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BonesHu pacteHunii TOBCEMECTHO YIPOXAIOT YCTOMUMBOCTU CEJILCKOTo X03sicTBa. C TOUKU 3pEHUSI SKOHO-
MUKU 1 3KOJOTUU Haubojee 3pHEeKTUBHBIM CIIOCOOOM OOPLOBI C OOJIE3HSIMU SIBISIETCS CO3JaHNE HOBBIX
COPTOB pacTeHUIl C JOJITOBPEMEHHOM 1 CTAOMJIBHOM YCTOMYMBOCTHIO. YCIIEXy B PEIICHUU 3TO 3a1auu B
MOCJIeIHKUE TOObl HEMAJIO CLIOCOOCTBOBAJIU MOPA3UTEIbHbIC JOCTHXKEHUS B U3yYEeHUU MATOITC€HOB U pacTe-
HUI-X035I€B, KOTOPbIe BO MHOTOM OMUPAIOTCST HA HOBEMIIIME METOABI UCCIEAOBAHUST CTPOSHUS U aKTUBHO-
CTHU IT€HOB, B IIePBYIO ouepenb, “OMUK” TEXHOJIOTMH. DTHU HOCTYKESHUST HATJISIAHO IIPEeACTaBIeHBI B CIydae
duTodTOpPO3a — IKOHOMUYECKU Hanmbosiee 3HAUMMOi1 60s1e3HU KapTodesst u TomatoB (Solanum L.). ®u-
TOGTOPO3 YACTO CIYKUT MOJAEIbI0O MHOTOMEPHBIX B3aUMOAECHCTBUI paCTeHUIA ¢ MUKPOOPTraHU3MaMU, 1
pe3yJIbTaTbl HOBBIX MCCJIEIOBAHUI CYILIECTBEHHO MEHSIIOT HAllld OOIIME TIPEACTABICHUS O MOJIEKYISIPHOM
JIMAJIOre pacTeHMs C TATOTEHOM U HAILIM ITOAXOAbI K 60pb0e ¢ 601e3HsIMU. B 3TOM 0630pe OCHOBHOE BHU-
MaHHE COCpPeIOTOYEHO Ha TeHOMe Bo30ymauTenst 0oje3Hu — oomuiera Phytophthora infestans (Mont.)
de Bary u yke oxapakTepU30BaHHBIX TeHaX BUPYJIEHTHOCTU. DBOJIOLIMS 3TOTO TeHOMA OIPeAeIsieT UCKITIO-
YUTEIbHYIO TeHETUYECKYIO U (PEeHOTUIMUYECKYIO INIACTUYHOCTD IatoreHa. Oco6oro BHUMaHUS 3aCIIyK1UBa-
IOT CaMU OPYIUSI BUPYJICHTHOCTU — 3(@(EKTOPHI, KOTOPHIE B3aUMOIECHCTBYIOT C MOJIEKYJIaAMU-MUILICHSIMUA
KapTodelis, BO3AEUCTBYS Ha (DU3MOJIOTUIO PACTEHUSI U CITOCOOCTBYSI €TI0 KOJIOHM3alu rmartoreHoM. Obpa-
LLIAasICh K MperpaaaM, BLICTPOCHHBIM PaCTeHUEM [IJIsl 3allIMThI OT 60JIE3HU, aBTOP pacCMaTPUBaET MOJIMMOP-
Gbu3M 1 3BOJIIOLIMIO TE€HOB Solanum, onpenesiox YCTOMIYMBOCTb KapTodens K P. infestans. Peneptyap
Te€HOB BUPYJEHTHOCTU P. infestans B arpolicHO3aX 1 pa3HO00Opa3re reHOB YCTOMUMBOCTU Y JUKOPACTYIIIMX
coponuueit KapTodesst aHATU3UPYIOTCS B CBSI3U € TIPAKTUYECKUM ITPUMEHEHUEM Pe3yJIbTaTOB HOBBIX MO-
JIEKYJISIPHBIX UCcaeaoBaHuit putodToposa. [Ipy MHOTOIUIAHOBOM MOIXO/IE K 3TOM mpobieMe MOMCKU HO-
BBIX T€HOB YCTOMYMBOCTHU B T€HETUYECKUX KOJUICKIIMSIX, ONpenesieHre X QYHKIUIA U TMpaMUAMpOBaHUE
3TUX I€HOB B COpPTax KapTodeis ¢ LEeIbI0 CO31aTh HOBBIE JOHOPHI TOJTOBPEMEHHON YCTOMYMBOCTH COYE-
TalOTCS C ONEPAaTUBHBIM aHAJIM30M IT'€HOB BUPYJIEHTHOCTU MaTOreHa.

Kimouessle cioBa: Phytophthora infestans, BUnbl Solanum, AMMyHUTET pacTeHUit, GUTOPTOPO3, KapTOdEb,
JIOJITOBpEMEHHAasl yCTOMYUBOCTb, B3aMMOOTHOIIIEHHSI TTaTOreHa ¢ PACTEHUEM-X035IMHOM, TeHbl BUPYJIEHT-
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BBEAEHWE

Bo BceM Mupe 0oJjie3HU pacTeHUiI ITOCTOSIHHO
OpocaloT BbI30B ycToitunBomy 3emiienenuto. C Touku

Cokpamennsi: M — renHetnueckast momucpukaius; AFLP —
Amplified Fragment Length Polymorphism; Avr — Avirulence;
CC-NB-LRR — Coiled Coil — Nucleotide Binding — Leucine
Rich Repeat; dRenSeq — diagnostic Resistance gene enrich-
ment Sequencing; ETI — Effector Triggered Immunity; HR —
Hypersensitive Response; MAMP — Microbe Associated Mo-
lecular Pattern; NGS — next generation sequencing; PAMP —
Pathogen Associated Molecular Pattern; PenSeq — Pathogen
target enrichment Sequencing; PR proteins — pathogenesis-re-
lated proteins; PTI — PAMP-Triggered Immunity; QTL —
Quantitative Trait Locus; RenSeq — Resistance gene enrich-
ment Sequencing; RGA — Resistance Gene Analogue; RLK —
Receptor-Like Kinase; Rpi — Resistance to Phytophthora infestans;
RXLR — arginine—any amino acid—leucine—arginine motif;
SNP — Single Nucleotide Polymorphism.

3peHUs] SKOHOMUKHU U 3KOJIOTMU Hambosee 3dhdek-
TUBHBIM CIIOCOOOM OOPBOBI C OOJIE3HSIMU SIBISICTCS
CO3[IlaH1Ee HOBBIX COPTOB PACTEHMI C TOJITOBPEMEH-
HOI M CTAaOMIBHOM YCTOMYMBOCTBLIO. YCTOWUYMBOCTD
MOXHO SMIIMPUYECKU OIpPEeAeUTh KaK IOJTOBpe-
MEHHYI0 M cTabuibHyo (durable), ecaiu oHa coxpa-
HsIeTCSI Ha BBICOKOM YPOBHE MPU IJIUTSJILHOM BO3/Ie-
JILIBAHUM KYJIBTYpPbl Ha 3HAYUTEIbHOI TEPPUTOPUU U
B YCJIOBUSIX, OJIarOIIPUSITHBIX JJIsl pa3BUTHS OOJIE3HMU.
Pazmraenmne “cBoif — 4y:Koii” — 3TO KIII0Y K peaKIInN
pacTeHUI1 Ha BTOp>XKeHMe naTtoreHa. B mapBrmHOBCKOM
rnapaaurMe KO3BOIIOLIMIO IBYX YYaCTHUKOB B3aMO-
JEMCTBUSI MaTOreHa C pPacTeHUEM-XO3SIMHOM IIpU
€CTEeCTBEHHOM OTOOpE B HEHAPYILIEHHOI TPUPOTHOM
cpene MOXHO CpaBHUBATh C MpOLEecCaMU CEICKIINU
pacTeHHii B HapylIeHHOIl cpele arpolieHO30B.
B o6omnx cnydasgx MBI HaOIIOOAEM ITOPOTOCTOSIINMA
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otoop (high fitness cost) — y matoreHa Ha BUPYJICHT-
HOCTb, a Y paCTeHUI Ha BEICOKYIO YCTOMYMBOCTS [ 1, 2].
MonexysipHble UCCIIETOBaHMUS TTOCIEIHUX JIET 3Ha-
YUTEJILHO yIJTyOUJIM Hallle BUASHUE B3aUMOACHCTBUS
pacTeHMi1 ¥ MMaTOTeHOB, CTOJIb BaXKHOTO I 3P deK-
TUBHOI'O KOHTpOJIs OoJie3Heli. [loaToMy BEISICHEHUE
TeHETUYECKUX CBA3€i 1 MOJIEKYJISIPHBIX MEXaHU3MOB
BUPYJIEHTHOCTA U YCTOMYMBOCTA HEOOXOAMMO LIS
YCIICIIHOM CeJEKLMU Ha JOJTOBPEMEHHYIO YCTOMYU -
BOCTb K 00JI€3HSIM.

