHUSIMU BBIPAIIUBAIIA MPU KOMHATHOU TeMIEpaType B CTAHIAPTHBIX
ycaoBusx (16 yacoB fieHb/8 4acOB HOUB). 3apaKE€HHbIE paCTeHUs1 coOupanu uepes3 7 AHei

H 3aMOpaKHUBAJINA B JKUIKOM a30T¢€.

2.6 PHK-cekBennpoBanue

O6pabotky JIHKazoit mpoBomunu c¢ mnomomipio Habopa TURBO DNA-free
(Thermo Fisher Scientific, CIIIA) B o6beme 50 mxia. Ounctky PHK mpoBogmnu c
nomonipto Habopa Agencourt RNA Clean XP (Beckman Coulter, CIIA).
Konnenrpamuio n kadectBo TotanbHoit PHK mpoBepsiu ¢ momorpio Habopa s
ananmu3a PHK Quant-it RiboGreen (Thermo Fisher Scientific) m yuma RNA 6000 Pico
(Agilent Technologies, CIIIA) coorBerctBeHHo. bubmmorexkn PHK roroBunu c
ucnoias3oBanueM Mo ysist marautHol uzossinu MPHK NEBNext Poly(A) u nabopa aist
noaroroBku mapubix Oubamorek PHK NEBNext Ultra (NEB) B cooTBeTrcTBUU C
MIPOTOKOJIOM MPOU3BOAUTENS. bubiamoTexka mnpomuia OKOHYATENbHYH) OYUCTKY C
ucnons3oBanueM cucrembl Agencourt AMPure XP (Beckman Coulter), mocne uero
pacmpeaeneHie pa3sMepoB W KauyecTBO OMONMOTEK OIEHMBAIW C  MOMOIIBIO
BbicokouyBcTBUTENBbHOTO JIHK-unma (Agilent Technologies). 3arem Oubauorexu
KBaHTU(PUIIUPOBAIU ¢ oMoIIbI0 Habopa it aHanuza JJHK Quant-iT High Sensitivity
(Thermo Fisher Scientific). Hakoner, sxBuMoisipHbie KojnuecTBa Bcex oubmuorek (10

nM) ObUIM CEKBEHUPOBAHBI C MOMOIIBIO BBICOKOIIPOU3BOJUTEIHLHOIO 3allycka Ha
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[llumina HiSeq 2500 ¢ ucnons3oBaHueM npoyTeHUu mapHbix KOHIOB 2 X 100 m.H. u 1%
KOHTpOJIS BeIuiecka Phix.
Anantepbl 1 HUI3KOKa4€CTBEHHBIE MOCIEI0BATEIbHOCTH ObUIH YATI€HBI U3 CHIPHIX
punoB ¢ mnomouiplo Trimmomatic v0.39 [150]. OtdunbrpoBaHHbIE pPUABI OBLIN
BBIDOBHEHbl Ha pedepeHCHbIt TeHomMoM P. patens v3.3 (ckayaH c BeO-caifta:

https://phytozome-next.jgi.doe.gov) ¢ wucnonas3oBanueM HISAT2 v2.1.0 [151] w

BBIpABHUBAHUS OBLIM OTCOPTUPOBAHBI C MOMOIILI0 Samtools [152]. YpoBeHns axcnpeccun
KapTUPOBAHHBIX PUIOB MOACUYUTHIBAIN ¢ MOMONILI0 HHCTpyMeHTa FeatureCounts [153].
Ananu3 quddepeHnanbHOl SKCIPECCUU MPOBOAUIN ¢ Tomolibio makera EdgeR [154].

['enwl ObUTH ompeneneHbl Kak auddepeHuanbio 3KcnpeccupyeMoie reusl (1210 npu
CKOppEeKTUpOBaHHOM 3HaueHueM p < 0,05 u ¢ jmorapu(pmMuUpoOBaHHBIM COOTHOIIEHUEM

AKCIEPUMEHT/KOHTPOIBb > 1,0.

2.7 leTekuus u u3MepeHre ypoBHs HakomieHus: Mojiekya ADK

Jlns  BbISIBJIEHUS ~ BHYTpUKIETOYHbIX  Mosiekynl A®K  wucnonb3oBamu
(bayopecueHTHBIN Kpacutenb 2',7'-nuxnopdayopecuun auarerat (DCFH-DA, Sigma-
Aldrich, CHIA). IIpoToHemy, BBIpAIlIEHHYI0 B XHUJIKOW KyJIbType, oOpabaTbhIBalu
CUHTETUYECKUMH TMENTHAAMU B KOHIUEHTpauuu 5 MKM u uHkyOupoBamu ¢ 10 mxM
DCFH-DA B teuenue 15 muH. B kauecTBe OTpULIATETLHOTO KOHTPOJIS UCIIOIb30BAIN 6
MIMOJIb CMECHU TENTUI0B C U3BeCTHbIM BpemeHeM yaepxkanus (RT) (Biognosys,
[IBelinapus). Xuto3aH B KOHIEHTpaluu 1 mr/min no6asnsiiu 10 1 M obiiero oobema
HETMOCPEJCTBEHHO TMepe]l MOArOTOBKOM nmpenaparta. [ aHann3a HaKOIIICHHUST MOJIEKYT
A®K B npoTOHEME, BBIPAIIEHHOW HA TBEPAOM CpElie, CEMUIHEBHBIE HUTH TPOTOHEMBI C
MOMOIIBIO IIMATENsi CHUMaJIM C TOBEPXHOCTH arapa u nepeHocuian B mQ. 3arem
npotoHema obpabdartsiBanack 0,0025% npaiizenassl (pazoaBieHHoi B mQ) B Teuenue |
MuHYThl U UHKyOupoBasiu ¢ 10 MmxkM DCFH-DA B teuenue 15 munyrt. B xauecte
KOHTPOJISl HCTI0JIB30BaJIM CTEPIWIbHYIO BoAy. M3mMepenue ¢hayopecieHIuy IpOBOIUIN Ha
(bayopecuieHTHOM Mukpockorne Axio Imager M2 (Zeiss) ¢ nugpoBoii kamepoit AxioCam

506 u 6mokamu QuabTpoB. s nerekuuu dayopecuenimu DCFH-DA ucnons3oBain



47
bunptp No 44 (Aex BP 475 um/40 uam; Aem BP 530 um/50 Hm). Dkcno3unus Obliia
yctaHoBieHa Ha 300 mc, ucnonb3oBanvch kKaHaibl FITC u Brightlight. Jlanusie 00
WHTEHCUBHOCTU  (JIyOpeCUEHIIMU  ObUIM  MOJYYEHbBl U3  COOTBETCTBYIOIIETO
MpOTrpaMMHOTO obecriedeHus Zeiss Zen.

Jlnst oOHapy»KeHHsl HaKomeHUs: BHEKJIEeTOUHbIX ADK nesrepuduuupoBaHHbBIN
DCFH 65p11 nonyyen 3 DCFH-DA nytem ruaponusza B NaOH (10 MM), kak onucaHo B
padore CmupHOBO# u ap. [155]. 1 mu )kuakon cpesbl, coaepskaiieid HUTH MTPOTOHEMBI,
10 MxM kpacuTenst U SIUcuTopsl, neHTpudyruposanu npu 15000 X g B Teuenue 1 muH,
3aTeM 0CaJIoK OTOpachiBaliu. Y poBeHb BHEKIIETOUHBIX ADK onpenesnsyiv B cyliepHaTaHTe
c moMoupl0 MHorodyHkimoHansHoro pujepa Varioskan Flash (Thermo Scientific,
CHIA). aTeHcuBHOCTH (uiyopecueHIny u3Mepsiiu npu A 485 aHmM/535 HM (IsIMHA BOJTHBI
BO30OyxkaeHus/ucnyckanusi) npu 25°C. HWureHcuBHOCTh HakoruieHus A®K Obuia

BbIpaXK€Ha B OTHOCUTENbHBIX eAnHuIax diayopecuenuuu (OED).

2.8 DKCTpakius NenTrUI0B

Cexkpetupyemblie nenTuabl SKcTparupoBaiiv u3 400 M1 KyJIbTypajdibHOU KUAKOCTH,
B KOTOPOIl BhIpamuBaiu nporoHeMy (cpena Knona ¢ nobasnenuem 500 Mr/m aMmMoHuUs
taptpata). KyasTypaibHyto cpeny npomyckanu depe3 0,22 MkM MeMOpaHHBIN GUIBTP
(Millipore), nuodunuzupoBanu u pecycnensupobaiu B 700 Mk 5% BOIHOTO pacTBOpa
aneronutpuia (AcN), cogepxarniero 0,1% tpudropykcycnoit kucnotsl (TFA). Cnenom
cycnen3uto neHtpudpyrupoBanu npu 10000 x g B Teuenne 10 MUHYT, a OJy4EHHBIN
CyNEHATaHT MEPEHOCUIIM B YHCThIe MPOOUpPKU U NeHTpudyrupoanu npu 5000 x g B
TEUEHHE 5 MUHYT, OCajoKk oTOpachiBayu. [Ipu BhIIENTEHUM MENTUIOB U3 MPOTOHEMBI,
00paboTaHHOM XWTO3aHOM, cynepHaTaHT HeHTpudyrupoanu npu 15000 X g B TeueHue
30 MuUHYT, 4TOOBI H30aBUTHCS OT OCTAaTKOB XHWTO3aHa. llenTunabl BBIACISUIA U3
KyJbTypaJbHON cpenbl myTeM TBepao(da3HON JKCTpakiMu Ha 00paiieHo-(pa30BbIX
kaptpumkax DSC-18 (Discovery DSC-18, Supelco, USA) ¢ ucnonb3oBanuem 50%
pactBopa AcN B KauecTBE IIOUPYIONIETO. DIOUPOBAHHBIE NENTU B KOHIIEHTPUPOBAIU
B SpeedVac u pecycnennupoBanu B 5% pactBope AcN, comepxamem 0,1% TFA.

BrimapeHHbII 0OCallOK pacTBOPsIA B BOJHOM pacTBope, coaepxkamem 0,02 M



48
xnopateramusa (CAA), 0,025 M tpuc(2-kap6okcustui)pocdun (TCEP) u 0,1 M Tpuc-
HCI ¢ pH 8.5, narpeBanu go 90°C B tedyenue 10 MHUH M 3aTeM OXJaXIadd IS
BOCCTAHOBJICHUS TUCYIb()UI0B B aMuHOKKCIOTaxX. [y menTuaoB BTSN C TOMOIIBIO
TBeproda3zHoi skcTpakuuu Ha HakoHeuHukax ZipTip (Millipore) ¢ ucnonb3zoBanuem
50% pactBopa AcCN B KadeCTBE OJIIOUPYIOLIETO. OIIOUPOBAHHBIC MENTHJIbI
KOHIIeHTpupoBaii B SpeedVac u pecycnensuponainu B 5% pactBope AcN, comepxaliem
0,1% TFA, ¢ nmnocneayrmuM  MacC-CHEKTPOMETPUYECKAM  aHAJIU30M  BCEX

MIPUTOTOBJICHHBIX 00PA3IOB.

2.9 LC-MS/MS ananu3 1 uaeHTU(UKAIWS TTeNTH/IOB

Macc-creKTpoMeTpUYECKHil aHaIN3 SHJOTEHHBIX MENTHI0B ObUT MPOBEIEH B TPEX
HE3aBUCUMBIX OMOJOTHUUECKUX U TPEX TEXHUYECKHX MoBTOopax. [lemTuabl paznensiiuch
Ipu MOMOIIM BBICOKOdp(dexTuBHON xkuakoctHor xpomartorpadguu (HPLC, Ultimate
3000 Nano LC System, Thermo Scientific, USA), ucnonszys 15 cm kononku CI18
muametpoM 75 MkM (Acclaim® PepMapTM RSLC, Thermo Fisher Scientific, USA).
Dmro1us NENTUI0B MpoBoauiack B 5—-35% rpaauente 0ydepa (80% auneronutpuia/0,1%
MypaBbHHOM KHUCJIOTHI) B TeueHHUe 45 MUHYT NpU CKOpOoCcTH moToka 0,3 MKI/MUH.
JlanpHe#mMii aHaau3 MpoBOIMIIH ¢ ucnioib3oBanueM Q Exactive HF macc-criektpomerpa
(Q ExactiveTM HF Hybrid Quadrupole-OrbitrapTM Mass spectrometer, Thermo Fisher
Scientific, USA). Macc-criekTpsl OblIM mosiydeHbl mipu pazpemieHun 60,000 (MS) u
15,000 (MS/MS) B aunanazone 400—-1,500 m/z (MS) u 200-2,000 m/z (MS/MS). Ot60op
npeKypcopoB ocymecTBisuicss npu nopore 67000. Jfo 10 mpexkypcopoB nmoaBepraiuch
(parMeHTal METOJ0M BBICOKOHEpreTuueckoi auccornuanuu B noBymike (HCD) npu
SHEpruu CTONKHOBEHHUS 25 3B u Bpemenu aktuBaruu 100 mc. [Ipekypcopsl ¢ cocTossHuEM
3apsina +1 oTOpachiBaIuCh, U BCE H3MEPEHHBIE MPEKYPCOPbl ObUIM HCKIIOYEHBI W3
n3Mepenus B reuenue 20 c.

[Touck  macc-CIEeKTPOMETPUUECKUX  JAHHBIX MPOBOAWICS C  MOMOIIbBIO
nporpammHoro nmakera PEAKS Studio (Bepcus 8.0, Bioinfor Inc., Kanudopnus, CILA)
B 0Oaze manHbix Phytozome v12.0, coaepkaiiieii OelKOBBIE MOCIEIOBATEIbHOCTH P.

patens, 00bEAUHEHHBIE C XJOPOIIACTHBIMU M MUTOXOHApUaNbHbIMU Oenkamu (33 053
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3allCH), W TIOCJIEAOBATEIbHOCTH, TIpeackazanHble anroputmMoM SPADA. Ilouck
MPOBOAWIICS CO CIEAYIOIIMMHU MapaMeTpaMu: JOMYyCK Mo macce mpekypcopa 10 ppm u
nonyck o macce ¢gparmenta 0,05 [la; «pexum dparmeHTanum» ObUT YCTAaHOBIEH Ha
«Hecnenuduueckuity; QukcupoBaHHble Moaudukanuu - KapbaMuaoMeTUIUpoBaHHE
(+57,02); Bapuabenbusie Mmonudukaruu - Oxkucienue (M) - +15,99 u AuerunupoBanue
(H-tepmun) - +42,01. Hactpoiiku npubopa ObUIM yCTaHOBJEHBI Ha «OpPOU-OPOU»
(opOuTanbpHast JJOBYIIIKA UCIIOIB30BANACh JIJIsl ONPEEICHUs M/Z KaK MpelIeCTBEHHUKA,

Tak ¥ ¢pparMeHTHBIX HOHOB). CrieKTphl oTceKkanuch npu Bennuune FDR < 1%.

2.10 buonndbopmaTnueckuit aHAIU3 OCJIKOBBIX

MOCJIENOBATEIILHOCTEN

Bcero mns amanmza pasHooOpasus KCII  Obio  otoOpano 43  Buga
MOKPBITOCEMEHHBIX, | BHJ TOJIOCEMEHHBIX W | BHUJ IUIAYHOBUJHBIX. beNKOBBIE
nocnenoBareabHocT cemerictB KCII CAPE, TAX, THOHMHA HW TeBeWHa OBLIM

3arpykenbl  u3  0a3pl  ganHbix  NCBI  (https:/www.ncbi.nlm.nih.gov/), a

nocienoBatenbHocTH nenTuaoB PpPRALF Obutn nmomyuensl u3 0a3sl faHHbIX Phytozome

(https://phytozome.jgi.doe.gov/pz/portal.html) B ¢opmate FASTA. Croucok mnenTuaoB

AtRALF Ob11 nonyyeH u3 cratbl Abarca et al. [156]. Ciucok U3BECTHBIX PELENTOPOB
PEPR y nokpseiTocemenHbIx Obl1 mosiydeH u3 ctatbu Lori et al. [38]. [Taker ClustalW
NpUMEHSJICS  JUIsi  co3JaHusg MHOKecTBeHHBbIX BbIpaBHMBaHui KCII u PEPR ¢
napamerpamu 1o ymonyanuro [157]. Ilocne kaxpgoro BeipaBHUBaHusA KCII
pernpe3eHTaTUBHbIE  MOCJIEAOBATEILHOCTA  OTOMpanu  BpyuHyro. Busyanuzanus
MHOKE€CTBEHHBIX BBIPABHUBAHUMN BBINOIHAJIACH C HCHOJb30BAHUEM ITPOTPAMMHOTO
naketa Jalview?2 [158].

MHoxecTBeHHbIe BbIpaBHUBaHUA TentuaoB RALF P. patens w Arabidopsis
thaliana ObuM  co3manbl Cc  ucnodb3oBaHuem aiaroputMa MAFFT [159] w
BU3yaJIM3UPOBAHBl C TMOMOUIBIO MporpaMmHoro oOecrneuenus Jalview [158].
Muorosnepnas Bepcus [Q-TREE 2.2.0 [160] ucnonbs3oBanach sk IPOBEICHUS aHAIN3A

MakcuManibHoro npasaononobus (ML) ¢ 1000 moBTopeHui cBepXOBICTPO HaYAIbHOM
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3arpy3ku [161]. Mopenr FLU+F+G4 Oblna BblOpaHa BCTPOECHHOW MPOrpamMmoi
ModelFinder [162] kak HanboJiee TOAXOASIIAs] MOACIL B COOTBETCTBUM ¢ baliecoBCKUM
unopmarmonusiM  kputepuem (BIC). Merong rnaBabeix kommnoHeHT (PCA) Obln
BBITIOJTHEH C UCIIOJIb30BaHUEM UHCTpyMeHTa iFeature [163].
Cetu 6e510K-0€KOBOTO B3aUMOJICUCTBUS ObUIH CO3aHbl C UCIIOJIH30BAHUEM 0a3bl

nanubix STRING v.10 (www.string-db.org), mapameTpsl ObUIM BBICTaBIEHBI IO

ymosyanuio [164]. Buszyanuzauuio B3aMMOJEHCTBHS O€IKOB MPOBOJIUIN C MOMOUIBIO
nporpamMmmHoro ooecneuenus Cytoscape [165]. Ananu3 oboramenust GO ObuT IpoBeACH

¢ nomotbto g:Profiler [166].

2.11 HMM nowunck

Jns moucka romosoroB PROPEP B renome P. patens Obll IpUMEHEH IMaKeT

HMMERv3.3 (http://hmmer.org). Ilpopunun HMM Bcex wusBectHoix PROPEP vy

MMOKPBITOCEMEHHBIX OBLIM CO3/JaHbI C MCIOJb30BaHHMEM anroputMa hmmbuild. [lns
3amycKa KOHCOJBHOTO anroputMa jackhmmer Obl710 yCTaHOBIIEHO MTOPOTOBOE 3HAUCHHE
E-value < 0,001 xak mj1st mociae10BaTeIbHOCTH, TaK U I Ka)K10T0 JoMeHa. KOHCOJIBHBIN
uHctpyMeHnt nporpammbl HMMER, jackhmmer, uckan PROPEP B renome P. patens,
TPAHCIMPOBAHHOM B O HalpaBIICHUSX, UCIOJIb3Ysl paHee CreHEPUPOBAHHbBIE MPOPUIU
HMM 75 wu3BeCTHBIX aMHMHOKHMCIOTHBIX  mocienoBateinpbHocTei  PROPEP,

I/IJ_IGHTI/I(l)I/II_II/IpOBaHHBIX KaK 'y OJJHOOOJIbHBIX, TaAK 1 'y ABYJOJIbHBIX paCTeHHﬁ.

2.12 Ipenckazanue KCII

buoundopmarnueckuit nmoaxonq SPADA (Small Peptide Alignment Discovery
Application) OblT IPUMEHEH JI MOUCKA MENTUJIHBIX CUTHAJIOB B TeHoMax P. patens
[167], Sphagnum fallax [168], Marchantia polymorpha [169], Anthoceros agrestis
(6onHCKUN W Ookchopackuii mrTammbl) U A. punctatus [170] [31, 137]. Ilainnaiin
O0nonH(pOpPMaTUUECKOTO aaropuTMa JOCTYIICH o agpecy

https://github.com/ZhaoBioinformaticsLab/PlantSSPProtocols. I'enomsr P. patens, S.

fallax uw M. polymorpha B ¢dopmare FASTA ckauanst ¢ Phytozome v12.1
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(https://phytozome.jgi.doe.gov/pz/portal.html), TeHoMBI TpeacTaBuTene Anthoceros

ObUTM 3arpyxeHbl U3 0a3bl NaHHbIX https://www.hornworts.uzh.ch/en.html. Anroputm

SPADA 3anyckanu C NOMOIIbIO KOMaHIHOM cTpoku Linux. [laker Augustus B
naimnaitne SPADA Obu1 3amynieH ¢ ucnoib3oBanuem Arabidopsis thaliana B xauecTBe
pedepencHoro renoma. Jlokep konteitnep (CRP_PlantSSPvl Noble B obmenoctynuom
nairiaifHe), coliepKaluid MocieI0BaTeIbHOCTH BCEX M3BECTHBIX B HACTOSIIEE BpeMs
KCII, ucnonszoBasicss anst noucka HMM B mammuiaitne SPADA. Jlns npeackazanus
TEHHOM MOJeI HCIIOJIb30Bajioch TmoporoBoe 3HaueHue E-value<0,001, d9ToOBI
UCKJIIOYUTH JIOKHOMOJIOKUTENbHBIE pe3ybTaThl. B pe3ynbTaTe ObUIH MOTYyUYEeHbI HOBBIC
aHHOTAllUU TpelackazaHus reHHol wmoxaenu B Gopmare GFF3. [Ins nanpHeiimieit
(YHKIIMOHATBHOM aHHOTALUK U KJIAaCCU(PUKAIIUHU MPEICKa3aHHBIX T€HOB, MOTEHIIMAIBHO
konupytomux KCII, Obliu crenepupoBaHbl MOCIeA0BaTENbHOCTH OenkoB (<250 a.o.).
3ateM mnorteHuanbuble mnpeamectBeHHUKH KCII Opuin  knmaccupuuupoBaHbl  Kak
“nm3BectHpie KCII”, “BepostHo wm3BectHbie KCII”, “mpemmonaraemsie KCII” u “He
otHocsimecss Kk KCIT” (Boschiero et al. 2020). “Uzectubie KCII” (komupyromine
u3BectHble KCII) cooTBeTCTBYIOT ciienyromum kputepusim: D-kputepuit SignalP > 0,45;
3HaueHue E-value HMM romonorun <0,01; 3nayenme E-value romomormu Cwmura-
Yorepmana <0,01 wu pgnuHa Oenka-nipeamiectBeHHUKA <200 aMUHOKHCIOTHBIX
octatkoB. ['enst “BeposarHo wu3BecTHbix KCII” wumeror 3Hauenue E-value
HMM romomnoruu < 0,01 u 3nauenne E-value romomorum Cwmmta-Yorepmana <0,01;
nuHa Oenka-tipenmectBeHHuka < 250. I'enst “npeanonaraempix KCII” He uMeroT unu
UMEIOT HEOOJbIIOE CXOJCTBO TMochenoBaTenbHocTeld ¢ Apyrumu u3BecTHbiMu KCII,
pasmep mnpexamiecTBeHHUKA <230 aMUHOKHUCIOTHBIX OCTaTkoB; D-kputepuit SignalP
> (0,25 u oTcyTCcTBUE TpaHCMEeMOpaHHBIX JOMEHOB. ['eHbl, “He oTHOCsAmuUecs Kk KCIT”, ne
COOTBETCTBOBAJIM  BbIlIeyKa3aHHbIM KaTeropusiMm. Ilpenckazannsie KCII  Obuin
conoctaBieHbl ¢ nmoMoupio BLAST ¢ cooTBeTcTBYIOMMMU 0a3aMu TaHHBIX OEITKOB IS

nosrydenus ID Oenxka.
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2.13 Ilouck u mpeackazanre OMOAKTUBHBIX MENTHU/IOB B CTPECC-

WHIYIIUPOBAHHOM TPAHCKPHUIITOME

CoIpble TpPaHCKPUNTOMHBIE JTaHHBIE OBLTM TOJy4deHbl U3 ctaThu Reboledo et al.
[171]. KaduecTBO mpouTeHuii OBLIIO OLIEHEHO ¢ TOMOIIbI0 porpaMmbl FastQC, mpouTenus
HEO0OXO0IMMOT0 KayecTBa ObUTH OTPUIBTPOBAHBI C MOMOIIBIO IporpaMMbl Trimmomatic.
Punbl OblTu BBIpOBHEHBI HA pedepeHCHBI TeHOM P. patens, a Takke Ha 0a3y IITUHHBIX
Hekoaupyromux PHK (mnuxkPHK) P. patens, ¢ nomoibio nporpammsel hisat2. 3atem c
MCIIOJIb30BaHUEM IOJIYYEHHBIX BHIPABHUBAHMM U MporpamMmel Stringtie2 ObLTH cOOpaHbI
TpanckpunTomsel. uddepenunanbuas 3Kcnpeccus A ONpeNeieHUs TPaHCKPUIITOB,
MPEJCTABICHHOCTh KOTOPBIX YBEIMYMBAETCA MPU 3apaKCHUM, Oblla MOCUHUTAHA C
nomotipio naketa DESeq2. Ctpecc-uHIyIIMpOBaHHBIE TPAHCKPUIITHI, KOTOPbIE ObLIN
kinaccuduuuponanbl kak MPHK u nmakPHK, Oblny mcmonb30BaHbl i1 MpeACcKa3aHUs
BCEX OTKPBITHIX PAMOK CUMTHIBAHUS JJIMHOU OoJiee 30 aMUHOKHCIIOT C TOMOIIbIO TTAKEeTa
orfipy. B kauecTBe cTapTOBOr0 KOJOHA OBLIIM UCIIOIb30BaHbl KaK CTAaHAAPTHBIN TPUILIET
AUG, tak u anbrepHatuBHble CUG m UUG. IIpenckazaHHble KOPOTKHE pPAMKH
CUMTBIBAHMS OBUIM KJIACTEPU30BAaHHBI C HCIMOJb30BaHMEM makeTa cd-hit. [lockombky
BO3MOXXHBIMU Nipekypcopamu KCII moryT ObiTh Oenku qiuuHoit 100-200 aMHHOKHCIOT
0e3 mpelcka3aHHBIX (PYHKIIMOHAIBHBIX JIOMEHOB M C CHUTHAJIOM SKCIOPTa, MBI Jajee
npejacka3anu QyHKIMOHAIbHbBIE JOMEHBI HA BCEX paMKaX CUMTHIBAHUS UCTOJIb3Ys MaKET
InterProScan. Kpome Ttoro, ucnons3ys nakersi TMHMM 2.0 u SignalP 5.0, Obuin
MpeAcKa3aHbl TpaHCMEMOpaHHbIE JOMEHbI M CHUTHAJBI JKCIOPTAa MOTEHIUATbHBIX
MPEKypcopoB. PaMku cUMTHIBaHUS, COJEpKaIIie MpeJACKa3aHHbIE CUTHAIBI SKCIOPTA U
HE CoJiepXkKalue U3BECTHBIE JOMEHBI, ObIM OTHECEHBI K MOTEHIIUAIBHBIM MTPEKYPCOpaM
HOBBIX CEKPETUPYEMBIX OMOAKTUBHBIX WM CHUTHAIBHBIX nenTuaoB. llentuasl 6e3
CUTHAJIOB SKCIIOPTA, TPAHCKPHUIITHI KOTOPBIX CUIBHO UHAYLIUPOBAIUCH TPU OMOTUYECKOM
ctpecce (FClog2 >4, P <0.05), 6b11u 0TOOpaHbl 1715 fanibHeinero ananu3a. C moMoupio
nporpammbl  CD-HIT [172] Obimn knacTtepu3oBaHbl ToMojord auddepeHinaibHo
AKCIPECCUPYIONIUXCS TPAHCKPUNTOB B TreHoMme P. patens. B nononneHue, s

nNpeacCKazaHusg KaHAWJaTOB TI'CHOB HM3BCCTHBIX KCII Taxke OBUI HCIIOJIB30BaH
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ououndpopmatuueckut anroputM SPADA. Jlnga mpenckazaHHbix auddepeHinnanbHo
AKCIPECCUPYIONIUXCS TPAHCKPUNTOB ObUI TPOBEAECH aHAU3 KOHCEPBATUBHOCTH C
rcnoib3oBanrem anroput™ma tBLASTn B 6a3e ThICSYM TPAaHCKPUIITOMOB PAaCTEHHI CpeIn

npeacraBureneit cemeiictba bpuogurtos (https://db.cngb.org/onekp/).

