MUHHCTEPCTBO HAYKU U BBICILIET'O OBPA3OBAHU S POCCUMCKON
OEJIEPALINN
®EJIEPAJIBHOE 'OCY IAPCTBEHHOE BIO/[J)KETHOE HAYYHOE YUPEXX/EHUE
«BCEPOCCUMCKNI HAYYHO-UCCJIEJOBATEJILCKU UHCTUTYT
CEJIbCKOXO3SMCTBEHHOU BUOTEXHOJIOT Ul »
(®I'BHY BHUNCBE)

Ha npasax pyxonucu

Yuxxuk Bepa KoncranTuHoBHa

SSCP-anain3 reHoB BUPYJEHTHOCTH BO30yauTess ¢purodroposa

Phytophthora infestans

03.01.06 — buoTtexnosorus (B TOM 4nciie OMOHAHOTEXHOJIOTHUN )

JIMCCEPTAITS

Ha COMCKaHUE YYCHOM CTENeHU KaHauaaTa OM0JIOTHYECKUX HAYK

Hay4HbIi1 pyKOBOAUTEND:
KaHJIUJAT OMOJOTUYECKUX HAYK,

MaprbinoB B. B.

Mocksa — 2019



OrmnaBnenue
CITMCOK COKPAIIEHHUI .......oooeeeieieeeeeeeeeeeeeeee e, 4
123 23 201 0 2) § 1 1 ST 6
TJIABA 1. OB30P JIUTEPATYPDBL ..ot 14

1.1 IMMyHUTET pacTeHHi 1 0COOCHHOCTH B3aUMOJICHCTBUS ATOTCH —

PACTEHICXOBMHH ..vveetuvveeesstaeesssssesssssesssssssesssssesssstsessssssssssssesssnssesssnssessssessssssesssnsnees 14
1.2 Bo30ymutens purodToposa P. INfESLaNS..........ccceeviiiiiiiiiee e, 21
1.2.1 CucremaTrueckoe mojioxkeHue P. INfeStans ...........ccocvvvvvvnie e, 21
1.2.2 KusHeHHBINA HUKIT P. INFESTANS ...cooeeeeeeeeeeeeeeeeeeeeeeeeeeeee, 23
1.2.3 OcobenHocTH reHOMa P. INfESTANS......coviiiiiiiiii e, 26

CTPOCHHE, MEXaHU3Mbl BOBHUKHOBEHUS M H3MCHUIHBOCTH ...vvevveereeasereeeesseesseesenns 28
1.3.1 MoaynwsHoe ctpoeHue RXLR 3HEKTOPOB....c.vvvviviiiiiiiii e 31

1.3.2 Oynkuun 3hPeKkTopHbIX OETKOB U MEXaHU3MBI UX PACIIO3HABAHUS B

................................................................................................................................. 38
1.3.4 RXLR addextopnt P. INfESLANS ......cvoviiiiiiiii e 41
1.3.5 CRN adhdextopnl P. iNfestans..........ccccvevviiiiiii i, 52
1.4 I'enbl ycTOMYMBOCTH (R TEHBI) KAPTOMEIIS «ocvvveeiveesiiee e 55
1.4.1 MORYABHOE CTPOCHUE R TEHOB ......vviiiiiiieiiiii et 59

1.5 MonekynsipHble METOABI OTIPE/ICTICHUSI TEHETUUECKOTO pasHooOpasus P.

INFESTANS ... 61
['JTABA 2. METOAbBI UCCIIEJOBAHUS ..., 68
AR R 0105 35 6 U S0 (o100 (1(0) : 721515 (R 68
AR (S8 X0 1 8 S 007 (61oh1 (T3 (0): 215 04 5 O 71

I'JTABA 3. PE3VJIBTATBI 1 OBCYXIAEHUE........cccoiiiiiiec 82



3.1 Ontumuzanus ycnosuit [P u Bammauposanune meroga SSCP-ananuza
IUIs1 OBICTPOTO CKPHUHHUHTA TEHOB BUPYJIEHTHOCTH P. Infestans ..., 82
3.1.1 Pacnpenenenne SSCP narrepHoB B BeiOOpKax P. infestans................ 89
3.2 VccnenoBanue nonumopdu3Ma reHa BUpyJIeHTHOCTH AVI2 B
TOMYJISIITUSX MOCKOBCKOM OOJTACTH ..vvvveevvieessiveeesiteesssaeessnbenssssseesssssesssnssesssssnnenss 91
3.3 CpaBHHTENTBHOE UCCIIEIOBaHKE MTOMMOpdHI3Ma AVI TEHOB B pa3INnIHBIX
THHHSIX P INTESTANS ..o e 99

3.4 ®dunoreHeTHYECKUM aHainu3 AVI TEHOB, OCHOBaHHBIN Ha pa3HO00pa3uu

SSCP TTATTEPHOB .....veutieutieteesiee ettt et e sttt sttt et esbe et et e e sbeesbeeasneenbeenbeenree e 118
3.5 Cpasuenue npoduis Avr reros P. infestans ¢ gpaktopamu

BUPYJICHTHOCTH U MPO(HUIIEM T€HOB YCTOMUMBOCTH PACTEHUM KapToded.......... 120
BAKJTHOUEHUE .......oooiiiiiiiiiii ettt 127
BBIBOIDBL ...t 130
HAYUYHO-TTPAKTUYECKUE PEKOMEHIALINU ..........coeevvieirieninnns 131

CIIMCOK JIMTEPATYPDL .....ooviiie e 132



CIIACOK COKPAILIEHUI

a.0. — aMAHOKHUCJIOTHBIA OCTaTOK

Avr (avirulence gene) — ren BUPYJICHTHOCTH

DAMP (Damage-Associated Molecular Patterns) — momekyisipHbIe CTPYKTYPHI,
CBSI3aHHBIC C TOBPEKICHUEM
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HR (Hypersensitive Response) — cBepX4yBCTBUTEIIbHBIH OTBET

ipiO (in planta induced O) — o6pazen O, unayIUpyeMbIii in planta

MAPKs (Mitogen-Activated Protein Kinases) — MuUTOreH-aKTUBHUPYEMBIC
IPOTEUHKHUHA3HI

NB-LRR (Nucleotide Binding site and Leucine-Rich Repeat) — nykieoTunu-
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ORF (Open Reading Frame) — oTkpbITast paMKa CYUTHIBAaHHSI

PAMPs/MAMPs (Pathogen-Associated Molecular Patterns/Microbial-Associated
Molecular Patterns) — MoJekyJlsspHbIe TATTEPHbI, ACCOIMHPOBAHHBIC C
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PEX (Phytophthora Extracellular Protein) — BuekneTounsiii 6eox Phytophthora
PTI/MTI  (PAMPs-triggered  immunity/MAMPs-triggered  immunity) —
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SNP (Single Nucleotide Polymorphism) — moaumopdusm oxHOro HyKII€OTHIA

SP (Signal Peptide) — curnanbHbIN MENTH

SSCP (Single-Strand Conformation Polymorphism) — anaiu3 KoH(pOpMaIHOHHOTO

noymMopdu3Ma ogHorenouedHbIx Mosiekys JIHK



SSR (Single Sequence Repeats) — kopoTkue TaHIEMHBIC TTOBTOPHI

Effector-omics (effector genomics) — apdexropomuka



BBEJAEHUE

AKTYaJIbHOCTh TeMbl HccjeqoBaHus. DdurodTopos, BO3OyIUTEIEM
KoToporo sBisercs oomuner Phytophthora infestans (Mont.)) de Bary,
IpeCTaBIsieT coO0H ONHO M3 SKOHOMHUYECKHM Hambojee BaKHBIX 3a00JIeBaHMIA
KapTodersi, KOTOpoe HAHOCHUT yIepO, U3MEPSIEMbIl MIJLTUAPAAMHU JI0JUIAPOB B TOJ1
(Haverkort et al., 2008;). P. infestans oOHapy:keH MpakTHYECKHA BO BCEX PETHOHAX
Poccun, trme BosmenmbiBaeTcsi kaprodenb. B Hamel cTpaHe NPaKTUYECKHA HET
COpPTOB KapTo(ensi ¢ BHICOKOM YCTOMYMBOCTBIO K 3TOMY matoreHy. HecMoTps Ha
3HAUYUTENIbHBIC YCWIIUS, NPEANPUHSITBIE i1 O0prOBl ¢ (PuTodTOpPO30M, ITOT
NaTOreH BCE €IIe MPEACTaBIsieT COOOM CEephe3HYH Yrpo3y [UIsl COBPEMEHHOIO
kaptodeneBoactea (Fry, 2015). Boprsba ¢ GpuTOhTOPO30M HE MOKET CBOIUTHCS
TOJIBKO K HMCIIOJIb30BAaHUIO XUMHUYECKUX METOJIOB 3aIlUTHl KapTodens, Tak Kak
XUMHUYECKUE METO/Abl OOpbOBI  TPEOYIOT MHOTOKPATHBIX  JOPOTOCTOSIIIMX
00paboTOK U TEpstoT CBOKO A(PGEKTUBHOCTH B pe3yJbTaTe HAKOIUICHUS B
MOMYJIAIMSAX TAaTOreHa PE3WCTCHTHBIX IMTaMMOB. B 3Tol  CBsi3m  0COOYIO
3HAYMMOCTH MPHUOOPETAIOT OMOTEXHOJOTMYECKUE METO bl KOHTPOJIst huTtodTopo3a
¥ OOpbOBI C HUM. B 4acTHOCTH, TEXHOJIOTHSI TUMHPOBaHUs ImrtammoB P. infestans
MO3BOJIUT OTCJICKUBATH OBICTPHIE SBOJIIOIMOHHBIE HM3MEHEHUS B MOMYJSIIHAIX
MaTOTeHa, MPUBOJISIINE K MOSBICHUIO HOBBIX MAaTOTUIIOB. Mcmoap3yemMble ceroius
MOJICKYJIIPHO-OMOTEXHOJOTHYSCKUE METOMIBI Pa3IMUCHUsI W TCeHOTUITHpoBaHus P.
infestans ocHoBaHBI Ha JECKPUITOPAX, MAPKUPYIOIIUX T€ YYaCTKH T'E€HOMA,
KOTOpBIE HEMOCPEJCTBEHHO HE CBsI3aHBI C BPEJOHOCHOCTHIO maroreHa. J[lis
CO3/IaHUsI COPTOB KapTo(essi ¢ BHICOKOW U JOJTOBPEMEHHOM YCTOWYHMBOCTHIO K
buTohTOPO3y HEOOXOAUMBI HOBBIE 3HAHUS O B3aUMOJICUCTBUM TOJUTCHHON
CUCTEMBI 3allUThl PACTCHHUs, K KOTOPOH OTHOCATCS TeHbI ycToHYMBOCTH (R reHbi),
C JeTepMUHAHTAMH maroreHHocTH P. infestans, k KOTOPBIM OTHOCSATCS TEHBI
BUpysieHTHOCTH (AVr TeHbl). MHOTHE T'eHbl BHUPYJICHTHOCTH KOIUPYIOT OCNKH
s dexTopbl, OCHOBHOW (YHKIHMEW KOTOPBIX SIBISETCS MOJABICHUE MMMYHHUTETA

pacrenus (Van de Wouw and Idnurm, 2019). Omnpenenenue npoduist AVl TeHOB



MOJKET ITOMOYb pa3nyaTh naToTumsl P. infestans, cyauTs 00 X BPeTOHOCHOCTH H
TEM CaMbIM MPECKa3bIBaTh BO3MOXKHBIE MOTEpPH ypokas. [loaTromy akTyanpHOU
3aJa4eil  SABJSICTCSl CO3JMaHME COBPEMEHHBIX OHMOTEXHOJOTHYECKHMX METOOB
pa3jMueHUs] ¥ TCHOTHUIMPOBaHUS H30J1TOB P. infestans mo tem ydactkam reHoma,
KOTOpBIC HETOCPEJCTBEHHO CBSI3aHBI C BUPYJICHTHOCTHIO. OIHUM U3 TaKHX
meTo0oB  sBisgercs SSCP-amamus  (Strand  Conformation  Polymorphism),
OCHOBaHHBIM Ha BbIBICHHM SNP-3aBUCHMBIX HW3MEHEHWH KOH(pOpMAIUU
omuoneriounoit JIHK B jmeHarypupyromux yCIOBUSX. OTOT METOJ MBI
UCIIOJIb30BAIM JIJIST Pa3pabOTKH TEXHOJIOTHM pa3iuueHus jauHui P. infestans na
OCHOBE MOJIMMOpPHU3Ma NIEPBUIHON CTPYKTYPHI AVI TEHOB.

CreneHb pa3padoTAHHOCTH TeMbI HCCJIe0BaHus. [[JIsI TCHOTUITMPOBAHUS
maanid - P. infestans  TpagummoHHO — MCHoOnB3ylOT  HAbOp  pacTCHHUA-
muddepernmmaropoB MacTeHOpoka-bidka, Hecymux WHIWBHIYadbHbIC T'€HBI
ycroiunBoctn K ¢utodroposy (Malcolmson and Black, 1966). Dror meton
TPYAOEMOK ¥ 00JalaeT CyIIeCTBEHHBIMH HEJOCTaTKaMu. B dacTHOCTH, MHOTHE
«MOHOTEHHBIe» pacTeHus-nuddepenmraropsl MacrenOpoka-biaika Ha camom serne
coJiep>KaT B CBOEM TIeHOMe Oojiee oJHOro R reHa, W, COOTBETCTBEHHO, PACHI,
OTOOpaHHBIE C UCTIOJIb30BaHUEM ITUX TUD(PEepEeHIINATOPOB, TAKXKE COAEPKAT OoJiee
onHoro Avr rena (Bradshaw et al., 2009; Kim et al., 2012; Zhu et al., 2015).
[TprcyTCTBHE TOMOJHUTEILHBIX AVI TEHOB B TaK Ha3bIBAEMBIX MPOCTHIX pacax P.
infestans Obut0 TOKazaHo panee (CokomoBa u mp., 2016; Pankin et al., 2012).
Kpome TOro, TpaaWIIMOHHO UCHOJB3YeMbld Habop auddepeHunaTopon
MactenOpoka-biska coaepKUT TOJBKO TE€Hbl YCTOWYMBOCTH, IMEPEHECEHHBIE B
kaptodens u3 Solanum demissum, HO He COEPKHUT IeHOB, HHTPOTPECCUPOBAHHBIX
B HOBbIe copTa kaptodens u3 S. bulbocastanum, S. stoloniferum, S. venturii u
JPYTUX CEICKIIMOHHO BaKHBIX copoauueii kaprodens (Haverkort et al., 2016; Zhu
etal., 2015).

Hapsiny ¢ wucnonb3oBaHueM pacTeHui-nudepeHuaTopoB U OICHKOU

ycroiunBocty K Metanakcmny (Kysnernosa u np., 2018; Elansky et al., 2015), ns



pa3MyeHUsT W TeHOTHNHUpoBaHUs mmTtamMmmoB P. infestans wa Teppuropun
Poccniickonn denepanuu HCHOJIB30BAIN HECKOIBKO MOJIEKYJISIPHBIX MapKEpOB —
TUIl ~ CIIApUBAHUS, CIEKTPbl H30()EpMEHTOB TMENTHIA3bl U  TJIHOKO030-6-
docdarnzomepasbl, BHyTpeHHUE TpaHCKpuOupyembie creiicepsl ITS1 u ITS2,
rarmiotun  MutoxouapuansHoi JIHK um mukpocaremmutabie (Simple sequence
region, SSR) cnektpsl (Enanckuii., 2012; Enanckuii u ap., 2017; Elansky et al.,
2015; Sokolova et al., 2017; Statsyuk et al., 2014), ogHako Bce 3TH MapKepsl
HEIIOCPEJICTBEHHO HE CBS3aHbl C BHPYJEHTHOCTBIO maroreHa. Hanporus,
npeyiaraeMblii HAMH METOJ pasiuueHus JuHui P. infestans, ocHoBaHHbI Ha
noJiuMoppu3Me TEHOB BHUPYJICHTHOCTH, TIO3BOJSIET OMNEPATHUBHO  BBISBUTH
JECKPUIITOPHI, HEIIOCPEACTBEHHO CBSI3aHHBIE C BPEJOHOCHOCTBIO ITaTOTCHA.
Nnentudukamuss u  (QyHKUMOHANbHAs XapakTepucTHKa AVI  TI'eHOB,
konupyronmx  3ddekroper  P. infestans, sBasercs omHOW W3 OBICTPO
pa3BUBAIOIIMXCS 00JacTeil MCClIeJOBaHUsl ATOro maroreHa. B yactHOCTH, XOpouio
uccinenoBad kiacc RXLR renmoB P. infestans: k wHacrosimemy BpeMeHH
unentudunuponansl 11 reros storo kinacca: Avrl (Du et al., 2015a), Avr2 u Avr2-
like (Gilroy et al., 2011), Avr3a (Armstrong et al., 2005), Avr3b (Rietman, 2011,
Wang et al., 2017), Avr4 (van Poppel et al., 2008), Avr-blbl = ipiO (Vleeshouwers
et al., 2008; Champouret et al., 2009), Avr8 = Avr-Smira2 (Rietman et al., 2012;
Stefanczyk et al., 2017), Avr9 = Avr-Smiral (Rietman et al., 2012; Jo, 2013), Avr-
blb2 (Oh et al., 2009) u Avr-vntl (Pel, 2010); mns gactu RXLR Avr reHos
YCTaHOBJICH XapakTep B3auMojaeucTBus ¢ R reHamu. OJlHAKO MEXaHU3M JEHCTBUSA
AVI TeHOB B KJIETKaX PacTeHUsI-XO3sIMHA BCE €I1l€ HeJJOCTATOYHO UCCIIEOBaH.
Pacnpoctpanenne  HEKOTOpbIX AVI TE€HOB MPOAHAIU3UPOBAHO  HA
TEPPUTOPUSX, coceqHuXx ¢ Hamei crpanoi (Stefanczyk et al., 2018), ognako Ha
tepputopun Poccuiickoit denepaunn coctaB AVl TEHOB paHee HE MCCIEAOBaIM.
Bce 310 nenaer akTyallbHbIMU MOJIEKYJISIPHO-T€HETHUECKUE HuccienoBanus Avr
reHoB y mrammoB P. infestans, kosoHu3yrommx mocaakud kaptoderns B Hamleu

ctpane. Habop 3¢ dekTopoB y maroreHoB MOCTOSHHO WM3MEHSETCS B pe3ybTaTe



HBOJTIONIMY M KOABOJIIOINH ¢ pacTeHueM-xo3suHoM (Lo Presti et al., 2015), napivu
CJIOBAaMH, PaCTEHUE-XO0351H SABJISACTCS BAXKHBIM (DaKTOPOM €CTECTBEHHOTO 0TOOpa 1
sposronnu Jutst marorena (Gladieux et al., 2014; Raffaele and Kamoun, 2012). Dtu
IIPOIIECCHI, BEPOSTHO, HTPAIOT PEIIAOIIYIO POJIh B OBICTPOH aJlanTalliy MaToreHa K
pacCTCHHSIM-X035i€BaM U TIpoIeccax, MPHUBOAIINX K SMUICMHUYESCKOMY Pa3BUTHIO
0oJIe3HMU.

Hemn wm 3amaum. Ilenp paGotel — co3matk Ha ocHoBe Single-Strand
Conformation  Polymorphism  (SSCP) anammu3a mpocToii ¢ HaJeKHBIH
OMOTEXHOJIOTMYECKUI MeToJT pasnuueHus ymHud P. infestans, ocHoBanHbI Ha
nomumopdusme AVr reHoB. IS MOCTMIKEHHWS TIOCTAaBICHHOW IENH  OBLIO
HEOOXOIMMO PEIIUTh CICTYIOIINE 33 [aUH:

— onrtumusupoBats ycioBus [P nmna ammmmdukanuu Avr renos P.
infestans;

— BammuaupoBath Meton SSCP-anamm3a s TOro, 9ToObl MPEBPATUThH €T0 B
OOIIEIOCTYITHBIM MW XOPOIIO BOCIPOW3BOJAMMBIN METOA OBICTPOrO pa3IHuCHUs
u3ousaToB P. infestans na ocHoBe nommopdu3ma AVr TreHOB;

— KJIOHHPOBaTh AVI TEHBI IS ONpPEICICHHS HMX IOCJICIOBATCILHOCTH H
CPaBHEHUS C paHee OXapaKTEPHU30BAHHBIMHU ITOCIICIOBATEIIEHOCTSIMH TEX )K€ TCHOB;

— wuccrnenoBaTh u3oaAThl P. infestans, coOpannbie Ha EBpomneiickoii
tepputopun Poccuu, W mpoBecTH OMOMH(OPMAIIMOHHBIA aHAIHM3 IOTYYCHHBIX
JaHHBIX;

— cpaBHHTH cocTaB AVl reHoB y mrtammoB P. infestans ¢ mpodunsmu reHoB
YCTOHYMBOCTH Y KOJOHU3MPOBAHHBIX 3TUMH IIITAMMAMHU PacTeHUI KapToders.

Hayunas HoBu3zHa. B nHactosmei pabore SSCP-ananu3 BmepBbie B MUPE
UCIIOJIb30BaH Kak MeToja paznuucHus u3oisatoB P. infestans. SSCP-anamuz Avr
T'CHOB 00J1aJIaeT XOPOIIEH BOCIPOU3BOJUMOCTBIO U BBICOKAM pPa3pelicHHEeM. ITOT
MeTOoJ 3P PEKTUBHO BBISABISIET peIKUE BapHaHThl AVI T€HOB, YTO OCOOEHHO Ba)KHO
NIpY TIOSIBJICHUH B arpolleH03aX HOBBIX matotunos P. infestans. [Tomumopdusm Avr

reroB P. infestans na teppuropun Poccuiickoit @enepanuu BrepBbie UCCIEIOBAH
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B CBSI3U C COCTaBOM TI'€HOB YCTOMYMBOCTH K (PUTO(TOPO3Yy Yy MEPCHEKTUBHBIX
CEJIEKIIMOHHBIX JIOHOPOB — CIIOKHBIX MEKBUIOBBIX THOPUIOB KapTOQEs.

Teoperuyeckass W NpaKkTHYeCKAss 3HAYMMOCTH PadoThI. Pe3ynbTaThl
JTUCCEPTAIMOHHOTO HMCCIIEOBAHUS XapaKTEPU3YIOT TE€HETUYECKUN MOIUMOphu3M
U OCOOCHHOCTH pacrpocTpaHeHuss AVI reHoB Bo3Oymautens durtodrtoposa P.
infestans, 4TO TMO3BOJSIET WCMOJIB30BAaTh ATH JIaHHBIE KaK TEXHOJIOTHIO
reHoTunupoBanuss mramMMoB P. infestans. SSCP-ananu3 mo3BossieT pasiauyaTh
mrammbl P. infestans, ucronb3yst IEeCKpHUIITOPBI, OCHOBAHHBIC Ha TEPBHUHOM
cTpoeHnn AVI TEHOB, T.6. T€X YYacTKOB T€HOMa TaTOreHa, KOTOpbIe
HEIMOCPEACTBEHHO CBSI3aHbl C €ro BPEIOHOCHOCTHbIO. IloiydeHHble pe3ynbTaThl
MOYKHO MCIT0JIb30BaTh JJI1 MOHUTOpPUHTA monyJ/suid P. infestans u npu cozmanuu
HOBBIX YCTOWUYHUBBIX K PUTOGTOPO3Y COPTOB KapTodes.

Metoab! ucciaegopanmns. OLeHKa YCTOMUMBOCTH pacTeHUl K GUTOPTOPO3Y
U Bce paboThl ¢ m3onstamu P. infestans mpoeenens! B otaee 6oe3nel kapToderns
U OBOIIHBIX KynbTyp WMHcTutyra duronatomorun (M.A. Kysneuoa u ap.).
Pedepencubie obpasupl JIHK amepukanckod M 3amajgHOEBpONEHCKUX JuHUN P.
infestans ObLIH Mr0OE3HO TpeaocTaBiensl HaM npod. J{. Kykowm (D.E.L. Cooke, the
James Hutton Institute, Dundee, UK). MonekyaspHO-T€HETUYECKUE METO/IBI,
UCIIOJIb30BAaHHBIE B Haliel pabore, BKItouYanu BbiaeneHue TotanpHoM JIHK u3
murenuss P. infestans u w3 mopakeHHBIX (GUTO(TOPO30M JIHCTHEB PACTECHHIA
kaprodems, TP ammmudukanmio Beimenennort JHK, snexrpodopernyeckoe
paszneneHue amruiMKoHoB, SSCP-aHanu3, KIOHUPOBAaHUE M CEKBEHUPOBAHHE
¢parmentoB JIHK, a Takxe aHaiM3 TOJYYEHHBIX TOCJIEAOBATEILHOCTENH C
MTOMOIIIBIO CTAHIAPTHBIX METOI0B OMOMH(MOPMATHKH.

Cesa3b padoThl € HAaYYHO-HCCIEAOBATEJNbCKHMH INPOrpaMMaMu M
temamu. HccnenoBanus mposenensl B 2017-2019 rr. B maGoparopum JIHK
mapkepoB pactenuit ®I'BHY BHUUNCH kak uvacte mmanoBoit HUP 0574-2018-
0010 «HMccnemoBanre MOJEKYJISPHBIX MEXaHU3MOB YCTOMYMBOCTH KapTodens K

¢utodpropozy» u mnpoexkra PDODU Nel8-016-00144a «CtpykTypHBIE U
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(GyHKIIMOHATbHBIE OCOOEHHOCTH T€HOB BUPYJIEHTHOCTH Y IITAMMOB BO30YAHUTENS
durodproposza Phytophthora infestans, coopannsix Ha EBponeiickoii TeppuTopuu
Poccum».

ITos10:keHUsA, BBIHOCMMBbIE HA 3aIIUTY.

— SSCP nmarTepHbI SBISIOTCS HAJAEKHBIMH MapKepaMu moiumopduzma Avr
T'CHOB, TPUTOIHBIMH I pasiauueHus juHudA P. infestans m cBoeBpeMeHHOTO
oOHapy>keHHs HOBBIX natotumo P. infestans.

— JIunum P. infestans, kojoHU3MpYyIOKe cOpTa U THOPHUIBI KapTodens Ha
EBponerickon teppuropun Poccutickoit denepannu, CymeCTBEHHO Pa3IMYarOTCs
10 COCTaBy I'€HOB BUPYJIEHTHOCTH.

— CBs3p SSCP marrepHoB snmuuii P. infestans ¢ ycToW4YMBOCTBIO WK
BOCIIPUUMYHBOCTHIO KOJIOHU3YEeMbIX (opM KapTodess He BCeraa yAaeTcs BHISIBUTD
u3-3a HellocTaTouHol nHbopmaruu o GpyHkuu AVr u R reHos.

AnpobGanust padorbl. Pe3ynbrarsl vcciieqoBaHUN ObUIM MPEACTABICHBI HA
V u VI MexayHapoqHoil Hay4YHO-TIPAKTUYECKON KOH(PEpEeHLHH «AKTyalbHbIC
npoOsieMbl OMOJIOTHYECKOW M XuMmudeckou skojorum» (MI'OY, Mockga, 2016;
2019); MexnyHapoaHoH HaydHOH KoH(pepeHIMH «[ eHETHKA ITOMYJISIUI:
MPOTPECC U MEPCIIEKTUBBD, MOCBAIIEHHON 80-1eTHIO CO THA POXKICHUS aKaJeMHUKa
FO.I1. AntyxoBa u 45-1€THI0 OCHOBaHMS JTaOOPATOPUN TOMYIISIITUOHHON T€HETUKU
um. FO.II. Anryxoa (MOI'en, Mocksa, 2017); XVII-XIX Bcepoccuiickux
HAyYHBIX KOH(PEPEHIUSIX MOJIOJBIX YUEHBIX «BHOTEXHOIOTHSI B pACTEHUEBOICTBE,
KUBOTHOBOJICTBE U CEIHCKOXO3SMCTBEHHONM MHKPOOHMONOTHINY», TOCBSIICHHBIX
namstu akagemuka PACXH I'.C. Mypomuesa (BHUNCB, Mockra, 2017-2019);
MexayHapoIHON Hay4YHO-TIPAaKTHYECKOW KOoH(epeHmnn «OnuaeMun OoJe3Hen
pacTeHWil: MOHMTOPHUHI, MPOrHo3, koHTpoib» (BHUU®D, Bboasmue Bsszemsl,
Mockosckas 00i1., 2017); MexayHapoaHOH HayYHO-NPAKTHUYECKOW KOH(pEPEHIHH
«CoBpemMeHHbIe MPOOJEMbl M JOCTHXKEHUS B 3ammre kaprodens oT Oose3HeH,
Bpeauteseit u copuskoBy (BHUM®, boabime Bszemsl, MockoBckas 00i1., 2018);

MexayHapomHOW Hay4YHOW KOH(MEPEHIIMU CTYIACHTOB, ACIUPAHTOB W MOJOJBIX
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yaéHbIX «JloMOHOCOBY» TmoACeKUMA «MUKOJIOTHS M albroJIOTHs» W CEKIUU
«buonorus» (MI'Y, Mocksa, 2018; 2019); HOOunecitHONH KOH(EPEHIUU 10
MUKOJIOTUM W  MuUKpoOumosorun HamuonansHoit  Akamemun  Mukosoruu
(roctmanna  «MonoaexHas», Mocksa, 2018); MexnyHapoaaom dopyme
buorexHomorHs: COCTOSIHUE W TMEpPCNEeKTUBBI pa3BuTHs. Hayku o Ku3HU
(Toctunbiit  gBOp, Mocksa, 2018; 2019), 17 mexayHapoaHOH KOH(pEPEHIUU
Euroblight Workshop (Mopk, Benmko6puranus, 2019).

Iyoankamuu. 1o pesynbTaTam uccienoBanus omnyoJMkoBaHo 18 meyaTHbIX
paboT, B TOM umncie 3 cTaThbu B )KypHallax, Bxoaamux B nepeueHs BAK PO.

JInunbiii BriIax aBTropa. Pabota sBisieTcss pe3yiabTaTOM OPUTHHAIBHBIX
ucciaenoBaHuil. JluccepTaHT JIMYHO MOATOTOBUI 0030p JIMTEPATYPHBIX HICTOYHUKOB
U TPOBEI OCHOBHYIO YacTh MOJEKYJISPHO-TEHETUYECKUX HCCIEIOBAHHM,
00paboOTKy MOJYYEHHBIX JaHHBIX M 0000IIEHHE pPEe3yJIbTAaTOB, a TAKKE AKTUBHO
y4acTBOBaJl B NOAroToBKe myOnukauuid. IIporpamma wuccienoBaHuii, BKItOUYas
BBIOOp HEOOXOJMMBIX METOJIOB HCCIEIOBaHMM, pa3paboTaHa MpHU y4acTUU
HAyYHOTO PYKOBOJUTETIS.

Crpykrypa u odbeM auccepranmu. /uccepranmonnas paboTa u3nokeHa
Ha 158 crpaHuIIax MAaIIMHOMKMCHOTO TEKCTa M BKIIOYACT CIIMCOK COKPAICHHM,
UCIIOJIb30BAaHHBIX B paboTe, BBEACHHUE, 0030p JTUTEPATYPHI IO TEME MCCIICIOBAHNUS,
METOJ/Bl WCCIICIOBAHUS, PE3YyJIbTAaThl U OOCYXKIICHHUS, 3aKIIOYCHHE W BBIBOJBI, a
TaKK€ HAYYHO-TIPAKTUYECKHE PEKOMEHIAIUM ¢ CIHCOK HCIOJb30BaHHOU
auTepaTtypbl, KoTopelil BkitoyaeT 190 uctounnkoB (u3 Hux 181 — Ha HHOCTpaHHOM
a3bike). JuccepTanus conepxut 27 pucyHkoB u 17 tabnwil.

Baarogapuoctu. ABtop Onaromaputr mpod. A.H. Urnatoma, KOTOpHIii
peIoKIIT Hermonb3oBath SSCP-ananu3 mis u3ydenuss Avr renos P. infestans.
ABTOp BBIpaXaeT mnpu3HaTenbHOCTh M.A. Ky3HemnoBoit (otmen Oome3Hen
kaptodenss u oBomHbX KyiabTyp BHUUW duronatonorun, BHUU®), kotopas
Npe0CTaBUIIA JIJIsl aHATTM30B 00pa3Isl MUIleus U30JsToB P. infestans, coopanHbIx

B [IOCaiKax KapTodens, u cBeeHus: 00 X (GUTOMATOIOTUYECKON XapaKTEPUCTUKE.
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ABTOp BBIpakaeT IIIyOOKYIO0 MPU3HATEIBHOCTh HAYYHOMY pykoBoauTeno B.B.
MapTblHOBY 32 NOCTOSSHHOE€ BHHMMaHHME K JaHHOW padoTe W MOMOIIb B €€
BBITIOJIHEHUH, a TaKxke coTpyaHukam nabopatopuu JIHK mapkepoB pacteHuit
BHUUCEH: E.A. Cokonooii, O.A. ®anunoit 1 M.I1. bekeToBo# 3a MOANEPKKY U
Tersioe oTHouieHue. OTAenbHO aBTOp OJIaroJapuT 3aBEAYIOIIETro JlabopaTopuen
JHK wmapkepoB pacrenuii O.E. XaBkrMHa 3a LIEHHBIE COBETHI M 3aMEUYaHMS.
CexBenupoBanue ¢parmentoB JIHK mnpoBommmu B lleHTpe KOJIEKTHBHOTO

ucnosibzoBanusi ooopynoBanus BHUNCH «buotexHomorus».
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I'JTIABA 1. OB30P JIMTEPATYPBI

1.1 HmmyHHMTET paCTEeHUH M 0COOCHHOCTH B3aUMOCCTBUS NATOTeH —

PAaCTCHUEC-XO03ANH

PacTenust wacTo mojBepraroTcs arake MIMPOKOTO CIEKTpa MaTOTeHOB, K
KOTOPBIM OTHOCSITCS BHUPYCHI, OaKTepHH, MPOCTCHINME, TPUObI, OOMHIICTHI,
HEMAaTo/bl U HAaCEKOMBbIC. PacTUTEIbHBIC TATOT€HBI BHIPAOOTAM Pa3HOOOpA3HBIC
MEXaHHU3MbI IPOHUKHOBEHHS BHYTPh PACTCHHUS, B TOM YHCJIC Yepe3 YCThHIIA, PAHBI
WIA HEMOCPEICTBEHHO 4Yepe3 OJIUACPMUC. YCThUIA SBISIOTCS OCHOBHBIM
CrI0cOO0M TIPOHUKHOBEHUS IS MHOTHX TATOTCHHBIX MHKpOOpraHu3MoB. OmHaKO
y PACTCHHS CYIIECTBYIOT MEXaHH3MBI, TIO3BOJISIFOIINE OBICTPO BBI3BIBATH 3aKPBITUE
YCTBUI] TMpU pAClNO3HABAHMM TATOTE€HA, TaKuUM 00pa3oM, OJIOKHUpYsS €ro
npoHuKHOBeHHe. OCHOBHYIO POJIb B 3TOM IPOIIECCE UTPACT CATTUIIMIIOBAsT KUCIOTA
(SA). HanipoTHB, 'kxacMOHATHI M KaCMOHOBast KKclioTa (JA) BBI3BIBACT PaCKPHITHE
yCThHIl. MHOTHE MaTOTEHBI OKA3hIBAIOT BIIMSIHHE HA PENPECCOPBI TPAHCKPHITIIHU
TeHOB MyTH CcHHTe3a JA, MHAYIUPYIOT Nepenady CUTHAJIOB JA WM BBIIEISIOT
BEIIECTBA, CXOHBIC TIO CTPYKTYpPE, YTO MPUBOJAUT K PACKPBITUIO ycThull (TOruio
et al., 2016). Jlns MpPOHUKHOBEHHUS Yepe3 SMUACPMHUC HEOOXOIUMO TMPEOI0JICTh
Takue (u3nyeckre Oapbephbl, KaK KICTOYHAS CTEHKA M KYTHUKYJIa PacTCHUSI.
['puOHBIC MAaTOTeHbl CIOCOOHBI BBIACIATH (EPMEHT KyTHHA3a, YTO TPUBOAMT K
pa3pylIeHuI0 KyTUKyJIbl. Kpome TOro, y HEKOTOpPBIX TpuOOB oOpa3yercs
CICIMAM3UPOBaHHAS MH(EKIMOHHAS CTPYKTypa, Has3bIBaecMas aIlpecCOpPHUCH,
KOTOpasi TUIOTHO MPYOKAMACTCSI CHAPY)KH K TIOBEPXHOCTH KJIETKH M CITOCOOCTBYET
JIOKQJIM3AIAN CEKPEIH (EPMEHTOB, pa3pyIIarOIiX KJIECTOYHYIO CTEHKY pacTECHUSI.

[Toragast B TKaHW pPACTEHHM, MATOTCHbI 3a0UPAIOT W3 HUX IMUTATEIbHBIC
BEIICCTBa, IIEPEMENIAeTCsl 110 OTACIbHBIM OpraHaM W BCEMY pPACTCHHIO,
BO3JICUCTBYS Ha PACTUTEIBHBINA OpraHU3M MPOJYKTaMH CBOEro Meradonm3ma. J{is
TOTO 4TOOBI BEDKUTH, PACTEHHIO HEOOXOAMMO CBOEBPEMEHHO PACIIO3HATH IMATOTEH
U aKTUBHUPOBATh COOTBETCTBYIOIIME 3aIMTHBIC MEXaHU3MBI. MOJIEKYJIbI

BO30YAUTENISA, MPUCYTCTBUE KOTOPBIX CTUMYJIUPYET Pa3BUTHE MMMYHHOI'O OTBETa
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pacTeHusi, Ha3pBalOT  dnaucuTtopamu. OHM  SABISIOTCA  HE3aMCHUMBIMU
KOMITOHEHTAaMH U MPOIYKTaMH MeTab0IM3Ma IMaToreHa Wik MPUHUMAIOT y4acTHE B
MaTOTeHEe3€ U MOJAaBJICHUU OTBETHBIX UMMYHHBIX PEaKIIUH.

IlepBass rpymnma SIUCUTOPOB  0003HAYaeTCsl KaKk KOHCEPBAaTUBHBIC
mouekyisipubie mattepubl (Pathogen/Microbial Associated Molecular Patterns,
PAMPs/MAMPS) Bo3oyautens (Fawke et al., 2015). K HuM 0THOCSTCS HEKOTOPBIC
JUTUABI, TIOJIUCAXAPHUIBI, OCITKHM U TIIMKOTPOTENHBI OOMUIIETOB, TAKHE KaK:

- MMOJIMHEHACKIIIICHHEIE JKUPHBIC KHCJIOTHI: 20:4-5,8,11,14-
sitko3oTerpacHoBas kuciota m 20:5-5,8,11,14,17-3iik030nIeHTacHOBAs KUCJIOTA,
KOTOpbIE MOTYT BBI3bIBAaTh CHEHU(PUYECKUE PpPa3pbiBBI  MeMOpaH W/Wid
aKTUBH3AIIMI0 METa0O0IM3Ma OKCUITUTTUHOB,;

— [B-TorokaHBI W POJCTBEHHBIC TOJNMCAXapuabl. [ JIFOKaHBI SBIISIOTCS
IJIaBHBIM KOMIIOHEHTOM KJIETOYHBIX cTeHOK P. infestans. Taxxke oHU SABJISIOTCS
UMMYHOMOIYJIATOPAMHU:  CPEId HHUX €CTh  DJUCHUTOPBI, HHIYITUPYIOIINE
YCTOWYHBOCTh, M CYMPECCOPHI, CHIKAIOIINE YCTOMYUBOCTh Y COPTOB KapTodes,
YCTOWUYUBBIX K (HUTODTOPO3Y;

— DBJIMCUTUHBI TIPEACTABISAIOT COOOM CEeMENCTBO TUAPO(UIBLHBIX OENKOB,
KOTOpPbIE Yy4YacTBYIOT B TpPAHCIOPTE CTEPHUHOB M3 3apaKEHHOTO pAacCTeHUS B
murienuii. Hekotopbie mapasutuveckre 0OOMHIIETHI, BKIOUas Buabl Phytophthora,
YTPAaTUIXW  CIMOCOOHOCTh  CHHTE3WPOBATh  CTEPHWHBI, HEOOXOIWMBIE  JJIA
dopmupoBanus crnoponomienus. bemok  INF1  P. infestans cBs3siBaer
JETHIPOIPTOCTEPOST M KATAIM3UPYET IEPEHOC CTEPOJIOB MEXKIY JMIIOCOMaMU
(IesxoB, 2015; Fawke et al., 2015);

— cemeiictBo 6enkoB CBEL, HeoOxomumoe 11t anre3uu ¢ 1eJUTi0I030H.

[TaToreHs! BBIACISIOT (DEPMEHTHI, KOTOPBIC Pa3pyIIAlOT KICTOYHYIO CTCHKY
pacTeHusl, B pe3yJIbTaTe Yero 00pa3yrTCsl OJUTOMEPHI ONPENECTICHHON CTPYKTYPHI,
KOTOpbIE OTHOCSTCA K TPYIIE OAIMCUTOPOB, CBS3aHHBIX C TOBPEXKICHUEM
kiaeTouHoi crenku pactenuii (Damage-Associated Molecular Patterns, DAMP).

Onu pacno3HarTcA MeMOpaHHBIMH pEeLENnTOPHBIMU KHHA3aMH,
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B3aMMOJICHCTBYIOIIMMHA C KJeTouHor ctenkoi pacrenus (Wall Associated
Kinases, WAK). TIloka3aHo, 4YTO KHHa3bl J3TOTO0 CEMCHCTBA ONPEICIISIOT
IIEJIOCTHOCTh  OJIMTOTAJaKTypOHATOB PACTHTENHHOW KJICTOYHOH CTEHKA W
CIIOCOOHBI AaKTUBHPOBATh CHUTHAJIBHBIE KACKaJbl ¥ TPAHCKPUIIMIO TEHOB
ycroiunBocty (IlladpukoBa u Omennukuna, 2015).

[TaTorenam HeoOxomuMo wu30eXkaTh, TMOJABUTh WJIA HHBIM 00pa3oM
BO3/ICIICTBOBATh HA UMMYHHUTET, YTOOBI KOJIOHU3UPOBATh pacTeHue. DPPeKTopsl —
ATO MOJIEKYJIbI, TPOIYIIUPYEMBIE U CEKPETHUPYEMbIE MATOTEHAMU JUIsl TIOJIaBJICHUS
3amuTHBIX peaknuii pactenus (Raffaele and Kamoun, 2012). Ouu BMemuBaroTcs B
(bU3HONIOTUYECKHUE TPOIIECCHl B OPraHU3Me XO3sIMHA, CIIOCOOCTBYSA KOJOHHU3AIIUU.
OddexToppl MOTYyT BIUATH Ha META0OJM3M KIETKH XO3iUHA, MPUBOAUTH K
HEKpO3y WJIM MACKUPOBATh MPUCYTCTBUE NaToreHa. MHorue >3pdekTopHbie OeIKu
o0J1aal0T KOHCEepBAaTHMBHBIMU MoTuBaMu (TakumMu kak MoTuBbl RXLR, CRN,
LysM, RGD, DELD, EAR, RYWT, Y/F/WXC unmu CFEM), nokanu3oBaHHbIMH B
ux N- mwmm C-tepMuHanbHBIX 00MacTaX. DPheKkTopsl TUOO0 TPAHCIOMUPYIOTCS B
KJIETKH PACTCHHSI-XO3SIMHA YEepe3 CIEIHUAIbHBIE CTPYKTYPhl U (PYHKIIMOHUPYIOT B
[UTOIITIA3Me WU SJIpe XO35IMHA, MO0 HAaXOASATCS B amoriacTe KJIETOK PacTeHUs U
JICHCTBYIOT B MexKIeTodHoM mpoctpanctee (Liu at al., 2019). Bakrtepuu
0o0Naat0T MHOXKECTBEHHBIMHU CHCTEMaMHU CEKpEIMH, KOTOphle O00Jeryaror
cekpeuuto  3pdexropo. Haumbosiee  M3YyYEHHBIM  CEKPETOPHBIM  IIyTEM
IPaMOTPUIIATEIIBHBIX OaKTepUil SBISETCS CHCTEMa CEKPEIMH TPEThero THUIIa
(T3SS), koropas mocrapisger 3 dHEKTOPHI B KIETKY W UIpaeT Pojib B MaTOrCHE3e.
Hemaroansie 3¢ ()eKTopbl MOTYT HEMOCPEICTBEHHO CEKPETUPOBATHCS B KICTKU U3
CTWJIETAa WA JTIOCTABJIATHCS B AlOIUIACT PACTEHUS 32 CUYET TMOJKOXKHOM CEKpEIru.
Hacekomple, Takue Kak TS, TaKKE€ MOTYT JOCTABIATH 3PHEKTOPHI C MOMOIIIBIO
ctwiera. ['pubbl u OOMUIETHI BBIACIAIOT A(M(PEKTOPHl HYepe3 CrerrabHbIE
CTPYKTYphI — rayctopu u anmpeccopuu (Toruno et al., 2016).

DddexTopsl AeTAT Ha ABE MIMPOKHE KATETOPUH COTIACHO WX JIOKATU3aIlUu:

aIIoIUIACTUYICCKHUE, KOTOPBLIC HAKAIUIMBAKOTCA B MCKKIICTOYHOM IMPOCTPAHCTBE
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pacTeHusi, U LUTOIUIA3MaTHYECKUE, KOTOPbIE JOCTABISIOTCS B PACTUTENIBHYIO
KJIETKYy 4epe3 CHEeHHaNbHYI0 HMH(PEKIMOHHYIO CTPYKTYpY, HAa3bIBaEMYIO
raycropueil.  Anomnactudeckue  A(PQPEKTopsl  BKIIOYAIOT  CEKPETUPYEMbIC
THAPOJIUTHYECKHE (EpMEHThI, TaKhe KaK MpoTeasbl, JHUMa3bl U TJIMKO3WJIA3HI,
paspylialonie  pacTUTENbHYIO  TKaHb;  WHTHOUTOPHI  (PEPMEHTOB  H
Hekpotusupyromue Tokcuubl, Takue kak NLP (Nepl-like) u SCR (PcF-like small
cysteine-rich) ©Oenxu (Haas et al., 2009; Raffaele and Kamoun, 2012).
[MutonnazMaruueckue 3PQGEKTOpbl CHOCOOHBI NEpeMelaThCsl B OmmKailiime
KJIETKH, BO3MOXKHO, Yepe3 maazMoaecMbl. K HUM oTHOCAT ceMelcTBO 3(hPeKTopoB,
coaepxkammx RXLR mortus, u cemeiictBo 3¢ dexkropo CRN (CRinkling and
Necrosis) (Rietman et al., 2012). HauGonee u3ydeHHBIMH M MHOTOYHCICHHBIMH
apistorcst RXLR addekropel. Cumrtaercs, 4ro 3TOT MOTHB WIpaeT poJib B
CBS3BIBAaHMM O€Jika Ha TOBEPXHOCTH KJIETKHM XO03sMHA ¢ (ochaTuIuInHO3UT-3-
docharom (PI3P), mocie dero adpexTop BHEAPSASTCS C MOMOIIBIO BE3UKYIISIPHOTO
supouuto3a (Anderson et al., 2015; Jiang et al., 2008; Win et al., 2007). Oxgnako,
TaKOW MEXaHW3M ITPOHUKHOBEHUS B KJIETKY OCIIAPUBAETCSI HEKOTOPHIMHU aBTOPAMH,
Ha OCHOBAaHUM TOTO, YTO JIMIHUJAHOE CBsI3bIBaHUE A(DPEKTOPHBIX OEITKOB MOMKET
OBITH OMOCPEIOBAHO TMOJIOKUTEIHHO 3apsSKEHHBIM JTH3UHOM, a He RXLR MoTuBOM
(Lu et al., 2013; Sun et al., 2013; Wawra et al., 2012). ¥ CRN 6enkoB Taxxe
IIPUCYTCTBYET KOHCEpPBAaTUBHBIN N-KoHI1IeBOM MOTHB, KOTOPBIN
MIPEANOIOKUTEIBHO CITY>KHUT JIJISl TPAHCJIOKAIMK B IIUTOIIA3MY KJIETKH-XO3UHA. Y
HEKOTOPBIX TpruOOB poitb 3 dekropor moryT BeimonHATE SRNA (Small RNA) (Liu
et al., 2019; Weiberg et al., 2013).

B orianume oT XMBOTHBIX, OOMaMarOMIMX MPUOOPETEHHOW (aJanTUBHOM)
UMMYHHOM CHCTEMOM, pacTeHHs, YTOObl Paclio3HABATh MMATOT€HbI, MOJIAraloTCsa Ha
BPOXKICHHBIH HMMYHUTET, KOTOPBI YCJIOBHO JE€ISAT Ha CcHeHUupUYECKHil u
Hecnieunduueckuii. Hecnenuduuecknii MMMYHHTET OCHOBAaH Ha PELENTOPHBIX
oenkax (Pattern Recognition Receptors, PRRS), pacnojoxeHHBIX B

Ia3MaTUYecKod MeMOpaHe W B IHUTOINIa3Me, KOTOpPhIE pACIO3HAIT U



18

cesa3biBatoTca ¢ MAMPS, uHaynupys pasBuTue NEpBUYHOM Wi Oa3albHON
3alUTHON peaknuu, o0o3Hadaemoit kak MTI (MAMPs-triggered immunity) (Bent
and Mackay., 2007). CymectByer nBa tTuna PRRS: penenTtop-nogo6Hbie Oenku

(Receptor Like Proteins, RLPs) u penenrop-momgoonsie kuHa3wl (Receptor Like
Kinases, RLKS). RLKS cocTosiT u3 BHEKJIECTOYHOrO JICHIIMH OOraToro JOMeHa
(Leucine Reach, LRR), tpancMeMOpaHHOTO JIOMEHa H BHYTPHKJIETOYHOTO
KMHA3HOTO JIOMEHA, KOTOpbId MOXeT cBs3biBaThbcsi ¢ MAMPS u nHMImMMpoBath
CUTHAJIbHBIN Kackaj, aktuBusupyromuii MTI. LRR-momen sBnsercs nambOomee
nepemeHHoil yacTeio PRRS m oTBewaer 3a pacno3snaBanue MAMPs. V' RLPs
OTCYTCTBYET KHHA3HBIA JIOMEH, YTO JEeJlaeT WX HECHOCOOHBIMH CaMUM
MHULMKAPOBATh NEepeavy CUrHaJIOB U aktuBauuio MTI u, cienoBaTenbHo, TpeOyeT
cBsi3bIBaHUs ¢ KopenentopoM (Baxpymesa u Henocnacos, 2011; Chatziavgerinos,
2015).

