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OBIIAS XAPAKTEPUCTHUKA PABOTbBI
ITocTtanoBKa mpoOJieMbl H ee aKTYaJbHOCTb. JIMIIOKCUT€HA3HBIM KacKaj SIBISETCA

MCTOYHUKOM OKHCJICHHBIX IPOU3BOJHBIX IIOJMHEHACHIIIEHHBIX JKUPHBIX KHUCIOT —
OKCWJIMIIMHOB. DT MHOTO(QYHKIIMOHAJIbHBIE COEAMHEHHS] IIUPOKO pPACIPOCTPAHEHBI B
OpraHm3Max, NpHHAJIeKAMUX pasHeiM TakcoHam (Grechkin, 1998). VYV pacrtenuit
KIIIOYEBBIMU  (DEPMEHTAMHU JIMIIOKCUTEHA3HOTO KacKajga SBISIOTCS JIMIIOKCUTEHA3bl U
Hekiaccnueckue ¢epmentel cemeirictBa CYP74 cymepcemeiictBa P450, k KOTOphIM
OTHOCSITCS. TpU Tuma ¢GEepMEeHTOB: JBe Jeruapasbl — auieHokcuacunraza (AOC) wu
musuHmBGupcunTaza ([I3C), a Ttakke umzomepaza — ruaponepokcumaza (I'TLI). o
HEJaBHEr0 BPEMEHHU CUUTaNoch, 4YTo GepMmeHTbl CYP74 xapakTepHbl UCKIIOYUTENBHO IS
IBETKOBBIX pacTeHuil. OJHaKO K HacToseMy BpeMEeHH (EepMEHThI, TOMOJIOTHYHbIE
npeacrasureasm cemeiicta CYP74, obnapy:xensl y mxoB Physcomitrella patens (Stumpe
et al., 2006; Bandara et al., 2009; Scholz et al., 2012) u Marchantia polymorpha (Stumpe et
al., 2008, Ponce de Leon, 2015), npoteobaktepun Methylobacterium nodulans (Lee et al.,
2008), 6ypoii Bogopocau Ectocarpus siliculosus (Toporkova et al., 2017a) u HeKOTOPBIX
npejCcTaBUTENCH [apCTBa )KUBOTHBIX, BKJIIOYAst ojieHeporuit kopaut Acropora palmata (Lee
et al., 2008), nmutopanbHyto poromryto aktuauio Nematostella vectensis (Toporkova et al.,
20176) u nannernuk Branchiostoma floridae (Lee et al., 2008). Crenens cxoacTBa JaHHBIX
MOCJIEIOBATENILHOCTEN HE TIO3BOJIIET OTHECTH 3TU (epMeHTHl k ceMerictBy CYP74, oqnako
O0COOCHHOCTH TEPBUYHON CTPYKTYPbl U MEXaHM3Ma KaTATMTHYECKOTO JEHCTBUS, a TaKXKe
JaHHbIe (PUIIOrE€HETUYECKOI0 aHAIM3a MO3BOJIUIN 00bEIUHUTH 3TH (PEPMEHTHI U CEMENCTBO
CYP74 B enunsiii kman CYP74 (Nelson, 2013). B xnan CYP74, nHapsny ¢ Tpems TUnmamu
depmentoB cemeiictea CYP74, BKIIOUEH TakKe 4YeTBEpThIi TUN (PEpPMEHTOB —
snokcuankoronbcunTaza (DAC), kortopas, Takke kak [TIJI, sBasercs u3zoMmepazoi
(Toporkova et al., 2017a,0).

Haubonee pacnipoctpanenusiMu pepmentamu CYP74 aBisroTcst anaeHOKCHICUHTA3BI
u ruaponepokcunasbl (Grechkin, 2002). ¥V Bcex M3y4eHHBIX K HACTOSIIEMY BpPEMEHU
IBETKOBBIX  pacTeHUH B  TreHoMax  OOHapyKeHbl  KOJUPYIOIIME  HUX  TEHBI.
JUBUHUII(QUPCUHTA3Bl  ABJIAIOTCS.  MEHEE  pPacHpOCTPAHEHHBIMH U HM3YyYEHHBIMHU
dbepmentamu. ['enbt JIDC BBISBICHBI B T€HOMaX TaKCOHOMHUYECKH OTIAJICHHBIX BHUJIOB.
JlaHHBIC (PepMEHTHI MIPUHAICKAT K pa3mnuHbiM nojacemeiictBam: CYP74B (Gogolev et al.,
2012), CYP74D (Stumpe et al., 2001; Fammartino et al., 2007), CYP74H (Itoh, Howe,
2001) u CYP74Q (Gorina et al., 2014).

Haumenee nzyuennbimu gpepmentamu CYP74 SBISIOTCS 3MOKCHANKOrOIbcHHTa3bl. K
HACTOSIIIIEMY BpeMeHH omucaHo Toinbko Tpu pepmenta — BfFEAS (CYP440A1) B. floridae
(Lee et al., 2008) ESEAS (CYP5164B1) E. siliculosus (Toporkova et al., 2017a) u NVEAS
(CYP443D1) N. vectensis (Toporkova et al., 20176). Dtu ¢pepMeHTH BXOAIAT B COCTaB
knmaHa CYP74. Opnako Henb3s MCKIOYUTb, YTO y PACTEHUH TaKKe MOTYT OBITh
oOHapyKeHbI SMOKCUAIKOT0JIbCUHTAa3bl, BXOd1ue B cocTtaB ceMelictea CYP74.

[Tnaynok Selaginella moellendorffii Hieron sBnsercs ogHuM U3 ApeBHEHIIMX
COCYJIMCTBIX PACTEHUW, CYIIECTBYIOUIMX B HacTosllee BpeMsa. HemaBHO TreHOM 3TOro
pactenus Obut pactmmdponan (Banks et al., 2011). B pe3ysnbprare aHHOTUPOBAHHS B HEM
6bu10 0OHapyxeHo 10 reHos, kogupyromux dhepments cemeiicta CYP74. Kpome Toro, He



UCKJIIOYEHO HAIW4YMe HECKOJIBKHUX JOTOJHUTENBHBIX u30(epMeHTOB. ['eHbl cemeiicTBa
CYP74 S. moellendorffii komupyror Oenku, OTHOCAIIHECS K YETHIPEM HOBBIM
noacemeiictBam: CYP74J, CYP74K, CYP74L u CYP74M. Ilogo6HOE pazHOOOpa3ne reHoB
CYP74 sBnsercs penkuM. Y LIBETKOBBIX PACTEHHMI TaKOro pa3HOOOpa3usi MPAaKTUYECKH HE
BcTpeyaetcs. Jlo cux mop HU oxuH u3 reHoB cemeiictBa CYP74 S. moellendorffii He Gbin
KJIOHHUPOBAH.

HenaBno B Hamieit naGopaTopuu ObLT HpOaHATU3UPOBAH MNPOGUIL OKCHIMITMHOB
HAJI3EMHOM YacTH IlayHKa pojcTBeHHOro Buaa S. martensii (Ogorodnikova et al., 2015).
OCHOBHBIMH OKCWJIMITHHAMHU JaHHOTO pAcCTeHHS OBUTM Pa3HOOOpa3HbIC JIMBHHUJIOBEHIC
a¢upsl 1 n3omepsl 12-okco-10,15-putoanenoBoii kucnoTel. PaznooOpasue TUBUHUIOBBIX
7¢UpOB y JAHHOTO PACTEHUS SBISETCS HAHOONBIIMM CPEIU BCEX M3YYEHHBIX PACTCHUN B
HacTtosiee BpeMs. He uckimoueno, uro cemeiictBo CYP74 mnaynkoB (kak S. martensii, tax
u S. moellendorffii) Bkro4aeT HECKOJIBKO Pa3IUYHBIX JTUBUHHII(DUPCHHTA3, YTO SBISICTCS
UCKITIOUEHUEM, TOCKOJbKY BCE H3yYEHHBIE K HACTOSIIEMY BPEMEHH BHJbI pPACTECHUMN
BKJIIOYAIOT 10 OJHOW JMBUHWII(DHUPCHUHTA3E, WHOTJA TMPEICTABICHHOW HECKOJIbKUMU
nzopopmamu. Hamboree BepOSITHRIMH KaHIWAATaMU Ha POJIb JAUBHHHIDPHUPCUHTA3 y S.
moellendorffii sBisrorcst dpepmentsr moxacemeiictBa CYP74M, TOCKONBKY TepBHYHAS
CTPYKTypa 3TUX (EPMEHTOB COACPKHUT PSJI XapaKTEPHBIX IJIs JAHHOTO THIIA KaTalu3a
AMUHOKHUCJIOTHBIX OCTaTKOB B KATAJIMTUYECKU BAKHBIX CalTax.

Heas wm 3agaum ucciaegoBaHusi. lLleapro HacTOAMmETO WCCIEAOBAHUS SBISETCS
MOJIYYEHHE U XapaKTEPUCTUKA CTPYKTYPHO-(PYHKIIMOHAIBHBIX CBOMCTB HUTOXpOMOB P450
noacemerictea CYP74M mnaynka Selaginella moellendorffii. [ns noctwkenus maHHOM
e ObLIN TTOCTABIICHBI CIICTYIOIINE 3a/1a4u:

1. KjioHMpOBaHHE OTKPBITHIX pAMOK CYMTHIBAHUS T€HOB, KOJUPYIOIMNUX (EPMEHTHI
nojcemeiictBa CYP74M mnaynka S. moellendorffii.

2. [lony4yeHne oUMIIEHHBIX MTPenapaToB (GyHKIIMOHAIEHO aKTUBHBIX PEKOMOMHAHTHBIX
depmenToB noacemerictea CYP74M mnaynka S. moellendorffii.

3. Onpenenenue cyocTparHol crienupuaHocTH pepmeHToB noacemericta CYP74M
wiaynka S. moellendorffii, a Takke KHHETHYECKUX MTAPAMETPOB KaTATH3UPYEMbIX MU
peaKuui.

4. OnpeneneHre MPOAYKTOB KaTaIMTUYECKOTO IEUCTBUS PEKOMOUHAHTHBIX
dbepmentoB noacemerictea CYP74M mnaynka S. moellendorffii. Paciumndposka geranbHoi
CTPYKTYpPBI 3THX POAYKTOB MeTonoM SAMP.

5. XapakTtepucTrka OMOJIOrMYECKON aKTUBHOCTH IIPOAYKTOB KaTAIMTUYECKOTO
neictBus pepmentoB noacemerictea CYP74M mnaynka S. moellendorffii.

Hayuynass HoBu3Ha paGorbl. Bnepsble ObUIM  KJIOHUPOBAHBI TI'€HBI U
OXapaKTEepPH30BaHbl COOTBETCTBYIOIIME PEKOMOWHAHTHBIE (EPMEHTHI IOJCEMEIHCTBA
CYP74M mnaynka S. moellendorffii: ¢pepmentsr CYP74M1 u CYP74M3 susirotest 13-
cnenuduaasivu quBnHWDGUpcuHTazamu (SmDES1 u SmDES2, cooTBercTBeHHO), TOTaa
kak (pepment CYP74M2 - 13-cnenuduunoil 3mokcuankoroibcuHTazoir (SmEAS). 3t1o
MEPBBIE  OXapaKTEPU30BaHHBIE JAUBHHWIDI(PUPCUHTA3bl M SIOKCHAIKOTOJIbCHHTA3a Y
cniopoBeix pacteHuil. [Ipu stom SmMDES1 karanmsupyer oOpa3oBaHHe MPEUMYIIECTBEHHO
(112)-stepoe(no)Boii kucaoThl, Toraa kak SmDES2 — npeumyiiiecTBeHHO 3Tepoiie(HO)BOM



KUACJIOTE. B 000MX cllydasix MHHOPHBIM MPOAYKTOM sBisieTcst (w5Z)-3tepoiie(Ho)Bast
kucinota. buocuntes (11Z)-arepone(Ho)BOit KHUCIOTHI OBbLT OXapaKTEpU30BaH BIIEPBHIC.
®epmenT SmEAS karanusupyert npepanieHue 13-ruiponepekucu JMHOJIEBOM KUCIOTHI B
TPH SMUMEPHBIX OKCHpaHWI KapOuHOia B cooTHomenun 4:2:1, a umenno — (11R,12S,13S),
(11R,12R,13S) u (11S,125,13S) smumepa  (9Z)-11-runpokcu-12,13-3mokcu-9-
OKTaJEIEHOBOM KHUCIIOTHI.

BriepBbie MPOAEMOHCTPHPOBAHO OakTepuiuanoe neiictBue (wS5Z)-3TeposieHOBOM
KHCJIOTBI U OakTepuocTtarnieckoe aevictue (11Z)-3TeposieHOBOM U 3TEPOJICHOBOM KUCIIOT B
OTHOIICHWH (uTOMATOreHHBIX MmTaMMOB Oaktepmii  Pectobacterium  atrosepticum
SCRI1043, Xanthomonas campestris ssp. vesicatoria u Pseudomonas syringae ssp. tomato,
YTO CBUJIETEIBCTBYET O BIMSHUM TE€OMETPUU €JAUHCTBEHHOW JBOMHOM CBSI3M Ha
OMOJIOTMYECKHE CBOMCTBA TUBUHUIIOBBIX 3(DUPOB.

Hay4yHo-npakTnueckasi 3HaUMMOCTb padoThl. Pe3yabTaThl pabOThl BHOCST BKJIA] B
NOHMMAaHUE MEXAHU3MOB PETYJISIUU METa0OJMYECKUX IMPOIECCOB B JKMBBIX CHCTEMax B
IpOIECCe POCTa U Pa3BUTHS, a TAK)KE B MPOIECCE B3aMMOJEHCTBUS CO Cpeloi OOMTaHUS.
beinmn oxapakTepu3zoBaHbl OAKTEPUIIUIHBIE U OAKTEPHOCTATUUYECKUE CBOMCTBA HECKOIBKHUX
JMBHHWIOBBIX A3(GUpPOB: 3TeponieHoBoM, (11Z)-3teponeHoBoit U (®S5Z)-3TepoicHOBOM
kucnor.  Oxapaktepu3oBaHbl  (PepMEHTHI, KaTajau3upymolmue o0pa3oBaHUE  ITUX
JTUBUHWIOBBIX A3(UPOB, a TaKXKe JAPYTUX OKCHIUIIMHOB, OO0JIaaloNIuX, MO JIaHHBIM
auTepaTypbl, (QYHTUIUIHBIMA CBOMCTBAMH — OIOKCUTHUIPOKCU- (PMOKCUCTIHPTHI) U
TPUTHAPOKCU-TIPOU3BOIHBIX MOTMHEHACHIIIICHHBIX JXHUPHBIX KUCIOT. Pa3paboTaHbl CUCTEMBI
MOJIYYCHHUS] W TPENapaTHBHOW OYUCTKA ITUTOXPOMOB pACTEHUH, CIOCOOHBIE HANTH
MIPUMEHEHHE B IPOMBILIEHHOCTH, MOCKOJIbKY HUTOXpOoMbl P450 umeroT BaxkHOE 3HAUEHUE
B JKM3HM BCEX OpPraHU3MOB, 3a HCKIIIOYEHHEM OOJUraTHbIX aHa’poOoB. OHU MOTryT
MeTa00JIM3UPOBATh MHOXKECTBO MPUPOJHBIX U MCKYCCTBEHHBIX COCAMHEHUN W OKa3bIBaTh
KaK TOJIOKHUTENIbHBIN, TaK M OTpULIaTeIbHBINA dPQeKT Ha 3M0poBbe opranm3ma. [Ipu sTom
utoxpombl P450 cemeiictBa CYP74 nmpaktuuecku He MOTYT OBITh U3BJICUEHBI U3 PACTEHUH,
TaK KaK OHU MPUCYTCTBYIOT B TKAHSAX B HE3HAYMTENIbHBIX KOJUYECTBAX. DTH (DEPMEHTHI
JIOBOJIBHO HEYCTOWYMBBI, JIETKO TEPSIIOT aKTUBHOCTh BO BPEMsI OUHMCTKU. B CBA3U € 3TUM,
IS JIF000TO MCCIIE0BAHUS JTaHHBIX (PEPMEHTOB HEOOXOAMMO IMOIy4YaTh PEKOMOMHAHTHBIE
Ooenku. OKCWIMIHUHBI TakKe JOBOJBHO HEYCTOWYMBBIE coenuHeHus. Mx cuHTe3
XUMUYECKUM TyTEM TMPAKTHYECKU HEBO3MOXKEH. [lo3TOMy HaWaydmuMm BapuaHTOM
MOJIYYCHUSI OKCHJIUIIMHOB SIBIISIETCS. BOCIIPOU3BEJICHUE E€CTECTBEHHOW peakiuu OMOCHHTE3a
3TUX COCITUHECHUH.