B nocnenHue roapl ycriexam B CO3AaHUM JOJITO-
BPEMEHHOM YCTOMYMBOCTU HEMAJIO CIIOCOOCTBOBAIU
Mopas3uTeJibHbIe JOCTUXKEHUS B U3YYEHUU MATOT€HOB
U pacTeHUIi-X0351eB, KOTOPble BO MHOTOM OMNUPAIOT-
Cs1 Ha HOBEMIIIME METObl MCCIEA0BaHUS CTPOSHUS U
aKTUBHOCTHU T€HOB, B IIEPBYIO o4yepenb, “OMHUK” TeX-
HOJIOTHHU. YCHeXu 3TUX UCCIICAOBAaHUM HATJISIAHO Mpe-
CTaBJeHbl B ciyyae ¢uTtodropoza — 3KOHOMMUYECKU
Haun0os1ee BaxKHOM 00J1e3HU KapTodesisi U TOMaToB (BO3-
oynurenb — oomuler Phytophthora infestans (Mont.)
de Bary). ®utodhTOp03 4acTO CIIYKUT MOACTBIO MHO-
TOSIPYCHOIO B3aMMOAEMCTBUS PACTEHUI ¢ MUKpOOpra-
HU3MaMU, U pe3yJIbTaTbl HOBBIX UCC/IEIOBAHUI CyIle-
CTBEHHO MEHSIOT KaK HalllM O0lIre TPEICTaBIeHUs O
MOJIEKYJIIPHOM IMAJIOTe PACTEHUSI C MAaTOTEHOM, TaK
Y HallIM TTOAX0Ibl K 60pboe ¢ prutodTOpOo30M.

DdurodTopo3 IOCTOSHHO YIrpoXaeT TII00aTbHOI
MPOOOBOJILCTBEHHOM O€30MacHOCTH, obiarasi KapTo-
desieBonoB HaJIOroM, nocturatommm 10 mipa. mposia-
POB B I'Oll, €C/IM YYUTHIBATh MPSIMbIE IOTEPU YPOXKast 1
CTOMMOCTb XMMMWYECKOM 3alllUThl pacTeHuii [3—6].
DOyHruyabl (OOMULIETUABI), KOTOPbIE MPUMEHSIOT
CeromHsI st OOPLOBI C 3TUM 0e3KaJTOCTHBIM IaTore-
HOM, yTPOXKaIoT 3M0POBbIO JI0Aei U 61ocdepsl B 1ie-
JioM. I'To Bcelt BUnMMocTu, Hanoosee 3(pHEeKTUBHBIM 1
9KOJIOTUYECKN IIPUEMJIEMBIM IIyTEM CHOSPKUBAHUS
duTodTOpO3a IBIISICTCS CO3MaHNEe HOBBIX COPTOB Kap-
To(pesisi ¢ JOJTOBPEMEHHOM YCTOMYMBOCTBIO K 3TOM
6one3nu [7—10]. Ycnennyro celeKuio Ha JOITOBpe-
MEHHYIO YCTOMYMBOCTH K GPUTOPTOPO3Y MUTAET TTPHU-
TOK HOBBIX 3HAHUIi 0 OMOJIOrKHU raroreHa P. infestans u
pacTeHusi-xo3simHa Solanum L., B mepBylo odepenb,
3HAHUM O MOJIEKyJIaX — MHCTPYMEHTaX BUPYJIEHTHO-
CTM TIaToreHa u ycroiumBocTu pactenus [ 11—17].

Korma 3amadeil ceinekuuu SIBISETCS OOJTOBpPE-
MEHHAasI ¥ CTaOMJIbHAsI yCTOMIUBOCTE K GUTO(PTOPO3Y,
MPUCTATbHOE BHUMaHME 00pallialoT Ha TaKWe OIpee-
JISTIOLIME CTOPOHKI P. infestans, Kak (pyHKIIMOHAILHOE
pa3zHooOpas3ne (PaKTopoB BUPYJIECHTHOCTH MaToreHa n
HEBEpOsITHAsl TUIACTUYHOCTb €ro TeHoMa, KOTopasi
obecrieunBaeT OBICTphIe U3MEHEHHSI B COCTaBe (haKTo-
POB BUPYJICHTHOCTHU U SIPKO IIPOSIBJISIETCST B ITOITYJISI-
LIMOHHOM TOBeJeHUHU TaToreHa [5, 6, 18—20]. Mo-
JICKYJISIpHBIE MCCJIeIOBaHMsI UTPalOT BCce Bo3pacTa-
IOLIYI0 pOJib B M3YYEHUU MHOTOCJIOMHOM 3allWThl
pactenuii [1, 12, 21]. B pe3yabraTe MblI BO BCEe 0OJIb-
IICi CTeIeHN MOXEM OLICHUTh CJIIOXXHOCTh MOJIEKY-
JIIPHOTO auajiora Mexmy Kaprtodenaem u P. infestans,

KOTOPBII TaK IpaMaTUYHO TIPOSIBIISETCS B SIIUIEMU-
sax durodTopo3sa [5, 6, 22].

HaubGosee HarfsiAHBIM MPOSIBJIEHUEM YCTOMYMBO-
cTtU Kaptodes K P. infestans Cy>XUT 3allUTHAs1 peak-
1111, CBSI3aHHAs1 CO CMEPTHIO KJIETOK B X0 peakluu
cBepxuyBcTBUTEIbHOCTU (hypersensitive response,
HR) Bciien 3a BTop>kKeHHeM maToreHa B KJIETKU pac-
TEHUSI U TIEPEHOCOM B pacTeHUue CleMPUIHbIX dP-
(GEeKTOpPOB, KOTOPhIE ASHCTBYIOT KaK (paKTOphI (a)BU-
pyneHTHOCTU (Avr factors). IToaTtomy Avr reHaM 1 ux
npoaykrtam — 3ddexkropam, pacrio3HaBaeMbIM 3a-
IIUTHBIMY CUCTEMaMU PacTeHUSI, yASSISTCSI CETOIHS
TaK MHOTO BHUMaHMS B MOJIEKYJISIDHBIX UCCIIea0Ba-
Husax natoreHa [16, 23—26]. He meHee BaxKHBI U Me-
XaHU3MBbI, UCITOJb3yeMble PACTEHUSIMU IJIsI paciio-
3HaBaHMs U OTIopa naroreHaM. Jlydie ipyrux usy-
YyeHbl cjydyau, Korga Avr TeHbl pacho3HaloTCs
COOTBETCTBYIOIIMMHU (matching) reHamMu ycCTOWYM-
Boctu K P. infestans (Rpi reHaMm), KOOMPYIOIINMU
WUMMYHHbBIE pelilenTopHble O6eyku. Bce oxapakrepu-
30BaHHBIC K HACTOSIIIIEMY BpeMeHU pelenTophl 3¢-
dexkropoB P infestans y xapTodeiss OTHOCITCS K
knacey coiled coil — nucleotide binding — leucine
rich repeat (CC-NB-LRR) BHYTpMKJIETOUHBIX O€JI-
KoB pacteHuii. HoBble cBeneHust 06 Avru Rpi reHax u
X B3aUMOJEUCTBUSX ObICTPO PACIIMPSIOT HAYYHYIO
OCHOBY CTOJIb Pa3HbIX TEXHOJIOTUI CEISKIMM, KakK
oTAaJeHHbIe CKpelllMBaHUSI WU TpaHC- U LIMCTeHE3,
UCIIOJIb3yEMBbIE 1151 epeHoca Rpi TeHOB U3 AuKopac-
TYIIUX BUAOB Solanum B BOCTIpUMMYUBBIC COPTa Kap-
Todens [7—9, 27—-29].