Ha BTrOpoM ypoBHE 3amThl HUTOIIa3MaTtudeckue  AHPexTops
pacro3HalTCsl OeNKaMU-PEeLeNTOpaMu, COAEPKALUMHU HYKJICOTHA-CBSI3bIBAIOIINIA
JIOMEH M JIOMEH, cojeprkainuii yeiuH-oorareie moBTopsl (Nucleotide-Binding
Leucine Rich Repeat intracellular receptors, NB-LRR). Dtu 6enku xomupyroTcst
reHamMu  ycToWumBocTH unu  R-remamu. Takum  oOpa3om, y3HaBaHHE
OCYIIECTBISIETCS 32 CUET MPSMOTO WJIM KOCBEHHOTO B3amMojencTBus R-Oenka u
COoOTBeTCTBYIOMIETO 3 dexkTopHoro  Oenka,  SABIAIONIETOCS  MPOIYKTOM
aBupyseHTHOTO (AVr) reHa. Panee cumrtanock, 4to R-reHbl B3auMoaeicTBYIOT AVr
reHamu, corjacHo mojenu djopa reH-Ha-TeH, OJHAaKO, ObLIO MOKa3aHO, YTO BO
MHoOrux Avr-R mapax npsmoe B3auMOJAEHCTBHE OTCYTCTBYET. JTa MOJEINb TaK K€
npeamnoyiaraer, 4to 3(PQGEeKTUBHOCTh O€jika YCTOWYHMBOCTH CHJIBHO 3aBUCUT OT
CTAaOMJIBHOCTH M U3MEHYMBOCTU COOTBETCTBYIOMIETO d(PdekTopHOro Oenka.
PacnioznaBanue »sddexropHoro Oenka R-O0emkoM NPUBOIUT K  Pa3BUTHIO
UMMYyHHTETa, HHAynupyemoro 3¢dexropamu (effector-triggered immunity, ETI),
IPHUBOJAIIETO K CBepX4dyBcTBHTEIRHOMY oTBeTy (hypersensitive response, HR).

On 3axmouaercss B 3amycke MAPK kackaga u  aktuBammu  (akTOpoB
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tpanckpunuun WRKY (tpuntodan-apruHUH-IM3HUH-TUPO3UH), YTO TPUBOAMUT K
JokaneHOMY armonTo3y kierok (Moller and Stukenbrock, 2017) u dwusudeckn
npefoTBpaiaeT JajdbHEHIIee pacnpocTpaHeHue mnartoreHa. [lpu ATOM BakHYIO
pOJIb UTPAIOT YOMKBUTHH-3aBUCHMasl CUCTEMa MpoTeonu3a u E3 nurassl, mmpoko
MpPE/CTaBICHHbIE B TeHOMax pacteHuil. Pazmep ouara Hekporusamuu npu HR
3aBUCUT OT T€HOTHUIIa PACTEHUS U MATOT€HAa U MOXET BapbupoBaTh OoT 1-2 mo 29
KJIETOK. B3anMOOTHOIEHHS MAaTOr€Ha M PACTEHHUSI-XO3iMHA OMNHCHIBAIOT Kak
COBMECTUMBIC, €CJIM pPACTEHHE BOCHPUUMYHMBO K TIOPAXKEHUIO U  Kak
HECOBMECTHUMBIC, €CITH PacTeHHE coXpaHseT ycrounBocTh (Poro3mna, 2011). Ha
YCTOMUYMBBIX pacTeHusix AVI Oenku sBIStOTCA (pakTopamMu aBUpyJlIeHTHoCcTH. B
CBSI3U C OMACHOCTBIO paclo3HaBaHUs, 3((HEKTOPHBIE T€HbI YacTO IMOABEPrarOTCs
OBICTPBIM 3BOJIIOIIMOHHBIM M3MEHEHHUSAM B Homyisnusx natoreHoB (Fouché et al.,
2018).

CoBpeMeHHBIE  TPEACTABICHUS O  B3aUMOJCHUCTBUU  PACTUTEIHHOTO
opraHu3mMa U OHOTPO(HOrO MaToreHa OINHUCAHbI C MOMOILIBIO 3Ur3ar MOJENH,
KOTOpasi OTpa)kaeT TIOCTOSIHHBIM MPOLECC COBEPLICHCTBOBAHMS CTpaTerui
HamaJCHUs IaToreHa M MEXaHW3MOB HMMMYHHOTI'O OTBeTa pacteHus (Jones and
Dangl, 2006). CornacHo 3TOH MOJIENH, MIEPBbIi CIIOH 3aIIUTHl PACTCHUI BKIIIOYAET
B cebs oOnapyxenne MAMPs s aktuBarum MTI, 4T0OBI OCTAaHOBUTH
nanbHeiee pazputhe MHMekuuu. OIHAKO MAaTOTEHbl CEKPETUPYIOT 3P EKTOpHI,
kotopbie momaBisitor MTI. B cBoro odepens pacteHust paspaboTanu BTOPOU
YpOBEHBb 3alllUThI, KOTOPBIA BKIOYaeT B ceOs R TeHBI, KOTOpHIE MPSMO WIH
KOCBEHHO BOCHIPUHUMAIOT 3(pdexropsl Bo30yauTens, W 3anmyckator ETI. Dt0
MPUBOJUT K BOBHUKHOBEHUIO MyTaHTHBIX (hopM 3¢ (HEKTOPOB, KOTOPHIE COXPAHSIOT
cBon (YHKIIMH, HO TPU ITOM HE PACIO3HAIOTCS TeHAMH YCTOWYMBOCTH. B
KODBOJIIOIIMM PACTECHUE-TIATOTEH CIEAYIOIUM IIIaroM SIBJISIETCS SBOJIONMS TEHOB
YCTOMYMBOCTH, KOTOphIE OYyIyT pacrno3HaBaTb HOBble (opMbl 3ddexTopoB

(Pucynok 1).
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Pucynok 1. 3ursar monenp 3BONIONUM UMMYHHOM CHCTEMBI PAacTeHU U
s dexTopoB natorenos (mo Jones and Dangl, 2006)

Opnako, Kak W Jit00asi MoOJieldb, OHa MMEET OrpaHuyeHus. B uactHOCTH,
3Ur3ar MOJENb HE SIBIISIETCS KOJIMYECTBEHHOW WJIM MPOTHOCTUYECKON OCHOBOM ISt
HENOCPEICTBEHHOTO M3yU€HHUs B3aUMOJCHCTBUS pacTeHUl U MUKpoOoB. OHa He
pacmpocTpaHsieTcss Ha B3aUMOJACHCTBHE MEXAY pPACTEHUEM XO35SMHOM H
HEKpOTpO(dHBIM naToreHoM, He yuuTsiBaeT DAMP, BiausiHue okpy:xatouiei cpezsl
(abuotmyeckne u OuoTHueckue (GHaKToOpbl), HE OTpaKaeT KOJIUYECTBEHHbIE
XapaKTEPUCTHUKU Ipoliecca. 3ur3ar MoJIelb Ype3BbIYAHO IHUPOKO UCIOIB3YETCS U
JaeT MpeJcTaBiIeHHEe OO0 HSBOJIOLUMOHHOM pa3BUTHM KOMIIOHEHTOB HMMMYHHOMU
cuctembl u 3pdekropor (Pritchard and Birch, 2014). Kpome ToroO,
B3aMMOOTHOIIIEHUS] pPacTE€HUss M OMOTPOGHOTO MaToreHa B HACTOSIIEE BpeMs
paccMaTpuBarT Kak kommpomuce (trade-off), mosBosstoniuii KOJOHU3UPYEMOMY
pacTEHUI0O W MAaTOreHy BBUDKUTh M OCTaBUTh MaKCHUMAJIbHOE YHCIO MOTOMKOB.
Pe3oHHO ObUIO OBl MPEANOIOKHUTH, UYTO TAKOM MEXaHHU3M peaju3yercs U Ipu

B3aumozeiicTeum P. infestans ¢ kaprogeaem.
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1.2 Bo3oyautesn ¢purodroposa P. infestans
1.2.1 Cucremarnueckoe moJoxkenue P. infestans

P. infestans otnocurcs k poxy Phytophthora, kmace oomunersr (Oomycota)
(Thines and Kamoun, 2010). Ha ceromusmauit nens pox Phytophthora Brirogaer
B cebs 6omee 150 BumoB, koTopeie oObenuusoT B 10 ¢uaoreHeTHuecKkux Kiajn
(Martin et al., 2014). OxHako ompeneiacHHE YETKMX M OOBCKTHBHBIX I'PaHHII
MEXJIy BHJIaMH OCTaeTCs MmpoOsieMoit Bo Bcex kiamax Phytophthora (Mideros et
al., 2018). beuto mokaszano, uro P. infestans mpeacrapiseT co00i KOMITJIEKC BH/IOB,
K KOTOpOMY OTHOCHTCS elle IsTh mpexacraBurencii: P. mirabilis, P. betacei, P.
ipomoeae, P. phaseoli u P. andina. P. mirabilis 611 o6HapysxeH B [leHTpaabHOI
Awmepuke, rie oH nopaxaet Tojsko Mirabilis jalapa, sBnsromieecs nekopaTHBHBIM
U JICKApCTBCHHBIM pacTeHueM. P. betacei sBnsercs maroreHom S. betaceum
(Mideros et al., 2018). P. ipomoeae 3apaxaer aBa Bujaa Ipomoea longipedunculata
u |. purpurea, KoTopble dHIAEMHUYHBI I BHICOKOTOPHBIX PAOHOB IEHTPAIBHOM
Mexkcuku. P. phaseoli, mepsonauanpHo kinaccudumupoBanHas kak P. infestans,
pacmpocTpaHeHa o BCEMy MHUPY, HO MmopakaeT Tosbko 1wioasl Phaseolus lunatus.
B pesynbraTe reHETHYECKHX HMCCIIEI0BAHUIN B OTAEIBHBIN BHJ Oblia BhIaeacHA P.
andina, apean KOTOpPOW OrpaHMYCH TEpPHUTOpPHEH AHICKOrO paiioHa DKBajgopa u
[Tepy (Oliva et al., 2010). Cornacuo HekoTopsIM gaHHBIM, P. andina ssisercs
ruOpyUIOM, BO3HHUKIIMM B pe3yinbTaTe ckpenmBanus P. infestans u apyroro
Heonucanuoro Buaa Phytophthora (Goss et al., 2011).

OTi HAOMIOCHUS, HApPSIAY C JaHHBIMH (DPUIOTEHETHMYECKOTO aHajiu3a Ha
OCHOBE MOJICKYJSIPHBIX MapKepOB, IMOKA3bIBAIOT, YTO MAHHBIA BHI SBISCTCS
NOJIU(PUICTUYECKUM WJIM KOMIUIEKCOM BHIOB, KOTOPBIM BKJIIOYAET, MO KpaHen
Mepe, ABe reHernuecku oTimunbie auHuM (Cardenas et al., 2011; Forbes et al.,
2016; Oliva et al., 2010). Crnenuanu3aius MaToreHa K ONpeACICHHOMY XO3SHHY
CUMTACTCA OJHMM U3 HaWOOJee 3HAYMMBIX H3OJUPYIOIIUX MEXaHU3MOB. B
YaCTHOCTH, OBLJIO TIOKA3aHO, YTO OJJHOAMUHOKUCIIOTHBIN MOTMMOP(HU3M B IPOTEa3e

X035MHA W B3aMMHOE OJHOAMHHOKHCIIOTHOE M3MEHEHHEe B 3(¢eKTope MmaToreHa
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JICKUAT B OCHOBE 3KojIoruueckoro pasuenenus P. infestans u P. mirabilis, xoTopoe
npousorwio okosio 1300 srer Hazax (Dong et al., 2014).

B cBs3M ¢ MUlleIHaIbHBIM CTPOCHHEM, OOMHIICTOB JIOJITO€ BPEMsI OTHOCHIIN
k mapctBy rpubos (Fungi) (Bouwmeester et al., 2009). OxgHako, coriiacHO JaHHBIM
MOJICKYJISIPHON (DUIOTEHETHKH M T€HOCHCTEMATHKH, 3TH TAKCOHBI PA30ILINCh €IIIe

0 OTAeleHus: rpuboB oT pacTeHMi M kuBOTHBIX (Pucynox 2) (Raffaele and

Kamoun, 2012).
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Pucynok 2. ®uioreHernmueckoe apeBo sykapuotoB (mo Raffaele and
Kamoun, 2012)

Takum 00pa3om, TAKCOHOMHYECKHA OOMHUIIECTHI OJ1rbke K OypbiMm (Phaeophyta)
u nuatomoBbiM (Bacillariophyta) BogopociisaMm, uem k HacTosium rpubam. B cBszu
C OTUM, OHU TIOJYYUITU Ha3BaHUE «TPUOOIOA00HBIE OPTraHU3MbD», «IICEBIOTPUOBDY
i «Mukouabl». K HUM oTHocsarcs rpymma xpomuctoB (Chromista) wmm
crpamenonui (Straminopila).

OomuIiieTbl M TPUOBI UMEIOT PSJI BaKHBIX OHOJOTMYCCKUX Pa3THUHM.
KieTouHble CTEHKH OOMMIIETOB COCTOSAT M3 [-IVIFOKaHAa W IICJUTOJIO3bI, a HE
XUTHHA, KaK Y HACTOSAIINX TpHOOB. MUTOXOHIPHH UMEIOT TPYOUaThie KPUCTHI, B TO
BpeMs Kak y TpuOoB oHM quckoBuHON hopmbl (Bouwmeester et al., 2009). I'ndwr
OOMHUIIETOB PEIKO CenTHPYIOTCs. OOMUIICTHI TUIUIOUIAHBI Ha OCCIONON CTaauu
pa3BUTHS, MEWO3 M MPOpacTaHUE OOCIOP MPOHMCXOIAT 0€3 PEaYKIIMOHHOTO
JICTICHUSI sIIep, TOTAa KaK TpHObl OOBIYHO TAIUIOMIHBL. [1JiT OOMUIICTOB XapaKTepeH

JUTIOJISIPHBIN TeTEpOTAILIN3M, 3aMeHs o 1Bynoiocts (Enanckuii u ap., 2017).
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3amacHbBIMHM BEIECTBAMH SBJISIFOTCS MHKOJAMUHAPWH W [-TIIFOKaH, YTO POIHHT
OOMHUIICTOB C OypbIMH M JIHATOMOBBIMH BoOjopociisiMu. [lojararor, 49ro 3TH
TAKCOHBI ABOJIIOIMOHUPOBAIM OT HX (oToTpodubix mpeaxkor (Lamour and
Kamoun, 2009), xoTs 3Ta rumnoTe3a ocrnapuBaiach HekotopsiMu aBTopamu (Stiller,
2009). bonee 60% BHIOB OOMHIIETOB SIBJISIFOTCS IMaTOreHaMu pacTeHuii. CorjaacHo
HEKOTOPBIM JaHHBIM, B TIpeleiax Kiacca OOMHIICTOB CIIOCOOHOCTh 3apakaTb
pacreHusi pa3BuBajach kak MuHUMyM Tpu pasa (Raffaele and Kamoun, 2012;
Thines and Kamoun, 2010). IlpeacraButeneii poma Phytophthora otHocsT K
aykcoTpodam, MOCKOJIbKY OHM HYXKIAIOTCS B SK30T€HHBIX UCTOYHUKAX CTEPOJIOB U

THAMUHA.
1.2.2 Kuzuenuslii uuki P. infestans

P. infestans mopaxaer wimyOHHM, cTebmum u mucThbs kKaprodens (Solanum
tuberosum), a taxxe aUCThS U cTeOau TomatoB (S. lycopersicum) m HEKOTOPBIX
JIpyruX YIEHOB ceMeicTBa Solanaceae, K KOTOPBIM OTHOCSTCS COPHSKH,
NPUCYTCTBYIONIUE HAa KapTO(DETbHBIX MOJISAX; MAaCIeH YepHbId (S. Nigrum) u macjieH
cnaako-ropekuii (S. dulcamara). HecmoTpst Ha ¢BOIO CIIOCOOHOCTh 3apa)kaTh ATH
BUJIbI pacTeHuil, monymsuuu P. infestans oObluHO pa3fensioTcs Ha TeHETHYECKH
pa3MUuMMbIC JIMHUU, KOTOPbIE B OCHOBHOM OIPaHHYCHBI OJHUM XO3SHHOM.
JIabopaTopHbIe TMEePEKPECTHbIC WHOKYIISIIMOHHBIC TECThl BBISBHIM aIalTaIlHI0 K
OIPEICIICHHOMY XO3SIMHY, TIPOSIBIISIFOIIYIOCS] B PA3JIMYHBIX MMATTEPHAX dKCIPECCHU
renoB (Kroner et al., 2019). B orianuue oT OONBIIMHCTBA MPEACTABUTENCH poja
Phytophthora, P. infestans o6sraH0 mopakaer Bepxuue yactu pacrenuii (Raffaele
and Kamoun, 2012).

P. infestans u poxacteennbie Buasl — remuouotpods (Oh et al., 2010). dus
reMUOMOTPOQPHBIX MATOTEHOB XapaKTEPHO Hanuuue OMOTPO(HON cTaauu, KOTopas
IPOXOJUT B JKUBBIX KJIETKAX PACTCHUS, CIIY)KAIUX OCHOBHBIM HCTOYHHKOM
NUTATEBHBIX JJIEMEHTOB M HEKOTOPBIX HE3aMEHUMBIX BEIECTB (HAmpUMep,
cteposioB). OHa HeoOXouMa IS mepexoa K HEeKpoTpoHOU ¢aze u 3aBepIieHus

*)u3HeHHoro mukima. P. infestans tpeOyercs mpubOimsurensHo 2-3 dpi (day post
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infection, aHe# mocne 3apaxkeHws) s 3aBepmieHUsS OuorpodHoit cragmm (Fry,
2008). [y maroreHOB, MMEIONMX CaMble OOJIBIIME pa3Mepbl T€HOMOB CpEaH
BO30OyuTeNel OoJie3Hel pacTeHUM, XapakTepHO Haiauuue OuoTrpodHOoN (a3l U
BO3MOXXHOCTh K 3apa)XCHHIO OJHOTO WM HECKOJBKHX BHJIOB PACTEHUH-XO035€B

(Raffaele and Kamoun, 2012).

XKusnennsiit nuki P. infestans npeacrasien Ha Pucynke 3.
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Pucynoxk 3. KuzHeHHbIH UK P. infestans

(http://www .kartofel.org/bolezn/phytophth/fitoftora simptom.htm)

JJi1 IPOHUKHOBEHUS B PACTUTEIbHYIO KJIETKY MaTOr€Hbl YacTO UCIOJIB3YIOT
€CTECTBEHHbIE OTBEPCTHs, TaKM€ KaK YyCTbUIIAa W paHbl, 4TOOBl U30ekKaTh
CHELMATU3UPOBAHHBIX 0apbepoB pPACTEHUH, TaKMX Kak KyTHKYJa JIMCTHEB.
Crnenyromum OapbepoM [UIsl TATOTEHA SIBISIETCS MEXKIETOYHOE MPOCTPAHCTBO C
pH oxono 3.2, KoTOpoe COAEPKUT 3alIUTHbIE (PEPMEHTHI U AHTUMHKPOOHBIE
coenuHeHus. PacTuTenbHblEe KIETKM OKPYXKEHBl KIETOYHOW CTEHKOM, IO3TOMY
HeKoTOphle  (uTOmaToreHbl, B  uacTtHoctd  P. infestans,  oOpa3syrot
CHELMATU3UPOBAHHbBIE CTPYKTYPbI, HAa3bIBAEMbl€ TayCTOPUHU, JUIsI TPOHUKHOBEHUS
B kietky pactenus (Seman, 2013). Ilurasce Trkansmm mwmcra, P. infestans
BBI3bIBACT OOpa30BaHUE TEMHBIX IATEH, KOTOPbIE BO BIAXXHYIO IIOTOly YEPHEIOT U

3aIrHUBAroOT.


http://www.kartofel.org/bolezn/phytophth/fitoftora_simptom.htm
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becnionoe pa3MHOXEHHME OCYLIECTBISIETCA C IOMOIIBIO  CTPYKTYP,
HA3bIBAEMBIX criopaHrueHocubl. OHH MpOpacTaloT HapyXKy dYepe3 YCThHIA Ha
HUKHEH TOBEPXHOCTU JIMCTa M 00pa3yloT HajeT Oenoro IBera MpU BHICOKOU
BJIQYKHOCTH M ONTUMAJIBHOM Auamna3zoHe Temmeparyp okoyio 18-22°C. Ha konmax
CIIOPAHTHUEHOCIIEB (POPMHUPYIOTCSI JIMMOHOBUJHBIE 300cnopaHruu. llpucyrcTBue
CBOOOJHOM BOJABI 3HAYUTENIBHO CIIOCOOCTBYET PACIpPOCTPAHEHUIO CIIOPAHTHUEB.
[Tonagass Ha MOBEPXHOCTH JUCTA KapTo(dess, B MPUCYTCTBUE KaIeIbHOKHUIKOU
BOJIbI, CIIOPAHTUU TMpopacTalT 6-8 300cmopamu, KOTOpbHIE TIOCIE IEepHojIa
JBUKEHUS OKPYIJISAIOTCS, MOKPBIBAIOTCS OOOJOYKOW W MPOPACTAIOT POCTKOBOU
TpyOKOM, KOTOpasi 4Yepe3 yCThUIIE MPOHUKAET B TKAHb JINCTA U PA3BUBAET MUIICIIUN
BHYTpPH TKaHEW pacTreHus. Takke CIOpAaHTUU CIIOCOOHBI 3apakaTh KIyOHHU.
BecHoli 3apaxkeHHble TOOErM MNpPOpacTarOT W3 MHPUUUPOBAHHBIX KIyOHEH.
[laToreH BhDKHUBAET B 3UMHUU MEpUOJ JIMOO B BUJIEC MUIIEIHS B KIYOHSX, ITOUBE,
ocraTkax 00TBbI, JIHOO B cKiIaacKuX nmomeinenusx (Enanckuit u ap., 2017).

s P. infestans xapakTtepeH reTepoTaii3M, 3aMEHSIOUIMA JBYIOJIOCTb.
JI1si TIOJIOBOTO Pa3MHOXKEHUSI HEOOXOAMMO, YTOOBI IITAMMBI C Pa3HBIM THIIOM
cnapuBanus (oOo3Hadaemble kak Al u A2) UHPHUIMPOBAIM OJHO M TO KE
pacrenue. B monymsnusx P. infestans B MockoBckoii 06acTi ObUTH 0OHAPYKEHO
o6a tuna cmnapuBanus (KysuemoBa wu ap., 2018). [Iga Ttuma crnapuBaHHs
pa3inyarTcs MO BHIPAOOTKE TOPMOHOB, M HE pa3nuyaroTcs mMopdoiaorndecku. B
0o0pa3yIomuxcsi MYXKCKUX (aHTepUIMU) € KEHCKHX (OOTOHWUHU) CTPYKTypax
IPOXOAUT MeEHOo3, 3aTeM TalulOWJHbIe fAJpa CIUBAIOTCI C O00pa3oBaHUEM
JTUTUIONIHON oocTopbl. OOCMOpBI  COXPaHSIOT J>KU3HECTIOCOOHOCTh B TEUYCHHE
HECKOJBKHMX JIET B TMOYBE W MPHU OJATOMPHUSATHBIX YCIOBHUSX MOTYT MPOPACTATh,
oOpazyst Oecmojsioe crnopoHolmieHue. Muorma oOpasyroTcs camodepTHibHBIE U
napTeHOreHeTHueckrue oocrnopbl. OaHako, TaBHBIM oOpaszom, mis P. infestans
XapaKTEpHO BEreTaTMBHOE pa3MHOXKeHHE. B HemaBHeM WucCCienoBaHUM ObLIO
nokaszano (Knaus et al.,, 2019), yto B Mekcuke, B LIEHTpe MPOUCXOXxaAcHUs P.

infestans, momymsnuu, AJIE KOTOPBIX XapaKTEpHO HAJIMYUE MOJOBOTO IpoIlecca,
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IPECTaBACHBI B OCHOBHOM JIHILIOMIHBIMH (DOpMaMH, B TO BpeMs Kak B JAPYTUX
JacTAX MHpa MOMYJIAIUH MPEACTABICHbl MPEUMYIICCTBEHHO KIOHAIBHBIMH
JIMHUSMH, JIJI1 KOTOPBIX XapaKTepHA TPUILIOUAHOCT. [ momyssiimii P. infestans
B MOCKOBCKON 00J1acTH XapaKTepeH BBICOKHH ypOBEHb MOJUMOpdHU3Ma, BCE
obpasiel oTaruarores mo 12 SSR mokycam (Sokolova et al., 2017), B nmomymstusix
NPUCYTCTBYIOT 00a TUIIA CIIApWBAHUs, OJTHAKO IUIOUAHOCTH P. infestans ocraercs

HEU3BECTHOM.
1.2.3 Ocodennoctu renoma P. infestans

N3yuenne reHoma P. infestans sBiseTcs KIFOYEBBIM HHCTPYMEHTOM IS
MOHUMAaHUsI €€ NATOTeHHOro Yycrexa. Jlis MHOTMX OOMHIIETOB XapaKTEpHbI
OrpoMHBbIE (EHOTHUIUYECKUE pa3IUuus Jaxe Mpu OecrojoM pa3MHOKEHUU.
['eHeTHYecKass OCHOBA ATOTO SIBJICHHS HE SICHA, HO OHO MOXET OBITh 00YCIIOBJICHO
HECTAOWJIBHOCTBIO TE€HOMa, KOTOpas, B CBOIO O4Yepe]b, BbI3BaHA JCHCTBHUEM
MOOUJIBHBIX TE€HETUYECKUX JJIEMEHTOB, TEHHOM KOHBEpCUEH, MUTOTHYECKOU
pekoMOuHaIMen, W/ HeCcTaOUIbHOCThIO XpomocoM. IlocrenoBarenbHOCTH,
aHAJIOTUYHbIE MOOWIBHBIM TEHETUYECKHM JJIEMEHTaM BCTPEUAIOTCSI B TEHOME
Phytophthora B 6osbmiom kosnmdectse. B cBsi3u ¢ HamuneM HEOOJBIINX, TPYIHO
Pa3InYMMBIX XPOMOCOM, TarIonIHOE YKco xpomocom P. infestans cocrasmnsier 8-
10 (Kamoun, 2003). Takxke ObLI0 mokasaHo, uto s P. infestans mosker OBITH
xapakrtepHa Tpucomus (van der Lee et al., 2004; van Poppel et al., 2008; Knaus et
al., 2019).

[TomnorenomHoe cexkBenupoBanue P. infestans 6wu10 ocymiectieno B 2009
roay u3 uzonsta T30-4. Beuto obHapyxkeHo MHOecTBO nmoBTOpoB B JIHK, Ha
KOTOphIe mpuxoautcs okomo 74% remoma P. infestans, ommako mpu3HaKoB
TyOIUPOBAaHMS IIEJI0Or0 TeHOMa MJIM MAacIITaOHOTO CEerMEHTApHOTO JTyOJMPOBAHUS
obHapy»xeHo He Obu10 (Haas et al., 2009). Pasmep renoma P. infestans cocrasisier
okos10 240MDb, 4TO 3HAYKTENBHO MPEBBIIIAET TEHOMBI TAKMX MPEJCTaBUTENICH PO
Phytophthora xax P. sojae (95Mb) u P. ramorum (65Mb), koTopsie SIBISIOTCS

BO30yIuTensIMu PUTO(HTOPO3HON KOPHEBOM THUIIM COM M BHE3aIHOM rubenu nyoa,
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coorBercTBeHHO. OHako, reHoM P. betacei mouru BmBoe mpebliiaeT reHoMm P.
infestans (Mideros et al., 2018).

Bosiee Tpetm reHomMa COCTaBISIOT MOOWJIBHBIC T'€HETHYECKHUE DSJICMEHTHI,
cpeay KOTOphIX HambOoiiee pacrpoctpaneHbl Gypsy Pi-1 u LTR (new Gypsy long
terminal repeat). I'enom P. infestans comepxut ropasmo 0oJjbllle MOOHIBHBIX
IeHETHYCCKUX JICMEHTOB, YeM reHomMbl P. sojae u P. ramorum (Tyler et al., 2006).
VBenmm4yeHne pa3Mepa TEeHOMa, HE XapaKTepHOe Ui Tapa3uTOB, BEPOSTHO,
IPECTaBISeT COOON MPUMEDP IBOJIOIMOHHOTO KOMIIPOMHCCA, MIOCKOJIBKY 3aTPaThI
Ha nojjepxkanue nonognurensHoil JIHK ypaBHOBemMBarOTCs PyHKIMOHAIBHBIMU
npeuMyIiecTBaMu, KoTopbie oHa mnpegoctapisier (Raffaele and Kamoun, 2012).
OTO B CBOI0O Ouepe[b MPUBOIUT K IUIACTUYHOCTH TE€HOMA, KOTOpask TMO3BOJISIET
NPUCIIOCA0IUBATHCS TIATOTEHY K OPTraHU3MY-XO0351HY, a TAaKXKe JaeT BO3MOXKHOCTD
3apakaTh HOBBIC BHBl PACTCHUI, KOTOpPbHIC paHbIIEC HE IMOPaXKATUCh JIAHHBIM
TIATOTCHOM.

P. infestans, P. sojae m P. ramorum mnpeacTaBisitoT cOO0H TP OCHOBHBIX
¢dutoreneTrueckux Kiaapl poga Phytophthora. x renomsr oboraiieHbsl reHaMH,
YYaCTBYIOIIMMU B KJIETOYHBIX TIpoleccax, Takux kak pemmukaiua JIHK,
TPAHCKPHIIIMS U TPaHCIALIUSA O€lika, B TO BPeMsl KaK T'€HbI, UTpAloIIhe POjb B
KJICTOYHBIX  3AIIMTHBIX  MEXaHW3MaX,  HEJIONPEACTaBICHBL.  Paznnums
OOHApY)KUBAIOTCSI B KOJIMYECTBE M peNepTyape TEHOB BUPYJICHTHOCTH,
CeU(PHUUYHBIX I  KaKAOro xo3suHa. CpaBHEHHWE TpeX TCHOMOB poja
Phytophthora BeisiBHIIO HEOOBIYHYIO OPTaHU3AIMIO MX TEHOMA, KOTOPBI COACPIKUT
oOyiacTi, Ooratbie TeHaMu JomaiHero xossiictBa (house-keeping), B KOTOpPBIX
IUIOTHOCTh T€HOB OTHOCHTEIBHO BBICOKA, & TMIOBTOPBI OTCYTCTBYIOT, U YYaCTKH C
HU3KOM IUJIOTHOCTBIO TEHOB, COJEpXalue OOJBIIOE YKHCIO TOBTOPOB H
MOOWJIbHBIX 3JIeMEHTOB. Ilpu 3TOM TakWe ydYacTKH HE OTJIHYAIOTCS IO
cogepxkannto GC OT OCTaJibHOW YacTW T€HOMA, YTO COIVIACYETCSl C JIAHHBIMHU O
pacipoCTpaHeHUH PETPOTPAHCIIO30HOB B reHOME Phytophthora,

IpeIIecTBYIONeM pacxoxkaeHnto Heckoibkux BuaoB (Raffaele and Kamoun,
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2012). 'eHpl BUPYJISHTHOCTH, KaK MPABUIIO, HAXOAATCS B TAKUX ydacTKaX. Takum
oOpa3om, Obl1a chopMyTMPOBaHA KOHIICTIIIHS IBYXCKOPOCTHOM 3BOJIIOIIMHN T€HOMA,
corimacHo KoTopoi, reHom P. infestans cocrout m3 aByx dwacteir. OmHa d9acTh
Oorara renamu, kogupyrommumMu RXLR sddekropsl, 1 3BOMIOIMOHUPYET OBICTPO.
OTa MOBBIIIEHHAS CKOPOCTh SBOJIIOLIMU JOCTHTAETCA 3a CYET TOT0, YTO MOOMIIbHBIE
AIIEMEHTHl  CO3/AalOT  BBICOKOAMHAMUYHBIE TE€HOMHBIE OOJIACTH, KOTOpHIE
oOecnieunBalOT (OPMUPOBAHUE pa3HOOOpa3Ws, a TakkKe 3a CYET CO3JaHus
BCcTaBOK/menenui wim aymmkanuii (Fouché et al., 2018; Raffaele and Kamoun,
2012). Ipyrast 4acTh COIEP>KUT T'e€HBI JOMAIITHETO XO3SHCTBA U ABOJIOIHOHUPYET
MEJUICHHO, 4TO oOecredynBaeT cTabWIbHOCTH OCHOBHOrO reHoma (Dong et al.,
2014; Moller and Stukenbrock, 2017). Cxoxeit opranu3aiueii reHoMa o0Jagaer
ackomurer Leptosphaeria maculans (Rouxel et al., 2011) u Verticillium dahliae
(de Jonge et al., 2013).

Habop »¢¢dexkTopoB y nNaTOreHoB MNOCTOSHHO BHUAOU3MEHSIETCS B XOZE
KODBOJIIOLIMM C PACTCHUEM-XO3SIMHOM, WHBIMUA CJIOBAMH, PAaCTCHHE-XO3SIMH
SBJIIETCS. BaXKHBIM (DAKTOPOM €CTECTBEHHOTO OTOOpa M SBOJIIOLMM JJI MaTOreHa
(Gladieux et al., 2014; Raffaele and Kamoun, 2012). Drto, BeposTHO, UTpact
pelarolyl0 pojib B OBICTPOM ajanTalMy IaToreHa K pPacTeHUSM-XO3sieBaM HU

JIC)KHUT B OCHOBC €I'0 5BOJIIOIMOHHOI'O IIOTCHIIMAJIA.

1.3 I'ennl BupyJenTHocTH (AVr rennl) P. infestans, ux ¢gyHkuuu, MoayJibHoe

CTPOCHHUEC, MCXAaHU3MbI BOSBHUKHOBCHUA U UBMCHYHUBOCTH

Haunbonee n3ydyeHHOM M MHOTOYMCIEHHOM TPyNIol IUTOIIIa3MaTHYECKUX
addexTopos P. infestans, mo nmpeaBapuTeIbHBIM OIICHKAM HACYMTHIBAIOIICH OKOJIO
560 npencrasuteneii (Haas et al., 2009; Raffaele and Kamoun, 2012), sBisercs
ceMeicTBO reHoB, cozaepxkamiee RXLR motuB (rme R — aprunun, X — mo6oi
AMUHOKHCIIOTHBI OcTaTtok, L — neitiun). DddekTopHbie OeNKu NEeHCTBYIOT Ha
pa3iMyHble MyTH UMMYHHOW CHUCTEMBI pAaCTEHUM, MOJABIIAS €€, YTO MPHUBOJIUT K
YCHJICHHUIO KOJIOHH3auu pactenus natoreHoM (Anderson et al., 2015; Whisson et

al., 2016). Jlokamu3anus >hdhexkropHoro Oenka MOKET ObITh Pa3IMYHON U 3aBUCHT
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OT JIOKAJIM3alluMd €ro MUIIEHH B KieTke. Tak, appexTopsl ToKanu3yoTcs B sape,
IHIOIUIA3MATHYECKON CEeTH, MHUTOXOHIPHUAX, MEPOKCHCOMaXx U MHUKpPOTPyOOUKax
(Wang et al.,, 2018). RXLR MoTHB urpaer poyib B CBS3bIBAaHHH OcliKa Ha
MOBEPXHOCTH KIIETKU-XO3sIMHA C (hochaTuananHo3uT-3-PocharoM U BHEIPEHUU
addexropa BHYTph KiIeTKH. Kpome RXLR motuBa, Ha N-TepMmuHanbHON yacTu
MOJICKYJIBI OeJIKka TaKXe MPUCYTCTBYeT KoHcepBatuBHBIH MoTmB S/JEER. C-
TEPMHUHAJIBHAS YacThb MOJIEKYJIBI COJEPKUT MOIUMOpPQHBIE ToMeHbl. CoriacHo
aHanu3y mporeoma, oskcnpeccuss RXLR »ddexTtopoB crporo orpanuuena,
MOCKOJIBKY 179 pacrno3HaBaHNe IPUBOIUT K BO3HUKHOBEHUIO
CBEPXUYBCTBUTEILHOTO OTBETa B KJETKaX pacTeHUsi-xo3simHa. (OCHOBHBIMU
MEXaHU3MaMH TI0JIaBJICHUS YKCIPECCUH T€HOB sBisitoTcsa MetwiupoBanue JIHK u
TUCTOHOB. JIUTCHETUYECKUH KOHTPOIb SKcTpecchu 3(G(HEKTOPHBIX TEHOB Ha
OTpENECNCHHBIX  CTAAUAX  HMHBAa3UM  SIBIACTCS  MEXaHU3MOM  HW30eraHus
pacrio3HaBaHWsT MMMYHHOW CHCTEMOM XO03suMHa. Ha paHHell craguy pas3BUTHS
Oone3nu skcnpeccupyrotcs okojao 245 RXLR sddexropor (Yin et al., 2017).
VBennuenne uncia RXLR renoB B renmome P. infestans, mo-sBugumomy,
OOyCJIOBJIEHO HEaJJIeIbHOM TOMOJIOTMYHON pEeKOMOMHALIME ¢ TaHJIEMHOMN
nymrkanued (Haas et al., 2009; Moller and Stukenbrock, 2017). Beuto nokasaso,
yro konumdecTBO RXLR sddekTopoB koppeaupyeT ¢ KU3HEHHOW CTpaTerueu
natoreHa. HawmOonplliee 4YWCIO TakWX MOCIEIOBATEILHOCTEH OOHApPYKEHO B
remome remuouoTpodoB. B renomax P. infestans, P. sojae, P. capsici u P.
parasitica Owbuto oOHapykeno 563, 390, 370 u 170 mnocnemoBaTeabHOCTEH,
KOAMPYIOIIMX MOTEHIIHAIbHBIC 3P eKTopHbIe OeIKu, cooTBeTcTBeHHO (Jiang et al.,
2008; Lamour et al., 2012; Dalio et al., 2018). KonuuecTBo 3 PeKTOPHBIX OCIKOB
¢ RXLR wmm RXLR-like MoTuBamMu 3HAUMTEIILHO HWKE Y HCCICIOBAHHBIX
ounotpodubix maroreHoB, Tak B rerome Albugo laibachii oGuapyxeno 25, B
renomax  Plasmopara halstedii u P. viticola oOnapyxeno 50
nocieaoBaTenbHocTel, coaepxkamux RXLR motus. HekporpodHble maToreHsl He

conepkat RXLR addexropos (Liu et al., 2019).
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VY P. infestans Obumn ommcanbl TeHBI, Koaupyromme 3GGeKToOpHbIE OETKH,
OTHOCSIIKECs K Kiaccy nuromasmatndeckux RXLR addexropoB, B yacTHOCTH
reasl Avrl (Du et al.,, 2015a), Avr2 u Avr2-like (Gilroy et al., 2011), Avr3a
(Armstrong et al., 2005), Avr3b (Rietman, 2011; Wang et al., 2017), Avr4 (van
Poppel et al., 2008), Avr-blbl = ipiO (Vleeshouwers et al., 2008; Champouret et
al., 2009), Avr8 = Avr-Smira2 (Rietman et al., 2012; Stefanczyk et al., 2017), Avr9
= Avr-Smiral (Rietman et al., 2012; Jo, 2013), Avr-blb2 (Oh et al., 2009) u Avr-
vntl (Pel, 2010), a y kapTodens ObUIM OXapaKTepU30BaHbl T'€HbI, KOAUpPYIOHE R
OeJIKM, OTBEYAIOUIUE 3a pacno3HaBaHue crenuduueckux 3¢dekTopHbIx OenkoB P.
infestans. Takum oOpa3oM, 3¢ (hekTopHOMY OEIKY COOTBETCTBYET ONpEC/ICHHBIH
R 6enok (Tabnuma 1).

Tabmuma 1. I'ensr BupynentHocTn P. infestans, mx nHomepa B I'eHOaHKe

NCBI 1 cOOTBETCTBYIOIINE UM I'€HbI YCTOMYMBOCTH KapTodens

AvVr ren YHuBepcaibHOE Ne B I'enOanke R ren
MEKTyHAPOIHO- NCBI
MPUHATOE 0003HAUYCHHE
reHa
Avrl PITG_16663, XM_002896847, R1
PITG_06432 XM_002998511
Avr2/Avr-blb3 PITG_22870 XM_002902940 R2/Rpi-blb3
Avr3a PITG_14371 XM_002898796 R3a
Avr3b PITG_18215 XM_0029978 R3b
Avr4 PITG_07387 XM_002904373 R4 *
Avr8 (Avr- PITG_07558 XM_002904498 R8 (Rpi-
Smira2) Smira2)
Avr9 (Avr- PITG_07750 XM_002904490 R9a (Rpi-
Smiral) Smiral)
IpiO (Avr-blbl) PITG_21388 XM_002895005 RB/Rpi-
blb1/Rpi-stol
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Avr-blb2 PITG_20300/PEXRD40 | XM_002895872 Rpi-blb2
PITG_04090/PEXRD39 | XM_002905755
PITG_18683 XM_002997266
PITG_04085 XM_002905749
PITG_04086 XM_002905750
PITG_20303 XM_002895876
PITG_20301 XM_002895873
Avr-vntl PITG_16294 XM_002897316 Rpi-vntl.1

* DTOT IreH He 0XapaKTEePU30BaH MOJIEKYJIAPHBIMU METOIaMU
1.3.1 MoayabHoe ctpoenue RXLR 3¢dexTopon

JIJIss MHOTHX TIATOTCHHBIX OPTraHU3MOB XapaKTEePHO Hamuuue 3PPEKTOPHBIX
OenxoB HeOobIMX pasMepoB (okono 300 a.o.) (De Carvalho et al., 2017). N-
TepMUHaJIbHAsE 00JacTh 3(PeKkTopHOro OenKa MpeAcTaBlieHa KOHCEPBAaTUBHBIMU
JIOMEHaMH, KOTOPhIC, KaK TPE/IoJaraloT, MPUHAMAIOT YIacTHE B TPAHCIOKAIIUH B
KIeTKy; C-TepMUHAIBHBI yYacTOK, HAMPOTHB, BBICOKOMOJUMOP(EH W Hrpaet
poJb B M30CTaHWM PACIIO3HABAHMS IMATOTCHA MMMYHHOW CHCTEMOW PAaCTEHHsI 3a
cueT crerupuyYecKoro B3auMOJEHCTBUS C OenkoM MmuleHbto. Bee addexroprbie
oenxu P. infestans, otHocsimuecst k cemerictBy RXLR addexropos, comepxar
RXLR u S/dEER motusl. RXLR motuB Haxomgutcs B N-TepMHHAIBLHOM 00JIaCTH
Oenka, Kak mpaBuio, B mpeaenax 40 a.o. or curnanpHoro nentuga (SP — signal
peptide) (Wawra et al., 2017). RXLR u S/dEER mMoTHBBI HaX0OASTCS Ha PAaCCTOSHUH
5-25 a.o. apyr ot apyra. B cBs3u ¢ BeimeckazanubiM, RXLR u S/dEER moTuBsI
00ecreynBaOT MOIIHBINA OMOMH(POPMALIMOHHBIN UHCTPYMEHT JIJIsl UAECHTU(DUKAIIUN
MOTEHIMATBHBIX (P PEeKTOpHBIX 0eaKkoB matoreHHsIx oomuiietToB (Yin et al., 2017)

(Pucynok 4).




32

RXLR sldEER

BulRsesavssTebsnrones

==
£ - =

Pucynok 4. MUpentundukamms RXLR wu S/AEER  wmotuBoB B
MOCJICIOBATEIBHOCTSIX TEHOB BUpyJeHTHoctd P. infestans, momydeHHBIX B

pe3yibrate ganHoro uccienosanus (http://meme-suite.org/)

st RXLR GenkoB xapakTepHO OOWJIME OCTAaTKOB IIMCTEMHA, YTO MPUIAET
KOMITAaKTHYIO CTpYKTYpy Oenky (Fouché et al., 2018). B C-repmunanbHO# 00nacTu
y HekoTopeix RXLR Genkor P. infestans Owbimn ooHapyxkeHsl W u Y MOTHBBI,
y4aCTBYIOIIHE B MOJIaBJICHUH arnonTo3a kietku (Seman, 2013).

B reHomax HEKOTOpBIX MAPA3UTHUYECKUX IPUOOB TaKKe ObUIM OOHAPYKEHBI
RXLR u RXLR-like ([RHK]X[LMIFYW]) motugs (Selin et al., 2016; Schmoll et
al.,, 2016). Takum o00pa3oM, TPUOBI W OOMHIICTBI, OTHOCSIIUECS K Pa3HBIM
I[apCTBaM JKUBBIX OPTAHW3MOB, HCIOJB3YIOT CXOJHBIE CTPATETUH 3apakeHUS
CBOMX PaCTEHUI-X035€B, KOTOPbI€ BO3HUKIIU, MPEIANOJIOKUTEIBHO, B pE3ysbTare
KoHBeprenTHoi sBomonnu (Meng et al., 2009).

IlBoitnoit motuB RXLR-EER 6mm3ox mo mociemoBarenpbHOCTH U
pacrionioxkenuto  motuBy PEXEL wmu  RXLXE/D/Q, oOHapykeHHOMY B
apdexTopHbix Oenkax Plasmodium spp. DTOT MOTHB HEOOXOIMM MaJSIPUHHOMY
IUTa3MOJIMIO  JUUII  TIPOHWKHOBCHHMSI B KJICTKH KPOBHU  JKMBOTHBIX-XO035CB
(Bouwmeester et al., 2009). Beuio mokasano, 4ro gparmeHT 3¢ dekTopHOro OeaKa
Avr3a P. infestans, comepxkammit RXLR-EER motuB u GFP (green fluorescent
protein), obecrnieunBaet TpaHciokaiuioo GFP B sputpormtsl. [Ipu 3ameHe MoTHBa
RXLR-EER na RXLXE/D/Q y O©Oenka coxpaHsieTcs CIOCOOHOCTh K
OPOHUKHOBEHUIO B KJETKM pacTeHUsA-X03iMHa. TakuMm 00pa3oMm, JTaHHBIN
MEXaHHU3M MPOHUKHOBEHUS B KIIETKHU SIBJSIETCS OYEHb APEBHUM M OOIIMM Kak IS

NaTOTCHOB PaCTeHHMIA, TaK M JIJIs TaTOreHoB *)UBOTHBIX (Birch et al., 2009).


http://meme-suite.org/
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1.3.2 ®yukuuu 3pPeKToOpHBIX 0eIKOB U MEXaHU3MbI X PACIIO3HABAHNS B

RJIETKE

[TonaBnenre MMMyHHTETa pacTeHUsl sBiseTcs riaaBHou (dyHkiuendn RXLR
oenmxoB (Oh et al., 2010). Dra ¢yHKIUS MOXKET OCYIMIESCTBIATHCS 3a CUET
WHTHUOUPOBAHUS TPOTEa3, MACKHUPOBAHUS NPHUCYTCTBHUS TaTOreHa (CBSI3bIBAHHE
XUTHHA3), B3aUMOJCHCTBUS C (DUTOTOPMOHAMHU WM CTPYKTYPHOTO CXOJCTBA C
HUMH (KOMIIOHEHTHI OMOCHHTE3a U BocTpuaTus SA u JA SBISIFOTCS MUIICHBIO IS
3p(PEKTOPOB  pa3IMYHBIX  IATOTCHOB), MAHUIYJIHUPOBAHHUS  BE3UKYJISPHBIM
TPAHCIIOPTOM, KOTOPBIM SIBJISIETCS BaXKHOM 4acThiO 0a3allbHOW 3alllUTHI PacTEHUS,
MaHUITYJIMPOBAHUSA JKCIIPECCHEH TEHOB 3a CYeT JCHCTBUS Ha (aKTOphI
tpanckpunuud  (3dpdexkrop Pi03192 P. infestans B3ammomelcTByeT ¢
TpaHckpunuuoHHbIMU  ¢aktopamu  NAC  xo3suHa, TmpeAoTBpamas  ux
JOKANU3allMi0 B SiApe, BIMSAS TEM CaMbIM Ha UX (YHKIHMIO) U TIOJIaBJICHUSA
mexanm3ma cainencunra (PSR — Phytophthora suppressor of RNA silencing
BiausieT Ha Oworene3 manbix PHK) (Boevink et al., 2016; Chaparro-Garcia et al.,
2015; Horger et al., 2013; Van Damme et al., 2012; Toruio et al., 2016; Qiao et
al., 2013). Anammu3 Bo3MOXHBIX (QyHKIUI 3)HEKTOpHBIX OEIKOB, OCOOCHHO TaK
HA3bIBAEMBIX «OCHOBHBIX/KOPOBBIX 3(h(HEKTOPOB», MMEET pEIIaoINee 3HAUYCHUE
JUIS TIOHMMAaHMsSI MEXaHU3MOB TATOTEHHOCTH/CUMMOMO3a M CTpPATEruil 3alluThl
pacTeHUid, 4TO B CBOIO OUYEpEeb MO3BOJISET pa3padaThiBaTh CTPATETUU CEJICKIINU
ycTOMunBBIX K maroreHam coprtos (Liu et al., 2019).

bbio mokazaHo, 4TO HEKOTOopble 3(PQHEKTOpbl CHOCOOHBI MOJABIATH KaK
MTI, Ttak u ETI (Yin et al, 2017). DOkcmpeccusi 3hQGEKTOPHBIX TEHOB
pETyIUpyeTCs CTaJAue B3aUMOJCUCTBUS PACTEHUA-XO3SMHA U  IaTOTCHA.
Hexotopeie RXLR sddexroper P. infestans neiicTByroT Ha MpeANIECTBYIONIEM
WHOUIIMPOBAHUIO JTame, aApyrue B Gazy OMOTpodHOTro MUTaHWsS BO3OYAMUTENS U
HAKOHEI, TPEThbH IKCIPECCUPYIOTCSA HA HeKkpoTpodHoi craauu (Porosuna, 2011).
D deKTophl, IKCIPECCUPYIOIINECS Ha HEKPOTPO(DHOU CTaaUU MOTYT OBITh JHOO

HeCHeI_[I/I(i)I/FIHBIMI/I, h1%(s0) I[CI\/'ICTBOBEITB KaK TOKCHUHbI, BbI3bIBaAsd HCKPO3 Y
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OTIPEJICTICHHBIX TEHOTUIIOB pACTEeHUW, OOJAJArONIMX JOMHHAHTHBIMH T€HAMU
YyBCTBUTEIHHOCTH. KJIOHMpOBaHNWE T€HOB UyBCTBUTEIHLHOCTH IMOKA3aJI0, YTO OHU
HAIIOMHUHAIOT BHYTPUKJICTOYHBIC UMMYHHBIC PEIIENTOPBI pacTeHH, ¢ caiitamu NB
u apxutektypoir nomeHa LRR. Takum oOpa3om, HekpoTpodHbie 3(deKTophI
MOTyT Hcnojib3oBaTh akTuBanuioo NB-LRR B pacTenusx mis wHIynmupoBaHUs
qyBCTBUTEIBHOCTH K dddekropam. B TedeHuwe 3apakeHUs W Pa3BUTUA
3a0oneBaHusl HAONIOMAETCA TaK Ha3blBaeMash «CMEHa BOJIH OKCIPECCUI
pasnmuuHbiX 3¢dektopoB. Bue poma Phytophthora, cmena skcmpeccupyembix
a¢dekropoB OblIa okazaHa st Blumeria graminis u Bunos poaa Colletotrichum,
OJIHAKO MEXaHU3Mbl PETYJISIMU STUX MPOIECCOB OCTAIOTCS MaJIOU3y4YE€HHBIMU
(Torudio et al., 2016).