OKcrepuMeHTaJIbHble JaHHbIE W METOJMYECKHUE MpPHEMbl, H3J0KEHHbIE B padore,
MOTYT OBITb HCIOJB30BAHBI B YUPEXKJICHUSX MEIUIMHCKOIO, CEIbCKOXO035HUCTBEHHOTO,
OMONIOTUYECKOTO M OHMOTEXHOJOTHYECKOTO NpodwmiIel, 3aHUMAIONIMXCS MOTyYeHHEM
PEKOMOWHAHTHBIX ()EPMEHTOB, WCCIICJOBAHUEM B3aUMOCBSI3H CTPYKTYpbl U (QyHKIUH
OeNKoB, a TakkKe B yuyeOHOM MpOIEccCe NPH UYTEHUU KYpPCOB JIEKIUH MO OMOXHMHH,
(hU3MOJIOTHH paCTeHUI U MOJICKYJIIpHOM Onosoruu B BY3ax.

CBsa3b padoThl ¢ HAYYHBIMH NPOrpaMMaMM M COOCTBEHHBI BKJIAJ aBTOpPa B
ucciaenoBanus. Pa6ora mpoBoaunack ¢ 2013 mo 2019 rr. B COOTBETCTBUU C IIJIAHOM
Hayynbix uccienoBanuii KMbb ®UIL] KazHI[ PAH no teme «Pa3BUTHE T€HOMHBIX H



MOCTT€HOMHBIX  HMCCJEJIOBAaHUN 11 BBIACHEHHUS  MOJIEKYJSPHBIX  MEXaHHU3MOB
(GYHKIMOHUPOBAHUS JKMBBIX CHCTEM M CO3[aHUSI OPTaHU3MOB C 3aJaHHBIMHU CBOMCTBaMU
(roc. peructpanuonHbii HOoMep AAAA-A18-118022790082-2). HccnemoBanusi aBTOpa
4acTUYHO mozjaepkanbl rpantamu POOU No 12-04-01140, Ne 12-04-97059, Ne 14-04-
01532, MK-4886.2013.4, MK-6529.2015.4, PH® 16-14-10286, PODOU Ne 18-34-01012
Monl_a. HayuHble mOJNIOKEHHUS OUCCEpPTAllMM M BBIBOABI 0a3uUPYIOTCS HAa pe3ysbTaTax
COOCTBEHHBIX UCCIIEIOBaHUI aBTOPA.

IToJ10:keHNs1, BLIHOCHMbIE HA 3AINUTY:

1) ®epmentst SMDES1 (CYP74M1) u SmDES2 (CYP74M3) sBhsioTCS HEPBHIMU
OXapaKTEepPU30BAaHHBIMU  JUBHUHWIA(UPCUHTA3aMU  CIIOPOBBIX  pacTeHuil. DepMeHTHI
SmDESIT u SmDES2 katanuzupytoT npeBpauieHue 13-rugponepekuceid JUHOJECBOM U 0O-
JIMHOJICHOBOW KUCIIOT B JauBHHWIOBBIE 3¢upbl: SMDES1 — B (11Z)-3TeponeByro u (112Z)-
ATEPOJIEHOBYIO KUCIO0Th, SMDES2 — B 3TeposeBy0 U 3TEpOJICHOBYIO KUCIOTHL. B 000mx
Cly4asiX MHHOPHBIM MPOYKTOM sBJIsieTCs (05Z)-3Teposie(Ho)Bast KUCIIOTA.

2) @epmentr SmEAS (CYP74M2) sBnsercs mepBOM OXapakTepU30BaHHON
pPacTUTENbHON  AIOKCHAIKOTOJIbCUHTA30M, COIJIACHO  TpeOOBaHUSM  HOMEHKIIATYpbI
Bxojsien B coctaB cemeiictea CYP74. depment SmEAS karanmusupyet npeBpamenue 13-
TUPOTIEPEKUCH JIMHOJIEBOM KHCIIOTBI B TPH SIMMEpa OKCHpaHWI KapOunosa(9Z)-11-
ruapokcu-12,13-snokcu-9-okragenenooii  kuciotel:  (11R,12S5,13S), (11R,12R,13S) wu
(11S,125,135).

3) B ornomenun kimetok Xanthomonas campestris ssp. vesicatoria, Pseudomonas
syringae ssp. tomato u Pectobacterium atrosepticum SCRI1043 (w5Z)-3TeponieHoBast
KHCJIOTa oOJiajaeT OaKTEpPUIUIHBIMU CBOWCTBAMH, TOrjna Kak srteposicHoBas u (11Z)-
ATEPOJIEHOBAs KUCIIOThI — 0AKTEPUOCTATUYECKUMHU CBOMCTBAMU.

AnpobGauusa padotbl. Pe3ynabTaThl AMCCEPTAIMOHHOM pabOThl JIOJIOXKEHBI Ha
koH(pepeniun FEBS EMBO 2014 (®pannus, Ilapmwxk, 2014); 18-t MexaynapomHoi
[Tymunckol mikone-koHdepenimn Monoasix yueHbix: «BMOJIOTHUA - HAYKA XXI
BEKA» (Ilymuno, 2014); Ha 3uMHEN MOJIOIC)KHOM MIKOJE 10 OMO(U3UKE U MOJICKYJIIPHON
ouonorun «lIletepOyprckoro wuHctuTyTa snepHoit ¢usuku um. b.Il. KoncrantuhHoBay
(Cankr-IlerepOypr, Penno, 2015); Ha MexmayHapoaHoi koHpepeniuu o 6uonoruu «The
18th Symposium of Biology Students in Europe» (I'peuusi, Anexcannpymomnuc, 2015); na V
Crwesne 6moxumukoB Poccun (Coun, 2016); Ha V MexayHApOJHON HAYYHO-IIPAKTUYECKOM
koH(pepeHun «buorexnomorus: Hayka u npaktukay (Kpemm, fnra, 2017); nHa
koH(pepenun «JIumuaer XXI Beka. [lepas werBepTh» (MockBa, 2018); Ha kKoHbepeHITNU
EMBO «New shores in land plat evolution» (Portugal, Lisbon, 2018), a Tak’ke Ha UTOroBOM
koH(pepenun Kazanckoro wuHCTHTYyTa OHOXMMHM U OMOPU3UKHM — 000COOJIEHHOTO
CTPYKTypHOTO mnojpasjaeneHuss denepanbHOro MccienoBaTenbckoro neHtpa «KazaHnckoro
HayuyHoro 1earpa PAH» (Kazanb, 2015, 2018).

I[Myoaukanum mo pesyiabratam padorsl. [lo pe3ynbrataMm pabGoThl OMyOIMKOBAHBI
JIBE CTaThH B 3apyOEKHBIX U OJJHA CTAThS B OTEYECTBEHHOM PEICH3UPYEMbIX U3/IaHUSX.

Crpykrtypa um o0bem paborbl. /[luccepraums wusnoxxkeHa Ha 158 crpaHuue
MAIIMHOIMCHOTO TEKCTa M COCTOMT U3 BBEJEHUS, 0030pa JUTEPATYpbl, OIMMUCAHUS
MaTepHUaJIoOB U METOJOB, HU3JIOKEHUS PE3yJbTaTOB U HMX OOCYXIEHHUS, 3aKIIOYCHUS,



BBIBOJIOB, CIIMCKa JIMTepaTypsl. B pabore mpencrasieno 9 tabmun, 33 pucynka. Crnucok
JIUTEPATYpPhI BKIIOYAET 245 UCTOYHUK, U3 KOTOPBIX 237 — NHOCTPAHHBIX.

COILEPKAHUE PABOTHI
I'naBa 1. O030p JuTepatypbl
[IpuBenennslit B paboTe 0030p JAUTEPATYPHBIX JaHHBIX CBUAETEILCTBYET O TOM, YTO

depmentsl CYP74 urparoT HEHTpaJbHYIO pOJIb B JIMIIOKCUTEHA3HOM KacKaJe pacTeHUM.
OHU KOHTPOJUPYIOT MpeBpalieHue (JEruApaTalvio U H30MEPHU3AIMI0) TUApPOINEepEeKucen
KUPHBIX KHCJOT B PAJ OKCHJIMIHMHOB, BKIIIOYAIONIMX B ce0s OMOAKTUBHBIE COCAMHEHUS,
Takhe KaK >»KacMOHAThHI, JUBUHHUIIOBBIE 3(UpHI, ampAeruipl, SMOKcUcnuptel U jap. K
HACTOSIIIIEMY BPEMEHHM OMYyOJIMKOBAHO OOJBIIOE YHMCIO PabOT, MOCBSIIEHHBIX H3YYEHHIO
MEXaHU3MOB KaTaJIMTUYECKOTO JIEMCTBUA, JIOKAJU3alUUd B KIETKE, NPOCTPAHCTBEHHBIX
CTPYKTYp, @ TakKe OIPEICIICHUIO 3HAUYEHHsS] OTHENIbHBIX CTPYKTYPHBIX KOMIIOHEHTOB
(momeHOB) B (OpPMHUpPOBAHUU OIPEJCICHHOTO TUMA Karanu3a. Psg pabor mnocBsiieH
M3YYCHHUIO (PU3MOJIOTMUECKOTO 3HAYCHHS MPOJYKTOB KATAIMTUYECKOTO IEHCTBUS 3TUX
(GepMEHTOB M JAWHAMHKHU dKcrpeccuu TeHoB cemeiictBa CYP74 B pa3snmuyHBIX YCIOBUSX.
Opnako oOcHOBHasg 4acTb pabor mnocesmena wuszydennro AOC u I'TIJI  Berseit
JUIIOKCUT€HAa3HOTO Kackaga, B TO Bpems kak JIDC um DAC BerBM OCTaOTCA
MaJoOU3y4YeHHBIMH.

Cemeiicteo CYP74 TpaguIMOHHO CYMTAlIOCh XapaKTEPHBIM ISl TMPEICTaBUTEICH
napctBa I1BeTKOBBIX pactenuil. Opgnako ecnu AOC wu [TIJI HalimeHbl y pa3HbIX
npexacraButeneit  storo uapcrsa, To JOC  BBIABIEHBI TOJIBKO Y  HEKOTOPBIX
(buIOreHeTHYEeCKH OTAAJIEHHBIX BUJOB pacTeHUil. Mbl MPEANOIOXKUIN, YTO CEMEHCTBO
CYP74 S. moellendorffii BkarO4aeT HECKOJBKO pa3IMYHBIX JUBHHUII(DUPCUHTA3,
MOCKOJIBKY B TKaHSIX 3TOr0 PAacCTEHUS COJEP/KATCAd HECKOJBKO pa3HbIX JUBHUHUIOBBIX
3¢upoB. DTO SBISIETCS UCKIIIOUEHHUEM, TTOCKOJIbKY BCE M3YUEHHBIE K HACTOSIIEMY BPEMEHU
BUJIbI PACTEHUI BKIIIOYAIOT MO OAHOW AMBUHWIA(UpPCUHTA3E, KOTOPHIE HHOTJA MOTYT OBITh
MPECTaBIEHbI HECKOMBKUMHU H30popMamu. Hanbonee BepOsTHBIMU KaHIUAATAMU HA POJIb
muBuHWDGUpcuaTa3 y S. moellendorffii sBisitorest pepmentsr noacemeiictea CYP74M,
MOCKOJIbKY TEpBUYHAsI CTPYKTypa 3THX (DEpPMEHTOB COIEPKHUT PANl XapaKTePHBIX IS
JAHHOTO TUTIA KaTajJnu3a aMUHOKUCIOTHBIX OCTATKOB B KaTATUTHUYECKH BaKHBIX CalTaXx.

OINOKCUATIKOTOIbCUHTA3bl SIBIISIFOTCS HauUMEHEe W3Y4YEHHbIMU ()epMEHTaMH M3 BCEX
dbepmertoB CYP74. K HacrosimieMy BpEMEHH ONHUCAHO TPU SIMOKCHATKOTOJBCHHTA3HI:
BfEAS (CYP440Al1) nanuernuka (Lee et al., 2008), ESEAS (CYP5164B1) Oypoii
Bogopocnu E. siliculosus (Toporkova et al., 2017a) u NVEAS (CYP443D1) akrtunuu N.
vectensis (Toporkova et al., 20176). Hcxons W3 CTPYKTYPHBIX, MEXaHHCTHYCCKUX W
¢dunoreneTndeckux ocoOeHHocTeH, 3T ¢epMeHTsl oTHocsATcs K kinany CYP74, Ho,
corjacHo TpeOOBaHUSM HOMEHKIATypbl, He K cemeiictBy CYP74. Jlo cux mop He ObLIO
OIKMCAaHO HU OJTHOM PaCTUTEIHHON AMOKCUAIKOTOJIbCUHTA3bl, HECMOTPS Ha TO, YTO 9TA BETBb
JUIIOKCUTEHA3HOT0 Kackaja onucana y pacrenuii nasuo (Kato et al., 1993).

Kpome TOro, oTKpbITBIM OCTaeTcs BoIpoc o mpoucxoxiaeHun pepmentos CYP74.
JlaHHbIe, TOJY4YEHHbIE B IOCJIEIHUE TOJbl CBHAEIBCTBYIOT O Tropaso 0Oosee ApeBHEM
npoucxoxaeHun ¢epmentoB CYP74, uem 310 mnpeamnonarainoch paHee. OcoOEHHOCTH
cTpykTypbl hepmenToB CYP74 u MexaHU3M UX KaTaJUTHYECKOTO JACHCTBUS MOATBEPKAAIOT



nannblil pakr. @epmentsl kiana CYP74 BbiABIEHBI y MIMPOKOTO psAa OPraHU3MOB W3
pasHbIX TAKCOHOB, B TOM YHCIIe Y MOPCKHUX *KHBOTHBIX (Lee et al., 2008), pacrenuii (Hughes
et al., 2009), nporeobakrepuii (Lee et al., 2008), Bogopocieii. DT AaHHBIE TO3BOJIMIH
BBIIBUHYTH TUIIOTE3Y O CYIIECTBEHHON POJU COOBITUN TOPU30HTAIHHOTO MEPEHOCA TEHOB B
sBosirornonHoit ucropun kinana CYP74 (Nelson, Werck-Reichhart, 2011; Nelson et al.,
2013). Tak kak miaynok S. moellendorffii sBnsercs omHMM W3 IPEBHEHIINX COCYAUCTBIX
pacTeHHii, J>KMBYIIMX B HAcCTOslee BpeMs, M TEpeXoqHOM (QopMOil OT MXOB K
NanopoTHUKaAM, To uccienoBanue pepmeHToB CYP74 310r0 pacteHust MOXKeT IPOIUTh CBET
Ha BOMNPOC MPOUCXOKJICHHUS ATOTO CEMEWCTBA U PA3BUTHUE JMIIOKCUT'€HA3HOM CUTHAJIBHOU

CHUCTCMBI B LICJIOM.