2.14 CuHTe3 nenTuaoB

Halinennbie KaHAWAATHI OWOJOTHYECKA AKTHBHBIX TIENTHIAOB W W3BECTHBIC
(bUTOUUTOKUHBI ObLITH XUMUYECKH cuHTe3upoBaHbl B Shanghai Ruifu Chemical Co., Ltd.
(IHanxaii, Kwurait) unu B nabopatopun reHetnyeckol umxkenepun DOHKI[ OXM
(Mocksa, Poccust). Uuctora nentuioB B inoguinzupoBanHoit opme Obna > 95%, ux
MOJIEKYJIsipHAss Macca ObUla MOJTBEPXKIEHA MAacC-CIEKTPOMETPUUYECKUM aHAJIU30M.
CuHTe3MpOBaHHBIE MENTUABl ObUTH PACTBOPEHBI B CTEPUIIBHOW BOJIE IO KOHIEHTPALIUU

2560 mkr/mn u xpanunuch npu -80° C.

2.15 IIpoBepka aHTUMUKPOOHOM aKTUBHOCTH TENTHIOB

MuHUMaIbHYI0O HHTHOUPYIONIYIO  KOHIIEHTPAIMI0 TMENTUAOB  ONpeaessiin
METOJIOM JIBYKPATHBIX pa3BeleHUM B CTepHIIbHBIX 96 nyHOuHbIX IaHmerax (Corning
3870) B xunkoit nurtatensHol cpene Mueller-Hinton broth (MHB, Becton Dickinson),
no otHomieHuto K E. coli K-12 MG 1655 u B. subtilis 168 HT kak onucaHo B crarbe

Wiegand et al. [173].

2.16 CraTucTUyeCcKH aHaJIu3

CratucTryeckuii aHanu3 U BU3yaau3alus ObUIM BhIMOIHEHBI B Python v. 3.7.5
[174] ¢ ucnonb3zoBanueM moxayieu scipy 1.5.2 [175], seaborn 0.11.1 [176], numpy
1.20.1., pandas 1.2.3 [177]. dnsa nByx- uiu Oojiee -(aKTOPHOrO JTUCIEPCHUOHHOTO
ananmu3a (ANOVA) npuMeHsuch TecThl ThIOKH Ha JOCTOBEPHO 3HAYMMBIC Pa3IUUHUS
(HSD), ocHOBaHHbIE HA MHOXXECTBEHHBIX CPaBHEHHUSX CpeIHUX, a Takxke U-kpurepuii
Manna-YUTHU, 4TOOBI ONpENeNnuTh, KaKue MapHble CPaBHEHUSI ObLIM CTATUCTUYECKU

3HaYUMbIMU. Paznnuus cuutanu goctoBepHbiMu mpu p < 0,05.
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3. PE3YJIBTATBI 1 ObCYXJIEHUE

3.1 UnenTudukanus NenTUIHBIX PETYJIITOPOB UMMYHHOT'O

oTBeTa y OpropuToB

[lenTuasl UrparOT KIIOUEBYIO POJIb B PErYJAIMU MHOMXECTBAa OMOJIOTMYECKUX
IIPOILIECCOB, B TOM YHUCJE, MOAYJIMPYIOT UIMMYHHBIM OTBET pacTeHui. 3a nociaenaue 30
JeT OOHApy>KEeH UENbI psJl HOBBIX CEMEHCTB OMOAKTHUBHBIX MENTHUIOB, PETYISITOPOB
pPa3HOOOpa3HBIX MPOILIECCOB, B TOM YKCIJIE€ MO3UTUBHBIX U HETATUBHBIX PETYJISTOPOB
ummynuteta [11, 36, 75, 88, 89, 178—181]. bonee Toro, ObLJIO MOKA3aHO MOBBIIICHHUE
YCTOMYMBOCTH K (UTONATOrEHAM Yy pacTeHUil, 0OpaOOTaHHBIX CHUHTETUYECKUMU
¢urouutokuHamu. OgHako padoTa MO BBISBICHUIO (PYHKIIMOHAIBHBIX MENTUIHBIX
CEMENCTB B F€HOMAaX PACTEHMI Jlajeka OoT 3aBeplueHus. boiee Toro, OTKpeITHE HOBOTO
KJIacca MaJbIX PEryJATOPOB — MHUKPOOEIKOB, KOJAUPYEMBIX KOPOTKUMH OTKPBITHIMU
pamkamu cuuthiBanus (KOPC), genaeT uccieoBaHus 1Mo NOUCKY U (DYHKIIMOHATLHOMY
aHaJIu3y MENTHAHBIX PETYISATOPOB CTPECCOBOTO OTBETA ellle 0oJiee aKTyalbHbIMU [85].

CoBpeMeHHbIE TOAXObI MOUCKA U U3YYEHUSI OMOAKTUBHBIX MENTUI0B UMEIOT PSiJI
HEJIOCTAaTKOB. Tak, HampuMep, F€HOMbl MHOTHX OPraHU3MOB Ha CETOJHAIIHUN JI€Hb
HEJOCTATOYHO XOPOIIO aHHOTHUPOBAHBI, YTO TAKXKE€ 3aTPYAHSIET MPEICKAa3aHUE HOBBIX
ceMeicTB nenTuoB. Kpome Toro, KoHIEHTpalus OMOAKTUBHBIX MENTUIOB B KIETKaX
KUBBIX OPTraHU3MOB YaCTO CJIMIIKOM HHU3Kas JJISI UX HEMOCPECTBEHHON JETEKIIUU.
Takxe MHOrHe cemeilcTBa MENTUIOB COCTOSAT W3 JOCTATOYHO OOJBIIOTO KOJIMYECTBO
MpEACTABUTENICH, YTO YCIOXKHSAET uX (YHKIMOHAIBHBIN aHanmu3. B  1enowm,
CYIIECTBYIOIIUE HA JIaHHBIK MOMEHT HHCTPYMEHThl TOUCKAa W WACHTU(UKALUU
OMOAKTUBHBIX MENTU/IOB B PACTCHUSIX HEJIOCTATOYHO PA3BUTHI U HE MOT'YT B MOJIHOM Mepe
OXBAaTUTh BCE UX pazHOOOpasue.

B cBs3M ¢ 3TUM Ha MEPBOM 3Talle HAIIErO UCCIIEI0BAHUS MBI pa3padoTalIu CXeMy
UJEHTU(PUKAIIMY HOBBIX, paHEE HE OXapaKTePU30BAHHBIX CEMEHUCTB OMOJIOTUYECKU

AKTHUBHBIX IICIITUAO0OB, KOTOpasa O6T>€I[I/IHI/IJ'Ia MCTOAbI aHAJIM3a I'CHOMOB, TPAHCKPUIITOMOB
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Y IeNTUA0MOB. B KauecTBe MOJIETbHOTO pacTeHUs ObLI UCTIOIB30BaH MOX Physcomitrium

patens (puc. 4 A).

3.1.1 Ilouck reHOB-NpEeAINIECTBEHHUKOB KOPOTKUX CEKPETUPYEMBIX

nentuoB (KCIT) B renomax 6puoduton

CewmeiicTtBa KopoTkuX curHabHbIX nenTu0B (KCII) 6putn naeHTuGUIIMpOBaHbl y
pPa3IMUHBIX BHUJIOB TOKPBITOCEMEHHBIX PACTEHUN, B KOTOPHIX OHHU SBISIOTCS
MeIraTOpaMHi MHOTHX Ba)KHEUIIMX MPOLECCOB, B TOM YKMCJIE UMMYHHOro otBeTa [31].
Onnako sBomonust KCII y HazeMHbIX pacTeHui uzyudena cnabo. [Ipeanonaraercs, 4to
AKCHAHCHUS OMPEJCIICHHBIX CEMEUCTB MENTUIOB CBsI3aHa C AYIUIMKAIMEN paCTUTEIbHBIX
reHomoB [182].

JIns moucka 3aKOHOMEPHOCTEN SBOJIIOIMM MENTUAHBIX CEMENCTB PacTECHHM, Ha
MIEPBOM 3Tarle HaIlero UCCIAEJOBAHUS MbI TPOBEIU OMOMH(POPMATHUECKUN TTOUCK T€HOB
OEJIKOB-IIPEIIIECTBEHHUKOB KOPOTKUX CUTHAJIBHBIX MENTUI0B B TeHOMax OpuoduTOB
(puc. 4 B). lns storo ObUT MCHOJIB30BaH pa3pabOTaHHBIA paHHee KoMmaHAou Zhou u
npyrux [ 137] anroputm SPADA, no3Bonsitomui npeackasars reusl, kogupyronme KCII,
B reHomax pacteHudd (puc. 4 C). bpuin oToOpaHbl HSTh BHUAOB MPEICTABUTENCH
OpuouTOB, 1Ba MOJEIBHBIX BHUIA — MOX Physcomitrium patens W TEYEHOYHUK
Marchantia polymorpha, 4bu TEHOMBI XOpOINO aHHOTHpOBaHbl [167, 169], Mox
Sphagnum fallax [168], a Takke Tpu BUJA aHTOLEPOTOBBIX MXOB: Anthoceros agrestis
(mmaun Bonn u Oxford) m A. punctatus, TeHOMBI KOTOPBIX HEIABHO TaKXke OBLIN
npoaHanu3upoBansl [170]. O6umit npouecc mpeackazaHusi KOPOTKUX CEKPETHPYEMbIX
MEeNTUIO0B MokazaH Ha pucyHke puc. 4 B. SPADA wucnonb3yeT yke roToBble TpoQuin
CEMEUCTB KOPOTKUX CEKPETUPYEMBIX MENTUIOB, TOCTPOCHHBIE HAa CKPBITHIX MAPKOBCKUX
mozensx (Hidden Markov Models, HMM), coOpannsix B 0aze manHbix PlantSSP

(https://bioinformatics.psb.ugent.be/webtools/PlantSSP/), u  ckanupyer  nr00o0i

HpeI[OCTaBJ'IeHHBII\& IT'¢CHOM Ha HX HAJIW4YHuC. Cne,uyeT OTMCTUTBb, YTO IPCACKA3aHUC
MOTCHIOUAJIIBHBIX KOPOTKHX CCKPECTUPYCMBIX IMCINTHUAOB OrPaHUYCHO TOJIBKO YXKC

HU3BCCTHBIMHU MOACIIIMHU CGMGIZCTB, O6H3py>K€HHBIX Y HNOKPBITOCCMCHHBIX. HO3TOMy
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OIrpaHUYICHHUCM TaKOro mnoAaxoda ABJIACTCA HCEBO3MOXHOCTH I/II[eHTI/I(bI/IHI/IpOBaTB

cnenu@uuHbie 1151 OpHO(YUTOB KOPOTKUE CEKPETUPYEMBIE TTETITUIBI.

lenom TpauckpunTom NenTugom
BuonHdopmaruueckoe AHanua TpaHckpunToma Macc-cnexTpoMeTpuiecKun
npeackasaxue Ppatens npu sapaxxeHnu AHANKU3 CTPECCoBbIX

KaHAMAATOB KOPOTKMX s nenTMAOMOB
CeKpeTUpyembix P o
nenTkaos (KCIM) - g 3

E Kanguparbl 6uonornyeckm

AKTUBHbIX NnenTuaoe

I'enomsl 6puoanron —> Hucrpyment SPADA —> Kiaccupukauus —» Ansoranus KCII

@ PerynaTopHble
@ AHTUMUKPOGHbIE
@ HeussecTHas ¢yHKUMS

Physcomitrium patens Marchantia polymorpha Medicago truncatula

Anthoceros agrestis Bonn Anthoceros punctatus Anthoceros agrestis Oxford Sphagnum fallax

[c]

Puc. 4. A - OGmias cxema UAeHTU(DUKAITIN HOBBIX OMOJIOTHYECKH aKTUBHBIX METTHIIOB;

B - o6mas cxema aHanm3a TeHOMOB ¢ ToMoIIbio HHCTpyMenTa SPADA; C - auarpammel,
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MOKa3bIBaIOIINE pachpeaesneHue rpymnn reHoB mnpenmecrBeHHUKoB KCII B pa3Hbix

TaKCOHAX PacTEHUU B COOTBETCTBUU C in Silico mpeicKa3aHueM C TOMOIIbI0 MHCTPYMEHTA

SPADA.

[TockonpKy  MOJNy4YEHHBIE HaMU B NIpOLECCE  MPEACKA3aHUsl  T'E€HbI-
MPEAIIECTBEHHUKH  KOPOTKUX  CEKPETHUPYEMbIX TMENTUIOB YK€ MOTJU  OBITh
AHHOTHPOBAHBI Y U3y4a€MbIX BUJOB, MBI JOMOJHUTEIBHO CPABHUIINA TPAHCIUPOBAHHBIC
MOCJIEIOBATENBLHOCTH T'€HOB, KOOUPYIOIMX INpeackasannblie npeamectseHHukn KCII, ¢
AHHOTHUPOBAHHBIMU MPOTEOMaMHu 3TUX BUI0B (oTceuka e-value 0,00001 u ne menee 70%
nokpeITus 17151 BLASTp-ananusa).

IIpenckasannsie ¢ moMompio anmroputMa SPADA reHbl, mpeanoaoXuTeIbHO
konupytomue npeamectBeHHukn KCII, Obuin mojeneHbl HAa 4YeThIpe TPYIIbL, Ha
OCHOBAHUU HAJIMYMS WU OTCYTCTBUS CUTHAJIBHOM IMOCIEIOBATENLHOCTH HA N-KOHIE U
TPAaHCMEMOpPAHHOTO JOMEHa, JIMHBI MpPEKypcopa, a TakkKe CTENEeHU CXOXKECTH
MOCIIEIOBATENBPHOCTEN C M3BECTHBIMU KOPOTKMMHM CUTHAJIBHBIMU IenTugamu. Jlis
rpynnbl “U3BECTHBIE KOPOTKUE CEKPETUPYEMBIE MNENTHABI JJIMHA MPEACKA3aHHOIO
npekypcopa cocranisier He Oosnee 200 a.0., UMEETCs BBICOKAsi CTENEHb TOMOJOTHUH C
M3BECTHBIMHU KOPOTKHUMU CEKPETUPYEMBIMU NENTUIAMU IPYTUX PACTEHUN U CUTHAJIbHAS
MOCIIEIOBATENPHOCT, HAa N-KOHIE; IS TPYINbl “BEPOSTHO W3BECTHBIE KOPOTKHE
CEKpEeTUpyEMbIE MENTUAbI  JUIMHOM mOpekypcopa He mnpeBbimaeT 250 a.o., BbICOKad
CTEIEHb TOMOJIOTUH C KOPOTKHMH CEKPETUPYEMBIMH IMENTUIAMHU APYTUX PACTECHHU; B
rpynne “npeanoyiokKUTENIbHbIE KOPOTKUE CEKPETUPYEMbIE MENTUIBI MPEICKa3aHHbIC
MPEKYypPCOPbl HE HMEIOT BBICOKOM CTENEHH TOMOJIOTMA C HW3BECTHBIMH KOPOTKUMH
CEeKpEeTHUPYEMbIMHU MENTUJAaMU M UX JUIMHA cocTtaBiseT He Oonee 230 a.o., B uX
MpeKypcopax Takke MOTyT ObITb TpeAcKa3aHbl  N-KOHIEBbIE  CUTHAJIbHBIC
MOCJIEA0BATEILHOCTH U OHU HE JIOJKHBI UMETh TPAHCMEMOPAHHOTO JIOMEHA; a TaKKe
rpynna “He OTHOCSIIMECS K KOPOTKHUM CEKPETUPYEMBIM MENTHAAM , MPEKYPCOPHI U3
KOTOpPOW HE OTBEYAIOT HU OJTHOMY M3 IEPEUYHUCIIEHHBIX BbIlIE KpuTepues [31].

Hamu Obimu mpenckazanbl 132 reHa “H3BECTHBIX KOPOTKHUX CEKPETHPYEMBIX
NenTuaoB”, S “BEpOATHO HM3BECTHBIX KOPOTKUX CEKpETHpPyeMbIX mnentuaos”’, 404

“HMPENOIOKUTEIIBHBIX KOPOTKUX CEKPETUPYEMBIX nentuaa” u 375 “He oTHOCAIIHECS K
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KOPOTKHM ceKpeTupyemMbiM nentunam’ y P. patens. Ilpumepno nmo 80 reHoB ObUIH
MpeJCKa3aHbl KaK “U3BECTHBIE KOPOTKUE CEKpPETUpyembie nentuasl” y M. polymorpha n
S. fallax n oxono 55—60 reHoB — y 3 mpexacraButeneid AHTOIEpOTOBbIX MXOB. [lo 3-4
r€Ha, MPEICKA3aHHbIX KaK “‘BEPOATHO W3BECTHBIE KOPOTKUE CEKPETUPYEMBIE NENTUIBI ,
ObL10 OOHapyxkeHO Y M. polymorpha n nByXx nunuii A. agrestis, 6 TeHOB — y A. punctatus
1 OoJblIe BCero, 9 reHoB “BEpOSITHO U3BECTHBIX KOPOTKUX CEKPETUPYEMBIX MENTHIOB”
obu10 oOHapyxeHo y S. fallax. Ot 400 mo 440 reHOB OKa3aaucCh MpPEACKa3aHbl Kak
“HpeAnoyIoKUTEIbHbIE KOPOTKUE CEeKpeTupyembie nentunbl” y M. polymorpha wn 3
MpeJCTaBUTENIe AHTOLIEPOTOBBIX, Kak U 'y P. patens, O0JbIlIe BCETO TAKUX I'€HOB OBLIO
npeackazano y S. fallax — 695 renoB. Okoisio 270 reHOB COOTBETCTBOBAIM TPYIIE “HE
OTHOCSIIIINXCSI K KOPOTKUM CEKpeTupyembIM nientunam’ y M. polymorpha v S. fallax, ot

110 go 120 Obutm mpeackaszansl y 3 npeactaButeneid AHTouepoToBbix (Tabnumna 1).

Taoauua 1 — KosmmuectBo npeackazanubix npexkypcopos KCII

P. patens | M. polymorpha | A. agrestis | A. agrestis | A. punctatus | S. fallax

B (0)
Uzsectunie KCIT | 132 78 55 56 61 83
BepositHo 5 4 4 3 6 9
n3Bectuble KCII
[Ipeanonoxurens | 404 442 421 401 405 695
aere KCIT
He otHOCsmumecs | 375 278 120 110 112 265
K KCII
Bcero 916 802 600 570 584 1052

31ech MBI COCPENOTOYIINCh HAa MOAPOOHON XapaKTEPUCTUKE T'€HOB, KOTOpbHIE
ObUTM TIpEeACKa3aHbl KaK “‘U3BECTHBIE KOPOTKHUE CEKPETUPYEMbl€ MENTUAb U B
HEKOTOPBIX CIIy4YasiX KakK “BEPOSTHO U3BECTHBIE KOPOTKHE CEKPETUPYEMBIE MTENTUIBI , B

KaX710M BHe Opro(HUTOB.
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3.1.1.1 I'pynna “perynsitopHbie” MEOTUABL U PUTOITUTOKUHBI

[Taitraitn SPADA  no3Bonuia  Ham  Opeacka3aTh  HECKOJbKO  OeIKOB-
MPEIIECTBEHHUKOB H3BECTHBIX MENTUIHBIX CEMEIHCTB, BOBJIECUEHHBIX B PETYJISIHUIO
MPOIIECCOB PA3BUTHUS PACTCHUH, a TaKKe UMMYHHBIX peakluil, B TeHoMax OpuoduTos.
DTO MOXKET YKa3blBaTh Ha BaXXHOCTh MENTUIHON PETyJsiliUM B aanTalliyd PacTeHHUM K
Ha3eMHbIM ycioBusM [183]. Ham ananus BBISIBUII HECKOIBKO KOPOTKUX CEKPETHPYEMBIX
nentunoB (RALF, EPFL, CLE), yxxe uneHTudunrpoBaHHbIX paHee y P. patens, a Takxe
HECKOJIbKO KOpPOTKHX cekperupyeMbix mnentunoB (RALF), anHoTupoBaHHBIX y M.
polymorpha. Mbl nocuuTalid 3TOT PE3yJIbTAT MOJ0KUTEIBHBIM KOHTPOJIEM IPUMEHEHUS
MHCTpYMEHTA npeackazanus SPADA.

CewmeiictBo CAPE (CAP-nipousBoaHBIN nenTH)

ITentuast cemeiictBa CAPE o6pa3yiorcs u3 C-koHIIEBOro yuacTka Oerka-
npeamectBeHHnka PR1b (Genok, cBsizanHbiil ¢ marorene3om 1) y tomarta [41]. Cpeau
MOTEHIUAJIBHBIX KOPOTKUX CEKPETUPYEMBIX MENTHAOB, mpeackazaHHbix SPADA y P.
patens, Mbl OOHapyXWIM 4YeThlpe Oelika, KOTOPbI€ SBISAIOTCA MOTECHIIMATbHBIMU
npeamectBeHHukamu  nentugoB CAPE: Pp3cl8 21170V3.1.p (CYSTEINE-RICH
SECRETORY PROTEIN-RELATED); Pp3cl18 21090V3.1.p (Defense-related protein
containing SCP domain); Pp3c25 120V3.1.p (ALLERGEN V5/TPX-1-RELATED
FAMILY PROTEIN-RELATED); Pp3c25 500V3.1.p (PR-1). Kpome Toro, Mmbl
oOHapyxuau Bo3MOxHbIe npekypcopsl CAPE nmenTtuaoB B Apyrux Bupax Opuouros,
MCIIOJB30BaHHBIX B HCCJIEIOBAaHUU: IEBATh T€HOB ObLIO HaiiieHo y M. polymorpha; nBa
U OJIUH TeH ObUIM HalijieHbl y TUHUM A.agrestis Bonn u Oxford, cooTBeTCTBEHHO; 0J1MH
red Obul mpeackazaH B S. fallax. B A. punctatus TE€HOB, MNpeICKa3aHHBIX Kak
noTeHuuanbHbie npekypcopsl nentugoB CAPE, o6HapykeHo He ObLIO.

Mpr1 BeiOpanu npenctraButeneit cemerictsa CAPE nmenTtuaoB w3 Ipyrux BUIOB
pacTeHuil, Takux kKak Solanum lycopersicum, Medicago truncatula n npyrue, u npoBeiau
MHOKE€CTBEHHOE BHIPABHHBAHUE C MPEACKa3aHHBIMU HAMU MPEKypcopaMu. ITOT aHAIU3
noATBepAua, uto KoHcepBaTuBHBIM MOTMB CAPE mnentumoB (P*GN*****PY)
MPUCYTCTBYET MPAKTUYECKH BO BCEX MOTEHIMAIBHBIX Mpekypcopax (puc. 5 A). bonee

TOTO, MbI IIPOAHAJIN3HUPOBAIN O6I].[€I[OCTy1'IHBI€ JaHHBIC JKCIIPECCHUH I'CHOB P. patens
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(https://peatmoss.online.uni-marburg.de/) u nokazanu, 4To SKCOPECCUSI YETHIPEX T'€HOB,

npejacka3zanHbix Kak npexypcopbl CAPE nentunos, noseimanacs npu 00padotke OPDA

(IpeniiecTBEHHUK KAaCMOHOBOM KUCIIOTHI).
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nentuoB TAX U3 HEKOTOPBIX COCYAMCTBIX PAaCTEHUU W KaHIWJATOB M3 OpHO(DUTOB,
CO3JaHHBIE v IIOMOIIBIO OHJIAH-UHCTPYMEHTA MEME

(http://memesuite.org/tools/meme).

RALF nentunsl

RALF nmentuasl OTHOCATCS K TPYyIINe [UCTEMH-OOTAaThIX MENTUI0B U
UJIEHTUPUIMPOBAHBI Y BCEX MOKPHITOCEMEHHBIX pacTeHul [184]. OgHa U3 UX OCHOBHBIX
(GyHKIUH CBSI3aHA C PETYJIUPOBAHUEM KOPHEBON apXUTEKTYPhl; OJHAKO OHU TaKKe ObLIH
oOHapyxeHbl y P. patens, M. polymorpha v S. fallax, y KOTOPBIX OTCYTCTBYET KOpHEBas
cucrema [169, 184]. Pa3sHooOpa3ue penenTopoB U KO-PELENTOPOB, CHOCOOHBIX
ces3biBaTh RALF mentuapl, mnpuBeno K OOJplIOMY pa3HOOOpasuio  (PyHKIHM,
MOKa3aHHBIX I 3TOro cemeiicTBa [156]. Tak Oblmo moka3zaHo, uto RALF mentumsi,
MOMUMO PETYJSIIUM POCTa KOPHEH, Takke BOBJCYEHbI B MPOLECCH YJITUHECHUS
NbUTBIEBOM TpyOKH, oOpa3oBaHUs a30TPUKCUPYIOMINX KIyOEHbKOB, HAKOILICHUS
WHYJIWHA U PETYJSLMN OTBETa HA OMOTHYECKUI U abuotudeckuit ctpecc [94, 185—-187].
Ham ananu3 BBISBUII JBa T€Ha “U3BECTHBIX KOPOTKHX CEKPETUPYEMBIX MENTHUIOB”,
onpeneneHHbix kak RALF-mogoOuble, y P. patens, OquH W3 KOTOPBIX yXKe ObLI
anHotupoBan (Pp3c6 7200V3.1.p). Eme nBa yxe aHHOTHpoBaHHbIX TreHa RALF-
MOAOOHBIX TENTUI0B OBUIM TMpeJAcKa3aHbl KaK “NPeaNnoJIOKUTENbHbIE KOPOTKHE
cekpetupyeMble nentuibl’. Takxke qBa reHa ObUIM TpeAcKa3anbl y M. polymorpha kak
RALF-niogobusie, u o00a yxe oxkazanuch aHHOTUpoBaHbl (Mapoly0076s0067.1,
Mapoly0040s0047.1). Onun ren Obu1 npeackazan kak RALF-nogoOusiii y S. fallax n
OIMH TeH — y A. punctatus, onHako B oOoux nuHuUsAX A. agrestis Hu oguH RALF-
oA0OHBIN reH oOHapykeH He ObLT. C TOMOIIBI0 MHOKECTBEHHOTO BHIPABHUBAHUSI TAKKE
OBLIM MOKa3aHbl XapaKTEPHbIE KOHCEPBATUBHBIE MOTHUBHI B MTPEJICKA3aHHBIX MPEKypCcopax

opuoduToB.

[Tono6ubie snunepmanbHomy narrepH-dakropy (EPFL)
[Tentuasl, oTHOCAmuUecs k cemeiictBsy EPFL, siBnstoTcs niucrenH-00oraTbiMu, OHU
ObLTM OOHAPYKEHBI KaK y TOKPHITOCEMEHHBIX, TAK U Y MXOB [76]. Y HOKPBITOCEMEHHBIX

npeacCTaBUTCIN I3TOI'O ceMeicTBa MNEUTUJA0B PEryjJaupyr0oT KaK IIOAaBJICHHC, TaK H
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CTUMYJISIIUIO Pa3BUTHUS U TUIOTHOCTh pacrojiokeHus yctbull [76, 188]. Takxke ObLIO
IT0OKA3aHO, 4TO y mumeHuIsl nentuasl TaEPFL1 perymupyror passButue TerauHOK [189].
Kpome TOro, B HemaBHUX HCCIEIOBAHHUSAX OBLIO MOKAa3aHO, YTO JKCIPECCHUS] T'€HOB,
Koaupyromux nentuibl cemerictBa EPFL, uamensuiace B OTBET Ha 3apaxenue Fusarium
OXySporum B TOMaTe, 4YTO MOXET TOBOPUTH O BO3MOKHOM POJIU, KOTOPYIO 3THU HNENTH/IbI
WUTparoT B UMMYHHOM OTBeTe pacteHuil [190]. B namem ananusze SPADA npenckazana
HECKOJIBKO YK€ aHHOTUPOBAHHBIX mpekypcopoB nentuaoB EPFL y P. patens
(Pp3c5 11260V3.1.p, Pp3c2 13490V3.1.p u n1p.), a TakKe NOTEHIIUATBHBIE PEKYPCOPHI
nentunoB EPFL B Tpex renomax Anthoceros — mo 5 TeHOB B TeHOMaxX A. agrestis 00eux

JIUHUW U 6 TEHOB B T€HOME A. punctatus.