Just Heckombkux RXLR  sddekropoB Obum  omnpeneneHsl MUILIEHH,
HAXOJAIIMECS B Pa3HBIX 4YacTIx pacTuteiabHON kietku (Tabmuua 2). OmHako s
OosbIIMHCTBA A(PPEKTOPHBIX OEIKOB MEXAaHU3M JICHCTBUSI W MHUIICHb B
PaCTUTENBHON KJIETKE OCTAIOTCSl HEM3BECTHBIMH. B HeaBHEM Hccae0BaHUM OBIIO
MoKa3aHo, 4YTO HekoTopbie AVr Oemku P. infestans mMoryr uMMeTbh HECKOJBKO
MHUIIICHEH B KJIeTKe opranu3ma-xo3suHa (Wang et al., 2018).

Cy1iecTByeT HECKOJIBKO THUTIOTE3, OOBSCHSIOMIMX HEMPsIMOE PaclO3HABaHHE
s dextopa. CormacHo «ctopokeBoity rumotese (guard hypothesis) R Genku
acCoOIMUpOBaHbl ¢  Oenkamu-munieHsMu  Avr  OenkoB.  B3aumoneiicTBue
s dexTopHOTO OenKa ¢ OEIKOM-MUIIEHBIO TMPUBOAUT K U3MEHEHHUIO CTPYKTYPHI
MOCJIETHEr0, YTO pacro3Haercss R OeakoM M MPUBOAUT K 3alMyCKy MMMYHHOI'O
oTBeTa. Takoil MexXxaHu3M B3auMOJEWCTBHSA ObL1 MokazaH it AvrZz u R2.
«O6mannas monenb» (decoy model) mpeamosaraer, 4To OCMOK-MIOCPEAHHUK HE
SBIIICTCSI MHIICHBIO d(d@dexTopa, a ero CTPYKTYpHBIM aHAJIOrOM, KOTOPBIH
KOHKYpUpyeT 3a cBsi3biBaHue ¢ 3ddextopom. CorimacHO «MOJEIN MPUMAHKI)
(bait-and-switch model) Oenku ycTOHYHMBOCTH MOTYT CBS3BIBATH 3(P(HEKTOPHI
TOJILKO TIOCJIE TOTO, KaK OHU 00pa3yroT KOMIUIEKC ¢ OeraxoMm-mnocpeqHukom. [lpu

9TOM MOXET PE3KO BO3pacTaTh CPOJCTBO KOMIUIEKCA PACTHUTEIbHBIA OEIIOK-
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nocpenHuk/3pdexrop k R-6enky (ILlapukosa n Omemmukuna, 2015; van Ooijen et

al., 2007).

TabOmuna 2. U3BecTHBIE MHUIIEHW W MeXaHU3M nerctBust Avr renos P.

infestans B opranu3mMe pacTeHHs-X03MHA

Db deKTopHBI MexaHu3M JeUCTBUS benok-muiieHn
0eJoK
Avrl Hapymienne Be3ukysspHOTo TpaHcmoprta 3a |Sech (subunit of the
cYeT HHTHOUpOBaHUs SECH; exocyst complex)
nomasnearne CRN2 nHaynmpoBaHHON
rudesu KIeToK
Avr2 BzaumopeiictByer ¢ 6paccunoctepouniom u | BSL1 docdarasa,
CIIOCOOCTBYET aHTArOHU3MY MEXIY POCTOM | Yy4YacTBYIOIAS B
U UMMYHHBIM OTBETOM CUTHAJIUHTE
ropMmoHa pocta BR
Avr2-like Bsu-like docdaraza
Avr3a CBs3pIBaHN€e U CTaOUIA3ALIUSI CMPG1, Sec3
youkButunnurazsl CMPG1; annenbHbIi
BapuaHT Avr3a" u romonor PEX147-3
CIIOCOOHBI MOABIATH aroITo3,
WHIyOMpOBaHHBIN anmrcuTopoM INF1
ipiO (Avr- Benoxk ipiO Haceimiaer perentopbl LeCRK- LecRK-1.9
blbl) 1.9 u, KOHKYpHUPYS C HHTETPUHOM (legume-like lectin
T ypUpY P ’ receptor Kinase,
BBI3BIBACT pacmajl TKaHH; perienirop RGD)
benox ipiO4 6nokupyet ETI, Bbr3BanHbIN
cekpenueit I u Il knacca renos ipiO
Avr-blb2 [IpensTcTBYET cexpenuu nanauH-noooHon | [lanann-nogoOHas

IIUCTENHOBOM mpoTea3bl C14 B

MPOCTPAHCTBO PSIJIOM C raycTopuen

IINUCTCUHOBAA
npoteasa Cl4
(papain-like
Cys protease C14)
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B paborax Adachi et al., 2019 u Wang et al., 2019 npencraBieHa HoBas

MOJIEINTb paclo3HaBaHus matorena u pa3sutist HR pacrenus (Pucynok 5).

HEeaKTuBHOEe

it NpoMeKYyToOuHOoEe -
cocroaHue Pesucrocoma obpasoBaHue nop

Pucynok 5. Cxema 00pa3oBaHUsI pE3UCTOCOMBI. @) OTACIbHBIC KOMIIOHCHTBI,
yuacTBytomie B ¢GopmupoBanuu pesucrocombl, rae ZAR1 (CC-NLR HOPZ-
ACTIVATED RESISTANCE1) — HOPZ-aktuBupoBanHasi yctoitunBocth; RKS1
(RESISTANCE RELATED KINASE 1) —  penentop-momoOHas
nuToruiazmMatudeckas kunasza; PBL2 (PBS1-LIKE PROTEIN 2) — BS1-like 6enok
2; AVrAC — sddexTopHbIi OeTT0K, aKTUBUPYIOLIHI KOMIUIEKC. D) mpenmnonaraemoe
dbopmupoBanue u ¢pyHkius pesrcrocoMsl (o Adachi et al., 2019)

CormacHo e#, pacrno3HaBanue AVI Oenka omnpeneneHHBIM R Genkom
IPUBOIUT K 00pa30BaHUIO CHEIHATBHON CTPYKTYPHI, Ha36IBAEMOI PE3UCTOCOMOM,
KOTOpast (PM3MYECKH pa3phiBacT MeMOpaHy KJIETKH. Mojenb Mmpeanoiaraet, 4To
oenok ycroiunBoctu (ZAR1) Haxomutcs B Buae HeakTUBHOro AJ[M-cBA3aHHOIO
MOHOMEpa B KOMIUIEKCe ¢ uurtorasMorudeckor kuHazoi RKS1. Kommieke
CYIIIECTBYET 3a CUET BHYTPUMOJICKYJISIPHBIX B3aUMOJCUCTBHI, OMOCPEIOBAHHBIX
LRR nomenom 6Oenka ycroduuBocTH. YpuauinnpoBanue oenka PBL2 ¢ momomuisio
adekropa maroreHa npuBOAMT K cBs3biBaHmio PBLZ2 ¢ RKS1 B kommiekce
ZAR1-RKS1. B pe3ynbrare koHpopmannoHHbix n3menenuit u3 NB nomena ZAR1
BbIcBOOOXKTaeTcss AJI®D. DTo, Kak mpearnojaraercsi, HeOOXOAUMO Jis NEepeBojia

ZAR1 u3 HeakTMBHOrO B NPOMEXKYTOYHOE cocTossHhe. CBsizbiBanne AT ¢
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MPOMEKYTOUYHBIM ~ KOMIUIEKCOM  TPUBOAUT K  OOpa3OBaHHWIO TCHTaMepa,
HA3bIBAEMOTO pe3ucTocomMoit, N-KOHIIEBbIE O-CIIMpalid Oelka HaXOASATCS B LIEHTPE
U 00pa3ylT BOPOHKOOOpA3HYIO CTPYKTYypy. Pe3ncrocoma TpaHCIOUMpYyeTCs W3
IIUTO30JI5 K TUIa3MaTHYeCcKoil MeMOpaHe, I/1ie, Kak MpeAroaraeTcs, OHa HapyIiaeT
IIEJIOCTHOCTh MeMOpaHbl, 00pa3ys MOphl YTO, B KOHEYHOM CUETE, MPUBOJIUT K
arionTo3y pacTUTEILHON KJIeTKU. Pacio3HaBaHue 3PEKTOPHBIX OCIKOB MPUBOIUT
K 3aIlyCKy UMMYHHOTO OTBETa, B Pe3yJbTaTe YEro MaTOTeH TEPSET CIIOCOOHOCTH
KOJIOHM30BaTh pacTeHue. CpaBHUTEIbHAS TEHOMHMKA BBISIBHJIA HECKOJIBKO
MEXaHHU3MOB, MO3BOJISIIOIIUX BO3OYIUTENO0 U30eraTh pacro3HaBanus R reHamu, B
NEpPBYI0 OYEpelb 3a CUET OHIUTCHETHYECKOM PEeryssiuud JKCIPECCUU TEHOB
BupysentHocTH (Anderson et al., 2015).

B xone »Boimonmu B reHome mrammoB P. infestans mosBHiIuch, MyTaHTHBIC
GbopMBl TEHOB BHPYJIEHTHOCTH, MPOJYKTHI KOTOPBIX H30EraroT pacro3HaBaHUs
3alMTHOM cucTeMol Xo3siuHa. Hampumep, BHpylieHTHbIM romoisor 3¢d@exropa
Avr2 — Avr2-like Ttaxxke B3aummopeiictByer ¢ BSL1, omHako acconmanus
komiutekca Avr2-like BSL1 ¢ R2 kuHa30if HEe MPOMCXOAUT, YTO MPHBOIUT K
pasButuio 3aboneBanus (Saunders et al., 2012; Gilroy et al., 2011). Bupynentnas
dopma Gemka Avr3a — Avr3a™ me pacrmosHaercst mpoAyKTOM reHa R3a u
OTIMYaeTCs OT aBHpPYJIeHTHOH dopmsr Avr3a' IByMS aMHHOKHCIOTHBIMHU
samenamu (Armstrong et al., 2005). Hecunonmmuunbie SNPS mnpuBogst x
BO3HHMKHOBCHHUIO BUPYJICHTHbIX ayuteneidt Atrl u Atrl3 y H. arabidopsidis u Avrlb
u Avr3c P. sojae. Jlns rera Avrd xapakTepeH CIABHT PAMKH CUUTBHIBAHUS, KOTOPBIMA
MPUBOJNT K OOpPa30BaHHMIO YKOPOYCHHBIX OEJIKOB, KOTOpPHIE HE PACIO3HAIOTCS
MPOJYKTOM COOTBETCTBYIOIIETO T€HA YCTOWYMBOCTH, HO TIPU OTOM OCTAIOTCA
BupyiaeHTHbIMU. [lltammbr P. infestans, copepxkainpe MoTHOpPa3MEpHBIH OCIIOK
Avr4, Bcerma sBISIOTCS aBUPYJICHTHBIMM Ha pacTeHHsX, coaepxamux R4. (van
Poppel et al., 2009; Vleeshouwers et al., 2011). B cayuae renos ipiO pacer P.
infestans, skcnpeccupyromme 3¢hdextop IpiO4, mpeomoaeBalOT YCTOHYHBOCTD

pacrenuii, Hecymmx reH RB/Rpi-blbl, tak kax ipiO4 OGmokupyer AuMepH3aIHio
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MoJIeKyn kuHa3el RB 1 Tem cambIM mpensTcTByer y3HaBanuro rnatoreHa (Chen et

al., 2012).
1.3.3 MexaHu3Mbl BOBHUKHOBEHHUSI 1 U3MEHYMBOCTH T'€HOB BUPYJIEHTHOCTH

DBOJMIONMS MAaTOT€HOB PACTEHUI TECHO CBsS3aHa C MOSBICHUEM M MOTepei
TCHOB BUPYJICHTHOCTH. HecMOTpsi Ha WX aKTHBHOE H3y4YeHHUE, DBOJIIOIMOHHOE
MPOUCXOXKICHNE MHOTHX 3(PQPEKTOPHBIX TEHOB OCTACTCSI  HEM3BECTHBIM.
OBOIOIMOHHBIA BO3pacT 3ddexTopa OTpa’kaeTcsi B CTENEHU €ro COXPaHHOCTH
cpenu BunoB. Hanpumep, sddextop LYSM mnpucyTcTByeT y OOJBIIMHCTBA
napasUTHUYECKUX TpUOOB W HE TIO3BOJSIOT PACTUTEIBHBIM  PEIEeNTOpaM
pacro3HaBaTh XUTHH, KOTOPBII COCTaBIIseT OCHOBY HMX KieTok (Sanchez-Vallet et
al., 2015). Hekortopsie 3¢ dekTopsl MPHOOPETAIOT HOBbIC (PYHKIIMHU, 0OCCIICYrBast
MaTOTEHHOCTh Ha Pa3HBIX PACTCHHSAX, HAIpPUMEp, WHTHOMUTOpPHI mpoTeasbl P.
infestans u P. mirabilis (Dong et al.,, 2014). Tak ke ObUIO MMOKa3aHO, dYTO,
HECMOTps Ha OoJbIIoe pazHooOpaszue, MHOTHE 3G (PEKTOPHI MpeICTaBUTENIEH pojia
Phytophthora, BeposiTHO, ObUTH TIOJTyYeHBI OT OOIEro mpeaka. bojiee MOJIOBHHEI
OenkoB cojepxar KoHcepBatuBHble C-repmunanbhbie MoTHBBI (W, Y u L),
KOTOPBIE MOTYT MOBTOPATHCS 10 BockMu pa3 (Jiang et al., 2008).

[IproOpereHne HOBBIX T'€HOB IyTEM TOPU3OHTAIBHOIO IEpPeHOca I'€HOB
(horizontal gene transfer, HGT) takke MOXXET OBITH MOIIHBIM HCTOYHHKOM
apantaiyi. ['Opu3oHTaNbHO TpHOOpeTeHHbIe 3(P(GEKTOPHBIE TEeHBbI OKa3alu
CWJIHHOE BJIMSHUE HA DBOJIIOIMOHHBIA YCIEX MaToreHa. JDTo ObUIO MOKAa3aHO st
sbdexTopHoro reHa TOXA, KoTopwlid Obul OOHapyXeH Yy HEpPOACTBEHHBIX
naTOreHHBIX opraHu3MoB Parastagnospora nodorum, Pyrenophora tritici-repentis
u Bipolaris sorokiniana (McDonald et al., 2018). I'opu3oHTaIbHBII IEPEHOC T'EHOB
Tak)Ke BHEC OOJIBIIION BKJIAJ B F'eHOMBbI oomuIieToB poaa Phytophthora u Pythium
(Savory et al., 2015).

OCHOBHBIMU  HalpaBJICHUSMH  aJanTallil  [aTOTEHOB  SBJISIOTCS
ruOpuan3anysi ¥~ WUHTPOTPECCHsS,  CO3MAIONIMX  MO3aWKy  POJIUTEIHCKUX

HOCHCI{OBaTeHBHOCTeﬁ, KOTOpasa ONTHUMAJIbHO aJallTUpOBAHA K HOBBLIM BHUIAAM H
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okpyxaromeid cpexe (Stukenbrock, 2016). I'mOpumuzanus sIBIS€TCS OIHHM W3
Hanbosiee U3yYeHHBIX MyTel BBEACHUS Uy>KEPOJIHBIX T€HOB B TeHO(OH/I MaTOTeHa.
OOblyHO OOpa3yeTcsi TmepexojHas TUOpUAHAsE CTaAus, KOTopas SBJISETCS
COBMECTUMOI C pPOAMTEIIbCKUM BHJIOM. 3aT€M TI€HETUYECKUA MaTepuasg MOKET
ObITh MHTPOIPECCUPOBAH TMOCPEACTBOM IMOBTOPHOIO OOpPATHOTO CKpPEIIMBaHUS
(Fouché et al., 2018).

OtcyTcTBHME OpPTOJNOrOB Te€Ha Yy OJM3KOPOACTBEHHBIX BHUAOB WIH Y
IPEoiaraéMoro JOHOpa 3TOr0 TIeHa, B cllydae, KOrjJa TeH ObUl IOJIy4eH
TOPU30HTAJIBHO, JEJIaeT BOCCTAHOBJIEHHE HMCTOYHUKA OYEHb  CJIOXHBIM.
HeomnpeneneHHOCTh B OTHOIIEHUH OPTOJIOTMH MOKET OBITh BbI3BaHA HECKOJIBKUMHU
¢dakropamu. Bo-niepBbIX, ObIcTpast 3BOIOLMS A3(PPEKTOPHBIX FEHOB M3-3a JAABJICHUS
0TOOpa, OKa3bIBAEMOI'0 PACTEHHEM-XO3IMHOM. BO-BTOpBIX, 3P(PEKTOpHBIE TEHBI,
KaK MpaBUJI0, YTPauYMBAIOTCS ropa3/io yalle, yeM 0ojiee KOHCEpBAaTUBHBIE IeHbl. B-
TpeThbuX, 3 (PEKTOPHBIE TEHBI MOTJIM BO3HUKHYTh B PE3YJIbTATE NYIUIMKAIMU T'€HA
WIM U3 HEKOAMPYIOLIMX TMOCJIEeI0BATEIbHOCTE B HEJABHEM HBOJIIOIMOHHOM
nporuwiom (Plissonneau et al., 2017).

[lapanoru TE€HOB BHUPYJIEHTHOCTH MOTYT BO3HUKAaTh IIyTEM TaHIEMHOM
NYIJIMKAlMd W HETOMOJOTMYHOM amnenbHOM pexkomMOuHaumu. OHU  OBICTPO
HAKaIUIMBAIOT MyTallMM, YTO NPUBOAUT K JAUBEPreHLUU TeHOB. DPPeKTopHBIC
TeHbl MOTYT TakXe BO3HMKaTh (e NOVO 3a cueT MyTaluil, NpeBpaIaroIInX
Hekogupytomyo JIHK B (yHKIIMOHANIBHYIO TMOCIENOBATENLHOCTh C OTKPBITOU
pamkoii cumthiBanus (Open reading frame, ORF). Oomronus rena de novo
CUMTAJIaCh PEJKOW, HO HEJaBHUE MHCCIEIOBAaHUS MOKa3ajld, YTO TaKHE TE€HbI
SBJISIFOTCS] BYKHBIM MCTOYHUKOM (PYHKIIMOHATIBHOTO pa3sHoobpasus (Plissonneau et
al., 2017). AHanu3 TeHOMOB W TPAHCKPUIITOMOB BO30YAMTENCH BBISBHII OOJIBIIIOE
KOJIMYECTBO MOTEHIUAIBHBIX 3PPEKTOPHBIX TeHOB. OTCYTCTBHE KOHCEPBATUBHOIO
JoMeHa OeJika Mpe/noJiaraeT, 4To 3TH 3PPEKTOpHbIE FTeHbl 00Pa3yIOT MYJ HOBBIX U
B 3HAUYUTEJIbHOM CTENEeHU HEPYHKIMOHAIbHBIX Te€HOB. (DYHKIIMOHAJIbHBIE T'€HBI

BUPYJIEHTHOCTH MOIYT 3BOJIIOIMOHMPOBAaTH M3 JTOTO IIyJa C IOMOIIBIO
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nomoHATEbHBIX MyTanuid (Fouché et al., 2018). IlatoreHsl HaxomsATCs B
IIOCTOSTHHOW «TOHKE BOOPY)KEHHUH» € PACTCHHEM-XO3IHMHOM M CIIOCOOHOCTH
3P PEKTOPOB OBICTPO IBOJIOIMOHUPOBATh U M30EraTh PacliO3HABAHMS SIBISCTCS
peIIaonuM KOMIIOHEHTOM HX YCIeXa.

Bricokuii ypoBenp mnonumopduszMa 3¢G(GeKTOpoB, BO3HUKAIONIUN 3a CUET
HAKOIJICHUST MYTaIliii, MPHUBOAMT K TMOSBJICHHIO KaK IOJOXHTEIbHBIX, TaK H
OTPULATENIBHBIX MyTalui. [Ipu BBICOKOM CKOPOCTH 3TOTO MpoLEcca, KaXKIbli
TCHOTHUI OJHOBPEMEHHO OyJeT coaep)XaTb MHOXECTBO MYyTaIlui, KOTOpBIC
TIOJIOKUTEIHPHO WJIM OTPHIIATEIBHO BJIMSIOT Ha (YHKIIMOHATHLHOCTD 3((EKTOPHBIX
OenmkoB. BaxHedmmM  MEXaHM3MOM  aJanTHBHOW  DBOJIOIUU  SIBIISCTCS

PEKOMOUMHAIINS, KOTOPask YCKOPSIET 3aKpeIICHHE MoJie3HbIX MyTanuii (PucyHok 6).

= - - e o
FOPU30OHTaNLHbIA NEPEeHOC FeHOB —

rubpuansaumns
HeromonornyHas
annensHas

Sl - - pexomMBHHaLus

crneyuan13aums reLa 7-_
&_ﬂ HapylweHue

0Ce0BaTeNLHOCTH
npoMoTopa

>

- - .- {—?-— CABWI OTKPBITOM
HEeOhyHKLMOHANM3aLMA reHa PaMKW CYUTLIBAHMSA
m_ INUreHeTUYECKMt
CalneHCHHI
BO3HMKHOBEHME reHa de novo Silioo SE- RIP myTaums

Pucynox 6. J)Ku3HeHHbII LUK T€HOB BUPYJIEHTHOCTH NAaTOT€HOB. B HIDKHEH
JIeBO# YaCTH MOKA3aHbl TCHBI, BOHUKAIOIIUE (€ NOVO B pe3ysibTare AYIUIMKAIIMH U
HEOPYHKIUOHAIU3ALMN W3 HEKOAMPYIOUIMX TOcIeqoBaTebHOCTENH. Takke reHbl
MOTYT OBITH MOJIyY€HbI MPU TOMOIIM THOPUAM3ALMN WM TOPU3OHTAIHHOIO
nepenoca. Heromosoruunas pekoMOUHaIUs MOKET IPUBOJUTH K TOMY, UTO HE BCE
IOTOMCTBO HE ITOJIyYUT KOIUIO reHa. ['eHbl BUPYJIEHTHOCTH MOTYT OBITh OTEPSHBI

WIM WHAaKTHBHPOBAaHBI BCTaBKOW TpaHcmo3ona (TE), koTopelii HapyIraer
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nociieioBareIbHOCTh TpomMoTopa (P) mmu otkpeiToit pamku cunthiBanus (ORF).
OddexTopHpie  TeHbl  Takke  MOTYT  ObIThb ~ WHAKTUBUPOBAHBI  uepe3
AIIUTEHETUYECKUN CalJICHCUHT, BBI3BaHHBIM NpuUCyTcTBUEeM [E wmm uepes RIP
(repeat-induced point) myraruu (o Fouché et al., 2018)

CunbHoe naBiieHHE OTOOpa MPUBOAMUT K 3aKPEIUVICHUI0 HECMHOHMMHYHBIX
3aMeH, NPeJOTBPAIAIOIINX PACIIO3HABAHNE UMMYHHOM CUCTEMOU pacTeHUsl, HO HE
OKa3bIBAIOMINX CYIIECTBEHHOTO BIUsAHUA Ha QyHKIUIO 3pdexTopHoro 6enka. [Ipu
JIOCTaTOYHO CHUJIBHOM JIaBJIEHUU O0TOOpa AVI T€H MOYKET UCUYE3HYTh U3 TeHO(oHIa
natoreHa. CineACcTBUEM YACTBIX MOTEPh 3(PPEKTOPHBIX TI'€HOB SBISAETCA TO, YTO

COACPKAHUC I'CHOB B ITAMMAX IIATOI'CHOB AOJIDKHO MCHATBLCA.

1.3.4 RXLR 3¢ dpexTopsl P. infestans
1.3.4.1 I'en BupyaentHoctu Avrl P. infestans

I'en ycronumBoctr R1 crmeruduuecku pacmosHaeT u3onathl P. infestans,
Hecymnue ren Bupysnerataocta Avrl (Ballvora et al., 2002; van der Lee et al., 2004).
Nzonmsater P. infestans, koropwie SBISIOTCS BHPYJICHTHBIMA Ha PACTCHUSX
kaprodens R1, numens nokyca Avrl, HO 00Ja1afOT TOMOJOTUYHBIM BapHAHTOM,
obo3nauyaembrii kak A-L (Avrl-like), xoropsiii HaxomuTcs B apyrom jokyce (Du et
al., 2018).

Ko-skcrpeccus Avrl u R1 B Nicotiana benthamiana npuBoauT K pa3BUTHIO
HR. Hampotus, HR nHe aktuBupyetcs npu ko-a3kcrpeccuu A-L u R1. 'omosnorus
mexay Avrl u A-L cocrasnsier 83%, y A-L orcyrctByer T-00nacTsh, a Takke ecTb
pSAA OTIMYUI B HYKJICOTHIHOW TOCTeAoBaTeIbHOCTH C-TepMHUHAIBHBIX MOTHBOB
(Pucynox 7).

Benox Avrl coctout u3 208 a.0. 1 BkIO4YaeT B ceOs1 CUTHAIBHBIN IIENTHI,
RXLR motuB, nBa MotuBa W u Y-motuB C-TepMUHAJIBHON YacTU MOJEKYJbI, a
takxke T-ob6macth. A-L Genok kopoue Avrl na 38 a.o. beuto mokaszano, 4To 31U

OTJINYHS OTIPEIEIAIOT BUPYJIEHTHOCTh A-L Ha pacTeHusx, coaepxkamux R1.
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Pucynox 7. CpaBHeHHME aMHUHOKHCIIOTHBIX MocieaoBarensHocteit Avrl u A-
L (o Du et al., 2018)

B wmccnemoBanmu Du et al., 2015a Obuto TPOAEMOHCTPHUPOBAHO, YTO |-
00JacTh SIBIIAECTCA 00s3aTeIbHOM JUIsl OCYIIECTBICHUS B3auMoaencTeust Avrl-Sech
(subunit of the exocyst complex), a taxxe mis nogasinennss CRINKLER2 (CRN2)
WHIYIIMPOBAHHOTO aromnTo3a KJIETOK. B Toke Bpems, mpsAMoe B3aWMOJCHCTBUC
Mexay Sech u A-L orcyrctByeT. benok Sech sisercs onHON M3 CyOBEIUMHUIL
AK30IUCThI. JlaHHBIN  OCJIKOBBIA KOMIUIEKC Y4YacTBYeT B LI€JIIOM  psJie
BHYTPHUKJIETOYHBIX MPOIECCOB, BKIIOYAs IK30IUTO3, BE3UKYJISIPHBINA TPAHCIOPT U
POCT KIJIETKH. SEC5 HEOOXOIUM Il CEKPEIMU CBS3aHHOTO C MaTOreHe30M Oelka
PR-1 u oTnoxeHusi KaJjio3bl, a Takke urpaetr poib B Bei3BaHHOW CRN2 rubenu
kieTok. [lpu paHeHMAX WIM MaTOJOTHYECKUX TMPOIEccax Kaio3a B BHJE
aMop(HON Macchl 3aKyNOpUBaeT MOpbl U nephopauuu PI03MbI, UTO MPEKpAIIAET
JCSITEIBHOCTh TaKOIO CHUTOBHAHOTO dneMeHTa. P. infestans wmanumymupyer
CyOBeqMHUIIEH SK30ITUCTHI U TEM CaMbIM HapyIlaeT BE3UKYJSPHBIN TPaHCIOPT,
KOTOPBIM SIBJISIETCS BaXXHOM 4YacThio Oa3ajdbHOM 3alluThl pacTeHus. Takow
MEXaHU3M MOJaBJICHUS UMMYHUTETA HE SIBJISICTCS YHUKAJIBHBIM M ObLT MTOKa3aH /s
HEKOTOPBIX Apyrux ¢uronaroreHoB. Tak, Alternaria carthami cexperupyer 6esnok
opedenauH A, MHTHOMPYIOMIMN 00pa30BaHUE BE3UKYJ U HAKOIUJICHWE KaJlIO3bl
(Nielsen et al., 2012).

bemox Avrl nakammBaeTcss Kak B ITUTOINIA3Me, TaK U B SAPE KIICTKH
pacTeHus-xo3siMHa.  MexaHu3Mm  pacro3HaBaHusi  Oenka  Avrl  ocraercs
HEU3BECTHBIM, OTCYTCTBYIOT JOKa3aTelbcTBa MpsMOro B3ammojenctBus R1 u
Avrl, xoTs 1 ObUIO MOKAa3aHO, YTO AJIA Pa3BUTHUS CBEPXUYBCTBUTEIHLHOTO OTBETA
HeoOxoumo, uyToObl mapa R1/Avrl Haxomunack B utomiazme. (Du et al., 2015a).

BOSMO)KHO, 9TO CBA3aHO C TEM, 4YTO OeJIoK-MHIIICHh SECS Takke JIOKaJu30BaH B
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LUTOIIa3ME KJIETKHU. BbLI0 Moka3zaHo, uto mumieHbio AVIl Takxe MoryT ObITh

nepokcucomsl (Wang et al., 2018).
1.3.4.2 I'en BupyJentaoctu Avr2 P. infestans

Kak u B cimydae ¢ Avrl, B renome P. infestans mpucyrctByer ren Avr2,
aBUPYJICHTHBIN Ha pacTeHusx R2, u ero romojor, obo3HadaeMblii kak Avr2-like
i A2l, xomupyromuii OelOK, KOTOPBIH HE pacmo3HaceTcs 3THUM R-OelkoM.
BupynentHas Qopma oTiumyaercs OT aBUPYJICHTHOW 13 aMHUHOKHCIOTHBIMU
3aMEHaMHU, U3 KOTOPBIX BoceMb HaxoasTcs B C-koH1eBoi obnactu. [lo-Buaumomy,
UMEHHO 3TOT NOJMMOp(H3M 00yciiaBiuBaeT oTcyTcTBue pacniosnaBanus (Gilroy et
al., 2011). benok AvVr2 HakarmMBaeTCs B MPOCTPAHCTBE psIoM ¢ raycropueit (Du
et al., 2015). beuto mokaszaHo, uto AVI2 B3aumojeiicTByer ¢ (ocdarasori BR
(brassinosteroid) u crocoOCTBYeT aHTaroHWU3My MEXIY POCTOM M WMMYHHBIM

oTBeTOM B pacteHnn (PucyHok 8).

INFY
o™ <,

® M

MUMMYHUTET

Pucynok 8. Mogenb BiausiHus npoaykTa reHa AVI2 Ha pocCT, pa3BUTHE U
UMMYHHBIN OTBeT Kaptodens. Bocrnpustue pemnentopom BSL1 docharazer BR
BbI3bIBacT pazButue BR curnanmura, Bnusromumii Ha CHL1 (Neural cell adhesion
molecule L1-like protein), uyto cTumynmMpyer pocT W pa3BUTHUE PACTEHUS, HO

omokupyeT mMMyHHBIH oTBeT (1o Turnbull et al., 2017)
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1.3.4.3 I'ensl BupysentHoctu Avr3a u Avr3b P. infestans

I'en Avr3a oTtHOCHTCS K HanboJjiee M3YYEHHBIM T'€HaM BUpPYJIEHTHOCTH P.
infestans. I'en PEX147 Obu1 uaentudunuposan kak Avr3a B 2005 roay mMeromom
KOMH(QHUIbTpAIlMK TeHa-KaHaAugaTa W TreHa ycroWumBoctd R3a B Nicotiana
benthamiana u B TpaHncrenHom kaprodene copra Desiree’. bbuto ommcano nBa
aJUIeIIsl, KOTOPBIE KOXUPYIOT Oeiky 1nHOi 147 a.0. — BupyseHTHbI Avr3a™™ (S™
E® M%) u asupynmentusii Avr3a™ (C® K®* I'). Oun ormmuarorcs tpems
AMUHOKHCJIOTAMH, OJIHA U3 KOTOPBIX HE CBSI3aHA C BUPYJICHTHOCTHIO, MOCKOJIBKY
HaxoauTcs B curHaibHOM mnentuae (Armstrong et al., 2005). Pasznwmunbie
aJJieJIbHBIE BapUAHTBI ATOrO I'€Ha IIMPOKO PACIPOCTPAHEHBI B momyisnusx P.
infestans, mosToMy JaHHBINA I'C€H YaCTO UCIOIB3YETCS B UCCIICAOBAHUSIX B KAUeCTBE
MOJIOKUTEIIBHOTO KOHTPOJISl. ABHUPYJICHTHBIM aJuieNib, PACHO3HAIOIIMNCI T€HOM
ycToiunBocT Kaptodenss R3a, penko BcTpedaeTcss B MOMYJALMH IaTOTEHA.
B03M0kHO, 3TO CBSI3aHO C T€M, YTO I'eH yCTOHYMBOCTH R3a MHTpOrpeccupoBaH BO
MHOTHE cOpTa KyJIbTUBUpPYyeMOro kapTodens. ['eHom kapTtodens cOAepKUT
MHOTOYHCIIeHHbIE ToMoJiord R3a, pacmonoxxennsie Ha 11 xpomocome (Huang et
al., 2005). Asupynentneii amtens Avr3a“' me Tompko 3amyckaer R3a-
OTOCPEIOBAHHBIA HMMMYHHUTET, HO TaKKe CHOCOOEH TMOAaBJsATh aroITo3,
uHaynupoBanubeiii  anucutopoMm INFl. Omgnako 3t GyHKIMH 0O0YCIOBJICHBI
pasueiMu amuHOKucoTamu (Bos et al., 2009). Bupynentusiii ammens Avr3a™
n30eraeT pacno3HaBanus R3a, HO TIpu 3TOM €ro COCOOHOCTH MOIABIIATH ArOINTO3,
unayuupoBanubiil INF1, 3HaunTenbHO cHUXKaeTcs. bbulo mokaszaHo, 4To OENoK
Avr3a nogasnser CMPGL (rubenp kietok, Bei3BaHHYI U-BOX yOoukBuTHH E3
murazoif). CoracHO TPENIOKCHHOW MOJCIHM B3auMOACHCTBUS, Oenmok Avr3a
cBs3biBaeTcs U cradbmnmzupyer CMPG1, TeM caMbiM MOJAaBisist UHAYLHPYEMbIN
BAK1 (BRIl-associated kinase 1) /SERK3 (somatic embryogenesis receptor
kinase) ummynHbIii oTBeT. BAK1 npunamiexut k cemeiictBy LRR pernentopHbix
krHa3. IMMyHHBIN OTBET 0CHOBaH Ha criocoOHoctu BAKL ObICTpO CBA3BIBATHCS C

onpenenenubiMut  MAMPS nartoreHa, 4ro NPUBOAUT K AaKTUBAIlMU MUTOTEH-
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aKTHUBHPYEMOI mpoTenHKnHA3bl 6 (mitogen-activated protein kinase 6, MPK6) u
MPOU3BOJICTBY aKTUBHBIX (opMm kuciopoaa. B toxke Bpems, 0enok BAKIL urpaer
BOXHYIO pOJIb B mepenaye curHaiioB BR mis perymsiium pa3Butus pacTeHUU.
Takum oOpazom, BAK1l ¢yHKumoHupyeT Kak B MHepelaye CUTHAJIOB
OpacCHHOCTEPOUJIOB, TaK U B OTHOIICHMM HMMYyHHUTETa, BbI3BaHHoro MAMP
(Yang et al., 2011). Benox Avr3a taxke Memiath sHA01IMTO3Y Apyrux PRR uepes
€ro acconuanuio ¢ OEIKOM, YYacTBYIONIUM B DJHIOIMTO3¢ W MEMOpPaHHOM
tpancnopte (Chaparro-Garcia et al., 2015). Takum o00pa3oM, OH MOXKET
pPETYIMPOBATh CICIMU(PUICCKHE aCMEeKThl JK30IMTO3a W DHAONWTO3a. bBIIo
nokaszaHo, 4yto Oenku R3a m Avr3a Jokamu3yroTcs B IUTOIUIA3ME KIETKH, MpU
OTCYTCTBUHU COOTBETCTBYIOIIETO O€Nka yCTOMYMBOCTH/BUpYJIeHTHOCTH. Korna oba
Oeka OKa3bIBAIOTCS B OJHON KIETKE, TO MPOUCXOAUT WX PEOKaIu3alus B
sHAO0COMY. Takoe mepeMelieHre HeoOXOAMMO JUIsl OCYIIECTBICHUS WMMYHHOTO
OTBETa W MPOMCXOINUT TOJBKO B ciiydae pacrmo3naBanus Avr3a (Engelhardt et al.,
2012).

B wuccnemosannu Bos et al.,, 2009 Obuto moka3aHO, YTO MYyTAalMH WM
nenerust RXLR moTtuBa He mpuBoauT K yrpate GpyHkuuu O0enka. Kpurnuneimu asis
coxpaHeHus: (GYHKIUA  aBUPYJICHTHOCTH  SIBIISIIOTCS  JIB€  MOJIMMOpP(HBIE
amurokucaotsr: K u 1'%, Dkcnpeccns 3Toro rema cTporo KOHTPOIHPYETCS B
teueHue paszBuTus uHPexuuu. KoncepBatuBHoe sapo RXLR-3ddexropos,
HKCIIPECCUPYEMBIX Ha PaHHEH cTaauu MHOUIIUPOBAHUS, CITIOCOOHBI TOAaBIsIThH HR,
BBI3BAHHBIN dKcrpeccueiit Avr3a™'. B nanbHeiimem Gbut o6Hapysken 51 ramiotun
9TOr0 reHa, OJHAKO HAHOONee PACIPOCTPAHEHHBIM OCTaeTcs amienb Avr3a "
(Cardenas et al., 2011; Yang et al., 2018).

B mnemaBuem wuccnemosannu Wawra et al.,, 2017 ¢ nomompro Macc-
CIIEKTPOMETPHUECKOTO aHalin3a OblI0 mokazaHo, yTo RXLR mociegoBaTeasHOCTD
HaTUBHOrO AvVI3a OTWeIseTcss Mepea Ccekperueil mnaroreHoMm, 3arem  N-
TepMUHaIbHas 00JacTh Oejika mojBepraercs aueruiupoBanuto. AMP-ananus c

BBICOKMM pa3pelIeHueM CTPYKTYpHBI Moka3ai, 4yto MoTuB RXLR xopomio noctynexn
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U TIOTEHITMAIBHBIX Tporeccupytonux ¢epmentoB. Ilpomeccuar Avr3a B
HEKOTOPOM CTEMEHM CXOXK C MPOLIECCUHTOM OeNKOB, cojaepskamux MotuB PEXEL
(Plasmodium export element) u TEXEL (Toxoplasma export element),
obnapyxernbM y Plasmodium falciparum u Toxoplasma gondii, cooTBeTCTBEHHO
(Curt-Varesano at al., 2016). Dtu pe3yabTaThl MPEAIOJIATAIOT, YTO (QYHKIIUA
RXLR wMoTuBa cBs3aHa ¢ cekpenueld Oenka, a HE B CcaMOM Mpoliecce
IIPOHUKHOBEHUS B KJICTKYy-xo3suHa (Wawra et al., 2017).

B renmome P. infestans oOunapyxeno paBa mapamora reHa Avr3a,
o0o3nauaembie kak PEX147-2 u PEX147-3. Cremenp romosorumu ¢ Avr3a
coctaBisteT 95% u 92%, coorBercTBeHHO. 3a uckiaoueHuem PEX147-2, Bce
BapuanTel Avr3a u PEX147-3 crabuibHbl mipu dKcmpeccuu in planta. IMapasor
PEX147-3 pacmno3naercsi kuHa3oi pacteHus R3a, B 1o Bpemsi kak PEX147-2
nu30eraeT pacrno3HaBaHusl. Takye MO CBOEW HYKJICOTHJIHOM MOCIEI0BATEIHLHOCTU
reH Avr3a umeeT cXoJCTBO ¢ TeHoM avrlb P. sojae, yto MoxeT yka3bIBaTh Ha MX
o0111ee MPOUCXOXKICHUE.

I'en R3b xoaupyer 6enok, koTopsiii Ha 82% coBmamaet ¢ R3a u HaxoauTCS B
toMm ke kiaactepe R3. I'er R3b cnenuduuecku pacnosnaer Avr3b, u He pacnio3Haer
Avr3a, HECMOTpS Ha HX BBICOKOE CXOACTBO B mociemoBareiapHoctu (Li et al.,
2011). Beuto mokazano, uto Avr3b MoxeT moaaBiATh rHOEb KICTOK, BHI3BAHHYIO
apdexropom PITG 22798, ogHako, MEXaHW3M DTOTO SIBJICHHUS OCTACTCS HESICHBIM
(Wang et al., 2017). ITo manasim AFLP ananmsa, y P. infestans B mokyce Avr3b-
Avrl10-Avrll oGHapyskeH reH, KOTOPBIN KOJUPYET BBIPAOOTKY Oelika, CXOIHOTO 10
CTPYKType ¢ OEIKOM PpEryiasITOpoM TpPaHCKPHMIMK. B03MOXHO, 3TOT TeH
KOOPJIMHUPYET OKCIPECCHUI0 U CEKPEIUI0 BCEX TPEX T'EHOB BUPYJICHTHOCTU

(Porosuna, 2011; van Poppel et al., 2008).
1.3.4.4 T'en Bupyiaentnoctu Avr4 P. infestans

I'en Avrd xonupyer RXLR 0Genok, cocrosmuii u3 287 a.o., COIEPKUT TpU
motuBa W u ogud MoTuB Y Ha C-koHile. COOTBETCTBYIOIINN I'eH YCTOMYMBOCTH

kapTodenss R4 He oxapakTepu30BaH Ha MOJIEKYJSIPHOM ypoBHE. MyTaius pamku
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cuuThbIBaHUS B AVI4 NpUBOAUT K OOpPAa30BAaHUIO MPOLECCUPOBAHHBIX OEJIKOB M
notepe GyHKIuOHANbHOCTH. [lo cpaBHeHUIO ¢ AVI4, YKOPOYCHHBIN AallJICITbHBINA
BapuaHT oTiindaercs 15 SNP 1 2 o fHOHYKICOTHAHBIMU JETEIUSIMU (Ale u ATl%)
(van Poppel et al., 2008). Otn nenenny MPUBOAIT K CABUTY PAMKH CUUTHIBAHUS U
00pa3oBaHUIO YKOpPOUEHHOTro Oenka jiuHoi 17 a/k. ['omosoru Avrd BBIABICHBI Y
OMu3KOpoJACTBEeHHBIX BHA0B poma Phytophthora: P. phaseoli, P. andina, P.
mirabilis, u P. ipomoeae, oqnako oTcyTcTBYIOT y BHioB P. sojae, P. ramorum u H.
Parasitica, TpUHATISKAITIMH K Ipyroi ¢uimoreHernvyeckoi Bersu (van Poppel et
al., 2009). [Torepst Avr4d He MOKET OBITH KOMIICHCUPOBaHA OJIM3KUMHU TOMOJIOTaMH,
MOCKOJIbKY WX HE CYIIECTBYET, OJHAKO, KOMIICHCAIIMS BO3MOKHA 3a CUET psjia
(GYHKIHMOHATIBHO HWBJIUMIIHUX HEPOACTBEHHBIX 3(P(HEKTOPOB, TakuM 00pazom,

I[aHHHﬁ I'CH HC MMCCT PCIIAIOMICTO SHAYCHUS IJIsI BUPYJICHTHOCTH ITaMMa.
1.3.4.5 I'en BupyaentHoctu Avr8 (Avr-Smira2) P. infestans

I'en BupynmentHoctH Avr8 (Avr-Smira2) mpejacraBiieH OJHOM KomMHeH B
reaome 130-4 P. infestans. Avr8 komupyer RXLR Oemox mmunoit 244 a.o.,
conepxkammuii WY -nmomen Ha C-koniie. Dkcnpeccus 6enka AVr8 uHaynupyercs Ha
paHHeil OuotpodHON (aze B3aMMOACHCTBUS C PACTEHUEM, OJHAKO JKCIIPECCHUS
JIOCTUTaeT TMHKa paHbllle, YeM Ul IPYTMX T'eHOB BHUpysieHTHocTH P. infestans. B
pe3ysbTaTe aHaJM3a HECKOJBKUX KIOHAIBHBIX JIMHUKA HE OBUIO OOHAapy»KeHO
nomumopdusma st aroro rena (Jo., 2013). bemox AvVI8 pacmnosnaercs
cootrBeTcTByomUM Oenkom R8 (Rpi-Smira2), xoTopblii ObuT OOHApy)KeH B
BBICOKOYCTOMYMBOM copTe kKapTodens Sarpo Mira. I'en R8 BHOCHT 3HAYMTEIbHBIH
Bkiag B ycrodumBocth (Rietman et al., 2012). Beuio ycraHOBji€HO, YTO Y
pa3IMYHBIX BHIOB SOlanum, mpoOUCXOAIIMX KaK M3 IEHTPAJIbHOTO, TaK M W3
I0’KHOAMEPUKAHCKOTO IIEHTpa pa3HooOpasus ceknum Petota, mpucyrcTByer

YCTOMYUBOCTB K 3TOMY I'€HY BUPYJIEHTHOCTH.
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1.3.4.6 I'en Bupyaentnoctu Avr9 (Avr-Smiral) P. infestans

I'ew Avr9 (Avr-Smiral) P. infestans o0namaer 3HAYUTEIbLHBIM
noaumopdusmoM. bermok Avr9 pacno3naetcst cooTBeTcTByIonmM O0enkoM R9 (Rpi-
Smiral), xortopwiii, kak u R8, ObuT OOHApyXeH B BBICOKOYCTOWYHMBOM COPTE
kapTodens Sarpo Mira. B cBoeii padore Rietman et. al. 2012 oGHapyxuau 1Ba
GYHKIIMOHAIBHBIX KiIacca aiuieeid reHa Avr-Smiral wu  mokasaigw, 49TO
aBUPYJICHTHBIC packl HE cojepkar kiacc | BapmanTtoB TeHa Avr-Smiral u
METHOHWH WJIM apruHUH B monokenusx 156 u 170. B paborte Stefanczyk et al.,
2018 6buTO MOKa3aHO, YTO TEH MPECTABICH MHOKECTBOM aJUICIbHBIX BapHUAHTOB,
HECHMHOHUMUYHBIC 3aMEHbI B OCHOBHOM HaxojasTcsi B C-TepMUHAIBHOW YaCTH,
KOTOpasi, Kak M3BECTHO, YYacCTBYET B crelu(PUUHOCTU pacrio3HaBaHus. M3 storo
MOXXHO CJIeJlaTh BBIBOJ, YTO TAaKOW TOJMMOP(HU3M CBS3aH C TeM, YTO y 3THX
OEJIKOB pa3Hble MUIICHH B KJIETKE, Ju0O, 4To O0jee BEpOsSTHO, ¢ U30eraHuem
pacno3HaBaHus. Takod TOTUMOP(PU3M aMHUHOKHUCIOTHOW TOCIEIOBATEIIPHOCTH
MOJKET TPHUBECTH K CHIDKCHHUIO YCTOMYMBOCTH Y COPTOB, COAEp almux reH Rpi-
Smiral. Mexay TeMm, AaHHBIA TE€H SBISCTCS OJHUM M3 IEPCIEKTUBHBIX Kak

MOTEHIIUAJIBHO 00ECIIeYNBAIOIINN BRICOKUN YPOBEHBb YCTONUMBOM K PUTOGTOPO3Y.
1.3.4.7 I'en BupyJaentHoctu Avr-vntl P. infestans

I'en Avr-vntl xomupyer RXLR 6enok, cocrosmuit u3 153 a.0., KOTOpBIH
pacro3HaeTcss COOTBETCTBYIOIIMM OEITKOM ycToHumMBOCTH KapTtodens Rpi-
vntl/Rpi-phul, ooHapyxennom B S. venturii u S. phureja, coorBercTBerHo. bpu1o
nokazaHo, 4uro B reHome P. infestans ren Avr-vntl npeacraBieH YeTBHIPHMS
BapHaHTaMH, OJHAKO, ATOT mosumopdusm He cBs3aH ¢ ¢yHkuueid (Pel, 2010).
OmvH w3 ameneid uWMeeT CTON-KOJOH, B pe3yiabTare TPaHCIUPYeTCs
HETMOJHOPAa3MEpHbIH  O€JIOK,  KOTOpBIM, CKOpee BCEro, He  ABISETCA
¢yHKIHOHATBHBIM. Ha ypoBHE HYKJIEOTHTHOM MOCIEI0BATEIFHOCTH ATOTO TeHA HE
yIalnoch OOHApYXHUTh pa3IMUUN MEXIy aBUPYJICHTHBIMU W BUPYJICHTHBIMH

mrammaMu.  Jkcrnpeccust Avr-vntl cTtporo peryiaupyercs, B BUPYJIEHTHBIX
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U30JIITaX OHA OTCYTCTBYeT IPH HAJIWYMM WHTAKTHOTO T'eHa. AHAaJOTHYHAsS
cTpaterus Obuia mokaszana juis Avr2 (Stefanczyk et al., 2017).