I'naBa 2. MaTtepuaJjibl 1 METO/bI HCCJIETOBAHMS
2.1. Metoansl OuonHpopmaTuku. I[IoMCK HYKICOTHAHBIX M aMHHOKHCIOTHBIX

nocieaoBarenbHOCTe nipeacTaBuTeneit kinaHna CYP74 mpoBoawin ¢ wicmofib3oBaHHWEM 0a3

JTAHHBIX National Center for Biotechnology Information
(http://www.ncbi.nlm.nih.gov/entrez) " Phytozome vi2.1
(https://phytozome.jgi.doe.gov/pz/portal.html). ~ ComoctaBneHue  HYKICOTHUIAHBIX U

AMUHOKHUCJIOTHBIX MOCIEA0BATEILHOCTEH ¢ 0a3aMi JaHHBIX MPOBOAMIIN C UCIIOJIb30BAaHHUEM
nporpamMmbl  BLAST. Ananu3 HyKJI€OTHUIHBIX IOCIIEIOBATENIbHOCTEN, MHOKECTBEHHOE
BbIpaBHUBaHUE AMUHOKHUCIJIOTHBIX NOCJIEIOBATENbHOCTEM, KOHCTPYHUPOBAaHHE
OJINTOHYKJICOTHIHBIX TIPAMEPOB MPOBOIMIH C TToMoIbio porpammbl Vector NTI Advance
9 (Invitrogen, CIIIA). IIpaiimepsr cuntesupoBamn B 3A0 «Esporen» (Poccus).
duroreHeTHYECKHE AEPEBhSI KOHCTPYUPOBAIIU C TOMOIII0 Tiporpammbel MEGA 7 (Kumar et
al., 2016) wmetogom «Neighbor-Joining». JIpeBo BuU3yaqu3upoBagd C IOMOIIBIO
nporpammuoro obecrneuenust iTOL v4. Interactive Tree Of Life, pexxum oToOpaxenus —
Circular.

2.2. MoaekyaspHo-oOuosornyeckue wmeroabl. Pactenus rtraynka Selaginella
moellendorffii Hieron 6pumn mpenocraBiiensl YHuBepcutreroMm [lepapto (Yact-Jlageiierr,
CIIA). 3enmensie wactu pactenuit S. moellendorffii cobupanmu, 3amopaxkuBamu wu
TOMOTEHU3UPOBAIIA, pacTupas B ¢aphopoBOi cTymke B XHIKOM a3oTe. TotampHyro PHK
BBIJICJISUTH C TOMOIIIbI0 KoMMepueckoro Habopa RNeasy Plant Mini Kit (Qiagen, CIIA).
[Tocne BeImeneHus npemnapat noasepranu oopadorke JJHKazoit (Qiagen, CIIIA). KauecTBo
BoiienienHot PHK oneHuBamu mo cmektpam 31eKTpodOpeTUYEecKOTo pas3iesieHus B
arapo3HoM Teljie TMocje OKpamuBaHus OpomucteiM HTHaueM. Konnenrpanuio PHK
ompenesii ¢ nomoinbio ¢Guyopumerpa Qubit (Invitrogen, CIIHA). [nsg moCTaHOBKH
peakuuu oOpaTHOW TpaHCKpUNIMU u moiydeHus aBynenodeunod k/IHK (ma-xIHK)
ucrnonb3oBan komMmepueckuit Habop MINT (EBporen, Mocksa). [Ins ammmuduxanuu
OTKpbITHIX paMoK cuuTeiBaHus (OPC) renos, komupyromux ¢epmentsl CYP74MI,
CYP74M2 u CYP74M3, a Takke MNPOBEpPKHM HAIUYUS BCTABKU LIEJEBBIX T'E€HOB OBLI
WCIIOb30BaH MeToa moimMepasHo 1enHoi peakmuu (ITLP) (Zoller, Smith, 1982).
Matpuneii anst [P cayxunmm iasmuasasie JJHK, BeieneHHble U3 KIIETOK OaKTepUATBHBIX
TaMMOB C HCIOJb30BaHUEM KoMMepueckoro Habopa Plasmid Miniprep (EBporeHn,
Poccus). IILP nposoaunu B ammudukarope DNAEngine (Bio-Rad, CIIA). Ananuz JJHK
MIPOBOJIMIIM TIOCTIE €€ AIIEKTPO(OPETHIECKOTO pa3ieieHus B arapo3HbIX I'efisiX ¢ MOMOIIbIO
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cuctembl Gel-Doc u makera nmporpamm Quantity One (Bio-Rad, CIIIA). Hykneorumnusie
MOCIEI0OBATEIILHOCTH ONpeAessiain u npoepsiin ¢ nomoubto JIHK-ananuzatopa ga3130
(Applied Biosystems, CIIIA).

2.3. ITonyyeHue pekOMOMHAHTHBIX (pepMeHTOB. B paboTe MCmonbp30Bamy BEKTOPHI
cucrembl pET (Novagen, CILA): pET-32 EK/LIC u pET-40b, peuunuentamu KOTOPBIX
cnykuan  kinerkn  mrammoB  E. coli NovaBlue, BL21(DE3)pLysS wu Rosetta-
gami(DE3)pLysS B (Novagen, CIIIA). Kynbrypsl kiaetok E. coli BeipammBamu B
nuTaTeabHbIX cpeaax M9 (Maunmatuc u ap., 1984), SOC u Luria-Bertani (I'mosep, 1988).
Komnerentnsie kiaerku E. coli ana  Tpanchopmaiuu IuiasMuaaMud — TOJIydald  C
ucnoas3oBanreM JJMCO (Inoue et al, 1990). HapaGoTky 1eneBoro 0eaka HHIYIIHPOBAIH
nobasnenuem B cpeny 0,5 MM wuzonponmi-f-THOranakTo3uaa; KpoMe TOro, B Cpeny
no6asnsin 50 Mr/in 0-aMHHOJIEBYJIMHOBOM KUCIOTHI — MPEAIIECTBEHHUK rema. Kiierounbie
JM3aThl OJYYaad MyTeM MEXaHHYEeCKOTO Pa3pylIeHHs C MOMOINbI0 cructeMbl French Press
Cell Disrupter (Thermo Scientific, CIIIA). OurcTKy peKOMOMHAHTHBIX OEJIKOB MPOBOIMIIH
MetamioagduHHOU xpomarorpadueld Ha kojioHkKax Bio-Scale Mini Profinity IMAC B
xpomatorpaguueckoir cucreme BioLogic LP (Bio-Rad, CIIIA). IleneBsie OGenku
amroupoBan  Na-dbocharaeim 0ydpepom (pH 7,0), comepkammm 30 MM THUCTHIWHA.
OnexTpodope3 GeNKOB MPOBOIWIN B JIEHATYPUPYIOMIUX YCIOBHUSX B MOJTHAKPUIAMUTHOM
reie o JIammu (Octepman, 1981) B cucteme PowerPac Universal MiniProtean (Bio-Rad,
CHLIA). I'enn okpammBanu Coomassie R250. depMeHTaTUBHYIO aKTUBHOCTh OYMIIEHHBIX
IPEernaparoB IEJEeBbIX (PEPMEHTOB OMPEAEISIM 10 CHIXKEHUIO ONTUYECKOTO IOTJIOLICHHS
cyoctpara nipu 234 HM, u3MepsieMoro ¢ nomoiisio cnekrpodoromerpa PB 2201 B (Conap,
benapycs).

2.4. TloayyeHue cyOCTpaToB ISl HMCCJIEIOBAHMA KATAJIMTHYECKOr0 JAeHCTBHUSA
nejeBbIX (pepMeHTOB. 9-1 HIpONIEPEKNCH JTUHOJICBOW M O-THHOJICHOBOM KHCJIOT IOTy4Yaln
WHKyOAIel COOTBETCTBYIOIIMX KHCIOT C PEKOMOWHAHTHOW numnokcureHazor ZmLOX3
KyKypy3bl. 13-T'maponepexucu nuHoneBoi, [1-1*Cl-nmuHoneBoit M o-ITMHOIEHOBON KUCIOT
MOJIy4aJii MHKYyOanued COOTBETCTBYIOLIMX KHUCIOT C COEBOM JIMIIOKCUIeHa3ol V Tuna.
I'unponepexkucu naBaxkapl ounmianu metogom BDOXXX Ha HOpmanbHOW (asze Ha ABYX
MOCJICI0OBATEIbHO COeIUHEHHBIX KonmoHkax Kromasil Si (7 mxm, 4.0x250 mm, Elsico,
Poccust) B n30kpaTnuecKoM pexkuMe, UCTIOIb3YsI CMECh TeKcaHa, M30MPONaHoiIa U YKCYCHON
kucioTel (98.1:1.8:0.1 mo oObemy).

2.5. YcioBusi mMpoBeleHHs] M AHAJIU3 TMPOAYKTOB PeaKUHil, KAaTAJIHU3HPYyeMbIX
uneseBbIiMHU pepmenTamu. ['uaponepexucsd (100 Mkr) nHKyOupoBanu ¢ pepmeHToM 15 MuH
mpu 4 °C B 10 M 100 MM Na-docharnoro 6ydepa (pH 7,0), mocne gero pH cmecu
cHkamu A0 6,0 U MPOAYKTHI IKCTPArHpOBAIM CMEChIO TekcaHa ¢ sTwianeratoM (1:1 mo
00Bpemy). CxeMa MoAroToBKM 00pa3lioB K aHAIM3y ra30BOM XpOMaTO-Macc-CIeKTPOMETpUEH
OblTa crenymoleii: mepepactBopeHue B 1,5 Mi mertaHona; BocctaHoBieHue NaBHiz B
teuenne 30 MUH; METWIMPOBAaHWE AMA30METAaHOM; IEPEPACTBOPEHHE B METAHOJIE U
rugpupoBanne Haa PtOz; cunmmupoBaHWME CMEChIO MHPHUAWH/TEKCAaMETHIANCUIa3aH/
tpuMetunxyopcunana (1:1:1 mo o6vemy) B Tedenue 30 munyTt npu 23 °C. T'otoBbie
MPOAYKThl PAaCTBOPsUIM B TeKcaHe M mojBepranu anHanuzy MmerogoM ['X-MC B Buge
MeTinoBbIX 3¢upoB TMC-mpousBogasix (Me/TMC) ¢ momompio Macc-CIeKTpOMeTpa



QP5050A, coemunenHoro c ra3oBeiM xpomatorpapom GC-17A (Shimadzu, Smonus).
Crnextpsl *H-SIMP, 2D-COSY, HSQC, HMBC u NOESY 3anucsiBanu ¢ nomousio IMP-
cnekrpomerpa Bruker Avance 111 600 (600 MHz, [?Hs]6en3en, 296 K).

2.6. XapakTepuCcTHKAa AaHTHOAKTEPHAJIbLHOM AKTUBHOCTH IMBHHWJIOBBIX 3(QHUPOB.
AHTHOAKTEpHAIBHYI0O aKTUBHOCTh JIMBHUHUJIOBBIX 3()HPOB B OTHONIEHUH (DUTONMATOTEHHBIX
oakrepuii Xanthomonas campestris ssp. vesicatoria, Pseudomonas syringae ssp. tomato u
Pectobacterium atrosepticum SCRI1043 ompenessuii METOIOM CEPUHHBIX Pa3BEACHUN B
xuakux cpepax. llltammbr ¢uTONaTOreHHBIX OaKTEpWil OBUIM MPEAOCTABICHBI TPYIIION
B.IO. T'opmikoBa nmaGoparopun monekymspuoit Omonoruu KHWBb OUI] KasHI[ PAH.
bakrepun BwipamuBanu B cpene LB mpu 28°C u ymepensoit aspamuu (200 o6/MuH).
KynbeTypy KIeTok, HaXoIsIIyocs Ha To3iHeH jJorapudmudeckoit gase pocra (D600 = 1,9;
2-3 x 109 kmeTok/MI1) OCaXIanu HEHTPU(PYTUPOBAHUEM M PECYCHCHIMPOBATH B CBEXKEH
cpene LB ¢ HauvanpHOM mioTHOCThIO 1,0 X 106 £ 4,5 x 105 xnetox/mi. B kietounbie
CYCIIEH3UH J100aBIIsUIA PAaCTBOPHI AUBHUHIIOBBIX 3(DUPOB B ATaHOJE A0 KoHIeHTpauuu 0,5;
0,25 u 0,125 MM u npoBoawim KynbTHBHpOBaHuE OakTepuit mpu 28°C. UHCICHHOCTH
AKU3HECIIOCOOHBIX KJIETOK B CYCIEH3USX OLEHUBAJIU IO TUTPY KOJIOHHUEOOpa3yIOLIUX
enuanl (KOE/mn) uepes 24 u 48 u kynpruBupoBanusi. KoHTposieM ciiy>kuil pocT 6akTepuii
Ha cpeae LB 6e3 moOaBiieHus AMBUHWIOBBIX 3(PHUPOB, HO B MPUCYTCTBUM aHAJIOTHYHOMN
KoHIeHTpauuu 3tanona (0,5%), a Takxke poct 6akrepuii Ha cpene LB 6e3 nonomHuTenbHBIX
BO3eUCTBUI. CTAaTUCTUYECKNN aHAJIN3 JAHHBIX MMPOBOAWINA C MIPUMEHEHUEM CTaHIAPTHBIX
MaTeMaTHYECKUX METOJ0B (pacyeT CpeIHEKBaJAPAaTUYECKOTO OTKJIOHEHHUS, CpaBHEHUE
cpenaux 1o kputeputo Cterogenta) B mporpamme Microsoft Excel-2007. Kpurepwuii
BeposiTHOCTH P < 0,05 mpuHMMAalId TOCTaTOYHBIM /Il JIOCTOBEPHOM pa3HUIIbI OMBITHOW U
KOHTPOJILHOU TPYIIT JaHHBIX.

I'naBa 3. Pe3yabTaThl U 00CyKIeHUE
3.1. buoundopmanuonnsiii ananu3 d¢epmentoB CYP74M minaynka S.

moellendorffii. O6bekTamMu HacTosIIEeH PabOTHI OBUIM BBIOpaHBI (hEPMEHTHI MMOACEMEICTBA
CYP74M, nockoJIbKy KaKk MHHUMYM Y JIBYX (DEPMEHTOB 3TOr0 MmojacemMencTBa ((hepMEHTHI
CYP74M1 u CYP74M3) ocoOeHHOCTH TEPBUYHON CTPYKTYPHl KaTaJTUTHUYECKU Ba)KHBIX
JIOMEHOB TIO3BOJISIIOT MPENOI0KHUTh UX MPUHAMICKHOCTh K AMBHHIIIGHpcuHTa3am (Puc.
1). Ilpu »Tom ananu3 ¢ nmomoirsio nporpammbel BLAST noka3zan, yTo mociieoBaTeIbHOCTH
uccienyembix pepmeHTOB Hanmbosee cxoausl (oxoso 40% npu nokpeituu 6osee 90%) c 13-
cnerupuuasiMu AOC, takumu kak PpAOS1 (GenBank: CAC86919).