®urounanus/I'emornuanun (PCY)

[Mentuast PCY npunajiexar K rpynmne MuCTenH-00raThiX NENTHIOB U yYaCTBYIOT
B peryjsilud pocTa MbUIBLEBBIX TPYOOK Yy cOCyaHuCThIX pacteHuid [191]. Ml
UIeHTUPUUUpPOBATU 9 TEHOB, KIACCU(PUIMPOBAHHBIX KaK ‘‘U3BECTHBIE KOPOTKHE
CEKpPETUpPYEMBIE NENTUABI W “‘BEPOATHO HU3BECTHBIE KOPOTKHE CEKPETUPYEMBbIE
MENTUIbI’, KOTOPbIE MOTEHIIUATBHO KOAUPYIOT OCNKU-TIPEKYPCOPHI (PUTOIMAHUHOB Yy P.
patens (Pp3c3 _25110V3.1.p, Pp3c5 5180V3.1.p, Pp3c5 23940V3.1.p,
Pp3cl16_22330V3.1.p, Pp3c8 8380V3. 1.p, Pp3c20 17730V3.1.p, Pp3c23 9820V3.1.p,
pcy Chr04 13M 1, Pp3c7 7010V3.1.p). [lentuast PCY Taxxke ObuiM mpeicKa3aHbl y
BCEX OCTaJbHBIX MCCIIEJOBAaHHBIX BUIOB. Hanbosblee KOIMUECTBO MPEKYPCOPOB OBLIO
uneHtuguuupoBano 'y M. polymorpha. Opnako (QyHKIMH HTOTO CeMENCTBa

CEKPETUPYEMBIX NENTUIOB Y OprOPUTOB TPEOYIOT AAIbHEHIIIETO BBISICHEHUS.

TAX nenTuabl

[Tentuast TAX oTHOCATCS K TpyIe HUCTEUH-O0TaThIX MENTUIOB U YYaCTBYIOT B
npoieccax OMOCHMHTE3a TaKCAaHOB M CHHTE€3a HUKOTHMHOBBIX aikanounoB [192]. beio
MpeacKa3aHo TpH reHa (Pp3c5 22950V3.1.p, Pp3c3 16420V3.1.p,
Pp3c4 17790V3.1.p), xoaupyromux BeposiTHbIE mHpeKypcopbl nentugoB TAX y P.

patens. Y Bcex 3TUX O€IKOB-IIPEKYPCOPOB OTCYTCTBYET KaKas-TuOO aHHOTAIIMS JJOMEHa
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B TeKylel Bepcuu v3.3 reHoMa P. patens, Takxke HE ObUIO HUKAKUX CBUJETEIHCTB
npucyrctBust nentuaoB TAX y OpuoduroB. [lo nBa reHa, OpeanogI0XUTEIHHO
konupytomux nentuasl TAX, Obuto npenckazano B M. polymorpha, A. punctatus u B
oOoux nuHUsAX A. agrestis. Yetbipe TeHa Oblu nipeacka3anbl kak TAX y S. fallax.
MHOXeCTBEHHOE BhIPABHHUBAHUE MOTEHIIUAIBHBIX MPEKYPCOPOB U3 OpUO(DUTOB C
oenkamu-npekypcopamu TAX U3 Apyrux BUJIOB PACTEHUMN BBISIBUIO BBICOKOE CXOJICTBO

nocieaoBaTeabHoCcTeH (puc. 5 D).

Hecnenuduunsie 6enku neperoca aunuaos (nsLTP)

Manenbkue Oenku, coiepKailiue He-cCreluPpuIecKuil TMIuI-epeHOCI UM TOMEH
(Non-specific Lipid Transfer Proteins (nsLTPs), npencraBisitor co6oit 00bIIyI0 Tpynmy
[UCTEUH-00raThIX MENTUAOB, KOTOPHIE YUYaCTBYIOT B IMEPEHOCE JUIMUIOB, 3aIUTHBIX
peakIusix M Pa3BUTUU pPACTEHUN Yy OOJBIIMHCTBA COCYIUCTBIX pactenuii [193].
Wcnonb30BaHHBIA HaMU alNrOpPUTM TpeAcKa3al OJAMHHAIIATh TE€HOB, KOIUPYIOUIUX
MPEKypcopsl OENKOB TMepeHoca JunuiaoB y P. patens. JleBaTb u3 3TUX OEIKOB-
MIPEKYPCOPOB YK€ ObLUIM aHHOTUPOBAHBI KaK BO3MOXKHBIE O€JIKM TMEepeHOoca JIUMHIO0B
(LTP_2), a aBa ObUIM aHHOTUPOBAHBI HAMH B HAIlIEM UcCceqoBaHUU. B o0eux nuHusX A.
agrestis ObUI0 UACHTU(DUIIUPOBAHO MO MATh T€HOB OEJIKOB MepeHoca TUNUI0B. UeThipe
reHa ObLTY Ipe/iCKa3aHbl Kak OeIKU MepeHoca TUNUIoB Y A. punctatus n M. polymorpha.
JIBa U3 mpencka3aHHBIX OEJIKOB MEPEHOCA JIMMUAOB yKE€ ObUIM aHHOTHUPOBAHBI y M.
polymorpha (Mapoly0120s0024.1.p; Mapoly0955s0001.1.p). [Ba Oenka ObUIU
MpeCKa3aHbl Kak MPeAIIeCTBEHHUKU ENTUIOB OT OEJIKOB MepeHoca IUIUA0B B S. fallax,

Y OHU Takke yxe Ot anHoTupoBanbl (Sphfalx0002s0328.1.p; Sphfalx0005s0219.1.p).

SPADA Takke mnpenckasana YK€ AHHOTUPOBAHHBIE NENTHIBI W3 TPYIIIBI
«PEryJIATOPHBIX», TAKUE KaK MpeamecTBeHHUKN nentuaos Clavata/Embryo Surrounding
Region (CLE) y P. patens. Mbl Takxke CMOTiuM OOHapyXHUTh OEIKU-IPEKYpPCOPHI
nentunoB Root Cap/Late Embryogenesis, nmpuHaaiexanux K Tpymnmne «peryasiTOPHbIX
B P. patens m B o00eux nuHUsAX A. agrestis. lIpekypcopbl pacTUTEIbHBIX

HaTtpuiypetndeckux nentunoB (PNP) Obutn npenckazansl y M. polymorpha n ob6eux
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nuHUM A. agrestis, HO He ObUIM UJEHTHUGUUUPOBAHBI y P. patens, S. fallax wnu A.

punctatus.

3.1.1.2 I'pynna “aHTUMUKPOOHBIE” MENTUABI

AHTUMHKPOOHBIE MENTHIBI 00ECHEYMBAIOT NEPBYIO JIMHHUIO 3aIIUTBl OT aTak
MaTOreHOB, OHU OBLIM OOHAPY>KEHBI y BCEX BUJIOB pactenuii [29, 30].

['eBemHONOOOHBIE IENTUABI

['eBenHONOI00HBIE MENTUIBI OTHOCITCS K TPYINIE aHTUMUKPOOHBIX MENTUIOB U
UJEHTUPUIMPOBAHBI Y PA3JIMUHBIX OJAHOMOJBHBIX U JIBYJOJIBHBIX pacteHui [194]. B
HallUX JI@HHBIX Mbl TMpEACKa3aid 4YeThlpe TIe€Ha, KOAMPYIOIIUX BO3MOXKHbBIE
MPEAIIECTBEHHUKN T'€BEMHONONO0OHBIX NenTuaAoB y P. patens. Bce 3t Oenku-
MPEAIIECTBEHHUKN YYaCTBYIOT B 3aIUTHBIX PEAKIMSIX PACTEHUI; COTJIACHO OMHCAHHUIO
I€HOB B O0ILIEIOCTYITHBIX aHHOTALUSAX, OHU CBS3BIBAIOT U Pa3pyIIAIOT XUTHUH KIETOYHBIX
CTeHOK rpu0OoB. OJHAKO HEKOTOpPHIE M3 HHUX TAKXE BKIIOYAIOT IMOCJIEI0BATEIBHOCTh
IeBEMHONOI00HBIX MENTHUIOB, KOTOPbIE COOTBETCTBYIOT (DOPMYJI€ U3BECTHBIX I€BEUHOB
(C1x4-5C2x4C3C4x5C5x6C6, rne C obo3HauaeT 1mucTenH, a X o003HAYaeT JIO0YIO
AMUHOKHUCIIOTY B MpOMexyTKe). IloTeHnuranbable TpeKypcopbl ITUX MENTHI0B TaKkKe
ObLIIM OOHApY’KEHBI Y BCEX MCCIIEIOBAaHHBIX BHJI0B OprodutoB. Hame MHOKeCTBEHHOE
BBIPDABHUBAHHUE MOCIEAOBATEIbHOCTEH TAaKKE BBISIBUIO OOIIME MOTHBBI MEXIY
npeKkypcopamu u3 Opuo(UTOB U U3BECTHLIMU T'€BEUHAMU APYTruX pacteHuut (puc. 5 B).

TuoHMHONOAOOHBIE TENITH B

TruoHMHONIOAOOHBIE MENTHABI — 3TO LHUCTEHH-OOTaThle NENTUIbl, KOTOpPbIE
00J1aJal0T KaK TOKCUYECKHUM, TaK U aHTUMHUKPOOHBIM JIEUCTBUEM, pa3pylliasi MEMOpaHy
naToreHoB [195]. Oty nenTuabl ObLIM UACHTUPUIUPOBAHBI KaK Y OJTHOAOIBHBIX, TaK U Y
IBYJ0JIbHBIX. Ha ceroaHsmHuii 1eHb reHbl, KOAUPYIONINE THOHUHOMOAOOHbIE MEeNTHIBI,
He ObUIM aHHTOTUPOBaHbI y P. patens unu apyrux 6puodutos. OJHAKO MBI IPEACKa3aIn
JIBa TE€Ha KakK BO3MOXHbIE THOHMHOMOAOOHBIE mnentuasl (Pp3c22 12110V3.1,
Pp3c19 18370V3.1) y P. patens. Otu renbl He aHHOTHpOBaHbl B Phytozome v12. Ilo
OJIHOMY T'€Hy OBLIO MPEICKAa3aHO B KAUECTBE BO3MOKHBIX THOHMHOIIOAOOHBIX MENTHI0B

y M. polymorpha u B Tpex reHomax Anthoceros. ]JIBa Oenka-mpexypcopa ObLIU
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NpeacKa3aHbl Kak THOHMHONOAOOHBIE mnentuasl B S. fallax. Mpl Takxke NpoBeId
MHOXECTBEHHOE  BBIPABHMUBAaHUE 3TUX  OEJIKOB-NPEKYPCOPOB C  HM3BECTHBIMU

MpeKypcopamMu THOHUHOMOAOOHBIX NENTUIOB U3 Apyrux pactenuii (puc. 5 C).

3.1.1.3 I'pynna nentuaoB “HEU3BECTHOrO  NEUCTBHS

K »Toil rpymnme Mbl OTHECHH MpeliCKa3aHHbIE MPEAIIECTBEHHUKH TENTUJIOB,
MMEIOIIUX HU3BECTHBIE JOMEHBI, MO3BOJISIONINE OTHECTH UX K M3BECTHOMY CEMEHCTBY,
OJIHAKO JCHCTBHE KOTOPHIX B OprouTax HE A0 KOHIA TOHSITHO.

B or1oii rpynme oxazanuch MNENTUIBI OT TaKUX HW3BECTHBIX CEMEUCTB, Kak
WHTUOUTOPHI CyOTHIIN3UHA, PUTOLIMCTATUHBI, UHTHOUTOp npotennas Il tuma kapTodens,
a Takke uHruouTopsl TpuHcnuHa Kynutna, cemeiictBo unrubutopoB Kazama u
nurorokcuueckud  T-numdonutr anturen-2 anbpa (CTLA). Ham  yganoch
UIeHTUPUUUPOBaTh MO |-2  reHa MNpeanoNoKUTEeNIbHO (UTOLMCTAaTHHA Y BCEX
M3ydyaeMbIX BHUJIOB, KpoMe M. polymorpha, a takxe mo 1 NOTEHUHAIbHOMY TE€HY
WHTUOUTOPOB CYOTHUNM3MHA y AHTOLIEPOTOBbIX M 2 TeHa y S. fallax, m 1 reH,
npejcka3zanHblii kak uHruoutop Kazana, y S. fallax. Camoe 60sbI10€ KOJIMYECTBO T€HOB
Cpeau BCEX MOTEHIMATbHBIX KOPOTKUX CEKPETUPYEMBIX MENTHI0B, IPEACKAa3aHHbBIX JJIs
BCEX MCCIEAYEMBIX BUIOB, 0KA3aJ0Ch JIJIsl IMTOTOKCHYECKOTO T-1uM(OUUT aHTUTeHa-2
anb(da.

Hurorokcuueckuit T-mumdorut anturen-2 anbda (CTLA)

[Mentuast CTLA y4acTBYIOT B peryJisiiid aKTUBHOCTU IIUCTEMHOBBIX MPOTEa3 U
MOTYT UWHrHOUpOBaTh HX AakTUBHOCTH [196]. Ham ananu3 BbisiBUI 13 TeHOB,
KoJupytomux noteHuuanbusie nentuasl CTLA y P. patens (Pp3c2 30400V3.1.p u emie
HECKOJIbKO). AHanu3 00oraiieHusi TEPMUHOB T€HHON OHTOJIOTMU TOKa3ajl, 4TO 3TH
OCJIKU-TIPEKYPCOPhl  YYACTBYIOT B OKHCIHUTEIbHO-BOCCTAHOBUTEIBHBIX IPOIECCaX.
[Ipekypcopst mnentupoB CTLA Takke ObUIM MOpeAcKa3aHbl y BCEeX APYTUX
UCCIIEIOBAaHHBIX BHUJIOB. Haumbomblllee KOJIMYECTBO OEJIKOB-MIPEKYPCOPOB  OBLIO

unentuduuupoBano y S. fallax.
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Kpome Toro, mbl HAEHTUGUIMPOBAIU MPEKYPCOPHl CHEUUPUUECKOTO s
KIIyOeHbkoB Oenka, Ooraroro riaunuHoM (NodGRP), y Bcex wucciienoBaHHBIX BHJIOB
opuroduToB. OYHKIMH 3TOU TPYHIBI KOPOTKUX CEKPETUPYEMBIX MENTUIOB y OprodUTOB
TpeOyoT aanpHelmero u3ydeHus. Taxxe ¢ nomombio SPADA Mbl npeackasanu
HECKOJIbKO HU3KOMOJEKYJSApHBIX IucTenH-Oorateix nentugoB (LCR) B P. patens,
OOJIBIIMHCTBO U3 KOTOPBIX ObuTM aHHOTHUpPOBaHbl SPADA de novo. Ilpexypcopst LCR
TaKke ObUTU mpenickazansbl B S. fallax, A. punctatus u A. agrestis nuauu Oxford, HO He B
M. polymorpha n A. agrestis nuaun Bonn. Takxke ¢ momornisio SPADA mbl nipeackazanu
HaJu4yue MPEKypCOPOB TPYMIbl CHEIU(UUHBIX ISl KIIYOEHBKOB OOTaThIX HUCTEMHOM
nentunoB (NCR) y M. polymorpha, y o6eux nunuit A. agrestis u'y A. punctatus, Ho OHA
He Obun uaeHTUUIpoBaHsl y P. patens u S. fallax.

Taxke MBI HallUIM MPEKYPCOPHI, MPEICKa3aHHbIE KAaK “U3BECTHBIE KOPOTKHUE
CEeKpeTHpyEMbIE MENTUbI” U3 Pa3HBIX IPYMI, KOTOPhIE BCTPEUATUCH UCKIIOUUTENBHO Y
HeckoJIbKUX BUIOB: npekypcopsl nentuaoB LEED.PEED (LP) B A. agrestis nunun
Oxford u A. punctatus; npekypcopsl uHrHOUTOpa cyoTIN3uHa (SubIN) B Tpex reHomax
Anthoceros u B S. fallax; npexypcop Tapetum Determinant 1 (TPD) y A. punctatus; n

HEKOTOpPBIE APYTHE.

Mpb1 OOHapyX WU, YTO MATTEPHBI PACHPEACICHUS KOPOTKHX CEKPETHUPYEMBIX
MEeNTUI0B, HACHTU(PUIHMPOBAHHBIX Yy S. fallax, otnuuarorcs ot P. patens u M.
polymorpha, ckopee HanoMUHas TaKoBbie Y AHTOIEpOTOBBIX. B reHome S. fallax Obuio
UJIEHTUPUIUPOBAHO HECKOIBKO YHHKAJIBHBIX MPEKYPCOPOB KOPOTKUX CEKPETUPYEMBIX
nentuaoB, Takux kak MtSUBPEP, ProSCOOP, cemeiictBo mHrHOuTOpoB Kazama wu
pactutenbHble qedeH3nn-nogooHbie nentuasl (PDL).

B 3akmroueHre MOXKHO CKa3aTh, 4YTO KOJMYECTBO MPEJCKA3aHHBIX T'EHOB,
KOJUPYIOIMHUX KOPOTKHE CEKPETHPYEMbI€ TMENTHUIIbI, BBIIIE Yy MXOB, HYeM Yy
AHTOIIEpPOTOBBIX U IEUEHOYHUKOB, HO BCE K€ HUXKE, YEM Y MOKPHITOCEMEHHBIX PACTCHUH,

Takux Kak Medicago truncatula (puc. 4 C).
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3.1.2 Ananu3 TpanckpunToma P. patens ipu 3apakeHUAN

¢uTonaToreHaMu

Jlns moucka KaHIUJIATOB HOBBIX BHUAOCTEIU(UUHBIX CEMEHCTB HMMYHHBIX
MENTHUIOB, a TakKXKe JJisi TMOATBEPKACHUS POJM HaWJIEHHBIX B T€HOME T'OMOJIOTOB
M3BECTHBIX T'€HOB KOPOTKHX CEKPETHPYEMbIX MENTUIOB KaK PEryJIsiTOpOB UMMYHHOTO
OTBETA MBI MTPOAHAIU3UPOBAIN TPAHCKPUIITOM, MOJYYEHHBIN NOCHE 3apakeHust mxa P.
patens maTOTreHHBIM TpUOOM Botrytis cinerea [171]. B mocnennee BpeMs ObLIO IMOKa3aHO,
YTO CYIIECTBYIOIIHME CIIOCOOBI aHHOTAIMU T€HOMOB U TPAHCKPUIITOMOB MPOMYCKAIOT
MHOIO0 TOTEHIUAIbHO (PYHKIIMOHAIBHBIX pPaMOK cCUuThIBaHus. [1oATOMYy MBI 3aHOBO
MpeJCKa3adu OTKPHIThIE PAMKH CUYUTHIBAHUS B TPAHCKPUIITOME C HOBBIMHU IMapaMeTPaMH,
OTUIABTPOBATIU HMX MO [JIMHE, HAJIUYHIO CUTHAJIBHOM MOCIEN0BATEILHOCTH U TIO
M3MEHEHUIO YPOBHS TpaHckpumniuu npu 3apaxenud (log2 fold change > 1; P < 0,05).

Hamu Obimu mpezackazanbl 1749 moTeHIManbHBIX OENKOB-IIPEAIIECTBEHHUKOB
(mmuaa < 200 a.o0.), reHbl KOTOPBIX AUPPEepeHIuaIbHO IKCIPECCUPOBAINUCH MPU
3apakeHnu. Ilociie CpaBHEHHs € HAIIUMHU pE3yJNbTaTaMU MPEACKA3aHUS KOPOTKUX
CEKPETUPYEMbIX MENTUIO0B B T'€HOME MXa Mbl WACHTU(DUIIMPOBAIM KaHIWUIATHI U3 7
CEMEUCTB “U3BECTHBIX KOPOTKHX cekpetupyeMmbix nentungoB”’: EPFL, MEG, nsLTP,
CAPE, STIG-GRI, ¢uroumanuHbl, a TakXe CEeMEMCTBO, oOo03HaueHHOe Kak cl21
(HeusBecTHast QyHKIIMSA).

[IpencraButenu cemeiictBa nentugoB EPFL oTBewaror B ywmcie mnpouero 3a
pa3BUTHE KJIETOK ycThUIl. Hamu Obud uaeHTU(UIIMPOBAHBI HECKOJIBKO TPAHCKPUIITOB
reHoB, komupyromux oproigoru EPFL, umeromue COOTBETCTBYIOIIYIO AHHOTAlUIO B
reHome mxa [ 188]. [Tomumo nuddepeHnnanbHO-3KCIPECCUPYIOMINXCS AaHHOTUPOBAHHBIX
renoB EPFL  (Pp3c6 12270; Pp3cl 26030; Pp3c23 5720; Pp3c23 11350;
Pp3c24 9860; Pp3cl6 1430), ™Mbl Takxke MNOPEACKA3aIM HECKOJBKO  CXOXKUX
TPAHCKPUITOB, BEPOSITHO, 0Opa3yIOIIUX CEMENUCTBO, UMEIOIIEE CTPYKTYPY, MOJOOHYIO
u3BecTHbIM mpenactaButensiMm EPFL mentunoB u3 apyrux pacrenuit (puc. 6 A u B).
CornacHo TaHHBIM TPAHCKPUNTOMHOTO aHAJIN3A YKCOPECCUS TEHOB IAHHOTO CEMEWCTBA,

ocobenHo Pp3c6 12270, 3HAUUTENBbHO MOBBIIATACH TMOCHE 3apa)xeHus. TakXe MbI
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OOHApYX WU €€ OJUH IUCTEUH-00TaThlid MENTU, HE aHHOTHUPOBAHHBIN Tipexae y P.
patens, HO OTHECEHHBIN B HallleM Mpencka3zanuu K rpynne Maternally Expressed Genes
(MEG). MEG nentuasl Obut 0OOHapyKeHbI Y KYKYpy3bl, @ BOOCIEICTBUU U Y APYTHX
MOKpbITOceMEHHBIX [197]. COOTBETCTBYIOIIME T'€HbI CIENU(PUIECKH SKCITPECCUPYIOTCS B
TPAHCIOPTHBIX KJIETKaX JHJOCHEpMa KYyKYypy3bl, OJHAKO POJb 3TOr0 MENTHA HE 10
KoHIla oHsATHA. CytiecTByeT npeanonoxenue, uto MEG nenTubl MOTYT BBINOJIHATH
CTPYKTYPHYIO WM 3alUTHYIO poiib [190]. Enle onHum ceMeicTBOM HUCTENMH-O0raThIX
MENTHUIOB, KCIPECCUSI TEHOB KOTOPOr0 3HAYUTEIHHO MOBBINIANACH MPU 3aPAKECHUHU,
OKazayicsi TpejcKa3aHHbIM Oenok mnepeHoca nunuaoB (Pp3cl0 4720; Pp3cl4 3810;
Pp3cll _7470; Pp3cll 7530; Pp3cl1 12520; Pp3cl1 3860). benku nepeHoca TUnuaoB
OOHapy»EHbl Y MHOTUX PACTEHUU M BBIMOJHSIOT IMHUPOKUN CHEKTp (YHKIUN, B TOM
yucie 3amuTHbIX. OHako 00 ux aeicTBumn y OpuodutoB u3BecTHO HeMHOro. HeaBHee
UCCIIEIOBAHUE TIOKAa3bIBAET, YTO BBINICYIOMSIHYThIE LHUCTEUH-OOTAThIE TENTUIbI
JNEUCTBUTENBHO YYAaCTBYIOT B PETYJISIIIMM MMMYHHOTO OTBETa Y MOKPHITOCEMEHHBIX, B
YaCTHOCTH, y TOMAara, OJHAKO HUX POJIb B UMMYHUTETEe OpHOPUTOB €€ MPEIACTOUT

n3y4duts [190].

b%’
2

E Npepgcka3anHana 3D cTpyKTypa E M3secTHas 3D cTpykTypa EPFL9
EPFL6 P.patens A.thaliana

WA
e (f}?

/ ' gt
E NpeackazanHan 3D cTpykTypa M3eecTHan 3D cTpyKTypa gedeH3uHa
P.patens Aesculus hippocastanum

Puc. 6. 3D crpykrypa nentupoB A - EPFL6 mxa P. patens, B - EPFL9
apadumorncuca [197], C - npeamosoXuTeapHOro roMosiora negen3nna mxa P. patens, D
- nedensuna Aesculus hippocastanum [98], npenckazaHHas ¢ MOMOIIbIO UHCTPYMEHTA

AlphaFold2 (https://alphafold.ebi.ac.uk/) nnst romonoros u3 P. patens.
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N3BECTHBIM 3alIUTHBIM NENTUAOM, TPAHCKPUIITHI TEHOB BEPOSTHBIX TOMOJIOTOB
KOTOPOTO Mbl OOHApYy>KWJIM B TPAHCKPUNTOME IMocie 3apaxeHus, okazaicsi CAPE,
BhIIIETUIsIOIIMIC U3 (yHkuoHansHOro Oenka PRI1. IlocnmemoBarenbHOCTH 3TOrO
MEeNTUAA Y MXa COJEPKUT KOHCEPBAaTHUBHBIM MOTHUB Ha (C-KOHIIE, COOTBETCTBYIOUIWN
u3BecTHBIM (pyHKuMoHanbHBIM CAPE nentugaM y HOKphITOCEMEHHBIX.

Kpome Toro, cpemu nuddepeHnnanbsHO MOBBIIAIOMIUXCS TPU  3apakeHUU
TPAHCKPUNTOB Mbl HAIIA TPAHCKPUIITHI TE€HOB, MPEACKA3aHHBIX HaMH Kak
¢urounanunsel, a Takke STIG-GRI. Ux poas B UMMYHHOM OTBETE HA JJAHHBIA MOMEHT
HEJIOCTATOYHO U3YyYECHA.

Kpome BepOsATHBIX TOMOJIOTOB U3BECTHBIX KOPOTKHUX CEKPETUPYEMBIX MENTHJIOB
HaMi ObUTM  OOHapyXeHbl 49 OTKpBITBIX pPaMOK CUUTHIBAHUS, KOJUPYIOUIUX
MOTEHIIUAJIbHBIE KaHAUAAThl HOBBIX OHMOJOTMYECKH AKTHUBHBIX MENTUIOB, YPOBEHb
TPAHCKPUIMIMHA KOTOPBIX MOBBIMIAETCS B OTBET HA 3apaK€HUE. 27 U3 3TUX TPAHCKPUIITOB
TaKke paHee ObUIM aAHHOTUPOBAaHbl Kak JUIMHHBIE Hekomupyromme PHK.
[TocnenoBaTeTbHOCTH HEKOTOPBIX M3 3THX TenTuaoB npu aHanuze tBLASTn B 0Oaze

nanubix 1K TpaunckpuntomoB (https://db.cngb.org/onekp/) mokazamu romosioruto c

JIPYTUMH BUJIaMH OprO(PUTOB, OAHAKO (PYHKIIMOHATIBHOW aHHOTAIIMU JIJI1 HUX TTOKa3aHO
He ObU10. MBI IPOBENU aHATU3 UX CTPYKTYPHI U TOKA3aIH, YTO HEKOTOPBIE U3 HUX MOTYT
OTHOCHUTBCS K M3BECTHBIM TPYIIaM aHTUMHUKPOOHBIX MENTUIOB U OEJIKOB, TAaKMX Kak

nedensunsl (puc. 6 C u D).