Tem He MeHee, BCIEICTBUE OBICTPOI 3BOJIOIUN
reHoMa 1M BTOPXKEHUS HOBBIX IITaMMOB P. infestans,
AMUGUTOTUU DUTO(DTOPO3a MOCTOSTHHO MPOPHIBAIOT
BBICTPOEHHBIE CEJIEKIIMOHEpAMU 3arpaxkaeHus, 00-
pamasi B HAYTO, WHOTAA B TEUYCHUE HECKOJIBKUX
IHei, uX MHOToNeTHHe ycunus [5, 6, 19]. [TosTomy
HEOTJIOXKHOM 3amavyeii OMOJIOTOB pPacTeHUI SIBISIETCS
TTOCTOSTHHBIN ITOMCK HOBBIX UICTOYHUKOB yCTOMYNBO-
CTU K GUTOPTOPO3Y, MO MPEUMYIIIECTBY B FTeHETHUYE-
CKOM MaTepuajie AWKOPACTYIIMX BUAOB Solanum,
pacumpeHue Kpyra Rpi TeHOB, OAPOOHO HCCIIeI0-
BaHHBIX U JTOKYMEHTUPOBAHHBIX MOJIEKYJISIPHBIMU
MeTtonamu [17, 29—31], u BbIsIBJIeHUE JYUYIIUX COYe-
TAaHWI TEHOB IUISI BKIIIOUEHUS UX B TIEPCIIEKTUBHBIE
copTa Kaptodes [32].

B citydae kaptodesist MoJIeKyJIsIpHbIE NCCIEIOBAHUS
C HCITOJIb30BaHMEM HOBBIX METOMIOB aHAJI3a CTPOCHUS
U aKTUBHOCTU Avr TeHOB P. infestans i Rpi TeHOB KO-
pacTylMX M KYyJIbTYPHBIX pacTeHuit Solanum 3Ha4u-
TEJIBHO CITOCOOCTBYIOT 00phOe ¢ puTodTopo3zomM. Cpe-
I Han0oJiee 3HAYMMBIX METOI0JIOTMIECKUX IIPOPHIBOB
BBIIEJISIIOTCSI TaK Ha3bIlBaeMble “OMUK” TEXHOJOTUU
(reHOMUKa, TPAHCKPUIITOMUKA, IIPOTEOMMKA, METa-
OosioMuka 1 3(pPHEeKTOPOMHUKA), MOJICKYJISIpHasT TN~
ToreHeTuka, HoBble Tunbl JJHK mapkepoB, mouck
HOBEIX ajuteneii Rpi reHoB (allele mining) m, HaKo-
Hell, METOIbl CEKBEHUPOBAHMUSI HOBOIO IOKOJCHUS
®U3UOJIOTUS PACTEHUN Ne 2
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(next generation sequencing, NGS) moaHopa3mep-
HBIX TEHOMOB M TPaHCKPUIITOMOB WU U30paHHBIX
TeHOB-MMIIICHEM (target genes) — B cOYeTaHUU C OMO-
MHOOPMAIIMOHHBIM aHAIM30M OOJIBIINX MaCCHUBOB
JMIaHHBIX O TEeHOMaX W TPAHCKPUIITOMax PacTEHUS U
naToreHa. DT MPOPLIBHbIE METOAOIOI Y TTO3BOJIMIINA
WIeHTU(UILIMPOBATh HA MOJICKYISIPHOM YPOBHE MHO-
TMX YYaCTHUKOB B3aUMOICHCTBUI I'€H-HA-T€H, OIM-
CaHHBIX paHee KIIACCUYECKMMM T€HETMYCCKUMU Me-
TomaMu. YCHeXW 3TUX MCCIeNOBaHUI caeianu hu-
TO(PTOPO3 MOMYJISIPHON MOACIBIO B3aUMOACUCTBUS U
KOBBOJIIOLIMY MaTOTeHa U pacTeHusI-xo3siMHa [12, 15—
17, 22, 28, 33—39]. B 1O ke BpeMsi HOBBIII KOHTEKCT
MCCJIeIOBAaHUM T€HOMOB U HOBbI MOJIEKYJISIPHbIA UH-
CTpYMEHTAapUil 3TUX MCCICAOBAHUII ITO3BOJISIIOT CO-
3maBaTh 00JIee MPOMYKTUBHEIE COPTa KapTodeIs.

Bo MHOIMX OTHOIIIEHUSIX 3TOT 0030p cleayeT 3a
npenapiayneit nmyoaukanueil aBropa [39]. 3mech B
LICHTpe BHUMAaHUS 0Ka3aJICh HOBEMIIINE METOI0JIO-
MU UCCIeA0BaHNs U HeJaBHYEe 0030pbl, 00beIMHUB-
IIMe MHHOBALIMOHHbBIE UAECH DBOJIOLMU PACTCHUMN U
MUKPOOPTraHU3MOB C HOBBIMU KOHILELIUIMU (PUTO-
MaTOJOTUU M CeJIeKLUMU pacTeHuil. bubmnorpadus
noseneHa o utoHs 2020 r.

PACITO3HABAHMUE TTATOT'EHA
N 3AIHMTHBIE BAPBEPBI PACTEHW -
XO3AUNHA: ITPEABAPUTEJIbHBIN AHAJIN3

NMMyHuTET, WMHAYIMPOBAHHBINA MOJIEKYJISPHBIMH
crpykrypamu (Pattern-triggered immunity). YToObI
pacrno3HaBaTb MHOTOUMCJICHHBIE MATOTeHBI, CIEePKU-
BaTb UX BTOPXXEHUE U OrpaHUYUBATH TTOBPEXIAIOIIEe
JIECTBUE, PACTEHUSI CO3[AIU CJIOKHYI0O UMMYHHYIO
CHUCTEMY, KOTOPYIO YaCTO OIMUCHIBAIOT KakK JIBa bapbepa
win ypoBH: 3ammThI [ 1. 12, 40, 41]. IlepBrrii, Bce e1e
HEIOCTATOYHO MCCJIEAOBAHHBIN 6apbep BPOXKIEHHO-
ro UMMyHuTeTa (innate immunity) Ha TTOBEPXHOCTH
KJIETKM OOBIYHO oOecrneyrBaeT IIUPOKUM CHEKTP
ycToiuuBOCTHU. [Iperpany st BTOp>XKeHUs MaToreHa
Ha BHEKJIETOYHOM MHTepdeiice pacTeHue-MUKpoopra-
HU3M (B aroruiacTe KJIeTK1) OMMChIBAIOT KAK UMMYHM-
TET, 3aIlyCKaeMblii OOIIMMM 3JIMCUTOPAMU, KOTOpPbIE
Ha3bIBAIOT MOJIEKYJIIPHBIMU CTPYKTYpaMU MUKPOOpTa-
HY3Ma WIK IaToreHa (microbe- and pathogen-associat-
ed molecular patterns, MAMPs and PAMPs); peakiius
Ha BT 3JIUCUTOPHI MOJy4Yuia obllee Ha3BaHUE UM-
MYHUTETa, BbI3BAHHOTO MOJIEKYJSIPHBIMU CTPYKTY-
pamu martoreHa (pattern-triggered immunity, PTI).
PelieniTopbl Ha TIOBEpXHOCTU KJIETKHU, Y3HalOIIUE
PAMPs niu MAMPs, ripencTaBiieHbI IO IIPeUMYIIe-
CTBY pelieNTOp-NOA00HBIMU KHAa3aMU (receptor-like
kinases, RLKSs) u perientop-rnomoOHbIMU OeKaMu
(receptor-like proteins, RLPs). Jlanexo He Bce RLKSs
n RLPs cayxar perienTopamu, HEKOTOPHIE SIBIISIIOTCS
KO-pelLenTopaMM, KapKaCHbBIMU OeJlKaMu WU ApYy-
TMMHM YYaCTHUKAMU CUTHAJILHEIX myTeii [40, 42].

ITpu BTOp>KEHUY TTaTOTeHA B aITOIJIACT B PACTEHUSIX
HaKaIUIMBAIOTCS aHTUMUKPOOHBIE COSIUHEHUSI, TIPU-
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MEpPOM KOTOPBIX SIBJISTFOTCSI O€IKU, CBSI3aHHBIE C T1aTO-
reHe3oM (pathogenesis-related, PR). bonbiimHcTeo PR
T€HOB MHAYLIMPYIOTCSI CUTHAJIbHBIMUA COEIUHEHUSIMU:
TaK, CAJIMLIVIIOBAsI U XKaCMOHOBAST KMCIIOThI WJIN STUJICH
BKCIIPECCUPYIOTCS] BOJTHAMU Ha TIPOTSDKEHUH Tpoliecca
KOJIOHU3ALMK PACTeHUST; IOMUMO YCTOMYMBOCTH K I1a-
toreHaM, PR Genku ciy:kar cnenimnIHbIMA MapKepa-
MU CHUCTEMHOI TIpMOOPETEHHOM YCTOMUMBOCTH, MHIY-
mupoBaHHoM matoreHoMm [20, 43]. B cBowo odepenb,
P, infestans cexpeTupyeT (hepMEHTHI, KOTOPBIE MOTYT
MMOIABJISITh TAKYIO 3allIUTY PACTeHUI; K UX YUCITY OT-
HOCSATCS IIpoTeasbl W (PepMEHTHI, paspyllalollue
KJIETOYHBIE CTEHKU PACTEHMS: MEKTATIUAa3bl, O~
rajakTypoOHas3bl, KCUJIaHa3bl U T.1.