Bce mpencraButenu cemeiictBa CYP74 uMEIOT HECKOIBKO KATAIMTUYCCKH Ba)KHBIX
JIOMEHOB, TOCIIE0BATEIIbHOCTH KOTOPBIX SIBJISIIOTCS KOHCEPBATHBHBIMH ISl (PEPMEHTOB,
MPOSBIAIOMIUX OINPEACIECHHBI TUN KaTaTUTHUYECKOW aKTUBHOCTU. OJIHUM M3 TaKuX
YUYaCTKOB sIBJISIETCSl Tak HasbiBaeMbli caiiT «F/L toggle», koTopslii pacnonaraercss BHyTpH
CPC-1. B atom caiite y Bcex AOC u DAC HaxoauTcs OCTaTOK (peHUIalaHuHA, TOrJa KaK y
I[TUI u A9C — ocrarok neinuHa. 3ameHa (eHUJIAIaHWHA Ha JEeHIUH (U HaobopoT) B
JaHHOM caiite y pas3Hbix (pepmentoB CYP74 Bieder 3a coOoli M3MEHEHHE B MEXaHH3ME
katamutrdeckoro neiictBus (Lee et al., 2008; Toporkova et al., 2018). V ¢depmenToB
CYP74M1 u CYP74M3 B naHHOM caiiTe HaxOIUTCS OCTATOK JICHIIMHA, TOTJA KakK y
dbepmenta CYP74M2 — octatok denunananuna (Puc. 1).
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CYpP74M1 (85) AKVDKRDTLIGSYMPDLA (257) TKYGLDREEALHNLVESFGINTRLGLLKMEFPPILFFIARAG
CYP74M3 (94) SKVDKSDTLLGPYIPNLA (270) KKYGLDREETVHQLILILGINARLGLHKMIPALIYYLGLLG
RaDES (96) DKVDKERGLLGTFMPDLD (271) EKLGMKRDEAVHNLIMCLFFNGSTGFRVEFYPIMFKWIGLAG
AsDES (89) SKVSKVNSLTGNYMPALS (256) EEIGLSREEAIHHLIFTWAINAYLGIRTCLMRLFKWIVASG
CaDES (87) TLIDKTDTLGGTEFKPGKE (262) EKLGIKREEAVHNMLFLVGINMFAGLNAFFPHLIREVGEAG
LeDES (87) SLIDKTDTLGGTFKPGKE (262) EKLGIKREEAVQNILFLVGINMFAGLNAFFPHLFREVGEAG
StDES (87) SLIDKTDTLGGTFKPGKE (262) EKLGIKREEAVQONILFLVGINMFAGLNAFSPHLFREVGEAG
NtDES (88) SLIDKTDTLGGTFKPGKE (263) EKLGIKREEAVHNILFLVGINMFAGLNAFFPHLIREVGEAG
LuDES (94) EIADKKDTLLGDEMPSVG (269) TEYGLTEEEAIHNLLFVLAFNSFEGFTLFIPKLLTRLLSDS
CaHPL (97) EIVEKANVLVGDFMPSVV (271) TDFQLTEQEAIHNLLFILGFNAFSGFTIFLPTLLGNLGDEK
NaHPL (113) EIVEKANVLVGDEMPSVK (287) SEFGLTEQEATIHNLLFILGFNAFSGFSIFLPTLLGNLGDEK

(257)
(270)
(271)
(256)
(262)
(262)
(262)
(263)
(269)
(271)
(287)
NtHPL (114) EIVEKANVLVGDEMPSVQ (288) SEFGLTEQEAIHNLLFILGFNAFGGFSIFLPTLLGNLGDEK
(265) EKMGIKREEACHNLVFTLGFNAFGGLTNQFPILIKWVGLAG
(263)
(267)
(276)
(301)
(307)
(319)
(304)
(260)
(256)
)
)
)

MtHPL (89) AKVEKRDVLDGTFMPSTD
CmHPL (88) AKVEKRNILDGTYMPSLS (263) EKQGIDREKACHNLVFLAGFNAYBGMKVLEFPTLLKWVGTAG
PdHPL (91) TKVLRRDVLDGTYMPSTA (267) GKFGLSREEACHNLLFVAGFNAFGGMKLLFPALIKWVASGG
LeAOS3 (100) SQVDKENYFEGTFMSSPS (276) EKLGVKRDEACHNFVEFLAGFNSYSGLKVFFPSLIKWIGTSG
AtAOS (129) DKVEKKDLFTGTYMPSTE (301) DKLGISREEATHNLLFATCFNTWEGMKILFPNMVKRIGRAG
GmAOS (135) SKVDKRDVETGTFMPSTQ (307) ERLGITRDEACHNLLFATCFNSFEGMKLFEFPNVLKWIGRAG
LuAOS (147) SKVEKKDLETGTYMPSTE (319) EQSGISRDEACHNILFAVCEFNSWEBGFKILFPSLMKWIGRAG
NaAOS (132) SKVEKKDLEFTGTFMPSTE (304) GNFGISRDEACHNLLFATCENSFEGMKIFFPNMLKWIARAG
PpAOS2 (85) NKCEKRDLEFLGTYMPDLS (260) VALGIKRDDAIANLLFLLGFNAYBGFNFFFPQLTGHIAQCG
PaAOS (84) SKVEKKDLETGTYMPSTK (256) EKLGVPKDEAVHNILFAVCFNTFEGVKILFPNTLKWIGLAG
CYP74M2 (87) SKVDKSDTFFGTAMPSVA (260) SKYGLDREEAVHQLVFCFGVNARVGLMKKIPVMVYYIAKMG
NVEAS (70) NKVEKEEGFGSFRFNKDL (226) EKFGISHEEAVLEILWMLNFNASPGTGAAMRSAAARLSLMS
BfEAS (52) LFKKEEFCEGVAEVRRDF (204) HAYGLGEAETTAQLLLPVEFNGVAGIRANLVSSFARLDTIS

Puc. 1. MHOXeCTBEHHOE BbIPABHUBAHHME aAMUHOKHUCIOTHBIX I[OCJIEOBATEIbHOCTEH
KaTaIUTHYECKH BaXKHBIX JOMEHOB, a uMeHHO — «F/L toggle» (cmesa) m I'CJ] (cmpasa)
¢depmentoB CYP74M1, CYP74M2, CYP74M3 u npyrux ¢epmentoB CYP74, Bxirouas
AOC, T'TUL, A9C u DAC u3 pasubix nojacemeiicts. Jlomen I'CJl u «F-L toggle» BeineneHs
cepbiM 11BeToM. OCTaTOK TIHUIMHA HemocpeacTBeHHO mocie qomeHa ['CJl, koHcepBaTHBHBIM
st Bcex AOC u I'TIJI, HO 3aMeHEeHHBIM Ha APYrol aMUHOKHCIOTHBIM octaTok y JI9C,
BBIJIEJICH PO30BBIM LIBETOM.

JlpyruM KaTaauTUYECKH Ba)KHBIM JIOMEHOM SIBIISIETCS TUAPONEPOKCU-CBA3BIBAIOIINN
nomeH (I'CJl) B nientpe |-cmupanu, KOTOPBIM COOTBETCTBYET "KHUCIOPOA-CBA3BIBAIOIIEMY U
aKTUBUPYIOIIEMY JOMEHY" MOHOOKCHTeHa3. Bo BTOpOM TMOJIOKEHWU 3TOrO0 JOMEHa Yy
depmerntoB CYP74M1 u CYP74M3 comepxurcs OCTaTOK TJIMIIMHA, TaK K€ Kak B
nocnenoBatenbHocTsax JIDC mpencraButencit cemeiictBa Solanaceae (moacemeicTBo
CYP74D), Bcex m3BectHbix [TIJI, a Taxke AOC mxoB u moacemeiictea CYP74C. B
TpeTbeM mnonoxeHuu nomeHa ['CJ] mpakTtuuecku Bce AMBUHWID(PUPCHUHTA3BI COJEPKAT
ocTaToK wu3oieinuHa. HMckmouenneMm sBistorcss auBuHWI(upcunTassl LuDES npHa-
nonryniia 1 RaDES mroTmka enkoro, y KOTOPBIX B JaHHOM CalWTe HAXOAHUTCS OCTaTOK
¢enunanannHa. Hanuwume ocratka ¢eHunalaHMHAa B JaHHOW TO3UIMH  SIBJSIETCS
koHcepBatuBHbIM TouTH s Bcex [T u AOC. ®@epmentot CYP74M1 u CYP74M3 B
tpetbeit mosuiuu ['CJl comeprxat ocratok usoneinuna (11276 u 11e289). B mectom caiite
nomena ['CJ] moutm y Bcex mnpencraButeneit cemeiictBa CYP74 HaxoauTcsi OCTaTOK
apoOMaTUYECKUH aMHHOKHCIOTHl (THpO3WHAa WM (GeHWIallaHuHa). Y  HCCIeTyeMbIX
(dhepMEHTOB B JTOM calTe HaxoAuTcs ocTaTok apruamHa. Y Bcex AOC u TTUI
HernocpeAcTBeHHO nocie aoMeHa ['CJl HaxonsTcs Ba KOHCEPBATUBHBIX OCTaTKa TIIUIMHA.
3ameHa MepBOro OCTaTKa TJIMIIMHA SIBJISIETCS XapakTepHOU ocobeHHocThio ansa Beex [IOC.
b0 mokazaHno, 4yTo 3TOT caliT UMeeT OOJIBIIOe 3HAYEHUE IS KaTATUTUYECKOTO JACHCTBHS
JODC (Toporkova et al., 2013). V ¢depmenroB CYP74M1 u CYP74M3 B maHHOM
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MOJIOKCHUHM HAXOJUTCS OCTATOK JICWIIMHA, TaK K€ Kak y auBUHWN(upcuHTazer ASDES
YecHOKa. TakuM 00pa3oM, CTPYKTypHbIE OCOOCHHOCTHM YKa3bIBalOT HA BEPOATHOCTh
npuHaiexxaoctu pepmentoB CYP74M1 u CYP74M3 k nuBuHUIAGUPCUHTA3AM.

Y depmenta CYP74M2 crpykrypa nomena ['CJ] ortmuuaercs (Puc. 1). B mepBom
caiiTe 3TOro jJoMeHa, Tak e Kak y ¢depmenra CYP74M1, Haxomutcs ocTaToK
¢denunanannna (Phe277). B TperbeM MNONOXKEHHH ASTOTO JOMEHA HAXOIUTCS OCTaTOK
BaJIMHA, YTO SABJsIeTCS HeTUNTMYHBIM sl epmenToB CYP74. B mectom caiite nomena I'C/]
depment CYP74M2, Tak xe kak u ¢pepmentsl CYP74M1 u CYP74M3, conepuT ocTaTOK
aprunuHa. [lepBblil ocTatok rnunuHa HenocpeacTBeHHo nocie gomena I'CJl y depmenta
CYP74M2 Taxke 3aMeHEH JAPYTMM aMHHOKHUCIOTHBIM OCTAaTKOM, OJHAKO B OTJIMYHE OT
dbepmentoB CYP74M1 u CYP74M3, depmentr CYP74M2 B nmanHOM caiiTe COIEPKHUT
OCTaTOK BajuHa. TakuMm oOpazoM, mo mnocienoBaTenbHocTH nomeHa ['CJl depmenta
CYP74M2 HEBO3MOXHO MPEAMOIOKUTE THIT KATATUTUYECKON aKTUBHOCTH 3TOTO (hepMEHTA.
B nenom, nonydeHHble JaHHBIE MMO3BOJWIN MPEANOIOKUTh, YTO (hEPMEHTHI MOACEMENcTBa
CYP74M S. moellendorffii HE SBIISIFOTCS AJUICHOKCHUIICUHTA3aMH AN
THJIPOTICPOKCHUITAA3AMH.

3.2. llonyyeHHue OYHUIICHHBIX NMPENapaToB peKoMOMHAHTHBIX OeakoB CYP74M1,
CYP74M2 u CYP74M3. OnucaHHas BbIllIE METOJAMKA TMO3BOJIMJIA JIOCTUTHYTH

HEOOXOJIMMOTO  KadecTBa OYUCTKUA  IMOJYYEHHBIX

M 1 2 3 OCIIKOBBIX TMpEnapaToB, YTOOBI HWCIOJb30BaTh WX B

JETATBHBIX MCCIICIOBAHUSAX KATATUTHUYECKUX CBOWCTB

65, 2kDa S W e depmenros CYP74M1, CYP74M2 u CYP74M3 (Puc.
2).

3.3. HccaenoBanne cydocTpaTHOM

cnen(PUYHOCTH MW KHHETHYECKHX TMapaMeTpoB
peakumii, KaTAJU3UPYeMbIX PEeKOMOUHAHTHBIMH
¢pepmentamun CYP74M1, CYP74M2 u CYP74M3.
JlanHbIC KUHETHUKU CBUJICTEIIbCTBYIOT, 4TO
MPEANOYTUTEILHBIMIA CyOCTpaTaMu sl (epMEHTOB

CYP74M1, CYP74M2 u CYP74M3 sBistoTcs 13-

Puc. 2. DnektpodoperpamMmma  rugponepekucd JHMHOJIEBOM U O-IMHOJIEHOBOM
OYMIIICHHBIX PEKOMOMHAHTHBIX  ppciior ( Tabmnua 1).
bepMeHTOB CYP74M1 Q),

CYP74M2 (2) u CYP74M3(3). M
_ MapKep Thermo (Km), MOXHO 3aKiIr04HMTb, YTO CPOACTBO (epmeHTa

Scientific™ Pierce™ Unstained CYP74M1 k 13-I'TIOT Beite, uem k 13-I'TIO. B to
Protein Molecular Weight Marker e Bpems, xonctanra xkaramutudeckas (Kcar)

é?_?l]f) (Thermo Fisher Scientific, peakuun npespamieHuss 13-I'TIOJ[ npu yvactuu

Hcxons w3 3HaueHWM KOHCTAaHTHI Muxaliuca

depmenta CYP74M1 Bbiite, dyeM Keat peaxmmu
npeBpaiienuss 13-I'TIOT. Cootromienue Kea/Km cBuaerensctByer o tom, uro 13-I'TIOT
ABIISICTCS] IPEANOYTHTEIBHBIM cyOcTpatom ans pepmenta CYP74M1. B otnuuue ot 3Toro,
dbepment CYP74M3 umeet 6onbiiee cpoactBo K 13-T'TIOJ, uem k 13-I'TIOT. Ilpu 3ToM Keat
peakiuu npeBpainenus 13-I'TIOJ] mpu yuactuum depmenta CYP74M3 Hioke, yeM Keat
peakimu  npesparienuss  13-TTIOT.  TlpumepHo paBHble  cooTHOmmeHHS  Keat/Km
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CBUJICTETILCTBYIOT O TOM, YTO 00a cyOcTpara SIBISIOTCS OJMHAKOBO MPEANOYTUTEIbHBIMU
st pepmenta CYP74M3.

CybctpaTHbie mpennoutreHus pekoMOuHaHTHOTO (pepmenta CYP74M2 ananmoruyssl
npeamnodTeHusM pyrux ¢epmertoB moacemeiictBa CYP74M. Kpome Toro, maHHBIN
¢depmenT ObuT Takke akTuBeH B oTHoImeHuH 9-1'TIO/, onHako nanHBI cCyOCTpaT ObUT MEHee
MPeANnoYTUTENbHBIM, YeM 13-rugaponepexucu. M3 3nauenuit Kv BHIHO, YTO CpOJICTBO
pexkomOunanTHoro 6enka k 13-I'TIOT namuoro Beime, yem k 13-I'TIOM u 9-T'TIO/. B To xe
Bpemsi, Keat peakiuu nipeBpamenus 13-ITIOJ] npu yuactuu ¢pepmenta CYP74M2 Beiie,
13-TTIOT. B wuenom, Keat/Km
cBugeTenbcTByeT 0 ToM, uto 13-I'TIOT saBnsercs mpeAanoyYTUTENbHBIM CyOCTpaToM JUis
dbepmenta CYP74M2. B otnomenuu 9-ITIOT depmentsr moacemeiictea CYP74M He

MMPOABJIAAJIN AKTUBHOCTH.