3.1.3 Ananu3 nentunoMoB P. patens mociie 00pabOTKH IUCUTOPAMU

CTPECCOBOIo OTBCTA

Kak npaBuno, B OTIM4YHE OT APYTUX PETYIATOPHBIX NENTHAOB, TE U3 HUX, KOTOPHIE
y4aCTBYIOT B UMMYHHOM CUTHAJIMHTE PACTEHUM, CIOKHEE OOHAPYKUTh IPU aHHOTALIMHU
T€HOMOB, HCIOJIb3YSI HMHCTPYMEHTBHI, OCHOBAaHHBIE HA BBISBIICHUM CXOJCTBA
nocnenoBarenpbHocTel. [loka3zaHo, 4YTO MHOTME M3BECTHBIE HMMYHHBIE MENTUIBI
SBJISIIOTCS. BUAO- WIHM pojaocnenuduunbiMu, Hanpumep, nentuasl PEP1, nalinenusie y
KpectouBeTHblXx, ¥ WX BO3MOXHBIM  (QYHKIMOHANbHBIA  aQHAJOT  CHUCTEMUH,

oOHapyxeHHbil y [1acnenoBsix [38, 199]. Kpome Toro, 3anuTHble MEOTUIBI CIIOCOOHBI



70
BBIIIEIISATECS M3 (DYHKIUMOHAJIBHBIX  OENKOB-IPEKYpPCOPOB  MOJ  JEHCTBUEM
ompeaeaeHHbIX cTpeccoBbiX (akTopoB [41, 80, 81]. Takke B OTBET Ha CTPECCOBBIU
CTUMYJ TE€HBbl MNPEKypPCOPOB OMOAKTUBHBIX MENTHAOB HE BCErJla IMOBBIIIAIOT CBOIO
TPAHCKPUMIMIO, BMECTO OTOr0 CTPECCOBbIE (AKTOPHI AKTUBUPYIOT THUIPOJIN3
COOTBETCTBYIOIINX OCIKOB-IIPEKYPCOPOB, KaK, HATPUMEP, 3TO ObLIO MOKa3aHO JyIs Oenka
PROPEPI, cBsi3aHHOTO C BaKyOJsIMU, U3 KOTOPOTO MPOTEA3bl U3 CEMENCTBA METAKACTIA3
seimensior nentuasl PEP1 B ycnoBusx usmenenus konuentpamuu Ca’t [91]. Taxue
M3MEHEHHUS B ATTEPHE PACIICTUICHUSI O€TKOB MOTYT OBITh JETEKTHUPOBAHBI C MOMOIIBIO
METOJOB menTuaAoMuKkd. Ilpu 5>TOM, NOPEUMYIIECTBOM MENTHAOMHUKUA SIBISETCS
UJEHTU(PUKAIIMS HATUBHBIX MENTUIOMOB, OOpa3yOUIUXCSA B KJIETKaX €CTECTBEHHBIM
o0pa3zom, a HEe TPUNTUYECKUX MENTUI0B KaK MPU CTAHAAPTHOM MPOTEOMHOM aHaiu3e. B
CBSI3U C ATUM Mbl PENIWIN BBINOJIHUTh TMOHWCK TMPEANoJaraéMblX KaHIAUIaTOB B
OMOAKTUBHBIE MENTHUJbI, B dHJAOTEHHBIX MENTUIHBIX MyJaX MOJEIBHOr0 OOBEKTa MXa
Physcomitrium patens. JIns "HAYKUWY BBIIEIJIEHUS TAKUX NENTUI0B, Mbl HCIIOJIH30BAIN
00pabOTKy CTPECCOBBIMM TOPMOHAaMH C TMOCJHEAYIONIEH OIEHKOM U3MEHEHUM
00pa3yronuxcs Mya0B NENTU/I0B, BHIIEIUISIONINXCS U3 MaieHbkuX OenkoB (< 200 a.o.),
U UX MOCT-TPaHCISUUOHHBIX Mojaudukanuii. Kpome TOro, Mpl Takke HCIOJIb30BaJH
00pabOTKy M3BECTHBIM 3JIUCUTOPOM, XUTO3aHOM, PACTCHHUI MXa IUKOTO THUIIA, & TAKXKe

MYTAHTHBIX I10 I'€HY OJIHOI'O M3 €TI0 PCUCIITOPOB.

3.1.3.1 CtpeccoBble TOPMOHBI HHIYLIUPYIOT TUAPOIU3 MAJIEHBKUX OEJIKOB

N3BecTHO, YTO NPEKYpCOpbl MHOTHX KOPOTKHX CEKPETHUPYEMBIX MENTHJIOB
pactenuii 3To manenbkue (< 200 a.o0.) Oenku 0e3 ycraHoBieHHbIX GyHKIUN [200]. MbI
HCIIOJIb30BaIM MacC-CIIEKTPOMETPUUECKUIN aHaAU3, JJIsl TOTO YTOOBI UJIEHTU(UIIUPOBATH
MOTEHIIUAIbHO OMOAKTUBHBIE CEKPETUPYEMbIE MENTUbl B MENTUIOMAX pacTeHuit P.
patens, 00pabOTaHHBIX CTPECCOBBIMU (UTOropMoHamu. Ha mepBom 3Tamne Mbl BBIICIUIN
Y MPOAHAIU3UPOBAIM SHAOTCHHBIE NMENTUABl U3 KYJIbTYpPAJIbHON KUAKOCTU P. patens.
Hcnonb3yst Macc-CHEKTpOMETPUUYECKUN aHaiau3, Mbl OOHapyxwin mnpumepHo 2500
SHJOTEHHBIX MENTUIO0B, BBIIEIUIAIOMMXCS U3 270 OeIKOB-NPEeKypCcOPOB, JITMHON MEHEe

200 a.o., yTo cocraBisieT 0kojo 7% ot Bcero nentuaoma (puc. 7 A, B). Cpeau stux
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O0enkoB 8% HE HMMEIOT MpeAcKa3aHHOW (YHKUMHM W, TaKUM 00pa3oM, MOTYT OBITh
NOTEHIIMAIBHBIMA ~ MPEKYpCOpaMH  MNENTHUAHBIX TOpMOHOB. Kpome TOro, Mbl
UICHTU(ULUHUPOBAIM MACC-CIEKTPhl TaKUX “‘U3BECTHBIX KOPOTKHX CEKPETHPYEMBIX
NENTUIO0B”, MPEJCKa3aHHBIX HAMU paHee B TEHOME MXa, Kak OEJIKM IEpeHOca JIUMUAO0B U
(UTOLMAHUHBI, a TaKkXke “‘BEPOSITHO M3BECTHBIX® U “IpeArnojiaraéMblX KOPOTKHX
CEKPETUPYEMBIX MENTUI0B” C “HEM3BECTHBIM criocobom nerctBusi, kKak NodGRP, NCR,
LCR, ¢uronucratuH, u “peryiasTopHbIX’ NenTuaoB, Takux kak Leginsulin, EPFL u
Rotundifolia/Devil.

MenTnabl MoauduumpoBaHHbie nenTuabl

1025 669 201 58 40 14

[2] [2]

Canmnunosas  KoHTpos Canununosas Kontpons
KHCJIOTa KHCJIOTA

941 687 332 7 31 3

MerumkxacMonar KouTpois Mermmkacmonar  KoHTpois

ManeHbkue 6enku-npeawecTBeHHUKH

18 36 94

[¢]

Metwmnkacmonar CanuiuioBas
KHCJIOTA

Puc. 7. lnarpamMmMbl BeHHa, TEMOHCTPUPYIOIINE CPABHEHUE A - CEKPETUPYEMBIX

MENTHUIOB Mociie 00pabOTKU CaTUIUIOBON KUCJIOTOM U B KOHTPOJIbHBIX 00pa3uax; B -
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CEKPETUPYEMBIX TENTHIOB IMOCIe O0pabOTKM METHKAaCMOHATOM M B KOHTPOJIBHBIX
obOpasnax; C - ManeHbKUX OenKoB-mpeaniecTBeHHUKOB (< 200 a.0.) ceKxpeTupyembIxX
METNTHIOB, WHIYIIUPOBAHHBIX 00paboTKOM CAJTHIIMIIOBOM KHCIIOTOU u
MeTWDKacMoHaToM; D - TenTUIOoB ¢ MOCTTPAHCISIUOHHBIMU MOIU(MDUKAIUSIMHA B
CEeKpeToMe Mmociie 00pabOTKU CaTUIIMIOBON KUCIOTON U B KOHTPOJBHBIX oOpasmax; I -
MENTUIOB C MOCTTPAHCISIITIOHHBIMUA MOJIU(DHUKAIIUSIMHA B CEKPETOME Tociie 00paboTKu

MCTHUIDKaAaCMOHATOM M B KOHTPOJIBHBIX o6pa3uax.

Jlanee Mbl OIIEHUIIU, KaK BIMSIET UHAYKIUS CTPECCOBOIO OTBETA HA BHEKJIETOUHBIN
MENTHIOM Hallel MoJienu - P. patens. J1Jist 5TOro Mbl 00padoTaIN )KUAKYIO KYJIbTYPY MXa
XOpOIIO H3BECTHBIMM CTPECCOBBIMM TOPMOHAMU: CAJUIUIOBOM KHUCIOTOM W
METWI)KaCMOHATOM, U MPOAHATIM3UPOBAIHN CEKPETUPYEMBIE NENTUIHBIE TTYJIbI.

Hcnonb3yst Macc-CIEKTPOMETPUUECKUM aHANIU3, Mbl UJACHTU(DUIIUPOBATIU OKOJIO
1900 BHEKIETOUHBIX MENTUAOB B KOHTPOJIbHBIX 1 00paboTaHHbIX 400 MKM canuiuioBoit
KUCI0TOM oOpasnax (puc. 7 A). CpaBHUTENIbHBIN aHANIW3 TUX NENTUIOMOB ITOKa3a, 4To
CaIMIUIIOBAs KUCIOTAa UHAYLUUPYET MPOTEOJIN3 HEOONBIIUX OENKOB, BKIIOUAsl OCIKU C
Heu3BecTHOM (pyHkuueit. Tak, Mbl UIEHTU(PUUIUPOBAIN SHIAOTCHHBIE menTuabl oT 130
KOPOTKHX MPEKYPCOPOB B CEKpPETOME, 00pabOTaHHOM canuIuiIoBoil kuciorou (puc. 7 C).
Cpenu HUX ObUTH CBSI3aHHBIE CO CTPECCOM O€JIKH, TaKue KaK peMOPHUH, MaJI€HbKU O€JI0K
terwoBoro 1moka HSP20 u apyrue. Manenbkue O€NKU-IPEKYPCOPHI COCTAaBIISIN
npuMepHo 30% OT Bcex MPEeKypCOpOB, YHUKAIBHBIX sl 00pa00TaHHBIX CAJHIIUIOBOM
KUCIoTOM oOpasmnoB. M3 Hux 15% OenkoB HEe UMENUW aHHOTAIMU, YTO MO3BOJIUIIO
MPENOJIOKUTh, YTO HEKOTOPHIE U3 HUX MOKHO OTHECTU K BEPOSITHBIM IpPEKypcopam
OnoakTUBHBIX nentua0B. Kpome Toro, ¢ momoimpto anropurma BLASTp mbl npoBenu
MOMCK TOMOJIOTUYHBIX 0enkoB B 0aze NCBI cpeau apyrux pacteHuil v mnokasaid, 4TO
HECKOJIBKO TAKUX KOPOTKUX HE(PYHKIIMOHATBHBIX OEJIKOB, YEH MPOTEOIN3 UHIYITUPYETCS
TOJBKO MPHU CTpecce, 00HAPYKUBATUCH TOJIBKO Y OpUO(DUTOB WU J1a’Ke SKCKIIO3UBHO Y
P. patens, 4T0 MOXeT yka3blBaThb Ha HOBbIE CHEUUPUUHBIE CEMENHCTBA CUTHAIBHBIX
MENTHIOB, CBOMCTBEHHbBIE TOJILKO HECOCYAUCTHBIM pacTeHUsM. Mbl Takke HaOJIroAanu

YBCIIMYCHUC KOJMYCCTBA IICIITU/I0B C-KOHHGBBIX HOCHCHOB&TGHBHOCTCﬁ MAaJICHBKHUX
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MIPEKYPCOPOB MpHU 00pabOTKE CATUIUIOBON KHUCIOTON MO CPAaBHEHUIO C KOHTPOJIEM
(29,6% B xonTpoOIsIE Vs 40,2% Takux MEeNTHUAOB B 00pabOTKe).

Jlanee MBI TPOBEIM MACC-CHEKTPOMETPUYECKUN aHamu3 MEeNTUIOB U3
KyJbTYpaJbHOU XKUAKOCTH P. patens, odpadbotanHoil 400 MxkM MeTwiKacMoHaTa, U
uaeHTudupoBan okojo 2000 menTua0B B KOHTPOJIBHBIX U 00pab0TaHHBIX 00pa3iax
(puc. 7 B). O6paboTka METUIIKACMOHATOM MpHUBENa K pacllelyieHni0 54 MaleHbKUX
MIPEKYPCOPOB B KyJIbTypalbHOM xKuUAKOCTU MXa P. patens (puc. 7 C). Ilpu stom 20,4% u3
HUX OTHOCWJIMCH K O€JKaM C HEM3BECTHOM (PyHKIMEH, O0bIIast )K€ 4acTh OTHOCHIIACH K
XJIOPOTUTACTHBIM U TUCTOHHBIM Oenkam. [louck ¢ momompio BLASTp romosnoros u3s
npyrux pacteHuid B 0aze NCBI mnoxkazan, uto HeOonblmas dYacTh ATUX
HeyHKIIMOHANBHBIX 0eNKoB (7,4%), Tak ke, KaK U B CiIy4ae ¢ MHIYKIHEH CAIUIIUIOBOM
KHUCJIOTOM, OOHAapy>XUBaJlach TOJbKO Yy P. patens wiu y Apyrux OpuoduTOB, HO HE y
COCYAUCTBIX PACTCHUMU.

N3 nmpenckazaHHbIX HaMHU MPEKYPCOPOB “U3BECTHBIX U “BEPOSATHO H3BECTHBIX
KOPOTKHX CEKPETUPYEMBIX MENTHAO0B’ B WHIYIUPOBAHHBIX CTPECCOBBIMU TOPMOHAMH
MENTUI0OMAaX Mbl OOHAPYXWJIM TNEeNnTUAbl OoT (QuTonMaHuHOB, mpekypcopa RALF
nenTuaoB (KOTOPBIA Takke OblT yxke aHHoTupoBaH; Pp3c6 7200), a Takxke OT
duTornucTaTMHA M LHMCTEeUH-Ooratoro Oenka kopHeBoro uexiuka (Root Cap). Cpenu
OEJIKOB-IIPEKYPCOPOB C HEU3BECTHOW (YHKIMEW HaMu ObLIM BBIJCJIECHBI HECKOJIBKO
KaHauaaToB, B ToMm yucie Pp3c21 4350 u Pp3cl4 22870, menstomue cBoi npoduiib
pacuieryieHus MnoJ| AeiicTBUeM cTpeccoBhIX (hakTopoB. IlocienoBaTenbHOCTH MENTUAOB
OT 3TUX OEJIKOB, UJICHTU(UIIUPOBAHHBIE B UHIYIUPOBAHHBIX FTOPMOHAMU MENTUAOMAX
(INONAPLQGFKIA; EAAPAPVAEVEAPKAEE), BcTpewaloTcsi HECKOJBKO pa3
BHYTPH MOCIE0BATEIbHOCTEW COOTBETCTBYIOIINX OEIKOB, YTO HATTOMUHAET U3BECTHBIM
nMmmyHHbIM nientua (HypSys), romonoru KOToporo B pa3iMUHBIX BUJAX PACTCHUI
ceMeiicTa [lacneHOBbIE UMEIOT IO HECKOIBKO KOMHI BHYTPH CBOETO OeNKa-MpeKypcopa

[201].
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3.1.3.2 Ananu3 nocT-TpaHcassuuoHHbIX Moaudukanuit (IITM) BHEKIETOUHBIX

MENTUI0B

MHorue nenTuHbleé TOPMOHBI PACTEHUN MOABEPraroTCs MOCT-TPAHCISLMOHHbBIC
Moau(pUKALUIM, TAKUM KaK THIPOKCUIIMPOBAHKE MPOJIUHA, CYJIb(UPOBAHNE TUPO3UHA U
[NIMKO3WINpOBaHue ruapokcumnpoinuna [200]. Hanpumep, Takue moaudukanuu ObUTH
Haiiienel y CLE, CEP m RALF nentuaoB, CEeKpETUPYEMBIX KOPHSAMHU COCYIHUCTHIX
pactenuid [202]. [Ins moucka B IyJi€ BHEKJIETOYHBIX MENTHAOB HW3BECTHBIX W HOBBIX
MENTUIHBIX TOPMOHOB MBI NPOAHAJIW3UPOBAINA JIAHHBIE MaCC-CIEKTPOMETPUYECKOTO
aHajgu3a CO CIEAYIOIIUMU MOAU(PUKANUSAMU: TUAPOKCHWIMPOBAHUE  MPOJIMHA,
cyibpupoBaHue THPO3UHA U N-KOHIIEBOE alleTuiIupoBaHue. Hair aHanu3 mokasain, 4To
npubau3uTenbHo  17%  SHOOTEHHBIX  TENTHUIOB B KOHTPOJE  COJEpIKalu
TUAPOKCUINPOBAHHBIN mpoiauH. OO0paboTka CaduIUMIOBON KHUCIOTOM TmpuBena K
3HAYUTEIHLHOMY CHIKEHHUIO KOJIMYECTBA TUIPOKCUIMPOBAHHBIX MenTUI0B (10 8%; TecT
dunrepa p-value 7,29x107%). ITpu 5ToM Bcero 66110 HASHTHGUIUPOBAHO 58 YHUKAIBHEIX
MOCT-TPAHCIISIIUOHHO MOJU(PUIMPOBAHHBIX SHJIOTEHHBIX MENTHA0B, WHIYIIUPOBAHHBIX
oOpaboTkoi camumuiaoBor kucioron (puc. 7 D). Ilponmopuuu mnenTuaos,
AllETUIIUPOBAHHBIX ¢ N-KOHIIA, OCTAIMCHh NpexxHuMu — 7,6% u 7,9% BHEKIETOYHBIX
MENTUIOB B KOHTpPOJiE U OOpabOTaHHBIX CATUIUIOBOM KHUCIOTON, COOTBETCTBEHHO.
UYeTslpe nenTuga B KOHTPOJBHBIX 00pa3liax OKa3aluch CyJb(UPOBAHHBIMHU, TOTAA KaK
nocyie oOpabOTKU CAUIIMIIOBOM KUCIOTOW Mbl HE HAIILIX MOAOOHBIX MENTUIOB.

Ananu3  TepMuHOB reHHoW  oHtojormu (GO  terms) mpeKypcopoB
MOJU(MUIIMPOBAHHBIX MENTUIOB MOKa3al, YTO Hauboyiee 3HaYMMbIMH OMOJIOTUUECKUMHU
mpoIieccaMi ObUIM HMOHHBIA MEMOpaHHBIA TPAHCHOPT, PETYISALUS TPAHCKPUIIUU U
TPAHCISALNY, OKUCIUTENHHO-BOCCTAHOBUTEBbHBIE MTPOIECCHI, META0O0IN3M YTIEBOJ0OB U
npoteosin3. BO3MOXXHO, 4TO BHYTPHUKIETOYHBIE M MEMOpaHHBbIE OEIKH MPOU3ZBOMIST
MENTHU/IbI, KOTOPBIE, B CIy4ae CTPECCOBBIX YCIOBUM, MPOXOAST CHEUUPUIECKYIO TOCT-
TPAHCISALMOHHYIO MOAU(DUKAIUIO.

3aTeM Mbl OLIEHWIA KOJIMYECTBO MOAUMDUIIMPOBAHHBIX MENTUI0B, 00pa3yOIUXCS
OT MaJICHBKUX MPEKypcopoB. B KoHTposie ObuIM MACHTU(DUIIMPOBAHBI YETHIPE MENTH/IA

MMPOUCXOAINNX OT MAaJICHbKHX 66HKOB—HpCKprOpOB C THAPOKCUIMPOBAHHUECM IIPOJIMHA:
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FLLNELALP(hy)AG, HSSDP(hy)NFP(hy)FSIK, QP(hy)GSSACVTP(hy)LP(hy)QLS u
VTENLEVMP(hy)STTIR. Pa3zmep 3Tux nentTu10B ¥ KOJIUYECTBO MOAU(PUKAIIUN TOXO0XKHU
Ha U3BECTHBIC NenTUAHbIE TOPMOHBI, Takue kKak CEP u CLE. Tpu u3 cOOTBETCTBYIOMINX
MIPEKYPCOPOB SABIAIOTCS OETKaMU C HEU3BECTHOU (PYyHKIIMEH, B TO BpEMS KaK YeTBEPTHIil
— 6enxom HIKESHI (mocpennuk siaepHoro ummnopra Oenka TerioBoro moka). Cpenu
MOJU(MUIIMPOBAHHBIX TENTUIIOB, OOpa3yloIUXcs Mpu 00pabOTKe CAIMIIMIOBOM
KUCJIOTOM, MBI HANUIM JBa MNENTUAA C THAPOKCWIMPOBAHHBIM MPOJIUHOM —
GP(hy)SLIFP(hy) ARSPV u VAVKYYSDDWP(hy), — oauH wu3 HHUX OT
HepyHKUMOHaNbHOTO Oenka, a gnpyrod ot Oenka ZETA-COAT (cBs3aHHBIM C
BE3UKYJaMH).

3aTeM Mbl POAHATU3UPOBAIIM YHAOTEHHbIE BHEKIIETOUHBIE IENITUIBI P. patens Ha
HaJu4yue TUJPOKCUIUPOBAHHBIX M TJIMKO3WIMPOBAHHBIX OCTATKOB MPOJUHA U
CyJIb()MPOBAHHBIX OCTATKOB THUPO3UHA JI0 U MOCJe 00paOOTKH METHIIKaCMOHATOM (pHC.
7 1). B pesynbrate aHanuza ObUIO OOHapyX€HO, YTO, KaK B KOHTpPOJE, TaK U MpH
obpabotke, mis npumMepHo 10% 3HIOTEHHBIX MENTHIOB XapaKTEPHO HAJHW4YHE IOCT-
TPAHCISALMOHHBIX MOoAupUKanuii, mpuueM 0osee 90% u3 HUX ObUIA TUIPOKCUTUPOBAHBI
[0 OCTaTKaM MpOJIMHA, KaK U B ciiyyae oOpabOTKU camuuuioBoi kuciotoil. [Ipu stowm,
KaK B Clly4ae C CaJuIUIIOBON KUCIOTOM, 00pabOTKa METWIKACMOHATOM MPHUBOJUIA K
YBEIUYEHUIO OOIIero 4uuciaa MOAU(MDUIIMPOBAHHBIX TMENTUIOB U TMOSIBICHUIO 7/
YHUKaJIbHBIX.

Hamu pe3ynbraThl 10Ka3bIBAIOT, YTO 00pabOTKa CTPECCOBBIMU (PUTOTOPMOHAMU
MEHSIET CEKPEeTHUPYEMbId TENTUIOM U TMPUBOJAT K BBIIICIUVICHUIO YHHUKAJIbHBIX
MOJU(DUITMIPOBAHHBIX MENTU/IOB U MOSBICHUIO IENTUIOB OT HOBBIX OEJIKOB-IIPEKYPCOPOB
[0 CPaBHEHHUIO C KOHTPOJbHBIMU OOpasuiamu. Takum oOpazom, mpouecc ruaposivsa
OCJIKOB B PACTEHUSX HOCHUT HE TMOJTHOCTBIO CIIyYalHBIA XapakTep, HaXOJACh MO
BIIUSIHUEM Pa3IUYHBIX (PAKTOPOB. YBEJIMYEHUE KOJIUYECTBA BBIIICTUIIEMBIX MENTHIOB
WU TOSBJICHUE HOBBIX B HHIYIUPOBAHHBIX MMENTHAOMAX MOXKET YyKa3blBaTh Ha HUX
MOTEHIUAIbHYI0 OWOJOTUYECKYI0 aKTHUBHOCTh, cO3/JaBas 0a3zy Mg TMOUCKA HOBBIX

PETYIATOPOB PAZIMYHBIX MPOLIECCOB.
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3.1.3.3 O6paboTka XUTO3aHOM CTUMYJIHPYET 0Opa30BaHKE MENTUIOB

DIIMCUTOPAaMH HWMMYHHOTO OTBETa, IMIOMHMO CTPECCOBBIX TOPMOHOB, MOTYT
CIY>KUTb W JpYrue COCAUHEHHUs, Hampumep (QparMeHThl KIETOYHON CTEHKH
(UTOMATOreHOB,  y3HABaeMble  peLENnTOpP-MoAOOHbBIMU  KuHa3amu  [48]. Mul
MPEIINOI0KUIIN, YTO aKTUBAIMS UMMYHHOTO OTBETA TAK)KE MOXKET OKA3bIBaTh BIIMSTHUE
Ha (OpPMHUPOBAHUE IMMYJIOB MOTECHIIMATBHBIX OMOJOTMYECKA aKTUBHBIX MENTUIOB, KaK U
TOPMOHBI, MEHSIS MAaTTePHbl TUIPOJIHM3a OCNKOB M HHAYLHPYsS OOpa30BaHHUE HOBBIX
nentuaoB. JJis mpoBEpKU 3TOM TMIOTE3bl HAa HAIIEM MOJIETIbHOM 00BbeKTe P. patens Mbl
BBIOpaJIM XUTHUH, OJJHUM U3 PEIIENTOPOB KOTOPOTO ABJISETCSA PEUENTOP-N0A00Hast KHHa3a
CERKI.

[lokazaHo, 4TO y MXa XWUTHH, a TaKXe €ro MPOU3BOJHOE XUTO3aH, Oyayuu
Y3HAaHHBIMM KOMIUIEKCOM MarTepH-pacno3Haromux peuentopoB CERKI um LYKS,
3aIyCKalOT UMMYHHBIN CUTHAJIBHBIN KACKaJll, KaK Y COCYIUCThIX pacTeHuu [14]. 'enHom
P. patens coepuT 4yeTbIpe TOMOJIOTa XUTHHOBOTO pernentopa apadunoncuca AtCERK1,
HO TOJBKO OJHAa HOKayTHas JUHUS (Acerkl) mokazaia HEUYyBCTBUTEIbHOCTh K XUTHUHY
[40]. MBI nCnONB30BaIM MacC-CIIEKTPOMETPUYECKUM aHAIW3 i1 HU3y4eHUs IIyJOB
AHJIOTEHHBIX CEKPETUPYEMBIX MENTUI0B, MHIYIUPOBAHHBIX OOpPaOOTKOW XUTO3aHOM.
UToObI onpeenuTh NenTUAbl, CeHUu(PUISCKH UHIYIIUPOBAHHBIE XUTO3aHOM, MBI TAKXKe
MPOBEJIM MACC-CIEKTPOMETPUUYECKUN aHAIU3 MNENTHUIOMA U3 KyJIbTyPalbHOU KUIAKOCTH
MyTaHTa Acerkl. Cienyer OTMETUTb, YTO Mbl HE MOXKEM HUCKIIOYUTHh BO3MOXKHOCTh TOTO,
YTO 3Ta MyTaHTHAs JJUHUA B TOW WJIM UHOM CTETIEHU CIIOCOOHA y3HABaTh XUTHH, 32 CYET
YaCTUYHOTO CBSI3bIBAHUS CO BTOpBIM perientopoM - LYKS, ubu romonoru Takxe ObuiH
HaiJIeHbl B TeHOMe Mxa [ 14].

YuuTtbiBasg €CTECTBEHHYK) T€TE€POT€HHOCTh HATHUBHBIX MENTUIAHBIX IYJIOB, IS
JanbHEUIIero aHaiuu3a Mbl Opalii MeNTUAbL, UISHTU(PUIIUPOBAHHBIE 10 MEHbIIIEH Mepe B
IBYyX Ouonornueckux mnoBTopax. CHayama Mbl OIEHUIHU, KaKk 00pabOTKa XWUTO3aHOM
BIIMSIET Ha 00pa30BaHUE HHIOTEHHBIX MENTUOB Y MXa JAUKOro TUma. B KyJapTypaibHOM
KUJIKOCTH JUKOTO THUMa MXa, 00paOOTaHHOM XHTO3aHOM, OBLIO HISHTHU(UIIUPOBAHO
1187 yHukanpHbIX nenTuaoB u3 297 mpexkypcopoB. boibiias 4acTh NMpEeKypcopoB B

oOpa3siax, 00paO0TaHHBIX XUTO3aHOM, TPUHAIEKHUT XJIOPOIIACTHBIM, TPAHCIIOPTHBIM U
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MPOTEOJUTUUECKUM O€JIKaM, B TOM uHuciie OelikaM, y4aCTBYIOIIUM B TPAaHCMEMOpPaHHOM
TPAHCIIOPTE AMUHOKHUCIOT, U HECKOJIbKO MEHbINAs YacTh MPUXOAUTCS Ha (HaKTOPbI
TPaHCIALNY, CYObEIUHULIBI pUOOCOM U IanepoHbl. Mbl 00HApYX WU, 4TO 17151 6% 3THUX
MPEKypcopoB QYHKIIUS HEU3BECTHA, MPUYEM MOJIOBUHA U3 HUX UMENH AJIMHY 0K0J0 200
a.0. YUHUTbIBas BBICOKYIO H3MEHYMBOCTH HATUBHBIX MENTHUAOMOB MBI OTOPOCHIIH
MENTH/IbI, TOJTYYEHHbIE U3 TPEKYPCOPOB, UACHTU(DUIIMPOBAHHBIX TAKKE B KOHTPOJIbHBIX
oOpasnax. B pesynbpraTte QuiabTpanuu ObLI MOMYYEH CHOUCOK U3 52 menTujoB u3 38
MPEKYPCOPOB, TMOSBISAIONIUXCS TOJBKO B TMENTHUIOME KYyJIbTYpallbHOW JKHUJIKOCTH,
00paboTaHHOM XUTO3aHOM. DTHU MPEKYPCOPHI BKITIOUANIN OCJIKHU, CBS3aHHBIE CO CTPECCOM,
takue kak Pp3c2 12150 (monekynsapubeiii manepon DnaK), Pp3c20 21140 (6enox,
CBSI3BIBAIONIUM Kanbluid); O€NKM KIETOYHOM CTEeHKH, Takue kak Pp3cld 18450
(EXPANSIN-AS5), Pp3c24 15950  (Genok  cemeiicTBa  peUENTOP-MOI00HBIX
MPOTEMHKUHA3 C JIeUIuH-0orateiMu moBTopamu), Pp3c5 23400 (mextuHaCTEpasa).
Taxxe aHanu3 OeIKOB-MPEeKypcopoB mokasai, uto 30% u3 Hux Obliu MeHsblie 250 a.o.,
Biitouas Pp3cl 19210V3 (6enok neussectHoM Ppynkuuu (DUF1118)), pubocomanbHbie
oenku L28e u S19¢ u Pp3c26 5890V3 (nepokcupaasza).