IMomureHHYI0 1 YaCTUYHYIO YCTOMYMBOCTh K (DU-
To(pTOpO3Yy, Bo3HUKaroIIyio BeiencTtsue PTI, He amar-
TUPOBAHHOTO IT0 OTHOIIIEHUIO K OIIpeeICHHOMY pac-
TEHMIO-XO35IMHY, TaKXKE HAa3bIBAIOT MOJIEBOI, KOJIMYE-
CTBEHHOI M pacoHecHelU(PUIHON YCTOWUYMBOCTHIO.
Omna He sBisieTcs mojiroBpeMeHHoii [9, 10, 14]. Boaee
MEPCHEKTUBHBIMU IJISI CO3JAHUST TOJTOBPEMEHHOM
ycToiiuuBocTy Ha ocHoBe PTI mpeacrapisitoTcst reHbI-
KaHIWUIAThI, BHISIBISIEMbIE METOIAMU aCCOLMATUBHBIX
TeHETUYECKUX NCCASOOBAHMI, IOJTHOTEHOMHBIX aCCO-
LIMATUBHBIX UCCEA0BaHUI 1 CPAaBHUTEILHOTO aHAIM -
3a TpaHCKpUNTOB (transcript profiling). DTu reHsI KO-
IUPYIOT KIIIO4YeBbie (bepMEHTHl CHMHTE3a TOPMOHOB
pacTeHuii, KOTOpble Y4acCTBYIOT B 3alllUTHOM CHUTHa-
JIMHTE: aJUICH-OKCHUJ, CMHTa3y U JIMIIOOKCUTeHA3bl U3
2’KaCMOHATHOT'O CUTHAJILHOIO IMyTH, 3-0KCH-3-METHII-
TJyTapuI-KO3BH3UM A peayKTasy M3 MeBaJIOHATHOTO
nyty 1 muroxpoM P450, yyacTByromuii B OMOCUHTE3e
TEPIICHOB, a TAK:Ke aHMOHHYIO IIEPOKCHIA3Y, YIaCTBY-
IOIIYIO B Ipoliecce CyOepMHU3ALMN KJISTOYHOM CTeH-
KU [44, 45].

HNmmynuTteT, unaynupoBanHblii a¢dgexropavu (Effec-
tor-triggered immunity). B otsimume ot HeaganTrupoBaH-
HOTO aIloIUIaCTHOIO MMMYHMTETA, alanTUPOBaHHbBIE K
onpeneeHHoMy xo3siuHy (host-adapted) maToreHsbl
CEKPETUPYIOT B KJIETKM PACTeHUI MHOTIOYMCICHHEIC
3¢ PeKTOphI, KOTOphIe KOAUPYIOTCS TeHaMU BUPY-
JICHTHOCTU U JTOCTABJISIFOTCSI B KJIETKM PACTEHUSI-XO-
3s1MHAa C TTOMOIIBIO CHELM(UYHBIX CTPYKTYP U Mexa-
HuU3MoB [22, 24, 46, 47]. IlatoreHe3y, B KOTOPOM
y4acTBYIOT 3G (hEKTOPhI, ¥ pacTeHUId TPOTUBOCTOUT
BTOpPOI1, IUTOILIa3MaTU4YeCKuii 0apbep, rae 3ddex-
TOPBI OMO3HAIOTCS BHYTpUKIeTOUYHBIMU RLKS. DToT
Mpolecc UMMYHUTETA, 3alyckaeMoro 3¢ deKkTopaMu
(effector-triggered immunity, ETI), cmeunduyno
paznnyaeT pacel matoreHa. PTI n ETI aktuBupyior
CJIOKHYIO CETh Iepellaun CUTHAJIOB, KOTopasi BKJIIO-
YaeT KacKaAbl MUTOIC€H-aKTUBUPYEMbIX KUHA3 U/WJIN
XMUMHWYECKUIA CUTHAJUHI IIPU y4aCTMU TOPMOHOB
pacTeHUil, a TaKXXe PEryjsiluio Ha YPOBHE TpaH-
CKPUITIHU: BCE 3TU CUTHAJIBLI IIPUBOAST K TAKUM (DU~
3MOJIOTUYECKUM M3MEHEHUSIM B pacTeHuH, Kak HR,
o0pa3oBaHue aKTUBHBIX (POPM KMCIOpOAa U YIIPOU-
HeHMe KJIeTOYHOIi cTteHkm [12, 21, 23, 40, 43, 48].
B o6HOBIEHHOI MOJEIN B3aUMOACIHCTBIS pacTEeHUS
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¢ TTAaTOTeHOM WHTETPMPOBAHBI TPU YPOBHS: PacIio-
3HaBaHUeE, MHTETpallUsl CUTHAJIOB U peaiu3alus 3a-
muTHOIM peakiuu [22]. CerogHsi 3TOT KOHTUHYYM
B3aMMOICHCTBUS PACTEHUS C TTATOTEHOM CTaJl TOPSI-
Yyell TOYKOi MOJIEKYISIpHOI (DPUTONATOTOTUH.

Korna-to HOBaTOopcKast mapagurmMa “reH-Ha-reH”
[49] mpenmoarana, 4ToO yCTOMYUBOCTh pAaCTEHMS Ha-
OromaeTcs, Koroa JOMUHAHTHBIN I'eH YCTOMIMBOCTHU
pacTeHusl BCTpeyaeT JOMUHAHTHBIN Avr TeH maTtore-
Ha. buoxumMmuyeckoit Bepcueit 3Toil KOHLELIH SIB-
JISIETCSI MOAEJb PELENTOP-JINTaH I, B COOTBETCTBUM C
KOTOPOIi paCTE€HUS UCTIOJIB3YIOT IS 3allIMThI OCJIKHU,
pacno3Hamlle IMpoayKThl Avr reHOB naroreHa. On-
HAKO CErogHsI 3Ty KJIACCUYECKYI0 MOJIEIb CUMTAIOT
CUJIBHO YIIPOIIEHHOM, JaXKe B CJIydae MOHOTE€HHBIX
B3aMMOJCUCTBUI1 TeH-Ha-TeH B IUTOIUIa3Me PAaCTEHMUSI.
Bo-11epBbIX, JTUIIIL B peIKNX CIydasiX 3aCBUICTEIbCTBO-
BaHbI TIPSIMbIE CTEPUYECKUE B3aUMOACHCTBUS OEIKO-
BBIX IIPOAYKTOB T€HOB BUPYJICHTHOCTH Y T€HOB YCTOM-
YUBOCTU, TTIO3TOMY MOJEJIb IIPSIMOTO B3aMOIEICTBUS
10 TUIY PeLEeNTOp-JIUraH/ JOMOJHEHA MOJEISIMU He-
MpSIMOTO B3aMMOMACICTBUS, HaIlpuMmep, ‘“‘cropoxa”
(guard) u “noBymiku” (decoy). anee, Hapsiomy ¢ MO-
HOTEHHBIM B3auMMOIEUCTBUMEM, M3BECTHO HEMaJIo
clly4aeB, KOTJa HECKOJIBKO I'eHOB MJIM KJIaCTePhI TeC-
HO CIEIUIEHHBIX T€HOB YCTOMYMBOCTU PaCIIO3HAIOT
OJIMH €INHCTBEHHBIN 3(hPEeKTOpP — M HA0OOPOT; KPO-
ME TOTO, B3aMMOJIEMCTBUS Te€H-HA-TCH IJIST pa3aidd-
HBIX COUYEeTaHMI ITaTOTeH-pacTeHNe B pa3HOM CTelle-
HHU 3aBUCSIT OT OKpy:Karolieit cpensl [23, 41, 48, 50].
st onmrcaHus 3BOJIOLIUY W TUBEpCUDUKALIUN Te-
HOB YCTOMYMBOCTH IIPEIJIOXEHEI 1B KpaiiH1e KOH-
Henuuu — “roHKd BoopyxeHuit” (Arms Race) u
“okorHoit BoitHbl” (Trench Warfare), omHako 3BoJiO-
1Sl TEHOB YCTOMYMBOCTH, CKOpPEe BCETro, IMPOTEKAeT B
HEIPepbIBHOM MPOCTPAHCTBE B3aMMOIIOJIE3HOro (mu-
tualistic) COXUTEIbCTBA, KOTOPOE YacCTO HCITOIb3YET
MEXaHU3MbI U MOJICKYJISIPHbIE KOMIIOHEHTHI 3aIllUTHI,
oIMCcaHHBIe I 00enx cucrteM [12, 13, 46, 51, 52]. B
Hallle BpeMsl KJIaCCUYeCKHMe TreHEeTUYECKUE UCCIIeIO-
BaHUSI B3aMMOJEIICTBUS MAaTOTeHa C pacCTeHUEM-XO-
3SIMHOM AOITOJIHSIIOTCS MOJIEKYJISIDHBIMU HCCJIeIoBa-
HUSIMU YYaCTHUKOB 3TOTO B3aUMOACHCTBUS U UHTE-
TPUPYIOT CYIIECTBYIOIIME MOACIN KO3BOJIIOLUN U
¢GYHKIIMM; TaKas MHTErpalusl IMoMOXeT JydIlle I10-
HSITb OBICTPbIE UBMEHEHUSI B arPECCUBHOCTU TaTore-
Ha M pa3BUTHUU 6one3Hu [5, 6, 20, 22, 24, 53, 54].