9eM Kcat PpEAKIHMH  TMPEBpPAIICHHUS COOTHOIICHUE

Tabnuma 1. Kunetndeckue nmapaMeTpbl i cyOcTpaTHas Cielu(UIHOCTh pEKOMOMHAHTHBIX
dbepmentoB CYP74M1, CYP74M2 u CYP74M3.

CyOctpar | ®epmeHT Keat (%) Km (uM) Keat /Km (uM1-s1) | Cnenupuunocts,
%
13-TTIOT | CYP74M1 | 185342 11,4+19 16,2 100
CYP74M2 | 75,42+75 | 17,33£1,7 4,35 100
CYP74M3 | 266,7£7,1 89,3+£5,0 2,99 100
13-TT1IOJL | CYP74M1 | 261,1+5,3 70,3+7,6 3,71 22,9
CYP74M2 131,90 £13,1| 57,78 £5,8 2,28 52,48
CYP74M3 | 1935+ 3,6 72,3+3,2 2,68 89,63
O-TTIOT | CYP74M1 |He BBISBICHO | HE BBISBIICHO 0 0
CYP74M2 | He BBISBIICHO | HE BBISBJICHO 0 0
CYP74M3 | He BBISBIICHO | HE BBISBJICHO 0 0
O-ITIOJ| | CYP74ML1 | He BBISIBJICHO | HE BBISIBICHO 0 0
CYP74M2 | 2291 +£2,3 | 164,02 £8,2 0,14 3,21
CYP74M3 | He BBHISBIICHO | HE BBISIBJICHO 0 0

3.4. UnenTudukanus npoayKToB KaTAJINTHYECKOr0 AeidCTBUS PEeKOMOMHAHTHBIX
¢pepmentoB CYP74M1 u CYP74M3. [lns onipenieneHust CTPYKTYPBI IPOAYKTHI HHKYOAIT iz
THIpONEpeKncell ¢ PEeKOMOWHAHTHBIMH (epMEHTAaMH MOTUGUIIMPOBAIA U IOABEPraIu
anamu3zy Merogamu BOXKX u I'X-MC B Buae Me wm Me/TMC. Unky6amus depmenTa
CYP74M1 c 13-TTIOJ mpuBomuna xk oOpa3oBaHUI0O OCHOBHOTO Tponykra 1 (Puc. 3A),
Macc-CIeKTp KoToporo coaepxan M* mpu m/z 308 (15%), [M — MeO]* npu m/z 277 (2%),
[M — Me(CH2)3]* mpu m/z 251 (2%), m/z 177 (9%), [M — (CH2)éCOOMe]" mpu m/z 165
(15%), m/z 159 (13%), m/z 135 (21%), m/z 95 (41%), m/z 81 (73%) u m/z 67 (100%).
Bpemst Beixoma aToro coemuHeHus 19,80 muH cooTrBeTcTBOBasio TakoBomy (11Z)-
ateposieBoi kuciotel (Me). Macc-criektp coequHenust 1 coBmajail co CHEKTpaMH APYTHUX
n30MepoB dTeponeBoi KucioTel (Me). Ilostomy st nmanpHedmield WACHTU(UKAIUU
CTpyKTypy coeauHeHusi 1 uccnepoBanu merogoM SIMP. CrnekrpanbHble mapaMeTphl, B
YaCTHOCTH, 3HAUYEHUS KOHCTAHT CIUH-CIMHOBOIO B3auMoAeHcTBUsA Ji112 = 6,3 ' u J12 =
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12,2 T'm OAHO3HAYHO TOATBEPAWIA YuUc- W MpaHc-KOHPUTypauu COOTBETCTBEHHO
COOTBETCTBYIOIIMX  JIBOMHBIX CBsized u  obOmyro  crpykrypy (9Z,112)-12-[(1'E)-
rekcenmaokcu|-9,11-noaekaaneHoBoi KUCIOTHI, TO ecTh (11Z)-3TeposeBoii kucaotel (Me)
1 coenuHenust 1.

Kpome coenunenust 1 B pesynprare unkydanuu ¢pepmenta CYP74M1 ¢ 13-TTIO/ B
HEOOJIBIIUX KOJIMYECTBAX OOPa3OBBIBAIUCH COeAWHEHMs] 3 U 5. Macc-ClekTp MpoaykTa 3
(M* mpu m/z 308) mpakTHYeCKH COBIAAad C TaKOBBIM coenuHeHus 1. Bpems Bbixona
npoaykra 3 19,56 MUH COOTBETCTBOBAJIO TaKOBOMY 3TepoJieBOM KucioThl (Me). JlaHHbBIE
SAMP nmns mpoxaykra 3 BBISIBWIM HalW4We TpeX OBOMHBIX CBs3ed € KOH(UTypamuen
(9Z,11E,1'E) ¢ o¢dupusiM moctukoM Mexay C12 um Cl'. TloaydeHHbIC pe3yIbTAThI
MO3BOJIMIIM HMACHTH()HUIIMPOBATh COeIUWHCHHME 3 Kak 3TeposieByro kucimory, (9Z,11E)-12-
[(1'E)-rekcenunnokcu]-9,11-nonekaagueHoByto kuciaory (Me). Macc-ciekTp coenuHeHus 5
coaepskan M* mmpu m/z 308 (14%), [M* — OCHa] nipu m/z 277 (1%), [M* — (CH2)3-CHs] nipu
m/z 251 (4%), [M* — (CH2)s- COOCH3s] mpu m/z 165 (16%), 159 (18%), 135 (33%), 81
(78%), 67 (89%), u 55 (100%). JlaHHBII# Macc-CIEKTP COOTBETCTBOBAI TaKOBOMY (®5Z)-
steposeBoii kuciaotel (Hamberg et al., 1998; Chechetkin et al., 2008).

Anamu3 meronomM BDXX mponykroB (Me) unkybamuu CYP74M3 ¢ 13-TTIO/

|:I|i 1 A | 2 B

3
|
(wSZ)-aTeponesas kucnota | || 4 il '.
= : I|l \J Ik__ — - N\._'—JI - II%
20 60 70 a0 a0 100 50 60 70 g0 a0 100

|| (w5Z)-ateponetosas kucnota

(w5Z)-sTeponesan kWcnaTa | |
1 | || /
n | _\". II I'-‘-"ﬂl'. 2
AT . : : A =
50 60 70 80 90 100 50 60 70 80 a0 100
Bpems yaoepxuBaHusa, MUH Bpems yaepxueaHusa, MUH

Puc. 3. Pesynprar pasgenenus metrogqom BDXKX na HOpmanbHOW ¢asze mpoayktoB (Me)
npespamieHus 13-ITIO (A u B) u 13-I'TIOT (b u I') npu yuactuu ¢pepmentoB CYP74M1
(AuB)u CYP74M3 (B u I'). UukyOanuu rugponepexuceit ¢ pepMeHTaMH POBOIVIIH TIPH
pH 7,5, 23°C, B Teuenune 15 wmwuH. IIpOayKTBI SKCTparupoBad W METHIUPOBAIH
nuaszoMeraHoM. [lomyueHHble MeTHIIOBBIE 3(hUpHI pa3aensuiy U ouniani MetogoM BOXX Ha
HOpMaJIbHOM (a3e npu yJIbTpaHUOIETOBOM NETEKIUU C INOMOIIBIO JETEKTOpa C AUOAHOMN
matpuuei. [IpencraBinensl XxpomarorpaMMsl pH JuinHax BoiaH 250 HM (A u B) u 267 um (b
ul).
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BeIsIBUN TipeoOmanatomuii muk 3 (Puc. 3B). JlomonmHUTET,HBIME MUHOPHBIMH TIPOAYKTaMHU
npespanieHus 13-I'TIOJ] npu yuactuun dpepmenta CYP74M3 6wt coequnenus 1 u 5.

B pesynprare wunkybammm ¢epmenta CYP74M1 ¢ 13-TTIOT o6pa3oBbiBaics
ocHoBHOM TpoaykT 2 (Puc. 3B), macc-criektp Kotoporo coaepskan M* mpu m/z 306 (32%),
[M — Et]* mpu m/z 277 (2%), [M — MeO]" mpu m/z 275 (3%), [277 — MeOH]" npu m/z 245
(3%), [M — (CH2)7COOMe]* npu m/z 149 (26%), m/z 131 (35%), m/z 95 (49%), m/z 81
(100%). Bpemst Beixoma 3toro coeauHeHuss 20,22 MHUH M Macc-CHEKTP COOTBETCTBOBAIU
takoBbIM (11Z)-3TeponieHoBoii kucioThl (Me). 3Ha4YeHHS KOHCTAHT CIHH-CITHHOBOT'O
B3aumoaencTBus Ji1,12 = 6,2 I'mu J12 = 12,0 'y coenrHeHns 2 ObLIN MOYTH TaKMMU K€, KaK
B ciy4yae coequHeHus 1, 4TO MO3BOJNIMUIIO MPEANOIONKUTH YuUc- U mpanc-KOHPUTyparuu
COOTBETCTBYIOUIMX JBOMHBIX cBsizel. Tpu ABOMHBIX CBSI3W coequHeHuss 2 u 1 umenu
onuHaKkoByl0  KoH(purypamuto (9Z,11Z,1E). EnuncTBeHHOE  pasnuyme  ObUIO B
JIOTIOJTHUTENIbHOM J1BOMHON cBsizu (3Z) y coenuuenus 2 (Jss = 10,8 I'm). Jlanusie SIMP
MOJHOCTBIO  TOATBepawIn  CTpykTypy (11Z)-3TeponmenoBoii  kucnotel, (9Z,117)-12-
[(1'E,3'Z)-rexcaauenunokcu]-9,11- nonekaaneHoBOM KHACJIOTHI (Me). MuHOpHBIMHU
MPOIYKTaMHU JIaHHOW peakiuu sSBISUIMCh coenuHeHus 4 u 6. Macc-cniektp mpoaykra 4
MPAKTUYECKU COBMaan ¢ TakoBbIM (11Z)-3TeposieHOBON KHUCIOTHI (COeIUHEHHE 2); BPeMs
Beixoga 20,05 MHH COOTBETCTBOBAJIO TaKOBOMY 3TEPOJICHOBOH U (®S5Z)-3TeposieHOBOM
KHUCIIOT, KOTOpBIE KODIIIOMPYIOT B JaHHBIX YCJIOBUAX Ha KOJIOHKE ¢ 5% Qenmna u 95%
MeTuanonucwiIokcana. Jlanueie SIMP BbIIBWIIM HalMupe 4YeEThIPEX JBOWHBIX CBA3EH C
koHpurypanuamu (9Z,11E,1'E,3'Z). Tlony4ueHHbIe JaHHBIE MO3BOJUIN UICHTUPUIIUPOBATH
coeauHenne 4 kak 3TeposieHOByl0 kucioty, (9Z,11E)-12-[(1'E,3'Z)-rexcaaneHunokcu]-
9,11-1oeKaIMEHOBYIO KUCIIOTY. Macc-crekTp coeaunenust 6 comepskan M*™ mpu m/z 306
(15%), [M* — C2Hs] npu m/z 277 (2%), [M* — OCH3s] mpu m/z 275 (2%), [M* — (CH2)e-
COOCHs3] mpu m/z 163 (9%), 149 (27.88), 131 (38%), 107 (36.42%), 81 (100%), u (83%),
4YTO YyKa3bIBaeT Ha CTPYKTypy (w5Z)-ateponmenoBoii kuciotel (Hamberg et al., 1998;
Chechetkin et al., 2008).

B pesynbrate ananuza meronom BOXKX nponykros nakybamun ¢pepmenta CYP74M3
¢ 13-I'TIOT 6bw1 BBIsSIBIIEH OcHOBHOM MpoayKT 4 (Puc. 3I'). [ToMmumo sTOoTO COeauHEHUs, B
peakuuu o00paszoBbIBajoch okojo 20% coenuHeHus 6, a TakKe MHUHOPHOE KOJIHYECTBO
(112)-3Tepos1eHOBOM KHCIIOTHI.

Ha pucynke 4 npencTaBieHbI IOJHBIE CTPYKTYPHI BCEX COCIMHECHUN, CHHTE3UPYEMBIX
B pesynbrare uHKyOanuu ¢epmentoB CYP74M1 u CYP74M3 ¢ 13-rupponepexucsiMu
JIUHOJICBOU U O-JTMHOJICHOBOM KucoT. Takum obpazom, pepmentsl CYP74M1 u CYP74M3
spisitorcst  13-cenmuyapivun uBMHWGUpcHATa3aMu.  JlaHHBIM  (epMeHTaM  ObuH
npucBoeHbl creaytonue HazBanus: SMDES1 (CYP74M1) u SmMDES2 (CYP74M3).
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Puc. 4. CrpykrypHbie GHOpMYIIbI
MPOIYKTOB KaTaJIUTUIECKOTO
neiictBus ¢epmentoB CYP74M1
u CYP74M3. 1, (11Z)-3teponeBas
kuciora;, 2, (11Z)-sreponcHoBas
KHCJIOTa; 3, ATepoJieBas KHUCIIOTa;
4, HSTepojeHOBas KUCIOTa; S,
(w5Z)-aTeponeBast  KucioTa; 6,
(05Z)-3TeporieHoBast KUCIIOTA.

Puc. 5. Cxema MexaHu3Ma
peakuuu npespamieHus 13-
I'TIO u 13-I'TIOT B oCHOBHEIE
TIPOTYKTHI npu y4acTuu
SmDES1 (CYP74M1) wm
SmDES2 (CYP74M3). R =
HOOC(CH2)7—. R' = n-Oyrtui
(8 cmywae 13-ITIO[); R' =
(12)-6yrenun (B caydae 13-
I'TIOT). 1, (11Z)-steponeBas
KHCIIOTA, 2, (112)-
ATEpOJICHOBasg  KUCJIOTa; 3,

JluBuHWGHUpPCUHTA3BI,  TaKkKe  Kak U
AIJIEHOKCUJCUHTA3bl,  SBIAIOTCS  JETUApATa3aMH.
OnokcuamuibHbid - panukan (Puc. 5) sBusgercs
OOIIMM TPOMEKYTOUYHBIM TPOAYKTOM MPEBPAIICHUS
THJIPOTICPEKUCEH KUPHBIX KHCIOT TPH YYaCTHH
dbepmentoB CYP74 (Brash, 2009; Lee et al., 2008;
Grechkin, 2002).