AHaJn3 TEePMUHOB T'€HHOW OHTOJIOTHH IMOKa3ajl, YTO 3TU MPEKYyPCOPhl yUaCTBYIOT
B Takux OHOJOTHYECKHUX Mpolleccax Kak (OTOCHMHTE3 W crabunuzanus (orocucrem,
MPOBEJICHUE CHUTHaja, OeNKoBas NENTUIUI-TIPOJIUI H30MepHu3alus, CBOpaYMBaHHE
OeJika, TPaHCSIKUA, SJOHT A U TEPMUHAMH TPAHCIIALIMU U UX PEryJIsius, yOUKBUTHH-
3aBHUCUMBIN Mpoliecc kKaTabonu3Ma OeIKOB, 1eKapOOKCUIINPOBaHNE TIIUIIMHA, TPAHCIIOPT
0eJika, B TOM YUCJIE BHYTPUKIIETOYHBIN, TPAHCHIOPT B HYKJICOIIUTOILIA3ME.

Jlanee Mbl UCKITFOUMIIA U3 TIOJIYYEHHOTO IIPU 00pabOTKE XUTO3aHOM JUKOIO THUIIA
CIIMCKA MENTUAOB T€, KOTOpPbIE ObUIM MIAECHTUPUIMPOBAHBI TaKXke€ B MyTaHTax Acerkl,
yTOOBl MPOBEPUTH, KAaKUE TMENTHAbBl PpPEarupyroT HMMEHHO Ha BIUCUTOP. MBI
uneHtuguuupoBanu 14 mnentuaoB, crnenudUUecKd TMOSBISIIOIIUXCA TOJBKO Kak
MUHUMYM B JBYX MOBTOpax 0Opa0OTaHHBIX XWTO3aHOM CEKPETUPYEMBIX MENTHIOMOB
IuKoro Tumna. JIBa menTuja u3 3TOr0 CHMCKa BBIIEIUISUINCH U3 C-KOHIA MEPOKCHAA3bI
mmHOM 165 amunHokucnoT (Pp3c26 5890). Ilepokcupmassl y4acTBYIOT BO MHOTHX

KJICTOYHBIX IMPOLECCCAX, TAKUX KAK PAa3BUTHC U PCaKIMA Ha CTPCCC.
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OO6HapyxeHue OMOAKTUBHBIX MENTHIOB C TOMOIIBI0 MACC-CIIEKTPOMETPUU MOKET
OBITh 3aTPYAHEHO M3-3a UX HU3KOM KOHIUEHTpPALMU M OBICTPOM Jerpajaiuu B KIETKaX.
[TosToMy MBI Takke pacCMOTpENW MENTHAbl U MPEKYpPCOPhI, HUACHTU(UIIMPOBAHHBIC
TOJIBKO B OJTHOM TOBTOpPE CEKPETHUPYEMbBIX MENTHUIOMOB, 00paOOTaHHBIX XUTO3aHOM.
Cuauvana Mbl OTQUIBTPOBAIM MENTHIBI, OOHAPYKEHHBIE B KOHTPOJBHBIX 0Opa3lax.
Cpenu npeniiectBeHHUKOB 5320 nenTu10B U3 00pa3ioB, 00pab0TaHHBIX XUTO3aHOM, MBI
unentuuuupoBanu kanbmoayiuH (Pp3cl0 21490), Genok, CBsI3aHHBIM C XUTHUHA30M
(Pp3cl _30410), BepositHbiii Oenok mnepenoca munuaoB (LTP 2) (Pp3cl9 2080),
naktonepokcuaaza (Pp3c26 5890), wmucratun-C (Pp3c9 24090) - wunruburop
IUCTEMHOBOM MpPOTEMHA3bl, HECKOJIbKO akTUHOBBIX OenkoB (Pp3c3 33410) wu
Kykymu3uHoB (Pp3c22 10010). 3arem ™Mbl otoOpanu 430 manenbkux (mo 250 a.o.)
MIPEKYPCOPOB, MOSIBISIOMMXCS B 00pas3ax, 00pabOoTaHHBIX XUTO3aHOM.

ITocne ucknroueHus MNENTUA0B, KOTOPBIC TAKIKC IMOABJIAJIUCE Y MYTAHTOB Acerk

npu o0paboTKe XWUTO3aHOM, Mbl HACHTUOUIMPOBAIM 9 NEeNTUAOB U3 HEOOIBIIUX
MIPEKYPCOPOB C HEU3BECTHOUW (PYHKITMEH, CreU(DUUECKH WHAYIHUPYEMBIX XHUTO3aHOM.
OTH TmenTuasl MOTYT 00JanaTh MOTEHIUATbHON OMOJOTUYECKONH aKTHMBHOCTBHIO U
y4aCTBOBATh B 3aIUTHBIX PEAKIUSIX y PACTEHUH.

Jlasiee, MBI CpaBHWJIM TIOJYYCHHBIC JAHHBIC C pe3yJbTaMu 00pabOTKH MYTaHTOB
AIMCUTOPOM, YTOOBI TPOBEPUTH, KAK W3MEHWICS IMATTePH THAPOJM3a OEIKOB TMpH
HapylIeHHON cHUCcTeMe CHUTHAJMHra. Mbl MOKa3ajau, 4yTO B ATOM cliydae o0paboTka
MpuBea K PacHIeTUICHHIO OETKOB-IPEKYPCOPOB TEX K€ TPYII, YTO U B JUKOM THIIE.
JIOTIOTHUTEIBHO MBI UIASCHTU(GUIIUPOBATH TENTHAB OT MUTOXOHAPHUAIBHBIX OETKOB.
AHanmM3 TEPMUHOB TEHHOW OHTOJIOTHH JTHX NPEKYpPCOPOB TaKKe IMOKa3al, YTO OHH
MPUHUMAIOT YYACTUE B CXOXKUX OMOJIOTHYECKHUX MPOIECCaX, YTO U MPEKYPCOPHI TUKOTO
THUIIA, U, KPOME TOT0, B MPOIECCAX PA3IMUYHOTO META00IM3Ma, CHHTE3a KJIIETOYHOM CTEHKHU
1 OTBETA HA CTPECCHI.

Takum oOpa3om, 00pabOTKa XWTO3aHOM TPUBOJIUT K BBIMICTJICHUIO HOBBIX
YHUKAJIBHBIX TENTHIO0B KaK y JUKOTO THUMA, TaK U y MyTaHTOB. OHAKO JOCTOBEPHOM
Pa3HUIIBI MEXTY KOJIMYECTBOM CTAOMIILHO BBIMEIUISIONIAXCS MENTHIOB JUKOTO THUIA U

MYTaHTOB, KaK U MEXK]ly UX MHTEHCUBHOCTSIMHU, HalJleHO He ObL1o (puc. 8 A, B). DTo
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MOXCET YKa3bIlBaTb Ha TO, YTO IIpU OTBCTC HA CHGI_[I/I(I)I/I‘-ICCKI/Iﬁ CTpPECC KIIHOYCBYIO POJIb

HUI'par0OT KOHKPCTHLBIC ITOCICAOBATCIbHOCTH, 4 HEC UX KOJIMYCCTBO.

WT ACERK1

3355 2342 2272 3362 2168 2579

[2]

Kontpons Xwurozan Kontpons XuTo3aH

nu HAyuMpoBaHHbIe CTpeCcCOM nenTuabl

Canuuunosas Kucnorta
MeTunxacmoHaT
XuTo3zaH WT

804 124 762

14
83 41

2239

Puc. 8. /Inarpammbel BeHHa, NeMOHCTpPUPYIOIIME CPAaBHEHUE CEKPETHPYEMBIX
MEeNTUIOB, WHIYUUPOBAaHHBIX 00paboTkod 0,1 Mr/mia xuro3aHa, U B KOHTPOJBHBIX
oOpa3iax B pacTEHUSIX A - TUKOTO TUMa U B - HOKaAyTHUPOBAHHBIX MO T'E€HY pelenTopa
CERKI; a takxke C - cpaBHEHHE CEKPETUPYEMBIX MENTUI0B, HHAYIIUPOBAHHBIX TPEMS
ctpeccoBeiMU pakTopamu: 400 MkM canuiiuioBoi KuciaoTel, 400 MKM MeTHIIKacMOHaTa

u 1 Mr/mi xuro3aHa.

Tak, k mpuMepy, CpeId HOBBIX MENTH/IOB, TOSBIISIONIUXCS TOJIBKO MPU 00paboTKe,

MbI HaAIlJIM KaHAWJAThbI OMOAKTHUBHBIX INCIITUa0B, BBI6paHHBIX HaMKU B MPCAbIAYHINX
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rmaBax  npu  oOpabotke  ctpeccoBeiMu  ropmoHamu  (INIINAPLQGFKIA;
EAAPAPVAEVEAPKAEE) (puc. 8 C). UnTepecHO OTMETUTH, YTO 3TU KaHIUJATHI HE
OOHAPYX UJTUCH CPEAU MENTHI0B, BHIIEIUISIONINXCS Mociae 00paboTKH B MyTaHTaX, YTO
MOXET YKa3bIBaTh HA UX POJIb B PETYJIUPOBAHUU 3ALIUTHOTO OTBETA, UHIYLIUPOBAHHOTO
CUTHAJIMHTOM Pa3JIMYHBIX CTPECCOBBIX (PaKTOPOB.

Jlanee, Mbl pelIUIM HAWTHU DHAOTEHHBIE MNENTUILI OT OEIKOB-IPEKYPCOPOB,
KOTOpbI€ ObLIM MpeACKa3aHbl KaK “U3BECTHBIC” WIH ‘“‘BEPOSITHO U3BECTHBIE KOPOTKHE
CEeKpeTHpyeMble TMEeNTHIbI , BO BHEKJIETOYHBIX TNentuaoMax. Hamu oOHapyKeHBI
Ir€BEUHOINOJO0HBIE MENTUAbl B cerk-MyTaHTHBIX JIMHUSAX TpPU O0OpabOTKE XUTO3aHOM
(Pp3cl _30410V3.1.p). Tpu yHUKAJIBbHBIX MENTHAA COAEPKAIN MOTUB IUCTEUH-O0TaThIX
MENTHI0B, 00pa3yOIIUX TUCYIb(OUIHBIE MOCTUKU MEXY CIEAYIOIINMU ITUCTENHOBBIMU
octatkamu: C1-C4, C2—-C5 u C3—C6. Takum o0pa3om, 3TH HENTHALI, CKOPEe BCETO,
ABJISIIOTCS reBemHaMu. OJTHaKO HaM He yAaJIoCh 0OHApY>KUTh TaKue MENTU bl B 00pa3iax
JUKOTO TUTa, 00paO0TaHHBIX XUTO3aHOM. Hu3Kast KOHIIeHTpalus U ObICTpast Aerpajanus
SHJOTEHHBIX MENTUAOB B KJIETKaX M BHEKJIETOYHOM MIPOCTPAHCTBE MOTYT CHUJIBHO
3aTPYJHUTD BBIJICIICHUE U UICHTU(PUKAIIUIO HEKOTOPBIX MenTua0B. Takum o0pa3om, Mbl
HE MOXEM yTBEPKAaTh, UTO OMPEICIICHHbIC MENTH bl HE BEIPA0ATHIBAIOTCS B PACTCHUSIX,
UCIIOJIB3YSI TOJBKO MAacC-CIEKTPOMETPUUECKUN aHAIU3.

N B cTpecc-UHAYUHUPOBAHHBIX, U B  KOHTPOJBHBIX  00pa3liax  Mbl
uaeHTuQuUUpoBanu  noreHnuanbHeie  nmentunsl  PCY,  Belmemsiomuecs U3
Pp3c5 23940V3.1.p, Pp3cl6 22330V3.1.p, pcy Chr04 13M 1 (reH, npeacka3aHHbIN
SPADA de novo). Ilpu 3TOM NOpeACTaBIC€HHOCTh MOTEHIUAIBHBIX ITMCTEHH-OOTAaTHIX
nentuoB PCY BO BHEKJIETOYHBIX MENTUAOMAaX MOBLICHUIIACH B pe3yJibTaTe 00paOOTKH
XUTO3aHOM, YTO TaK»K€ MOXET yKa3bIBaTh HA UX BOBJICUCHHOCTh B 3AIIUTHBIA OTBET.

CornacHO HalIUM JA@HHBIM, pa3IUYHBIE CTPECChl MOTYT HPUBOAUTH K
paCHIEIIJICHUIO OJMHAKOBBIX MPEKYPCOPOB U F€HEPAIUU TEX K€ CUTHAIBHBIX MENTUIOB.
UT0oOBI MPOBEPUTH ATO MBI CPABHUJIM MOJYyUYECHHBIE JaHHBIE MMOCTIe 00pabOTKU pacTeHUN
JUKOTO THIA XWTO3aHOM C JAaHHBIMU TOCjie OO0pabOTKHM CTPECCOBBIMU TOPMOHAMH
(camMUuMIOBOM KHUCIOTBI M METWDKacMOHaTta). Mbl OOHapyXwih, 4YTO MEXIY

00paboTKaMu METWJKAaCMOHATOM U CaJUIMJIOBOM KHUCIOTOM HACHTU(DUIIMPOBAIOCH
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0oJiblllee KOJUYECTBO OJIMHAKOBBIX MENTUIOB MO CPAaBHEHHUIO C JIPYTMMHU BapUaHTaAMHU
(puc. 8 C). O6mue as Bcex TpeX MUCUTOPOB NENTHU/IBI BHIIECTUISUINCH U3 TPEKYPCOPOB,
OOJIBIIMHCTBO KOTOPBIX MPUHHUMAET ydacTue B QoTtocuHTeze. Kpome sToro, oobiue
NENTUbI BBILEIUUIMCH U3 KykyM3uHa (Pp3c2 4520) - Genka, IpUHUMAIOLIETO y4acTHE
B CTPECCOBOM OTBETE, a TaK:Ke U3 He(PYHKIIMOHATBHBIX 0ekoB. Cpen oOIKX MENTUIOB,
UHIYIUPYEMBIX 00pabOTKaMU BCEMU TPEMsl DIIUCUTOPAMH, Mbl OTOOpAd PsiJl HOBBIX
MHOT000CMIAIIINX KAaHIUJATOB CUTHAIBHBIX MENTUIOB IS JalbHEUIIEro CHHTE3a U
dbyHKIIMOHANBHOTO aHanu3a. Cpeau HUX OBbUIM MENTUIbLI, OT OEIKOB-IPEKYPCOPOB
Pp3cl4 22870V3.1.p, Pp3c21 4350V3.1.p, a Taxxke wu3z Pp3cl3 3880V3.lp wu
Pp3cl17 15750V3.1.p.

3.2 Auanu3 OMOJIOTUYECKON aKTUBHOCTHU DHIOTE€HHBIX

IIETITUIOB

3.2.1 N3y4enue ponu KOpOTKHUX CEKpeTupyeMbIx nentuaoB RALF B

MMMYHHOM OTBeTE y P. patens

B pesynbrare mnpoBeneHHOro HamMu OMOMH(OPMATUYECKOTO aHajau3a ObLIOo
MOKa3aHo, YTO B TeHOME P. patens MPUCYTCTBYIOT Kak MUHHUMYM TPH T'€Ha MPEKYPCOPOB
nuctenH-oorateix nentuoB RALF, kotopsie Oblmu 0003HaueHsl kak: Pp3c3 15280 —
PpRALFI; Pp3c6 7200 — PpRALF2; Pp3c25 4180 — PpRALF3. W3BectHO, 4TO Yy
MOKPBITOCEMEHHBIX JIAHHOE CEMENCTBO TMENTHUIOB, KPOME YyYacTUs B PEryJsaluu
anuKalabHOTO pocTa, (OPMUPOBAHUS Aa30TPUKCUPYIONIUX KIYOCHBKOB U HAKOIJICHUS
WHYJIWHA, TAK)KE€ Y4aCTBYET B peryisinuu MMMyHHOro orsera [11, 156, 185187, 203].
Hanpumep, npu HHAYKIIMA UMMYHHOTO OTBETa C TOMOIIIBIO MATOre€HHBIX menTuaos elfl18
nocieaymwomnas od0paboTka HekoTopbiMu nentunamu AtRALF Biauser Ha reHepaiuio
A®K y apabuporncuca [156]. XoTs Bo3MoXkHasi poJib OOHAPYKEHHBIX MpeIcTaBUTENEH
ATOTO MEMNTUJIHOTO CeMeNCTBa y Opuo(PUTOB BCe elle U3ydaeTcs, HEJJaBHO ISl IBYX U3
Tpex aHHOTUpoBaHHBIX Y P. patens RALF nentunos — PpPRALF1 u PpRALF2 — Obina

MOKa3aHa pojib B UHAYKIHUH alIMKAJIIBHOTO POCTA U PACTSIKEHUS KIETOK TPOTOHEMBI [204].
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Uro KacaeTcsl TpeThero npeacraBuTens nentuaHoro cemeiictea RALF y mxa P. patens,
ero (yHKIMS Ha CETOJIHSIIIHUHI JeHb ele He ObliIa YyCTaHOBJICHA.

Kpome Toro, Ha npumepe nentugHoro cemeiictea RALF cTaHOBUTCSI OU€BUTHBIM
MPEUMYIIECTBO HCIOJIb30BAHUS TAKUX MPOCTBIX T'€HETUYECKUX CHUCTEM, Kak MOx P.
patens, 1 u3ydeHus QyHKIUN MpEACTABUTENIEN TaKUX MYJIbTUTEHHBIX ceMeWcTB. B
reHoMe apabugorncuca coaepxutcs ©Oomee 30 TeHOB, TpeACKa3aHHBIX Kak
npeamectBeHHUKH RALF nenTuaoB, 4To CylIeCTBEHHO 3aTpyAHSIET (DYHKIIMOHATBHBIX
aHanu3 Kaxzaoro u3 Hux [156]. YV OpuoduroB, B yactHocTu y P. patens, Kak yxe
YIIOMHUHAJIOCh, B TEHOME XOTh U MPUCYTCTBYIOT MPEACTABUTEIIN U3 TEX KE CEMENUCTB, YTO
U y TOKPBITOCEMEHHBIX, HO HX penepryap 3HAYUTEIbHO MEHBIIE, YTO IO3BOJISIET
MOJTy4yaTh MyTaHTHBIE JIMHUM IO T€HAM KaXXJ0ro W3 4YIEHOB 3THX ceMeucTB. [lomumo
ATOTO, OOJBIIYI0 YacTh >KU3HEHHOrO IHMKJIA TaKUEe pacTeHus, Kak Mox P. patens,
MPOBOASAT B POpMeE rarIonHOTO raMeTo(puTa, 4TO TaKkKe 00JIeryaeT aHaius3 U3MEHEHUH,
BBI3BAHHBIX HOKAayTOM BBIOPAHHOTO T€HA. YUUTHIBAsl, YTO MOKPBITOCEMEHHBIE W
OprouTHl UMEIOT 00IIKMEe KOHCEPBATUBHBIE MYTHU IEpelayd CUTHajIa, MUCIOJIb30BAaHHE

OproGUTOB B KaUeCTBE MO/JICIICH ABIISICTCS OMPaBIaHHBIM.

3.2.1.1 Anaimm3 amuHokucIoTHOTO coctaBa RALF nentunos P. patens

Kak yxe roBopuioce, uneHsl cemeicTBa mnentuaoB RALF  oriauuarorcs
(YHKIIMOHATBHOM reTePOr€HHOCTHIO B COCYIUCTHIX PACTEHUSX, B TOM YHCJIE€ OHU UTPAIOT
POJIb B MOIYJISIITUM UMMYHHOT0 0TBeTa [94]. [lokazaHo, 4yTo y apabuoncuca 5K30reHHast
obpaboTrka cuHTeTMueckumu mnentugamu  AtRALF23, AtRALF33, AtRALF34
MHTUOUpPYET MPOM3BOJICTBO aKTUBHBIX ¢opm kuciopoaa (ADK), unaynupoBaHHOE
00pabOTKOM MMMYHHBIMU JJIMCUTOpaMH (TaKMMHU Kak mentuja u3 natoreHa elfl8), u
MOJIABJIIET POCT NPOPOCTKOB U KopHeW, Torna kak AtRALF17, AtRALF24, AtRALF32
U HEKOTOpbI€ APYrUe, HAMPOTUB, CIIOCOOHBI MHAYyIUpoBaTh renepanuto ADOK [156].
OUIIOTreHETUYECKUN aHAIN3 PA3JNYHBIX CEMEWCTB HA3€MHBIX PACTCHUM, MPOBEACHHBIN
panee, pazaenui nentuasl RALF Ha yetbipe knaael. [Ipu 5ToM KOHCEpBAaTUBHBIE MOTUBBI
RALF nentuaoB u3 pa3HbIX KJaJl pa3dyaloTcss MKy COOOM, a TaK)Ke €CTh pa3inyus B

MpeAcKa3aHHbIX GU3UKO-XUMUUYeckux cBoicTBax [184]. Msl crpynnupoBanu PpRALF u
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AtRALF nentuasl, ucnoiyib3ysi MeTon riaBHbIX kommoHeHT (PCA), oroGpasuB B 2D
MPOCTPAHCTBE MPOLEHTHOE COAEPKAHHE AMHUHOKHCIOT B KaXXJIOM W3 NENTUAOB. DTOT
aHaJu3 BBISIBUJI YETKOE pazjesieHue, no koropomy nentuasl AtRALF, unrubupyromiue
WHyIMpOBaHHYIO naTorenamu reaepainuto ADK, sBHO kiacTepuzoBaiuch BMecTe (puc.
9 A). PpRALF mnentuasl rpynnupoBanuchk BMecte ¢ AtRALF mentumamu, kotopsie
MHTUOUPYIOT MHIYUHUPOBAHHYIO CTPECCOBBIMU 3nucutopamu renepanuro ADK [156].
OTH pe3yNIbTaThl COMIACYIOTCA C JAHHBIMH MPEAbIYIIEro (PUIOr€HETUYECKOTO aHaIu3a,
rae nentuasl PPRALF rpynnupoBanuce BMecte ¢ AtRALF22, AtRALF23, AtRALF33,
AtRALF34 [204]. DTu naHHble CBUAETEIBCTBYIOT O TOM, YTO OO aMUHOKHUCIOTHBIN
coctaB nentuaoB RALF B HEKOTOpOW CTENEHH OTpakaeT HX (PYHKIHOHAIBHYIO
HaIpaBJIEHHOCTh, MpuU 3ToM nentujbl PpRALF Moryr uMmers (pyHKIHH, CXOIHBIE C

nentuaamu AtRALF, KOTopble y4acTBYIOT B HETaTUBHOW PETYIISIIUA HMMYHHOTO OTBETA.

AMMHOKUCNOTHbLINA COCTaB

Type
X & e Murubupyor AGK
e Het sdpperta —— PpRALF1
0.15 e VHayuwpyoT AOK PpRALF2
PPRALF
. fAn PpRALF3
010 | & I- AtRALF34
| — AtRALF4
W 00s b o ® ® g ' - &
@ .3 : 6— S, I [ ' AtRALF19
Ak a & / eoee I.'_ AtRALF22
@ o® | s ® 8 AtRALF23
o o0 ¢ 3 - AtRALF1
-0.05 o0 @ ® / &
& ¥ AtRALF33
-0.10 R
E 010 005 000 005 010 015 020
pc.l

20

PPRALFT = =+« == Rl ng» Afs@R offv- -
PPRALFZ = « « = « « = REBPCP- AGAGR ARV -
AIRALF34 YWRRTKY RVPCP- PRSGR Al - -
PPRALFS = = = = = = - RAPCPABSSER AlG- -
ARALFT = = - 3. - BHRGASYY- - NC- ONGAOA RS- - -
AIRALF22 + = » . - SHRGABYY- - NC- QRBA Q) Al - -
AIRALF23 + - - . . BRRGABYY- - NC- RRGACA Rfls- -
ARALF3S + - - . - BRRGABYN- - NG- rRRBAC Al - -
ARALF4 - - ARBRR - - BHRGRENY- - DB- KKRARN YAR
ArﬁALm - - AARRS . - BHRGRENN- - DB- KKRKR aTs

Puc. 9. A - Ananu3 raBHbiXx koMnoHeHT (PCA) aMHMHOKHUCIOTHOTO COCTaBa,
paccuuTaHHbli ¢ momolblo uHcTpyMeHTta iFeature [163] ans mentugoB AtRALF u
PpRALF. Ilentuast PpRALF mMxa kiacTtepusyroTcsi ¢ HU3BECTHBIMA WMMYHHBIMH

nentugamu RALF 3 apadunmomncuca, takumu kak AtRALF1, AtRALF4, AtRALF19,
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AtRALF22, AtRALF23, AtRALF33 u AtRALF34. B - MHOXECTBEHHOE NapHOE
BbIpaBHUBaHue nentuaoB PpRALF u nentunoB AtRALF, cBA3aHHBIX ¢ UMMYHUTETOM
(AtRALF1, AtRALF4, AtRALF19, AtRALF22, AtRALF23, AtRALF33, AtRALF34).C
- Heykopenennoe bunoreHeTUYECKOE JIEPEBO c AMHHOKHCJIIOTHBIMU
nocieaoBatenbHocTIMU RALF w3  Physcomitrium patens (PpRALF1, PpRALF2,
PpRALF3) u cBszannbix ¢ ummynuteroM AtRALF (AtRALF1, AtRALF4, AtRALF19,
AtRALF22, AtRALF23, AtRALF33, AtRALF34); 3nauenus Oyrcrpen (1000 moBTOpOB).

HemaBno Owuto mokazano, uto PpRALF1 wu PpRALF2 B P. patens,
npuHaiexanue Kk Kmane 111 [184], cnocoOCTBYIOT anMKalibHOMY POCTY U 3JOHTAIIMHU
npotoHeMsl [204]. OpHako Tpetnit wieH cemerctBa nentuaoB RALF mxa P. patens —
PpRALF3 — ne Bomen B ananuz Campbell u Turner (2017); oH Takke UMeeT 3aMEHY B
koHcepBaTuUBHOM MOTHBE «RGC» (puc. 9 B). Ham punorenernueckuii ananus rnokasai,
yto nentun PpRALF3 ornenmncs or PpRALFI u PpRALF2 u obpasyer rpymnmy c
nentugamu AtRALF (puc. 9 C). Ilentunet AtRALF, xnacrepusyroniuecs BMECTE C
nentuaamu PpRALF (puc. 9 A), npunajnexat k Knagam 1, 2 u 3 [184], yTo yka3biBaeT
B 9TOM clly4ae Ha OTCYTCTBUE Koppemsuuu mexnay ¢yHkuusmu RALF B ummynHOM
OTBETE W paszneiicHueM Ha kianbl. OpHako ponbs nentuaoB PpRALF B orBeT Ha

CTPECCOBBIC YCJIOBUA €IS HCU3BCCTHA.

3.2.1.2 Hokaytsl reHoB PPRALF2 n PpRALF3 nOBBIIAIOT YCTOMYUBOCTh

pacTeHui K 3apake€HUIO TTaTOreHaMuU

XUMUYECKUI CUHTE3 MEeNTUIOB, TaK *e€, KaK U MOJIydeHHEe PEKOMOMHAHTHBIX
0€JIKOB, CBSI3aHBI C ONPEIeIEHHBIMU TPYIHOCTSIMU. CO3/JaHHE COOTBETCTBYIOIINX CBSI3EH
Y IpaBUJIbHOE CBOPAYMBAHUE MENTUIOB TpeOyeT 0COObIX YCIOBUI, B MPOTUBHOM ClTydae
MENTHIBI MOTYT HE CpaboTaTh HAJIEKAIMKUM 00pa30M WM MOXKET OTpeOoBaThCs Ooee
BbIcOKasi koHUeHTpauus [156]. Ilockonbky 3TO MOXET HE OTpaxaTh (HaKTUUECKHIl
s dext nentuaos, s uzyuenus ponu RALF nmentunoB u3 P. patens B UMMYHHOM
OTBETE€ MBI PEIIMJIM HUCIOIb30BaTh HOKAyTHbIE JUHUU. B Hameidl nabGoparopuu c

nomompto  TexHonoruu CRISPR/Cas9 Obumn  co3maHbl  HOKayTHBIE JIMHUM IO
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COOTBETCTBYIOIIMM TreHaMm mnpekypcopoB mnentunoB RALF (PpRALFI1, PpRALF?2,
PpRALF3).