Cpenu mHorouuciieHHbIX areHToB ETI y Phytoph-
thora myaite gpyrux nccaenoBanbl RXLR addexTopsr,
MPOAYKTHI Avr TeHoB 31oro maroreHa, 1 CC-NB-LRR
peuenTopsl, MPoayKThl Rpi reHoB KapTodes [11, 13,
16, 17, 25]; oTUM reHaM NOCBSIIEHBI OTIEJIbHbIEC pa3-
Jeabl 0630pa.

Phytophthora infestans: 9BOJIIOLINS TEHOMA
1 TEHOB BUPYJIEHTHOCTH

B ocHOBe HBIHENTHUX MPEACTABICHUI O TeHOME
P. infestans nexat pe3yabTaThl CEKBEHUPOBAHUS I'e-

poMa mramma 130-4 [55]. Ilo cBomM pasmMepam
(240 MJIH 1.H.) 9TOT T€HOM HaMHOTO OOJIbIlIe TEHO-
MOB IpyTuX BUAOB Phytophthora, ipexe Bcero nu3-3a
n3oommmst JJHK moBTOpOB, COCTaBIISTIOIINX OKOJIO
74% renoma P infestans. CaMbIM yIUBUTEIbHBIM
CBOMCTBOM 3TOTO T€HOMa, ONPEACIISIONIM 3THUOJIO-
riio puTodTOopo3a KapTodeis, IBIsIeTCcI HepaBHO-
MepHast INIOTHOCTb pacHpeaceHUs TeHOB. YUacTKU,
oorarele “reHamMM AoMallHero xo3ssiicrBa” (house-
keeping genes), 4epeayloTcsi C MPOTSKEeHHBIMU paiio-
HaMU TeHOMa, B KOTOPBIX MaJIO TAKMX T€HOB, HO 3aTO
MHOI'O IIOBTOPOB; 3TH YYaCTKU COAEpXKaT OBICTPO
SBOJIIOLMOHUPYIOIINE TeHbl BPeJOHOCHBIX (patho-
genic) a¢pdekTopos. [IpumeyaTebHO, KaK CTOJIb He-
OOBIYHOE CTPOCHUE I'eHOMa CBSI3aHO C IIOBEICHUEM
raToreHa. BrICTPO 3BOJIOLIMOHUPYIONIVE TeHbI 3(-
(GEKTOPOB 3aKIIOUYEHEI B OOIIMPHBIC U YPE3BBIYATHO
JIWHAMHWYHBIE Yy9aCTKM IeHOMa, U TaKasl JIOKaM3a-
LIS PEe3KO YBEJIMYMBAET YACTOTY 3aMEH HYKJIEOTH-
OB, MHCEPLIVI/IeIelInii, IepeCcTPOeK U U3MECHEHUS
KOMUIHOCTU T€HOB 10 CPABHEHUIO C TEHAMU JOMalll-
HEro xo3siicTBa. B pe3ysbTaTe 3TH Y4aCTKH XpOMOCOM
OKa3bIBAIOTCS YHUKAJIbHBIMU HUILIAMU OBICTPOI 3BO-
JIIOLIMOHHOIM TMBepcU(UKALIM, KOTOpasi OIpeacIsieT
IITaMM-CITeLIM(PUIHBIIA perepTyap TeHOB BUPYJIEHTHO-
ctu [18, 53, 55, 56]. Haas u 1p. [55] mmocTyupoBaiu, 4To
TaKkMe OMHAMUWYECKUe pailoHbl reHoma P infestans
OIPENENSIIOT SBOJIOLIMOHHYIO TUIACTUYHOCTh TE€HOB
3¢ PEKTOPOB M CO3IAIOT CTOJIb XapaKTEepHYIO s
srmaeMun GUTOPTOPO3a IMOBBLIIIEHHYIO T'eHEeTHYe-
CKYIO0 UBMEHUYHMBOCTD, O3BOJISIONIYIO ITATOTeHY Ipe-
OI0JIETh YCTOMYUBOCTh PACTCHUSI.

DT MpencTaBICHUs IIOAYyYMIA JaJdbHeMIIee
pa3BUTHE 110 MEpe TOI0, KaK CEKBEeHHPOBaHUE IPy-
ruX reHoMoB P. infestans 1 0COOEHHO TPaHCKPUIITO-
MOB IIPMHECJIO MHOTOYMCJICHHBIC TaHHbIE, COIJa-
cyloluecss ¢ KOHLENLUeH OIMpeaessiionero yva-
CTUSI IIOBTOPOB B YBEJIMYCHHUM pPa3MEpPOB T'€HOMA
P. infestans [57, 58]. KoHnenuus AByX4acTHOTO Te-
HOMa M JBYXCKOPOCTHOI (MM daxXe MHOTOCKO-
POCTHOI1) 3BOJIIOLIMY T€HOMA BBISIBJISIET T€ OCOOCH-
HOCTH apXUTEKTYPbl TEHOMAa, KOTOPBIE OIPEIEIISIIOT
OBICTpBIC JUHAMWYECKUE NEPECTPOMKMU 1 TeHeTuYe-
CKYIO TMBepCUPUKALINIO YIACTKOB, CBSI3aHHBIX C BU-
PYAEHTHOCTBIO, M CJIy>XKaT KOJIBIOEIbIO amallTUBHOM
sposounu P infestans |18, 59]. Takass yckopeHHasl
aganrauus, oOyCJOBJIeHHAs CHEeHUDUIHON apXu-
TEKTypOIi reHOMa, 0COOEHHO BaxKHa B CIIy4ae MCKYC-
CTBEHHOTO OTOOpa IMaTOreHoB B arpoleHos3ax [60].

B GonbimHCTBE ciiydaeB amanTaumio Phytophthora
OIpEeNesIIOT OYyIJIMKAILMS TeHOB, HETOMOJIOTUYHBIE
pEeKOMOMHALIMM M AeJelMd B y4YacTKax, OOoraThIX
TpaHCITO30HaMH1 ¥ TeHaMu 3P dekTopoB. OTHAKO Cy-
IIECTBYIOT U IPYyrue MeXaHU3MBbl PEryJsiliuM: K X
YHCITYy OTHOCSTCS 3HAYUTETbHbIC U3MEHEHUST KO-
HOCTHU T€HOB, N30UpaTelibHasI ITOTepsI TEHOB, a TAKXKe
TOYEYHbIE MyTallUW, CABUT PaMKU CUMTBIBAHUS, T10-
BPEXIEHUSI CTapT- U CTOIT-KOAOHOB 1 U3MEHEHUS B
XapakTepe aKcrnpeccuu reHos [53, 61]. Ciona cienyer
®UBNOJIOTUS PACTEHUN Ne 2
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MPUOAaBUTHL M SIUTEHETUYECKYIO PETYIISALIMIO DBOJIIO-
uu natoreHa [20, 62].

orPynd BUPYJIIEHTHOCTM!:
Avr TEHBI 1 DODEKTOPEHI P. infestans

HoBrle pmsnonormgeckrie 1 MOJIEKYISIPHBIC METO-
JIbI TIO3BOJIIA UACHTU(ULIMPOBATH MHOTOYMCIICHHEIS
LIUTOIUIa3MaTUYECKE AvF TEHBI U MX MPOAYKTHI, (-
(dEeKTOpHBI, KOTOPHIE ITATOTEH 00pa3yeT, YTOOBI MOV -
poBaTh MHOTOCJIOMHBIM UMMYHUTET PacTCHUSI-XO3sI1-
Ha, a TaKXXe MUIIECHU 3THX 3((HEKTOPOB B PACTUTEIb-
HbIX KJIeTKax [16, 24, 25, 46, 55, 63—68].