3.5. Npentudurkanus NMPOAYKTOB
KATAJTUTHYECKOr0 JelicTBUSl PEeKOMOMHAHTHOIO
(dpepmenTa CYP74M2. Jns ompeeNeHUs
MPOAYKTOB  HHKYOAllMu  TUAPONEpPEeKucerd ¢
pekomOuHaHTHEIM ~ pepmentom CYP74M2  ux
ananusupoBanu mMerogamu ['X-MC B Buge Me/TMC
u SIMP B Buze Me adupoB. CTpyKTypHBIE (OPMYJIBI
npeacTaBlieHbl Ha pucyHke 6. Jlna depmenta
CYP74M2 IIPEATIOYTUTEIBHBIM cyOcTpatoM
siasercs  13-I'TIOJ] (tabmuma 1). OcHOBHBIMH
npoayktamu  mpeBpamenuss  13-ITIOJL  Obutm
coenmHeHUss 7/, 8 w 9, cHHTE3UpyeMble B
cootHomieHuu 4:2:1 (Puc. 7A). Ux macc-cnekTpsl
ObLTH TTOYTH OJWHAKOBBIMH M coaep:kaaum M* mpu
m/z 398 (0,4%);[M — Me]" npu m/z 383 (0,3%); [M —
MeOH]* mpu m/z 367 (0,1%); [M — n-nertun]* mpu
m/z 327 (4%);[M — C12/C18]" ipu m/z 285 (77%); m/z
163 (16%); [TMC]* npu m/z 73 (100%) (Puc. 7B).
JlaHHbBIE CIEKTPBI COBMAAaiu ¢ TakoBbIMU (9Z)-11-
ruapokcu-12,13-smokcu-9-oKTaaerieHOBON  KUCIOTHI
(Me/TMC)  (Hamberg, 1987). Macc-crexTp
MuHOpHOTO Tipoaykta 10 co 3HauuTenprHO Oo0see
MO3IHUM BpEeMEHEeM BBIXOJa cozaepkan M* mpu m/z
398 (0,5%); [M — Me]" mpu m/z 383 (0,4%); [M -
MeOH]* npu m/z 367 (0,1%); [M — C1/Cg]* pu m/z
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241 (14%); [M — C1/C12 + TMC]" mipu m/z 173 (8%); CH2=0"-TMC mpu m/z 103 (38%);
[M — Ci/C12 - H]" mpu miz 99 (26%); [TMC] * mpu m/z 73 (100%) (Puc. 7B) u
coorBercTBOBa TakoBoMy (10E)-9-ruapokcu-12,13-smokcu-10-0KTaaeeHoBOi KHCIOTHI
(Me/TMC) (Hamberg, 1996). [Ina nanpHemed MACHTUPUKAUN CTPYKTYPBI MPOTYKTOB
nHKyOaruu pekomOunantHoro (epmenta CYP74M2 c 13-I'TIO/] ucnonp3oBamum MeTOx
AMP. Jlannpie AMP nns coequneHust 7 MOATBEPAWIM CTPYKTYPY OKCHPAHHIJI KapOWHOIIA,
UCXOJS U3 METHMHOBBIX CHUTHAJIOB OT BTOPUYHOW CUPTOBOM rpynmnupoBku (4,25 ppm, ddd,
H11, 1H). OT0T XMMUYECKHUI CABUT COTJIacyeTcs C mpeo-KoHpuUrypamueil. XuMuieckue
caeuru H9-H13 Takke mnoarBepaunu mpeo-KOHPUTYpalMi0O OKCHUpAHUI KapOHWHOIA.
3HaueHre KOHCTAHT CIUH-CIIMHOBOTO B3auMoAeHcTBus Ji213 = 2,2 I'11 yKa3bIBaeT Ha mpauc
pacmpeneneHre MPOTOHOB OKCUpaHa. B  1enom, [gaHHble TO3BOJWIM YCTaHOBUTH
koHpurypamuio (11R,125,13S) nmns coeauHeHus 7 ¢ COXpPaHCHHEM HCXOMHOM  S-
koHpurypanuu y C13. Takum oOpa3om, coenuHeHue 7/ ObUIO MACHTUPHUIIMPOBAHO KaK
(9Z,11R,12S,13S)-11-ruapokcu-12,13-sm0kcu-9-okTagenieHoBass  KMCI0Ta.yY  SMOKCHIHBIX
MPOTOHOB coequHeHuss 8 Obuia HUASHTU(PUIMPOBAHA YuUC-KOHPUTYpALMs; 3TO BUAHO U3
3HAUEHUsI MX KOHCTAHT CIMH-CIUHOBOTO B3ammojeicTBus Ji2,13 = 4,0 I'm. CnexrpasibHbIe
napaMeTpsl NpoAyKTa 8 OTIMYAIOTCS OT TAaKOBBIX PAaHEE OMUCAHHBIX Mpeo OKCUPAHUI
KapOMHOJIOB HEKOTOPBIX JKMBOTHBIX, coaepxamux yuc-okcupan (Lee et al., 2008;
Toporkova et al., 20176). Curnan H11 caBunyT BBepx Ha 0,1 ppm o CpaBHEHHUIO C mpeo-
uzomepamu (Jin et al., 2012). Kpome Toro, nporonsr H9 u H10, Taxke kak u nmporon H13
OKCHpaHa, CJIeTKa CIBUHYTHI BBEpPX, B TO BpeMs Kak NmpoTroH H12 caBuHyT BHH3. DTH
pasnuuMsl CBUIECTENIBCTBYIOT O TOM, YTO COEIMHEHHE 8 MpeAcTaBiseT cO0OM MPOAYKT C
spumpo-yuc koupurypanueir. Hackoapko HaM U3BECTHO, CYIIECTBYET TOJBKO OAMH MpPUMEP
OKCHUpAaHWJI KapOWHOJNIA C 2pumpo-yuc KOHPUTYpamWer — ITO  DIOKCHUCIUPT
(8R,9S,10S,117,147)-8,9-3n0kcu-10-ruapokcu-11,14-sitko3aauenoBas kucinora (Jin et al.,
2012). Ero gansele 'H-SIMP (Jin et al., 2012) (xumuueckue capuru HS, H9, HI0 u
COOTBETCTBYIOIIME 3HAYEHUS KOHCTAaHT CHUH-CIIMHOBOTO B3aUMOJEWUCTBUS), B LIEJIOM,

(0] oH
. _. ~— 7 COOH Puc. 6. CrpykrypHble  (GOPMYJIEI
7 NPOAYKTOB KAaTaJUTHUYECKOTO JICHCTBHS
o dbepmenta CYP74M2:

PN /\\/“—"& = _~_~_—~_CooH 7, (92,11R,12S,13S)-11-tunpoxcu-12,13-
3HOKCH-9-OKT3H€H€HOB3§I KHCJIOTA,
8, (9Z,11R,12R,13S)-11-runpokcu-12,13-
W A AMOKCH-9-0KTaIelIeHOBAs KHCIIOTA;
T T e =" 7 7 7 "cooH 9 (9Z,118,128,13S)-11-rugpokcu-12,13-
9 DIIOKCHU-9-0KTaAelieHOBast KUCIIOTa,
OH 10, (10E)-9-runmpokcu-12,13-3mokcu-10-
OKTaJELCHOBAs KMCJIOTA,

10 11 u 12, Cl11 u Cl2 »snumeps

oH MpeACTaBICHHOMN 11-runpokcu-12,13-
-0 - - %
o= <A coon smnokcu-9,15-okTanexaueHoBoM
KHCJIOTHI;
11112 13, 9,10-smokcu-11-ruapokcu-12-
?HO‘ OKTa/ICIICHOBAsI KUCIIOTA.
N~ _~_-COOH
13
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COOTBCTCTBYIOT  TAaKOBBIM COCIUHCHUA 8 , qT0

MIOATBEPIUIIO

€ro  opumpo-yuc

KoH(urypanuto. Takum o00pa3oM, MOJTy4YEHHBbIE JAaHHBIE MO3BOJWIM HACHTU(DUIIMPOBATH

coefauHenne 8 kak opumpo-yuc oxcupanun kapomnon — (9Z,11R,12R,13S)-11-ruapokcu-

12,13-3m0KkcH-9-0KTaeIIEHOBYIO KUCIIOTY.

Coenunenne 9 comepkut mpanc-okcupa (Jiz13 = 2,2 I'm). CrekTp COOTBETCTBYET

TaKOBOMY 3pUmMpo-mpanc OKCUpaHWJ KapOMHOJa — MPOJAyKTa KaTaJUTUYECKOTO ACHCTBUS

SIIOKCHUAJIKOT'OJIbCUHTA3bI
(Toporkova et al.,

UAEHTUPUIIMPOBATH

2017a). Takum oOpa3om,

(92,11S,12S,13S)-11-ruapokcu-12,13-3m0kcu-9-0KTaIelIEHOBYI0  KHCIOTY —

mpoaykra /.

ESEAS (CYP5164B1) Oypoit Bomopociu E.
MOJTYYCHHBIE

siliculosus
JAHHBIC I103BOJINIIN

coequHeHne 9 Kak opumpo-mpanc OKCHpaHWI KapOWHOI —

11->mumep

Kpome coemunenuit 7-9, Obuto OOHApYXEHO e€IIe HECKOJBKO Oo0Jyiee MOJISIPHBIX

OPOIYKTOB. JTO CTEPEOM3OMEPEI

7 A

8
13(S)-rog,
9 10
A_ A j\/\ _Aon A
16 17 18

14 15 19
BpeMs yaepkusaHus, MUH
1285 b
7 : o
\/\/&ﬂ@\/\/\im
0 2
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211145193181 507004

298 327 383
100 150 200 250 300 350 400
m/z
B
241,
-HE W
1 0 o
99, !
I 383
1T3
1 241
109129 199173 225 [ 259577005 327 356 383
100 150 200 250 300 350 400

m/z
Puc. 7. Hannsie I'X-MC anamusza npoaykroB (Me/TMC)
WHKyOanuu pexkoMOuHaHnTHOro (epmenta CYP74M2 c 13-
ITIOA. Xpomarorpamma (o0mmii wnoHHbIH TOK) NaBHs—
BOCCTaHOBJICHHBIX TIPoAYKTOB (Me/TMC) (A). 7-9 — u3omepsl
(92)-11-runpokcu-12,13-3mokcu-9-oKTaielIeHOBONH  KUCJIOTBI
(Me/TMC); 10 -  (10E)-9-ruapoxcu-12,13-3mokcu-10-
oktanenenoBas kucinora (Me/TMC). Macc-cniektp u cxema
¢dparmenranuu coequnenus 7 (Me/TMC) (B). Macc-criektp u
cxema ¢parmenrtanuu coeaunenus 10 (Me/TMC) (B).

(10E)-9-runpoxcu-12,13-3nokcu-10-okTaaerieHoBo

kuciotel  (10), uMerorue

mpac- 17001 yuc-
JIA3aMEIICHHBI  OKCHUpaH
(Ji213 = 2,1 wmm 4,2 T'm,
COOTBETCTBEHHO) U (S) uiau
(R)-koudurypanuu y C9,
COOTBETCTBEHHO.

13-

y4aCTuu

[IpeBpamienue
I[TIOT
PEKOMOMHAHTHOTO

CYP74M2
IPUBOJMIO K 00pa30BaHUIO

npu
depmenTa

AQHAJIOTMYHBIX  TPOIYKTOB
11 u 12 (Puc. 8A). Macc-
CHEKTPBI BCEX YIMOMSIHYTHIX
nponykro: 7-9, 11 m 12
UMEIOT OOJBIION MUK TPH
m/z 285, 4ro yka3bIBaeT Ha
npucyrcrsue 11-rugpokcu-
12,13-smokcu  ¢pparmMenta
(Puc. 6B). Takum o6pazom,
coemmaenns 11 w12
Ipe/ICTaBIsAI0T coOOW J1Ba
11-
ruapokcu-12,13-smokcu-

CTEepCoOnU30oMEpa

9,15-okTanexaaueHOBOM

kuciotel (Me/TMC).
VYrumuzanus 9-I'TIO/]

Obl1a MeHee d(PPeKTUBHOU

(Puc. 7b). Tem He MeHee, 00pa30BBIBAICS MPOAYKT C XOPOIIO 3aMETHBIM MUKOM IpH M/z

18



199, macc-crekTp KOTOpOTO COOTBETCTBOBad TakoBoMmy 9,10-smokcu-11-ruapokcu-12-
okranereHoBoit kucinotel (Me/TMC) (Toporkova et al.,, 2017a). B orauume ot 13-
ruaponepekuceir npespamienre 9-I'TIOJ] Obuto Mmenee crnenupuunbiM. Kak BuaHO U3
xpomatorpammsl (Puc. 7B), MUHOpHBIMM mNpoaykTamu peakuuu Obuin o-kerosn (AOC
MPOAYKT, BBIABISIEMBI B BHJIE CMECH BHIMHAIBHBIX IHACTEPEOM3OMEPHBIX JHOJIOB C
spumpo U mpeo KOH(UTypamueil Iociae BoccTaHOBIeHHUs ¢ momolisio NaBHi) m 9-
okcoHoHaHOBOM kUCIOTHI (I'TIJI mpoayKT, BBIABIAEMbIN KaK 9-THIPOKCMHOHAHOBAS KUCIOTA
MOCJIC BOCCTAHOBJICHHS ¢ TToMoIbio NaBHy).

Takum  ob6pazom, ¢depmenr CYP74M2  Obut uaeHTHQUUIMpPOBAH  Kak
AMOKCHANIKOTOJIbcHHTa3a. [laHHOMY (epMeHTy ObLIO MPUCBOEHO TPUBUAIBLHOE Ha3BaHUE
SMEAS (CYP74M2). ®epment SmEAS (CYP74M2) — nepBas uctunnas DAC, Bxoasias
COTJIACHO KpUTEpHsIM HOMEHKIATypsl B coctaB cemeiictBa CYP74 u mepBas DAC,
oOHapyKeHHasl y pacTCHUH.

1359101 45 A
1 ? -
‘ n
AL T | P, o, jb’u L. M
12.5 15.0 17.5 20.0
BpeMﬂ yoepxueaHUA, MUH B
9(s)-ron
13

9,10-aurnapokcu-12-
-OKTafeLeHoBas KucnoTa
|| // (apumpolmpeo)

9-rnapOKCUHOHaHOBAas KMCNoTa ‘

\

— _||i1]c,J,_1 L4 dly A - i,
50 7.5 15.0 17.5 20.0
Bpems yaepxusaHWs, MWH
298 B
o 1285 o
(o]
s 381 285
1 129
971 4 151 5
ol [y 181 237 298 327 384
100 150 200 250 300 350 400
mz

Puc. 8. Jlamupie I'X-MC anamm3a NaBH4-BoccranoBnennsix mnpoayktoB (Me/TMC)
uHKyOarun pexomOuHaHnTHOTO (epmenta CYP74M2 ¢ 13-TTIOT u 9-TTIOH. (A)
XpomatorpamMmma (oOmuii MOHHBIM TOK) mpoaykToB (Me/TMC) wuukybanuu 13-ITIOT ¢
depmentom  CYP74M2. 11-12 -  wu3omepsl 11-ruppokcu-12,13-3mokcu-9,15-
oktanekaauenoBoit kuciotel (Me/TMC). (b) Xpomarorpamma (0OImIMN WMOHHBIH TOK)
npoayktoB (Me/TMC) unky6aruu 9-I'TIOJ] ¢ pepmentom CYP74M2. 13 — 9,10-smokcu-11-
ruapokcu-12-okranenenonas kucinora (Me/TMC). (B) Macc-cnektp u cxema ¢pparMeHTanuu
coenuuenus 11 (Me/TMC).
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DINOKCUATKOTOJIBCUHTA3bI SIBJSIOTCS U30MEpa3aMH, 1 MEXAHU3M HUX KATAIUTUYECKOTO
JICHCTBUS BKIIOYAET CIEAYyIOIIUe CTaauud: 1) TOMONHM3 THAPONEPOKCU-TPYNIBL, 2)
MEeperpyninupoBKa OKCHUpaJWKalla B OMOKCHAIBHBIN paaukan, 3) peKoMOUHaIus
AMOKCUAJUTWIBHOTO  pajguKalla C THAPOKCWIbHBIM pPAaJUKAIOM, YTO TMPUBOJUT K

obpa3zoBanuto snokcucnupra (Puc. 9).

OOH o

_/\
13-rno,u / \

0] 0]
R —\g/<|/ R R/MRI
OH _
CoeauHeHune 1 (11R,125,138) anokcHannuneHbLIM pagukan

Puc. 9. Cxema wMexanm3ma kataiutuueckoro neiictBus SMEAS (CYP74M2). R -
(CH2)7CO2Me; R' — CH2.CH=CHCH:Me.