Nupykuns renepanuu u HakoruieHus: MoJiekyal AD@K B KieTkax U BHEKIIETOYHOM
MIPOCTPAHCTBE PACTCHUM SIBISETCS OJHOM U3 MEPBBIX U OBICTPBHIX PEeaKlMil UMMYHHOM
cucTteMbl Ha MHBa3ui0 maroreHa [205]. UToObl onpenenuTh, BIUAET JU HOKAyT T'€HOB
PpRALF Ha WUMMyHHBIH OTBET y OpHO(PUTOB, MBI C MHOMOIIBIO (DIYOPECIIEHTHOTO
kpacutenss DCFH-DA  (2,7-nuxnopdiyopeciiyH — Auanerar) MnpoaHaTIu3upOoOBaIn
reHepanuio Bcex BHYTpUKIETOUHbIX ADK y Mxa P. patens AUKOro TUIMA U HOKAYTHBIX
JUHUW mpu o0pabOTKe MHAYKTOPOM MMMYHHOTO OTBeTa — Jpaizena3zoi. [paiizenasa
MpEACTaBIAeT COo00M cMmech (EPMEHTOB, pa3pylIAIONIUX KIETOYHYK CTEHKY, U3
Basidiomycetes sp., koTopasi comocTaBUMa C KOKTeHJIeM (EpMEHTOB, BBIIEISIEMBIX
rpuOHBIMH TaTOT€HaMu BO BpeMst uHdekuu [206].

Mpb1 oOHapyX Ui, 4TO YpoBeHb HakorieHus moJiekysl ADK Obl1 3HaUUTENBHO
CHIDKEH B JIMHUSX, HOKAYyTUPOBaHHBIX 10 TeHaM PpRALFI v PpRALF2, no cpaBHEHHIO
C pacTeHUSMHU JUKOTO TUIA U HOKayTHOW nuHued reHa PpRALF3 mocie oOpaboTKu
npaitzenasoit (puc. 10 A; ANOVA c anoctepuopubiM TectoM Trroku P < 0,001). bonee
TOro, (poHOBBII ypoBeHb MoJsieKydl A®K B nuHuSIX ¢ HOkayTOM reHa PpRALF3 6e3
00paboTKku ObLT 3HAYUTEILHO BHINIE, UeM y Apyrux renotumnos (puc. 10 A; ANOVA ¢
anoctepuopHbiM TecTtoM Throku P < 0,001). MoXHO MpeanonokKuTh, YTO 3TO MOXKET
OBITH CBSI3aHO C BeposATHOU poiibio PPRALF3 nentuaa B MOAYIAIIMY UMMYHHOTO OTBETA,
Kak 3TO ObLIO MoKa3zaHo, Hanmpumep, 1isd nentuaoB AtRALF23 u AtRALF33, veratuBHO
pPEryJIUPYIONIUX HMMMYHHBI OTBET U HMHTHOMPYIOIIMX MNaTOT€H-UHAYLIUPOBAHHYIO

renepanuio AOK y apabugormncuca.
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KonTtpons P.carotovorum Esolani
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Puc. 10. A - Biussnue HokayToB reHOB PpRALF na renepaunto ADK B pacteHusx
JUKOTO THUIA W HOKAayTHBIX JHHUAX, oOpabotanHbix 0,0025% npaitzenasst (OED -
OTHOCHUTEJIbHBIC €IUHUILIBI PiryopectieHnn); B - PazBuTne cuMnToMOB mociie 3apaxeHus
Oaktepueit P. carotovorum v rpudom F. solani Ha 7 dpi y pacTeHuil Mxa JUKOTO TUIIA U
HOKAYTHBIX JUHUN 10 TeHaM PpRALF 1, PpRALF2 v PpRALF3. MaciutaOHas TUHEHKa:
I mMm; C - OtHomenus konnentpanuit JIHK P. carotovorum x renomuoit JIHK P. patens,
KOTOpBIE OBLIIM OLIEHEHBI ¢ MOMOIILI0 KoJindecTBeHHOTO aHaiau3a [11[P. D - OtHomenus
koHneHtparuii JIHK F. solani x renomuoit JIHK P. patens, koTopbie ObIIN OIEHEHBI C
IOMOILIBI  KoinuuecTBeHHOro ananusza [II[P. Iloka3aHbl pe3ynapTarsl IIECTH
HE3aBUCHUMBIX 3KcriepuMeHTOB. {151 pe3ynbraroB konuyectBeHHou [11[P Obu1 mpoBeaeH

aHaAJIN3 JHUCIEPCUM U allOCTEpHOPHEIN TecT Trroku (**P <0,01; ***P <0,001).
p puop

Jlanee Mbl n3y4unian Bo3MoxHble pyHkuun nentunaoB PPRALF B 3ammutHOM oTBETE
pacteHuil P. patens ipu 3apaxeHuH (puTonaToreHaMu. /[jst 3Toro Mbl 3apa3uiiv pacTeHus
Mxa JBYMsI M3BECTHbIMU (uTonaroreHaMu - Pectobacterium carotovorum subsp.

atrosepticum u Fusarium solani (puc. 10 B). Panee Oblna mokaszaHa crocoOHOCTH P.
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carotovorum wunduuuponats P. patens [207, 208]. Takoil ¢uTOMaTOreHHBIN TPHUO C
IIUPOKUM KPYTOM XO35I€B, KaKk Botrytis cinerea, 0ObIYHO UCIOJB3YETCS JJISI U3YUCHHS
MMMYHHOTO oTBeTa y Opuoduros [171, 209]. Onnako B. cinerea arpeccuBeH, U MOCIE
WHOKYJISAINY pacTeHus Mxa ObicTpo norubatot [171, 209]. B cBsi3u ¢ 3TUM 117151 CpaBHEHUS
MMMYHHOTO OTBETA Pa3HbIX TEHOTUIIOB Mbl BbIOpanu Fusarium solani, KOTOPbIN BbI3bIBAJ
TONBKO Jierkue cumntombl (puc. 10 B). DTu maToreHsl Takke JAEMOHCTPUPYIOT
OTUYETJIMBBIE CUMITOMBI MH(PEKIINH, TAKUE KaK MOOYypEeHHUE, BRI3BAHHOE HEKPO30M TKaAHEH
[210, 211]. UToOBI IPOBEPUTH, OTIUYAETCS JTU CKOPOCTh KOJIOHU3ALMU P. carotovorum n
F. solani Ha TUKOM THUIIE U HOKAyTHBIX JIUHUAX, PACTCHUSI MXa coOupanu yepe3 7 qHen
nocie uHoKynsuu (dpi) u uamepsuin cootHoienure konmeHtpanuii JJHK natorena k
JIHK pacrenus ¢ momoripio konmaectBeHHOM [11[P, kak 6bu10 onmcano B padote Castro
et al. [74].

CornacHo HaIIUM JIaHHBIM, CKOPOCTh KOJOHU3aluu P. carotovorum Oblia
3HAYUTEJIBHO BBINIE HA PACTEHUAX IUKOIO TUIIA [0 CPABHEHUIO C HOKAYTHBIMU JTUHUSIMHA
o reHam PpRALF2 v PpRALF3 (puc. 10 C; ANOVA c anocTepuopHbIM TeCTOM ThIOKH
P < 0,001). Ognako pa3Huila MeXIy CKOPOCTBIO pocta P. carotovorum Ha pacTeHUSX
JUKOTO TUIIA U HA JJUHUU, HOKAyTUPOBAaHHOM 10 reny PpRALF I, Oblia HE3HAYUTENbHOU
(puc. 10 C). Poct F. solani Obl1 3HaUUTENBHO CHUXKEH BO BCEX HOKayTax reHoB PpRALF
Mo CpaBHEHMIO ¢ pacTeHusmMu aukoro tumna (puc. 10 D; ANOVA ¢ anocrepuopHbIM
tectoM Trroku P <0,001). ITpu 3ToM HOKayTHBIE TUHUM 110 TeHaM PpRALF2 v PpRALF'3
OKazaluch Haubojee YCTOMYMBBIMU K 3apakeHuto F. solani. DOTu pe3ynbTaThl
MOKa3bIBAIOT, YTO HOKAyT reHOB PpRALF TOBBIIAET YCTOMYUBOCTh P. patens K arake
¢uromnarorenoB. Ilo-sumumomy, nentuasl PPRALF2 u PpRALF3 urpatot kiro4eByro
pOJIb B HETATUBHOM PETYJSLIMM UMMYHHOTO OTBETa y P. patens, Kak 3TO ObLIO MTOKAa3aHO
JUTsl HEKOTOPBIX wieHoB ceMeiicTBa RALF y apabunorncuca.

Hns nentugoB AtRALF23 u AtRALF33 pons B HEraTuBHOW peEryJsiAU
MMMYHHOT'O OTBETA BBIPAXXAeTCsl B CBSA3BIBAHUM penentopHoro kommuiekca FER-LLGI,
noAanysis GopMHUPOBAHNE KOMILJIEKCOB KIFOUEBBIX YHACTHUKOB HMMYHHOTO MENITHIHOTO
curHanuura [28, 212]. Csepxakcrmpeccuss nentuaoB AtRALF23 cnocoGcTBoBana

MOBBIIIEHUIO YyBCTBUTEIBHOCTU K Pseudomonas syringae pv. tomato DC3000 u rpuly
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Plectosphaerella cucumerina B pactenusax apadunoncuca [11]. OtnuunrenbHOM yepTon
nentuoB AtRALF, ywacTByrommx B HETraTUBHOM pETyasiliUM MMMYHHOTO OTBETA,
ABJISIETCA HaJIW4YMe ABYXOCHOBHOro cairta “RR” mus cyotunaser S1P [11, 156, 180].
Cpenu mnentunoB PpRALF wmxa Ttombko Oenok-mipekypcop RALF1  coapepxur
cootBeTcTBYrOIMKA MOTUB “RRLL” [204], XOTs, COTIaCHO HAIIUM JIAaHHBIM, OH HE UTPAET
POJIM B PETYJISIIIUU CTPECCOBOI0 O0TBETA. B TO ke BpeMs HaIll PUIOTEHETHUYECKUM aHAIIN3
nokasai, uro nentug PpRALF3 sBHO oTnuuaercs oT AByX ocTanbHbIX (puc. 9 C). Takum
o0pa3om, Bce ellle HEACHO, KaKUM KpUTEePUsIM N0 KHBI 0TBeuaTh RALF mentuabl, 4To0bI
MPUHUMATh Y4aCTUE B PETYJISIIMM UMMYHHOT'O OTBETA, U MOTJIM JIU TIPEAKOBBIE (hOPMBI
RALF nentugoB ObITh MHOTOQYHKIMOHAIBHBIMH, a TOTOMY HE OTJIAYaThCs

pa3Ho00pa3reM MOCIIeIOBATEILHOCTEH.

3.2.1.3 TpaHCKpUNTOMHBIN OTBET Ha 3apaxkeHue F. solani B HokayTe PPRALF'3

Y  HazeMHBIX pacTeHHl HMMMYHHBIH OTBET NPUBOAUT K OOIIHMPHOMY
nepenporpaMMUpoBannio Tpanckpuntoma [171, 213, 214] ¥V moaenbHOro pacTeHUs
apabujorncuca paHHUE HW3MEHEHHMS TPAHCKPUIITOMA BKIIOYAIOT IOBBIIIEHHYIO
AKCIIPECCUIO T'€HOB, YYAaCTBYIOIIUX B PEAKIIMU HA CBA3BIBAHUE XUTUHA U IOBPEKICHUE, a
TaKkK€ TE€HOB, YYacTBYIOIIMX B OTBET€ Ha NEPEKHUCh BOJOPOJAAa U B MOJIUPUKAIIU
KJIETOYHOM CTEHKH, yepe3 5 MuHyT U uepe3 180 MuHyT nocine oOpabOTKU W3BECTHBIMU
3JIMCUTOPAMU, COOTBETCTBEHHO [213]. OTBeTHas peakuus mxa P. pafens u MapluIaHIAH
Ha uH(eKkuuo TpuOHOro maroreHa B. cinerea M OOMUIIETOB BKJIIOYAET YKPEIUICHHE
KJIETOYHOM CTE€HKH, HWHIYKIUIO HKCIOPECCHM TE€HOB, YYACTBYIOIIMX B 3aIIMTHBIX
peaKkIusix, a TakKe MHAYKIUIO MTUKUMATHBIX U (GEHWINPONaHOUIHBIX myTen [74, 171,
209, 215]. D10 MmoO3BOJSET MPEAMNOJIOXKUTh, YTO ATOT MEXAHWU3M 3alIUTHOIO OTBETA
SBJISIETCS OTIMYUTEIBHON YepTON MPEKOBOM cTpaTeruu OOPHOBI C MATOTEHAMH.

B xoze Hamero ananusa Mbel OOHApYKHIIH, YTO Kak O0aktepuu P. carotovorum, Tak
u tpub F. solani pa3MHOXKalKCh TOpa3g0 MEIJECHHEE Ha JIUHUAX, HOKAYTHBIX M0 T'€HaM
PpRALF2 w 3, 4eM Ha paCTeHHSX AUKOIO THUIIA U HOKAYTHOM JUHUHU 1O reny PpRALFI.
OTO TOBOPUT O TOM, YTO ITH HOKAyTHBIE T'€HOTHUIIBI BEPOSITHO OOJee YCTOWYUBBI K

¢uronarorenaMm. YToObl pacuiupuTh Hamle MoHMMaHue poyu nentugoB PpRALF B
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MMMYHHOM OTBeTe, Mbl ucnoib3oBaiu meton PHK-cekBenupoBanusi (RNA-seq) mis
TOro, YTOObl CPAaBHUTH U3MEHEHUS B TPAHCKPUIITOMAX PACTEHUN HOKAYTHOW JTUHUU IO
reHy PpRALF3 v qukoro Tuma mocie 3apaxeHus F. solani. JIBeHaguaTe OMOIMOTEK
MapHbIX MPOYTEHUN OBUIM CrEHEPUPOBAHBI U3 TpeX OHOJOTHMYECKHUX MOBTOPOB
KOHTPOJIBHBIX U 3apa)K€HHBIX TpuOOM F. solani pacTeHUN NUKOTO THUIA U HOKAyTHOU
auanu PpRALF3 KO. Bcero mbl gerektupoBanm 6osee 1700 muddeperimanbHO
skcnpeccupyrontuxcs reHoB (I3I; -1 < log2 fold change > 1; Pxopp < 0,05) B 00oux
TeHOTHUIAX, pu 3TOM 474 J131" ObLIM OOIIMMU JIJ1s1 pACTEHUI JUKOTO THUIA U HOKayTHBIX
(puc. 11 A). CHauana mbl mpoaHanusupoBanu 3tu 474 obmux auddepeHnnanbHO
AKCIPECCUPYIONIUXCS TEHOB U OOHAPYKUIIU, YTO UX IKCIPECCUS U3MEHSIIACh CXOIHBIM
o0Opa3zom y o6oux renotunos (puc. 11 B). Cpenu HUX Mbl 0OHAPYKHUIIU U3BECTHBIE TEHBI,
CBSI3aHHbIE C  maToreHe3oM, Takue kKak Pp3cll 1420  (mpenmiecTBEHHUK
npoTuBOrpubOHoOro nentuaa reseuna), Pp3c7 19850, Pp3cl7 5160 (6enku, CBA3aHHBIE C
natoreHe3oMm) u Pp3c6 6560 (DIRIGENT PROTEIN). Dkcnpeccus stux 31 3Haunmo
MOBBIIAIACH B PACTEHHUSX IUKOTO THUNA W HOKAYTHBIX MmO reHy PpRALF3 mnocne
3apaxxenusi. Kpome Toro, Hanbosee pacnpoctpaneHnbie IO B 3apakeHHBIX pacTeHUSIX
Bitouanu  Pp3c3 14700 (cyOvemuuuma MLRQ kommiexkca HAJIH-yOuxunoH-
penykrassl), Pp3c7 12870 (cBsizaHHbIN ¢ skciaHCUHOM-S) u Pp3c6 14470 (cBsizaHHBIN
¢ TtpanckpunuroHHbIM (akTopoM WRKY 38). [lokazaHo, 4TO 3TH T€HBI CBSI3aHBI C
MMMYHHBIM OTBETOM Yy pactenuit [216, 217]. bonpmmucTBoM 06mux 217, sxcnipeccust
KOTOPBIX ObUTa MHTMOMpOBaHa B MHGUIMPOBAHHBIX pacTeHusix, Obutn Pp3cld 15640
(oTHOCsAIMIicE K  aHMOHHOMY  KaHamy  S-tuma  SLAH2), Pp3c20 17620
(acnaparuncunrerasa), Pp3c3 35020 (otHocsiuuiics k cemerictBy 0enkoB CCT moTuBa)

X IT'CHbI C HCU3BCCTHBIMHU (I)YHKHI/IHMI/I.
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Puc. 11. A - [marpamma BenHa, mnoka3blBaromas MNEPEKPHIBAIOIINECS

g depeHunanbHo 3Kkcnpeccupyromuecs ressl (I317) Mexay pacTeHusMH TUKOrO THIIA
Y HOKAyTHOW JIMHWEHN 10 reny PpRALF3; B - XuTMman, NEMOHCTPUPYIOIIMU ypPOBHHU
TPAHCKPUIILUU MEXIY IMEePEKPhIBAOIUMHUCI IUPPEPEHINAIBHO IKCIPECCUPYEMBIMU
r€HaMH AUKOro Tulla M Hokayta PpRALF3. Iloka3aHbl HOPMAJIM30BAHHBIC 3HAYCHMS
KoJInuecTBa TpaHcKkpuntoB Ha MWILITHOH (TPM); C - O61ako c1oB CMEIIeHUs] TEPMUHOB
reaHo# ontosorus (GO). [Tokazano o6ako cnoB odoramenasix TepMuHoB GO st 10T,
001X Mexay JUHUSAMU 1ukoro tuna u PpRALF3 KO (P-value ¢ monpaBkoii Ha 4acTOTy
noxHbIX oTKpbITU (FDR) <0,05); D - O61ako cnoB cmenienus tepmuHoB GO. [Tokazano

obOnako cioB oOorameHHbix TepMuHOB GO nns pactenuit aukoro tumna (P-value c
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nonpaBkoil Ha yacToty JoxXHBIX OTKpbITUH (FDR) < 0,05); E - Cetu 6enok-0e1K0OBbIX
B3aUMOJICUCTBUYN TpynIbl JudpepeHInanbHO IKCIPECCUPYEMBIX T€HOB C MOBBIIICHHOM
AKCIpECcCUer B paCTEHUSX JUKOTO THUMA, KOTOPhIE OTHOCSATCS K MPOIECCy MeTaboau3mMa

(bCHHJIHpOHaHOI/II[OB. ['ennr MMpCACTAaBJICHLI HAa y3JIaX CXCEMbI, a BBaHMOHeﬁCTBI/IH MCIKOY

Oenkamu TpeAcTaBieHbl JuHusMU; F - XuTMmdm, JEeMOHCTPUPYIOUIUMNA YPOBHHU
Tpanckpunuuu  JIDI,  koTopsle  OTHOCATCS K  «mOpoleccy  OuMocuHTEe3a
dbenmwnponanouoB»  (romyOoit),  «mpomeccy — MeTa0onu3Ma  MOJUKETUIOBY

(opaHKeBBIil), «mpoleccy MeTaboau3Ma CEeMEHCTBa apOMATHYECKUX aMUHOKHUCIIOT
(kpacHbiit). [lokazaHbl HOpPMaIM30BaHHBIE 3HAYEHHS KOJUYECTBA TPAHCKPHUIITOB Ha
MunoH (TPM); G - O6nako cnoB cMemienus: TepmuHoB GO. [Tokazano o6ako ciioB
oOoranieHHbIX TepMUHOB GO B pacTeHHsIX, HOKayTHBIX 10 reny PpRALF3 (P-value c
nomnpaBkoil Ha yactoty JoKHbIX OTKpbITHM (FDR) < 0,05); H - Cetu 6enok-0e1KOBbIX
B3aUMOJICUCTBUHN TpymIibl AU PEepeHITnaTbHO YKCIPECCUPYEMBIX T€HOB C MOHUKEHHOU
AKCIpPECCUEN, KOTOpPbIE OTHOCATCS K Mpolieccy Karaboiau3ma MEeKTUHA, B PACTCHUSX,
HOKAyTHBIX 110 TeHy PpRALF3. I'eHbl IpeICTaBICHBI HA y3J1aX CXEMBI, 4 B3aUMOJACHCTBUSA
MeXIy Oenkamu mnpencraBieHbl JUHUSAMH; | - XUTMAI, TEMOHCTPUPYIOIIUA YPOBHU
tpanckpuniuu JIOI, KOTOpble OTHOCATCS K «Ipoleccy MeTadonn3Ma MEeKTUHA»
(romyOoii), «opraHuzalid WIKM OHOTeHe3y KIETOYHOU CTEHKW» (OpaHKEBBIN),
«KCUJIOTJIFOKAH: aKTHUBHOCTh KCHJIOTIIOKO3WITpaHchepasb» (kpacHbiil). I[lokazaHsl

HOPMAaJIN30BaHHbIE 3HAYCHUSI KOJIMYECTBA TPAHCKPUNTOB HA MUJLTHOH (TPM).

Jlanee mbl ucnonbszoBaiiu Bed-cepsuc g:Profiler [166, 218] mist Toro, 4ToObl HANWTH
oOoramieHHble TEPMHUHBI TE€HHOW OHTOJOTUM B CIHHUCKe oOumuMx nuddepeHnnaibHO
skcnpeccupyronuxcss reHoB (puc. 11 C). OTu reHbl B OCHOBHOM ObLIM 0OOTaIEHBI
TEPMUHAMU TE€HHOW OHTOJOTHUM, CBA3AHHBIMU C OKCHUJIOPEAYKTA3HOM aKTHUBHOCTBHIO
(GO:0016491), orBetom Ha akTuBHble (Qopmbl  kuciaopoga (G0O:0000302),
anTuoKcuAaHTHON akTUBHOCTHIO (GO:0016209). Cpenu 3TUX T€HOB MBI OOHAPYKHWIH
cynepokcuaaucmytaszy (Pp3cl7 14510), kotopas Heittpanuzyetr ADK; ee skcrpeccus
OblJla 3HAYUMO HHJYIHUPOBAHA KaK B 3apa)KE€HHBIX PACTEHUSAX TUKOTO THUIIA, TaK U B

HOKAyTHBIX PAaCTCHUAX.
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OTHU pe3yabTaThl MEPEKIUKAIOTCS C paHee MOJYYEHHBIMU TPaHCKPUNTOMHBIMU
JTAHHBIMU TIpU 3apakeHuu P. patens rpubom Botrytis cinerea [171]. HecmoTps Ha
pa3iuuus MEXay MaToreHaMu — HEKpOTpopHBIN (B. cinerea) u daxynbTaTuBHBIA (F.
solani) mapa3ut, — a Tak’Ke pazHOe BpeMs IOCJIE UHOKYIISIIIUU, Yepe3 KOTopoe 00pa3iibl
ObLTH cOOpaHbl, — 24 yaca u 7 gHEel, — KonudecTBo coBnaBmuXx /O B pacTeHUSIX TUKOTO
tuna coctaBuio npuMmepHo 40% [171]. [Ipu s3Ttom coBnanenne mexay 131" u3 pactenui,
HOKAYTUPOBAHHBIX 1O TeHy PpRALF3, W BbIIIEYIOMIHYTHIM HAOOPOM JAHHBIX
COCTaBWJIO Bcero 27%, 4To CBUAETENBCTBYET O CIEHU(PUUECKMX UMMYHHBIX PEAKIUAX B
HOKAYTHOUW JINHHH.

Mb1 Takke OOHApYXKWJIM HEKOTOPBIX MPEICTaBUTEIEH ceMeilcTBa OelKOB
sKcHaHCUHOB, TakuXx Kak Pp3cll 12000 (expansin 5-related) u Pp3c7 12870 (expansin
5-related), KOTOpbIE MOBBIMIATIUCH B 3aPA’KEHHBIX PACTEHUSX.

Jlanee MbI TpoOaHAIM3UPOBAIM pa3IMuMsl B TPAHCKPUNTOMHBIX OTBETaX Ha
3apaKEHUE MEXK]Yy H3y4aeMbIMU TE€HOTUIIaMH. B pacTeHUAX IUKOTO THUMAa JeCATh
HauOosee 3HAYUMO OOOTAlEHHBIX TEPMUHOB TE€HHON OHTOJOTMH OTHOCUIIUCH K
npoieccaM OMOCHHTE3a BTOPUYHBIX METAaOOJUTOB, BKJIIOYAS MPOIECCHl MeTaboiIu3Ma
nonuketunoB  (GO:0030638), mpomeccel  MeTabonm3aMma  (EHHIITPONAHOUIOB
(GO:0009698), mporieccol meTadoau3mMa KopuuHor KucaoTel (GO:0009803; puc. 11 D).
[Tobimatomuecs: nuddepeHunanIbHO SKCIPECCUPYIOMIUECS T€HbI, OTHOCSIIUECS K 3TUM
TepMHUHAM TE€HHOW OHTOJOTHH, BKJIIOYAIU TUCTUJIUH U (PEHUJIATAaHUH aMMHUAK-JIHA3bl
(mampumep, Pp3cl13 9000), a Takke xankoHcuHTassl (Hanpumep, Pp3cll 9040). 3atem
MbI ucnosib3oBanu 0a3y nanHbix STRING nnst coznanus accounatuBHbix cetet AOI u3
pacteHuii nukoro tuma. Ha ocHoBe »TOro aHamusa ObLT HIAECHTUPUIUPOBAH SBHO
BBIJICJISIIOIIMICS KJIacTep F€HOB, YYaCTBYIOIIUX B (peHUINIponaHOMAHOM nyTH (puc. 11
E). VYpoBeHb TpaHCKpUNIIMM TE€HOB, YYaCTBYIOIIMX B «Ipolecce OUOCUHTE3a
(EeHWINPONAaHOUIOB», «Ipollecce MeTabojlu3Ma TMOJUKETUIOB» U «IIpolecce
MeTaboIM3Ma apoOMaTUYECKIUX aMUHOKHUCIIOTY, ObUT 3HAUUTENILHO MOBBIIIEH Y PACTEHUM
JUKOTO THUIIA TIO CpaBHEHWIO ¢ HOKayTHOW yuHued (puc. 11 F). Cpeaum Hux rpynna
TUCTUIUMH amMMuak-nua3 (Hanpumep, Pp3c2 30610). DTo COOTBETCTBYET paHee

MPOBEJICHHOMY HCCJIENOBAHUIO B3aumoneuctsuss P. patens w B. cinerea [171]. C
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noMombto qOT-IILP MBI AOMOJHUTENPHO MPOAHATU3ZUPOBAIN TPAHCKPUMIUIO TAKHX
3alIUTHBIX T€HOB, Kak (eHmnananuH ammuak-nuasza (Pp3cl3 9000, PAL1), 6enoxk 10,
cBsi3aHHbIN ¢ matoreHe3oM (Pp3c2 27350, PR10), u nupurentHsiit 6enkoii (Pp3c6 6545,
DIR) B 3apakeHHBIX JIMHUSX, HOKayTUPOBaHHBIX MO reHamu PpRALFI1 w PpRALF2.
Nunykius tpanckpunuuu reHa PALT B HOKayTHBIX T€HOTHUITaX Oblla 3HAYUTEIBHO HIDKE
[0 CPAaBHEHUIO C PACTEHUAMH JUKOTrO Tuma (puc. 12). 1o cornacyercs ¢ pe3yabTaTraMmu
aHanmn3a RNA-seq st reHOTHIIa, HOKAyTHOTO 110 TeHy PpRALF3, v mogpa3zyMeBaeT, 4To
(eHUIIpONaHOUAHBIA MyTh WHTMOMPOBAH B HOKayTax IeHOB PpRALF. Wnaykuus
Tpanckpunuuu reHa PRI10  3HauuTenbHO NOHWXKAIAach TOJBKO B JIMHHH,
HOKAayTUpOBaHHOU 10 TeHy PpRALF?2 (puc. 12). CnenyeT OTMETUTh, 4TO, HECMOTPS Ha
CXOJHBIN MATTEPH TPAHCKPUIMIWHU 3aIIUTHBIX T€HOB, HA PAa3HbIX HOKAyTHBIX T€HOTHUIIAX

ObliIa TTOKa3aHa pa3Has CKOPOCTh U OOIIMPHOCTh pasMHOKeHUs F. solani (puc. 10 D).
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Puc. 12. qOT-IIIIP ananu3s skcnpeccuu reHoB PAL1, PR10 u DIR B rameradopax
Mxa P. patens TUKOTO THUIIA, @ TAKKE HOKAYTUPOBAHHBIX 10 reHaM PpRALF'Il, PpRALF?2

u PpRALF3, 3apax€nnsbix F. solani. bbli npoBeieH aHanu3 ¢ npuMeHeHueM U-Kputepust

Manna-Yurau; **P <0,01; *P <0,05.