Iennl apdexTopoB P. infestans. Cpenyt MHOTOUMC-
JICHHBIX T€HOB 3((PEKTOPOB B MOJTHOCTBIO CEKBEHM-
pOBaHHBIX reHOMax P. infestans mpeobiaagaloT ABa TH-
na cTpykryp. RXLR addekTopsl — 3T0 MOIyIbLHEIE
Oenku, Ha N-KOHIIE KOTOPBIX HAXOAUTCSI KOHCepBa-
TUBHBIK MOTUB R—x—L—R (apruHun — nrobast amu-
HOKMCIJIOTa — JICWIIMH — apruHuH), 3a KOTOPBIM
o0byHO ciienyer kopotkuii EER (rimyramuHoBas
KHUCJIOTa — TJIyTaMUHOBAsl KUCJIOTa — apruHUH) J0-
MEH, HEOOXOIMMBI 1151 IIepeHoca 3¢ deKTopa B pac-
TUTEJIbHYIO KJIeTKY. M3yuyeHne KoOHCEpBaTUBHBIX MO~
cliefoBaTeIbHOCTEl B MOMIEJILHOM Te€HOME IlTaMMa
T30-4 npencka3zano cymectBoBaHue 563 RXLR re-
HOB. IlpuMepHO MOJIOBMHA M3 HUX OOHApyXXMBaeT
KJIoHaJIbHYIO (lineage) crmeuuUIHOCTb, KOTOpas,
IJIaBHBIM 00pa3oM, 1 ompeaelisieT pazHooopasue 3¢ -
¢GeKTOpOB, OOYCIOBJIEHHOE 3BOJIIOLMEIl MaToreHa.
Kyna mensiie n3pectHo o reHax CRN (crinkling- and
necrosis-inducing proteins) agpekTopoB, 061ama0-
IIMX HEOXUIAHHBIM MHOrooOpa3uveM U CJIOXKHBIM
ctpoeHueM. Kak u RXLR adpdexktopsi, CRN ap-
(eKTOpBI — 3TO MOOYJIbHBIE OEJIKU, OIIPEACISIOIei
CTPYKTYpPOIi KOTOPBIX CIYXKMT UYPE3BbIYAiHO KOHCEP-
BaTuBHBIN N-koHLeBoli LFLAK nomen u3 50 amu-
HOKWCJIOT; HanpoTuB, nX C-KOHIIEBbIE y9aCTKA 00-
Jiee pa3HooOpa3HbI [26, 55].

Hapsiny ¢ unnykuumeit HR mpu crienmdpudnom
B3aMMOJIEICTBUU T€HOB 3 (PEKTOPOB C COOTBETCTBY-
IOIMMU  Rpi TeHaMMu pacTteHuil Solanum, MOXHO
MPUBECTU HECKOJbKO TMPUMEPOB APYTMX MPOsIBIIE-
Huit RXLR Avr reHoB. AVRI Biusier Ha HaKoIUIeHUE
addekTopoB BOIM3U TaycTopuii [67]. dpyrue ad-
¢dexTophl, BKIIo4as xopoiio u3BecTHble AVR-BLB2,
AVR2 u AVR3a, napywaor Ca’'-cUrHajauHr, cBsi-
3aHHBIN C 3alllMTOM pacTeHUsl, MOBBILLIAIOT BOCIIPHU-
WMYUBOCTb PACTEHUSI U MOAABJSIIOT CMEPTh KJIETOK
[69—71]. Pasmmunble 3(pdeKTOphI aTaKylOT Mapai-
JieJIbHbIE€ YYACTKHU B LIETISIX Me€peaayr CUTHAJIOB, TIpU-
Bomsix K HR [72]. RXLR addekTopsl cambiM pas-
HbIM 00pa30M JIOKAJIM30BaHbI B pACTUTEJIbHBIX KJIETKaX,
1 Ko-3Kcnpeccust HeckoiibKuX RXLR s dekTopos,
MopaxamwInuxX pa3indyHble HWMMYHHbIE CUCTEMBbI,
CIOCOOCTBYET KOJIOHM3ALIMU T10 CPABHEHUIO C O~
HOYHBIMU 3¢ dekTopamu [67].
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Korna s dekTopsl mmonamaoT B TUKOPACTYIINE
WIN KyJAbTYpHBIE pacTeHUs Solanum, OHM CIIELIU-
(UYHO y3HAIOT COOTBETCTBYIOIIME UM (matching) pe-
LENTOPHBIE OeIKM, KomupyeMmble Rpi reHamu. OcHO-
BaHHas Ha TakKOM B3auMoIeicTBUM 3¢ PeKTUBHASs
TEXHOJIOTUS naeHTUGUKaUU Avr 1 Rpi TEHOB 1OJTy-
ymiia Ha3BaHWe 3PdeKTopoMUKU. IS BBIIBICHUS
COOTBETCTBYIOIMX Rpi reHOB 3(h(peKTOphI TPAH3UTOPHO
SKCIIPECCUPYIOTCS B JIMCTHSIX Solanum, N peakiys Kjie-
TOYHOM CMEPTU PETUCTPUPYETCSI HEBOOPYKEHHBIM IJIa-
30M. YTOOBI yOSIUTHCSI B COOTBETCTBUU T1ap Rpi—Avr re-
HOB, T€HBI-KaHAUAATbl KO-3KCIPECCUPYIOT B JIMCThSIX
pacTeHHuii-TecTepoB, HanIpumep, Nicotiana benthamiana
Domin [15, 16, 65, 68].

HMcnonb3yemast HUXKe HOMEHKJIaTypa Avr T€HOB
BocxonuT K 11 Rpi reHaM, KOTOpble ObLIIM OOHapyXe-
HBI B TeHeTUYeCKOM Matepuane S. demissum Lindl. n
HUCMOJIL3YIOTCSI B cTaHmapTHOM Mastenbroek-Black
Habope pacreHuii-nuddepenumaropon [73, 74| misa
paznmuueHus mramMmMoB (pac) P. infestans. Crincox ag-
(eKTOpOB pacuupsieTcs 1Mo Mepe OOHapyKeHUST HO-
BBIX Rpi TeHOB 1 MX UCHOJIb30BaHMSI B OIIBITaX I10 3 -
dexkropomuke [13, 16, 65]. OTKpBITHE, YTO MHOTUE
AVR 6enku P. infestans ipuHamiexar K kjiaccy RXLR
3 dEKTOPOB, MO3BOIMIO HAXOOWUTh B TeHOAHKAX HO-
BBIE TeHBI 3(pPeKTOPOB MeTomaMu OMOMH(OPMATIKH.
K HacrosiiieMy BpeMeHM BbISIBJIEHbl MHOTOUKCIICHHBIE
MUIIEHU 3THX 3P GEKTOPOB, OMHAKO (DYHKIIMM MHOTHX
RXLR cTpykTyp ocrarorcs Hem3BecTHbIMH [13, 16, 22,
38,47, 64, 67].

I'eneTnyeckuii nosmumopdusm Avr renoB. B noiaHo-
CTbIO CEKBEHUpPOBaHHOM TreHoMe IntamMma 130-4 u
JIPYTUX M30JISITOB U mTaMMoB P, infestans RXLR a¢-
¢eKTopbl OBUTH MCCIIETOBAaHbI C TOMOIIBIO Pa3TUYHbBIX
MeToJ0B. MeTonbl 3((HEKTOPOMUKU MCITOb30BAJIH,
YTOOBI OIPENCINTh CISHU(PUIHYIO CITOCOOHOCTh (-
(eKTOpOB BHI3BIBATH KJIETOUHYIO CMEPTh B JIUCThSIX
PasIUYHBIX JUKOPACTYIINX BUAOB Solanum [65]. DTa
paboTa CyIIeCTBEHHO paclliMpuia KpPyr MU3BECTHBIX
Rpi TeHOB U BBISIBUJIA 3HAUUTEIbHOE (DYHKIIMOHAb-
Hoe pa3HooOpa3ue yxe n3BecTHBIX RXLR Avr reHos.
Hx cTpykTypHOE pa3sHOOOpa3rie BOZHUKAET B PE3yilb-
TaTe OYTUTUKALUU Avr TEHOB, MX MTOCJIEAYIONIei peKOM-
OMHALIMM U Pa3IMYHON CyabObl ajuieaeit, oTOMpaeMbIX
YCJIOBUSIMU OKpYXalollleit cpelibl, B TIEPBYIO OUYEPEb,
caMUMM UHDUIIUPYEMBIMU pacTeHUIMHU [54].