CooTBeTcTBYIOIMI TeH ycroiunBocTd Rpi-vntl.l Obp1 momyden u3 S.
venturii. 'er uneHTHPUIMPOBAH C MOMOMIBIO KIACCHYECKOTO TEHETHYECKOTO M
(bu3nYecKoro KapTUpoBaHUS U ObLIO ToOKazaHo, uyTo oH koaupyeT CC-NB-LRR
OCJIOK, KOTOpPBIM 00Ja7aeT BBICOKOW CTEMEeHBbI0 TOMOJOTMH ¢ 1M-22 u3 S.
lycopersicum. bBenok Tm-22 mpumaer yCTOWIMBOCTh K BHPYCY MO3aWKH TOMATOB
(ToMV) (Pel, 2010). briio moka3zaHo, 4TO TpaHCTEHHBIC pacTeHUs KapTodens u
Tomara, Hecymme reH Rpi-vntl.l, ycroiuuser k P. infestans. [lo3agnee ObuH
oOHapy KeHbI aJlIe/IbHbIC BapuaHThl 3Toro reHa (Rpi-vntl.2 u Rpi-vntl.3), kotopeie
HECKOJIbKUMH HYKJICOTHAHBIMH 3aMeHaMu. [Toka3aHo, 4To TeH ycroiiunBocTr Rpi-
phul u3 S. phureja (Sliwka et al., 2006) unentraen Rpivntl.1, uto yka3biBaeT Ha
BRXHOCTh 3TOT0 I'eHa, a TaK)Ke Ha OOIIHOCTb MPOUCXOXKIACHHS S. venturii u S.

phureja wim reHeTHYECKOro 0OMeHa MEXKIY STHMH BHJIAMHU.
1.3.4.8 CemeiicTtBa renoB Avr-blbl (ipiO) m Avr-blb2 P. infestans

I'ensr cemeiictra IpiO (in planta induced O) BrepBbie ObLIHM OOHAPYIKEHBI C
nomonipio marrepHoB dkcnpeccun (Pieterse et al.,, 1994). MonuTOpHHT
T€HETUYCCKOro pa3HooOpasus cemerictBa IPiO B OOJIBIIOM KOJIHYECTBE HU30JISTOB
P. infestans u poACTBEHHBIX BHJOB MPHBEI K OOHapyX)eHHIO 13 BapHaHTOB,
KOTOpPbIE MOKHO CrpYNIHUpPOBaTh B Tpu pa3Hbix kiacca. Kimacc | nHambonee
pa3HooOpa3eH u mupoko pacnpocrtpaned. Knacc |l 3HaunTensHo ornmmyaercs or |
kinacca U BrimouaeT Bapuantel 1PIO3 u ipiO13. Knace Il Bkmrouaer ren ipiO4,
KOTOphI otiiuaercst oT TeHoB | u |l kinacca 16 aMUHOKHUCIIOTHBIMU 3aMEHAMU U
SBISICTCS TeHeTHuYecku Haumbosee otnaneHHbiM (Champouret et al., 2009). Ilpu
nomotnu konHpuisTpauu ¢ Rpi-blbl B Nicotiana benthamiana 6su10 nokazaso,
YTO BapHaHThI T'€HOB, oTHOocsmmecs K | kmaccy IpiO, Be3bBaioT HR, TO ecTh
SBJISIIOTCS aBUPYJICHTHBIMA Ha PACTEHMSIX, COJIEPKAIUX COOTBETCTBYIOIIUNA TEH
ycTounBOoCcTU. ['eHbl, oTHOcAmmMecs K kiaccy |l, Oblmu aBUPYJIEHTHBIMU B

MOJIEJIbHOM JKCHEPUMEHTE IMPH arpoOakTepuanbHOW KOMH(PUIBTPALUUA C T€HOM
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RB, HO B ecTeCTBEHHBIX YCIOBUAX ImTaMMbl P. infestans, coneprkarime TOIBKO
BapuaHThl reHoB 1PIO kitacca |1, He BBI3BIBAIM THIICPYYBCTBHTEILHOTO OTBETA Y
pacTeHMid, UMEIOMUX B CBOeM TreHome reHoM RB. Hammume Bapmanrta kiacca |
MOXXET TIOJaBJIATh (YHKIUMIO BHPYJICHTHOCTH BapwaHTa kiacca |l myrem
KOHKYPCHIIMU 3a OJHY U Ty K€ MHIICHb B KieTke pacteHus (Champouret et al.,
2009). I'en ipiO4, otnocsmuiics k Il kaccy, Bcerna siBisieTcss BUPYJICHTHBIM U
Onokupyer pacnozHaBaHue | kmacca renoB. Takum o00pa3om, IITaMMBbI
yTpaTUBIIKNE TE€HBI, OTHOCAIIMECS K | Kaccy, Bcerna BUPYJISCHTHBI Ha PAaCTCHUSX,
Hecymx Rpi-blbl u ero romomorm (Halterman et al., 2010). ITo3anee, ObLIO
obHapyxeHo emie 20 alIeNbHBIX BapUaHTOB, OTHOCSIIHUXCS K Pa3HBIM KiaccaM
Avr-blbl (Han et al., 2016). bpulo mnoka3aHO, 4YTO B JaHHBIX Mapax
OCYIIECTBIISICTCS MPSIMOE B3aUMOJICHCTBUE I'€H-HA-TeH, KOTOPOE IMOATBEPIKIaeTCs
TUTHOPHUTHOM JPOXKEBOU cHCTeMOl. B mpucyrcTBre reHoB kiacca | mpoucxoaur
onmuromepm3anus Mmojekyinbl Rpi-blbl, uro npuBoautr k akTMBammMm Oenka W
WHAYKIIMA UMMYHHOTO oTBeTa. benok ipiO4 ¢usmuecku B3ammopeiictByer ¢ CC
noMeHoM Oernka Rpi-blbl u 6mokupyer ero onuromepusanuto (Chen et al., 2012).

Nnentudukanus ipiO kaxk Avr-blbl Obuta ocymecTBieHa ¢ MOMOIIBIO
arpouH¢mibTpanuu Oenka IPIO B pactenus, Hecymue R-rensl. [Ipu sToM nBa
BapuanTta reHa IpiO, a umenno ipiOl u ipiO2, Be3Bamu HR Ha pactenmsx S.
bulbocastanum, necymmux ren Rpi-blbl/RB (van der Vossen et al., 2003;
Vleeshouwers et al., 2008). HR wnabmomancs Ttaxke Ha S. stoloniferum,
cozepxaiero romosoru Rpi-stol u Rpi-ptal. BapuanT ipiO4 He BbI3bIBaM rHOETH
KJIeToK npu arpouHduisTpanuu ¢ Rpi-blbl u ero romonoramu. Takum o6pazom,
alUIeId WM BapuaHThl cemelicTBa TeHoB IPIO pas3muyaroTcss B OTHOIICHHH
pacrioznaBanusi Rpi-blbl wu, cnemoBaTensHO, B aBHPYJICHTHOCTH Ha PACTCHUSX,
Hecymux Rpi-blbl (Champouret et al., 2009).

Y pacTeHWil aKTHBHAs 3alUTa OT OMOTPO(HBIX MATOTEHOB 3aBHCHT OT
(GYHKIIMOHATFHOTO  B3aMMOACHCTBHS ~ MEXKAY  KJICTOYHOM  CTEHKOM |

Ia3MaTHYeCKOd MeMOpaHoU KieTku. Takum 00pa3oM, OENKH, MOAAePKUBAIOIINIE



o1

3TO B3aMMOJICHCTBHE, TAK)KE YYaCTBYIOT B UMMYHUTETE pacTeHus. Dddexrtop P.
infestans ipiO coxepxxut RGD (rae R — aprunun, G — rimnul, D — acnaparuaoBast
KUCIIOTa) MOTHB, OOCCICUMBAIOIIMI aJre3uto KIeToK. JIeKTHH-penenTopHas
krHaza memOpanbl LeCRK-1.9 (legume-like lectin receptor kinase, perientop RGD)
CBSI3BIBACT  WHTCTPUHBI,  IMPOHHU3BIBAIOIINE  KJICTOYHbIE  MEMOpaHbl |
oO0beAMHSIONNE coceHue KieTku. benok IpiO  Hacklmaer penenTopel W,
KOHKYPHUPYsI ¢ HHTETPUHOM, BBI3BIBACT pacmaja TKaHW. KierouHas anresust urpaet
BaXHYIO POJb B 3alIUTHBIX peakiusx (Bouwmeester et al., 2011; Chen and
Halterman, 2017). beuto mokaszano, uyto yBenuwdeHue skcnpeccun LecRK-1.9

NPUBOJIUT K TOBBIIICHUIO YCTOWYMBOCTH pacTeHus k P. brassicae (Bouwmeester et

al., 2011).
et | u Il xmacca ipiO mmMpOKO pacHpoOCTpaHEHBI B EBPOMECHCKHX
nonymsuusx P. infestans, B orinuune ot kimacca lll, 4ro gemaeT mepcrneKTHBHBIM

UCTIOJIb30BAHUE COPTOB, COJEPXKAIIMX PACMO3HAIOIINE WX TEHBI YCTOWYMBOCTH
RB/Rpi-blb1/Rpi-stol/Rpi-ptal (Vleeshouwers et al., 2008).

Kak u B ciyugae ¢ Avr-blbl, cymiecTByeT HeCKONBKO aJljIeIbHBIX BAPHAHTOB
rema Avr-blb2, kortopeie oTiHMuaroTcs MO CcBoeH (HYHKIIMOHAIBLHOCTH. bbIIO
MOKa3aHoO, 4YTO Ha pacrno3HaBaHWEe TEeHOM YycTroWdymBocTH RB  Biuser
AMHHOKHUCIIOTHas 3aMeHa B monokeHnHn 69. IlocnemoBaTenbHOCTH, HMMEIOIIHE
(eHMaTaHUH B 3TOM TOJIOXKCHUH, SIBJISIFOTCS BUPYJICHTHBIMH. BO Bpemsi MHeKIiu
Avr-blb2 nakarummBaetcs Bokpyr rayctopud. C  TOMOIIBIO TPaH3UCHTHOMN
skcnpeccurn B N. benthamiana, Oputo npomemonctpupoBano, urto Avr-blb2
CBSI3bIBACTCS M CHCIU(UUECKH HWHTHOUPYET CEKPEIUI0 IMananH-1mogo0HOoN
ucTenHoBo# npoteasbl C14 B mpocTpaHcTBe psitoM ¢ raycropueit (Bozkurt et al.,
2011). DTOT KJIaCC MMMYHHBIX TIPOTEa3 SBJSICTCS MUILICHBIO JUISI MHOXKECTBA
Apyrux anorutactiuueckux 3ddexropos (Horger et al., 2013). T'erm Avr-blb2
HAXOJIUTCS TOJ TOJIOKHUTEIBHBIM OTOOpOoM, M B monyssiusx P. infestans
COXPAHSAIOTCS pPa3IU4YHbIC ajUleNIbHbIE BapHaHTHI, YTO YKa3blBaeT Ha TO, YTO

cnenuduueckre ajuien BHOCAT BKiaa B BupyieHTHocTh (Oliva et al., 2015).
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1.3.5 CRN s ¢dexropsi P. infestans

[TepBonauanpHo mmrormazMatuueckue 3ddexroper CRN (Crinkler and
Necrosis — ckpyunBaHue W HEKPO3) ObUIM WIACHTU(GUIIMPOBAHBI U3 TPAHCKPHIITOB
P. infestans, komupyronmux mnpezmnogaraeMbie CEKPEeTHPYEMbIC TICITH/IBI, KOTOPHIC
BBI3BIBAIOT CKPYYHBAHUE U HEKPO3, XapaKTEPHBIA TSI BPOKIEHHOTO UMMYHHUTETA
pactenmii (Torto et al.,, 2003). HecmoTpss Ha uX mEepBOHAYaAJIbHOC HAa3BaHUC,
aKTUBHOCTB, BBI3BIBAIONIAsl THOENIh KIIETOK, He sBisgeTcsa obOmer a1 Bcex CRN
s dexropoB. bonee Toro, Muorue CRN Oenku momaBisioT mpolecchl THbOenu
KIIETOK-X035ieB. TakuM oOpa3oM, mpeactaBiseTcs Oosnee BeposTHbIM, uTo CRN
b deKTophl NEUCTBYIOT KaK PETYISTOPHI THOEH KIETOK, a HE KaK UHIYKTOpH. B
CBSI3M C 3TUM, B HEKOTOPBIX paboTtax ynorpeoinsercs tepmuHosorus CR 6enku (ot
Crinkler-RHS-type, rne RHSPs — Retrotransposon HotSpot Proteins) (Amaro et
al., 2017; Zhang et al., 2016). Kakx u RXLR »sddekropsl, OHM IIUPOKO
pacrnpocTpaHeHbl y MpeIcTaBuTeNel kiacca oomurersl (Amaro et al., 2017). Dt
pE3yNbTaThl CBUACTENBLCTBYIOT O TOM, 4T0 CRN SBIAIOTCS IpeBHUM KJIacCOM
KOHCEpBAaTUBHBIX A(DPEeKTOpHBIX OeNKOoB oomuIleToB. Jl0 CHX MOp Majio dYTO
n3BeCTHO 00 3TUX 3¢ dexTopax. OHU MOBCEMECTHO BCTPEUAIOTCS B PACTUTEIBHBIX
MATOTEHHBIX OOMHUIIETaX ¥ CUMOMOTHUYECKHUX Tprubax, HO UX KOJIHMYECTBO Y Pa3HBIX
BUJIOB CHJIBHO pasjMyacTcs. AHaIM3 MocjeaoBareabHOCTH TeHoma P. infestans
obonapyxun 196 CRN-reHoB, B To Bpems kak juist P. sojae m P. ramorum wux
konnuecTBo cocTaniseT 100 u 19 reHoB, cooTBeTCTBEHHO. BBUIO MMOKA3aHO, YTO M3
HUX 3Kcrpeccupyrores nopsiaka 98%, uro 3HauuTensHO Bhiie, yeM y RXLR
sa¢pdexropo (Amaro et al., 2017; Haas et al., 2009). I[TomrMO BBICOKOTO YPOBHS
skcnpeccuu, st CRN addexropoB Takke, kak u mas RXLR addexropos,
XapaKTEepHA CMEHA «BOJIH JKCIIPECCHM» BO BpeMs pa3BuTHs mHbekuu. [TomooHO
RXLR, CRN mnpencraBnstor coboii moayisHbie Oenku. CRN Genmox comepkut
BBICOKOKOHCepBaTHBHYIO N-TepmMuHanbHyro 4dacth ¢ LXLFLAK wmotuBoMm, 3a
kotopeiM cinenyer DWL u HVLVVVP wmotuBel. Cuwurtaercs, uYTo 9Ta

MOCJIEI0BATEIBHOCTD SBIIAETCA TOpsAYei TOUKON pekomOuHanuu. C-TepMUHaIbHAS
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00J1acTh SABJIAETCS OTMMOPGHOM 1 OTBeUaeT 3a GyHKIMIo Oenka B kiretke (Gaulin,
2017). BoNmBIIMHCTBO TEHOB O0JIAJAIOT CUTHAIBHBIM TenTuioM. CTpyKTypHas
opranu3arnuss CRN renos P. infestans u P. sojae 6oiiee moapoOHO ObLTa H3y4YeHa B
pabore Zhang et al., 2016. B w4actHOCTH, OBUIO YCTAaHOBJICHO HAJIUYHC
yOMKBUTHUHOBOTO JIOMEHA, KOTOPBIMA, KakK IOJararoT, OTBEYAET 3a CEKPElHI0 U
TpaHCJIOKAIHIO B KJIeTKY. KpoMe Hero, ObUTn 00HApY>KEHBI JOMEHBI SHJOHYKJII€a3hl
pecrpuknuu (REase), nporennkunasbl, sumouyKIea3sl HNH (cootBeTctByeT H-N-
H-MOTHBY, KOTOpBIM NpUHUMAET ydacThue B (POPMUPOBAHUM KATATUTHUYECKOTO
nentpa H-N-H-sunonykneas), nykieassl LK (PHKa3b1) 1 MHOXECTBO pa3iuyHBIX
JIOMEHOB TENTHUa3, KOTOpble, KaK MPEIoJiaraloT, HeCyT CBOM JE€TEPMUHAHTHI
TokcuuHOCTH (Pucynox 9).

CurHanbHbIit LXLFLAK HVLVVVP A
nenTua MOTHUB HMOTHB

LXLFLAK aomeH DWL aomeH

g...i N_TepM“HaanMe AOMEeHbl l...ss ............................. I C-TepM”Haanble AOMEeHbI l .................................. E

YOUKBUTHHOBBIN AOMEH noweH NTPasp  HTHAHK AoreH PHKasb!
CBA3bLIBAOWMI

Aomen
Pucynok 9. Crpykrypa CRN renoB. (A) N-xonen 6enka CRN comepxut
KOHCEpBATUBHbBIC JOMEHBI. curHabHbINA nentul; foMmeH LXLFLAK, conepxkamuii
cootBeTcTBYIOmMT MOTUB LXLFLAK, cBsA3aHHBI ¢ TpaHCIOKalMEH; U JIOMEH
DWL, kotopslii 3akanunBaeTcsi koHcepBaTuBHbIM MoTBOM HVLVVVP. C-konen
CRN nonumopden (He moka3aHo).
(B) Crpykrypa CRN, ompenenennas Amaro et al., 2017. N-tepmunanbHas
obiacth Oenka y aByx Bumo Phytophthora (P. infestans u P. sojae) comepxwur
noMeH, moxokuii Ha youkButuH (UDI), xoTopsiii, kak mojararoT, oTBeYaeT 3a
CEKPEIMIO U MepeMeIIeHUE B KIETKYy-xo03sauHa. C-repMuHaiipbHas yacth Oenka CRN
COJIEPKUT CTPYKTYpPbI, UMEIOIINE (epMeHTaTUBHYIO (yHKIUI0. B OonbIIMHCTBE
ciydaeB C-TepMuHanbHas 00JaCTh COJAEPKHUT CIASAYIONMIYIO JOMEHHYIO CTPYKTYpPY

(NTPa3a + HTH + PHKasa) (mo Amaro et al., 2017)
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Kak u RXLR renbi, CRN 00BIYHO BCTpeHarOTCsI B MOBTOPSIOLIUXCSA
001acTIX TeHOB. VICTOUHMKOM MX pa3HooOpasus sABisieTcs pekomonHanus (Haas et
al., 2009). B ormuure ot RXLR addexropos, nokamuzaius KOTOPHIX B KICTKE
MOET ObITh paznuuHoi, Bce m3ydeHHble CRN a¢gdekTops! tokanusyrorcs B sape.
[To-BuammoMmy, JoKaiu3anus B sAJIpe KIETKU HEoOXoAuMma i OCYIIECTBICHUS
dbyukiuu CRN O6enkoB. ToT dakt, uro Bce CRN Oenku HakamimBaroTCsa B sape,
MOKET yKa3bIBaTh Ha TO, YTO OHM HaIleJICHBI HAa WACHTHUYHBIN WM OTPAaHUYCHHBIN
Habop mporieccoB B kieTke. OaHAKO JallbHEUIINE UCCIIEIOBAaHUS MOKA3alH, YTO
3Ta THUIOTE3a MalloBeposiTHA, MockoibKy 1t CRN OenkoB xapakTepHa pasHas
cyOBsiiepHas JoKaIu3alus, KpoMe Toro, ObUIo MmokazaHo, uto HekoTopbie CRN
Oenku Hanpsamyro B3aumojencTByioT ¢ JIHK, B ToM yucie Biusist Ha SKCIPECCHUIO
OenkoB TerutoBoro mmoka (Amaro et al., 2017). CRN »ddekxropsl rpudoB u
OOMHIIETOB, TO-BUJAMUMOMY, JEUCTBYIOT KaK pEryJsiToOpbl THOENHW KIETOK U
MOJIaBIICHUS MMMYHHTETa XO3siMHA. BBICKa3bIBaeTCs MPEANONOKEHHE, YTO IJIs
CRN wmosxer ObITh XapakTepHa auMepu3anus Mexay pasHbimu CRN Genkamu, B
pe3ynbTate uero oO0pa3yloTCs KOMIUICKCHI, YCHUJIMBAIOIINE BHUPYJICHTHOCTD
narorena (Li et al., 2016). benku CRN dochopmmmpyrorcs Ha pasHBIX dTanax
’)KM3HEHHOro mukia. beuio mokasano, yro Oeimok CRNS8 oOmagaer kuHasHOM
AKTUBHOCTBIO U JIOKAJIM3YETCA B SApaxX PAaCTEHUMU, UYTO YKa3bIBAaET HA TO, YTO OH
BMEIIIMBACTCS B CUTHAJIBHBIC ITyTH XO35MHA BO BpeMs nH(peknuu. Jlemenus 3Toro
MOTHBA CHIWKAET CTa0MIBHOCTH O€JKa M YMEHBIIIAET €r0 CIIOCOOHOCTh BBI3HIBATH
rubeins kierok (Van Damme et al., 2012).

[lepBoHauanbHO OOHapyxeHHble B oomuieTax u rpudax, CRN Oenku B
HACTOsIIee BpeMs OOHAPYKUBAIOTCA B IIMPOKOM JIMAINA30HE DYKapHOT, BKIIOUAsS
cBobomHoxuByIHe Buabl (Zhang et al., 2016). JlanHblii (akT ykas3plBaeT Ha TO,
gyto CRN Oenku moryt urparh pojb HE TOJBKO B KOJOHU3AIUU PACTCHHUM, HO
TaK)K€ U BO B3aUMOJICCTBUU C IPYTUMH MUKPOOPTaHU3MaMU ITyTEM MOBPEKICHUS
JTHK konkypentoB (Ramirez-Garcés et al., 2016). MuTepecHo, 4T0 HEKOTOpBIC

BUJIBI Ha3eMHBIX pacteHuid, Takue kak Selaginella moellendorffii, Physcomitrella
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patens, A. thaliana, Vitis vinifera, S. tuberosum u S. lycopersicum Takxe coaepxat
CRN Oenku. Mx ¢yHkmus ocrtaercs HewsBectHou (Zhang et al., 2016). Ortum
pe3yNbTaThl MPEANoiaraloT JU00 HaJudie TOPU30HTAIBLHOTO TEPEeHOCA MEKITY
JTAHHBIMH BHJAMH, JIMOO TO, YTO BCE 3TH T'€HBI yXKE MPHUCYTCTBOBAIH y PAHHUX
npeaniectBeHHuKoB 3ykapuot (Lin et al., 2014). B cBs3u ¢ 3TuM, MUKPOOHBIE
3¢ deKTopel HE JIOJDKHBI PAacCMAaTPUBATHCS HCKIIOYUTEIHHO B  KOHTEKCTE
B3aMMOJICHCTBHUSL MEXIy BO30yAuTeNneM U pacTeHueM. D(PPeKTopsl TOIKHBI
paccMaTpuBaThCs HE TOJBKO KAaK TEHBI BUPYJICHTHOCTH, HO W KaK MOJICKYJIHI,
TIO3BOJISIFOIINAE BO30YIUTENISIM OCBAaWBaTh HOBBIC HSKOJIOTUYECKHE HUINU ITyTeM

yCTpaHEHUs TOTEHIMAIbHBIX KOHKYpeHToB (Gaulin, 2017).
1.4 T'ennl ycroituuBocTH (R rennr) kaprodens

Kaptogens (Solanum tuberosum L.) BriepBrie 3aBe3nu B EBponry B XV Beke
U C TeX TOp OH BBIpAlIMBaeTCAd TMOYTH BO BCEX cTpaHax wmupa. ExeromHo
TIPOU3BOIUTCS OKOJIO 400 MUJTH. TOHH KapTodes
(http://www.fao.org/faostat/en/#home). OH cumTaeTcss TpeThbedl MO 3HAYMMOCTH
KyJbTypol B mMupe mociie puca (696 muiH. ToHH) ¥ mineHuIpl (654 MITH. TOHH).
Kaprodensr gaer Gosiee BBICOKHMM ypoxal, ero MOXHO COOMpaTh paHblle, U OH
MOKET pacTH B 0oJjiee CypOBOM KJIMMAaTe, YeM Jirobasi Ipyrasi OCHOBHAs KyJIbTypa.
Apnanrtanys K JOJITOMY JHIO Hapsiy € YCWIMSMHU IO Pa3BEICHHUIO TMpHUBENa K
JTanbHEHIIEMy pactpoCTpaHEHUIO0 KapTodess, KOTOPbIH B KOHCYHOM HTOTE CTal
BOKHBIM HMCTOYHHUKOM YIJICBOJIOB W IIHPOKO PACHPOCTPAHEHHBIM MPOIYKTOM
MUTaHUS BO BCEM MHUpPE. BBUIO MHOTO CHOpPOB O MPOUCXOXACHUH KYJIHTYPHOTO
KapTodens, cCUMTaeTcs, 4To oJoMaliHuBaHue Havaioch okoyio /000-10000 ner
Hasag B AHjuckoM peruone (Spooner et al., 2005).

Solanum tuberosum sBasieTcs wieHoMm cemeiictBa Solanaceae, kotopoe
BKJIIOYAET B ceOs TaKMe DKOHOMHUYECKH Ba)KHBbIC KyJIbTYypbl Kak Tomat (Solanum
lycopersicum), meper; (Capsicum), Oaknaxan (Solanum melongena) u Tabak
(Nicotiana tabacum). Boaee 190 Bumo Solanum ceknuu Petota Oblau

UACHTU(DULIMPOBAHBI B PAa3JIMYHBIX YacTSIX CEBEPHOW U IOKHOM AMEpUuKH,
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OOJBIIMHCTBO W3 HUX CKOHIIEHTPUPOBAaHO B ApreHtuHe, bonusBuu, Mekcuke u
[Tepy (Hijmans and Spooner, 2001). Otu BHIbI MOTYT OBITH HCIOJIL30BaHBLI B
KauecTBe T€HETUUYECKOro pecypca JJis CO3JaHHUsl HOBBIX COPTOB, YCTOMYHUBBIX K
IIHPOKOMY CIEKTPY OMOTHYECKHX W abnoTHueckux ¢akropos (Seman, 2013).

KosBosmtonusa maroreHa M pacTeHUs-XO3MHA B TEUEHHE MHLJIMOHOB JIET
npuBeia K TOMY, YTO Y PAaCTeHUN MOSIBUIOCH OTPOMHOE KOJUYECTBO MMMYHHBIX
pELEenTOPOB, KOTOPHIE CIIOCOOHBI PACIIO3HABATH PA3MYHBIC KJIACCHI MAaTOTEHOB.
UtoOBI BbI3BaThH 3a00JIeBaHUE, TATOTEHHBIE OPTraHU3Mbl JOJKHBI OBITh CIIOCOOHBI
npeoaoseBaTh Gu3nYecKrue Oapbepsl, MONABIATH WIH U30€TaTh UMMYHHOTO OTBETa
Y TI0JTy4aTh MUTATEIbHBIC BEIIECTBA U3 TKAHEH X03MHA.

I'enetnuecku ycroiumBbie K (UTOGTOPO3y copTa KapTodens SBISIOTCS
onHOU u3 Hanbomnee 3h(PEKTUBHBIX, SJKOHOMUUHBIX M SKOJOTMYECKU OE30MaCHBIX
crpateruii 6oprOb ¢ P. infestans (Champouret et al., 2009; Rodewald and
Trognitz, 2013; Yin et al., 2017). Takue copTa coaepkaT I'eHbl YCTOWYHUBOCTH,
KOTOpBIC MOTYT pacrlo3HaBaTh IeHbl BUpYyJeHTHOCTH P. infestans n aktuBupoBath
3allUTHBIE PEaKIMU OpraHu3Ma i mojaBieHus wuHpeknmuu. OaHako, ObLIO
MOKa3aHO, YTO HEKOTOPBIE COpPTa TEPSIOT CBOIO YCTOWYMBOCTH B TEUEHHUE CE30HA,
MOCKOJIbKY AVI TeHBI CIIOCOOHBI OBICTPO IBOJIIOLIMOHUPOBATH 3a cueT PAV (present
and absent variation), wunHgenoB u SNP, 4YTOo mNPUBOAWT K HAPYIICHUIO
B3aumoeicTBus Mmexxay Avr u R 6enkom (Raffaele et al., 2010; Vleeshouwers and
Oliver, 2014). bnaromaps Bo3pacratoiiemy noHuMaHuio ¢yHknuidi RXLR
3¢ (HEeKTOpOB OHM CTAHOBATCS HMHCTPYMEHTAMH COBPEMEHHOW CENEKIMH Ha
YCTOMYMBOCTh K (utodTopo3y kaprodens, momorass YCKOPUTb U YJIYYIIUTH
UAeHTUHUKAIMIO U (YHKIMOHAIBHYI0 Xapaktepuctuky R renos (Vleeshouwers
and Oliver, 2014). [ns co3maHusi yCTOWYHMBBIX COPTOB KapToderns HeoOX0aumo
M3y4eHUE OCHOBHOTO cocTaBa skcmpeccupyeMmbix RXLR addexTopoB, xoTophie
JIOJDKHBI BHOCHUTB CYIIIECTBEHHBIH BKJIaJ B BHPYJCHTHOCTH martoreHoB (Dangl et
al.,, 2013). Takoii merox moka3an CBOKO 3(PHEKTHBHOCTh JUIsi OOpPHOBI C

Xanthomonas axonopodis pv. manihotis (Yin et al., 2017).
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BounbIiiast 4acTh T€HOB YCTOMYMBOCTH Oblila IPUBHECCHA B TE€HOM KapToders
IyTEM HHTPOIPECCHHM T€HETHYCCKOr0 MaTepuaia POIACTBEHHOTO IUKOPACTYIIETO
MeKcuKaHckoro Buaa Solanum demissum, ycroiumBoro k ¢urtodropo3y, npyrue
JTUKOPACTYIIUE BUIBI TAKXKe MOCITYKUIM HCTOYHHKAMH R T€HOB yCTOHYHMBOCTH K
dutodroposy, Takue kak S. stoloniferum, S. bulbocastanum, S. venturii u S.
chacoense (Rodewald and Trognitz, 2013). Pacrenus, coaepkaiiue R reHsl u3 S.
demissum OBICTPO MOTEPSITN YCTOWYMBOCTh K (PUTOGTOPO3y, HAMPOTUB, TeH Rpi-
blbl, mpoucxomsammit u3 S. bulbocastanum, B TeuecHHE MHOIHX JIET CUHTAJICS
TeHOM, JaroniuM Hecrnenuduueckyro ycrorunBocth (Champouret et al., 2009). B
NOCJCTHUE TOAbI OBUIM HIACHTU(MUIMPOBAHBI M OXapaKTEPHU30BaHbI R TeHBI
KapTodes, KOTOpble BHOCAT OCHOBHOM BKJIaJd B YCTOMYHUBOCTH. [ €HBI
pacocneliM(puUHON  yCTOMUMBOCTH K  (UTO(PTOPO3y, MEpEHECEeHHblE U3
JTMKOPaCTYIINX copoanuei KapToders, ObLTH OXapaKTEePU30BaHbI
(bHUTONATONOTMYECKMMH METOJAMH M KapTUPOBAHBI IO (PEHOTHITY Ha HECKOJIBKHX
rpynmax cuerieHus (Bradshaw et al., 2009; Gebhardt, 2016), a 3aTem HekoTOpBIC
R reHsl ObUTM KIIOHUPOBAHBI M3 JUKOPACTYIIMX copoaudeil u gopm kaprodens,
comepkanmx ux reHermdeckuii marepuan (Witek et al., 2016), u moapoOHO
OXapaKkTepU30BaHbl, Ojaromaps dYeMmy YAajloCh YCTAaHOBHTh HEKOTOpBIC Maphbl
adexropHbIil Oenmok-pacnozHaronuii ero R 6emok. I'erst R1, R2 u R3a Obun
kioHupoBanbl U3 Solanum demissum (Huang et al., 2005; Lokossou et al., 2009).
I'ensr Rpi-blb1/RB, Rpi-blb2 u Rpi-blb3 monyuenst u3 S. bulbocastanum
(Lokossou et al., 2009; van der Vossen et al., 2003). I'er Rpi-vntl.1 Obu1
kionupoBan u3 S. venturii (Foster et al., 2009; Pel, 2010) (Ta6numa 3).



58

Tabnuna 3. ['eHbl ycTOWYMBOCTH M AWKHE BHIBI SOlanum w3 KOTOphIX OHH OBLIH

IIOJIY4YCHEI
['eHBl ycTOMUUBOCTH Bua Solanum
R1 S. demissum/S. stoloniferum
R2/Rpi-blb3 S. demissum/S. bulbocastanum/S.

stoloniferum

R3a S. demissum
R3b S. demissum
R4 S. demissum
R8 (Rpi-Smira2) S. demissum (cv. Sarpo Mira)
R9 (Rpi-Smiral) S. demissum (cv. Sarpo Mira)
RB/Rpi-blb1/Rpi-stol S. bulbocastanum/S. stoloniferum
Rpi-blb2 (R9a) S. bulbocastanum/S. stoloniferum
Rpi-vntl.1, Rpi-vntl.3 S. venturii
Rpi-chcl S. chacoense

B renome pacrenuit cymectBytor coTHH NBS-LRR-xomupyromumx
nocienosareiapHocTel (Jupe et al., 2012). R reHbl 00bIYHO 0Opa3yrOT KJIacTephl,
BO3HUKAIOIIME B pe3ynbTare JOyOnupoBaHUS W JUBEpCU(PUKAIMM, U YACTO
BCTPEYAIOTCS B PETMOHAX C BBICOKOW KOHUEHTpAIMEl MOBTOPSIOMINXCS JIEMEHTOB
(Seman, 2013). ®ynkumonanbHas 3(PGEeKTHBHOCT, R TeHa 3aBUCHT OT
HBOJIIOMOHHOW  CKOpPOCTM  B3auMOZEHCTByromiero ¢ HuUM AVl reHa
COOTBETCTBYIOILIETO TATOT€HAa. BBeneHune OaUHOYHBIX R TeHOB oOKa3aioch
HeapekTuBHbIM. [lomynsuuu MAaTOreHOoB € BBICOKUM  HBOJIIOLIMOHHBIM
MOTEHIIMAJIOM OOBIYHO COYETAIOT MOJIOBOM M OECTOJIBIN THUIT pa3MHOKEHUS, Apeid
reHoB, Oonblune 3(PQPEeKTUBHBIE pa3Mepbl MONYJISLUUM M BBICOKYIO CKOPOCTH
MyTanuid. BwIcokuii 3BOIONUMOHHBIN moTeHmman P. infestans oObsicHseTCs
reTepoTauINYECKUM CTPOEHUEM, UTO MO3BOJISIET BbIpAa0AThIBATh MOJIOBBIE OOCIOPHI

Y TIEPEHOCHUMBIE B BO3JTyX€ OECITOJIbIE 300CTIOPHI.
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beimn mipesiokeHsl 1BE MOACNH IS 3Boonuu R reHoB. Momens «Arms-
Race» (Bergelson et al., 2001) mpenmosaraer, 9ro R TEHBI CTaHOBATCS
OecIloIe3HBIMU  TIOCJIE BO3HWKHOBEHUS BHUPYJICHTHBIX INTaMMOB. HampoTus,
mogenb Trench-Warfare (Stahl et al., 1999) npennonaraer, yro nomumopdusm R u
AVr TCHOB JMHAMHYECKH WM3MEHsieTCS BO BpeMeHH. CKopee BCEro, HMEET MEeCTO
IIPOMEXKYTOUHOE COCTOSIHHAE MEXK Ty 3TUMHU AByMs Moaensmu. (Rietman, 2011).

OYHKITMOHAIBHBIA CKPUHUHT C HCIOJIB30BaHHEM dS(PPEKTOPOB MOXKET
o0nerynTh OOHapyeHHWe HOBBIX R reHoB M ux romoiioroB. MdeHoTunuyeckoe
ompeseneHrne R TeHOB TPYAHO HWHTEPIPETHPOBATH, TMOCKOJIBKY YCTOWYHUBOCTH K
OJIHOMY KOHKPETHOMY H30JIATY IMAaTOreHa MOKET OBITh pe3yJbTaTOM HAIUYUS
HECKOJbKHUX R reHoB.

C mpakTH4ecKOW TOYKH 3pEHUS CIEAYeT UMETh B BHY, 9TO R reHbI MoryT

BBI3BIBATD 3aACPIKKY I/IH(bI/II_[I/IPOBaHHH, YTO OBILJIO IIOKa3aHo, HAIIpUMCP, IJIA I'CHaA

R2 (Rietman et al., 2012).
1.4.1 MopynbHoe cTpoeHue R reHos

DOBOMIONMS 3alIUTHON CHUCTEMBI PACTEHUM CBSI3aHA C MOSIBJICHHEM OEJIKOB-
pPELENTOPOB, YYACTBYIOIIMX B CHEUU(UUECKOM pacro3HaBaHUU 3S(HPEKTOPHBIX
OENKOB MaTOT€HOB M MHAYLHUPYIOUIMX pa3BUTHE «BTOPUYHOIO» OTBETa. Takue
peLenTophbl SBIAIOTCS MPOAYKTAMM TE€HOB YCTOMUMBOCTM W Has3biBaoTCs R
Ooenkamu. OHM BO3HUKIM B CBS3M C OTCYTCTBHEM Y pAacTeHHH adanTHUBHON
UMMYHHON cuctembl. bomnbmas dacte R GenKOB CTPYKTypHO OTHOCHTCS K
cynepcemerictBy NBS-LRR 6enkoB, coaepxanmx N-TepMUHaIbHBIN HYKI€OTH/I-
cesas3piBatonuii  omeH (NBS) wu  C-tepmuHanbHbIii  OoraThlii  JISHITMHOBBIMHU
nosropamu gomeH (LRR) (Tameling and Takken, 2007). B 3aBucumoctu ot N-
tepMuHaibHOTO JoMeHa reHbl NB-LRR pactenuii nensr Ha nse rpymmsl: (TIR)-
NB-LRR, coaepxame gomeH, romojoruunsiii  Toll u penenrtopy IL-1
(Toll/interleukin-1 receptor) u (CC)-NB-LRR, coxepikamue JOMEH TuIa
«cynepcrupanb» (Lee et al., 2015). N-tepmunanbubie momeHsl TIR u CC

y4acTBYIOT B OO0pa30BaHWU TOMOJMMEPOB, HEOOXOAUMBIX [JIsi aKTHUBAIUU
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samuTHOW peakmum (Takken and Goverse, 2012). Lenrpanbubiii jomen NB-ARC
coctouT u3 Tpex cyomomenoB: NB, ARC1 u ARC2. Jlomen ARC Obut Ha3BaH Ha
ocHoBanuu ero npucyrctBuss B APAF-1 (apoptotic protease-activating factor-1).
Jomen NB-ARC neiicTByeT Kak HyKJICOTHUI-CBSI3bIBAIOLINI U THIpoan3yeT ATO,
BbI3bIBasi KOH(OpMalMOHHbIE U3MeHEeHHs B R Oenkax. KoHcepBaTUBHbBIE MOTHBBI,
Bitouas P-metmo, RNBSA-D u MHD (MmeTnoHuMHASTHCTHIWH-acmiapTar) B
nomenax NB-ARC, urpaior BaxHyI0 poiib B yIpaBieHuH aktuBanuen R rena. C-
KoHIleBbIe JoMeHbl LRR (yHKIIMOHHPYIOT B MEXOETKOBBIX B3aMMOJICHCTBUSIX.
Homen LRR BzaumopeiictByeT ¢ nomeHoM NB-ARC B otcyTcTBHE 3 (HEKTOPHBIX
oenxos (Lee et al., 2015).

MoaynpHOE CTpOEHHE T€HOB YCTOMYMBOCTH TipeicTaBieHo Ha Pucynke 10.

TIR NB ARCl1 ARC2 LRR WRKY
= ——
TIR-NB-LRRs TIR NB ARC1 ARC2 LRR X
e — N —
3 cC NB  ARCI ARC2 LRR
e — —
SD cc NB  ARCI ARC2 LRR
CC-NB-LRRs 4 e — —
cC BED NB  ARCI ARC2 LRR
O—O_E-M_— —
LRR ™
RLPs —_— _ *
LRR ™ KIN
RLKs — *

Pucynox 10. JlomeHHast CTpyKTypa HMMYHHBIX PELIENITOPOB pacTenuii (Baxpymiesa
u Henocnacos, 2011)

B otimune ot PRRS, pacnosznarommmx MAMPS, R Oenku B3auMoACCTBYIOT
co cnerupUIHBIMY IS OTIPEICTICHHBIX MaTOTeHOB A dekTopHbIMEU Oenkamu. [Ipu
TOM pEaNM3yeTcCs] B3aUMOJCHCTBHE TIO THUIy «TC€H-HA-T€H», YTO O3HAYaeT, YTO
KOKJOMY pELENTOPY PACTEHUS COOTBETCTBYET paclo3HaBaeMblii UM (akTop
aBUpyJIeHTHOCTH maroreHa (3ddekropubiii Oemok) (Karasov et al., 2014).
AxtuBanuga R 0OenkoB B OOJBUIMHCTBE CIydaeB MPUBOAUT K Pa3BUTHUIO

NpOrpaMMUPYEMO CMEPTH KJIETOK B JIOKAJIBHOM YYacTKE pAacTeHUs, 4YTO
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¢usznyeckn  u3zonMpyer — MHQEKUMIO M T[PEeAOTBpalllaeT  JajbHeiliee
pacmnpocTpaHeHHe MMaToreHa.

benkn NBS-LRR uMeroT BHYTpUKIETOUHYIO JIOKaIU3alui. PacriosHaBanue
a¢deKkTopoB maroreHa B 0CHOBHOM omnocpeayetrcsi LRR nmomenom, B To Bpems kak
NBS momen aeiicTByeT Kak MOJICKY/ISIPHBIN MepeKiIrovaresb, nauiuupys HR (van
Ooijen et al., 2007). B npupoae Bpems Xu3HM R TeHa 3aBHCHT OT CKOPOCTH
IBOJIIOLIMM  B3aMMOJCHCTBYIOIETO ¢ HUM 3(QeKTopa COOTBETCTBYIOUIETO
natorena. llomynsiiuyu NMaTOreHOB C BBICOKMM SBOJIOIMOHHBIM TMOTEHIIMAIOM C

OO0JIBIIE BEPOATHOCTHIO MPEOI0IEBAIOT R TEHBI.

1.5 MoJsekyJsipHbIe METOAbI ONpe/iesieHUs] TeHeTHYeCKOro pa3nooopasus P.

infestans

YuuThiBas 3KOHOMUYECKYIO 3HAYMMOCTh (DUTOPTOpO3a, €ro BO3OYIUTEIb
HIMPOKO M3yyasics. B mocnegHue rofpl MMPOKOE PacHpOCTpaHEHHUE MOIYUHIIN
MOJICKYJISIPHBIC METO/bI TCHOTUITMpOBaHus mrTamMmoB P. infestans. B GonbimHCTBE
CBOEM O3TH METOJbl OCHOBAaHBI HAa TPAMOM WM OIIOCPEIOBAHHOM aHAJIM3E
nosimMopduzmMa GyHKIMOHATBHBIX JIOKYCOB (CIEKTPHI MENTHUIA3bl U TIIFOK030-6-
dbochatuzomepaspl, THUN CHAPUBAHUSA) WIM AHOHUMHBIX (ParMeHTOB TIeHOMa
(RAPD, AFLP, RFLP, SSR ananu3) W Ha ONPEACICHUU TaIllJIOTHIIOB
mutoxonapuansHoii JIHK (Cooke and Lees, 2004; Martin et al., 2019). HenasHo
co3JaHHas MEXKIyHapO Hasi CUCTEMa MOHUTOPHHTA W MPOTHO3a PacIpOCTPaHCHUS
HaunboJiee omacHbIX maTotumnos P. infestans ocHoBaHa Ha aHajKM3e U30JIATOB 1O 12
SSR nokycam (Li et al.,, 2013). BojibIIMHCTBO NEPEUYUCICHHBIX METOIOB
MOJICKYJIIPHOTO TC€HOTHUITUPOBAHUS HCITONB3YIOT JUCKPUMHUHAHTHI, MApPKUPYIOIIHAE
TE JIOKYChl '€eHOMa, KOTOpbIe comepkaT housekeeping genes, u HEMOCPEACTBEHHO
HE CBS3aHbI C BPEIOHOCHOCTBIO MAaTOreHa. J1a yacTh reHoma P. infestans sisisiercs
OTHOCUTEJIBHO cTabmibHOU. HampoTuB, onpenensronme BpeJOHOCHOCTh aToreHa
AVI TeHbl pacroyiokKeHbl B OTHOCUTEIBHO MOOMJIBHOM YacTH T€HOMa, CBOOOAHOM

ot housekeeping genes u 6oraroii noasmxkHBIMU d51eMeHTamu (Fry, 2016).
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MouekysipHbIe MapKephl MO3BOJISIOT MCCISIOBATEISIM OTJINYATh TCHOTHUIIBI
maToreHa MEeXIy COOOM, YTO BaKHO JUIS M3yUCHUS IMOMYJISAIUKM MaTOreHa. DTHMH
mapkepamu sBisioress RAPD, RFLP (Goodwin et al., 1992), AFLP, ramiorurmsl
mutoxouapuansHor JIHK (Danies et al., 2014; Griffith and Shaw, 1998; Martin et
al., 2019), Tun cmapusaunus (Mazakova et al., 2006), SSR (Enanckwuii, 2012; Kiiker
et al.,, 2018; Li et al., 2013; Peterson, 2016), reHOTHOHPOBAHUEC IIyTEM
cekBeHnpoBanus (genotyping by sequencing, GBS) (Elshire et al., 2011) wm
cekBeHHpoBaHue oTAeabHbIX reHoB (Dong et al., 2014; Goss et al., 2014). O6muM
JUIS BCEX 3THX MAapKEpOB SBJSICTCS TO, YTO OHU HEWTPaJbHBI M IO3TOMY HE
HAXOATCS MO/ IEHCTBHEM 0TOOpA.

1. RFLP (Restriction fragment length polymorphism, monumopdusm mmun

PECTPUKIIMOHHBIX (PparMeHTOR)

Jlnsa  ¢unrepnpuntura P. infestans ¢ mnomompio RLFP  wucmons3yroT
pectpukrasy ECOR1 u 301 RG57 (Goodwin et al., 1992), B pe3ynbrate aHammsa
HaOmomaroTcss 25-29 momumopdHbIX 30H. Takod MeETOH OKa3aucs IICHHBIM
UHCTPYMEHTOM ISl MOHUTOPHHIa T€HETHYECKOro pasHooOpasust P. infestans u
UCIIOJIb30BAJICS B TEUCHHE JIOJITOTO BPeMEHH. MHOTHE THICSYH H30JIATOB 10 BCEMY
MUpPY ObUIM T€HOTUIUPOBAHKI ¢ ToMoIbio RFLP u Obla co3gana MexayHapoiHas
0a3a maHHBIX O pe3yabTarax reHotunupoBanus (Forbes et al., 1998) ¢ nensio
oIpeiesicHUsl 1 MOHUTOpUHTa monyisaiui P. infestans. Ha maHHBIN MOMEHT 3TOT
METOJI TMPUMEPSETCS BCE pEXe, TOCKOJIbKY 00JIaaeT CyIMECTBEHHBIMA
HEJ0CTaTKaMHU, TaKUMH KaK: TPYJAOEMKOCTh W HEBO3MOXKHOCTh aBTOMATH3AIMH
nmporiecca, HeooxomuMocTb B Oomnbiiom konuwdectBe JIHK, mnpoOnembr B
WHTEPIIPETAINN TTOJTyYSHHBIX JAHHBIX U UX BOCIIPOU3BOIUMOCTH.

2. AFLP (Amplified fragment length polymorphism, momumopdusm mmmu
aMIUTU(UITIPOBAHHBIX (hPArMEHTOB)

MeToa MMPOKO MPUMEHSETCS ISl U3YYCHUS MOTUMOp(HU3Ma TOMYNISIHA U
OBLT MCIIOJIb30BaH I TeHeTHdeckoro kaprtupoBanus P. infestans (van der Lee et

al., 2001; van der Lee et al., 2004). OH moka3an cBOO 3PPEKTUBHOCTH MPH
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pasze’eHuN OTACIBHBIX H30JATOB. OIHAKO JaHHBIE MapKephl HACICAYIOTCS TIO
JOMHHAHTHOMY THITY, YTO YBEIUYHBACT KOJIMYCSCTBO MAapKEPOB, HEOOXOUMBIX IS
OIICHKHU IMapaMeTpoB Homyisaiuu. K 4ucily HeJoCTaTKOB JaHHOTO METO/Ja MOYKHO
OTHECTU HEOOXOAUMOCThH B xopouio ouuiieHHoi /JJHK, uTto o3HavaeT, 4To OH HE
MOXXET OBITh TNPUMEHEH K 3apaKCHHOMY pAaCTUTCILHOMY MaTepuaiy,
TPYJOEMKOCTh W TPYAHOCTH B TMOA0OOpPE YCIOBUH TIPOBEJICHHS aHAIM3a.
JIOCTOMHCTBOM METO/Ia SIBJISICTCS IMPOKHUX CIEKTP MOTydaeMbIX ¢pparMeHToB. s
P. infestans 6b110 mMOKa3zaHo, 4yto ¢ momoIbio AFLP MOHO pa3andaTh U30JISATHI,
KOTOpBIe He uMenu nmoymMopdusma o SSR mapkepam (Guo et al., 2009).
3. Omnpenenenue ramioTyuna MuToXoHapuansHoi JIHK

[Tocne cexkBeHUpOBaHHMS MHUTOXOHApHaIbHOrO reHoma P. infestans (Paquin
et al.,, 1997) Obu1 pa3paboTraH OBICTPBIH M MPOCTOM METOJM ONPEACIICHUS
rarmiorunioB Mt/IHK (Griffith and Shaw, 1998) kotopslii cTam ogHUM M3 caMbIX
pacnpoCTpaHEHHBIX B IOMYJISIMOHHBIX HCCICAOBAHUAX. MUTOXOHIPHAIBHBIC
JIHK-Mapkepbl MO3BOJIAIOT OTCIEXKUBATh CHELU(PUUECKUE JIMHUM U CPABHUBATH
nonydyeHHole na"Hble ¢ apyrumu  JIHK wmapkepamu. Xorss 3TO  MOIUHBIN
UHCTPYMEHT i1 Quiioreorpauyeckoro aHajlin3a MHOTHX  OPraHHU3MOB,
pasunoobOpasue Mt/IHK P. infestans neBemuko. MeToa mO3BOISCT OmpeaeauTh 4
rarmoruna MmtJIHK 9 la, Ila, Ib, 11b). Ins 3Toro ucnonb3yroT aMIUTH(PHUKAIIUMIO CO
cnequ(UYHBIMU TpaiiMepaMu C MOCIEAYIOIIEH PpEeCTPUKUUEH C TMOMOIIbIO
pectpuxTa3 Mspl u ECOR1.

B pabore Martin et al., 2019 npumeHeH aApyroii MeTOJ OILEHKH
TCeHETUYCCKOr0 pa3HooOpasus MpH TMOMOIINM MHUTOXOHJPHAIBHBIX MapKepoB,
KOTOPBIi TO3BOJISIET pa3inyaTh OTACIbHbIE KIOHBI U CyOKIoHbI P. infestans. beuio
otoOpano ATk JiokycoB MTJIHK ms ammmudukamuu: rpl5-rns, rns- cox2, cox1-
nad9, nad3-nad5, nad6-nad4L, uro ysenuumiio koaudectBo ramtotunoB MTHK ¢
yetbipex 10 37 (17, 6, 8 u 4 nna ramtotunos la, Ib, 11a u Ilb coorBercTBEeHHO, M 2
rartorumna Herb-1).