Hanpotus, tepmunbl renHoil onTonoruu DI, ubs 3KcnpeccHus MOHUKAIACH B

HOKAYTUPOBAHHBIX MO TeHY PpRALF3 pacTeHusX MOCie 3apakeHusi, B OCHOBHOM ObLIH
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oOoramieHbl Mpoleccamu, OTHOCAIIMMUCSA K OpraHU3aluu M OMOCHHTE3Y KIETOYHOM
CTeHKH, TaKMMHU Kak mporecc karabonm3ma mnektuHa ((G0O:0045490), mporece
Metabonm3ma kcwmnoritokadna (GO:0010411), mpouecc Meraboan3Ma MOJHCAXapUI0B
(GO:0005976; puc. 11 G). Ha ocHOBaHMM aHa/IM3a OEIOK-OEIKOBBIX B3aUMOJICCTBHH C
nomomnipto 6a3el STRING B stom Hatope DI Obui uaeHTUPUUUPOBAHBI SICHO
BBIJICJISIOIIMECS TPYIIIBI TekTaTauas (Hanpumep, Pp3c21 16990) u nextunscrepas (puc.
11 H). Ypoenp tpanckpunuuu J3I', oTHOCAIIUXCA K «mpoleccam MeTadoian3Ma
MEKTUHA», «OpPraHU3alUu WIKM OWOCHUHTE3y KJIETOYHOU CTEHKW», «aKTUBHOCTH
KCWJIOTJTIOKAH: KCUJIOTIIIOKO3WITpaHCc(epasbl», ObLT CHUXKEH 00Jiee BBIPAXKEHHO, YEM Y
pactenuit aukoro tumna (puc. 11 I). DTo MoXkeT yka3blBaThb Ha CBSI3b MEXKIY POJIbIO
nentuoB RALF B perynsiuuu KIETOYHOW CTEHKH M B pEakIMu Ha cTpecc. | 'eHsl,
AKCIpPECCUs KOTOPHIX TMOBBIIATACh NP HMHPEKIUMU, ObUIM OO0OTallleHbl TaKUMHU
TepMHUHAMU T€HHON OHTOJIOTMH, KaK okcujpopeaykrasHasi akTuBHOCTh (GO:0016491) u
opra"u3ays Wik ouocunres kiaetodHoi crenku (GO:0071554).

[lexTuHBI  MPENCTaBISIIOT  COOOW  CTPYKTYpHBIE  TE€TEpOIOIUCaAXapHUIbl,
SBJISIIOIIMECS] OCHOBHBIMU KOMIIOHEHTAMM MEPBUYHON KIETOYHOM CTEHKH pPACTCHUH,
Y4acTBYIOIIHME B MOJAJAECPKaHUM POCTa U Pa3BUTHUS pAaCTeHUI, MOpdoreHesa, 3alUTHBIX
peakuid u T. 4. [219, 220]. @epMeHTHI, pacHICIUISIONIME TEKTHUH, BHI3BIBAIOT MAILIEPALIUIO
pacCTUTENbHOU TKaHU, JIM3UC KIETOK M MOJU(PUKAIUIO CTPYKTYPhl KIETOUYHONU CTEHKHU
[221]. CtpeccoBbie yCIOBUs, HAPUMEDP, COJIEBON CTPECC MPUBOAAT K MHTUOUPOBAHUIO
I€HOB, YYACTBYIOIIUX B Mpolieccax OpraHu3alud U MOJU(PUKAIMU KIETOYHON CTEHKH,
TaKuX Kak CyNepceMEeMCTBO  MEKTUHJINA30MOJOOHBIX  OEJIKOB, HAKCHAHCHUHBI,
KCWJIOTJTIOKAHTUPOJIa3bl B PACTEHUAX apaOuaoIcuca, MyTaHTHBIX IO TpEM TeHam [rx3,
4, 5 [222]. benku cemeiictBa LRX B3anmopaeictBytor ¢ HekoTopbiMu AtRALF
MeNTUIaMHU, Y4YacTBYS B PErysilMM TOJSIPHOTO pocTa B apabuporicuce [223].
NurubupoBanue TpaHCKPUIIIUU aHAJIOTUYHBIX T€HOB, CBSI3AHHBIX C KJIETOYHOU CTEHKOMH,
B Halllel HOKAYTHOU JINHUM IO TeHy PpRALF3 B yCnoBUAX CTpecca MPEANOaracT poiib
nentuoB RALF u poxactBeHHbix peunentopoB, Takux kak FERONIA wmmm LRX, B
KauecTBE MOMAYJIEH, KOTOPhIE CBSI3BIBAIOT MEXIY COO0OMl POCT pacTeHUN U PETYJISIUIO

YCTOMUYMBOCTH K CTPECCY Y Ha3eMHbIX pacTeHHuil. Kpome Toro, 6p110 MoKa3aHo, 4TO TaKHe
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Moau(pUKaAINK TEKTHHA, KaK METHIIdTepUPUKALINS, PETYTUPYIOTCA MPU OTBETE HA aTaKy
(bUTOMATOTEHOB, a BBICOKUW YPOBEHb METWIATEpU(DUKAIMKU MEKTUHA KOPPETUPYET C
ITOBBIIEHHON YCTOMYMBOCTBIO K TaToreHam [224, 225]. 9To MOXKET CBUAETENbCTBOBATH
00 HM3MEHEHUWU COCTaBa KIJIETOYHOM CTEHKH KaK BaXHOM (DaKTOpE MOBBIIICHHOM
YCTOMYMBOCTH K (PUTOIMATOTEHAM Y COOTBETCTBYIOIIMX HOKAYTHBIX JIMHUN. HeT nmpsambix
CBHUJETEIBCTB TOr0, Kak pasHble nentuasl RALF BIusioT Ha cOCTaB KIIETOYHOW CTEHKH
pacTeHUi, HO HOKayT HEKOTOPbIX TeHOB LRX y apabujorncuca NpuBOAWI K YBETUYEHUIO
KOJINYE€CTBA MAHHO3bI U JIUTHUHA IO CPABHEHUIO C PACTCHUSIMU AUKOTrO TUmna [226].

B 3akmroueHue CTOUT emie pa3 yrnoMsHYTh, YTO TPAHCKPUIITOMHBIE U3MEHEHUS B
pacTeHUAX AUKOrO THUMA COTJIACYIOTCA C PAHEE MOJYYEHHBIMH JAHHBIMU IO OTBETY P.
patens Ha 3apaxkeHue naroreHamu [171] u cBUIETENbCTBYIOT 00 U3MEHEHUSIX B TaKUX
npoIieccax, Kak reHepanus u nerokcukanus ADOK, 6MocuHTe3 BTOPUYHBIX METa00IUTOB,
WTPAIOIIUX PA3JIMYHYI0 POJIb B 3alIUTE, U HEKOTOPBIX JAPYTMX. 3aMETHOE pa3iInyuue
MEXIYy JUHHEH, HOKAYTHPOBAaHHOW MO TeHy PpRALF3, u pacTeHUSIMU OUKOTO THUIIA
3aKJIF0YAJIOCh B TPAHCKPUIITOMHBIX M3MEHEHHUSX B T€HAX, CBA3aHHBIX C IpOLECCaMHU
Oouorene3a u MOAUGUKAIMUA KIETOYHON CTEHKHU. YUUTHIBAsI U3BECTHYIO POJIb MENTHIO0B
cemerictBa RALF B peMoaenupoBaHUM KJIETOYHOM CTEHKH, MOKHO MPEANIOI0KUTH, YTO
ATU U3MEHEHUS MPU 3aPAKECHUN JIEUCTBUTEIBHO SIBISIOTCS PE3YJIbTATOM HOKAyTa N€Ha
PpRALF3.

TouHbIE MEXaHU3MBI, C TOMOIIBIO KOTOPBIX nenTuabl RALF u cooTBeTcTBYIONIME
UM PEUENTOPbl KOOPJAUHUPOBAIN POCT PACTEHUM, IIEIOCTHOCTh KIETOYHBIX CTEHOK H
pEaKIMI0 Ha OMNpe/IeNICHHbIE W3MEHEHHS OKpY’Kalollled cpelbl (Hampumep, MHBA3UIO
MaTOr€HOB) y MPEJIKOB COBPEMEHHBIX HA3€MHBIX PACTEHUM, BCE €11l HEU3BECTHBL. TeM He
MeHee, Oyayliee UCCIeJOBaHUE TeHETUYEeCKHU 0oJiee MPOCThIX PACTeHHM, TakuX Kak P.
patens, MOXXET TIOMOYb BBISICHATH 3BOJIOLMIO U TOUHBIE MEXAHU3MBI IIEPE/Iaul CUTHAIOB

nentugamMu RALF.

3.2.2 buonornueckas akTUBHOCTS nentuaoB EAA u INI

HOI/ICK, OCHOBAHHBIN TOJIBKO Ha aHAJIN3E CXOoAcCTBAa HOCHCﬂOBaTCHBHOCTeﬁ, qacTo

HEC IMO3BOJJIACT I/II[CHTI/I(l)I/IHI/IpOBaTB HOBBIC BI/II[OCHGI_[I/I(l)I/I‘-IHBIC ceMencTBa OMOAKTHBHBIX
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nenTuaoB. B cBs3M ¢ 3TUM, NENTUAOMHBIN aHAIN3 TPEACTAaBISET OCOOBI UHTEpEC AJIs
BBISIBJICHUSI HOBBIX PETYJISTOPHBIX TMENTUAOB, IMO3BOJISII U3y4aTh SHJOTCHHBIC
MENTHUIHBIC MYJIbl B TKAHIX U CEKPETOME PACTEHUN B pa3HBIX YCIOBHUSX.

Kak yxe rosopwiock B nmyHkre 3.1.3 “AHamn3 nentugomoB P. patens mocie
00pabOTKH DJIMCUTOPAMH CTPECCOBOTO OTBETa”, HaMH OBbLI TIPOBEACH IOUCK
OMOAKTUBHBIX MENTUIOB B HHAYIUPOBAHHBIX PA3TUYHBIMU CTPECCAMH MENTUIOMAX.
Cpenu oOmux MENTUOB, BBIIIEIUIEHHE KOTOPHIX OBLIO MHIYHHUPOBAHO BCEMU TpEMs
CTPECCOBBIMU (haKkTOpaMu (METUIDKACMOHAT, CAUIIMIOBAs KHCIOTa W XUTO3aH), JJIS
JNanbHEWIero aHaiau3a OblIM OTOOpaHbl JBa MENTUIA OT He(PYHKIHOHAIBHBIX
npeamectBeHHUKOB — INI (INIINAPLQGFKIA) u EAA (EAAPAPVAEVEAPKAEE).
[Tockonbky OBUIO TMOKAa3aHO, YTO SK30T€HHas oOpa0OTKa HAOTEHHBIMHU NENTHIAMU
pacTeHuil, IpOayIUPYIOUIMMUCS B OTBET Ha JEHCTBUE CTPECCOBOIO (PakTopa, MOMKET
peryJiupoBaTb UMMYHHBIH OTBET, TAKUM 00pa3oM MpeAyNpekjas araKky MaTOr€HOB U
MOBBIIIAS] YCTOWYUBOCTh PACTEHHM K HUM [227], mbl cuHTe3upoBanu nentuasl INI u EAA
U TIPOaHATU3UPOBAIIA UX JEHCTBUE.

Mgp1 mokasanud, 4YTO mNenTuia, Ha3BaHHbIM Hamu INI, oOmamaeTr BBICOKOM
AHTUMHUKPOOHOM AaKTUBHOCTHIO NPOTUB TakuxX OakTepuid, kak Bacillus subtilis n
Escherichia coli (MUK = 16 wmkr/mn). Jns ananusa BausHus nentuga INI nHa
TPAHCKPUMIUIO 3alIUTHBIX TeHOB ¢ momoitnbio qOT-IIIP Obutn BHIOpaHBI U3BECTHBIE
3alllUTHBIE TeHBI ajieHoKcuacuHTaza (AOS) u penykraza okCOUTOTUEHOBON KUCIOTHI
(OPR). IIpu »3k30reHHoi 00paboTKe B KOHUEHTpauu | MKM cekpeTupyeMbli MenTua
INI unnyuuposan sxcnpeccuto rena OPR u unruduposan sxcnpeccuto AOS (puc. 13 A).
[Ipenpiayiye uccaeq0BaHusl AKTUBHOCTU OMOAKTUBHBIX MENTHUI0B U3 (DYHKIIMOHATBHBIX
O€JIKOB TMOKa3aliy, YTO CTENEHb MHAYKIMU SKCIPECCUU 3alIUTHBIX T'€HOB 3aBUCUT OT
BpeMeHH 00pabOTKH CHMHTETHYECKUM MENTHIOM U MOXKET MEHAThCS HeluHenHo [41, 81,
228]. Ilony4yennsle pe3ynbTaThl 00padoTku nenTuaoM INI ki1eTok MPOTOHEMBI BBISIBUIIH,
yTO HaumOolsiee cuibHasg HHAYKIUA 3Kkcrnpeccurn OPR mposiBisieTcss B pesynbrate 8-
yacoBoi uHKyOammu. Ilpu sToM Hambonee cunbHOe mojaBieHue skcnpeccun AOS

HaOro1aercs nocie 4-yacoBoit mHKyOanuu (puc. 13 A).
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Puc. 13. A - qOT-IILP ananu3 skcnpeccun reHoB AOS u OPR B nporoneme P.
patens niocie o6padbotku 400 MkM metumxkacmonara u 1 MkM INI B Teuenue 2, 4 u 8
yacoB (HemapHbii t-rect: *P < 0,05; **P < 0,01); B - Pacnonoxenue 1eTeKTUPOBAHHBIX
Macc-CIIEKTPOB BHYTPH TMOCJIEAOBATEIBLHOCTH Oenka-npekypcopa mnentuaa EAA -
Pp3c21 4350V3.1.p B cekpetupyemon :Kuakoctu mxa P. patens B kontpoiie u C - npu
o0pabotke 400 MkM canunminoBoit kucnoTel; D - qOT-IILP ananu3 skcnpeccuu reHoB
AOS, CHS, OPR u PAL4 B npotoreme P. patens nocie oopadotku 0,01 mr/Mi xuto3zaHa
u 5 MkM EAA B Teuenue 2 u 4 yacoB (U-kpurtepuit Manna-Yuthu; **P < 0,01; *P <

0,05).

AHanu3 JKCOpECCH MaHHBIX TEHOB IOciie 00paOOKM MpPOTOHEMBI P. patens
W3BECTHBIM CTPECCOBBIM TOPMOHOM METWI>KACMOHATOM BBISIBUJI, UTO METUIIKACMOHAT U
INI umeroT ogHOHAIIpaBIeHHOE AeicTBUE Ha 3kcnpeccuto OPR, 1 mpoTHBOMOI0XKHOE MO
oTHOIIEHUIO K 3Kcmnpeccun AOS B ompeneneHHbIX BPEMEHHBIX TOoukax (puc. 13 A).
BepositHo, mentun INI nelictByeT nogoOHO M3BECTHBIM MENTHAAM-3JIUCUTOpaM
MaTOT€HOB, HECMOTPS HA TO YTO M3MEHEHUS B OSKCIPECCUU 3AIIUTHBIX T'EHOB
HaOJII0/IaTUCh TOJIBKO MOCie 00pabOTKM B OTHOCHUTENIBHO BBICOKOM KOHIEHTpauuu - 1

MKM. OI[HaKO, YUYUTBIBAsA, 9TO C IIOMOINBIO XMMHWYCCKOI'0O CHUHTC3a HC BCCTJa MOKHO
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MOJYYUTh HATUBHBIA MENTHJ, BKJIIOYAas BCE MOCT-TPAHCISAIUOHHBIE MOAU(DUKALINY, U
AK30T€HHass 00pabOTKa MOXKET HE IMOJHOCThIO OTpa)kaTh YCJIOBHUS €ro JeHCTBUS,
MPUMEHEHUE CUHTETUUYECKOTO MEMNTH/Ia B KOHIIEHTpAIMU OOJIbIIIEH, YeM B €CTECTBEHHBIX
YCJIOBUSX, BUJUTCS ONpaBAaHHBIM. MOXHO NPEANOJIOKUTh, YTO, PETYJIUPYST YPOBEHBb
skcnpeccun  AOS u  OPR, mentun INI mMoxkxer ywacTBOBaTh B CHUTHAJIMHIE
MeTWDKacMOHaTa U peryilupoBath konuduectBo OPDA B ycioBusix cTpecca.
JlanpHe#IMe HCCIeAOBaHUS HEOOXOAWMBI Ji1 MOHUMaHus poiu mentuga INI B
peryisiuuu oTBeTa Ha OMOTUYECKUI CTpeccC.

benok-npeniiecTBEHHUK APYroro nenTuaa, o0o3HaueHHoro Hamu EAA, Takxke He
UMeeT HW3BECTHOM (YHKIMHM, M HamMu OBUIO MOKa3aHO, YTO €ro pacllelieHue
UHIYIUPYETCSl CTPECCOBBIMU TOPMOHAMU, B TAHHOM CIIy4ae CAJUIMIOBOM KUCIOTOH, C
o0pa3oBaHHWEM HOBBIX MENTUIOB U YBEJIMUYECHHEM KOJHUYECTBA YK€ BBHIIMICIUISIOMIMXCS
(puc. 13 B, C). ObpaboTka npoTOHEMBI MXa BTOpPbIM nentuioM EAA Takxe u3MeHsia
AKCIPECCUIO 3aLIUTHBIX TEHOB CXO0KUM C U3BECTHBIM 3JIUCUTOPOM oOpaszom (puc. 13 D).
Jns ananuza BausiHus nentuga EAA Ha TpaHCKPUILMIO 3alllUTHBIX TE€HOB ObUIH
BbIOpanbl AOS, OPR, xankoncunTtasza (CHS) u penunananun ammuaknuasa (PAL4). Tak
ke, Kak M B OTBET Ha 00pabOTKy HU3BECTHBIM SJIHUCUTOPOM XHUTO3aHOM, YPOBEHb
Tpanckpuniuu reHoB OPR u AOS nmonwmxkaincs, a reHoB CHS u PAL4 noBbimanics B
KJIETKaX MPOTOHEMBI Mxa mocie obpabotku 5 MKkM mentuaa EAA (puc. 13 D), uto
yKa3bIBaeT Ha AaKTUBAIMIO (DEHWIMPOMAHOUAHOTO MyTH. MBI Takke MOKa3aiu, YTO
AKCHpeccusi BRIOpAHHBIX T'€HOB, M3MEHSIAch B 3aBUCHUMOCTH OT BpEeMEHU 00pabOTKu
nentuaa EAA (puc. 13 D). Ognako, BOpoc Urpaet jau 3TOT MENTH KaKyl-TO POJib B
MMMYHHOM OTBETE BCE €1lle TPEOYeT NATbHEHIIETr0 N3yUeHHUs.

Kaxk yxe roopuiiock, BeicBoOOkIeHNe ADK sBIsieTCS N3BECTHBIM UHIUKATOPOM
CTPECCOBBIX peakuuil pacteHuil [229]. I[loaToMy MBI U3MEpPUIIN HAKOIUICHUE BHYTPU- U
BHEKJIETOUHBIX Mosekya ADK B mpotoneme P. patens, oopadorannoi nentugaamu INI u
EAA u neaktuBHbiMu nentugamu RT (retention time) B kauecTBe KOHTpoJs (puc. 14).
Mpb1 oOHapyxwin 3HauuMoe noBeiieHue ypoBHss ADK npu o6paboTke BHIOpaHHBIMU
MEeNTUIAMH, YTO TI03BOJIAET TMPEIANOJOXKHUTh, YTO JaHHbIE MENTUIbI MOTYT

paccMaTpuBaThCs B KadecTBe HMMMYHHBIX curHaioB (puc. 14 A, C). O6pabotrka
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CHHTCTHUYCCKHUM IICIITUAOM EAA Taxxe INpHUBCJIa K MOBBIMNICHUIO aAKKYMYJISIIIUA

BHeKkJIeTOUHBIX ADK (puc. 14 C).
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Puc. 14. CpaBHeHrne MHTEHCUBHOCTH akKymyJsinuu Moinekya APK A, B — Bo
BHYTPUKIETOUHOM mOpocTpaHctBE M C — BO BHEKIETOYHOM IPOCTPAHCTBE C
UCIIOJIB30BaHUEM (DIIyOPECIIEHTHOTO KpacuTes mociie oopadoTku 1 mMr/miu xurto3ana, 5
MKM cuntetndyeckux nentugoB EAA, INI, AtPEP1 u StPEPI1, a taxxke nmentumaMu ¢
U3BEeCTHBIM BpemeHeM yaepxkanusi (RT) B kadecTBe oTpuiaTenbHOrOo KoHTposs. Ha
OOKCIITIOTE A TIPEJCTaBIICHbI JIOrapu(MUPOBAHHBIE 3HAUEHUS NHTEHCUBHOCTU CUTHAJA,
Ha Ookcmiote C — norapudmupoBaHHble 3HA4Y€HUS (DOIAUCHIKA HHTECHCUBHOCTEU

OTHOCHUTEJILHO HEOOpabOTaHHOTO KOHTpOoJIs. bbul nmpoBeneH mapusii t-tect; *P < 0,05;

*#p <0,01; ***P <0,001.
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3.3 CpaBHUTENbHBIN aHATNU3 PYHKIIMH KOPOTKOTO
cekperupyemoro nentuga PEP y cocy1ucTsiX 1 HECOCY IUCTBIX

pPaCTEHUM

3.3.1 Ilpenckazanue romosioros penenrtopa PEPR B renome P. patens

CewmeiictBo nentuoB PEP (plant elicitor peptides) u ux penentopst PEPR (plant
elicitor peptide receptors) ObUTM HaJIEHBI MOYTH BO BCEX MOKPHITOCEMEHHBIX, HO HE
0OHapyXeHbI B TeHOMaX CIOPOBBIX pacTeHuit [38]. DTo MOKeT ObITh 00YCIOBIEHO ABYMS
npuyuHaMu: 1) MociaegoBaTEIbHOCTH OENKOB-IIPEAIIECTBEHHUKOB JaHHOTO MEeNTUaa
CJIMIIKOM CUJIbHO JUBEPrUPOBAIM B MPOLIECCE IBOJIIONMUU; 2) MENTU] BO3HUK y MpeKa
COCYJIUCTBIX pPACTEeHUN TOcCie oTaeneHus QuioreHernueckoit BerBu OpuodutoB. Ha
JAHHBIM MOMEHT HEW3BECTHO, COJepXKal JIM IIOCIASAHMN  OOIMiA  TpeaoK
MOKPBITOCEMEHHBIX U OpuUODUTOB T€H, KOIUPYIOMUNA OENOK-MPeeCTBEHHUK
¢dbyukumonansHoro nentuaa PEP.

[Tockonpky wucnonp3oBanue cranaaptHoro mnoucka BLASTp He BbIsiBUIIO
nociegoBarenbHocTet PROPEP B mporeome P. patens, Mbl Jajiee MCIOJb30BaIA
nporpammubiil naket HMMER ¢ ero BcTpoeHHBIM HHCTpYMEHTOM mnoucka jackhammer.
Mol unenTudunrpoBasii 12 MOTEHUHAIBHBIX TEHOB OEIKOB-MPEAIIECTBEHHUKOB,
KOTOpbIe MOIJIM OBl cojepxaTh mocienoBatenbHocT PEP. Mbr  cpaBHUIM
nocnenoBarebHOCTH PROPEP M Hammx mHOTEHIHMAIBHBIX KaHAUAATOB, OJHAKO HE
OOHApPYX UM HUKAKUX OOILIMX MOTHUBOB. BO3MOXHO, 3TO CBSI3aHO C TEM, YTO TOMOJIOTH
nentunoB PEP mxa cnumikom crnenuduyHbl 1 HE TOX0XKHU Ha Jpyrue uzBectHoie PEP.
Takxe ecThb BEpOSATHOCTb, UTO y MXa JaHHBbIC MENTU/IbI HE MOSBWINCH, YUUTHIBAS, YTO
OpuOPUTHI OTAETUIUCH OT APYTUX HA3EMHBIX PACTEHUM paHbIlle B IPOILIECCE IBOTIOLIHH.

AMUHOKHUCIIOTHBIE TOCHeAoBaTeibHOCTH penentopoB PEPR  nemoncTpupyroT
BBICOKYIO CTEIICHb BAPUATUBHOCTU MEKY CEMENCTBAMM, IIPU 3TOM YA€ BCETO B OJTHOM
BHUJIE TOKPBITOCEMEHHBIX MPUCYTCTBYET TOJBKO IO OJHOMY TIeHy perenTopa (3a
UCKJIIOYEHHEM apalujoncuca, y kotoporo ux naBa: AtPEPRI wu AtPEPR2) [38].

Hcnonb3ys ciucok mocae0BaTeIbHOCTEN N3BECTHRIX penenTtopoB PEPR ogHOm0IBHBIX
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U JIBYJIOJIbHBIX pacTeHUH, MbI IpoBenu nouck romosioroB PEPR y monensHoro o0bexra
P. patens c nomoupto uactpymenta BLASTp. B pesynbrate Mmbl unentuduuuposanu 14
noteHIUanbHbIX PEPR-mog0OHBIX TOMOJIOTOB ¥ BBIMNOJHUIM MHOXECTBEHHOE
BbhIpaBHMBaHue ¢ mnomornipio anroputma ClustalW. CornacHo aHanmuzy KIHOYEBBIX
AMHHOKHCJIOTHBIX OCTAaTKOB, BOBJIEYEHHBIX BO B3aUMOJICMCTBUE MEXKIY JTUTAHJIOM U €r0
pelenTopoMm, 7 mociaeoBaTeIbHOCTENH OB UCKIIIOUEHBI U3 JalbHENIIero aHamusa (puc.
15 A). nTepecHO OTMETUTB, YTO KITFOUEBBIE AaMUHOKHUCIOTHBIE OCTATKH, HEOOXOAUMBIE
IU1sl B3auMoiericteus mexay nentuaamu PEP u penenropamu PEPR, Takue kak Apr 487,
Acn 441, ®en 419, okazanuch Haubojiee KOHCEPBATUBHBIMU KaK B MOKPHITOCEMEHHBIX,
Tak U y P. patens. Hauboisiee BbICOKHI YPOBEHb CXOXKECTU C MOCIEIOBATEIBHOCTIMU
PEPR  nokpeitocemennbix cpenu  PEPR-mompoOHbIX  romonoroB P.  patens
npoaeMoHcTpupoBanu reubl Pp3c3 12560V3.1 u Pp3c2 18570V3.1, tak kak, moxoxe,
YTO B 3THUX IOCIEIOBATEIBHOCTIX KIIKOUEBBIE AMUHOKHCIOTHBIE OCTATKHM HAaXOASATCS B

MO3ULHKAX, 00€CIeUnBAIOUIMX B3aMMOJEHCTBHE MEXIY y4acTHHKaMu komruiekca PEP-

PEPR-BAK (puc. 15 A).
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Puc. 15. A - MHOXeCTBEHHbIE BBIPAaBHUBAHUS MOCJIEI0BATEIBHOCTEN perenTopa

BAK1 cucremst PEPRI-AtPEP1-BAKI1. Kpacuble paMku yka3blBalOT Ha 00JIacTh
B3aumojiericteusi ¢ PEP, cunue pamku - Ha oOnacte B3aumoneiictBus ¢ BAKI. B -

XUTMDIL, MOKA3bIBAIOIIMN YPOBHU TPAHCKPUIILIUU TEHOB romMosioros peuentopa PEPR P.
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patens - PEPR-like 1 u PEPR-like 2 B TpanckpunTomax nociie 00pabOTKu CTPECCOBBIMU

ropmoHamu ABK, OPDA u cTpuronakton (13 6a3bl JaHHBIX TPAHCKPUNITOMOB P. patens

PEATmoss (https://peatmoss.online.uni-marburg.de/)); C - CpaBHEHHE UHTEHCUBHOCTH
AKKyMYJISIIUU BHYTPUKIIETOYHBIX MoJiekyn ADK ¢ ucnonb3oBanueM QuryopecieHTHOTO
KpacuTens mocie obpabotku 1 Mr/mi xurTo3zaHa, 5 MKM CHHTETHUYECKHX IENTHJIOB
AtPEPI u StPEP1, B nporoneme pactenuit P. patens JUKOTO TUIA U HOKAYTHBIX I10 TEHY
CERKI (mapmsiii t-tect; *P < 0,05; **P <0,01; ***P <0,001); D - CpaBHeHnue
MHTEHCUBHOCTU aKKyMYJISIIIUM BHYTPUKIETOUHBIX MoJiekyl ADK ¢ ucnonb3zoBaHnem
(bayopecuieHTHOTO Kpacutens nociie oopadorku 5 MkM AtPEP1 u StPEPI1 pactenuii P.
patens, IOKa3aHHOE ¢ TOMOIIbIO guryopeciienTHOro Mukpockona; E - qOT-IILP ananu3
skcnpeccuu reHoB CHS, OPR u PAL4 B npotoneme P. patens nocie 06padbotku 5 MkM
AtPEPI B Teuenue 2 u 4 yacoB. bbll nmpoBeeH aHAIN3 ¢ npuMeHeHueM U-Kputepus

Manna-Yuranm; **P <0,01; *P <0,05.