3.6. UccaenoBanue OMOJIOTMYECKON AKTHBHOCTH NMPOAYKTOB KATAJUTHYECKOIO
neiicreust ¢pepmentToB SMDES1 mu SmMDES2. Panee Obuto moka3zaHo, 4TO HEKOTOpHIC
IUBUHUIOBBIE A3(UpHl 007alal0T AHTUMUKPOOHBIMU U (YHTUIUIHBIMU CBOMCTBaAMU
(Fammartino et al., 2010). HekoTopble M3 HUX MOBBIIIAIOT YCTOHYUBOCTH KapTodemns K
3apakeHUIO maroreHHsIMU rpubamu (Stumpe et al., 2001). Takxke UMEIOTCS JaHHBIC O TOM,
YTO HAKOIUIEHHWE JMBUHWJIOBBIX 3(HUpPOB B pacTeHHsIX Tabaka MPOUCXOTUT IMpPH HUX
UHOGUIMPOBaHUK BUpPYycoM Tabaunoit Mmo3auku (Gullner et al., 2010).

[Tockonbky panee Obuto omucano (Prost et al., 2005), 4To HEKOTOpPbBIC TUBUHUIIOBBIC
3¢upbI, HATPUMED, KOJTHEICBasl, KOJHEICHOBas U (®5Z)-3TeposIeHOBasT KUCIIOThI, HETaTHBHO
BIIUSIIOT Ha CKOPOCTh pOCTa psiia 6akTepuid, rpuOOB U OOMHUIIETOB, MBI MTPEANOIOKUIH, YTO
pa3Hble HM30MEPhI MOTYT TMPOSIBJISATH PaA3HYI0 POCTUHTHOWPYIOIIYIO aKTHBHOCTH B
OTHOIIEHUU Pa3HBIX BUJIOB OakTepuil. B cBsA3M ¢ 3TUM, OIHOM W3 3a7a4 ObLJIO OMpPEACIUTh
aHTHOAKTEPUAIBHYI0  aKTHBHOCTH  JTepojcHOBOH, (11Z)-steponenoBoii u  (w52Z)-
ATEPOJICHOBOM  KHCIOT TPOTUB TPaMOTPUIATENBHBIX  (UTOMATOTEHHBIX  OakTepuit
Xanthomonas campestris ssp. vesicatoria, Pseudomonas syringae ssp. tomato u P.
atrosepticum SCRI1043. DTu u30Mepbl pa3aIudaloTCs TeOMETPUCH €IMHCTBEHHOM IBOWHOM
cBs3u  (yuc- wnm  mpanc-) (Puc. 4). 3HadeHuWe Takoro pasHOOOpaszusi HM30MEPOB
3TeposIeHOBOM KucaoTh s S. moellendorffil 1o cux mop He ©MeeT OObSICHEHHMS.

JluBuaUIOBBIE 3¢Qupbl nomydann uHkybanueir 13-I'TIOT ¢ dpepmentamu SMDES] u
SMDES2. Metunossie 3¢upst npoaykros uakyOaruu 13-I'TIOT ¢ auBuHMI GUpcuHTa3aMI
wiayHka pasgemsuii ¢ nomomibto BOXKX Ha HopmanbsHOU (aze. AHTHOAKTEpUATHHYIO
aKTUBHOCTh JIMBUHWUJIOBBIX J(QHUPOB NPOTUB (UTOMATOTCHHBIX OaKTEPUil OIpenessiu

METOJIOM CEpUIHBIX PA3BEACHUN B KUJIKUX Cpeaax.
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Jlns P. atrosepticum ™Mbl oOnpeae/ivi MHUHUMAQJIBHYI0 HHTHOMPYIOIIYIO |
MUHUMAJIbHYIO OaKTEPUIMAHYIO KOHIIEHTPAIIUU UCCIEAYEMbIX OKCHIIMIIMHOB (Tabnuua 2) u
JUTsL TalIbHEHIe paOoTel BeIOpanu KOHIEHTpanuio, paBHyo 0,5 MM (500 aMons/Mi); B
TaKOW KOHIIEHTPAIMK OBUTH BBISBJIICHBI OKCWJIMITMHBI B WH()HUIIMPOBAHHBIX PACTHTEIHHBIX
tkansx (Hamberg et al., 2003). Ilpu 5Toif KOHIEHTPALUU HCCICIYEMbIC OKCHIUITHHBI
oka3bIBaM U epeHnpoBaHHOE aHTUMUKPOOHOE JICMCTBHE HA MMaTOT€HHbIE OaKTepHUU.

Tabnuna 2. MunumansHas uaruoupyromas (MUK) u munnmanbHas OakrepuuuaHas
(MBK) konnenrparuu okcuunutoB st P. atrosepticum SCR11043.

OKCHIIMITHHBI MUK, MM MBI, MM
DTepoJIeHOBas KUCIIOTa 0,5 1,0
(112)-steposeHoBast KHCIOTa >1,0 >1,0
(m5Z)-3TeponieHoBas KUCIIOTA 0,25 0,5

DteposicHOBasl KHCI0Ta MHrHOMpoBaia poct PS. syringae u P. atrosepticum, Ho He
Bausuia Ha X, campestris (Puc. 10A). (11Z)-DteponeHoBas KHCJIOTa OKa3biBajia
OakTepuocTaTHueckoe neiictBue Ha PS. syringae, Ho He Biuusuia Ha P. atrosepticum u X,
campestris (Puc. 10B). (w5Z)-DteponcHoBas KHCIIOTa OKa3biBaja BbIPAXKEHHBIH
OakTepuIUIHbIN d(PPEKT Ha BCE MUKPOOPTAHM3MBI: YHCIIO >KHU3HECIOCOOHBIX KIETOK P.
atrosepticum HeoOpaTHMO CHWXaIOCh 0 HEONpeIeNsIeMbIX 3HAa4YeHU dYeped 24 9
KYJIbTUBUPOBAHUS; KOJMYCCTBO J>KU3HECIOCOOHBIX KieTok X. campestris u PsS. syringae
CHWXaJoCch Ha 2 mopsaka B niepBbie cyTku (Puc. 10B); yepe3 48 4 KyIbTUBUPOBAHHS ITHU
OaKTepUu MOJHOCTBIO TEPSUIU CIIOCOOHOCTH K 00pa3oBaHuI0 KoJoHMM. [Ipy KOHIIEHTpausax
0,25 MM u HIDKE 3TOT M30MEp HE OKas3bIBaJ HUKAKOTO BiausHus Ha P. atrosepticum u X.
campestris, ogaako npu KoHueHtpanusax 0,25 u 0,125 MM nposBisT 6aKTepUOCTATHICCKHE
cBoiictBa B otHomieHun PS. syringae (Puc. 10B). DreponenoBas u (11Z)-3TeponeHoBast
KHCJIOTHI TIPH UCTOJIB30BaHUU B KOHIeHTpanuu 0,25 MM oka3biBasin 6aKTepUOCTaTHUECKHIMA
a¢dext Ha PS. syringae, xoTs U MeHbIIH#H, YeM B koHIeHTparuu 0,5 MM (Puc. 10A, B).

Takum 006pazom, uccieyemMble COEJUHEHUS OKa3bIBAIN AUPPEepeHIINaIbHOE BIUSHUE
Ha MaTOT€Hbl pa3HON TPOoPHOCTU. POCTUHTMOMpYIOIIME CBOMCTBA IIENIEBBIX COCIMHEHUN B
HAauOOJBIIEH CTENEHW TPOSBISUINCH B  OTHOLICHUH OUOTPO(GHBIX TCEBIOMOHA].
HekpoTpodHbie mekToOOaKTEpHUN OKa3aIHCh BOCIPUUMYUBBEIMU TOJIBKO K MAKCUMAJIBHBIM H3
MPOBEPEHHBIX KOHIICHTPALUSAM JUBUHUIOBBIX d(DUPOB, a TeMHOMOTPODHBIC KCAHTOMOHA/IBI
OKa3aJUCh YCTOWYMBBIMU TPAKTUYECKH KO BCEM HCCIENYEMBIM COCIUHEHUSIM, 3a
UCKIIIOUeHUEM  (®5Z)-3TeposIeHOBOM  KHCIIOTBI, HCIOJB3yeMOH B  MaKCHMallbHOM
KOHIICHTpallui. B 1enoM, moiydeHHbIe pe3yibTaThl MOITBEPXKIAIOT, UYTO JUBUHHUIIOBHIC
3(uphI yU4aCTBYIOT B 3aIIUTHOM OTBETE PACTEHUM MPOTUB (PUTOMATOTEHOB.
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A 1,00E+10

1,00E+09 _
1,00E+08
1,00E+07
1,00E+06 —
1,00E+05
1,00E+04
1,00E+03
1,00E+02
1,00E+01
1,00E+00
Xev Pst
Owunox Bxontpons MELOH WOS5mM MO0,25mM B0,125 MM
5 1,00E+10
r

1,00E+09
1,00E408
1,00E+07
1,00E+06 H
1,00E405
1,00E+04
1,00E+403
1,00E402
1,00E401
1,00E+00

Pba

Xev

OwHor @BAwxoutpone WEOH WOS5mM @O25mM B0,125mM

B 1,00E+10
E3

1,00E+09
1,00E+08
1,00E+07
1,00E+06 ]
1,00E+05
1,00E+04
1,00E+03
1,00E+02
1,00E+01
1,00E+00

Pba

Ak
Xev

Owunox BxoHTpons MEOH WOS5SmM mO0,25mM B0,125 MM

Pst

Puc. 10. Turp KOE/mn B kxymerypax P. atrosepticum (Pba), X. campestris (Xcv), Ps.
syringae (Pst), KynbTHBHpPYeMBIX B Te4eHHE 24 4 B OTCYTCTBHM (KOHTPOJIb) U B
npucyrctBuu 0,5% stanona (EtOH), a taxxe 0,5, 0,25 u 0,125 MM steposienoBoii (A),
(112)-steponenosoii (b) u (w5Z)-s3reponeHoBoii (B) kuciaor. (MHOK) — TUTP UHOKYJISIIMH
6aktepuii. M £ SD, n (uucino onsiToB) = 5; *p < 0,05, **p < 0,01 npu cpaBHEHUU C TPYNION
“EtOH”.

3AKJIFOYEHUE
Oo6napyxenne gepmentoB CYP74 y caMbIX IpeBHUX Ha3€MHBIX PacTEHUIl — MXOB U

IUIAYyHOB — TMPEACTAaBISIET MHTEPEC B CBSI3U C BOIPOCOM O IPOUCXOKIECHUU
COOTBETCTBYIOIINX T'€HOB Y TIOKPBITOCEMEHHBIX pacTeHHH. Tak, paHee ObLIO YCTaHOBIICHO,
4To B reHomMe Mxa P. patens mpucyTcTBYIOT I€Hbl ABYX Pa3IMYHBIX AIJICHOKCHUICHHTA3
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(Bandara et al., 2009; Scholz et al., 2012) u oxno#t ruaponepokcuirassl (Stumpe et al.,
2006), B rerome mxa M. polymorpha mpucyrcTByeT reHbl IBYX ajlIEHOKCHICHHTA3, MPH
stoM Her ruapomnepokcummmas (Koeduka et al., 2015). Dtu OGenku SBISIOTCS YiCHAMH
cemeiicteBa CYP74, o6namas 40-50%  MOIEHTUYHOCTH  ITOCJIEAOBATENLHOCTH  C
MHorouucieHHbIMU (epmenTamMu CY P74 MOKpHITOCEMEHHBIX U TOJTIOCEMEHHBIX.

B pesynbrate mpojenaHHON pabOThI BIEpBbIE OBUIM OXapaKTepH30BaHBI IN Vitro
npeactaButenu cemeiictBa CYP74 y mnmaynkoB. @epmentet CYP74M1 u CYP74M3
ABIISIIOTCS.  TIEPBBIMU  AMBHHWIdQHUpcuHTa3amu, a ¢epment CYP74M2 - mepBoit
AIOKCHAJIKOTOJIbCUHTA301, OOHAPYKEHHBIMH Y CIIOPOBBIX pacTeHuil. bonee Toro, pepmeHT
CYPT74M2 sBasieTcs IEpBOM MCTUHHOW PAaCTUTENIBHON 3MOKCUAIKOTOJIbCHHTA301, COTJIACHO
KpUTEpHUSIM HOMEHJIKATypbl OTHOCsIIecs k cemeiictBy CYP74.

[IpennoururensHpIMM  cyOCcTpaTaMu HccleAyeMbIX (epMEeHTOB sBisArOTCS 13-
TUAPONEPEKHUCH JTMHOJIEBOU U O-TMHOJIEHOBOU KHCJIOT. COOTHOLIEHNE MPOAYKTOB PEAKIU,
karamusupyembix ¢epmentamu CYP74M1 u CYP74M3, oTnrdaeTcsi OT TaKOBBIX JIPYTHUX
13-cnienuduunsix [I3C. B cayuyae depmenta CYP74M3 ocCHOBHBIMH MPOAYKTaMU ObLIN
ATEPOJICHOBAasE W JTeposieBas KUCIOTH. OCHOBHBIMH TPOIYKTaMH peakmuu (epMeHTa
CYP74M1 oObumn (11Z)-u3oMepbl 3TEposIeHOBOW M 3TeposieBod kuior. B 2005 romy
Xambeprom ObuT onucan OuocunTe3 (11Z)-3TeposieBoit KuCIOTHL B pacTeHusx Ranunculus
lingua, ogHako Torma He OBUT ONMMCAH W OXApaKTEPU30BaH (PEPMEHT, KaTaTH3UPYIOIIHMA
nannyro peaknuio (Hamberg, 2005). Takum o6pasom, ¢depment CYP74M1  sBasercs
nepBoil  oxapakrepuzoBaHHor J[DC, koTropasg Kartaqu3upyeT —mpeBpamieHue 13-
THIPOTNICPEKHUCEH JIMHOJCBOW M (-TUHOJICHOBOW KUCIOT B (11Z)-u3omepsl 3TEpoOsIcBON |
ATEPOJIEHOBOM KHCJIOT COOTBETCTBEHHO.

Kpome Toro, B pe3ynbraTe BBIIOJIHEHHON pabOThl ObUT pacuIMppoBaH MEXaHH3M
KaTAIUTUYECKOTO JNEUCTBUA smnokcuankoronbcuHTassl SmEAS (CYP74M2), a Ttakxke
OMMCAHBI JIeTaIbHBIE CTPYKTYPHl 00pa3yeMbIX MPOIAYKTOB (B TOM YHCIE OJHOTO HE
omucaHHoro panee mpoaykra — (9Z,11R,12R,13S)-11-runpokcu-12,13-3mokcu-9-
OKTA/ICLIEHOBON KHUCJIOTBI), 4YTO TIO3BOJIUJIO JIOMOJHUTH OOIIYI0O CXeMy MeXaHU3Ma
KatanmuTuaeckoro neictBus (pepmentoB cemeiictea CYP74 (Puc. 32). Ha mepBom stame
UJIET TOMOJIU3 TUAPOTIEPOKCU-TPYIITIBI ¢ 00pa30BaHME aATKOKCHIBHOTO pPajiiKalia, KOTOPHIA B
pe3yabTaTe BHYTPUMOJICKYISIPHOW MEPEeTrpyNIUPOBKHA MPEoOpa3yeTcss B AMOKCHATUTAIBHBIN
panukan. JlaHHBIA paauKan SBISICTCS TOYKOW MEPEKIIOUEHHUS MEXIYy BCEMH YETBHIPHMSI
BETBSIMM JIMIIOKCUI€Ha3HOro kackajga. B ciyyae AOC, snokcuasIMiabHBIA pagukai, Tepss
BOJIOpOA, IMpeoOpa3yeTcss B HeCTaOWIIbBHYIO OKHCh amneHa. B ciayuae DJAC «k
AIOKCUAITUIBHOMY pajuKaly HpUCOSAUHSETCS TUAPOKCUIIBHBIM paauKkal, u oOpa3yeTcs
smokcucuptT. [Ipu ATOM TPOAYKTHI KaTaauThuueckoro aercTBus ¢epmenta SMEAS -
AIOKCUCHHUPTBI — COJEPKAT MPaAHC-TU3aMEIIEHHOE SMOKCUIHOE KOJbLO, YTO SIBISIETCS
OCHOBHBIM OTJIHYUEM JaHHOTO (hepmenTa ot KUBOTHBIX DAC kinana CYP74.