4. OmnpepneneHvie TuNa cnapuBanus mrammoB P. infestans



64

Omnpenenenre TUNA CIIAPUBAHMS SBISICTCS BOXKHBIM MapKEPHBIM MTPU3HAKOM
nockonbky s P. infestans xapaktepeH rerepoTainiM3M, 3aMEHSIOLIHIA
IBYMOJOCTh. Hamudame pa3HBIX TUIIOB CHApUBAaHUA B  TOMYJSIUU  TIPH
OJIarOTMPUATHBIX  YCIOBHUSX MOXET TPHBOAUTH K TEPEXOAy K IOJOBOMY
Pa3MHOKCHUIO W BO3HMKHOBCHHMIO HOBBIX JIMHHM IMaroreHa. TWI crapuBaHUs
MOJKET OBITh OTpe/eNieH (PUTOMATOJIOTHYECKN Yepe3 CpalliBaHUE C TECTEPHBIMU
MTaMMaMH, IS KOTOPBIX W3BECTEH THUN CHapuBaHUSA. MOJEKYISIpPHBIA METO.
omnpenenenus ¢ ucnoinzoBanneM CAPS (cleaved amplified polymorphic sequence)
Mapkepa OCHOBaH Ha amIuMpukanuu ¢parmenra muxonapuaneHod JIHK ¢
MOCJIETYIOITUM THAPOJIM30M TOJYYEHHBIX ()PArMEHTOB C TTOMOIIBI0 PECTPUKTA3BI
Haelll (BsuRl) u pasnenenun ux B arapo3HoM rene. JlaHHBI METOJ HAACKEH U
MO3BOJIAET TMOJIYYUTh PE3YNbTAaThl HAMHOTO OBICTPEE M C MEHBUIMMH 3aTpaTaMu
Tpy/a ¥ CPEACTB, UeM TPATUIMOHHBIN (huTomaTonoruueckuii Mmetos (Mazakova et
al., 2006).

5. SSR anmaimm3 (Simple sequence repeat, KOpOTKHE MOBTOPSIOLIUCCS

MOCJIEIOBATEILHOCTH, MUKPOCATEIUTUTHI )

B mnHacrosiee Bpemsi MUKpOCATEJUIUTHBIE MapKepbl OIHU W3 Hambosee
IIUPOKO HCTONB3yeMbix U 3ddextuBHbix kimaccoB JHK-mapkepo mnsa
TeHOTUITUPOBAHUSA, TMACHOPTU3alMK W  Kiaccuukanuu. JlaHHbIE MapKephbl
o0nafaroT HauOOJbIIeH pa3pelmaroell CoCOOHOCThIO M IIUPOKO MPUMEHSIOTCS
Uit WAeHTU(UKAIMU,  OIEHKW  BHYTPHBHIOBOrO  moiuMoppusma u
TeHOTUIIMpOBaHus n30JsTOoB P. infestans. Paspaboran oOMmIEenpHHSATHIN TPOTOKOJ
mysabTHILiekcHoro TIIP anamum3a mo 12 mukpocartemumtHbIM Jokycam (Li et al.,
2013). SSR npeactaBiasiioT 000 KOPOTKUE MOCIEAOBATEILHOCTH OT 2 /10 6 I.H.,
KOTOpBIC TaHAEMHO TIOBTOPSIOTCS B TEHOME HECKOJBKO pa3. (DIaHKHpYOIIHe
MOCJICIOBATEILHOCTH ~ MUKPOCATEJUTUTOB, KaK TMPABWJIO, KOHCEPBATUBHBI Y
NpeACTaBUTENIe OoAHOro BuAa. SSR - ABISAIOTCS  BBICOKOMOJUMOP(OHBIMH,
KOJOMHUHAHTHBIMHU, MYJIbTHIIOKyCHbIMU Mapkepamu (Kiiker et al., 2018). Meron

SSR mo3BonseT mpoBOANTE aHATN3 00PA3LOB C BBICOKOH BOCIPOU3BOAMMOCTHIO, C
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HE3HAYUTEIbHBIM KonaumdecTBOM reHoMHo JIHK, a Taxxke wmcmons3oBate JIHK
HU3KOTO KadectBa. [locnenyromee onpeneneHre pasMepoB NOBTOPOB MPOBOISAT C
MOMOIIIBI0 ANeKTpodope3a B MojuakprwiaMuaHoM rene. [Iporecc aHanm3a MoxeT
OBITh YaCTMYHO AaBTOMATHU3UPOBAH 3a CYET HCIOIB30BaHUSA (HITyOPECIICHTHBIX
METOK, YTO IO3BOJISICT aHAJW3UPOBATh MPOAYKTHI aMIUTU(DHUKAIUA C TTOMOIIBIO
aBTOMATUYECKUX CEKBEHATOPOB W  NPOBOAUTH aHAIU3  PE3yJIbTaTOB B
MYJBTHIUIEKCHOM pexnme. K HemocratkamM JaHHOTO METOJIa MOKHO OTHECTH
HEO0OXOJIMMOCTb TAHHBIX O HYKJICOTHUIHBIX TOCJIEIOBATEIBHOCTIX (hJIaHKUPYIOIINX

PETrHOHOB JJIsI To100pa NpaitMepoB.
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OddekTopHpie TEHBI HaxXOmATCS B 00MacTsIX TEHOMa, OoraThIX
TpaHCIIO30HaMH W MOOWIbHBIMU 3neMeHTamu (Haas et al., 2009; Raffaele and
Kamoun, 2012), 4ro mpeaocTaBiseT UM YHHKAJIbHYI) BO3MOXXHOCTH ITOCTOSHHO
U3MEHAThCA. DyHKIHMOHAIbHAS M30BITOYHOCTh, KOAMPYEMas HECKOJIbKUMU
KonusiMu A(PQPEKTOPHBIX TEHOB, OCIA0JSIeTCS uYepe3 W30upareIbHOe aBJICHHE
orOopa Ha OJHY WIM HECKOJIbKO KOMHUH, 4YTO, B CBOIO oOuepenb, Oynaer
CIIOCOOCTBOBATh  3aKpEIUICHHWIO MyTaruidi 0e3 Cephe3HOro BIUSHUA Ha
MPUCTIOCOOJICHHOCTh TaToreHa. MHOMECTBEHHbIE MYTAI[MOHHBIE MEXaHU3MBI,
BKJIFOYAsl 3aMEHy OCHOBAHHS, WHACIBI, IICEBIOTCHHU3AIMA W CANJICHCHHT
xapakTepHbl 11 reHoB BupyiaeHTHoctr (Cooke et al., 2012; Raffaele and Kamoun,
2012). BszaummojeiicTBHE 3THX MYyTAllMOHHBIX COOBITUH TNPUBOIUT K OoJjiee
BBICOKOW TEHETHYECKOW M3MEHYMBOCTH B 3(PPEKTOPHBIX TeHAaX, YeM B OCTAITHHOM
reHOME MaToreHa, W YCWIMBACT PEaKlUi0 Ha OTOOp, BHI3BAHHBIM HM3MEHEHHEM
CHUCTEM 3amuThl Xo3suHa. CremnoBaTeNbHO, BUPYJICHTHBIC BaphUaHThI AVI TEHOB
MOTYT OBICTPO BO3HHKATh W3 aBUPYJCHTHBIX BAPUAHTOB B MOMYJIAIMIX MAaTOTCHA,
YTO NMPUBOJUT K UCUE3HOBEHHUIO YCTOMUYMBOCTH Y PACTCHHUI B TE€UECHUE HECKOJIBKHUX
aer mocne ux kommeprmanm3auu (Cooke et al., 2012). Takxke omnpeneneHHYO
POJIb B 3BOIONUHU 3D (PEKTOPOB UTPAIOT (haKTOPHI OKPYIKAIOIIEH CPEIbI.

P. infestans obOmamaer aumIongHBIM HAOOPOM TI'E€HOB M, CJIE€IOBATCIIBLHO,
auams P. infestans moxeT coaepkaTh 1Ba ajUICIbHBIX BapHaHTa KaXKJIOTO W3
TCHOB. 3HAYUTEIBHOC YBEIWYCHUE YHCIIA AaJJICIBHBIX BapUAHTOB MOYKHO
OOBSCHUTH TPUCOMHEH, TETEPO3UTOTOTHOCTBIO, IyIUIMKAIMEd TIeHoMa |
TaHJIEMHOM NyTUTMKAIlMed, a TakKe HeaIeIbHOW TOMOJIOTHYHON peKOMOMHAIIUEH
(Dey et al., 2018; Haas et al., 2009; Fawke et al., 2015; Fouché et al., 2018; Knaus
et al., 2019; van der Lee et al., 2004; Moller and Stukenbrock, 2017). K
COKaJICHUIO0, Ha CETOJHSIIHUN JeHb JIoKamu3amus AVl TEeHOB B T€HOME U HX
KOIIMIHOCTh M3YYeHBI COBeplIeHHO HexocraTtouHo (van der Lee et al.,, 2004).
[Toutn nnst kaxmoro AVI reHa BBISBICHBI «BUPYJICHTHBIC» M «aBUPYJICHTHBICH

dopmel. B cormacuu ¢ Mmozenbto «ren-na-ren» (Flor, 1971), aBupyneHTHbIH ajiensb
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CHCIM(PUIHO PaACIO3HACTCS COOTBETCTBYIOIMIMM RpPI reHOM, 4YTO BBI3BIBACT
HECTICIM(PUUHYIO 3alIUTHYIO PEaKIUI0 pacTeHus. BupyiaeHTHbIN annens nzberaer
TaKoOro pacro3HaBaHus, OJaroaps OTINYUSAM B CTpoeHHUH dPdeKkTopa, KOTOPhIE HE
BJIMSIOT Ha ero ¢yHkiuo. OgHako GyHKIIMH MHOTHX AVI T€HOB HE YKIIAAbIBAIOTCA
B MoJieib Propa.

Takum oOpa3zoM, Mpu aHallU3e JUTEPATYPHBIX HCTOYHUKOB CTAHOBUTCS
OYEBHJIHBIM HEOOXOIUMOCTh M3y4eHHUs monmMoppusma reHoma P. infestans na
MOJIEKYJIIPHOM YPOBHE M €T0 CBSI3M C T€HOTHUIIOM OpraHu3ma-xo3suHa. [Ipu sTom
HEO0OXOIMMO HM3ydaTh NOJUMOPPU3M (PAaKTOPOB BUPYJIEHTHOCTH, TaK KaK C HUMHU
CBSI3aHa MATOTEHHOCTh W  yliepd, HaHOocUMbIM KapTodeneBoactBy. Ho
CYLIECTBYIOIIME METOJbl HE MO3BOJISIIOT M3ydaTh MOIMMOPPU3M HMMEHHO 3STHX
YY4aCTKOB T€HOMA, MO3TOMY CYIIECTBYET NOTPEOHOCTh B HOBOM HEIOPOrol U
BBICOKOIIPOU3BOIUTEIBHON TEXHOJIOTUH I TUIIUpOBaHMs u30JaTOB P. infestans
Ha OCHOBE YYacTKOB TI€HOMa, OTBEYAIOIIMX 3a MaToreHHble cBoiicTBa. Takas
TEXHOJIOTHUS MOXET CTaTh BOCTPEOOBAHHOUN B CEJILCKOM XO3SIMCTBE ISl paHHEU
JIMarHOCTUKN TATOT€HHBIX CBOMCTB IITAMMOB IaTOr€HA, LHUPKYJIUPYIOIIUX B
nomynsiuu P, infestans, u mpenckasaHus WX MOpPaXKAMOMIEH CIMOCOOHOCTH Ha
copTax kapTodens ¢ pazaTu4HbIM MPOQPUIEeM TeHOB YCTOWYMBOCTH, a TaKXKe IS
OMMCaHUsA W TACIOPTH3alMK KoJulekiui mrammoB P. infestans. B nacrosimei
pabore Obula TpPENNpPUHATA TOIBITKA TAKOTO HCCIEAOBAHMS, A€ Mbl U3ydalld
COCTaB U MOJUMOPPU3M T'€HOB BHUPYJICHTHOCTH, BHOCSALIMX OCHOBHOM BKJIal B
NaTOreHHOCTh, B mTaMMax P. infestans, koJIoHM3MPYOMUX YCTOWYHMBBIE COPTA H
ruOpubl KapTodesss ¢ U3BECTHBIM HA0OPOM I'€HOB YCTOMYMBOCTH Ha TEPPUTOPUU
eBporeiickoit yactu Poccuiickoit deneparuu npu nmomoru meroga SSCP (Single-

Strand Conformation Polymorphism).



68

I'TABA 2. METOAbI UCCJIEJOBAHUS
2.1 O0beKThI HCCJICIOBAHUA

B manHOM pa3zzene UCIoNb30BaHbl CICAYIONINE TIPUHATBIC 0003HAYCHHUS:

N305AT — TreHeTHYeCKN Pa3HOPOIHAs KYJbTypa KJICTOK, U30JIMPOBAHHAS W3
KaKOT0-J1M00 KOHKPETHOTO MCTOYHHKA.

MoH0300cTIOpOBast TMHUS — JIMHUSL, TIOTYYEHHASI U3 OHOM 300CHIOPHI.

[IITamMmm — KyJapTypa KJIETOK, M30JHMPOBAaHHAS B OINpPENEIEHHOE BpeMs U B
OIpEIeIEHHOM MECTe.

Paca — ¢yHKIMOHANEHAS XapaKTEPUCTHKA IITAMMa, O3HAYAroIas, 4To OH
nopakaeT  pacTeHHe Kaprodeiass ¢  ONpEACICHHBIM  TICHOTHIIOM.  OJTO
TeHOTUITUPOBAHUE OCYILIECTBIIACTCS C MOMOIIBIO pacTeHHH-Au(QepeHITaTopoB.
Paca P. infestans ¢ ompeneicHHBIM HOMEpPOM MOpakaeT TOJBKO TE PacTCHUS-
muddepennuaropsl MacrenOpoka-bidka, B KOTOpbIX couepkarcss R rensr S.
demissum ¢ takum xe HoOMepoM. Homep mpocToii packl 03Ha4aeT He MPUCYTCTBHE

COOTBCTCTBYIOICTO TI'€HA BHPYJICHTHOCTH, a OTCYTCTBHEC CTO aBHPYHeHTHOfI

bopMBL.

MarepuaioM IS  HCCIEAOBAaHUS IOCIY)KHIH — CICAYIOIIME TPYIIIbI
00pasIoB.:
1. 20 moHo300cmopoBbIX auHKK P. infestans, koutpacthHeix mo SSR npoduitio,

BbiiesieHHbIX BO BHUUW® w3 wu3onsaToB, CcOOpaHHBIX Ha TMOPAXEHHBIX
GuTOPTOPO30OM JUCTHSIX HHIAWBUAYAJbHBIX PACTCHMH KJIOHOBOM KOJICKUIUHU
COPTOB M MEXBHUJIOBBIX THOpUIIOB KapTodens B mojieBoil koyuekuuu BUP B
[Tymkune (C. IletepOypr) B aBrycre 2015 r. (manee NMyUIKUHCKHE JIMHHUH)
(Tabmuria 4). CoOpaHHbIE JTUCThsI TIOMEINATA MEXKIY Cpe3aMu KIIyOHeH kapTodes
u B 3ToM Bujie nepeBo3wi B BHUN®. DkcniepumentanbHoe noie BUP obmanaer
BBICOKMM HMH(EKIUOHHBIM (OHOM, TIOCKOJbKY Ha HEM HE MPOU3BOAATCA
00paboTKu. Bhicokuii MHMEKIIMOHHBIN MOTEHIMAI U 00oraTcTBO RPI reHOB JenaroT

reHeTHYecKylo KoJulekuuto kaprodens BUP uype3BbivaitHO mnpuBieKaTeIbHBIM
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00BbeKTOM JUIsi TiepBOTrO HccienoBanus Avr reroB P. infestans ma teppurtopun
Poccun. 3mech BBIPAIIMBAIOTCS KaK BOCIPHUMYHMBBIC cOpTa (HAIpUMEp, COPT
Robijn) Tak u ruOpuabl, coaepkaliyue pa3iuuHblii Ha0Op R reHoB (Hampumep,
reasl R1, R2, R3a, R3b, Rpi-Smiral, Rpi-vntl). 3tu ¢dakTopbl MOTJIM IPUBECTH K

YBEIIMYCHUIO pa3HooOpa3us >dexTopos B momyJsiuu P. infestans.

Ta6muua 4. JIuauu P. infestans u Ha3Banus ruOpUIOB U COPTOB KapToders,

C KOTOPBIX OHHU OBLIIN COOpaHBI

Ha3zBanue IlymkuHckue HasBanue rubpuaa i PameHnckue
rubpuna uian | auHuK P. infestans COpTa pacTEeHHS auHuu P.
copTa pacTeHHSI (BHUN D) infestans
(BUP)
160-17 43/1-1, 43/1-2,
43/1-3 2372-60 96
18/40-2000 18/1-1, 18/1-4 13/11-09 155
50/1 KBA 103-1, 103-2, 103-
3, 103-4, 103-5 14/8-09 156
Copt Robijn 87/2-2 15/13-09 157
118-6 109/1-2 16/27-09 158
27 107-1, 107-2 18/40-2000 163
14/8-09 117/2-1, 117/2-2 25-1-2007 165
4-1-2012 120-1 24-1 191
11/2-1, 11/2-2,
171-3 11/2-4 24-2 192
134-6-2006 194
134-2-2006 195
135-1-2006 196
Copt Atzimba 198
Copr Eesterling
(ctanmapt 3) 3
Copt Robijn (crangapt
5) 5
Copr Gloria (ctanmapt
6) 6
2. 16 nwawmii P. infestans, Beinenennbix 3o BHUM® u3 n304T0B, COOpaHHBIX

Ha MOPaKEHHBIX (PUTOPTOPO30M JIUCTHSIX MHIUBUIYAIbHBIX PACTEHUI COPTOB U
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MEXBHIIOBBIX THOpHmOB kKaptodenss Ha mone BHUND (OIIN «Pamenka») B
asrycre 2018 r. (masee pameHckue JWHUM), a Takxke JauHUS 161 u3 Koekiuu
BHUN®, koTopass UCTIONB3YETCS B TECTE C OTACICHHBIMU JIUCThSIMU U MOPAKAECT
Bce pacreHus-nuddepenmaTopel MacteHOpoka-bidka. Jlmaum P. infestans wu
Ha3BaHMs THOPHUJIOB U COPTOB KapTodens npeacrapieHsl B Tabnuiie 4.

3. 3amagHoeBporneiickue nuHuu P. infestans u3 kommexknmii: 4 Al, 5 Al,
6_Al, 8 Al, 13 A2, EC-1 u amepukanckas nunus US-8, kotopsie ObUTH TH00€3HO
npenoctasiensl HaMm npod. J[. Kyxom (D.E.L. Cooke, The James Hutton Institute,
Dundee, UK). Onu ObLIH MCTIOIB30BaHbI B KAYECTBE PePEPEHCHBIX JIMHUH.

4, 38 oOpasioB mopaxenusix P. infestans muctbeB kapTodens, coOpaHHBIX
getom 2015 r. B mocaakax kaprodens Ha TEPPUTOPUU YETHIpEX pailoOHOB
MockoBckoit ob6mactu (JIrobeperkuii, YexoBckuii, Konomenckuit u O3zepckuii
paiionsl) (Pucynok 11). B o01eii clio;kHOCTH OBLIO IATh TOYeK cOopa. Kaxmbrit
oOpazel; coOpaH ¢ UHAUBUAYAIBHOTO pacTeHus. OHU HAaXOJIUIUCH APYT OT JIpyra

Ha paccTtosiHuM He MeHee 10 MeTpoB.

JNMiobepeukun

; i 5
YexoBcKUN X
pP-H { N ?
Ozépcknn
p-H
¢

-

ONIOMEHCKNW
e pP-H

Pucynok 11. Kapra-cxema Mect cOopa 06pa3ioB B MockoBckoil odnactu. Touka 1
— 1. Kopeneso, none BHUUKX; Touka 2 — . KopeneBo, yacTHslil cektop; Touka

3 — 1. Macnoska; Touka 4 — 11. I[lonstaer; Touka 5 — 1. JlecHOE
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2.2 MeToabl HCCIe10BAHNSA
2.2.1 BbljesieHUe MaTOreHAa B YUCTYIO KYJbTYPY

Jlns Beienenus P. infestans kycouyku 3apak€HHBIX JIMCTHCB IOMEIIAIH
MEXy CTEPUIN30BAaHHBIMU CIIUPTOM M TJIAMEHEM TOPEJIKH JIOMTHKaMHU KIIyOHEH
BOCIIPUMMYHUBOTO coprta Kaptodens Bintje, cBoOoaHOTO OT M3BEeCTHBIX R reHOB
ycTounBocTd K (urodroposy. IlomyueHHbIe «COHABUYM» TMEPEHOCUIN B
cTepuiibHble Yallku [letpu ¢ BiakHOW (QUIBTpOBaIbHOM Oymaroi moja BepXHEH
KPBIIIKOW 1 mHKyOupoBanu 3-4 nus npu 18-20°C B TepMocTaTe; K 3 TOMY BpEMEHU
MU TpopacTall CKBO3b TOMTUKH. HeGombIme KycOuKy MUIIENINs TEPEHOCHITH
CTEpWJIbHOM WIJION Ha arapu3oBaHHYIO OBCAHYIO cpeny. YuCTble KylbTypbl

coxpansui ipu 5°C u pa3 B MecsI IEPECeBAIM Ha TY K€ CpeLy.
2.2.2 BoliesieHHe MOHO300CTIOPOBBIX JJuHMii P. infestans

B npobupky ¢ 10-12 aueBHoi#t kynbrypoit P. infestans manuBamm 8-10 mn
CTEPUIBHON JUCTUIUTMPOBAHHON BOJIBI U CJIETKAa BCTPSXUBAJIA, YTOOBI OTIEIUTH
KOHMIMM OT MuIenus. HeckonbKo Kamenb CYyCHEH3UH, C Y4eTOM KOHIIEHTpaIuu
KOHHJINM, TICPEHOCWIM W3 OTOH TMPOOMPKH B CICAYIOIIYIO TIPOOHUPKY CO
CTEPUIBHON NUCTHIUIUPOBAHHOU BOJIOM. [losydeHHyI0 CyclieH3uI0 pa30aBisiivi 10
1-2 xonumuu B mone 3peHust MuKpockoma (10x1.5x20) u mnomemanu B
xonoauibHUK Ha 1.5-2 yaca npu Temneparype 10-12°C nis Beixoma 30ocmop. 4-5
Kamejab CYCIEH3UM 300CIOP PAaBHOMEPHO pacOpeaesisuid IO TOBEPXHOCTU
arapu3OBaHHOW pXKAHOW cCpenbl, pa3nmutod cimoem 1-2 MM B wamku I[letpu u3
TOHKOI'O CTEKJa, YTO 00JierdaeT HaOJIOJEHUE 3a MPOpPACTAHHEM 300CHOp U HUX
MOCJIEAYIONIMI TEPEeHOC B HOBBIE CTEepUJIbHBIE TpoOupku. B Tepmocrarte mnpu
temriepatype 22°C 3oocmopsl mpopactanu Ha 3-4 nenp. B mome 3penus
MHUKpPOCKOIa JO0JKHA ObITh OJHA MpopocHias 300CHopa. 300CHOPbl OCTOPOKHO
BBIPE3aJIM WTJION-JIONATKOW BMECTe ¢ CyOCTpaTOM W MEPEHOCWIH B MPOOMPKH Ha

KOCOH arap ¢ OBCSTHOM MUTATENbHOU Cpeoi; MPOOMPKU BO3Bpalllaid B TEPMOCTAT.
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[Tpu Temneparype 22°C muuenuit popmupoBaics Ha 8-12 neHb, 0OAHAKO HE BCE

BBIJICTICHHBIE 300CTIOPHI Pa3BUBAIN MHIICITHH.
2.2.3 OnpenesieHne BUPYJIeHTHOCTH JuHUM P. infestans

M3y4eHre BUPYJICHTHOCTH U30JISTOB IMPOBOIWIIH B JJAOOPATOPHBIX YCIOBHSIX
Ha OTJICJICHHBIX JOJISIX JIMCTHCB CPEIHEro spyca PAcTeHUH MO OOIICTIPHHSATON
METOJIMKE, MCIIOJIb3Ysl HA0Op pacTeHUi-Tu(GepeHIIaTopoB U3 MeKayHapOIHOTO
Kaprodensroro Ilenrpa (CIP, Lima, Peru), Bxmogaromumii 22 renoruna (r, R1-R11
Y pa3INIHBIC COYETAHUS dTUX TCHOB/(PAKTOPOB BUPYJIICHTHOCTH).

Brienenue maroreHa B YHCTYIO KYJBTYPY, MOJYYCHHE MOHO300CIIOPOBBIX
JVHUA W OIpeNeNieHHe WX BHUPYJICHTHOCTH NPOBOJWINCH B OTAeNe OoJIe3HEH

kapTodens 1 oBoIHBIX KyinbTyp BHUND.
2.2.4 Beinenenne ToraabHoii JJTHK

W3 munemus rotanshuyio JJHK P. infestans Beigensiun ¢ momompio Habopa
AxyPrep Multisource Genomic DNA Miniprep Kit (Axygen Biosciences, CIIIA)
COTJIaCHO MPOTOKONYy (upmbi-tiponsBoautens. Konnentpamuio JIHK onpenensiu
npu 260 am ¢ momorsto UV/Vis NanoPhotometer P300 (IMPLEN, I'epmanus).

N3 repbapHbix 00pa3noB TotanbHyo JJHK Beiaensnu npu nomomm Habopa
pearenToB «SILICA planty mnpousBoactea OOO kommnannu «buokom» 110
npoTokosry Gupmbl npousBoauTens. Jus BeiaeneHus TtortambHoM JIHK Opanum
(DparMeHT BBICYILICHHOTO JIHCTA PACTCHHMS [UIOMABI0 IPUMEPHO 1 cM’.

KauecTBO BbIIECICHUS] U YHUCTOTY HYKJIEMHOBBIX KHUCIOT ONPEACISUIM 10
orHomenuo OD260/0OD280. OnTrManbHOE OTHOIICHHUE JOJDKHO paBHATHCS 1.8 —
2.0. Otnomenue wmeHbiiee 1.8 cBuAeTEILCTBYET O TOM, 4YTO IMpernapar
HEJOCTAaTOYHO XOpOIIO OYMIleH OT OenkoB u jpyrux UV morjomaronimx
KOMMNOHEHTOB. OTHomeHue 6obie 2.0 CBUIETEIBCTBYET O HATUYUU XJIopodopma

wim (penomna.
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2.2.5 Ycaosus nposenenus IIIP Avr renos

[TocnenoBarensHOCTH TpaiiMepoB u ycioBus [P mms renoB Avrl, Avr2,
Avr2-like, Avr3b, Avr-blb2 u Avr-vntl ObulM 3aMMCTBOBaHBI M3 JINTEPATYPHBIX
WUCTOYHUKOB; JuIa aminuukanuu reHoB Avr3a, Avrd, Avr8 (Avr-Smira2), Avr9
(Avr-Smiral) u Avr-blbl (ipiO) aBropamu ObLIM cO3JaHBI IpaiiMepbl (OHH
0003HAYEHbI *), oOecreYrBaroIIke pa3Mep aMIUIMKOHA, ONTUMAIbHBIN 111 SSCP-

aHaym3a (Pucynok 12 u Tabmuma 5).

Aunnuxos Avr! 557 nw

Fen Avr1 827 nu

1 68 625 627
Avr2 340 nn Avr2-Hike 382 nn
. — —
Avr2351 nu Avr2-like 351 nn
1 341 35% 41 1 351
Avrda 239 nn Avr3b 378 nn
Avr3a 444 nn Avr3b 447 nn
1 218 444 +10 1 69 447
Avrd 220 nn
e
Avr4 884 nu
1 243 483 884

Avr8 6561 ni

= |
Avr8 735 nn
1 74 735

Avre 717 nn

e
Avr9 717 nu

-

"7

Avr-yvnrt 393 nn

Avr-vnt1 462 ny

-

o

<
s
&
~N

Avr-bib1 266 nn Avr-pibz 307 nw

| 0
Avr-blib1 458 nu Avr-bib2 307 nu

103 369 459 1 07

-

Pucynok 12. Cxemarudeckoe H300paKeHHE aMILUTUPUIIUPYEMBIX

y4acTKOB AVI TEHOB
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Tabmmua 5. [locnegoBarensHOCTH paiimMepoB u ycioBus [111P

Avr ITocaenoBarenbHOCTE 5° —3° Hmunaa | T°C | Ceblika
reH dbparm | OTK.
eHTa
(m.u.)
Avrl AvrlF CCGGATTCGACCACGACAAG | 557 69 | Duet
G al.,
AvrliR AAATGGTACCACAACATGTC 2015a
CACCAAGC
Avr2 AVR2F4 | ATGCGTCTCGCCTACATTTT 340 61 | Gilroy
AVR2R4 | TGTCACCCTTAATTTTCAAAT etal.,
GC 2011
Avr2- avr2F6 AGGCTCTCGATCTTGTGCY 392 61 | Gilroy
like avr2ZR6 | TAGCTCCTTTTGTTACCCTTA etal.,
CTTTGT 2011
Avr3a | Avr3aSF GTTTAATGTGGCTGCGTTG 239 53 | *
Avr3aR | CTGAAAACTAATATCCAGTG
A
Avr3b Avr3bF | TACTCGACTTCAAAGGGGGA | 378 60 |Wang
Avr3bR TTAGAAATTGTTCTTTGCGG etal.,
TCA 2017
Avrd Avr4SF GGCACGCCACTGGAAAAAG 220 61 |*
TC
Avr4SR | GCGCAACCCACCTAAGGAGC
Avr8 AvI8F2 ACAAGTATCCCTCTCGTTCC 661 66 |*
TTC
Avr8Sm2 | TTACGATGTTTTCGCTTCTTT
R AAAAAGC
Avr9 | AvrSml1Fl | ATGCGTCTAAGCTCCACATT 717 65 |*
TCT
AvrSmIR | TTATCCGGAGGGGTTTAGC
Avr- IPIOF CATCCAAGATTCGCTTTCTG 266 63 | *
blbl TCG
(ipiO) IPIO1R GCTTATCGGCGTCTCTCCGG
IPIO4R GGATGCTTGTTCTTGTAGCT 283
AGC
Avr- Avrblb2F AATCCCCGACGWGTCTCG 307 65 |*
blb2 Avrblb2R | GTCTACCCCTTTCTCGAAGT
C
Avr- Avr-vntl- | GTAACGACCCCGACCAAGTT | 393 66 Pel,
vntl SP-F 2010
Avr-vntl- | TCAAGCTCTAATAGGATCAAG
R C




75

Peakumonnas cmech mis amrumdukarnuu conepxkaita 1 mxn 10X TTLHP-
oydepa, 100-150 wvr ToramsHoi JAHK, 1 mxa 2.5 mxM dNTP, mo 10 mmoms
kaxaoro npariMepa, 1 ex. Taq JIHK-mommmepaser (Thermo Fisher Scientific,
CIIA), nns KIOHUPOBAHHUS MCHOJIB30BaM BhicOkOoTOuHyio JIHK-momumepasy
Phusion (Thermo Fisher Scientific, CIIA), crepuiabHas Boma g0 10 Mk
Ammmndukaruio JTHK npoBoaunu B Tepmorukiepe MJ Research PTC-200 (Bio-
Rad, CHIA). ITporpamma amrmmudukanuu Obuia ciaemyromei: 94°C, 3 mun; 35
nukioB (94°C, 30c; T orxura °C, 30c; 72°C, 1 mun); ¢duHanbHblii cuate3 72°C, 5

MUH.
2.2.6 daexrpodopernueckoe pa3aenenne pparmentoB JHK

Jliia pa3fenenus NpoayKTOB aMIUTM(UKALIMY UCIIOJIb30BAIM JIEKTPOopes3 B
1.5% araposnom reme ¢ IxTAE (Tris-acetate-EDTA) wm 0.5<xTBE B
MPUCYTCTBUH OpOMHUCTOTO ATUAMS: B Tenu oobémom 100 M moGaBisiim S5 MKI
pactBopa Opomwucroro Hatumus (10 wmr/mon). ymHy —aMIomu@uIMpOBaHHBIX
¢parmentoB JIHK onpenensaym ¢ moMoIIbI0 MapKEpOB MOJIEKYJSIPHOM Macchl
GeneRuler 100 m.u. (Thermo Fisher Scientific, CIIIA) u GeneRuler 100 n.x. Plus
(Thermo Fisher Scientific, CILIA).

Pabouune pacTBOpHI:
1) 1xTAE-6ydep. K 20 mu SOXTAE no6assstiau 980 M1 AMCTHILITMPOBAHHOMN BOJIBI.
Xpanunu nipu 4-6°C 1o 2 Heaenb.
2) 05xTBE oydpep. K 10 man 5xTBE Oydepa ngobamsan 90 wmu
JTUCTHUTUPOBAHHOW BOJBI.
3) 1.5% araposnbiii rens. 1.5 1 arapossr pasBogwiu B 100 mn IXTAE wmm
0.5xTBE Oydepa, HarpeBaau 10 OJIHOTO U PABHOMEPHOTO PACIUIABJICHHUS TEJIsl.
Cnextpbl ¢pparmentoB JIHK perucrtpupoBanu B ynbTpaduonere (AJIMHA BOJHbI
312 um) c¢ momompio mudposoit cucrembr Gel Logic 100 Imagyng System
(Eastman Kodak, CIIIA).
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2.2.7 SSCP-anajun3 reHoB BUPYJEHTHOCTH

Jlnis oneHKu moauMop¢u3Ma TeHOB BHPYJIEHTHOCTH HcHoiib3oBaimn SSCP-
ananu3. SSCP-aHanmu3 mpeicTaBiseT CcoOOH METOJ, HCIOIb3YEeMbId IS
BBISIBJICHUS W3MEHCHHM B HYKJICOTHJIHON ITOCIEIOBATEILHOCTH OTHOCHUTEIIHHO
kopotkux ¢parmentoB JIHK. OH ocHOBaH Ha CIOCOOHOCTH OJHOICTIOYEYHBIX
moutekys1 JIHK 00pa3oBbIBaTh YHHKAIBHBIC BTOPUYHBIC CTPYKTYPHI, KOHPOpMAIIUN
KOTOPBIX 3aBHCIT OT WX HYKJICOTHIHON IOCIEIOBATEILHOCTH. MyTanuu
HYKJICOTUJIHOM TOCJIEI0BATEILHOCTH (TIOJUMOP(PU3M) H3MEHSIOT BTOPUYHYIO
CTPYKTYPY MOJICKYJbI, YTO TPUBOAWT K HW3MEHEHHIO €€ TIOJBWKHOCTH B
HeZieHaTypupytomeM nohuakpuiaamugHoMm reie (ITAATD). Takue wu3meHeHus: B
ANEKTPOPOPETUUECKON ~ TMOJABMIKHOCTH  YKa3plBalOT  HA  MOIUMOpPU3M
nocnenosarenbHocTd JIHK. Tlpu momomm SSCP-anamm3a MOXXHO OOHApyXHTb
OJIMHOYHBIC HYKJICOTHJHBIE 3aMEHBI, U ATOT CIOCOO MIUPOKO HCHIOIB3YETCS IS
peIIeHUS Ppa3IMYHBIX 33Jad, CBSI3aHHBIX C BBIABJICHUEM TOJUMOpP(HU3IMA
nepeuynoit ctpyktypsl JJHK (Kong et al., 2004, Martin et al., 2009; Rodriguez et
al.,, 2011). Jlns mepeBoga JHK B OZHOICIIOYEUHOE COCTOSHHE HCIOIB3YIOT
TEPMUYCCKYI0 ¥ XUMHUYECKYIO JIEHATYPAIHIO, ITOCJIE Yero MPOBOIAT Pa3CICHUE B
[TAAT (Pucynoxk 13A).

B mHacTosieM ucciienoBaHUM MIPOTOKOJI aHaIKM3a ObLT ciieayromum: k 1.5-4
Mk [IP-npoaykra mobaBisuin 7 o0beMOB aeHarypupyromero oydepa (95%
dbopmamuna, 0.05% OpomdenonoBoro cunero, 0.05% xcumien nmuanoma, 20 mM
OJITA) n unkyoupoBanu B TeueHue 10 munyT npu temmneparype 95°C. 3atem
oOpa3ipl HEMEIJICHHO TMoMellaid B Jien W HaHocwn Ha 8% ITAAI (40:1
akpuiamMua:ouc-akpuinamun). Jjis mpoBeneHus 3ieKTpodope3a HCIOIb30BaU
Kamepy s BeptukaiabHoro snektpodopesa PROTEAN Il xi Cell (Bio-Rad,
CIIA), pasmep tems 16 x 20 x 1 cMm. DnekrpodopeTHdeckoe pasaeiacHue
npoBoaw B 0.5X TBE 6ydepe npu temneparype 4°C u Hanpspbkennu 200 B B
tedeHue 4.5 gacoB. JleTekumio pe3yiabTaTOB 3JEKTpodope3a MPOBOIUIN ITyTEM

unkyOaru renst B 300 mn 1X pactBopa kpacutenss SYBR Green | (Sigma Life
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Science, I'epmanns) B 0.5X TBE Oydepe ¢ mociemyromer BuU3yanu3aluei B

ynbTpaduosnete (IyrHa BOIHbI 312 HM).

A B
M. -1 23 4.8 8 7
IP s Ononenoyeynas =y J1eKTPOGOpE3 — 2 [zt
JTHK ;\Il;;r;amaa : R
R- 1000 e
it == -
A THK m =
—
=
= 500 e H s !
MYTaHTHAS -t ' : .'h-l
JU.IBK“ ﬂ 1 e
——
T, popmamna, oy
aéa Hepenarypupytomui ITAAT
100 s

Pucynox 13. A) Ilpuwamun SSCP-anammza; B) Daextpodoperpamma

pesynbratoB SSCP-ananuza. M — mapkep monekyispHoi maccel, 1 — Avrl, 2 —
Avr2, 3 —Avr3a, 4 — Avr-blbl (1), 5 — Avr-blb1 (I, Il), 6 — Avr-vntl, 7 — Avr3b

Pesynprarom SSCP-ananuza crtanmu maTTepHBI, KOTOpBIE MPEACTABISAIOT
co00if HabOp 30H € Pa3IUYHOMN AIEKTPOPOPETHUECKON MOABUKHOCTBIO (PUCyHOK
13B).

N3BectHo, uto oxnomenouyeuHas JIHK moker oOpa3oBbIBaTh HECKOJIBKO
CTaOWJIBHBIX BTOPUYHBIX CTPYKTYp, OTJIMYAIOMIMXCA TIO0 TOJBMXKHOCTA B
3aBHCHUMOCTH OT TEPBUYHOTO CTPOCHMsI, OJHAKO, HE CYIIECTBYET aJeKBAaTHOU
MOJIENIA TOTO, KaK MMEHHO T€ WM WHBIC HYKJICOTHUIHBIC 3aMCHBI BIIUSIOT Ha
noasmwkHocTh ¢pparmentoB JIHK B TTAAIT (Sunnucks et al., 2000). Taxxe
BO3MOXKHO 00pa3oBaHHe reTepoAYIIEKCOB, KOTAa JIB€ pa3INuHble HYKJICOTHIHBIC
TIOCJICZIOBATEIbHOCTH UMEIOT OJIMHAKOBYIO MOJBMXHOCTH B renie (Rodriguez et al.,
2011). Ilpunsaro cuurtath, uro P. infestans obmagaeT AUIIOUIHEIM HAOOPOM T'€HOB

H, CJICAOBATCIIbHO, BO3BMOKHBI ABAa AJUICJIbHBIX BapUaHTA IJI KaXKA0T0 U3 IT'CHOB. B

COOTBETCTBHUU C TeopI/Ieﬁ MCTOZA, TICTCPO3UTOoTa MOOJIZKHA O6pa?>OBBIBaTB a0
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YeThIpeX 30H dJekTpodoperndeckoit moasmxHocTH B [TAAI. JlomomHuTEbHBIC
30HBI MOTYT yKa3biBaTh Ha Tpucomuio (Dey et al., 2018; van der Lee et al., 2004,
van Poppel et al., 2008) wnu TangeMHyro aymmkanuio AV reHoB. CorjacHo
HenaBHeMy wuccienoBanuio (Knaus et al.,, 2019), ma teppuropuu EBpomnbl u
CeBepHOli AMEpPHKH paclpOCTPaHEHBI B OCHOBHOM TPHILIOMIHBIE (Gopmbl P.
infestans. Takum oOpa3oM, /Ui TeTEPO3UTrOT BO3MOXKHO 0Opa30BaHUE IIECTH 30H
MEKTPO(DOPETUICCKON TTOTBUKHOCTH.

Jlist ompeneneHuss HYKICOTHUIIHBIX TOCIE0BATEIbHOCTEH MOTUMOP(PHBIX
30H AJIEKTPO(DOPETHIECCKON MOIBMKHOCTH, O0OHAPYKEHHBIX 10 pe3yibrataM SSCP-
aHaiM3a, OSTU 30HBI BBIpE3AIM U3 Teis, JiaoupoBaimu [ E-Oydepom Tak
Ha3bIBaMbIM METOZOM «Crush and soak», KOTOpBIi 3aKIYajcsi B TOM, YTO
BBIPE3aHHBIE KYCOYKH Teisl M3MENbYad B TPOOUPKE I TOJYYCHHUS YACTHIL
pasmepom Menee 1 mwm, 3anuBanu 30 Mk TE-Oydepa u unkyoupoBayu 36 4 mpu
KOMHAaTHOW Temmeparype. Ilo wWCTeUeHMM O3TOTO BpEeMEHH, MPOOUPKHU
nentpudyrupoBanin npu 10000 g B teuenme 10 MuHyT M 3areM oTOMpanu
CylepHATaHT, KOTOPBIM  3aT€éM  HWCIOJB30BaIM Uil  peaMIUTuUKAIIN
DIIIOMPOBAHHBIX (PAarMEHTOB [JIsl TOCJEAYIOMIETO KIOHWpOBaHUA. JIJia Kakmoid
TaKoW 30HbI OBLJIO MoTy4eHo He MeHee 10 KIIOHOB.

OO6mrast cxema dKCTiepuMeHTa npezcTaBieHa Ha Pucynke 14.

IMosryueHne M30J19TOB M MOHO0300CTIOPOBBIX JimHMii P. infestans

\Z

Boigenenue Toransnoi [THK

\Z

IIIP u nerexkuusi pe3yabTaToB B arapo3HoM reJie

Paznenenue ¢pparmenToB JJHK B ITAAT

(SSCP-apaau3)
Va

KionnpoBanue u ceKBeHUPOBaHME 30H ¢ PA3JIHYHOM
3J1eKTPodopeTHIecKOoli MOABUKHOCTHIO

CeKBeHI/IPOBaHHe M aHAJIN3 [0CJ1eI0BaTeJIbHOCTEl reHa

Pucynok 14. biok cxema SSCP-ananuza



s SSCP-ananu3a ObIIH HCTIONB30BAHbI CIEAYIOIINE PACTBOPDIL:
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2.2.8 Peaktusl 1 SSCP-anaaunsa

6. PeakTuBebl

akpriiamua/oncakprnamuaa (40:1).

JJIs1 IMPUTOTOBJICHUA

pacTBopa

PeakTuBbl dunanpubeiii 006emM 100 mit
AxpuiaMu 30r
bucakpunamun (N,N'-MeTwnieH-owuc- 0.75r

aKpuIamMun)

[Toy4yeHHBI pacTBOp MPOIMYCTUTH depe3 Guinbtp ¢ auamerpoM mop 0.45.

XpaHuth B xonoauiabHuke npu 4 °C B OyTbUIKE, 3aBEPHYTOM B AJFOMUHUEBYIO

dobry.

Tabmuma 7. PeaktuBsl aiis npurotoBieHus 8% ITAAT .

Peaktusnl duHaIBHBIN 00BEM

10 M 20 M 50 mn 100 mn
5X TBE 1 M 2 MII 5 M 10 mn
30% AA 2.67 M 5.34 mn 13.35 M 26.7 M
(axpumamMu)
I'munepun 0.25 M 0.5 M 1.25 mn 2.5 mn
H,O 5.95 M 11.9 mn 29.75 M 59.5 mn
10% 120 MK 240 MK 600 MK 1200 MK
nepcyibdar
aMMOHUS
(APS)
TEMED 12 MK 24 MKII 60 MK 120 Mxx

Jna 8% PAAG wucnons3yercss TOJBKO CBEKEIPUTOTOBICHHBI PacTBOP

nepcyibhara aMMOHUS.

Tabnuna 8. PeakTuBbl JUIsi MPUTOTOBIICHUS JIeHATYypUpYIOIIero oydepa s

SSCP.
PeakTuBbl duHAIBHEINA 00BEM

200 MKk 400 Mx 500 MK
95% dopmamu 190 mxn 380 MK 475 Mk
0.5M B/ITA 8 MKII 16 Mk 20 MK
Big Dye 6X 2 MK 4 MK 5 MK
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2.2.9 KnoHupoBaHue U ceKBeHUPOBaHUe aMILTU(GUIMPOBAHHBIX (ParMeHToOB

JTHK

Hns  Hakoruienust  kjoHupyemoro  ¢parmenta JHK — mpoBogunu
aMIUTM(UKAIMIO 1IeJIeBOM HYKJICOTUIHOW TMOCIEAOBATEILHOCTH M3 TOTAJIbHON
JHK ¢ wucnons3oBanueM  crienMpUYHBIX — mpaiiMepoB. s mpsiMoro
cekBeHupoBanust ounmanu JHK ot peakunonHol cMecu ¢ momolnbio Habopa
Cleanup Mini (EBporen, Poccust) cormacHo MHCTPYKIUU (DUPMBI TPOU3BOIUTEIIS.
Jns  xnoHupoBanusi amiuduuupoBanHeie  gparmentsl  JIHK  monsepramu
NEKTpO(OpeTHUECKOMY  pa3felieHu0 B arapo3HoM rene.  ®dparmeHTsl,
IIPEICTABIICHHBIE YETKOM E€IMHUYHOM IIOJIOCOM, BBIpE3aId W3 Telsl 1O0J
yIbTpapUOIETOM MpHU JIMHE BOJIHBI 254 HM U 3JIIOUPOBAIIM U3 Telisl, UCIOJIb3Ys
HaOop QiaQuick Gel Purification Kit (Qiagen, CIIIA) B cOOTBETCTBHH C
UHCTpYKUUsAMU mnpousBoautens. OunineHHsle (parmentsl IHK nurupoBanu c
nomortneio Habopa Quick-TA kit (EBporen, Poccust). Kommerentneie kietku E.
coli mramma XL1-Blue (EBporen, Poccus) tpanchopmupoBamu pPAL-TA
Bektopom (EBporen, Poccus). Bee omepanuu MpoBOAMIM COMIACHO MPOTOKOIY
bupmbl-pon3BoguTens.  Tpanchopmanmio B OaKTepUadbHYH  KJIETKY
OCYLIECTBJISUIM METOJOM XOJOJOBOTO IIOKA. KylbTypy KIETOK, MNPOIIEAIIYIO
tpanchopmarmio, mo 100 mxkm BeiceBanu Ha LB-arap, comepkamuii aMIuIAIIINH.
OT6Op KJIOHOB OCYIIECTBJISUIM C MOMOIIBIO 0€No-ToayOol CeleKIMu Ha cpele,
coaepxamieit IPTG (u3onpornmn B-D-1-troranaktonupanosun), X-Gal (6pom-4-
XJOp-3-uHA0IMA-f-D-ranakTonupano3n) B Ka4eCTBE MHAYKTOpPA U aMIULUJUIMH.
Hanee wyamku Iletpu unkyOupoBasmch mpu +37°C B TedeHHME HOYM U HaA
CIIEYIOIIMN JI€Hb OCYIIECTBISUICS OTOOp PEKOMOMHAHTHBIX KJIOHOB C MOMOUIBIO
oeno-ronyooit  cenexkuun ~ OTOOpaHHbIE  KJIOHBI  MOABEPrajd  CKPUHHUHTY
nocpencteom [P co cnemuduunsiMu  npaiimepamu. [locne ckpuHHHTA,
oroOpanHbie Kosonuu E. coOli, comepkaiiue BEKTOpP CO BCTaBKOW IIEJIEBOTO
dbparmenTa, KyJabTUBUpOBaIM B xuakoil LB-cpenme. M3 momydyeHHON KyIbTypbl

KJIeToK BbAesn miasmuaayto JIHK ¢ momomeio Habopa AxyPrep Plasmid
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Miniprep Kit (Axygen, CIIIA) coriacHO MPOTOKONIy (UPMBI-Tipon3BoauTes. 1o

JECATh KJIOHOB IJIsi KaXIoro oOpasila CeKBeHHpoBaiM Ha aHamusatope ABI

PRIZM 3130 xI (Applied Biosystems, CIIIA).
2.2.10 buonndopmaTnyeckuii aHaIN3

[TonGop cnemuduunbix mpaiiMepoB s npoBeaeHust [P mpooaumu
BPYYHYI0O Ha OCHOBAaHMHM aHaJIW3a MHOXECTBEHHBIX BBIPABHUBAHUN C
MOCIEAYIOMIEH  ONTUMH3ALMEd  TEPMOAMHAMUYECKHMX  CBOMCTB  KaxKJIOro
OJMTOHYKJIeOTHIa ¢  momompio  nporpamMbl  Oligo  Analyzer 1.0.3
(http://www.labtools.us/oligo-analyzer/). Jlns  ¢duaoreHeTHYecKoro  aHajm3a

ucronb3oBaau mnaker mnporpamm MEGA X (https://www.megasoftware.net/) u

SplitsTree4.14.8 (http://www.splitstree.org/). C mnomompo mporpamm BioEdit
v7.0.5 (http://www.mbio.ncsu.edu/BioEdit/page2.html) u DNASTAR Lasergene

7.1 (https://www.dnastar.com/software/lasergene/)  oueHuBaaud  MEPBUYHBIC

pe3ynbTaThl CEKBEHUPOBAaHUS, TAKUE KaK OOIIMI YPOBEHb CUTHANA MO KAXIAOMY U3
YEeThIpeX HYKJIEOTHUIOB (BbICOTAa MHUKOB), YPOBEHb (DOHOBOTO CUTHAJIA, CTEMEHb

AOCTOBCPHOCTHU I/IILCHTI/I(i)I/IKaI_[I/II/I KaXXI0ro HYKJIICOTHAAa B CHUKBCHCC. C ITIOMOIIIBIO

nporpamm GeneDoc2.7 (https://genedoc.software.informer.com/2.7/), caiita Blast

nucleotide (https://blast.ncbi.nlm.nih.gov/Blast.cgi) u mnporpammer DNASTAR

Lasergene 7.1 oOpabGaTbiBaii TIOJyYCHHbIE JIAaHHBIC, CPAaBHUBAIM UX C
nocienoBateabHocTIMU M3 0a3el naHHBIX NCBI. Wpentuduxanus RXLR wu
S/dEER MOTHBOB B MOCIIEIOBATEILHOCTAX TE€HOB BHpyJeHTHOCTH P. infestans,

MOJYYCHHEIX B PE3YJIbTATC AAHHOI'O HCCICOOBAHUA OCYIICCTBIIAIN C IMOMOIIBIO

oHJaH-TiporpamMMbl  The meme suite (http://meme-suite.org/). C mnomoiikko

nporpammbl DNASP 6 (http://www.ub.edu/dnasp/) onenuBanmm moauMophusm

HYKHGOTH)IHOﬁ U aMMHOKHCJIOTHOM IIOCJICAOBATCIBbHOCTH, YHCJIO TaIlJIOTHUIIOB H

K03 dunreHT ux pasHoooOpasus, KodOPUIIMESHT HEUTPATBHOCTH.


https://www.megasoftware.net/
http://www.splitstree.org/
https://www.dnastar.com/software/lasergene/
https://genedoc.software.informer.com/2.7/
https://blast.ncbi.nlm.nih.gov/Blast.cgi
http://meme-suite.org/
http://www.ub.edu/dnasp/
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I'JIABA 3. PE3YJIBTATBI U OBCYXJIEHUE

3.1 Ontumusanus ycjaosuii [P u BanuaupoBanue merona SSCP-ananuza

I OBICTPOro CKPHHUHIA TeHOB BUpYJeHTHOCTH P. infestans

JIis M3ydeHusl penepryapa TeHOB BHpYJEHTHOCTH y mTammoB P. infestans,
KOJIOHM3YIOIIMX pacTeHus Kaptodens B STOM KOJUICKIIMH, HCIOJIb30BAJIA [IBE
ctpateruu. B ogHoMm ciyuae, AVl rensl amrumduiupoBaiu u3 reHomHoun JIHK,
MPOU3BOJIBHO  OTOOpaHHBIE  KJIOHBI  CEKBEHUPOBAIM, W  IOJYYCHHBIC
MOCJIEIOBATEILHOCTH COMOCTABIISUIM C YK€ M3BeCTHbIMU AVl reHamu. B apyrom
ciayvae, [TIIP-npoayKThl, MoMy4eHHbIE B pe3yjbTaTe amIUIMpuKanuu AVI TeHOB,
noaseprainn SSCP-ananu3zy, u yxe oTlieiabHbie dekTpodopeTrnueckue 3061 SSCP
MaTTEPHOB KJIOHUPOBAIM M CEKBEHHPOBAJHU, MPEBpaIllasi 3TU MaTTEPHBI B XOPOIIIO
BOCIIPOU3BOJAMMBIC JeCKpUNTOphl monumopdusma Avr reHoB. HeobGxomumo
MOTYEPKHYTh, YTO BO BTOPOM CITydae ¢ BHICOKOM BEPOSITHOCTHIO OOHAPYKUBAIOTCS
MUHOPHBIE aJUIe]TH, KOTOPHIE MOTYT OBITh IMPOMYIIEHBI B TIEPBOM CITydae.