Takum 00pa3zoM, MbI TPEATIOJIOKUIH, YTO O1arojaps cxoxectu cTpykTypsl PEPR-
MOAOOHBIX PEIENTOP-MOJOOHBIX KHUHA3, NENTUIHBIE AITUCUTOPHI U3 MOKPHITOCEMEHHBIX

MOT'YT 3aIlyCTUTh KaCKaJ CUTHAJIBHBIX peakuuu y P. patens.

3.3.2 AHanu3 aKTUBHOCTH CUHTETUYECKUX nentuaoB PEP npu
obpabotke P. patens
Hamu Obutn npenckaszansl romoiioru penentopa PEPR1 y mxa P. patens. Kpome

TOr0, Mbl OOHAPYXWJIH, YTO, COIVIACHO OOIIENOCTYNHBIM JaHHbIM U3 0a3sl PEATmoss

(https://peatmoss.online.uni-marburg.de/), 3Kcmpeccuss TE€HOB OSTUX T'OMOJIOTOB

MOBBIIIAETCA TPU 00pabOTKE CTPECCOBLIMU ropMoHamu (puc. 15 B). Mbl ipeanonoxumy,
YTO 3TH PELENTOPHI MOTYT CBA3BIBATh HEM3BECTHHIE MENTHUIHBIC JIUTAH/IBI B CTPECCOBBIX
YCIOBUSIX.

Jl71st TOro, 4TOOBI MPOBEPUTH MPEJIIOI0KEHUE O TOM, YTO OPTOJIOTH PELEHTOPOB
PEPR y P. patens MoryT B3anMoencTBoBath ¢ nentugamMu PEP, Mbl cunTe3MpOBan —
AtPEP1 u3 Arabidopsis thaliana n StPEP1 u3 Solanum tuberosum. Be100p UMEHHO 3THUX

PEP o0GycnoBnen teM, uto AtPEP1 yacTo ucnons3yercs B UCCIEI0BaHUSIX UMMYHHUTETA
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pactenuit [13, 22, 36], a StPEP] sBusercs mnentuaomM U3 CEIbCKOXO3IMCTBEHHO
3HAYUMOTO0 pacteHus (Solanum tuberosum).

Mbl u3MepwiM HaKOIJIEHWE BHYTPU- U BHEKIETOYHBIX MoJekynl ADK B
MpoOTOHEME Mxa, 00paboTaHHOW CHHTeTHYeCKMMU mnentuaamMu PEP u u3BecTHBIM
MMMYHHBIM 3JIUCUTOPOM XUTO3aHOM B KauecTBe koHTpous (puc. 15 C, D u puc. 14 C).
Kak u oxunanoch, oOpaboTka XMTO3aHOM HHIYIIMPOBaia BBICBOOOXKIEHHUE MOJEKYI
A®K B kileTKax Mxa IMKOTO TUIIA, B TO BpeMs Kak HOKayTHas JIMHUS 10 reny Acerk (reH
peuienTopa XuTo3aHa, cM. maparpad 3.1.3) He mokaszanma 3HAYMTEILHBIX W3MEHEHUU B
narrepHax HakoruieHuss ADK (puc. 15 C). B pacreHusix AMKOro THUMIA CUTHAJ
(bayopeclieHIIuM B OCHOBHOM J€TEKTHUPOBAJICS B IUTOIUIA3ME U OJMXKE K KIETOYHOM
ctenke. O0paboTka cuHTeTnyeckumu nentuaamu PEP Tak ke mpuBena K MOBBIIIEHUIO
ypoBHsI BHyTpuKIeTOUHbIX A®K B xmopormnactax u 1murtoruia3me. Kpome Toro,
oOpabotku nentuaoM AtPEP1 1 xuto3aHom MHAYHIMPOBAIA HAKOIIEHUE BHEKJIETOYHBIX
A®K, B omnmmune ot StPEP1 (puc. 14 C (mannbie s 00pabOTKM XUTO3aHOM HE
MOKa3aHbI)).

MBI Takxe MpOaHATU3UPOBATIN KCIPECCUI0 HEKOTOPBIX 3aIIUTHBIX T€HOB, TAKUX
kak OPR, CHS u PAL4, B npotoneme Mxa P. patens B OTBET Ha 00pabOTKy MENTUIaMU
AtPEPI1. KommuectBennniii OT-IILP ananu3 nokasan, yto ypoBHu TpaHckpunuuu CHS
u PAL4 nosimanucek npu odbpadotke 5 MKM AtPEP1, Tak ke kak Mbl HaOItOdaTH IS
OCTaJIbHBIX AJTUCUTOPOB, UCIIOJIB30BAHHBIX B 3TOM uccaeaoBanuu (puc. 15 D; puc. 13 A,
D). Croutr OTMETUTH, YTO HM3MEHEHHUS YPOBHS TPAHCKPHUIILHUHM 3alUTHBIX TE€HOB,
BbI3BaHHbIE OOpa0OTKOW pPAa3IUYHBIMU CHUHTETUYECKUMHU TMENTHAAMH, OKa3aJuCh
COTMOCTaBUMBI MEXIY COOOM, TPU 3TOM U3MEHEHHUS B OTBET Ha 00pabOTKY M3BECTHBHIMU
CTPECCOBBIMU S3JIMCUTOPAMHU, TAKUMHM KaK METHJDKACMOHAT W XUTO3aH, ObLIu Oosee
3ameTHBI (puc. 13 A, D). Bce 3T0 MOXET CBUIIETEIHCTBOBATh O CXOXHX 3aIIUTHBIX
MEXaHHU3Max, aKTUBUPYEMBIX CBS3BIBAHUEM HCCIIEAYEMbBIX MENTHIO0B pElieNTOpaMu Mxa,
a TaKXe O CX0XKEHN POJIM, KOTOPYIO OHH UTPAOT B UMMYHHOM OTBETE PACTCHUM.

Takum o0pa3oMm, MOJy4YEHHBIE PE3YJbTaThl TO3BOJSIOT MPEANOI0XKUTh, YTO
peuentopsl PEPR P. patens moryt cBssbiBatbca ¢ nentuaamu PEP u 3amyckatb

HMMYHHBIﬁ CUTHAJIbHBIN Kackan. KpOMe TOro, CaMM MXHU MOTYT CCKPCTHUPOBATH
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HEKOTOpbIE COOCTBEHHBIC MENTHUAHBIE CHUTHAJBI, KOTOPbIE CHOCOOHBI AKTUBHUPOBATH
oOLIMI CTPECCOBBIN OTBET, TAKOW KakK HakoIjieHue Moiiekys ADK.

Jlnst Toro, 4toOBl MPOBEpUTH, MOTYT Jin romosioru perentopa PEPR1 y mxa
y4yacTBOBaTh B curHaiauure nentuaoB PEP, ¢ momomibio Texnonoruun CRISPR/Cas9 Mol
MOJYYUSIM HOKAayTHBIE JIMHUU 10 T€HaM 3THUX TOMOJOrOB, 00O3HAYEHHBIX HAMHU Kak
PEPR-like 1 (Pp3c3 12560V3.1) u PEPR-like 2 (Pp3c2 18570V3.1), wu
MPOAHAIM3UPOBAIN TAKOM MAapKEP CTPECCOBOTO OTBETA, KAK MUHTEHCUBHOCTh HAKOTLIIEHUS
Monekynl A®K (puc. 16 A). Dx3orennas oOpaborka mnentuaom AtPEP1 He
uHypoBaia BeiOpoc Mosekyl ADK y HOKayTHBIX TUHUM, YTO MOKET MOATBEPKAATh
y4JacTue JHOaHHbBIX ToMojoroB penentopa PEPR B curnanunre QyHKIMOHAIBHBIX
romosioroB nentuaa PEP y MOKpBITOCEMEHHBIX. DTO TAKXKE YKa3bIBa€T Ha TO, YTO B
MIPOBEJICHHBIX HAMU dKcriepuMeHnTax uHAyKuus ADK 1 3a1uTHBIX TEHOB Mpu 00padOTKe

cuntetnueckuM AtPEP1 cBsizana ¢ ¢yuknuamu PEPR-mono6HBIX  perenTopos

Pp3c3 12560 u Pp3c2_18570.
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Puc. 16. A - CpaBHeHHE HWHTEHCHUBHOCTH AaKKyMYJIAIIUM BHYTPHUKJIETOYHBIX
Mousiekysl ADK ¢ ucnosb3zoBanueM (IyopeclieHTHOrO KpacHuTels Mmocie o0paboTku 5
MKM AtPEP1 B nporoneme pacrenuid P. patens NUKOro TUNA U HOKAYTHBIX MO T€HAM
PEPR-like 1 u PEPR-like 2 (mapusiii t-tect; *P < 0,05; **P <0,01; ***P <0,001); B -
qOT-IILP ananu3 skcmpeccuu reHoB OPR, CHS u PAL4 mocne o6paboTku 5 MKM
AtPEPI1 B Teuenue 2 yacoB B MpoTOHEME P. patens TUKOTO TUINA U HOKAYTHBIX 10 T€HAM
PEPR-like 1 u PEPR-like 2. bvin npoBesieH aHanu3 ¢ npuMenenneM U-kputepus ManHa-

VYutan; **P <0,01; *P <0,05.
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MBI Takke MpOaHATU3UPOBAIU SKCIPECCUI0 TAKUX 3AIIUTHBIX reHOB, Kak OPR,
CHS, PAL4 B kneTkax JUHUN MXa, HOKAYyTUPOBAHHBIX MO T€HAM TOMOJIOTOB PELENTOPa
PEPR, nocne o6pabotku ux cuHTetnyeckuMm nentugoM AtPEP1 u oOGHapyxwiu, 4To
MaTTepPH W3MEHEHHS YPOBHS TPAHCKPUIILIMK BBIOPAHHBIX TE€HOB JEHCTBUTEIBHO
OTJIMYAJICA Y HOKAYTHBIX JIMHUM 110 CPAaBHEHUIO C JUKUM TUIIOM, ocobeHHo st CHS, uto
MOKET CBUJECTEIILCTBOBATh O TOM, YTO HaWJICHHbIE HaMH romoioru peunentopa PEPR
JNEUCTBUTEIBLHO MOTYT B HEKOTOPOM cTeneHu cBs3biBaTh nentua AtPEPI, ykassiBag Ha

KOHCEPBAaTUBHOCTh MyTE€ UMMYHHOT0 curHayiunra (puc. 16 B).
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SAKJITOYEHHUE

[lepBblii OMOJOTMYECKU AKTUBHBIM MENTHA pAcTeHUN ObUT MIAESHTUPUIUPOBAH
okosio 30 ner Hazan. C Tex mop, ObLIM ONMUCAHBI CBBINIE JECATH (PYHKUMOHAIBHBIX
CEMEUCTB MENTUIOB, YTO, MO-BUAMUMOMY, COCTABJISIET TOJIBKO HEOOJIBIIYIO 4YacTh OT
oO11ero myna OMOAKTUBHBIX MENTHIOB pacTeHUU. CBsI3aHO 3TO C TEM, UTO aHHOTAIUS U
(YHKIIMOHANBHBIN aHaNW3 NENTUI0B JO0 CHUX MOp SBIAIOTCA CJIOXKHOM 3amadei.
Hanpumep, cymiecTByroine cnocoObl aHHOTAIMU T€HOMOB MOT'YT ITPOMYCKaTh KOPOTKHE
(yHKIIMOHANBHBIE pPAMKH CUWUTBIBAHUS, CIOCOOHBIE KOJIHUPOBATH OMOJIOTUYECKH
AKTUBHBIE TIETITU/IBI.

[lenbto naHHOM pabOTHI SBISIMCH pa3pabOTKa METOJO0B TOUCKA U HM3y4YEHUE
SHJIOTEHHBIX MENTUOB PACTEHUMN, YUACTBYIOIIUX B PEryJSAlMM UMMYHHOTO OTBeTa. B
KauecTBE MOJEIBHOr0 00BbEKTa ObUI HCIONB30BaH MOX Physcomitrium patens. Ha
MepBOM HTamne paboThl Mbl pa3zpaboTaid MOAXObI JUIsl MOUCKA TOMOJIOTOB M3BECTHBIX
KOPOTKHX CEKPETUPYEMBIX NENTUJIOB B reHOMax OpuOpUTOB, a TaKKe KaHAUIATOB
HOBBIX OMOJIOTUYECKH AaKTUBHBIX TENTUIO0B B TPAHCKPUNTOME U MENTHUAOME
Physcomitrium patens mocne 3apakeHHsl TMAaTON€HOM W HWHIYKIUU Pa3IdYHbIMU
cTpeccaMu. Mbl 0OHAPYKUIIU, YTO T€HOMBI SBOJIIOIIMOHHO JAJIEKUX BHUJIOB PACTCHUN —
MOKPBITOCEMEHHBIX UM OpHO(MUTOB coJepKaT CXOJHBIE CeMEHWCTBA KOPOTKUX
CeKpeThpyeMbIx mnenTuaoB. CorjacHO HAIIMM JAHHBIM, JKCIPECcCHUsl T€HOB OENKOB-
MPEIIECTBEHHUKOB TAKHX KOPOTKUX CeKpeTthpyembix nentuaoB, kak EPFL, MEG,
nsLTP, CAPE, STIG-GRI u ¢urounannHel, yBeIM4YMBaJach B OTBET Ha 3apakeHUE,
yKa3blBasg Ha pOJb 3TUX MENTUIOB B PETYIALUMM UMMYHHOTO OTBeTa P. patens. ITo
SBJISIETCA CBUJETEIHLCTBOM KOHCEPBATUBHOCTH TMyTEH MENTHAHOTO CUTHAJIMHTA B
(bUITOTEeHETUYECKH OT/IaJICHHBIX TAKCOHAX PACTEHUM.

OnHUM U3 CeMENCTB U3BECTHBIX KOPOTKUX CEKPETUPYEMBIX MENTUOB, HAMIEHHBIX
HaMu B TeHoMe P. patens, ObLIO CeMEWCTBO IMCcTeMH-OoraThix mentuoB RALF. B
MOCJIETHAE TOAbl JIaHHOE CEMEMCTBO NEeNTUAOB IpPHUBJIEKAaeT 0c000€ BHUMaHHE
Uccien0BaTeNel B CBI3U ¢ pa3HooOpa3ueM ux (yHKIMM y HBETKOBBIX pacTeHu. OJTHaKO

POJIb OAaHHBIX TIMCUTUJIAOB Y IMPCAKOB COBPEMCHHBLIX IIOKPBITOCCMCHHBIX, a TAaKKe
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ABOMIIOLMS UX (DYHKIMM MPAKTUYECKH HE U3y4eHbl. B 310l paboTe HaMu ObLIO MTOKa3aHo,
yto nentuasl PPRALF mMxa uMeroT cXoaHyro CTPYKTypy M aMHHOKHMCIIOTHBIM COCTaB C
nentugamu AtRALF wu3 apabuporicuca, y4yacTBYIOIIMMH B PEryJiSIIMM WUMMYHHOI'O
OTBETa. 3apaK€HUE HOKAyTHBIX 110 reHaM OenkoB-npenmecTBeHHUKOB RALF nentuaos
muHuAN P. patens noka3zano, uyro nentug PpPRALF3 HeratuBHO peryiaupyer MUMMYyHHBIN
orBeTa y P. patens. Ha 0CHOBE MOJIy4YEHHBIX PE3yJIbTATOB MBI JE€JIAEM BBIBOJ O TOM, YTO
RALF nentuast u ux peuentop FERONIA wurpanu BaxHYyI poJib B pETyJsILIMM OTBETA
Ha CTPECCOBBIE BO3ACHCTBUSA y OOILEro MpeAaKa NOKPHITOCEMEHHBIX M CIOPOBBIX
pactenuii. Kpome Toro, B Hamieil pabore Mbl OKa3ajd Ha MPAKTHKE KaK PACTEHHS C
pEAYLHPOBAaHHBIM, O CPaBHEHUIO C IOKPHITOCEMEHHBIMH, YHCIOM T'€HOB OEIKOB-
NPEAIIECTBEHHUKOB MOIYT OBITh MCHOJB30BaHbl i (PYHKUHMOHAIBHOTO aHajIu3a
JAHHOT'O CEMENCTBA NMENTUIOB.

C moMonipl0 HamIero MoAXOAAa MbI TAaKXKe MPENCKA3Id PAd KOPOTKHUX PAMOK
CUUTBIBAHHUS, — B TOM YHCJIE PACIIOJI0KEHHBIX Ha JUIMHHBIX Hekoaupyromux PHK, — ybn
MOCJIEIOBATEIbHOCTH UMEIOT NMPU3HAKU, XapaKTepHbIE JJIsl OEIKOB-NPEIIECTBEHHUKOB
M3BECTHBIX (PUTOLIMTOKMHOB U PETYJSITOPHBIX MENTHAOB, HO HE COJEPKAT M3BECTHBIX
(YHKIIMOHATBHBIX JOMEHOB, MU PepeHIInanbHO KCIIpecCupyomuxcs B P. patens nocine
3apakeHMsl ~ IaToreHoMm.  M3MmeHeHme  JKcmpeccum  TE€HOB, KOJIUPYIOLIUX
MPEANOJIOKUTEIbHbIE MPEIIIECTBEHHUKN OHOJOTMYECKH AaKTHUBHBIX MENTHIIOB, B
IIPOIIECCE MMMYHHOIO OTBETa YKAa3blBA€T HA BEPOATHOCTb BOBJIEYEHHOCTH OTUX
IIENITUIOB B PETYJISLUIO 3aIUTHBIX PEAKIIAMN.

AHanmu3 TEeNTUOHBIX MYJOB pacTeHUl, oO0pa3yroummxcs IMoj JIeHCTBHEM
CTPECCOBBIX (PAKTOPOB, SIBJISAETCS OJHUM U3 MPSAMBIX METOIOB MOUCKA OMOJIOTHYECKU
aKTUBHBIX NenTuoB. OQHAKO, HECMOTPS Ha CTPEMUTENIBHOE PA3BUTHE METOJIOB Macc-
CIIEKTPOMETPHUUYECKOTO AHAIM3a B IOCIEIHUE TOIbI, NENTHIOMHUKA PACTEHUN OCTAETC
MaJjo U3y4eHHOU 00sacThio. MBI pa3paboTaii METOUKY BBIJECICHHS U aHAIN3a IyJIOB
OHJOTEHHBIX IENTHIO0B, KOTOpas TaKXE MOXKET MPUMEHATHCS ISl IPYyTUX pacTeHHuu. B
X0Jle Hamel paboThl MbI MMOKA3aJIH, YTO CTPECCOBBIE (DAKTOPHI, TAKUE KaK CTPECCOBBIC
TOPMOHBI U MATOT€HHbIE MOJIEKYJIIPHBIE CTPYKTYpPbl, MOTYT BIMATh HAa (POPMHPOBAHUE

CEKPETUPYEMOIr0 MENTHAOMA, UHAYUUPYS PACLICIUICHUE YHUKAJIbHBIX IPEKYPCOPOB,
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CIIOCOOHBIX OBITh O€JNKaMU-TIPEIICCTBEHHUKAMU TMOTEHIIUATBHBIX OHOJIOTHYECKH
AKTUBHBIX TIENTU/IOB, a TAKXKE CTUMYJIUPYS BBILIEIICHUE TIENTHUI0B U3 HOBBIX 00JlacTeit
yKe CYLIECTBYIOIIUX MpeKypcopoB. [loTeHInanbHbie OMOIOTHYECKN aKTUBHBIE TIETITH/ b
IIPU 3TOM MOTYT COJIEpKaTh MOCT-TPAHCISAIIMOHHBIE MOIU(PUKAIIUY, & TAK)KE IMOKA3bIBATh
AHTUMHUKPOOHYIO aKTUBHOCTh. B Hamieit paboTe Mbl 0OHApY>KUIX J1BA MOTEHIIMATBHBIX
KaHAuJaTa B HOBBbIE OWMOAKTUBHBIE NENTU[bBI, Ybe O0Opa3oBaHHUE OBUIO CTAOMIBHO
WHyIUPOBAHO PA3JIUYHBIMU CcTpeccaMu. MbI Mmokaszalid, 4TO 3K30reHHas 00paboTka
CUHTE3UPOBAaHHBIMU TENTHIAMHU BBI3bIBAJIa B pacTeHUsX P. patens UMMYHHBIN OTBET,
BBIPAXKAIOIINICSA B TOBBIMIEHUH YPOBHA HakoruieHus Mosiekyn A®K, a Ttakxke B
M3MEHEHUH SKCIPECCUU 3allUTHBIX T'eHOB. Takum oOpa3oM, OOHApYKEHHbIE MENTHUIbI
MOTYT MPEJICTABISTH COO0M HOBbIE (PUTOIIMTOKUHBI, CIIEU(PUYHBIE IS MXA.

Hecmotps Ha TO, 4YTO B reHOME MXa MPUCYTCTBYIOT T'€Hbl MHOTHUX H3BECTHBIX
CEMEUCTB KOPOTKUX CEKPETHUPYEMbIX MENTHUAOB, MPEACTABUTEIN HEKOTOPHIX CEMEUCTB
CIIMIIKOM chenu(UUHbl UM K MOMEHTY OTJEJEHUsS BETBH OpuOPUTOB B mpoliecce
ABOJIIOLINY PACTEHUHN UX T'€HBI €lle He MOSIBUIUCh. OJTHUM U3 TaKUX CEMEICTB 0Ka3aiocCh
ceMeiicTBo nentuaoB PEP, mocienoBaTeibHOCTH KOTOPBIX MBI HE CMOTJIM OOHAPYKUThH B
reHome Mxa. OHako 3K30reHHast o0paboTka cuHTeTnyeckumu nentugaamu AtPEP1 u3
apabujorcuca mokasajia, YTO OHU CIIOCOOHBI aKTUBUPOBATH 3alIUTHBINA OTBET B KJIETKAX
MXa, YKa3bIBasi Ha IPUCYTCTBHE T€HOB BO3MOKHBIX PEIIENITOPOB ATUX MENTHIOB B TCHOME
P. patens, a Taxxe Ha HaTMYUEe KOHCEPBATUBHBIX YUYACTHUKOB MENTUIHOTO CUTHAJIMHTA,
BEPOSTHO UMEBIIMXCS TaKXKe Yy TMOCIETHEro OOIIero mpeika Ha3eMHBIX pPAaCTCHUH.
[IpoBeneHHbBIN MOUCK MOKa3aJd NPUCYTCTBHUE B T€HOME MXa JIByX Hanbojee BEpOSTHBIX
romosioroB penentopa PEPR, y3natomero nmentuael cemeiictea PEP. C nmomombsto
HOKAYTHBIX JINHUHI IO COOTBETCTBYIOIIMM I'€HaM MbI ITOKA3aJIu y4acTHE 3TUX TOMOJIOTOB
peuentopa PEPR B perymdnum Takux MMMYHHBIX peakuuid Mmxa P. patfens, Kak
HakoruieHue Mosiekyl A®K u u3MeHeHue SKCIPECCUU 3alllUTHBIX T'€HOB, B OTBET Ha
00paboTky cunteTnueckumu nentugamu AtPEPI.

Takum oOpa3oMm, B XOJ€ HAIIEro MCCIEIOBAHUS MbI MOKa3aldu, YTO MENTHJIbI
UTPAIOT BaXKHYIO POJIb B PETYJIAIMU Pa3HOOOPA3HBIX MPOIIECCOB, TAKUX KAaK UMMYHHBIE

PCaKium. KommnoneHThI NCITUAHBIX CHI'HAJIbHBIX HYTeﬁ B BBICOKOM CTCHCHU
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KOHCEPBATUBHBI CPEAX PA3JIUYHBIX TAKCOHOB PACTEHUM, YTO IO3BOJISIET MPOBOAUTH
(YHKIIMOHATBHBIN aHATU3 CEMEUCTB OMOJIOTMYECKH AKTUBHBIX MENTHUAOB C OOJBIIUM
KOJIMYECTBOM TMPEACTABUTEIEH B TaKUX IPOCTBIX T'E€HETUYECKUX CHUCTEMax, Kak

OprOPUTHI.
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BBIBO/IbI

. I'eHombl OpuOMUTOB cofepKAaT TEHBI OEIKOB-NPEANIECTBEHHUKOB HM3BECTHBIX
CEMENCTB KOPOTKUX CEKPETUPYEMBIX MTENTUIOB.

. DKcrupeccusi TeHOB OEJIKOB MPEIIECTBEHHUKOB KOPOTKUX CEKPETUPYEMBIX MENTH/I0B
y Physcomitrium patens pacTeT B OTBET Ha 3apaxeHue Botrytis cinerea, 4TO
YKa3bIBa€T HAa WX POJb B 3alIMTHOM OTBETE€ M MOATBEPKIACT KOHCEPBATUBHOCTH
MMMYHHBIX TyTE€W PACTEHUN Pa3HbIX TAKCOHOMUYECKHUX TPYIIL.

. Ilentunael u3BectHoro cemeiictBa RALF y P. patens umeror oOiiue 4epTsl MO
CTPYKTYpE M aMHHOKHCIOTHOMY cocTtaBy ¢ RALF mnentumamm apabuponcuca,
perynupyromumu yposenb ADOK B kiieTkax npu OMOTHUYECKOM CTpecce.

. IIpencraBuTenp ceMeicTBa KOPOTKUX cekpeTupyembix nentugoB PpRALF3 urpaer
pOJIb B HETaTUBHOM PETYJISIIMA KMMYHHOTO OTBeTa y P. patens.

. CtpeccoBbie (akTOpbl UHAYLHUPYIOT TUAPOJU3 OENKOB, MPUBOJS K IOSBICHUIO B
nentuygomMme P. patens OMOJIOrMY€CKU AKTUBHBIX MENTH/IOB.

. Obnapyxennl mnentugael INI u  EAA or HedyHKUIHMOHaNbHBIX  OEIKOB
IpeAIIeCTBEHHUKOB, KOTOPbIe PeryaupyroT BeiOpoc ADK u skcnpeccuio 3ammuTHbIX
reHoB y P. patens.

. TloxazaHo, 4TO TpH 3K30T€HHON 00paboTke pacteHuird P. patens (HUTOIUTOKMHOM
apabupomncuca AtPEP1 aktuBupyercs cunte3 ADOK u skcnpeccus 3alllUTHBIX T€HOB,
YTO YKa3bIBAET HA HAIMYME KOMIIOHEHTOB MENTHUAHOIO UMMYHHOTO CHTHAJIMHTA Y
MOCJIEIHETO 00IIEeTo MpeaKa MOKPHITOCEMEHHBIX U CIIOPOBBIX PACTEHUIM.

. Hokayt romonoroB peuentopa PEPRI1 (yuactByromero B y3naBanuu AtPEP1 y
apabupomncuca) y P. patens cHwxkaer BbiOpoc A®K, a Ttaxxke Biauser Ha
TPAHCKPUMIIMOHHBI OTBET 3alllUTHBIX TI'E€HOB IMpU O0O0pabOTKE CUHTETUYECKUM
nentugom AtPEPI, yka3piBass 4YTO MMEHHO 3TH PEUENTOPbl CBA3aHBI C

pacro3HaBaHHeM JaHHOTO (PUTOLMTOKHHA.
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