CBs13b CTPOCHUSI C (PYHKIIUOHAJIBHBIM TTOJUMOP-
¢usmMoM ObLIa BIIEPBHIE OIlMCaHA B cilydae IeHa
Avr3a. JIBa amnenst 3TOTO TeHAa KOOMPYIOT OenKM
AVR3aKI 1 AVR3aEM, koTopbie pa3inyaroTcs ABY-
MSsI aMUHOKMCJIOTHBIMM OCTaTKaMU, HEIIOCPEICTBEH-
HO BJIMSTIOLIIMMM Ha PEeaKIINIO PACTEHUSI-X03s1MHa: IIep-
BbIii U3 NIBYX OEJIKOB HEIOCPENCTBEHHO aKTUBUPYET
R3a xunazy pactenus Solanum v BEI3bIBaeT UMMYHHYIO
peaxiInio, BTOpOi OEJIOK, BUPYJIEHTHBIN Avr3a obecrie-
YHUBaeT BUPYJICHTHOCTb HAa MPOTSDKEHUU OMOTPOdHOI
¢a3pl matoreHe3a. YnaiaeHue C-KOHIIEBOTO OCTaTKa
tupo3nHa y AVR3aKI He Bauster Ha pacrio3HaBaHUe
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R3a, vo mumraer AVR3aKI crmocobHOCTH TTONABISITH
CMEPTH KJIETOK, ITpoajieBast ouotpodHyto daszy [75].

IMonynssuMoHHbIE MCCIENOBaHUSl CYIIECTBEHHO
paclipuiii HalllM 3HaHUsI O pazHooOpaznm RXLR
AvrreHoB. KiloHMpoBaHUe U CEKBEHUPOBaHUE MOJIU -
re”HHoro cemeiictba IpiO u3 uzonsatoB P. infestans, co-
OpaHHbIX B I'Batemaine, Taunanae u CIIA, BeISIBUIN
IIUPOKUIA CIIEKTp ajjiesieil, pas3jinvalluuxcs Io
CTPOEHUIO U KonuitHocTU. PazHooOpa3ue IpiO reHoB
KOppEeIUpoBajIo C arpeCCUBHOCThIO MaToreHa. I'eH
Rpi-blb1 xaprodens omoszHaBan 3¢pdpekrop IPI-O1,
OIHAaKO IpYyroil MpeacTaBUTENb TOTO Xe CEMEencTBa
IPI-O4 us6eran pacriodHaBaHusi U yrHetadl HR, BbI-
3BaHHy0 B3anMoneiicrsuem IPI-O1 ¢ Rpi-bib 1. BeizBaH-
Hoe IPI-O4 nomasnenue pacno3naBanus I1PI1-O1 omnpe-
JIeJISIET TTOBBIIIIEHHYIO arPECCUBHOCTH ITaTtoreHa [76].

ApyruM TIpuMepoM 3HAUYUTEIbHOTO aJlJIeJbHOTO
nomMopdr3Ma reHoB 3 (GEKTOPOB CITYKUT CEMENCTBO
Avr-blb2. 'Y mitamma T30-4 P, infestans Bapyaiiiy oTMe-
YyeHbl y 24 u3 279 ucciaenoBaHHBIX HYKJICOTUIHBIX TT0-
cienoBaTesIbHOCTeN, Tpu 3ToM U3 14 moauMopdHbIX
CaliTOB AeCSATh ObLIU JIOKaTU30BaHbl B C-KOHIIEBOM
JoMeHe 3ddekTopa. AMUHOKUCIOTHBIN OCTaTOK B
MMOJIOKEHUU 69 ompenessul 3allMTHYIO PeakIInio,
ONOCpPEIOBaHHYIO TeHOM Rpi-blb2: cpenu deThIpex
BapuaHTOB 6eiika AVR-BLB2, Phe-69 npernstcTByeT
akTuBauuu Rpi-blb2, v 3TO TOBOPUT O TOM, YTO BUPY-
JICHTHBIN ajuieb BO3HUK JJIsl TOTO, YTOObI U30eXaTh
€ro y3HaBaHUsI TeHOM ycToiuuBocTH [64]. M3yuyeHne
cTpoeHust TeHa Avr-blb2 B T1o0aIbHON MeTaIoIyJIs -
mun P, infestans (352 n3onsara, coopaHHbIX ¢ 13 pa3-
JIMYHBIX PacTeHUI-X03s1eB B 23 cTpaHaXx) ITO3BOJISIET
MPEATnoaoXuTb, UTo Avr-blb2 mosiBUICA BHavalle y
BUJA-TIPapoaAUTENIsi KaK eIMHCTBEHHAs KOS T'eHa, a
3aTeM JIMBEPTUPOBAJI IO Mepe TOro, KakK KJIIOHBI 3TOi
mmHuu Phytophthora nHpupoBanu pacteHus Sola-
num BO BCEM MUpPE. YAMBUTEILHO, YTO B TTOMYJISILIUSIX
P. infestans Mbl ceronHsi HaXoAUM BCE BapUaHTbI Avr-
blb2: oueBUIHO, MATOTeHY BBITOJHO IIOIIEPKMBATh
IYyTUIMIMPOBaHHbIE U (DYHKIIMOHAJIBHO pa3jiiyHbIe
Bepcuu reHa Avr-blb2 [77].

Kyna Oonbmive CTpyKTYpHBIC Pa3IMuMs MEXKIY
aBUPYJICHTHBIMA W BUPYJICHTHBIMU (hOopMaMu ObLIU
HaiileHbl y IBYX IpyTux Avr reHoB. M3yueHue rmocieno-
BaTeJILHOCTEl aBUpyJieHTHOro AVR2 1 BUpyJeHTHOTO
AVR2-like B cepuu TuHUI1 1 U30JSITOB P, infestans oOGHa-
PYKWJIO, YTO OHU Pa3INYaInCh 13 aMUHOKUCIOTHBIMU
OCTaTKaMu, IMPUTOM YTO MOJUMOP(GU3M BHYTPU KaxK-
JIOTO KJjlacca He OBLJI CTOJIb 3HAYUTEJIbHBIM; HEKOTOPEIE
U30JISThI ObLT TOMO3UTOTHBIMU, a IPYTUe — FeTepO3U-
roTHeIMU 1o TeHy Avr2 [78]. Eme cuibHee — 110
38 aMMHOKMCJIOTHBIM OCTaTKaM — pa3/IMyaIicCh aB1-
pyneHTHBIT AVR1 u BupynentHbi AVRI1-like a¢-
dexTopsl [79].

AHanus reHoMa y u3o0is1ToB P. infestans, coopaH-
HbIX B 1100 ciaydasix anuaeMrUYecKOro MPOSBICHUS
durodpToposa kaprodens B Benukobpurtanuu, BbI-
SIBAJI 3HAUYUTEJIbHYIO T€TEPOTreHHOCTb perepTyapa

RXLR sddexropoB. B gactHOoCcTH, HanboJtee arpec-
CUBHBIN U30J1AT 13 A2 conepkai IeCTh HOBBIX Avr a-
JIesieil, BKJII0Yasi BUPYJICHTHBIN TomMoior Avr2, KOTo-
pBIe OTCYTCTBOBAIN Y MonenbHoro mramma T30-4 [5].
3aMeTHBIN ajuIeJIbHBIN TouMopdu3M reqa Avr-vatl
oOHapyxeH B mnonyusuusx P infestans B EBporie u
obenx Amepukax [80], a Takxke B EBporie mmpu cpaB-
HEHUM TOJBCKUX M HOPBEXKCKMX momyiasuuii [81].
Cpemn 96 msomsiToB P, infestans, cOOpaHHBIX B IIIECTH
paiionax Kurasi, KOTOpbIe pa3nuYalvCh ITOTOTHBIMU
YCJIOBUSIMU M arpOTEXHMKOI BO3MEIbIBAHUS KapTode-
JIs, 3HAYUTEJbHBIN MoauMopdu3m reHa Avr3a 1mo3Bo-
JIAJT BBIACTUTD 51 TarIoTHIT, KOOUPYOMmnii 38 aMu-
HOKHWCJIOTHBIX BapuaHTOB [82].