[TocnenoBarensHOCTH TpaiiMepoB u ycioBus [P mms renos Avrl, Avr2,
Avr2-like, Avr3b, Avr-blb2 u Avr-vntl ObuLTH 3aMMCTBOBAHBI W3 JIUTEPATYPHBIX
UCTOYHHUKOB; JuIa amiutuukanuu reHoB Avr3a, Avrd, Avr8 (Avr-Smira2), Avr9
(Avr-Smiral) wu Avr-blbl (ipiO) aBropamu ObLIM CO3IaHBI MpaiiMepsl,
oOecleynBaIINe pa3Mep aMmIUIMKOHA, oONTUManbHbld 111 SSCP-ananmsa.
VYenouss SSCP-ananu3a reHoB BUPYJIEHTHOCTU ObUIM MOAOOpaHbl B pe3yJibTare
aHanmu3a JuTepaTypHbix ucrounukoB (Hansen et al.,, 2006; Hong et al., 2011;
Kakavas et al., 2008; Kong et al., 2003; Martin et al., 2009; Menounos and
Patrinos, 2010; Musi¢ and Skori¢, 2013; Nahiyan et al., 2011; Rodriguez et al.,
2011; Rajatileka et al., 2014; Scoggan and Bulman, 2003; Shen et al., 2017;
Sunnucks et al., 2000; Winterpach et al., 1995; Wong and Jeffries, 2006; Ye et al.,
2010) 1 Ha OCHOBE JJAHHBIX, OJIYYCHHBIX IMITUPUICCKH.

IIpu SSCP-ananuze momumopdusma mo 11 renam BUPYJIEHTHOCTH, TEHBI

Avr4d u Avr8 o6pa3zyroT 1 marTepH U, TaKuM 00pa3oM, SIBISIOTCS MOHOMOP(PHBIMHU.
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OToT pe3ynpTaT ObUT MOATBEPKIEH MPU TMOMOIIM CEKBEHUPOBAHMSI HEKOTOPBIX
Clly4aifHO BBIOpaHHBIX 00pa3noB. Bce octampHbie AVI TeHBI 00pa3yloT OT JIBYX /0
mectr SSCP maTTepHOB, MPUTOIHBIX I pasiauueHus jauaui P. infestans. Bce
naTTepHbl, MoiydyeHHble B Xoie SSCP-ananmmsa, HaAEKHO BOCIPOU3BOJIUIKCE.
Pacnipenenenue narrepHoB B oOpasiax npejacrasieHo B Tabnure 9.

Ta6bmuma 9. Pacnpenenenne SSCP maTTepHOB TI'€eHOB BHUPYJCHTHOCTH B

obpasmax P. infestans

Jlunuu P. Ne mattepna no ganusiM SSCP-ananuza
infestans

Avrl | Avr2 | Avr2- | Avr3a | Avr3b | Avr8 | Avr9 | Avr- | Avr- | Avr- | Avrd
like blbl | blb2 | vntl

[Mymkuackue muaum P. infestans

43/1-1

[EEY
o
[EEY

43/1-2

43/1-3

18/1-1

18/1-4

103-1

103-2

103-3

103-4

103-5

87/2-2

109/1-2

107-1

107-2

117/2-1

117/2-2

120-1

11/2-1
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NINNNFRRINNN N R R R R R R PR R e
I R RN IR R
RlIRoOoR R RRRRRRRRRRRRRRRE

11/2-4

N

1

=

ameHckue nuauu P. Infestan

96 2 0
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0 — reH B COOTBETCTBYIOIIEM 00pasiie He OblT aMILTU(DUIIUPOBAH.

[TpunsiTo cunrtath, yto P. infestans obmagaetr AWIIIONIHBEIM HAOOPOM T'€HOB
¥, CJIIOBATEIILHO, BO3MOYKHBI JIBa aJUICIILHBIX BapHaHTA JIJIS KaXXI0T0 U3 TeHOB. B
COOTBETCTBHMM C TEOpHUEH METOJa, TIeTepO3UIroTa J0JDKHAa O0Opa3oBBIBATH JI0O
YeThIpeX 30H 3JeKTpodoperndeckoit moasmwxkHocTH B IIAAT. JlonmonHUTENBHBIC
30HBI MOT'YT yKa3biBaTh Ha Tpucomuio (Dey et al., 2018; van der Lee et al., 2004;
van Poppel et al., 2008) wnu tanmemuyr aymmkanuio AV reHoB. CorjacHo
HenaBHeMmy uccienosanuio (Knaus et al., 2019), ocHoBaHHOMY Ha MMOJIHOTEHOMHOM
CCKBEHHPOBAHWH HECKOJBKUX H30JATOB, Ha Tepputopun EBpombl 1 CeBepHOM
AMEpHKH pacnpoCTpaHEeHbl B OCHOBHOM TpHILIOMIHBIe (opMbl P. infestans.
Takum o00pa3oMm, JII TETEPO3WIOT BO3MOXKHO OOpa3OBaHHWE MIECTH 30H
AIIEKTPOOPETHUECKON MOIBUKHOCTH. Ha ceroaHsmHuil 1eHb Majao WU3BECTHO O

KOIMMUMHOCTU TI'€HOB BUPYJICHTHOCTH, AJUJICJIBHBIX JIOKYCaX M HX JIOKAJIM3allMU B
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renome P. infestans (van der Lee et al., 2001). Takum 0Opa3oM, aBUPYJICHTHBIC U
BUPYJICHTHBIEC BAPUAHTHI TEHOB MOTYT HaXOAUTHCS B PA3HBIX JIOKYCaX.

30HbI, OOpa3yroniye MnaTTepHbl, ObUIM KJIOHUPOBAaHBI U CEKBEHHUPOBAHBI.
OnuMHaKOBBIE TIO 3JEKTPOGOPETUUECKON MOABMKHOCTH 30HBI, KJIOHUPOBAHHBIE U3
pa3HBIX IMAaTTEPHOB OJIHOTO TeHa (OHM O0003HAYeHbl OJHOW 1U(pPOI), HE
pa3nnyaroTca Mo HYKJICOTHUIHOM MOCIIEN0BATEIbHOCTU. 30HBI, OTIMYAIOIIMECS MO
AMEKTPOPOPETUIECKON  MOABMIKHOCTH, OTJIMYAIOTCS H 10  HYKICOTHIHOU

nocienoareabHocTH (PucyHok 15).

w— Avr-blb1 Avr-blb2 Avr-vnt1
NMATTEPH 1 TNATTEPH 2 NATTEPH 3 MATTEPH 1 NATTEPH 2 1500 NATTEPH 1 TMATTEPH 2 NATTEPH 3
T 2 2 I .
1 (500~ 3 E— I—
300 = I 2 1000 ==
Avr2 Avr2-like
NATTEPH1 NATTEPH2 MNATTEPH3 NATTEPH1 NATTEPH2 TNATTEPH3 TATTEPH 4 MATTEPH 5 NATTEPH 6
500w 1 I =
3000 w-
1 [ I ° D N
400 2 [ ] I D N C D S ——
2000 — N I 4 —
-
Avri —_ Avr3a Avr9
3000 = NATTEPH1 TATTEPH 2 NATTEPH1 NATTEPH2 TNATTEPH3 NATTEPH1 MATTEPH2 nNATTEPH3
1 —
1 I 2 B I -
S - — — e — - <
1500 = [ 3 I 3000
00 =4 m—
Avr3b Avrd Avr8
NATTEPH 1 NATTEPH 2 NATTEPH 1 MATTEPH 1
1 - 1 - 1 —
1500 == 4 I 700 =
2 22— - 2
1000 == 5 I 3000
400= 3 NN 200 = 3 I 700 = 3 I

Pucynox 15. SSCP marrepust Avr reHoB mmHusx P. infestans; 1-5 3onbl

ANEKTPOPOPETUUECKON MOBUKHOCTH, CJIEBA — MapKeP MOJIEKYJISIPHOM MAcCChl, I1.H.
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Hyxneotunnbpie mocienoBaTeIbHOCTH 30H B KXKJIOM MAaTTEPHE OTINYAIHCH
apyr oT npyra He 6onee yeM Ha 9%. I[Ipu 3ToM, B OOJBIIMHCTBE CIIy4aeB, MbI HE
OOHapY>KUJIU TOPSAYUX TOUYEK MyTareHesa, 3aMEHbl MPOUCXOJIWIN KaXKIbli pa3 B
pa3HbIX 4acTax nocienoBarenbHocTH. [locnenoBarensnoctu JIHK u3 otaenpHbIxX
30H B ATHX MaTTEepHaX ObUIM COMOCTABIICHBI C MOCIEI0BATENLHOCTIMU AVl TEHOB,
noctynHbix B 0aze nqanHsix NCBI. Te nocnegoBaTebHOCTH, KOTOPbIE OTINYAINCH
OT paHee OIMMCAHHBIX TEHOB-TIPOTOTHMOB, ObUTH 3aperucTpupoBanHbl (Tabmuia
10). Cyast o onmyOJMKOBaHHBIM JaHHBIM, OOJIBIIIMHCTBO OTKJIOHMPOBAHHBIX HAMH
MOCJIEIOBATEIBHOCTE COOTBETCTBYIOT BHUPYJEHTHBIM aiiensiMm  AVI  TEHOB,
KOTOpbIE HE pACIO3HAIOTCS  COOTBETCTBYIOIIMMHU TI'€HAMU  YCTOMYMBOCTU
kaptodens, oxaHako, st Avr-blbl HalieHBI NMPEeHMYIIECTBEHHO aBHPYJICHTHBIC
BapHaHTHI TeHa. CTeneHb TOMOJIOTHH ¢ TeHaMH-TIpoToTHIaMu cocTanisier 93-99%.
OpHoif W3 TPUYMH SABJISETCS PEKOMOMHALMS HCCIENOBAaHHBIX AVI TEHOB.
NuTepecHor 3agayed  SIBISETCS BBIWICHEHHUE aAJUIENC, OTCYTCTBYIOIIHMX ¥
3araaHoeBporneickux momyssiuit P. infestans.

Tabnmuua 10. CpaBHeHME KIOHMPOBAHHBIX HAaMH IOCJIEIOBATEIBLHOCTEH C

Avr rtenamu-nporotumamMu u3 0a3pl maHHBIX NCBI, B ckoOkax ykazan %

TOMOJIOTUH
I'en u Ne Ne peructpanuu B 6a3e TaHHBIX [Ipumeuanue
30HBI B NCBI
SSCP [TommopdubIe ['eHBI-TPOTOTHIIBI U3
narrepHe | 30HbI u3 SSCP munun T30-4
CIIEKTPOB
avrl 1 MH450289 XM _002998511 (99) | BupyneHTHbINH
romouior, 3amena C83A
avrl 2 MH450290 XM _002998511 (99) | BupyneHTHbINH

roOMOJIOT, 3aMCHBI

C83A, A316G, A382G

avrl 3 MH450291 XM_002998511 (99) | BupyseHTHbIH
T'OMOJIOT, 3aMEHBI

C83A, T309A, A338T

Avr2_1 KY354764 XM_002902939 (99) | Avr2",
HECMHOHUMUYECKas
3aMEHa B [10JIO)KEHUHU
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A93T

Avr2_2 KY354765 XM_002902939 (99) | Avr2",
CHUHOHUMHNUCCKAas
3aMCHa B ITOJIOKCHUHU
A57T

Avr2- KY354766 XM_002902939 Avr2-like™

like 1 (93)**

Avr2- KY354767 XM_002902939 Avr2-like™

like 2 (93)**

Avr2- KY354768 XM_002902939 Avr2-like™

like 3 (93)**

Avr2- KY354769 XM_002902939 Avr2-like™

like 4 (93)**

Avr2- MH396495 XM_002902939 Avr2-like™

like 5 (93)**

Avr3a_1 | KF154428 XM_002898795 (99) | Avr3a™

avr3a_2 | MH450287 XM_002898795 (99) | PEX147 2

avr3a_3 | MH450288 GQ869422 (99) Avr3a™

Avr9 1 MH423619 XM_002904490 (97) | Aupynentasrii (11)
KJ1aCC

avr9 2 MH423620 XM 002904490 (99) | Bupynentssiii (I) xmace

Avr- MH220872 XM 002895005 (99) | ABupynenrtusriii (1)

bibl 1 KJIacC

Avr- MH220873 XM _002895005 (97) | Asupynentusii (11)

blbl 2 KJIacC

Avr- MH423614, XM_002897316 (98) | Coorsercrayer

vntl 1 MH423618 BapuaHTy V2,
HCCHMHOHHWMHWYHAs
3amena Al31G

avr-vntl 2 | MH423615 XM_002897316 (99) | CootBercrByer
BapuaHty V1

avr-vntl_3 | MH423616, XM_002897316 (99- | CooTBeTcTBYET

MH423617 100) Bapuanty V3,

HECCHMHOHHUMHWYHA
3ameHa C307A

Avr3b MK287366- XM_002997802 3aMeHBbI B MOJOKEHUSX:

MK287369 (PITG_18215) (99) | G122T, G163A,

G253C, C324T, T355C,
G371A

avr- MK776762- GQ869450 (100), BupyneHTHBIN BapraHT

blb2_1 MK776765 XM_002905755 (99-

100), XM_002895872
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(98-100),
XM_002895873 (99-
100), XM_002895876
(99).
Avr- MK776760, GQ869454 (100), ABHPYJICHTHBIN
blb2_2, MK776761, GQ869458 (99), BapUaHT
Avr- MK776766 GQ869450 (98),
blb2_3 XM_002905755 (99),
XM_002905749 (98).
Avr4 He XM_002904373 (100)
3aperuCTPUPOBAH
Avr8 He XM_002904498 (100)
3apeTrUCTPUPOBAH
*AVr W avr — TpUHATOE B JUTEpaType YCIOBHOE 0003HAYCHHUEC

aBUPYJICHTHBIX W BHPYJCHTHBIX ayuieneld reHa, ** ren Avr2-like orcyrcrByeT B

reaome T30-4, B kauecTBe MPOTOTHIIA YKa3aH IreH AVI2

Merox SSCP mo3BosisieT onepaTHBHO ONPENESATh Pa3IMYHBIC aJICIbHBIC
BapuaHThl AVl T€HOB, TAKUM 00pa3oM, B OTIWYHE OT SSR ¥ MUTOXOHAPUATBHBIX
MapKepoB, ToJyuyeHHble ¢ Tomoiplo SSCP-anHanmm3a TEHOB BHUPYJICHTHOCTU
pe3yJbTaThl MOTYT HE TOJBKO CIIY)KHTh B KAYECTBE TOIMYJIAIIMOHHBIX MapKEpOB, HO
Y HEIMOCPEACTBCHHO KOPPEIUPYIOT C BHPYJICHTHOCTHIO TaToreHa. IlomydeHHbIE ©
nomombto  SSCP-ananmm3a  JaHHBIE TaKkKe OTPAKAIW  TEPPUTOPUATHHYIO
NPUHAUICKHOCTh M3YyYCHHBIX HAMH JIMHUH, B TO BpeMs Kak IO pe3ybTaraM
reHOTUIMpoBaHus 1Mo 12 SSR yokycam MHOTHE JMHHHM MUMEN WHIUBUIYaTbHBINA
npodmis (Sokolova et al., 2017). MuroxoHapuaabHbIE MapKepbl, PUMCHICMBbIC
panee (Griffith and Shaw, 1998), naBamu nuiibs HEOOBIIOE YHUCIIO BAPUAHTOB U HE
OTpa)kaju BCIO CJIOYKHOCTh MHTOXOHAPHAIBHOIO I'€HOMA, B TOKE BpPEMS METO/I,
npeaioxkeHHpId B padote Martin et al., 2019, nanpoTuB, oka3ajcs H3JIUIIHE
TPYJOEMKUM U TPeOYIOIIUM KIOHUPOBAHHUS BOCBMU MapKepoB, pazmepom ot 400

10 3200 1.H., YTO 3HAUUTENBLHO 3aTPYHSAET TAKOW aHAJIM3.
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3.1.1 Pacnpeneaenne SSCP narrepHoB B BbIOopKax P. infestans

Pactipeneneane SSCP  marreproB B juHMsax P. infestans 3amerHo

pasnmuuaercs (Pucynok 16).

Avr1  Avr2 Avr2-like Avrda Avr9 Avr-bib1 Avr-blb2 Avr-vnt! Avr3b Avrd  Avr8

AL

1£2:9 123 123 123
nuHuK P, infestans

@l natrepH 1; linatTtepH 2; [ natTepH 3; [] nattepH 4; [J natrepH 5; [ natTepH 6

N g (=23 (==} —_
o o o 8

o

Pacnpepenehue SSCP nartepro y nuwui P. infestans, %

Pucynox 16. Yacrora BcTpewaemoct SSCP marrepHoB AVI TEHOB B
u3ydeHHbIX BeIOOpKax P. infestans, %. 1 — mymkuHCKUE JTUHUY; 2 — paMEHCKHE
auHuy; 3 — mramm 161, pedepencusie nunuu u3z EBponst u CIIA

B uwactHOocTH, nBa martepHa reHa Avrl Obuin OOHapy’>KEHbI B MYIIKHMHCKUX
JVHUSIX B IPUMEPHO OJMHAKOBBIX COOTHOILIEHUSX, B TO BPEMs KaK B PaMEHCKHUX
JUHUSX ObUT OOHapyXeH TOJNbKO marTepH 1, a B pedepeHCHBIX JUHUIX
npeoOianaeT maTTepH 2. Bo Bcex MyIIKMHCKMX M PAaMEHCKUX JMHHUAX reH Avr2
NPEJCTaBICH TOJBKO MATTEPHOM 2, B TO BpeMs Kak B PEePEPEeHCHBIX IHMHHSIX
BcTpeuatorcs narrepusl 2 u 3. [larrep 1 rena Avr2 Obut oOHapyXeH HaMH paHee
B u3oyiaTtax u3 Mockosckoi odnactu (Chizhik and Martynov, 2017). ITartepssr 1
u 2 reHa Avr3a BCTpEYalOTCs B MPUMEPHO OJUHAKOBBIX COOTHOILICHHSIX B
NYHIIKUHCKUX JIMHUSX, Y peepeHCHBIX JIMHUM, HAPOTUB, MAaTTEPHBI 2 U 3 UMEIOT

INPpUMCPHO OJHWHAKOBBIC COOTHOIICHUA. Pamenckue nmHuU IMPCACTABJICHBI
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UCKJIIOUUTENbHO TaTTepHoM 2. Bce Tpu marrepHa reHa AVr9 oOHapyKeHBI B
NYIIKWHCKUX U PaMEHCKUX JHHMSIX, OJHAKO, UX COOTHOIIEHHUE paziauyaercs. B
pedepeHCHBIX JUHUSAX TNaTTepH 2 OTCYTCTBYeT. B pedepeHCHBIX IHHUIX
IPUCYTCTBOBAJI TOJIbKO marrtepH 1 rena Avr-vntl, B To BpeMsl Kak B paMEHCKHX
JUHUSX ObUTM OOHapyXKeHbI U Bce ocTalibHble SSCP martepHbl. B mymkuHCKuX
JUHUSX HaM yIaJdoCh TakkKe OOHApYKUTh marrtepH 2 reHa Avr-vntl, a martepH 3
OKa3ajcsl YHUKAIbHBIM ISl paMEHCKUX JUHUN. OTaenbHbIE T€Hbl MPUCYTCTBYIOT
BO BCEX IYNIKUHCKUX, PaMEHCKUX U pedepeHCHBIX JUHUAX. Takue TEeHbl Kak
Avr3a, Avr-blbl Avr-blb2 u Avr-vntl npucyTcTBYIOT B OOJBIIMHCTBE OOpa3IOB.
Takum o0Opa3om, 3TH TpU BBIOOPKH 3HAYUTEIBHO PA3IMYAIOTCS KaK IO COCTaBY
NAaTTEPHOB,  OTPAKAIOIMIMX  pPA3JIUYHbIE  aUIeJbHbIE  BApUAHTHl  T'€HOB
BUPYJICHTHOCTH, TaK M O MX PACHPEICICHUIO, 9YTO MOXKET OBITh CBA3AHO C TEM,
YTO NYIIKUHCKAE M PaMEHCKHE JMHUU TPEJCTABISAIOT COOOW MOMyJNsIIuu, a
pedepeHcHbIE JMHUM TAaKOBBIMU HE SBISIIOTCSA. Kpome Toro, pacmpeneneHue
NaTTEPHOB MOKET OBITH CBSI3aHO C TEM, YTO Ha dTUX TEPPHUTOPUSX BHIPAIIUBAIOT
pa3Hble copTa KapTodesis, KOTOpble OTJINYAIOTCS IO COCTaBy I'€HOB YCTOMUMBOCTH.
Taxxe poip UTpaeT pasznuure B KIMMATHUECKUX YCIOBUAX M reorpaduueckas
YIaJIEHHOCTD, IPUBOIAIIAS K YaCTHYHOMN W30JIMPOBAHHOCTHU
BOCTOYHOEBPOIICUCKUX MOMYJISIHUH.

CoriacHo JWTEpaTypHBIM JaHHBIM, HEKOTOpble momyisimuu P. infestans
NPEJCTaBISIIOT COOOW KIIOHAJIbHBIE JIMHUU, pa3HOOOpa3ue B KOTOPBIX HEBEIHKO,
3TO ObLIO ToKa3aHo it Tepputopun CeBepubix A (Cardenas et al., 2011), rue
MOMYJISIIIAKA OBUTH TPOAHATM3UPOBAHBI 110 HECKOJIBKUM MOJICKYJISIPHBIM MapKepam,
HeitpanbueiM K otoopy (ITS, Ras wu P-tyOynamn). Taxke ObLT H3YyYeH
nonumopdusm reHa Avr3a. B OCHOBHOM OH ObUI TpPEACTaBICH OJHUM
JTOMUHUPYIOIIAM TaruioTunoM. CXoxue pe3yabTaThl ObUIM TIOJYYEHBl TIpU
u3ydeHuu nosumopdusma Avr3a Ha TEPpPUTOPUU DPA3IUYHBIX peruoHoB Kuras
(Han et al., 2016; Yang et al., 2018), rae Obut0 0OHAPYKEHO TPU JOMHHHUPYOIINX

rarjioTuiia, BCC OTHOCAIIUCCS K BUPYIICHTHOMY aJUICIIHO JAHHOT'O I'CHA. B namem
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UCCJICIOBAHUKM d3TOTO TeHa TakKe TMpeoljagaeT BUPYJICHTHBIA BapHWaHT,
MPEACTABICHHBIH marrepHaMu 1 w2, oTimuus B DIEKTPOGOPETHUSCKOU
MOJIBIDKHOCTA  00pa3ymoIUX d3TH TaTTEPHBI 30H OOYCIOBJIICHBI HATUYHEM
HECKOJbKHX CHHOHUMHUYECKUX 3aMEH.

Cornacio SSR anamm3y mo 12 jokycam, OOJBIIMHCTBO €BPOIMEHCKUX
nonyssiuii P, infestans mpepctaBisior co0OW JTOMHHHPYIOIIME KJIOHAIBHBIC
maann (Cooke et al., 2012). Ham He ynamoch OOHApyXHUTh XapaKTEPHBIE IS
3anagHoil EBponbl nvHUM Ha Tepputopuu JIeHMHrpaackoil u MOCKOBCKOM
obnacreil. IlpoaHanu3upoBaHHbIE HAMHM JIMHUM 3HAYUTENIBHO Pa3IUYAOTCS IO
COCTaBy TE€HOB BHPYJICHTHOCTH. VICKIIOYEHHE COCTaBISIOT MOHO300CIIOPOBHIE
JIMHUY, BBIJICIICHHBIE U3 OJIHOTO M30JISITa, KOTOPhIE B OCHOBHOM HE Pa3lIMyaroTcs
MEXIy co00i Kak mo cocTaBy AVI reHoB, Tak W o SSR nokycam. HeGompime
pa3Iuyusi MOXHO OOBSICHUTh HAJIMYUEM COMAKJIOHAIHHOW M3MEHUYUBOCTHU. Takum
obpaszom, momyssiiuu P. infestans w3 Jlenunrpaackoi 1 MockoBCKo# oOmacrei
OKa3aJIMCh TOJUMOP(PHBIMH, OHU OTIUYAOTCA JAPYyr OT JApyra W OT JIMHUH,
XapakTepHbIX nJisi 3amangHod EBpombl, W coaepkaT pas3iuyYHble aJUieIbHbIC
BapUaHThl T€HOB BUPYJICHTHOCTH. HaM He yanoch BBIACIHTH JOMHUHHUPYIOIICH
KJIOHAJIbHOM JIMHUM Ha €BpPONEnCcKor Teppuropun Poccuiickonn denepannu.

Ycnosus [P u SSCP-ananuza i1t HEKOTOPHIX U3 TEHOB BUPYJICHTHOCTH, B
4acTHOCTH, s reHoB Avr2 u Avr2-like, ObulM ONTUMHU3HMPOBAHBI B XOJE
uccienoBaHus Ha maTepuaine, coopannom yieroM 2015 roga Ha TeppuTopun NATU

paitoHoB MOCKOBCKO# 00J1acTH.

3.2 UccnenoBanme noJauMop¢pu3Ma reia BUPYJeHTHOCTH AVI2 B NOMYJIAMAX

MocKOBCKOI1 00J1acTH

bbin mpoaHanu3upoBaH MOAUMOpP(HU3M MEPBUUHOM CTPYKTYphl TeHa Avr2,
cyliecTByroiero B nonyssiuu P. infestans 8 Mockosckoii o0mactu. Panee ObL1o
NoKa3aHo, yTo B reHome P. infestans mpucyTcTBYIOT aBa romMosora 3TOro reHa,
nojyuuBIuX HaszBanue Avr2 u Avr2-like, cootBeTcTBeHHO. AVI2 KOIUpyeT OeNoK,

pacmo3HaBaeMblii TPOAYKTOM COOTBETCTBYIOIIETO TreHa R2  ycroitumBoCTH
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kaptodens, a Avr2-like xomupyer OeiOK, KOTOPBIM HE paclo3HaeTcss 3THM R-
oenxom (Gilroy et al., 2011). Bupynentras ¢opma OTIMYAETCS OT aBUPYJICHTHOM
13 aMMHOKHCJIOTHBIMH 3aMEHaMH, U3 KOTOPBIX BOCEMb HaxojsaTcs B C-KOHIIEBOM
s dexTopHOM TOMEHE, KOTOPHIN pacnio3HaeTcsi R-6emkoM. OmHako moaumMopdusm
JAHHOTO Te€HAa W3YYEeH HEJIOCTATOYHO M ObLI OMUCAH TOJBKO ISl TPYIIIBI U30JISITOB
U3 3apyOeKHBIX KoJUlekiui. Kpome Toro, B TeHeTHYeCKHMX Oa3axX JTaHHBIX
OTCYTCTBYIOT HYKJICOTHIIHBIC ITOCJICJOBATEIILHOCTH IOJUMOP(PHBIX BapHUaHTOB.
Mexay Tem, moauMopdu3M reHa BupysieHTHOCTH Avr2 B momynsnusx P. infestans
MOXET HMMETh XapakTep, OTIIMYHBIA OT ONMUCAHHOTO, MOCKOJIbKYy P. infestans
XapaKTepU3yeTcsi BBICOKOW CTEMEHbI0 pa3sHooOpasus Jaxe mpu OecrosioM
pasmuoxenunu (Kamoun et al., 2003).

B pesynerate IILIP mnpenaparoB TorampHOM JIHK, BbImEneHHbix u3z 38
o0pas3IoB, ¢ mpaiMepaMu, CreUUIHBIMU IO OTHOIICHUIO K ToMoyioraM AVI2 u
Avr2-like, oba romosiora rena Avr2 ObutH OOHapy»KeHBI B 23 00pasiax, TOJBKO
Avr2 obHapyxeH B 14 oOpa3nax, u Tonbko Avr2-like 6bu1 oOHapysxeH B 1 oOpasie.
SSCP-ananu3 mnonyuennbix ¢parmento JIHK moxaszan, 4dro B ucciemyeMmoi
HOMYJISIUN  TOJIUMOPGHU3M romosiora AVr2 TpUBOIUT K TpPEeM BapHaHTaAMH
reHoTHIa, a noaumopdusm romonora Avr2-like — k 1Bym BapuaHTaMu Te€HOTHIIA
(Pucynox 17).

P | 2 3 4 5

AVRZ-like*1 AVR2-like*3

LR/

t

500 nman. k‘l’ \ \ e "'"'s A?/R?-mg'z A’R?-h‘kc-l
k.. \__—‘ ; 3 -

p—

1000 u.n.

—
= = AvR24
S

AVR2*2 500 1.1 W
o~

Pucynox 17. Bapuantel momumopdusma reHa AVI2, BBISBISIEMbIE TPU

nomor SSCP-ananu3a. [lokazaHel annenbHble BapuaHThl romosiora Avr2 (a) u
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romosora Avr2-like (6), pasmuuarommecss cBoel  AneKTpodopeTHIecKoit
MOIBMYKHOCTHIO

KnonupoBanue u cekBeHHpoBaHHE MOJUMOPPHBIX 30H Avr2 u Avr2-like,
XapaKTEPHU3YIOIINX 3TH BapUaHThI TEHOTUIIOB, TTOKA3aJI0, YTO OHU JACHCTBUTEIHHO
NPUHAICKAT K paHee ONMMCAaHHBIM roMoyioraM reHa Avr2. Takum oOpas3om, 3TH
noJuMop(HbIC 30HBI U COOTBETCTBYIOIIINE UM HYKJICOTH/IHBIC
[IOCJIENOBATEILHOCTH ObLIM 0003HaueHsl Avr2*1, Avr2*2, Avr2-like*1, Avr2-
like*2, Avr2-like*3 u Avr2-like*4. Dt HyKJICOTHIHBIE ITOCIEA0OBATEILHOCTH OBLIH
3apeructpupoBanbl B 0aze maHHeix GeneBank NCBI mox mHomepamu KY354764,
KY354765, KY354766, KY354767, KY354768 u KY354769, cooTBeTCTBEHHO.
Paznmuuus Mexay mocienoBaTeabHOCTIMU AVI2 U TocienoBaTeIbHOCTIMU AVr2-
like cocraBmmm 21 mHykneoruma. Avr2*1l m Avr2*2 pasnuyarorcs Mexmy coOoit
IBYMsSI OJHOHYKJICOTUAHBIMH T/A 3amMeHamMu B mojoxkeHusx 57 wu 93
['mmoreTnyeckass TpaHCIAIMSA TIOKaszaja, 4To TOJUMOP(PHU3M B TMOjoKeHuHu 93
MPUBOJNUT K PA3IUYMI0 B aMHUHOKHCJIOTHOHW ITOCIIEIOBATECILHOCTH MEXAY STHMHU
JIBYMSI aJUICJIbHBIMM BapuaHTaMu. Tak MOJMMENTHI, Koaupyembiii Avr2*1, umeer
au3uH B nojioxkenuu 31 (K31), a moaunentua, KogupyeMbii AVI2*2, uMeeT B 3TOM
ke mosokenun acraparud (N31). Amnenun Avr2-like (Avr2-like*1-Avr2-like*4)
OTIMYAIOTCA  MEXIy CcOoOOM 1O  IecTH caiWTaM  OJHOHYKJICOTHHOTO
nosumopdusMa B mosoxenusx 51, 71, 162, 246, 290 u 316 (Tadmuma 11).

Tabnuma 11. Bapuwantel amnensHoro noiumopdusma Avr2-like wu

HYKJICOTHU/bI, KOTOPLIMHX OHH Pa3JINdarOTCA

Annens [TopsimkoBbIE HOMEpPA HYKJIEOTHIOB

Avr2-like 51 71 162 246 290 316
Avr2-like*1 | C T C T A A
Avr2-like*2 | C T T T G A
Avr2-like*3 | C C C T G G
Avr2-like*4 | T T C C G A
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OJ1HaKo, COTJIACHO THUITOTETHYECKOM TpaHcisnuu, aymien Avr2-like*1, Avr2-
like*2 u Avr2-like*4 mo mpow3BOJHONH aMUHOKHCIOTHOW MOCIEIOBATCILHOCTH
SIBIISTIOTCS UICHTUIHBIMHU U OTIINYAIOTCS oT AMUHOKHCIIOTHON
IIOCJICIOBATEILHOCTH, Koaupyemon aimieneM Avr2-like*3, amMmuHOKHCIOTAMH B
nonoxkenusax 10 m 92, B cinyuae amiens Avr2-like*3 >Tu  aMHHOKHCIOTHI
npeactapistior codoit Tpeonun (T10) u Banmuu (V92), a B citydae amtencii Avr2-
like*1, Avr2-like*2 u Avr2-like*4 — metnorna (M10) u m3oneitun (192). Takum
o0pa3oM, B COOTBETCTBHUHM C JI@HHBIMH O HYKJICOTHIHBIX M aMHHOKHCIOTHBIX
MOCIIEIOBATEIBHOCTSX, BBIBIICHHBIE TIpH momoiu SSCP-aHanu3a Tpu BapHaHTa
rerotuna Avr2 obuti 0603HaueHbl kak roMo3urothl K u N u rereposurora K/N, a
nBa Bapuanta renotmma Avr2-like Obin 00o3HaueHsl kak romoszurora Ml u
rerepo3urota MI/TV. Pacnpenenenue 53THX BapHaHTOB CpeaW  0OpasIoB
UCCJIeIOBAHHOM MOMYJIsUY MpuBeaeHo B Tabmune 12.

Tabnuna 12. Bapuantel renotunoB Avr2 u Avr2-like u ux BctpedaemocTs B

oOpaz1ax ucciaeayeMou Momysiiuu

Avr2 Avr2-like
Bapuantr | K N K/N MI MI/TV
TCHOTHIIA
Kon-Bo 4 1 32 21 3
00pasIoB
% 10,8 2,7 86,5 87,5 12,5
o0pasIoB

Cymmupysl JTaHHBIE O HAJIWYUH/OTCYTCTBUU M MOJMMOpP(HU3ME KaKIOTO U3
rOMOJIOTOB TreHa AVI2 B mpoaHaIM3UPOBAaHHBIX 00pa3iiax, HaMu ObLIO BBIICTICHO B
oOLIel CIOXKHOCTH / T€HOTUIOB, XapaKTEPU3YIOUUX MOJIUMOP(HU3M ATOrO reHa,

KOTOpbI€ 00J1aiaJii HEOJUHAKOBON BCTPEYAEMOCTHIO B MCCIICAYEMOU MOMYJISIIUN

(Tabmura 13).
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Tabnuna 13. ['eHOTHTBI, BBIABICHHBIE B HCCIEAYEeMOW TMOMYJSALUU B

3aBUCHUMOCTHU OT HOJII/IMOpq)I/ISMa redga Avr2, N HUX BCTPEHACMOCTb B M3YYCHHBIX

obOpasmax
I'enotn | I'enotn | I'enotn | I'enotun | I'enotn | ['enotu | ['eHoTH
ol n2 n3 4 o n6 o/
N IS B I o T I N o I B I o N N B A B
F1502 528282282 % 28
Kilaag|l N |ag| K (axg] KN |MIUT| K/ |MlI| K |MI|anx| Ml

N N V N

Kon- 2 1 11 3 18 2 1

BO

o0Opa3iy

OB

% 5,2 2,6 29 8 47,4 52 2,6

o0pa3iy

OB

Tak wnaumbornee YacTto BeTpedarommMmcs okasaics ['enorun 5 (47,4%),
BTOPBIM TI0 pacmpocTpaHeHHOCTH okazancs ['eHotun 3 (29%). OctanbHbie MATH
T'CHOTHITOB MOYKHO OTHECTH K peaKo BcTpeuarormmces (ot 2,6 10 8%). Takke ObL10
MIPOAHATIM3UPOBAHO PACIIPEACIICHHE dTUX TCHOTHIIOB B KaXKIOW M3 TouYek cOopa.
PesynbTaThl 3TOTO aHaNMM3a NMpuBeaeHbl Ha Pucynke 18.

Bce o6Opasupt u3 Touku 1 (m. Kopenero, mome BHUUKX) umenu
onuHaKOBBIM TeHoTHn — ['eHotum 5. O6pasmer u3 Touek 2 m 3 (1. Kopeneso,
YaCTHBIM CEKTOp, A. MacioBka) ObUIM TPEICTABIICHB YETHIPHMS T€HOTUIIAMU —
['enotunst 2, 5, 6 u 7 B cinyuae Touku 2, u ['enotuns! 1, 3, 4 u 5 B cnydae Touku
3. O6pasuel u3 Touku 4 (1. [lonsHbl) ObUTM IPEACTABICHBI ABYMSI TEHOTUIIAMH —
['enotunsr 3 u 5, a oOpasiel u3 Touku 5 (1. JIecHOe) ObUIM TIPECTABIICHBI TPEMS
reHotunamu — ['enoturnsl 1, 3 u 4. Kpome toro, B 00pasiax, COOpaHHbIX B TOUKaX,

Haxoxsmuxcs B mocenke KopeneBo (Touku 1 m 2), orcyrcrBoBanu ['eHoTumnsl 1, 3
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u 4, B TO BpeMs Kak B oOpasiax, coopanusix B Toukax 3, 4 U 5, OTCYTCTBOBAJIU

I'enotunsr 2,6 u 7.

Kopexeso (none BHUMKX) Kopexeso (YacTHbli cekTop)

MNonnaxbl NecHoe

Pucynok 18. [lomnst o6pa3siioB (%) ¢ BISIBJICHHBIMEH TCHOTHITAMHU B KQXKIIOW U3
TOYeK cOopa

B pesynbrare 06a romosora 3Toro reHa ObUTd 0OHAPYKEHBI B OOJIBITMHCTBE
oOpa3sioB (23 obpasia, 60%), Toneko Avr2 npucyrcTBoBai B 14 obpasiax (37%),
u tonbko Avr2-like 6ei1 oOHapyxken B 1 oOpasie (3%). Takum oOpasom, 00a
roMmosiora ObIM OOHAapYyEHbl HE BO Bcex oOpa3iax. ITO MOXKET OBITh CBSI3aHO C
xapakrtepHoit mis P. infestans u P. sojaé MHOTOKONMHHOCTBIO CTPYKTYPHBIX H
(YHKIIMOHAJIBHBIX TOMOJIOTOB, HAXOISAUINXCS B JIOKYCE BUPYJIEHTHOCTH, U MOJTHON
ANMMMHUHAIIMEN pacro3HaBaeMblXx (opM Oellka y HEKOTOPhIX BUPYJIEHTHBIX
usoistoB (Armstrong et al., 2005; Jiang et al., 2006; Qutob et al., 2009; Dong et
al., 2009). B patore Gilroy et al., 2011 06a romomnora resa AVr2 Takke ObLIH
oOHapyXeHbl HE Yy BCEX MPOAHAIM3UPOBAHHBIX W30JISITOB, OJHAKO, COOTHOIICHHE
MEXIy KOJMYECTBOM 00pasloB, HMMEIUX 00a TroMojora, W KOJIUYECTBOM
00pa3IoB, UMEIOIMIUX KaKOW-TMOO0 OJMH W3 HUX, ObUIO apyruM. Tak, uz 29

MPOaHAIM3UPOBAHHBIX H30JIATOB 00a romosiora reHa Avr2 umenu 12 u30754TOB
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(41%), Tompko Avr2 mmenu 8 m3omsaToB (28%), m Tombko Avr2-like mmenm 9
u3oisitoB  (31%). HaGnromaemble pasiwuus MOXHO OOBSICHHUTH TEM, 4YTO B
IMUTHPYEMON BBINIE paboTe MCCIeN0BaIach KOJUICKIUS U30JIATOB, PA3UYHBIX IO
CBOEMY TMPOHMCXOXKICHUI0O M HE TMPEACTaBIAIOMUX CO00M MOMyJsAIuio, a B
HACTOAIIEH paboTe MPOBOAMIOCH HCCIIENOBaHHE O0Opa3IoB, MPEICTABISIONINX
nonyisiuio P infestans B MockoBckoit o0iactu. O4eBHIHOE CMEIICHUE B
CTOPOHY TpeodIIajanus 00pasmos, uMeroImux Avr2 (B obmiei cioxHoctu 97%), B
ATON MOMYJIALMUA MOXKET CBUAETEIBCTBOBATb 00 OTCYTCTBUU COOTBETCTBYIOLIEIO
reHa YCTOWYMBOCTA R2 y COpTOB, BO3AENBIBAEMBIX B arporieHo3ax MOCKOBCKOM
00JIaCTH, HO TAK)KE U O PEryJIAIUH BUPYJICHTHOCTH/aBUpYJIeHTHOCTH P. Infestans
Ha YPOBHE 3KCIPECCUU COOTBETCTBYIOIIETO I'€HA, O UEM TaK)K€ UMEIOTCS JaHHbBIC B
mutepatype (Gilroy et al., 2011).

[Tpumenenne SSCP-aHanmm3a MO3BOJMIIO JTOTIOTHATEIHFHO 0XapaKTeprU30BaTh
OJIMMOP(GHU3M TIEPBUYHON CTPYKTYPHI BBINICYKa3aHHBIX TOMOJIOTOB reHa AVI2 u
€ro pacmpeleieHne Cpead HUCCIEeAyeMbIX O00paslioB, a CEKBEHUPOBaHWE
MOJIUMOPGHBIX 30H 3IEKTPOPOPETUUECKON MOJIBUKHOCTH TIO3BOJIMIIO BBISIBUTH
OCOOCHHOCTH HYKJICOTHIHOW TOCIEAOBATEIBHOCTH, OOYCIAaBIMBAIOIINAE ATOT
nosumopdusm. Tak, OBIJIO YCTAaHOBJIEHO, YTO CpPEOU IPOAHATU3UPOBAHHBIX
oOpasioB romosior AVr2 mpeacTaBieH ABYMs aJlJieIbHbIMA Bapuantamu — Avr2*1
u AVI2*2, KoTopble OTIMYAIOTCS APYT OT Apyra ABYMS OJHOHYKICOTHIHBIMU
3aMEHaMH, OJIHA W3 KOTOPBIX MPHBOJUT K BO3HUKHOBEHHIO ITOJIMMOPQHU3MA
aAMHHOKHUCIIOTHOM mocienoBarenibHoctn B monokeHnn 31 (K31N). DOror
nosuMophu3M paHee yxke Obul OOHapyKeH, OJHAKO paclpelereHHe ITaHHOTO
nosuMopdu3Ma cpeau o0pasLoB HUCCIeTyeMON MOMYJISIUN OTIUYAETCS OT paHee
onucanHoro. Tak, u3 50 mnpoaHaTU3UPOBAHHBIX paHee H3OJATOB, 23 ObUIU
romosurotamu K (46%), a 27 seasutucek rereposurotramu K/N (54%), B To Bpems
Kak cpenu oOpasios P. infestans momysisitimn MOCKOBCKO# 00J1aCcTH TOAABIISAIONICE
00JBIIMHCTBO ObLIO mpezacTaBieHo rereposuroramu K/N (32 obOpasua, 86,5%) u

tobko 4 obpasna (10,8%) sBismiuce romosuroramu K. Kpome Toro, Obut
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oOHapykeH onuH oOpa3sell, MpeacTaBisomuii codboit romo3urotry N, B TO Bpems
KaK TaKkoW BapwaHT paHee He ObUT OOHApYKEH, Ha YTO MPSMO YKa3bIBaeTCS B
mutupyemorr padore (Gilroy et al., 2011). Tem He MeHee, HaOIOgAEMOE
npeoOnamanne amiens AVI2*1l, wMmeeT CXOACTBO C TpeoOsialaHueM ajuiess
Avr3a™, ommcanmeM mmst gpyroro rema BupyientHocT: P. infestans Avr3a
(Armstrong et al., 2005), xots, B omimune ot amienst Avr3a™", IpogyKT KOTOPOro
He pacmo3HaeTcs OenkoM R3, mpomyktel oboux amreneir Avr2*l m Avr2*2 B
paBHOM cTemeHu pacno3HalTcs OeinkoM R2, Ttak kak 3a pacrno3HaBaHue Oenka
Avr2 orseuaer ero C-koH1eBoil 3¢ (HEeKTOpHBIN TOMEH, U TTOITOMY MOIUMOPHU3M
K/N He cBsizaH ¢ u30eraHueM 3TOro pacro3HaBanus. B ciydae romosiora Avr2-like
npu oMoty SSCP-aHanu3a ObLIO BBISBICHO YETHIPE a/UICIbHBIX BapranTa (Avr2-
like*1- Avr2-like*4), xoropsie Ha ypOBHE HYKJICOTHIHOW IOCIEIOBATCIHLHOCTH
pazMyalinch  MEXIy Cco0OM Mo IIecCTH caTaM  OJHOHYKIICOTHIHOIO
nosmMopduzma. OTHAKO TONBKO JBE M3 ATHUX 3aMEH OBLIM HECHMHOHMMHYHBIMHU,
YTO Ha YpPOBHE AaMHHOKHCJIOTHOH TOCIEAOBATCIIbHOCTH TMPHUBOIUIO K
BO3HUKHOBEHHUIO JBYyX mnonumopdusmoB MI10T wu 192V. Otu paznuuus, mo-
BUJIMMOMY, HE SIBIIAIOTCS (YHKIMOHAJIBHBIMH (HE BIHUSIOT Ha pacro3HABaHUE
oenxom R2), rak kak 3amena M10T HaXxoAWTCS B CUTHAIBLHOM IENTHIE, KOTOPHIi
OTILEIUISIETCS OT 3PesIoro OefKa, a BaJuH B MOJIOKEHUHU 92 TakKe MPUCYTCTBYET U
y aBUpyJieHTHOU (opmbl Oenka. Cpean ucciieqoBaHHBIX 00pa3loB Mpeoliagaiu
romosurotel MI (87,5%), a rereposuroramu MI/TV Obutn TONBKO Tpu 00pasia
(12,5%). TomozuroTel TV cpeau HCCIIEIOBaHHBIX 0O0pa3lOB OOHAPYKECHBI HE
oputn. Kak m B ciyyae romosiora AvVr2, Takoe pacnpelesieHHe OTINYaioch OT
paHee omucaHHoro, rae romo3urorel MI cocraBmsim 54% (7 oO6pasios),
rerepo3urotsl MI/TV — 38% (5 06pa3iios), u romosurotsl TV — 8% (1 oOpasen).
C ydYeToM TIOMY4YEHHBIX [AHHBIX O MOJIUMOPPHU3ME KAXKIOTO H3 JBYX
romoJioroB rema Avr2 B momyssiiuu P. infestans B MockoBckoii 00acTi HaMu
OBLTO BBISIBIICHO B OOIIEH CII0)KHOCTH CEMb T€HOTHUIIOB, OTPAKAIOIIUX CYMMapHBIH

HOJ'II/IMOp(I)I/IBM 9TOT'O reHa. Ot I'CHOTHIIBI HUMCIIN HCOJHNHAKOBYIO
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PacpOCTPAHEHHOCTh B UCCIEIOBAHHOM nomyssanuu. Kpome Toro, Hu B OQHON U3
TOYEeK cOopa HE OBLJIO OOHApPY)KEHO BCE CEMb T€HOTHIIOB, M TEHOTHITHl ObLIA
MpEACTaBICHbl B TOYKaX cOOpa B pa3HBIX KOMOMHAIMSAX M B Pa3IMYHBIX
IPOLIEHTHBIX COOTHOLIEHUAX. Takoe pa3zHoOOpa3ue TI'e€HOTUIIOB M KapTHHA HX
pacmpesiefieHdss MOTYT OOBSCHATBCS TEM, UYTO OCHOBHBIM HCTOYHHKOM
TeHETHYECKOT0 pa3HooOpasus momyisiiuii P. infestans ciyxur pacrnpoctpaHeHue
uHpeknuu ¢ kinyoHsmu. B MockoBckoil 00JacTu BO3JENBIBACTCS KapTOQeb,
MPUBE3CHHBIN U3 pa3HbIX peruoHoB Poccuu u 3anagHoit EBpornbl. Takum 06pazom,
NOJMOCKOBHBIE ~ TOMYJISIUUMU  Bo30yauTenss  gurodropo3a  MpeAcTaBICHBI
MHO’KECTBOM KJIOHOB U OTJIMYAIOTCS OYEHb BHICOKUM pa3zHooOpaszueM (Enanckuii u
ap., 2017). KpoMe Toro, B 3THX MOIYJISAIUN BCTPEUAIOTCs 00a TUIA ClIapUBAHUSA, U
MOATOMY Pa3HOO0Opa3ue MOXKET OBbITh OO0YCJIOBJIICHO TakKe€ PEKOMOMHAIMEH Mpu
II0JIOBOM IIpOLIECCE.