B cinywae I'TIUI u JIDC, pacmernenue C-C cBsi3M B OKCHUpPAHE MNPUBOIUT K
00pa3oBaHUI0 BHUHUJIOKCUKAPOMHWIBHOTO  pajJuKalla, KOTOpBIM  SBISIETCS  TOYKOM
NEPEeKITIOYCHUST MEXKIy JByMsl OTUMH peakmusmu. B cmywae JIDC mpoumcxomut
npeoOpa3oBaHNe BHHUJIOKCUKAPOMHUIBHOTO paauKaia B yuc- WIH mMpaunc-u30(HOpMEI
BUHUJIOBOTO 3(Hpa, KOTOPHIM, Tepsis BOAOPOJ, Impeodpa3yercs B AUBUHHIOBHIN 3dup. B
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ciydqae [TIJI BUHMIOKCMKapOWHWIBHBIN paguKal pPEeKOMOMHUPYET C THUAPOKCHIBHBIM
panuKagoM, B pe3ysbTaTe 4ero oOpasyercs IoJyaleTalb, KOTOPBI pacmajgaercss Ha
QJIBJIETU]l U OKCOKHUCIIOTY.
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Puc.11. OOmas cxema MexaHW3Ma KaTaquTHUeckoro neiictBus ¢epmento CYP74
(Toporkova et al., 2020).

I'enpl  nuBMHWIP(UPCUHTA3  yIMBUTENBHO  pa3HooOpasHbl. [lepBble  reHBI,
KOAUPYIONUE TUBHHWID(PUPCUHTA3BI, OBUITM OOHAPYKEHBI B XOJI€ OJKCIEPUMEHTOB C
knyoHsmu kaprodens (Galliard et al., 1972). B ganpueiiimem JI9C pacTeHUH HECKOJIbKUX
BUJIOB TMACJICHOBBIX (Ta0ak, TOMAaT W Mepen) ObLIM OXapaKTepU30BaHbI OMOXMMHYECKH U
uaeHTH(UIMpPOoBaHbl Kak wieHbl moacemeirictBa CYP74D (Itoh et al., 2001; Stumpe et al.,
2001; Fammartino et al., 2007). Otu depmeHTsl sABasIOTCS 9-crierubuunbivu. [lo3aHee
JAMBHHWIUPCUHTA3HI ObLTH 00HApYKeHbI B KOpHsIX Jianabima (Ogorodnikova et al., 2008),
B nykoBuiax decHoka (Grechkin et al., 1995), y HexoTopbix mpeactaButencii CrapKeBbIx
(Ogorodnikova et al., 2013), B mucteax apHa-goaryama (Gogolev et al., 2012) u y
HeKOoTOphIX BuoB jroTHKOB (Hamberg et al., 1998; Hamberg et al., 2002; Hamberg et al.,
2004). Kpome TOro, AMBUHWIOBBIE 3(HUPbI OOHAPYKEHBl B TAUIOMax HEKOTOPBIX
npezacrasureneii Oypeix (Proteau, Gerwick, 1993) u kpacuwix (Jiang, Gerwick, 1997)
Bojopocieil. Takoe pa3HOOOpa3ue MOXKET CBHAETEIbCTBOBATH O MOJUPUICTHICCKOM
MIPOUCXOXKICHUH TUBHHIIA(UPCUHTA3S.

C ¢unorenernueckoii Touku 3perust pepmentsl CYP74M1, CYP74M2 u CYP74M3,
HECOMHEHHO, BXoaaT B cocTaB cemeiictBa CYP74. Ilo otnomenuto k ¢epmernram CYP74
MHOTOYMCIIEHHBIX BUJOB BhIciuX pacteHuil pepmentsl CYP74M1, CYP74M2 u CYP74M3
obOnamaror 43-45%, 42-44% u 40-43% cxoncTtBOM cOOTBETCTBEHHO. OHH OTHOCHUTEIHHO
OJIMHAKOBO YAQJICHBI OT paziudHbIX TojacemerdcTB CYP74 MOKpBITOCEMEHHBIX PacTEHUH.
CrnenyeTr OTMETHTB, 4TO epMeHTHI ojicemeiictBa CYP74M miposiBisitoT OobIiee CXOACTBO
c AOC, gem ¢ JIDC nBerkoBwix pacrenuit. C AOC mxoB Bce Tpu depmenta umerot 40 —
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44% mporeHToB uaeHTUYHOCTH mocienaoBarenbHocTeir. C AOC A.thaliana (CYP74A1)
dbepmentst CYP74M2 u CYP74M3 wumetor okono 41% wuaeHTHUHOCTH, a (GepMEHT
CYP74M1 - 39%. C 13-cnenuduunoit JI9C npHa (CYP74B16) depmentsr CYP74M1,
CYP74M2, CYP74M3 umerot 37, 34 u 39% waeHTHYHOCTH COOTBETCBeHHO. Kpome Toro,
dbepmert CYP74M3 mposiBnsier 40-42% cxoactBo ¢ ¢pepmentamu nojcemectsa CYP74C,

nposiBistomuMu 1BoHy0 [ TIJI/9AC akTUBHOCTB.
IIpencraButenu moacemeiicte CYP74L, CYP74), CYP74K u CYP74M,

obnapyxennsie 'y S. moellendorffii,o0pa3yoT otnenbHbIe BETBHM Ha (UIOTEHETUYECKOM
npese kimana CYP74 (Puc. 12). Otu BeTBH HaXOASATCS B HEMOCPEICTBEHHOW OJIM30CTH OT
npeacrasureneit cemeiictea CYP74 P. patens u M. polymorpha (Puc. 12).
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Puc. 12. ®unorenernueckoe apeBo kinaHa CYP74. KnaccuduimpoBaHHbie moaceMencTBa

CYP74 oOBenensl u o0o3HaueHbl cooTBeTCTBYIOLIEH OykBOil. depmentrl CYP74 mnaynka
S. moellendorffii: SmDES1, CYP74M1; SmDES2, CYP74M3;: SmEAS, CYP74M2

OTMCYCHBI CTPCIIKAMMU.

®epmentsl noacemeiicta CYP74M Obutn BEIOpaHBI B KaueCTBE OOBEKTOB HACTOSIICH

paboTel u3-3a mochenoBaTeabHOCTH gomeHa ['CJl, He TO3BOJAIOIIEH OJHO3HAYHO

MPEICKa3aTh X KaTATUTUYECKYI0 aKTUBHOCTH. VcciemyeMplie pepMEHTHI COIEPIKAT 3aMEHY

B mo3ulinu, cieayomieil 3a romeHoM ['CJl; BaxHOCTh 3TOro caiTa AJig KaTAIUTHYECKOTO

JICUCTBUS I[I/IBI/IHI/IJ'I3(1)I/IpCI/IHTa3 ObL1a IMOATBCPIKIACHA OKCIICPpUMCHTAMHU 11O caut-

HaIMpaBJICHHOMY MyTareHe3y. 3aMeHa BajMHA B JIAaHHOM cCaiTe y AMBUHWII(DHUPCUHTA3BI
npHa Ha, xapaktepHbld it AOC u I'TUI, riunuH npuBojuia K CMEHE KaTaTuTUYECKOU
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aKTHBHOCTH y (epMaHTa JbHa Ha aJuleHOKcujcuHTazHyto (Toporkova et al., 2013). Eme
OIUH JomojHUTENbHBIM calT «F/L  toggle», HemocpeACTBEHHO Y4YacTBYIOIIMK B
katanmutndeckom aeiictBuu (epmerntoB CYP74, maxomutcs B CPC-1 B N-konieBoi
obmactu depmentoB CYP74 (Gorina et al., 2016). Bce AOC B 3TOM caiiTe cojaepxar
ocratok (enmnanannHa, B 1o Bpems kak [TIJI m JIDC - ocratok neinumua. Cpemau
dbepmento cemeiictBa CYP74 S. moellendorffii tonsko puBunmmsGupcuntassl SMDES] u
SMDES2 coxepxar ocrtartok Jjeinuna B caiite «F/L toggle», Torma xak y ocTalbHBIX
depmentoB CYP74 S. moellendorffii B a3Tom caiite HaxoauTCs OCTATOK (PeHUIAIAHUHA, YTO
yKa3bIBaeT Ha BO3MOXKHOE OTCYTCTBHE THAaponepokcumras y S. moellendorffii.

B 2017 roay Obutn omucaHbl IepBasi ajsIeHOKCHACHHTa3a miayHka S. moellendorffii
(SmAOS2, CYP74K3), a taxke amrenokcuanukiasza (SMAOC1), peaykrasza 3 12-ODJIK u
JARI1. [lanHbie QepMeHTH y4acTBYIOT B OHMOCHMHTE3€ >KaCMOHOBOW KHCJIOTHI M HMEIOT
XapaKTePUCTUKH, aHATIOTMIHbIC TOT00HBIM (hepMeHTaM CeMeHHBIX pacteHuit (Pratiwi et al.,
2017). O6HapyxeHnue u xapakrepuctuka pepmentoB SMDES1, SmMDES2, SmEAS, napsany
¢ SMAOS2, cBUAETENLCTBYIOT O HAJIWYUU CIOXKHOTO JIMIIOKCUTEHA3HOTO Kackajaa y
wiayaka S. moellendorffii.

['ennr cemeiictBa CYP74 camMbIX IpEeBHUX HA3EMHBIX PACTEHUI — MXOB U TUIAYHOB — JI0
HEJaBHETO BPEMEHHM HMMEIM HE BIIOJHE SICHOE MPOMCXOXKJEHHE. Bce ceKBEeHMpOBaHHBIE K
HACTOSIIIEMY BPEMEHHU TeHOMBI Ha3€MHBIX pacTeHui, B ToM uuncie P. patens, M. polymorpha
u S. moellendorffii, cogepxar reusl cemeiictea CYP74. B 10 e BpeMs, 10 HEIaBHETO
BpEMEHHU He ObLIO HaiIeHO HU oJHOTO TeHa ceMeiictBa CYP74 y mpeacTaBuTenei 3e1eHbIX
Bojopocieii. OTCyTcTBHME JaHHBIX O Hajauduu TeHoB cemeiictBa CYP74 y 3eneHbIx
BOJIOPOCIIEH MOATBEPK A0 TUIOTE3Y O nosABieHUU reHoB CYP74 B Ha3eMHBIX pacTeHUSIX B
pe3ynbTare TOPU3OHTAIBHOTO TIEpEHOCAa W3 MOPCKUX  JKUBOTHBIX  IOCPEICTBOM
nporeobaktepuii (Nelson et al., 2013). Ogmako B 2015 romy ObUT OOHapyxeH
npencrasurenab  cemeiictBa  CYP74 y  3emenoit  Bomopocim  (Charophyta) -
amenokcuacuaTaza KFAOS K. flaccidum (Koeduka et al., 2015). Ha ¢unorenernueckom
apese KfAOS naxomurcs mexnay ¢depmentamu CYP74 mpoteoOakTepuii M Ha3eMHBIX
pactenuii (Puc. 12). B nenom, obnapyxenue pepmentop CYP74 y 3eneHbIX BOAOPOCIEH,
MEYEeHOYHUKOB, MXOB U IUIAyHOB JEMOHCTPUPYET JApPEBHEE MPOUCXOXKIACHHE U Pa3BUTHE
JUIOKCUTEHA3HOTO KacKaja.

K macTosmeMy BpeMeHH HEe TaK MHOTO U3BECTHO O (PYHKITUSX JUBUHUIIOBBIX 3(UPOB.
N3BecTHO, 4TO B3auMOICCTBHE ¢ (PUTOMATOI€HAMHU BhI3bIBaET 3kcmnpeccuto reHos [13C. B
JaHHOK paboTe OBUIO TOKa3aHo, 4TO (w5Z)-3teposncHoBas, (11Z)-aTeposeHoBas wu
ATEPOJICHOBAsT KHCIOTHl HETaTUBHO BO3JICHCTBYIOT HA HEKOTOPHIE (UTOMATOTCHHBIE
MuKpoopranm3mel. [Ipeamonaraercs, 4ro Hamuuue (EPMEHTOB, KOTOPHIE YYacCTBYIOT B
CHUHTe3¢ OMOJIOTMYECKH aKTHBHBIX OKCHJIUIUHOB Y JPEBHEHIINX COCYIUCTBIX PACTCHHH,
MIOMOTJIO UM PaCTIPOCTPAHUTHCS U COXPAHUTHCS JI0 HACTOSIIETO BPEMEHH.

Oxkono 450 MWITHOHOB JIeT Hazal OMOpUOPUTHI (Ha3eMHbIE PACTEHMS) BBIIUIM Ha
Cylmry W pa3AeluiInNCh Ha pa3Hble BeTBU. KiroueBbIM (HDaKTOPOM OKCIIAHCHUU JAHHBIX
pacTeHHil SBISIACH HBOJIOIMS KOPHEBOM M COCYIUCTBIX CHCTEM, YTO CIOCOOCTBOBAIIO
YTUJIM3AlMA HOBBIX MUTATENbHBIX cyOcTpaToB. llnmayHoBuaHble — mnepexoaHas dopma
MEXIy MXaMH U 0oJiee BBICOKOOPTaHW30BAHHBIMU PACTCHHSIMH, TIO3TOMY OHU SIBIISTFOTCS
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MOJICIIBHBIMK OOBEKTAMHU JUISI WU3YyUCHUS CTAHOBJICHUS HACTOSIIMX KOPHEH, COCYIOB H
BTOPHYHBIX METa0OJUTOB, HEOOXOAUMBIX ISl POPMUPOBAHHS KICTOYHBIX CTeHOK. B 2020
rogay ObLIM MPEACTABICHBI JaHHbIE MAacCIITA0HOIO TPAHCKPUITOMHOIO aHaim3a S.
moellendorffii (Ferrari et al. 2020). I[Tony4eHHBII aTiac SKCIPECCUU 3aredarties IpopuIn
TPAHCKPUIIIMK T€HOB BO BCEX OCHOBHBIX OpraHax, TKaHSX W THIAX KIETOK BO BpeMs
CYTOYHBIX ITUKJIOB, ObLI MTOKA3aH BOJIOIMOHHBIN MyTh OMOCHHTE3a HEKOTOPHIX BTOPUUHBIX
METa0OIMUTOB KIETOYHBIX CTCHOK. [IaHHBbIC UCCIIC0OBAHMS B COBOKYITHOCTH C Pe3yJIbTaTaMU
MPEJICTaBICHHOW PAa0OThl MOTYT MPOJIMTH CBET HA 3BOJIOIMIO PACTCHHI, B YACTHOCTH Ha

Pa3BUTUC UX 3aAIIUTHBIX MCXAaHU3MOB U CUTHAJIbHBIX CUCTCM.
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(11S,125,13S) sumepsl. HoBoMy hepmMeHTy pucBOEHO TpUBHANIbHOE Ha3BaHne SmEAS.
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CBOMCTBaMH B OTHOIICHHU KJIETOK (PUTOMATOreHHBIX OakTepwii Xanthomonas campestris
ssp. vesicatoria, Pseudomonas syringae ssp. tomato, Pectobacterium atrosepticum
SCRI11043; osreponenoBas u (11Z)-3TeponecHoBas KHCIOTHI — OaKTEPUOCTATHYECKHMHU

CBOMCTBaMHU.
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