Takum 00pa3oMm, B XOJ€ BBINOJHEHHUS [1aHHOW pPabOThl BHEPBBIE OBLIO
NIPOBEJICHO TMOMYJIIIMOHHO-TeHeTHYecKkoe u3ydeHue reHa Avr2 P. infestans na
MOJICKYJIIDHOM ypOBHE M OBLIO IMOKa3aHo, uto sl momyismuu P. infestans B
MockoBcKOW 00JaCTH XapakTepHa BBICOKAs CTENEHb MOJUMOp(PHU3Ma MEPBUYHOU
CTPYKTYphl 3TOro rexHa. Kpome Toro, ObLIM BBISBICHBI TEPPUTOpPUATHHBIC

O0COOEHHOCTH pacIpeieNIeHUs 3TOT0 oJIuMopdu3Ma.

3.3 CpaBHHUTE/IbHOE HCCIeI0BaHUE MOJTUMOP(pU3Ma AVl TeHOB B Pa3JIMYHBIX

aunuax P. infestans

Hamu Obu1 m3yuen mommmopgusm 11 renoB BupynentHoctu P. infestans:
Avrl, Avr2, Avr2-like, Avr3a, Avr3b, Avr4, Avr8, Avr9, Avr-blbl, Avr-blb2 u Avr-
vntl B 20 nIuHUAX, BBIJCICHHBIX M3 HM30J5TOB, COOpPAaHHBIX B T'C€HETHYECKOM
kojuiekuuu kaptodenss BUP (Ilymkun, Jlenunrpaackas o6macts), 16 nunHMSX,
BBIJICJICHHBIX W3  HW30JTOB, COOpaHHBIX Ha  cTamuoHape MHcTuTyTa
¢duromnaronorun B Pamenkax (MockoBckasi 00J1acTh), U B peepeHCHBIX 00pa3iax

P. infestans u3 3amaanoit EBponbr u CIIA.



100

3.3.1 Moaumop¢usm rena Avrl P. infestans

B pesynbrate SSCP-ananmza rena Avrl Obputo momydeHo 2 maTTepHa, 3
30Hbl. Bce  mosydyeHHble HaMM B XOJ€  JAHHOTO  MCCIEOBaHUSA
NOCJIEIOBAaTENbHOCTH TeHa AVIl OTHOCHIMCHh K BHPYJIEHTHOMY BapHaHTy U
orimuanuchk Apyr oT apyra SNPsS B momoxkenmsix 309, 316, 338 u 382, uyrto
OPUBOAUT K OOpa30BaHMIO TpEX 30H JIIEKTPODOPETHUUECKON MOABUKHOCTU
(Pucynok 19). Takxke Obuto 00HapYy)keHO 2 Topstune Touku myrtarene3a: C195T u

T225A, 00e 3aMeHbl CHHOHUMHUYHBEI.

3 Avrt

natreps 1 narvep 2
3000 w—

1
I 2

3oHal : GO
3oMa2 : GCCTG
3oma 3 : GCC

Pucynox 19. a) SSCP-anamu3 rena BupyneHtHoctd Avrl; b) ®dparment
BBIPAaBHUBAHUS HYKJICOTHIHBIX MOCJIEI0BaTeIbHOCTEN 30H reHa AvVrl ¢ ykazanuem
SNP 110 KOTOphIM OTAUYAIOTCSA TPH 30HBI, (HOPMUPYIOIIKE MATTEPHBI ITOTO TeHA

I'en Avrl Obi1 OOHapyXeH BO BCeX MyMIKMHCKUX JuHUAX, y 80%
pedepeHCHBIX JIMHUNW M TPUCYTCTBOBAN TOJMBKO y 25% pameHckux nuHuii P.
infestans. IlosiydeHHbIC HAMH TIOCJICJAOBATEIBHOCTH 3aHUMAIOT MPOMEKYTOUHOE
MOJIO’KEHHE MEXKTYy M3BECTHBIMH BUPYJICHTHBIMH W aBHPYJICHTHBIMU aJUICTSIMU: Y
reHa Avrl B NyIIKMHCKMX JMHUSAX HalleHa HeCMHOHMMHYeckass 3ameHa ASD,
KOTOpasi XapakTepHa i aBUPYJICHTHOTO aJUIeNsl STOTO TeHa, OJHAKO MPH STOM B
MOCTIEIOBATEIBHOCTAX ~ MYMIKUHCKAX ~ JUHUM  MPUCYTCTBYET  CTOM-KOJOH,
oTMyaromui  BupyjieHTHeld amtenr (Du et al, 2018). J[lanHbiii reH,
MPEANOJIOKUTEIBHO SBISIOMINICS BUPYIECHTHBIM Ha pacTeHusix R1, oOHapyskeH BO
BCEX MPOAHATM3UPOBAHHBIX NYIIKUHCKUX JUHUAX. OTCYTCTBHE aBHPYJIECHTHOU

q)OpMBI rcHa B 06p33uax MOJKET OBITH CBSI3aHO C TEM, 4TO COOTBGTCTBYIOHII/Iﬁ I'CH
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ycroiunBoctd R1 GBI MHTPOTPECCHpPOBAH OJHUM U3 IMEPBBIX U IIUPOKO
pacrpoctpaneH B coprax kaprodens (Ballvora et al., 2002). Hu oxna u3 dopm
reHa He OblIa 0OHapykeHa B BhICOKOArpeccuBHBIX JuHUAIX 13 A2 u 6 Al.

B 3apy0exHbix paboTax ObLI IPOAHATU3UPOBAH MOTMMOP(HU3M TISATH JTUHUH,
colepKalliuXx B CBoeM TeHoMe TeH AVIl u ero BUPYJIEHTHBIM TOMOJOT,
obo3nauaembiii kak A-L (Du et al., 2018). OGHapykeHHBIi B XOJi¢ HAIIECTO
uccienoBanusi nonuMmopdusm reHa Avrl He coBmamaer ¢ TeM, KOTOPBIA ObLI
nokazan B pabore Du et al., 2018. Ham He ynmamoch amIummuIMpoOBaTh
aBUPYJICHTHBI BapuWaHT »d3TOTO TeHa. Takke NpoaHAIM3UPOBAHHBIC JIMHUU
OKa3aJluCh MOHOMOPGHBIMU IO TeM JIoKycam reHa A-L, kotopwle ykazaHbl B
uccinenoBannu Du et al.,, 2018 kak momumopgusie. C apyroit CTOPOHBI, OBLIO
OOHApy)XeHO  HECKOJbKO HECHMHOHHMMHMYHBIX 3aMEH B JPYIrUX  YacTsX
MOCJIEIOBATEILHOCTH, KOTOpPbIE OTJIMYAIOT UX OT TIOJYYEHHBIX paHee
BUPYJICHTHBIX BapUaHTOB ATOro reHa. TakuM oOpa3om, HaMu ObLUTM OOHApPYKEHBI
HOBBIE aJielbHBIC BapuaHThl TeHa A-L. Becero Obuto oOHapyxeHO 8 Takux 3aMeH

(Pucynox 20).

CHrHaNbHbLIA nenTHa RXLR obnacts W1 motue
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Pucynok 20. BrelpaBHMBaHNE€ aMUHOKHUCJIOTHBIX MOciienoBaresbHocTet Avrl
u A-L. Curnameneii nentua, RXLR o6macte, koHcepBaTtuBHBIE C-KOHIIEBBIC
motuBel (W1, W2 wu Y) u T-o0macth 0003HA4YCHBI MPSIMOYrOJbHUKAMH.

[TonumopdHbIe a.0. 0003HAYEHBI CEPHIM I[BETOM
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[Tommmmopdwu3m, mpexncrapieHHsiii B padore Du et al., 2018 Takxe He
SIBJISICTCSI TIOMYJISIIIMOHHBIM, IIOCKOJIBKY UMU OBLTH MPOaHATN3UPOBAHBI OTIACITHHBIC
oOpa3slibl, coOpaHHbIE€ B pa3HOE BpeMsl Ha pa3Hbix Tepputopusix EC. UccnenoBanus
M0 PACTIPOCTPAHCHUIO W TIPEICTABICHHOCTH 3TOTO I'€Ha B MOMYJISIUAX IO CUX TTOP
He Obuto mnpoBeneHo. llomydeHHBIE HaMM MOAUMOP(PHU3M AMHHOKHCIOTHBIX
nocienoBaTeabHocTe A-L B NyIMIKMHCKUX JIMHUSIX, NPEICTaBISIOMIUX COOOU
MOMYJISIIAI0, TIOKa3aj, 4YTO COOTHOIIEHWE HECHMHOHUMUYHBIX W CHHOHUMHYHBIX
3ameH coctapiser 1.05, yTo MOXKeT yKa3biBaTh Ha OTCYTCTBHE JIaBJICHHsI 0TOOpA,
cieaoBaTelbHO, O€NoK  (YHKIMOHAJIBRHO MEHEE 3HAauuM WIM MYTalluu,
U3MEHSIONME €ro CTPYKTYPy B OCHOBHOM HEUTpajdbHbI W HE NPHUBOJIAT K
U3MEHEHUI0 (yHKIHUH. DTOT (PAKT MOXKET yKa3biBaTh Ha TO, 4To st A-L
OCYLIECTBIISIETCSl CTpaTerus, cxoxas ¢ AVr4, rae BUPYJICHTHbIA BapHAaHT TaKkKe
MPEICTABIICH YKOPOUEHHBIM OEIIKOM, ITPH 3TOM YKOPOUYEHHBIN O€JI0K HE OKa3bIBaeT
BIIUSTHUC Ha MOJABJICHIUE MMMYHHUTETA, IIOCKOJIBKY HE SBIACTCS (PYHKITMOHATHHBIM,
OJIHAKO, B TOKE BPEMs, B OTIWYHE OT aBUPYJICHTHOW (HDOPMBI, HE PACTIO3HACTCS
COOTBETCTBYIOIIUM T'€HOM ycToWunBocTH Kaprodens. [Ipu 3TOM pe3ynbTarhbl
MPOBEICHHBIX HaMH TECTOB HAa HEHUTPAIBHOCTh TIOKA3alld OTPHUIATEIHHOE
3HaueHue B Tecte TamkuMbl U Dy, KOTOPBIE CBUACTEIBCTBYET O BHICOKOM YHCIIC
PEAKUX 3aMEH IO CPaBHEHHUIO C OXXKUJAEMBIM B paMKax HEHUTpaJbHOW MOJENU
ABOJIFOITMHU, YTO CBS3aHO JMOO C YBEIMYCHHEM pa3Mepa MOMyJSIud, 00 ¢
JICHCTBHEM OYMIIAIOIIETO WM CTabmm3upyroiiero otoopa (Tadmura 14).

Ta6nuna 14. Pe3ynbTaThl TECTOB HA HEUTPATIBLHOCTH JjIs TeHa Avrl.

Haszsanue mozmenu | Tajima's D Fuand Li's D Fuand Li's F

3HaueHue -1,63* -2.60** -2.85**

* P <0.05, ** P <0.02

OtcytctBue reHa Avrl Bo Bcex MpoOaHATM3UPOBAHHBIX JTUHUSX MOXKET OBIThH
CBSI3aHO C TeM, 4To r'eH R1 ObL1 mepBbIM HHTpOrpeccupoBad u3 S. demissum B S.
tuberosum w wacTo BCTpewaeTcs B padIMYHBIX ~ COpPTax  KapTodes.

COOTBCTCTBCHHO, 9TO MOXKCT IPUBOJHUTH K CHHIKCHHUIO 4YaCTOTBI BCTPECUHACMOCTHU
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aBUPYJECHTHOTO Bapuanta reHa Avrl B momynsium mnatoreHa. B moseBoi
kosuekuun BUP okono 25% pacTtenuii o JaHHBIM MOJEKYISPHBIX UCCIIETOBAHUNA
HecyT ren R1, a 44% pactenwuii comepkar B matepuan S. demissum (Fadina et al.,
2017). Tlo-Bummmomy, oTcyTcTBHe AVFl He BIHMSET Ha >KU3HECIIOCOOHOCTh H
BUPYJICHTHOCTh IAaTOT€HA, a €ro MOTeps MOXKET OBITh HEWTpaJH30BaHA APYTHMHU

aexkTopamu.
3.3.2 Mommmop¢usm rena Avr2 P. infestans

[Ipu SSCP-ananuze reHa AVr2 ObUIO TIOJYYEHO TPHU MATTEpHA, IIPHU ITOM,
naTTepH 3 o0pa3oBaH B pe3yibTare 00beIMHEHUS naTrTepHa 1 u 2 u mpeacTaBiseT
co00# reTepo3uroTHbIN BapuaHT. 30Ha 2 U3 narrepHa 1 u 3 Mo aMMHOKHUCIOTHOMN
MOCJIEIOBATEILHOCTH COOTBETCTBYET PAaHEE HM3BECTHOMY aJIEILHOMY BapHaHTY
Avr2": 30ma 1 u3 marrepra 2 u 3 coorBercrByer Avr2X (Pucyroxk 21A) (Rietman et
al., 2012; Chizhik and Martynov, 2017).

narrepH1 natrepH2  nartTepH 3
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natrepH1 natrepi2 nattepH3  natTepH 4 naTTepH 5 narrepH 6

Pucynok 21. SSCP marrepunl asyx ¢opm reHa A) Avr2; B) Avr2-like; u
COOTBETCTBYIOIINE UM aMHHOKHCIIOTHBIC 3aMEHBI
[Tatrepn 2 rena AVI2, COOTBETCTBYIOIIUN aJUICIIO Avr2K, npeobnanan y
NYIKUHCKUX U pameHckux Juaui (80 u 87.5%), ero gons cokpamanachk 10 62.5%
y pedepeHCHBIX auHUA. PaHee ObUIO MOKa3aHO, YTO JAHHBIA MOIUMOp(H3M He
CBs3aH ¢ (pyHKIMEH w 00a BapWaHTa PACHO3HAIOTCS COOTBETCTBYIOIIMM TEHOM

ycrorunBocti R2 (Saunders et al.,, 2012). B cBsi3u ¢ 3TuM, MOKHO OBbLIO ObI
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OKHJIaTh, YTO PACTEHUS C TEHOTUIIOM R2 OKa)XyTCsS YCTOMYMBBIMH K OOJILITUHCTBY
stux JmmHuH. OJHAKO B XOJI€ HEJABHUX HCCICIOBAHUN OBLIO MOKa3aHO, YTO
aKcrmpeccust AVI2  CTPOTO pETyJaupyeTcsi, B BHPYJICHTHBIX H30JSATaX OHA
OTCYTCTBYET IpY HAIMYUKM HHTAKTHOTO TeHa (Stefanczyk et al., 2017).
BupysieHTHBIN TOMOJIOT 3TOTO I'eHa, 0003HavaeMbili kak Avr2-like, okazancs
HanOosiee MoMMOP(HBIM TeHOM 110 pe3ynbTataM SSCP-ananuza (Pucynok 21B).
Bce 30HBI B marTepHax 1Mo aMUHOKHCIOTHON TOCIIEIOBATEIIPHOCTA COOTBETCTBYET
JBYM  aJIJICIISAM: Avr2-like™ wu Avr2-likeM'. TlocnemosaTensHOCT, M3 30HBI 1
OTJMYAETCS OT TMOCJIEI0BATeIbHOCTE U3 OCTaJIbHBIX 30H M COOTBETCTBYET
BapuaHTy [V, a 30HbI 2-5, oTimuaromuecs Apyr ot apyra SNPS B mosioxkeHusx:
51, 71, 162, 246, 290 u 316, uMeroT OJU3KHE 3HAYCHHS DJICKTPODOPETHUCCKON
MOJIBMOKHOCTH W COOTBEeTCTBYIOT Bapuanty MI. Xors momumopdusm Avr2-like
TOXKE HE CBsi3aH C (yHKIMEH, Halma BbIOOpPKa MpecTaBieHA B OCHOBHOM
romosuroraMmud M| wu rereposuroramu TV/MI. Ten oOHapyxken y 75%
MYIKUHCKAX U pe(epeHCHBIX JIMHUMA, a TaKKE BO BCEX PaAMEHCKHX JIMHUAX, 32
uckimoueHueM nuHuu 194. [TockonbKy MaHHBIA TOMOJIOT OTCYTCTBYET B JUHUU P.
infestans T30-4, To B kadyecTBe 'eHA-MIPOTOTHITA yKa3aH reH Avr2. Takum oOpazom,
BBISIBIIIEMBIE C TOMOINIBIO OTOTO METOAAa 30HBI  JJIEKTPO(OPETHUECKOU
MOJIBMXKHOCTH SIBIIIFOTCS] HAIKHBIMU MapKkepamMmu nosimMopdusma rena Avr2.
[Tockonmbky 3kcmpeccuss AVI2 CTpOro peryinmpyercs Ha paHHEW CTaaud
pa3BuTHs 3a0oneBanus, a Avr2-like sBiseTcst BUPYJICHTHBIM, COPTa, COACpPIKAIIIUC
TOJIBKO T€H YyCTOWYMBOCTH R2, B OOJBIIMHCTBE ClydyaeB OYyIyT MOpa)kaTbCs

¢buTodTOpO30M.
3.3.3 osmmopdpusm renos Avr3a u Avr3b P. infestans

I'en Avr3a siBrsierca HamboJjee pacnpoCTpaHEHHBIM T€HOM BUPYJIEHTHOCTH
P. infestans u mosTOoMy MIMPOKO HCIONB3YETCS B HCCICAOBAHUSIX B KAdyeCTBE
noJiokuTebHOro koutposs (Armstrong et al., 2005; Cardenas et al., 2011;
Engelhardt et al., 2012). Kaxknmas wu3 mnpoaHaIu3UPOBAHHBIX HAMH JIHHHI

coAepkana, 1o KpahHed Mepe, OOWH U3 aJUICNIbHBIX BAapPUAHTOB 3TOro reHa. Bo
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Bcex Tpex SSCP marrepnax rena Avr3a mpucyTCTBYIOT 30HBI 2 U 3, SBIIAIOIINAECS
reTepomymiexcamu amnens Avr3a™ u BupynentrHoro mapasora PEX147-2. 3oua 4
nattepHa 1 Takke dBiIsIeTcs TreTepoiyIiekcoM. 3oHa 1 B martepHe 3
COOTBETCTBYET BapHUAHTY Avr3d" u, Ttaxum oOpazoM, marrepsl 1 u 2
XapaKTepU3yl0T romo3urory Avr3a™, a martepH 3 TpejcTaBiIsieT coGoil
reTepo3uroTHeIi Bapuant (Pucynok 22a u b).

Bo Bcex mymKWHCKHX W paMeHCKHX JHUAX P. infestans oOHapyxeHbI
TOJIKO BHPYJICHTHbIE BapuaHThl TeHa Avr3a, a B pedepeHCHBIX JHMHHIX
MPUCYTCTBYIOT TE€TEPO3UTOTHI Avr3a“"™  Tomomor PEX147-2 Taxxe 6bLI
oOHapy’>keH BO BCEX MPOAHAIM3UPOBAHHBIX BapUaHTaX, OJHAKO OH He
IpeJCTaBIsieT 0co00ro MHTEpeca MOCKOJbKY paHee ObUIO MOKa3aHO, YTO 3TOT
TOMOJIOT XOTh W SIBISIETCS BUPYJIEHTHBIM IN VILro, 3a CUYET «BIIOKEHHOW
aMHHOKHUCIIOTBI OH HeycToiuuB in planta (Seman, 2013).

B pesynpraTe MacmrabHOrO WccienoBanus reHa Avr3a B momymsiusx P.
infestans, coOpannbIx B mectu obmactsax Kuras, Obu1 oOHapyxeH 51 amienbHbIH
BapuanT (rarutotum) storo reHa (Yang et al., 2018). Onnako, Gomnee 90%
W3YUYEHHBIX o0pa3ioB COOTBETCTBOBAJIN TpeEM rarioTHIam (oHHn
sapeructpupoBanbl B NCBI mox NeNe: MH043150, MH043151 u MHO043157,
NocJaeIHUE  cooTBeTcTBYeT romoniory PEX147-2), ocTanbHble BapHaHTHI
OKa3aJnch MUHOPHBIMH. Bce ramioTunbl OTHOCSTCS K BUPYJICHTHOMY BapHaHTY.
Cxoxwue fgaHHbIe ObUIM omyOaukoBaHbl panee (Han et al., 2016) u onu BHoJHe
corjacyrorcsi ¢ mnoiaydeHHbiIMu Hamu (PucynHok 22c¢). Tomosorust mexmy
MOJMyYeHHBIMH B XOJ€ JTOrO HCCIEAOBAaHUS TIOCICAOBATEIBHOCTIMU U
1OCJIeI0BaTEbHOCTIMH, omyOaukoBaHHbIMA Yang et al.,, 2018, waxomutcs B
nuamazone  96.5-100%. HawuOonbimas rToMojorus  HaOMIOAACTCd  MEXKIY
nocie0BaTeIbHOCTAMU TeHa Avr3a, nonydeHHbIMU U3 u3o0isToB B 2010-2012 rr.
B Kurtae u mociieqoBaTelbHOCTIMH, MOJYYEHHBIX paHEe U3 M30JSATOB KOJIJIEKIUU
BHUUN®, xotopsie 0b111 coopansl B 1970-2010 rr. (Cokososa u ap., 2016; Pankin
etal., 2012).
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Pucynox 22. a) SSCP-anamu3 rena BupyieHTHOCTH Avr3a; b) dparmeHt

BBIDABHUBAHUSI HYKJIEOTUIHBIX IOCIEAOBATEILHOCTEH 30H TeHa Avr3a ¢
ykazanueM SNP 1o KOTOpbIM OHM OTJAMYaroTCs; ¢) PUIOTeHETUUECKUNM aHalu3
HYKJICOTHUIHBIX TOCJIEIOBATEILHOCTEM TeHa AVI3a, MOTyYeHHBIX TIPU BBITIOJIHEHUN
JTAHHOTO WCClenoBaHus, U ero romosioroB u3 6a3el manHeix NCBI. IToctpoen

METOJIOM MaKcHUMalibHOTO TpaBaonoaoous (maximum likelinood, moxens Tamura-

Nei), s Kax a0l BETBU YKa3aHbI HHACKCHI OYTCTPEIT-TIOIICPIKKH
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B nomynsauusax Jlenunrpanackoit 1 MockoBckoit odiactu 2015 u 2018 r.
OTCYTCTBYIOT HanboJsiee pacpOoCTpaHCHHBIC TAIIOTHIIBI, XapaKkTepHbIe st KuTas.
B 6a3e nannbix NCBI Taxke ecth mocineaoBaTelIbHOCTH, IOJYYEHHbBIE U3 U30JIATOB
P. infestans, coopanueix B Erunte (MG976602-MG976604), koTOpbie HMEIOT
100% romoJnOTHIO C TMOCIEIOBAaTEILHOCTSIMH, ITOTYYCHHBIMH B XOJI€ HAIIEeTO
uccienoBanmsi. BO3MOXKHO, 3TO CBSI3aHO € 3aBO30M MOPAKEHHOTO (HUTOPTOPO30M
IIOCaO4YHOro marepuana u3 EBponsl Ha Tepputopuro Erunra.

Hamu Obuio oOHapykeHO 8 TamIoOTHUIOB ATOrO TeHa, BKIIIOYas TOMOJIOT
PEX147-2. BOAbIMMHCTBO  TOCIEIOBATEIBPHOCTEH  MPEACTABISAIOT  COOOM
BUPYICHTHBI amiens Avr3a™, KOTOpble OTIMYAIOTCS 1O OZHOMY HIIH
neckormskuM SNPS.  Asupynentusii  amrens Avr3a' Gbur  o6Hapyxen B
HECKOJBKHX pedEePEHCHBIX JTUHUSIX M HE BCTPEUaAsICS B MOMYJIAIIUIX MOCKOBCKOH U
JIeHUHTpaCKON 00JacTH, XOTs paHee OH B HHMX npucyTcTBoBai (CokosioBa u Jp.,
2016; Pankin et al., 2012). Dto yka3piBacT Ha MPOUCXOAAIICC H3MCHCHHE
CTPYKTYPBI TONYJISAIAH ITaTOTeHA, MPUBOIAIICE K MOSBICHUIO BCE OOBIIETO YnCiia
ITAMMOB, KOTOpbIE OyAyT MPEoA0JeBaTh YCTOMYMBOCTh PACTCHHM, COAEPKAIINX
reH R3a. DTo roBopuT 0 HEOOXOJIMMOCTH MOHHMTOpHMHIa momyssuii P. infestans
JUIsl 0TOOpa COPTOB, KOTOPHIE OBLIM OBl YCTOMUYMBBI B JJAHHBIX ycioBusix. Ham He
yAAJIOCh OOHAPYXKUTh TOPSYMX TOUEK MyTareHesa, 3a MCKIIOUYCHUEM YKe
u3BecTHbIX (Bos et al.,2006), 3aMeHbl TPOUCXOAMIIM B CIydalHBIX MECTax H
SBJISUTACh CHHOHUMUYHBIMA. OTCYTCTBME HECHHOHUMHUYHBIX 3aMEH MOXET
yKa3bIBaTh HAa TO, YTO TCH HAXOJWUTCS IOJ JaBJICHHEM OTOOpa M, MO-BHINMOMY,
UTpaeT 3HAYUTEIBLHYIO POJIb B MATOTEHE3E. YTpara JAaHHOTO I'eHa WM M3MCHCHHE
€ro aMHHOKHCJIIOTHOM TMOCJIEIOBATEILHOCTH MOXET OBbITh KPUTHYHOW  JIJIst
BEDKMBAHUS TaTOTeHAa. B ToXe BpeMs, aBUPYJICHTHBIA TOMOJIOT TPAKTUYCCKU
OTCYTCTBYET B TMOMYJANMIX MaToreHa. Bo3MOXHO, 3TO CBSI3aHO C TEM, YTO T'eH
ycroiunBocTH R3a ObLT MHTPOTPECCHPOBAH OIJHWM M3 TMEPBBIX U MOXKET YacTo
BCTpeUaThCsi B coprax ® TuOpumax kaprodens. Takxke BBIIBUTACTCA

MPEANOJIOKEHUE O TOM, CYIIECTBYET KOPPEISIUS MEXIY pPacnpoCTpaHEHUEM
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OTACJBHBIX AJUJIEJEH F'€HOB YCTOMYMBOCTH U TEMIIEPATYPOU OKPYKAIOLIEH CPEIbI.
Tak B pabore Yang et al.,, 2018 yka3aHo, 4TO TaTOTeH, COJACPXKAIIUN aJlIC]b
Avr3a™, ydmre amamTpyercs K HH3KAM  TEMIICPATYPHBIM  YCIIOBHSIM.
HexortopeiMu aBTOpamu 0buto otMedueno (Du et al., 2015b), garo, mockonbky Bce
NpOaHAJM3UPOBAHHBIC HA JaHHBI MOMEHT mTamMbl P. infestans coxepxar ren
Avr3a, crenoBaTeNbHO, €ro BKJIaJ B BHUPYJIEHTHOCTh SIBISIETCS HauOoiee
cymecTBeHHbIM. (COOTBETCTBEHHO, MBI MOXKEM IMPEANOJIOXKUTh, YTO COpPTa,
coJiepKalliue TOJIbKO T'eH yCTOWYMBOCTH R3a, B OOJBIIMHCTBE Cily4daeB OyayT
nopaxarbcsi PUTOPTOPO30M.

Hecmotpst Ha BBICOKYIO cTemeHb romojioruud ¢ remom Avr3a, rem Avr3b,
CyJis TI0 BCEMY, HE BHOCHUT CYIIECTBEHHOTO BKJIa/la B BUPYJIEHTHOCTh. JlaHHBINA reH
MPaKTUYECKH HE HM3y4deH. Hem3BECTHBIMH OCTAIOTCSA €r0 MEXaHW3M JICUCTBHUS U
MUIIEHb B KJIETKE-XO35IMHE, TaKK€ HUYEr0 HEM3BECTHO O TOM, CYIIECTBYET JIU
BupysentHas Gopma Avr3b (Rietman et al., 2012).

B xone Hamero ananu3za 3TOT T'eH ObLUT OOHAPYXKEH y HEOOJBIIOr0 Yucia
00pa3ioB. AMIUTMKOHBI reHa AVr3D, mosydeHHbIe M3 MYNIKHHCKUX M PaMEHCKUX
auau, oOpa3oBeiBain SSCP martepn 1. [lo pe3ynbraTaM CEeKBEHWPOBAaHWS OHU
OTIIMYAIOTCA OT OOHAPYXEHHBIX paHee TMOCIEIOBATEIBHOCTEH MO HECKOJIBKUM
SNPs: G122T, G163A, G253C, C324T, T355C u G371A. 3amennt G122T, G253C
n G371A mpuCyTCTBYIOT BO BceX 00pasmax v SBISIOTCS HECHHOHMMHUYHBIMU.

NHTepecHo OTMETUTh, YTO ATH 3aMEHBI OKa3alluCh XapaKTEPHBI JJI JTUHUH,
coOpaHHBIX Ha Teppuropun MockoBckoi W JleHuHrpajackoi oOnactv, a y
pedepeHCHO# TMHUM OHU OTCYTCTBOBAIH, YTO MOXKET OBITh CBSI3aHO C YaCTUYHOM
reorpau4ecKkoil M30JIMPOBAHHOCTHIO POCCHICKUX TOMYJSIUA U TEHOTHIIOM
OpraHU3Ma-x035lMHa, KOTOPBIM MOXXeT ObITh (akTopoMm oTOOpa. [lymikuHCKHEe U
paMEHCKHE JIMHHUH, B KOTOPBIX BCTPEUYACTCS ATOT T€H, OBUIM CHSATHI C MEKBHIOBBIX
rHOpUIOB, KOTOPBIE COJEPKAT COOTBETCTBYIOIIMH TeH ycroiunBoctu R3D,
COrJIaCHO TPOBEJICHHOMY MOJIEKYJIPHOMY CKpPUHUHTY. Mapkep mnpeacraBiser

coooit [I[P-ipoaykT nmumip HeOosbimoro yuyactka rena R3b, B pesynbrare TILP
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MOXKET TPOXOAUTHh aMIUTU(PUKALKSA pPA3IMYHBIX TOMOJIOTOB, TaKXe€ OH HE
MO3BOJIIET OLICHUTH IEJIOCTHOCTh T'€HA MyTeM CEKBEHUPOBAHUS, TAKUM 00pa3oM
ATOT MapKep MOXKET HE UMETh KOPPEJISIHUH C YCTOMYUBOCTHIO. [lomyyeHHbIe HaMu
nocienoBaredbHOCTH AVI3D  OTIMYAIOTCS HECKOJIBKUMH HECHHOHUMHUYHBIMU
3aMeHaMHM OT TeX, 4To ObLIM 3apeructpupoBanbl B 0a3e qanHbeix NCBI. Bo3moxHo,
YTO YKa3aHHbIE 3aMEHBI BJIMSIOT Ha pacro3HaBaHUE ITOro Oejika B KJETKe, MO0
IPUBOJST K TOMY, YTO TPAHCIHPYETCs He()YHKIIMOHAIBHBIN OeoKk. Mapkep Ha reH
Avr3b oOHapyxeH ymiib y 12-15% mnymkuHCKMX H pedepeHCHBIX IuHUN. B
PaMCHCKHX JIMHUAX JTOT Mapkep BCTpedaeTcs 3HauuTenapbHo darie (43.75%).
[ToTepst reHa sABiSE€TCS XapaKTepHOW uepTol njsi obiacTeid, OEIHBIX TeHaMu
(Knaus et al., 2019). Takum o0pa3om, BCe 3TH JaHHbIE MOTYT yKa3bIBaTh Ha TO,
9TO, IO KpaWHedl Mepe, aBupyieHTHas ¢opma rerHa Avr3h ToCTeneHHO
BBITECHSIETCS U €€ BKJAJ B TMATOTCHHOCThH SIBJISIETCS HECYIIECTBEHHBIM. TaKke
HaMu Obutd OOHapyXeHBbl aJieJbHBIE BapHAHTBI JTOTO TEHA, 3HAYUTEIHHO
OTJIMYAIONINECS OT OXapaKTepH30BaHHBIX paHee. [lockoibKy B mpemenax ABYX
BbIOOpPOK (MYIIKMHCKHE W PaMEHCKHE JMHHHM) 3TOT T'€H MOHOMOP(EH, TO MbI
MOJKEM CJIeNaTh BBIBOJ, UYTO JaHHBIE 3aMEHBI SIBISIOTCS XapaKTEPHBIMHU IS

eBporeckon yactu Pocculickon denepanumu.
3.3.4 Ananms rena Avr4d P. infestans

W3BecTHO, YTO BUPYJICHTHBIM BapwaHT reHa AvVr4d oTin4yaeTcs OT
aBUPYJIEHTHOTO CIBUTOM PaMKU CUMTHIBAHUS M HAJIMYHMEM CTOI-KOJOHOB. Takum
o0pazom, C HYKJICOTHIHOM MOCIIEI0BATEILHOCTH TPaHCIIHPYETCS
HETIOJTHOPa3MepHbIi Oellok. YuutThiBas HeOodbimue pasmepsl (17 1m.H.), ero
GyHKIIMOHATBLHOCTL cTaBUTCs oA comuHenue (van Poppel et al., 2008). B pabote
Han et al., 2016 ObLI0 MpPOAHATM3UPOBAHO pACIPEACICHUE JaHHOIO T'€HAa B
nonyssiiuax Kuras. Bo Bcex m3onarax Obl1a oOHapy)eHa BUpyJeHTHas hopma u
MPaKTUYECKU HE BCTpeyanach aBUPYJIEHTHas. OTWU pe3yJbTaThl COBHAAAIOT C
NnoJlydeHHbIMM ~Hamu. Ham He ynanoch OOHapyXuTh mnojaumopdusma

HYKJICOTHTHON TOCTIE0BaTEIbHOCTH 0 MaHHbIM SSCP-ananms3a miis rena Avré,
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BO3MOYKHO, 3TO CBsi3aHO ¢ HeOompmuM pazmepoM [P mpomykTa oTHOCHTETHHO
LEJIOr0 TeHa WK Henoaxoaaummu yeiaosusimu SSCP. Bee obHapykeHHbIE HAMU
HOCJIEZIOBATEIBHOCTH OTHOCSATCS K BHUPYJIEHTHOMY BapuaHty. Panee ObLIO
MOKAa3aHo, YTO B MOmyJsiusax MockoBckod u Bimagumupckoit o0nacteit ren Avrd
o0naiaeT 3HAYUTENbHBIM MOIUMOP(GU3MOM HYKJIEOTUAHOM IOCIEI0BATEILHOCTH
(MapteinoB, 2015), rae 3TOT IeH Takke ObLI IPEACTABICH HMCKIIIOUHTEIBHO
He(YHKIIMOHATBHOW  BHUpyJeHTHoW  ¢opmoit.  Ilo-Bumgumomy,  y4UTHIBafd,
HeOOJIbIINE pa3Mepbl BUPYJIEHTHOM (POPMBI U HMPAKTHUECKU IOJIHOE OTCYTCTBHE
aBUPYJEHTHON ¢opmbl B momyrsnusx P. infestans, maHHelii TeH He BHOCHT

SHAYUTCJIBbHOT'O BKJIaJld B IIATOI'CHHOCTbD.
3.3.5 Anaau3 rena Avr8 P. infestans

I'en Avr8 oOnapyxken y 65-95% mnpoaHamu3UpOBaHHBIX JHHHUHA, TIO
pesynbTatam SSCP-ananuza amIuiMkoHbsl 0O0pa3oBbIBaiM OJuMH TaTTepH. [lo
JTaHHBIM CEKBEHUPOBAHUS, BCE IPOAHAIM3UPOBAHHBIE HAMH JIMHUW COJAEpKAT
nocnenoBaredbHOCTs Ha 100% roMonoruuHyr0 TPOTOTHITY, TOJYYEHHOMY B
pe3ysbTaTe MOJTHOTEHOMHOTO cekBeHupoBaHus uzonsaTa 130-4. Takum oGpaszowm,
JAHHBIA TeH SBJSETCS KpallHe KOHCEPBATUBHBIM, YTO HE XapaKTEPHO sl TEHOB
BUPYJICHTHOCTH. BbIcOkas KOHCEpBAaTMBHOCTb JTOrO0 TeHa OblUla TaKkxke
yctaHoByieHa B pabore Jo, 2013. CornacHo IuTepaTypHbIM JaHHBIM, B TeHOME P.
infestans mpucyTcTByeT TOJBKO OJHA KOMUsA 3TOro reHa. WHdopmarwms o
nosuMop(du3Me 3TOro TeHa, ero JIOKaIU3aluil U MULICHH B KJIETKE PacTeHHs U
MEXaHU3Max JEeUCTBUSI OTCYTCTBYIOT. HekoTophie AaHHBIE O €ro CHocOOHOCTU
BbI3bIBaTh HR W  OBITh BHUPYJIEHTHBIM Ha pACTEHUSX, COJAEpPXKAIIMX TeH
ycroiunBoctr R8/Rpi-Smira2, Obutn uccienoBanbl ¢ MOMOIIBI0 3()(HEKTOPOMHUKH
(Stefanczyk et al., 2017). CooTBeTCTBYIONIUI T'€H YCTONYMBOCTH M €r0 TOMOJIOTH
ObuM OOHapy)KeHbl BO MHOTHMX BHIaxXx poaa Solanum, duro ngemaer 3TOT TeH

MNCPCIECKTUBHBIM AJIA CCJICKIMU KapTO(peJUI.
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3.3.6 Moammop¢puzm rena Avr9 (Avr-Smiral) P. infestans

[lo pesynpratam SSCP-anammuza mis rena Avr9 Obiio oOHapyXkeHo 3
narrepHa. Ilarrepun 1 w 2 mpeacrtaBisiid coOOW TOMO3UTOTHI, a MATTepH 3
oOpa3oBaH B pe3ysibTare OOBEAMHEHUS MarTepHa 1 W 2 W mpeAcTaBiseT coOoi
CYMMY JIBYX aJUIeNbHBIX Mpodumneii. 3oHa 2 u3 marrepHoB 1 U 3 COOTBETCTBYET
aBUPYJIICHTHOMY aJUICIO 3TOTO reHa. 30Ha 1 W3 marTepHOB 2 U 3 TOMOJIOTHYHA
BUPYJCHTHOMY aimento AVISm1-S2, mmpoko pacnpocTpaHEHHOMY B €BPOTIEHCKIX
nonysiiusx P. infestans (Stefanczyk et al., 2018) (Pucynoxk 23).

a Avr9

narrepH 1 narrepu2 narrepu 3

I 1
— 2

b)
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Pucynok 23. a) SSCP-ananu3 rena BupysentHocta Avr9; b) BripaBHuBaHue
HYKJICOTHIHBIX TIOCTEI0BaTeIbHOCTEN 30H TeHa Avr9 c ykasaHHeM 3aMeH,
oOyCIIaBIMBAIONUX W3MEHEHUE moABMKHOCTH B [TAAT

B mpoananm3mpoBaHHBIX ~ O0pa3lax MPUCYTCTBYET B  OCHOBHOM
BUPYJCHTHBIN auiesib reHa Avr9. B mymkuHckod nuHuu 87/2-2 M paMeHCKHX
muausix 194, 3 u 5 oOHapykeH aBUpPYJEHTHBIM BapuaHT 3Toro rexa. I'em Avr9
oOHapyeH BO BCE€X MNYMIKUHCKUX JuHUAX, Yy 81% pamenckux u 75%

pedepencHbIx JmHUN P. infestans.
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'eH oTnuyaeTcss BBICOKMM YPOBHEM MOJMMOp(H3Ma HYKICOTUAHOU W
AMUHOKHCIIOTHON TTOCJICTIOBATEILHOCTEH, TPU ITOM aMHUHOKHCIIOTHI B TIOJIO’KEHUSX
128, 130, 156 u 170 HaxomaTcs moja 3HAYUTEIBHBIM JIU3PYNTHBHBIM OTOOPOM
(Rietman et al., 2012). 3t nonumopdu3Mbl B OCHOBHOM mpuxoisaTcs Ha C-
TEPMHHAIBHYIO YacTh, KOTOpas, KaK W3BECTHO, yYacTBYeT B CIECHU(PHIHOCTH
pacrnio3HaBaHus. M3 3TOro MOXXHO cHeJaTh BBIBOJA, YTO TaKOW MOIUMOp(hHU3M
CBs3aH C T€M, YTO Yy ATHUX OEJTKOB pa3Hble MUIICHHW B KJETKe, 100, 4TO Oojiee
BEPOSATHO, ¢ M30eraHueM pacro3HaBanus. B cBoeii pabdore Rietman et. al. 2012
OoOHapyXHUJIM JIBa KJlacca anjenei reHa Avr9, KoTopsie OTINYAloTCA MO (PYHKIINU.
Bupynentnass ¢opma OTIMYaeTCs OT aBUPYJICHTHOW JBYMSI aMUHOKHUCIOTHBIMU
3aMeHaMH: METUOHWHOM W aprUHUHOM B MoJI0KeHusax 156 u 170 cooTBeTCTBEHHO.
ABUPYICHTHBIA aJlIe]h MOXET COACP’KaTh OJHY M3 OTHUX 3aMEH. ABHUPYJICHTHBIC
BapHaHThI PACIIO3HAIOTCS COOTBETCTBYIOIIMM I'eHOM ycToruuBocTH Rpi-Smiral. B
pe3ynbpTaTe Hallero mccienoBaHus Obuto oOHapyxkeHo 25 SNPS. CHHOHMMHUYHBIE
3amMmeHbl B mosiockenwmsax. 81, 132, 135, 369, 486, 531, 612 u 624.
Hecunonnmuunbslie 3aMeHBI B MonoKeHusx. 92, 227, 296, 383, 389, 451, 466, 509,
533, 539, 544, 586, 596, 613, 626, 638 u 661. IlociaemoBareabHOCTH
COOTBETCTBOBaM 7 ramioTunam. AumiensHoe pasHooOpasue (Hd): 0.9.
COOTHOIIICHHE HeCHHOHUMHYHBIX U CHHOHMMUYHBIX 3aMeH (Mojenb Tajima’s) u
uHAeKC HeutpanbHocTH coctaBmm 1.23 u  0.76, coorBercTBeHHO. Takoe
OTKJIOHEHHE yKa3bIBaCT HA JIaBJIeHHE 0TOOpA.

OTU pe3ybTaThl MOKa3bIBAIOT, 4TO AVI9 SBISIETCS BBICOKOMOIUMOP(PHBIM
T€HOM, KOTOPBIM HAXOUTCS TO]T MOJ0XKHUTEIBHBIM 0TOOpOM. Takoit mosumopduzm
AMUHOKHCIIOTHOW  TIOCJIEIOBATEIPHOCTH  MOXKET TPUBECTH K  CHIDKCHHIO
YCTOHYMBOCTH Y COPTOB, coaeprkamiux red Rpi-Smiral. I'en Rpi-Smiral snsercs
OJTHUM W3 TIEPCHEKTUBHBIX KaK TOTCHIIMAIBHO O0OECTICUUBAIONINI BBICOKUI

YPOBEHb YCTOMUYMBOCTU K PUTOPTOPO3Y.
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3.3.7 Moammmop¢u3sm rena Avr-vntl P. infestans

Panee mns rerma Avr-vntl Obputo MAECHTHU(PHUIIMPOBAHO YETHIPE AJIEIBHBIX
Bapuanta: V1, V2, V3 u V4, coorBercrBenno (Pel, 2010). ITo manneim SSCP-
aHanm3a ObUIO OOHAPYKEHO TPH MaTTEpHA, 00pPa3yeMbIX KOMOMHALUAMHU TPEX 30H
nekTpoopeTHueckol MoABMKHOCTH. B Hameidl BbIOOpKE B  OCHOBHOM
npeoOiagaer nmarrepH 1, KOTOpBI COOTBETCTBYET T'€TEPO3UTOTHOMY BapHaHTY
V1/V3, marrepH 2, xapakTepHbli i jguHuii 87/2-2 m 163, cooTBeTCTBYET
romo3urore V2. IlartepH 3 COOTBETCTBYET I€TE€pPO3UrOTE, KOTOpas BKIIOYAET B
ceOs Bce TpU aJUICNBbHBIX BapuaHTa 3Toro reda. [larrepr 3 oOHapyXeH TOJIBKO B
PaMEHCKHX JIMHUSIX, TJI€ OH BCTPEYAETCS ¢ MaTTepHOM 1 B IPUMEPHO OJMHAKOBBIX
cootHomeHusX (Pucynok 24). Bapuant V4 umeeT cTON-KOAOH B MOIoKeHnu 112,
TakuM 00pa3oM, OH KOJUPYET YKOPOUECHHBIN O€NOK, KOTOPhI, CKOpEee BCEro, HE
aBigeTcs: (YHKIMOHAIBHBIM. B Xo0/€ Hallero uccielnoBaHUsl TaKOW BapuUaHT HE
ObL1 00HapyxeH. ['en Avr-vntl oOHapyXeH BO BceX MYIIKMHCKHUX U pedhepeHCHBIX

JMHUSAX U Y OOJBIIMHCTBA PAMEHCKUX JIMHUIA.

a) Avr-vntl
Marrepr 1 Tamrepn 2 Marreps 3

o 1
2 =S
S =
1000 -

b}

40 ¢ 260 ¢ 2890 . 300 ¢ 320 ¢ 340

SR AR GGAAA T A T A T I TG AT T G T T CAA G GAGL AL TT T AL AG CGAAT CRCCCARAAC TRGUGA AR AA A GG TG EGC Lo gACAGGUTRAACGATGOCTTAARAAAAC TACGRAAAG
360 . 380 . 400 . 20 ¢ 440 e 460
Y X I - B o s . PRI S I PPRRPICIN PRSPPI . |

§ s

f‘f':'\'ﬂ "1‘»" f".‘;.'.‘?r‘lf- l'.‘v""?.'.'.’t’.“f"v ‘O;»Pl“v"T‘T?.\FlfJZ?TI'S",f"% = ;?-T',;F“'v GTACGC .‘J'-?-’_‘?.Né'.‘i'vé'."‘fl\"f“ ATAL AT?"»TPJ’\-T‘T"T‘??".‘"‘"’.“"'."T“"? AGCTTCA
Pucynok 24. a) SSCP-ananu3 rena BupyieHTHOCTH AVr-vntl; b) BeipaBHUBaHHE
HYKJICOTUIHBIX IOCIEI0BATENILHOCTEH 30H reHa AvVr-vntl c ykasaHumeMm 3aMeH,

oOyCIaBIMBaIONUX W3MEeHeHne moaBmkHOCTH B [TAAT
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CornacHO JUTEpaTypHBIM JaHHBIM, OOHApPY)KEHHbIE HAMH aJUICIbHbBIC
BapHUAHTHI SIBJISIIOTCSI aBUPYJIEHTHBIMU M PACHO3HAIOTCS COOTBETCTBYIOIIMM T€HOM
ycroiunBoctu Rpi-vntl.1/Rpi-phul (Pel, 2010; Stefanczyk et al., 2017; Stefanczyk
et al., 2018). B HekoTOpBIX U3 MPOAHATM3UPOBAHHBIX 00pa3noB y amiens V2 Oblia
oOHapyxeHa HecuHOHMMHUYHas 3ameHa Al31G, a y amtens V3 Obuia oOHapy»)eHa
HecuHOHMMUYHas 3ameHa C307A. MeHpmuii moIMMOPPU3M 3TOTO TEHA, IO
CPaBHEHHUIO C JAPYTMMU T'€HAMU BHPYJIEHTHOCTU, MOXKET OBITh CBS3aH C TEM, 4TO
matepuain S. venturii u S. phureja eme He MOJYyYHI IMPOKOE PaCPOCTPAHECHUE B
CCJICKIIMOHHBIX TporpaMMax. Psgom aBTopoB Obuto mokaszano (Pel, 2010;
Stefanczyk et al., 2017), uto skcnpeccust reHa Avr-vntl MoXeT U3MEHSATHCS BO
BpeMs 3apakenus. Tak, O6enok Avr-vntl He sKcmpeccupoBajcs B BUPYJICHTHBIX
U30JIATaX U IKCIPECCUPOBAJICS B aBUPYJIEHTHBIX m3oisatax P. infestans. B pabote
Stefanczyk et al., 2017 6bUI0 TMOKa3aHO, YTO B OJAHOM M TOM e u3oysite P.
infestans waOmromaetrcss moctosiHHAsE dkcmpeccus AVI-vntl npu  3apakeHuu
pacTeHHH, He COJIEPIKAIMX COOTBETCTBYIOIIEro reHa ycroitunBoctu Rpi-phul/Rpi-
vntl.l. OpnHako »JKcmpeccus TpeKpamaercss TMpu  3apaKEHUM  PACTCHHM,
COJIEpIKallliX COOTBETCTBYIOIIUHN I'eH YCTOWYUBOCTU, U BO3OOHOBIISIETCS] HA TPETUI
JIeHb T0CJI€ WHOKYJSIMH. OJTO YKa3blBaeT Ha TO, 4YTO MAaTOT€H CHOCOOEH
pearupoBaTh Ha MPHUCYTCTBUE B KJIETKE COOTBETCTBYIOIIUX OEJIKOB YCTOMYMBOCTU
U OJIOKUPOBATh 3KcIpeccuto 3¢ HekTopoB. MexaHu3M JAaHHOIO Mpoliecca MoKa He
u3yuyeH. TeM HE MEeHee, OTCYTCTBUE BUPYJIEHTHOIO BapuaHTa rena Avr-vntl nemaer
reHeTHUecKui wmatepuan S. venturii m S. phureja mnepcrniekTuBHBIM IS
CENIEKIIMOHHBIX MPOTPaMM Ha JOJTOBPEMEHHYIO YCTOMYHMBOCTH K (GUTO(PTOPO3Y

KapToders.
3.3.8 ommopgusm cemeiicrs renoB Avr-blbl (IpiO)m Avr-blb2 P. infestans

[Tockonbky cemerictBo reHoB Avr-blbl oyenp moauMopdHO, a pasauyus mo
GYHKIMSIM HaOJIFOAAIOTCS TOJNBKO MEXIY OTACIbHBIMH KacCaMH, HaMH ObLIH
10100paHbl MpaiiMepbl Ha KOHCEPBATUBHBIC YUACTKH TCHOB OTAEIBbHBIX KJIACCOB. B

pesyabrare, B marTepHax | u 2 oOHapyXEHBI MOCIEA0BATEILHOCTH, OTHOCSIITUECS
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k | knaccy cemeiictBa Avr-blb1 (30Ha 2). [Ins narrepHoB 2 1 3 xapakTepHa 30Ha 1,
KOTOpasi N0 HYKJICOTMIHOM MOCIJIEN0BATEIBHOCTH COOTBETCTBYET I Kitaccy reHos
Avr-blbl. Takum oOpa3oM, MaTTepH 2 MPEJCTaBICH JABYMs KiacCaMU 3TUX I'€HOB.
Bapuanr, conepxatmii Tonbko 11 kitace reHoB ipiO (0H 0003Ha4Y€H Kak NaTTepH 3),

ObL1 0OHapy»keH B nHun 5 Al (PucyHok 25).

3)

20 w=

Avr-blb1

Marrepei 1 Marrepu2 Marrepu 3

06 GETGACTACAACANTGAGGICACAARAGAGUOCARCHCE

TCAAMCTCTRCCEARTACGTCAAMGATCETA TTTATG ATTCARA TToGAT T T G A T AR T AR A LG TP T CCRATACGARGAT ARACTCTTTACCLRCTCTCTATARATOOGE

Pucynok 25. a) SSCP-ananu3 rena BupysnentHocta Avr-blbl; b) ®dparment
BBIDABHUBAHHS HYKJICOTHIHBIX IOCIEAOBaTeIbHOCTEH 30H TeHa Avr-blbl ¢
yKa3aHHEM 3aMeH, 00YCIIaBIMBAIOIINX U3MEHEHHE MOABMKHOCTH B [TAAT

[Tockonbky amrenn | kmacca Avr-blbl pacnosnatorcs reHoM Rpi-blbl wm,
CJICIOBATENILHO, SBJISIFOTCS aBUPYJICHTHBIMH, a T'eHbl, oTHOCsAIuMecs ko Il kiaccy,
BBIMOJIHSAIOT BUPYJACHTHYIO (YHKIIMIO, HO TOJIBKO B OTCYTCTBHE I'eHOB | Kiacca
(Champouret et al., 2009), To MBI MOXEM caEIaTh BBIBOJ, YTO BCE MCCACIOBAHHEBIC
HaMH JIMHUU OYJyT aBHPYJICHTHBIMU Ha pPACTCHUSX, cojepxamux reH RB/Rpi-
blbl. DToT BBIBOI XOPOIIO COTIACYETCS C MIMPOKHM CIIEKTPOM JOJITOBPEMEHHOMN
yCTOMUMBOCTU K puTodPTOpO3y, KOTOphI 0OecnieunBaeT reH Rpi-blbl = Rpi-stol
(Chen et al., 2012; Haverkort et al., 2016). HekotopbiMu aBTOpaMu OBLIO
ormeueHo (Du et al., 2015b), yTo Bce mpoaHaIU3HPOBaHHBIC HAa JAHHBIH MOMEHT
mrrammMel P. infestans comepskar rerst Avr3a u Avr-blbl, cienoBarensHo, ux BKIana
B BHPYJCHTHOCTb  sIBIIAeTCS  Hambojiee  CyllecTBeHHbIM. Bo  Bcex
NPOAHATM3UPOBAHHBIX HaMHM 00pa3lax TaKKe MPUCYTCTBYIOT pa3IUYHbIC

BApPUAHTBI 3TUX I'CHOB, YTO IIOATBCPIKAACT UX BECOMBIN BKJIad.
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CemetictBo Avr-blb2 Brimrouaet B ce0s 6onee 30 reHoB. B kaxxmom obOpasiie
MOXET TPHUCYTCTBOBATh HECKOJIHKO BApHAHTOB ATOTO0 TeHA. B MYyIMIKMHCKUX U
pedepeHCHBIX JMHUAX, I KOTOphIX XapaktepeH SSCP marrepn 1, Obutn
oOHapykeHbl mocnefoBatenbHocTH, Ha 98-100% romomormuHble TEHaM-
npototuniam  PITG_04090, PITG_ 04085, PITG 20300 wu PEXRD39/40
COOTBETCTBYIOIIME, TAKUM 00pa30M, aBUPYJICHTHBIM BapHaHTaM TeHOB. Bo Bcex
JUHUSAX OBUTM OOHApPY)KEHBI TOCIEAOBATEILHOCTH, oOpasytomue mpu SSCP-
aHanu3e marrepHn 2, Ha 98-100% romosiorvMuHbIE TE€HAM-TIPOTOTHUIIAM:
PITG_ 20301, PITG_ 20303, PITG_04090 u PEXRD39/40, u coOTBETCTBYIOIIHEC
aBUPYJCHTHBIM W BUPYJCHTHBIM BapuantaMm reHoB (Tabmura 15 u Pucynok 26)
(Oh et al., 2009). Takum oOpa3oM, maTTepH 2 MPEACTABIIACT COOOM TeTEPO3UTOTY,
a 30Ha 1 COOTBETCTBYyeT BHUPYJEHTHHIM BapuaHTaM TeHa. B 3oHax 2 m 3
coJiep KaTcsl BCe OCTAJIbHBIE BAPUAHTHI MOCIIEA0BATEIbHOCTEN, KOTOPHIE, COTJIACHO
JUTEPATYPHBIM JAHHBIM, SIBJSIIOTCS ~aBHPYJICHTHBIMU. [lolydeHHBIE HaMu
MOCIIEIOBATEIHHOCTH TAK)KE OKA3aIUCh MOTUMOPGHBIMH.

Tabmuua 15. IlocnmemoBatenmsHOocTH TeHa Avr-blb2, oOHapykeHHBIC B

narTepHax

[TatTepn | OOHapy»eHHBIC MOCeA0BaTeIbHOCTH, (%) TOMOTOTHSs

I'CHa

Avr-blb2

1 PEXRD39/40 — GQ869454 (100), GQ869450 (98), GQ869458 (99).
Avr-blb2 — XM_002905755 (PITG_04090) (99), XM_002905749
(PITG_04085) (98).

2 PEXRD39/40 — GQ869454 (98-100), GQ869450 (100), GQ869453
(99), GQ869455 (99).

Avr-blb2 — XM_002905755 (PITG_04090) (99-100), XM_002895872
(PITG_20300) (98-100), XM_002895873 (PITG_20301) (99-100),
XM_002895876 (PITG_20303) (99).
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a) Avr-blb2
Narrepr 1 Narrepu 2
o 1 —

I 2
o = I .

GCAACCCCLATADCARCATAGCCAMACTITATOL CLOCLCCARCIACLCARMAG  AMAARTCACCARLTCCTON

Pucynox 26. a) SSCP-ananu3 rena BupynentHoctd Avr-blb2; b) dparment
BBIPABHUBAHHUS HYKJICOTHIHBIX IOCIEAOBaTeIbHOCTEH 30H TeHa Avr-blb2 ¢
yKa3aHUEM 3aMEH, 00yCIaBIMBAIOINX U3MEHEHHE MOABIKHOCTH B [TAAT

Y OONBUIMHCTBA MYIMIKAHCKUAX JIMHUA TMPUCYTCTBYeT martTepH 1, a y
OOJBIIMHCTBA PEPEPEHCHBIX JIMHUM OOHApyX eH MaTTepH 2, paMEeHCKUE JUHUU
OBLIIM TPECTaBICHBI TOJILKO MAaTTepHOM 2. J[aHHBIN reH ObLT 0OHApyKEH BO BCEX
NYNIKUHCKUX M pedepeHcHbIX jmHusAX P. infestans. Cpean paMeHCKuX JHMHUH,
toibko 25% conepxkar Avr-blb2. BeicokoarpeccuBnbie nuHuE 13A 2 u 6A 1
UMEIOT matTepH 1, TakuMm 00pa3oM, OHHM MOTYT OBITH aBUPYJICHTHBIMH Ha
pacTeHusX, coaepkamux Rpi-blb2, uro nemaer maHHBIA 'eH MEPCHEKTUBHBIM IS

CEJIEKIIMN YyCTOWYHBBIX COPTOB.
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3.4 ®dujoreHeTHYeCKHid aHAJIN3 AVI TEHOB, OCHOBAHHbBII HA pa3HO00pa3uu

SSCP narrepHoB

duioreHeTueckuil ananus AVl TEHOB, OCHOBaHHBIN Ha pazHooOpaszuu SSCP
NaTTePHOB, pa3lenwi uccienoBanHble nuHuE P. infestans Ha msate kmactepos
(Pucynok 27A). Jlenmporpamma, moctpoeHHas Ha ocHoBe SSCP marrepHOB,
HEIJIOXO COoTjlacyeTcsi ¢ pe3yjbTaTaMu mpoBefaeHHoro paHee (PucyHok 27B)
reHoTunupoBanus mo 12 SSR nokycam (Sokolova et al., 2017).

A w

—87/2-2

158 |
B.Alv

13_A2v

Ju

Pucynox 27. ®wunorenetnueckuii amanm3 suHui P. infestans, (A)
ocHoBanHblii Ha SSCP marrepuax 11 Avr rexoB (35 30H 3jeKTpodOpeTHYECKOM

nonswxkHocTH) 1 (B) 41 monmumopduom SSR nokyce. JleHaporpaMMbl MOCTPOEHBI
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meTosiom UPGMA ¢ momomnrsio niporpammer SplitsTree 4.14.8, ykazaHbl 3Ha49CHUS
oyrctpena mis 1000 moBTOpoB

Pa3noobpazue SSCP maTTepHOB B paMEHCKUX JIMHHSAX HEBEJIUKO, OIHAKO,
COTJIACHO MHKpPOCATeIUINTHOMY aHajlu3y, HEKOTOpble W3 HHUX O0JaJaroT
UHIUBUIYAIbHBIM 1poduiaeM. [lylIKMHCKHE JHMHUM OTIUYAIOTCA  OOJBIIUM
pazHooOpasueM kak 1mo SSCP marTepHaM, Tak 1 o SSR j1okycam.

[To pesynpraram reHoTunupoBaHuss mo 12 SSR nokycam Ham yAanoch
OOHapYy>KUTh MIECTh KJIACTEPOB, OCTAJbHBIC JIUHUM HMEIOT WHIUBUIYaAJTbHBIN
npoduis. Koppemsauus mexay renom BupysneHTHocTH Avr3a u SSR Obta Taxoke
paHee oOHapyxeHa aApyrumu aBropamu (Yang et al., 2018). ITo manusiM SSCP-
aHanu3a, MyNIKUHCKUE JIMHUM pasfenstorca Ha Tpu kmactepa: |, Il u IV. Bee
paMeHCKHE JHHHUM, BKJIOYass u3omaT 161, oOpasyrorT o0muil ¢ MyIIKWHHCKUMHU
muHusiMu kiactep |. BeicokoarpeccuBnbie nunun 6_Al u 13_A2 BbIienstoTCs B
oTnenpHBIN Kiactep V. Amepukanckas ymaus US-8 m ocTanbHBIe pedepeHCHBIE
JMHUY, 32 uckimodyennem 4 Al, oOpa3zytor kinacrep |, oTIMUHBI OT MyIIKUHCKUX
U paMeHcKkuX JUHUNA. Oco0oe MoNoXKeHHe 3aHUMaeT ciaaboarpeccuBHasl JIMHUSA
87/2-2, B KOTOpOW TMPHCYTCTBYIOT B OCHOBHOM aBHUPYJICHTHBIC (DOPMBI T'€HOB.
[TylukuHCKME JMHUM, TOJyYEHHblE U3 OJHOTO H30JITa, B OCHOBHOM
KJIACTEPU3YIOTCSI BMECTE.

Bricokoarpeccusnbie muann 6 Al n 13_A2, pacnpocTpaHeHHE KOTOPHIX IO
EBpornie B Hacrosimiee BpeMs TIIATEIBHO OTCICKHUBAETCSA, 0Opa3ylOT OTAEIbHBIN
kiacrep. Knonanenas nunust 13_A2 crana nomunupyromeid B EBporne B KoHIE
2000-x romoB, BbiTecHMB 6_Al u npyrue CyulecTBYIONIME paHEe KIOHAIbHbIE
muann (Cooke et al., 2012). Tot dakrt, uTo 3TH ABE JMHHUU OOpA3yrOT KiacTep,
OOBSCHSIEM ATO TE€M, YTO B TCHOME ITHX JIMHUN OTCYTCTBYIOT HEKOTOPHIC U3 TCHOB
BUpYJIGHTHOCTH, B 4acTHoctu Avrl, Avrd, Avr8 m Avr9, B 13 A2 Ttakxe He
ynajaoch aMIuiuguiupoBath Avr2. B Toxke Bpems, B 3TuxX ABYX JuHusAX P. infestans
ObUTH OOHApy)KeHBI Takue r'eHbl, kak Avr-bIb2 u Avr-vntl, pacmosHarome reHbl

YCTOMYMBOCTH KOTOPBIX MPAKTUUYECKH OTCYTCTBYIOT B COpTax Kaprodens. DTu
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JAaHHBIE MOTYT OOBSACHUTH, moyemy 13 A2 u 6 Al mopaxaroT MHOTME copTta
KapToens U cTanu IPUYMHOM cepbe3HbIX snuaemuil puroptopo3a B CeBepo-
Bamagnoit Espone, Kurae u Muaum (Cooke et al.,2012; Li et al., 2013; Dey et al.,
2018).

Taxke MO COCTaBy TI'€HOB BHUPYJICHTHOCTH OTJIHYacTcs JnHus 87/2-2,
KJIacTepu3yromiascs: oTaeabHo. OHa OblIa CHATA ¢ HAUMEHEE YCTOMYHMBOIO COpTa
KapTodensi, B KOTOPOM IO TAaHHBIM MOJIEKYJISIPHOTO aHAJIU3a MPUCYTCTBYET TOJIBKO
OMH W3 MapKepoB reHa ycroiuumBoctd R2. B ymHum 87/2-2 oOHapyxeHbI
IPEUMYIIECTBEHHO aBUPYJICHTHBIC BApUAHTHI AVI TEHOB.

[TosmyueHHbIe pe3ysbTaThl MO3BOJISIIOT MPEIOJararb, YTO PAaCTEHUE MOYKET
ABIATHCA (PAKTOPOM OTOOpA /17151 MATOreHa, TaKUM 00pa3oM, Ha 0oJiee yCTOMUMBBIX
pacTeHHsx OyayT otOupatbcs Ooiiee arpeccuBHble JuHHM P. infestans.
[Momynsiuusi, coOpanHas Ha Tteppuropun JleHMHrpaackoi o00JacTH, OKa3anach
0onee MONIUMOP(HOM, YTO MOXKET OBITH CBSI3aHO € OOJIBIIMM pazHooOpazuem R
Ir€HOB B pAaCTEHUAX, BbIpalluBaeMblx Ha Ttepputopun BUP (r. Ilymkun) u
BBICOKUM MH(DEKIIMOHHBIM (JOHOM B TTOYBE.

Texnomorus BbIsBACHHS monuMopdusma mpu momomm SSCP  metona
TI03BOJISICT TUIMPOBaTh HHUM P. infestans ¢ mpencka3zaHueM WX BHPYJICHTHOCTH.
Takoro poga mpejckazaHue UMeeT OMOJIOTHYECKYI0 OOOCHOBAHHOCTb, MOCKOJIBKY
JaHHasl TEXHOJOTHS OCHOBAaHA HA aHaIM3€ TEX YYacCTKOB TE€HOMa, KOTOPHIC

HCTIOCPCACTBCHHO CBA3AHbI C BUPYJIICHTHOCTBIO.

3.5 CpaBHenue npoguis Avr reros P. infestans ¢ ¢pakropamu BupyJIeHTHOCTH

U npoduiieM reHoB YCTOHYHUBOCTH PacTeHU KapTodes

Jlnst Gonmpiieit dactu THOPUIOB KapTodessi, 3acCeJICHHBIX OMMCAHHBIMUA B
HACTOSIIEM HccieaoBaHuy JuHussMu P. infestans, panee ObuT onpeaenen coctaB R
renoB (Fadina et al., 2017). IIpoduar Avr u R reHOB B OOJBIIMHCTBE CIy4acB
COrJIacyroTcss Mexay coOoi. HMckmouenue coctaBiser reH Avr3b, koropwrid
OoOHaApy)KeH B MYIIKUHCKHUX JUHUAX 11/2 m pamenckux nuausax 155, 156, 157 u

196, xoyIoHM3UpPYIOMUX THOPUILI KapTodeis, coaepkamue reH R3b. Oxgnako B
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WCCIICIOBAaHHBIX HAMH ITOCIIC0BATEILHOCTAX AVI3D ObLTO 00HAPYKEHO HECKOJIBKO
HECHHOHMMHUYHBIX 3aMEH, 4YTO MOIJI0O TIOBIMSATH Ha €ro paclo3HaBaHHE
COOTBETCTBYIOIIUM T'€HOM ycToiuuBocTH. B ruopumax 14/8-09, 120 (118/6-2011)
u copre Robijn obHapyxken mapkep R2-1137, omHako aApyroil Mapkep TOTO XKe
reHa R2-686 oTCyTCTByeT, B CBA3M C ITHUM, TaKHMe MapKepbl HE ObLIM YUTCHBI B
JaHHOM paboTte. B muHMSX, KOTOpBIE OBUTH CHATHI C THOPHIOB, coaepxamux Rpi-
blb2, mpucyrcTtByror BupyneHnTHble Bapuantel Avr-blb2 (Oh et al., 2009).
[Tonydyennbie mpoduau reHoB ycronuwBoctd (Fadina et al., 2017) u reHoB
BUPYJICHTHOCTH, a TaKXKe pe3yJbTaTaMU TECTOB Ha pacTeHUsX-Iu(epeHmaropax
(Sokolova et al., 2017) npencrasiens: B Tabmuie 16.

Tabnuma 16. CpaBHeHHMe cocTaBa TI'eHOB BHpyJeHTHoctd P. infestans ¢
npoduiieM T€HOB YCTOMYMBOCTH KapTodens H (pakTopamMu BHUPYIEHTHOCTH,

MOJIYYCHHBIMU Ha pacTeHUsX-nuddepeHuaropax

Kion rubpuna JIuaun AVr reHsl dakTOphI
KapTodes; P. BUPYJIEHT
R rexbr infestans HOCTH
[Tymkuuckue nuaun P. infestans
14/8-09; 117/2-1, |avrl, Avr2¥, avr3a™, avr4, Avro (I, | 12345791
R3a, R3b, Rpi- 117/2-2 | 1), Avr-blb1 (I, I1), Avr-blb2, Avr- 011
vntl.3 vntl (V1,V3)
139 (4/1-2012); | 120-1 avrl, Avr2¥ avr3a®™ avr4, Avrs, 12347891
R1, Rpi-blb1/Rpi- Avr9 (1), Avr-bib1 (1, 1), Avr-blb2, 011
stol, Rpi-blb2 Avr-vntl (V1,V3)
106 (171-3); 11/2-1 | avrl, Avr2-like™™ avr3a™, Avr3b, |13478101
R3b Avr8, Avr9 (1, 11), Avr-blbl (1, 11), 1
Avr-blb2, Avr-vntl (V1,V3)
106 (171-3); 11/2-2 | avrl, Avr2-like"™™ avr3a™, Avr3b, |12347810
R3b avrd, Avr8, Avr9 (I, I1), Avr-blb1 (I, 11
I1), Avr-blb2, Avr-vntl (V1,V3)
106 (171-3); 11/2-4 | avrl, Avr2-like"™™ avr3a™, Avr3b, |m.x.
R3b avrd, Avr8, Avr9 (I, I1), Avr-blb1 (I,
1), Avr-blb2, Avr-vntl (V1,V3)
120 (118/6- 109/1-2 | avrl, Avr2-like™ avr3a™, avr4, Avr9 | 12345791
2011); (1, 11), Avr-blb1 (1, 1), Avr-blb2, Avr- | 011
R3a, R3b vntl (V1,V3)

160-17; 43/1-1 | avrl, Avr2¥, Avr2-like™, avr3a®, 12347891
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Rpi-blb2 avrd, Avr8, Avr9 (1), Avr-blb1 (1, 11), | 011
Avr-blb2, Avr-vntl (V1,V3)

160-17; 43/1-2 | avrl, Avr2®, Avr2-like™, avr3a™, 12347891

Rpi-blb2 avrd, Avr8, Avr9 (1), Avr-blb1 (1, 11), | 011
Avr-blb2, Avr-vntl (V1,V3)

160-17; 43/1-3 | avrl, Avr2®, Avr2-like™ avr3a®™, 12347891

Rpi-blb2 avr4, Avr8, Avr-blb1 (I, I1), Avr-blb2, | 011
Avr-vntl (V1,V3)

18/40-2000; 18/1-1 | avrl, Avr2®, Avr2-like™ avr3a®™ 12345678

R1, Rpi-vntl.3 avrd, Avr8, Avr9 (1), Avr-blb1 (1, I1), |91011
Avr-blb2, Avr-vntl (V1,V3)

18/40-2000; 18/1-4 | avrl, Avr2X, Avr2-like™ avr3a®™, 12345678

R1, Rpi-vnt1.3 avrd, Avr8, Avr-blbl (1, 1), Avr-blb2, | 91011
Avr-vntl (V1,V3)

113(50-1KWA); |103-1, |avrl, Avr2®, Avr2-like", avr3a™, 12346789

R1, Rpi-blb2 103-2, avrd, Avr8, Avr9 (1), Avr-blbl (I, 11), | 1011

103-3, Avr-blb2, Avr-vntl (V1,V3)
103-5

113(50-1KWA); | 103-4 avrl, Avr2®, Avr2-like™, avr3a™, 12346789

R1, Rpi-blb2 avrd, Avr9 (1), Avr-blbl (1), Avr-blb2, | 1011
Avr-vntl (V1,V3)

27; 107-1 avrl, Avr2¥ avr3a™, avr4, Avr9 (1), |12347891

R1, Rpi-blb1, Avr-blb1 (1, 11), Avr-blb2, Avr-vntl 0

Rpi-blb2 (V1,v3)

27: 107-2 avrl, Avr2¥, avr3a™ avr4, Avr9 (1), | 12347891

R1, Rpi-blb1, Avr-blbl (I, 1), Avr-blb2, Avr-vntl 011

Rpi-blb2 (V1,V3)

Robijn 87/2-2 | avrl, Avr2®, Avr2-like™™' avr3a®™ | 12378
avrd, Avr8, Avr9 (1), Avr-blbl (1),
Avr-blb2, Avr-vntl (V2)

Pamenckue nuauu P. infestans

2372-60; 96 Avr2®, Avr2-like™, avr3a™, Avrs, HIL

R1, R2, R3a, R3b Avr-blb1 (1), Avr-vntl (V1,V3)

13/11-09; 155 Avr2¥ Avr2-like™' avr3a™ Avr3b, |m.n.

R3b, Rpi-blb1, Avr-blbl (1), Avr-vntl (V1,V3)

Rpi-vnt1.3

14/8-09; 156 Avr2¥ Avr2-like™' avr3a™ Avr3b, |m.n.

R3a, R3b, Rpi- Avr8, Avr9 (I, 1), Avr-blb1 (1)

vntl.3

15/13-09; 157 Avr2®, Avr2-like™' avr3a™, Avr3b, | m.n.

R2, R3b, Rpi- Avr8, Avr-blbl (1), Avr-vntl (V1,V3)

blb1, Rpi-blb2

16/27-09; 158 avrl, Avr2", Avr2-like™, avr3a™", HL.
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R1, Rpi-blb1l, Avr3b, avr4, Avr8, Avr9 (1, II), Avr-

Rpi-blb2 blbl (1), Avr-blb2, Avr-vntl (V1,V3)

18/40-2000; 163 Avr2®, Avr2-like", avr3a™', avr4, H.L.

R1, Rpi-vntl.3 Avr8, Avr9 (1), Avr-blb1 (1), Avr-blb2,
Avr-vntl (V2)

25-1-2007; 165 Avr2¥, Avr2-like™, avr3a®™ Avrs, H.JL

R1, R3Db, Rpi- Avr9 (1, I1), Avr-blbl (1), Avr-blb2

blb2

24-1; 191 Avr2¥, Avr2-like™', avr3a®™ Avrs, HL

Rpi-blb2 Avr9 (1, 1), Avr-bibl (1), Avr-blb2,
Avr-vntl (V1, V2, V3)

24-2; 192 Avr2-like™, avr3a™, avr4, Avrs, H.L.

R1, Rpi-blb2 Avr9 (1), Avr-blbl (1), Avr-vntl (V1,
V2, V3)

134-6-2006; 194 avrl, Avr2¥ avr3a®™ avr4, Avrs, HL

R3b, Rpi-vnt1.3 Avr9 (1), Avr-blbl (1)

134-2-2006; 195 Avr2¥ Avr2-like™' avr3a®™ avr4, HL

R1, Rpi-vntl.3 Avr3b, Avr8, Avr9 (I, I1), Avr-blb1 (1),
Avr-vntl (V1, V3)

135-1-2006; 196 Avr2®, Avr2-like™ avr3a™, Avr3b, |m.n.

R2, R3a, R3b, Avr8, Avr9 (1, 1), Avr-blb1 (1), Avr-

Rpi-vnt1.3 vntl (V1, V3)

Atzimba; 198 Avr2¥, Avr2-like™', avr3a®™, avr4, HL

Rpi-blb2 Avr3b, Avr8, Avr9 (I, I1), Avr-blbl (1),
Avr-vntl (V1, V3)

Eesterling 3 avrl, Avr2¥ Avr2-like™ avr3a®™, HL
avrd, Avr8, Avr9 (11), Avr-blbl (I, 1),
Avr-vntl (V1, V2, V3)

Robijn 5 avrl, Avr2®, Avr2-like", avr3a®", HL.L.
avrd, Avr8, Avr9 (11), Avr-blbl (I, 1),
Avr-vntl (V1, V2, V3)

Gloria; 6 Avr2-like™ avr3a™, Avr8, Avr9 (I, | m.n.

R3a, R3b I1), Avr-blb1 (1)

Pedepencusie simaun P. infestans

HL L. 161 avrl, Avr2¥, Avr2-like™, avr3a™, 12345678
avrd, Avr8, Avr9 (I, Il), Avr-blbl (I, 91011
I1), Avr-blb2, Avr-vntl (V1, V3)

H.L. 4 Al avrl, Avr2®, avr3a-", Avr3b, avr4, H.L.

(C1) Avr-blbl (1), Avr-bIb2, Avr8, Avr9 (1),

Avr-vntl (V1, V3)

HJL. 8 Al avrl, Avr2¥, Avr2-like™' avr3a"™™ | g.n.

(C2) avrd, Avr-blbl (I, II), Avr-blb2, Avr8,

Avr9 (1), Avr-vntl (V1, V3)
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H.IL. 5 Al avrl, Avr2-like™, avr3a“™ avr4, H.IL.

(C4) Avr-blbl (11), Avr-blb2, Avr8, Avr9
(1), Avr-vntl (V1, V3)

HL. US-8 avrl, Avr2-like™™ avr3a™ avr4, HL
(C6) | Avr-bib (1), Avr-bIb2, Avr8, Avr9 (1),
Avr-vntl (V1, V3)

HLJL. EC-1 avrl, Avr2¥, Avr2-like™ avr3a®™, HJL
(C7) avr4, Avr-blbl (I, II), Avr-blb2, Avr8,
Avr9 (1), Avr-vntl (V1, V3)

HLJL. 13 A2 |avr3a™, Avr-blbl (1), Avr-blb2, Avr- | m.x1.
(3928a) | vntl (V1, V3)
H.II. 6_Al Avr2™ avr3a™ Avr-blbl (1), Avr- | ..

(4100a) | blb2, Avr-vntl (V1, V3)

Avr9 (I) — BupynenTHbIi kiaace renoB, Avr9 (I1) — aBupyIeHTHBIH Ki1acc
renoB; Avr-blbl (I) — aBupynenTHsIii kiace renos, Avr-blbl (1) — BupyseHTHBIIH

KJIaCC I'€HOB, H.J. — HCT JAHHBIX

B deTeIpex ciyyasx MyIIKHHCKHE JTMHUH, BBIIEICHHBIE U3 OAHOIO M30JISTa,
pasianyairch ogHUM AVF reHoMm — 3to auaMu 11/2-2 w 11/2-4, 43/1-1 u 43/1-2,
18/1-1 u 18/1-4, muuuu 103. Ilo HamieMy MHEHHIO, 3TO CBHUICTEILCTBYET O TOM,
YTO OTH JUHHHA MOTJIM BO3HHKHYTH B PE3YJITATE COMAKIOHAIBHON M3MEHUYHUBOCTH,
HO TaK)X€ OHHM MOTYT SIBISTHCS HE3aBUCHUMBIMHU JIMHUSMH, UMCIOIIUMHU Pa3HOE
NPOMCXOXKIACHUE, 3aCESIOIMMU 0HO pacTeHure. OIHAKO, BTOPOE MAJIOBEPOSTHO,
IOCKOJIBKY OTJMYHUS MEKIY JIMHUSMH HEBEITHKH.

Jlanee, MbI CpaBHHJIM COCTaB T'€HOB BHPYJICHTHOCTH B MYIIKMHCKHX JTHHHUAX
P. infestans ¢ cocraBom (akTOpOB BHMPYJICHTHOCTH, HACHTH()HUIIMPOBAHHBIX C
MOMOIIBI0 pacTeHui-auddepernmraropo Macrenopoka-bika (Malcolmson and
Black, 1966). bomee coBpeMeHHbIE | HAJICKHBIC TPAHCTCHHbIC PACTCHUS-
nudQepeHImaTopel, CO3aHHbIC HA OCHOBE copTa Desiree” u 10CTOBEpPHO HECyIIUe
B CBOEM COCTaBE TOJBHKO OJUH W3 I€HOB YCTOWYMBOCTH, ObLIH pa3pabOTaHbl B
Hunepnanmax u ocrarorcs HemoctynHbiMu aiisi Poccum (Zhu et al., 2015). pu
OIPE/ICICHUN COCTaBa I'CHOB BHPYJCHTHOCTH Ha PACTCHUSAX-TU(PepeHInaTopax,

HOMEp pachbl O3HA4YaeT OTCYTCTBUE aBHUpYJEHTHOW (opmbl reHa. Bupyrnentnas
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dbopma He ompenenseTcs ¢ moMombio 3THX AuddepenimatopoB. CoctaB Avr
TCHOB, BBISIBJICHHBIX MOJICKYJSIPHBIMH METOJaMU, U (HDaKTOPOB BUPYJIECHTHOCTH,
OTIpECTEHHBIX (DUTOMATOIOTHYECKUM METOJIOM, B OOJIBIIMHCTBE CIydacB HeE
coBnagaroT. Hanbosbiee cormacue oOHapyxuBaetcs mis reHoB Avrl, Avr3a u
Avr4, oaHako ATOT pe3yJbTaT MOXKHO OOBSICHHUTH TEM, YTO Halla BBIOOpKaA
NPE/ICTaBICHA HCKIIOYUTEIIEHO BHUPYJICHTHBIMH BapuWaHTaMH 3TUX TeHoB. s
OCTaJIbHBIX TEHOB, JIJII KOTOPBIX MOKHO COTIOCTABUThH JIAHHBIE, TIOJYICHHBIC TBYMS
HE3aBUCUMBIMH METOJaMH, coryiacue HaOmogaetcs jumb B 10-30% coiyuaes.
Takoil pe3ynbTarT MOXKHO OOBSICHUTH OTPAaHMUYCHUSIMU OOOMX METOJ0B. B
4acTHOCTH, B reHoMe P. infestans HaxoAsST TeHbl BUPYJICHTHOCTH, KOTOPBIC
KOMILJIEMCHTAPHBI T€HaM yCTOMYMBOCTH W3 pa3HBIX BUAOB poja Solanum, B To
BpeMs Kak B pacTeHUsx-nuddepenunaropax MacteHOpoka-biska npucyTcTByOT
TOJIKO TE€HBbI YCTOMYMBOCTH, NepeHeceHHbie u3 S. demissum. CoOTBETCTBEHHO,
Tako HaOop nupdepeHInaTOpPOB HE BBISBISET TeHbI BHpYJIeHTHOCTH Avr-blbl,
Avr-blb2 wmu Avr-vntl, pacno3Haroriye BaKHEHIIIME TSI COBPEMEHHOM CCIICKIIMH
r'eHbl ycTounBOCTH K dutodToposy (Haverkort et al., 2016). C apyroii cTopoHsI,
SSCP-ananm3, kak M Bce MeToabl, ocHOBaHHbIC Ha IILIP, mo3BoysieT OLICHUTH
TOJIBKO CTPYKTYPHBIM mOIUMOpPU3M TeHa, HO He ero (GyHKIHOHAIbHBIC
OCOOEHHOCTH.

Hekortopsle nuHMKM OBLTH CHATHI C OJHUX M TEX YK€ THOPHUIOB U COPTOB B
pasHbie TOnMbl B JlenuHrpamckoii u MOCKOBCKOW o0OyacTax. OTH JIMHUA
pasauyarTcs Mo auielbHoMy coctaBy Avr renoB. Jlunuum 18/1-1, 18/1-4 u 163
Obutn mosyuyensl ¢ rudpuaa 18/40-2000, ogHako OHHM OTIMYAIOTCS IO COCTaBY
I'€HOB BUPYJCHTHOCTH, B YaCTHOCTH, B JIuHUsAX 18/1-1 u 18/1-4 npucyTcTByOT 002
kiacca rera Avr-blbl. Mcxons m3 cocraBa R reHoB, omnpeaeeHHBIX ¢ MOMOIIBIO
MOJICKYJIIPHBIX MapKepOB, HAOIOAaeMbIe Pa3Udus B T€HaX BUPYJICHTHOCTH HE
JIOJKHBI OKa3bIBaTh BJIMSIHHE HA CIIOCOOHOCTh MAaTOreHa WHQHUIMPOBATH TaHHBIN
ruOpua kaprodens. Jlunauu 87/2-2 u 5 undunuposanu copt Robijn, onnako onn

SHAYUTCIBHO OTIMYAaOTCA IIO0 COCTABY Avr I'CHOB, 4YTO MOXCT OBITH CBSI3aHO C
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HAKOIUIGHHEM B TOMyJAnIMd MOCKOBCKOH 00JIaCcTH IMITaMMOB C  OOJBIIAM
KOJIMYECTBOM TE€HOB BHPYJICHTHOCTH, OOYCJIOBIEHHBIM HAJIMYUMEM Ha JSTOU
IUIoIIaIKe OOJIBILIOrO KOJIMYECTBA YCTOMUMBBIX THOpUAOB KapTodens. Panee 31ech
Obuta coOpaHa BbICOKOarpeccuBHast nwHUS 161, mopaxkaromas Bech HaOop
pactenuii-nud depennuaropoB Mactenopoka-biaka.

Pe3ynbrarhl 1O TreHaM yCTOMYMBOCTM U T€HAM  BHUPYJIEHTHOCTH,
MOJyYEHHBIMH  MOJIEKYJISPHBIMU ~ METOJaMH, B  OOJNBIIMHCTBE  CIIy4acB
KOppEeIUpyIoT MexXAy coOoil. HecorimacoBaHHOCTb pe3ysbTaTOB MOXET OBITh
CBSI3aHA C TE€M, YTO TOJBKO C MOMOIIBIO MOJEKYISIPHBIX MapKEPOB HEBO3MOXKHO
ONPENENUTh, SBISETCS JIM TeH (YHKIMOHAIBHBIM, a TAaKKe OTCIEIUTh €ro
HKCIIPECCUIO, IS YEro HEOOXOAMMO IMPOBOAUTH JOMOJHUTEIbHBIE UCCIIECIOBAHMUS,
B 4acTHOCTH, MeTtoaoM H3ddexropomuku. Meron SSCP, ucnonszyembiii ams
NEPBUYHOTO CKPUHUHIA JIMHHUM, TO3BOJSET OOHApYXHUTh MOJIUMOPPUM
HYKJICOTUTHON TMOCJIEIOBATEIbBHOCTH U OTOMPATh MOJUMOPGHBIE BapUAHTHI IS
nanbHeimero a”anuza. OH TakkKe MOXKET ObITh MPUMEHEH JId U3y4YeHUs
nosuMopdu3Ma TE€HOB YCTOMUMBOCTH JUIsl  ONpEAeNiCHUus MOIUMOpQu3Ma
HYKJICOTHJHON TOCIIeIOBATEIbHOCTH, TOCKOJBKY TaKhe€ W3MEHEHUS MOTYT

IIPUBOJIUTH K CHHYKCHUIO WM yTPaTe YCTOMUYUBOCTU PACTEHUS K ITATOTEHY.
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3AKJIIOYEHUE

B nameil paGore Obula mpeanpuHSATA IMONBITKA BBIABUTh CTPYKTYPHBIE
O0COOCHHOCTH HEKOTOPHIX TeHOB oomwmieTa P. infestans, oOycnaBmuBaromux ero
BPEIOHOCHOCTH MO OTHOILIEHHUIO K KapTOoQelnto, U UCHOIb30BaTh 3TH JAAHHBIE A
pa3IMyYeHuss U30JIATOB Ha OCHOBE NoJuMopdu3Ma 3TUX T'eHOB. M3yueHue 3Toil
npo0JieMbl Ha MOJIEKYJIIPHO-TEHETUUECKOM YPOBHE IO3BOJISIET JIydllle IIOHATH
B3aUMOJIECTBUE BO30OyauTeNnss Qurodropo3a ¢ pacTeHUSIMU KapTodens Kak
IpUMEP B3aWMO3aBUCUMOM DHBOJIIOIMU JABYX OpPraHu3MoB. B mpakThueckoM
OTHOUIEHWH  TIOJIyYCHHBIE  PE3yNbTAaThl  MPEACTABISIIOT  HOBBIM  METO[
pacrio3HaBaHus ¥ TeHOTUITpoBaHus nuHUE P. infestans, ocHoBaHHBI Ha cocTaBe
Avr reHoB. B Oynyiem aHanm3 cyniecTBYOIIeH KoJUieKiuy u3oistoB P. infestans,
cobpannbix Ha EBpomneiickoii Tepputopun Poccuu, mo3BoauT ucnonb3oBath SSCP-
aHaJIn3 Kak METOJl WIACHTU(PHKAIMK IITaMMOB 3TOro mnartoreHa. llomydyeHHble
naHHbple 0 nonumopgusme Avr reHoB Ha EBpomeiickoil Teppuropun Poccuiickoi
denepaluy CMOTYT MTOMOYb Pa3padOTKe HOBBIX CPEACTB 00phObI ¢ hutoPTOpo3oM
M HOBOW CTpPAaTeTHM CEJEKIUU Ha JOJIOBPEMEHHYKO) YCTOWYMBOCTH K 3TOU
00J1€3HU. ITO MOKET OBITh OCYILECTBICHO MyTEM CO3/IaHUS KOJUIEKIIMU ITaMMOB,
OTpa)KkarIluXx HauboJjiee paclpOCTPaHEHHbIE B MOMYJISIMU TallJIOTUIIBL, @ TaKKe
yepes3 MOUCK HOBBIX F€HOB YCTOMYMBOCTHU IIPU MOMOIIU MeToAa ) (PEKTOPOMHUKH.

Ms1 BnepBbie uccnefoBand noauMopdusm 11 renoB BupysneHTtHocTH P.
infestans B mocaakax kaptodens Ha Teppurtopuu EBpomeiickoir yactu Poccuu:
NPOAYKTaMU A3TUX TEHOB SBISAIOTCS muTommasmarudeckue RXLR addekropsi,
MOJIABJISIIOIINE UMMYHUTET PACTEHUS-X039UHA. JTU AVI reHbl ObLITM BBIOpaHbI AJIs
UCCJIEIOBaHMsI, TOCKOJIBKY COOTBETCTBYIOLINE UM I'€Hbl YCTOMUYUBOCTU KapTodes
XOpOIIO OXapaKTePU30BaHbl U IMIMPOKO HCITOIB3YIOTCA B COBPEMEHHOM CEJIEKIUU
kKapTodens Ha YCTOMYHBOCTH K (PUTO(TOPO3Y.

JUig oueHkH noaumop¢u3Ma T'€HOB BHPYJEHTHOCTH ObUT ONTUMHU3UPOBAH
npotokon SSCP-ananu3za. OTO MO3BOJIWIO NMPOBOAUTH NEPBUYHBIA CKPUHHUHI U

oTOMpaTh Ui JajdbHEMILEro HUCCIeN0BaHUS TOJIBKO Te O00pasipbl, KOTOpbIE
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SBJITFOTCS.  TIOJUMOP(HBIMH.  BBISBICHHBIC TIATTEPHBI HM3Y4aeMbIX TCHOB
BCTPEUYAIIMCh C PA3JIMYHON 4acTOTOM y JIMHUM W3 JIeHuHrpanckon u MOCKOBCKOU
obnacteit n nuuuit u3 3anagHoi Espomnbr u CIIA. Haubonee sipkue paznuuus B
aJIJICIIBHOM COCTaBe XapakTepHbl Juist reHoB Avr2-like, Avr3a, Avr9, Avr-blbl u
Avr-blb2.

Cpenu nocnenoBaTeabHOCTEeH AVI TE€HOB, BBISIBICHHBIX Ipu SSCP-ananmse,
52 oxapakrepusoBaHbl BrepBble (Tabimma 3). Jlas Bcex ITHX TEHOB, 3a
uckimoueHueM Avr4d u Avr8, ObulM BBISBICHBI HOBBIC aJUJICNIH, XapaKTEpHbIE IJIs
EBponeiickoit wactu Poccun. OOHapyxeHHbIe AVI T€Hbl CpaBHUBAJIU C T'€HAMH-
nporotunamu  u3  ['enbanka  NCBI.  [logaBnstomee  OONBIIMHCTBO
nocienoBarenbHocTei reHoB Avrl, Avr2-like, Avr3a, Avr4, Avr-vntl u Avr9
COOTBETCTBYET M3BECTHBIM BHPYJICHTHBIM BapHaHTaM JTHX TE€HOB, KOTOpBIE
n30eraroT pacro3HaBaHUsl COOTBETCTBYIOIIMMU F€HAMU YCTOMUMBOCTH KapToders.
I'en Avr-blb2 B Hamem wuccienoBaHuM OBUI TPEACTABICH BHPYJICHTHBIMUA H
aBUPYJECHTHBIMU BapUaHTaMH TIPUOJIM3UTEILHO B paBHOU crerenu. J[is rena Avr-
blbl oOHapyxeHBI NMPEHMYIIECCTBEHHO aBUPYJCHTHbIC BapuaHThl. [eHbl AVI2,
Avr3b u Avr8 ObLIH ITPEICTaBIICHBI TOJIBKO AaBUPYJICHTHHIMU BapUaHTAMHU.

Msl cpaBHuau coctaB AVl reHoB B jmHHAX P. infestans ¢ cocraBom
(GbakTOpoB BHPYJICHTHOCTH, WJIECHTU(DUIIMPOBAHHBIX C TOMOIIBIO PACTEHUN-
nuddepenimaropos MacreHOpoka-bidka (pacoBeiii cocraB P. infestans) u c
pesyiabratamu SSR (simple sequence region) rexotunupoBanus. CoctaB Avr
TCHOB, MHCCJIEJIOBAaHHBIX C TOMOIIBID MOJICKYJSIPHBIX MapKepoB, HE BIIOJHE
COTJIACYeTCSI C COCTAaBOM T'€HOB BHPYJICHTHOCTH, BBISBJICHHBIX (DEHOTHITUYECKUM
METOJIOM, TI0 peakIuu pacTeHui-TudPepeHnnaTropoB, HECYIIMX  T'EHBI
YCTOHYMBOCTH. MBI CKIOHHBI OOBSCHATH TaKO€ PACXOXKICHHE HETOITHOTON
KOKJOTO W3 WCIOJIb30BAaHHBIX HA0OPOB JECKPUNTOPOB W TEM, UYTO MHOTHE
pactenus-qudHepeHIaToOpbl CoJAepKaT B CBOEM TI'eHOME OoJiee OJHOTO TeHa
ycToitunBocTd K (putodToposy. ['enotunupoBanue ¢ nomoiibto SSCP martepHoB

BO MHOI'OM, HO HC IMOJIHOCTBIO COIJIACyCTCs C PE3yJibTaTaMH I'CHOTHUIIMPOBAHUA 110
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12 SSR nokycam. OOHapyXE€HHBIE PACXOXKIACHHS MOXKHO CBA3aTh C
OCOOCHHOCTSIMH 3BOJIIOIMU JIOKYCOB, HCIIOJIb3YEMBIX JUIS pa3iuueHus JUHU P.
infestans. SSR J10Kychl OTHOCATCS K OTHOCHUTEIBHO CTAOMIBHOW YacTH reHoma P.
infestans m He cBs3aHBI HANPSMYK C BHUPYJICHTHOCTBIO, B TO BpeMs Kak
BPEIOHOCHOCTh U arpeCCUBHOCTH MATOT€HA HETOCPEICTBEHHO CBS3aHBI C TCHAMHU
BUPYJICHTHOCTH U WX ToJiuMoppu3Mom, BeisiBIsieMbIM SSCP-ananuzom.

HoBrie manHbie o momumopdusme AVF TEHOB CHOCOOCTBYIOT HM3YUYEHHIO
9BOJIIOIMK reHoMa P. infestans u MoryT ObITh UCTIOIB30BaHbI CEICKIIMOHEPAMHU IS
ornpeaeneHuss MeTo1IoM 3G(HEKTOPOMUKHA COOTBETCTBYIOIIUX TE€HOB YCTOWYMBOCTH,

Ha KOTOPBIX CTPOUTCA COBPCMCHHAA CCIICKIIUA KapTO(l)eJ'ISI.
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BbIBO/IbI

1. Insa pasmuuenus jguamid P. infestans, ocHoBaHHOM Ha mojuMop(du3Me I'eHOB
BupyiacHTHOCTH (AVr reHoB), Oblia BaauaupoBaHa TexHojoruss SSCP-aHanm3a.
Orta TexHosorusd 3()QPEKTUBHO BBISABISAECT PEAKUE BapUaHThl AVI TE€HOB, 4YTO
0COOEHHO Ba)KHO JIJIsl OOHAPY)KCHHUS B arpolieHO3ax HOBBIX martoTurioB P. infestans.
2. SSCP mnarTepHbl SBISIIOTCS XOPOIIO BOCHPOM3BOJIMMBIMH  MapKepaMu
aJJIeNIbHOTO momMMopdu3Ma AVF TEHOB, KOTOpBIE MPHUTOAHBI JJII MacCOBOTO
CKPMHHUHTA U pa3ianueHus mTammoB P. infestans.

3. Cpeau Avr rernoB P. infestans, otHocsimuxcs k cemeiictBy RXLR addexropos,
B M3YYCHHOM KOJUICKIMK MonuMopdHbeIMU okazamuch Avrl, Avr2, Avr2-like,
Avr3a, Avr3b, Avr9, Avr-blbl, Avr-blb2 u Avr-vntl, a renast Avrd u Avr8 saBistorcs
0oree KOHCEpBAaTUBHBIMH. J[J1s1 BCeX ITHX T'€HOB, 3a UCKIodeHHeM AVr4d u Avr§,
OBLIIM BBISIBJICHBI HOBBIE aJIJIENH, XapakTepHbie st EBponelickoi yactu Poccun.

4. B muuusax P. infestans, koTopble KOJOHU3YIOT YCTOWUYMBBIC K (DUTODTOPO3Y
MEXBHUIOBBIE TUOpUABI KapTtodenss w3 TeHeTudeckod koJuiekuuun BUP,
peo0IaaloT BUPYJICHTHBIE BapuaHThl AVl TEHOB, B TO BpeMs KaK HEYCTONYMBBIC
copTa 3aceisioTcd JMHHUEH, B KOTOpOH Mpeo0JiaatoT aBUPYJIEHTHBIE BapHAHTHI
aTUX TeHOB. BricokoarpeccuBubie nuHuu 6 Al u 13 A2, mo nmanaeiM SSCP-
aHaMM3a, OTIMYAIOTCS HAMMEHBIIMM 4YuciIoM AVI Te€HOB, OJHAKO, B UX T€HOME
NPUCYTCTBYIOT TeHbl BupysieHTHocTH Avr-bIbl, Avr-blb2 w Avr-vntl, xoropsie

MO3BOJISIOT MIPEO0JI0JIEBATh YCTOMYMBOCTH OOJIBITMHCTBA COPTOB KapTOQes.
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HAYYHO-TIPAKTUYECKHUE PEKOMEHJIAILIUN

B omnnuue or Hambolsiee pacnpOCTPaHEHHOIO METOJa T€HOTHUITUPOBAHHMS
mrramMoB P. infestans mo SSR nokycam, SSCP-aHann3 BBISBISCT HOIUMOPOU3M,
HEIOCPEICTBEHHO CBSI3aHHBIN C BUPYJIEHTHOCTBIO, TaK YTO OIPEIEIIEHUE COCTaBa
AVl TEHOB TMO3BOJISIET OLIEHUTh MOTEHIMAIBHYIO BPEIOHOCHOCTh PAa3JIMYHBIX
mrammoB P. infestans. Mcmonb3oBaHHEe METOMOB MOJICKYJIIPHO-TEHETHYECKOTO
aHanmm3a AVl TEHOB JUIs paHHETO OOHApYXEeHHS HOBBIX mTaMMoB P. infestans u ux
XapaKTEPUCTUKH TIO3BOJUT HPOTHO3UPOBATH BO3MOXHBIE IOTEPU  ypOKas.
[TonyueHHy0 WH(OpPMAIMI0O MOXHO OYAET HCIOJL30BaTh JJISl XapaKTEPUCTUKU
BUPYJCHTHOCTH M3y4aeMbIX mTamMMoB P. infestans, uro B cBoro ouepenb MO3BOIUT
JlaBaTh MPOTHO3 MOBPEXKAAIOMIEH CHOCOOHOCTH ATHX IITAMMOB, €CJIM H3BECTHBI
TeHbl YCTOMYMBOCTH K (PUTOPTOPO3Y Y COPTOB KapTO(Deis, BHIPAIIUBAEMBIX B ITUX
arpoLeHo3ax.

He MeHee BaxHbIM SBIIETCA  HUCHONb30BaHWEe AVI  TeHOB  Kak
BBICOKOCTIEIIU(UYHOTO HMHCTPYMEHTa [UIsi TOMCKA W  pa3JIMyeHUsi TEHOB
yCTOMYMBOCTH K (uTodTOopo3ly MeToaoM 3SPGEKTOPOMHKH Ha BCEX ITamax
CeJieKUMU Kaprodens, OT paboThl € TIE€HETUYECKUMH KOJUJIEKIMSIMHU 10
OTpeeNIeHUs MOJIMHHOCTH COPTOB CEMEHHOT0 KapToders.

[TosyueHHble NaHHBIE MOTYT OBITH KCIIOJIb30BAaHbI B Y4eOHOM IpoOIecce B
BBICIIEN WIKOJE, B YAaCTHOCTH, B Kypcax IO TE€HETHKE, (PUTONATONOTUU U

bu3noIOoTUN pacTEHUM.
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