B nmocnegHue roawl o1 uAECHTU(UKAIIUN TEHOB
3¢ peKTOpPOB HAYAJIM UCIOJIb30BAaTh HOBYIO UPE3BHI-
yaiiHo 3¢ dexTuBHyI0 TexHogoruio Pathogen target
enrichment Sequencing (PenSeq); aTa TexHoJiorus
o0JIer4aeT aHajIu3 ajuIeIbHOIO pa3HooOpasus 3dhdek-
TOPOB, JaBasi BO3MOXKHOCTb IIPOBECTU 3BOJIIOIIMOHHBIN
aHaJIU3 TeHOMa W MOMYJISIIMOHHBIE UCCIICIOBAHUS Ma-
toreHa. PenSeq Takxke 1103BOJISIET BEITOIHUTD IIIMPOKO-
MacIuTaOHbIe MCCIeOOBAHNUS M3MEHYMBOCTU (TIpH-
CYTCTBUE/OTCYTCTBUE TeHa) W MOJMMOp(dU3Ma Io-
CJIeTOBaTEIbHOCTE! KIIIOUEBBIX TEHOB IIaTOTeHA, UYTO
SIBJISIETCSI TIPEeIBapUTEIbHBIM yCIoBUeM 3 heKTUB-
HOTO HCIIOJIb30BaHUSI T€HOB YCTOMYMBOCTU pacTe-
Hus1-xo3suHa. Tak, ncnoiab3oBanue PenSeq mis ana-
JIN3a HECKOJILKUX IMHUI P. infestans, Bkaodast 13 A2
n EC-1, nmo3Bonuiio oGHapy:kuUTh 16 mocieaoBaTeb-
HocTteili RXLR a¢ddexTopoB, 0TCYyTCTBOBaBIINX B T'e-
aome ymHUM T30-4, KOTOpBIN MCIIOIB30BAJIM TIPHU
cuHTe3e “HaxuBoK” (baits) mj1s oboraieHus Avr re-
HOB IIpU ceKBeHUpoBaHUM. CpaBHEHHE IIECTU pa3-
JIMIHBIX M30JISITOB BBISIBUJIO OCOOCHHOCTH TTpOH-
Jieit (pucyTcTBUE/OTCYTCTBUE T€HOB) U aJUIeIbHBIN
noauMopdu3M paHee oXapaKTepU30BaHHBIX Avrl,
Avr2, Avr3a, Avr3b, Avrd, Avr-Smira2=AvrS, Avr-Smi-
ral=Avr9, Avr10; Avr-vntl, Avr-blb I v Avr-blb2TreHoB.
Kpome Toro, ato PenSeq nccnengoBanue pacimpuio
CIIMCOK AVvr TEHOB-KaHAWIATOB 3a MPEeae/Ibl MOACIb-
HBIX TTOCJIeoBaTeIbHOCTEM, NCMOJIb30BaHHBIX B Ka-
4ecTBE “HaXMBOK” Ui OOOTalllEHUS T€HOB-MUIIIE-
Hel; Takoe paclIMpeHrE CIIMCKAa IeHOB OBLIO 0OCO-
OEHHO 3aMETHBIM B CJIyyae KOMILIEKCOB I'€HOB, IS
KOTOPBIX XapaKTePeH 3HAUYNTEIbHBIN a/lIeIbHbIA IT0-
mamMopdusm [38]. Ipyrum mpuMepoM ajiieTbHOM T -
BepcuduKalu Avr TeHOB CTaJI0 HEJaBHEE UCCIeI0-
BaHUe S. americanum Mill., Buna, KOTOpBIil HE SIBIISI-
€TCsI TUIIMYHBIM PaCTeHHUEM-XO35IMHOM (non-host)
P. infestans. Y deTbipex uzonsatoB P. infestans, aBupy-
JICHTHBIX IT0 OTHOIIICHMIO K PACTCHUSIM KapTodest, He-
cymmM reH Rpi-amrl (EU13_A2, EC1_Al, EU6 Al u
US23), uccinenoBanu 47 reHOB 3(p(HEKTOPOB C BHICO-
KOi1 CKOPOCTBIO 3KCIIPECCUY C TIOMOIIBIO OTHOMOJIE-
KYJISIDHOTO CEKBEHMPOBAaHUSI B PEaJIbHOM BpeMEHU
(single-molecule real-time sequencing, SMRT RenSeq)
n PenSeq monrouyutaemeix (long-read) mociemoBa-
teapHOCcTeM M KJIHK. HoBBIit reH 011 MIeHTU UM -
®U3UOJIOTUS PACTEHUN Ne 2

TOM 68 2021



MOJIEKYJIAPHBIV OUAJIOT PACTEHUM C ITATOTEHAMU 121

poBaH Kak Avr-amrl o HR, KoTopyro Habmomanm
MPU TPAH3UTOPHOM KO-3KCIIPECCUU C COOTBETCTBY-
IOIIUM TeHOM Rpi-amr 1 B pacteHusix N. benthamiana.
B rerome T30-4 BHOBb OXapaKTepU30BAHHBIN JTOKYC
Avr-amr 1 pacrionoxeH BOJIN3M yKe U3BECTHBIX TEHOB
addekTopoB AvrE u Avr-Smiral [83].

C TOUKM 3peHUsI OMOJOTMU TTOMYJISILIUIA U 3BOJIIO-
mun P. infestans, PenSeq ananu3 Avr reHOB oOJiagaet
BaXKHBIM [IPEUMYIIIECTBOM: B YCJIOBUSIX TTOJIOKUTEb-
HOTO, WK OaJlaHCUPYIOIIEr0 OTOOpa OH MO3BOJISIET
HaIpsIMyI0 HMCCIeI0BaTh T€HETUYECKYI0 W3MEHYU-
BOCTb areéHTOB BUPYJCHTHOCTHU, BBISIBJISISI TPUYUHBI
reHeTUYEeCKUX U3MEHEHUI U XapakTep aJaallTUBHOM
9BOJIIOLIMY JIyYllle, YeM MPU CEKBEHUPOBAHUU BCETO
reHoMa. TpaHckpurnToMHbie npoduyiv reHoB RXLR
3 deKTOPOB, Mccaea0BaHHbIE B X0/Ie pa3BUTUS 00-
JIE3HU, TTIOKa3aJIu, YTO IKCIIPECCHs STUX T€HOB PE3KO
yCUJIMBaeTCsI Ha paHHeM OMOTpodHOM 3Tare 3apa-
XKeHUS KapTodeist. DTU PO UIN JIETKO COOTHECTH C
KOHKPETHbBIMU MHCTPYMEHTAaMM YCTOMYMBOCTU pac-
TEHMSsI, B3aUMOJICHICTBYIOIIIETO C TTAaTOTCHOM.

Ecnu nemorpacduyeckue ucciaegoBaHusi ahdek-
TOPOB II03BOJISIIOT CYIUTh O IIOTeHIIMAJIbHOM apceHa-
e P infestans, To ipouiab 3KCIIpeccun Avr T€HOB,
BEPOSITHO, TOBOPUT 00 MX aKTMBHOM pernepryape.
YHuKajgbpHasi ClioCOOHOCTh JTMHUM 13 A2 mopaxaTh
copTa KapTodelsl oKazajach pe3yJIbTaTOM H3MEHe-
HUI B KOOMPYIOIIMX ITOCJIEIOBATEIBHOCTSAX AVF Te-
HOB 1 XapaKTepe dKCIPEeCCUU 3TUX TeHOB. B ombITax
in planta miIs 3TO JWHWU ITOKa3aHBI XapaKTepPHBIC
M3MEHEHUs] MHAYKIMY TeHOB BO BpeMeHU. B otiu-
yue oT mramma 130-4, y aToro reHoTuIa cuenuduy-
HO sKkcrpeccupoBanuck 20 reHoB RXLR addekro-
pOB, MpU 3TOM HauboJiee aKTUBHO 3KCIIpeccupye-
MBEIE TeHbI, B ToM unciie Avr-blb 1, Avr-blb2wu Avr-vntl,
COXpaHSJIM 3aMETHBII YPOBEHb 3KCIIPECCUU B TEUEC-
Hue 2—3 nHel 1ocie 3apaXkeHus, B IIOJJHOM CorJjia-
CUM C KPUBOM pa3BuTus GpuUTodpTopo3a, 1, BEPOSITHO,
BHOCWJIM BaXKHBIM BKJIa[ B HapacTaIOIIYIO arpeCcCUB-
HocTh IuHuM 13_A2 [5].

Crpareruto riayookoro NGS TpaHCKpUIITOMOB,
OCHOBaHHYIO Ha KOHCEPBAaTUBHOCTHU IIOCJIEIOBATEIIb-
Hocteil reHoB RXLR 3ddexTopoB, mcrionbp3oBaimn
ISl CpaBHEHMUSI TISITU IITaMMOB P, infestans 13 ceBe-
po-3aragHoro M 1oxHoro Kuras u EBporsl, mpen-
CTaBJISIIONINX pa3HbIe TUIBI CKPEIIMBAaHUS, TAaIIOTH-
ITbI ¥ TTATOTUIIBI; 3TO UCCEeA0BaHNE UACHTU(MULIUPO-
BaJIo KOHCEepBaTUBHEIE OCHOBHEIE (core) reHbl RXLR
3¢ PEeKTOPOB, OIPEHCHSIONINEe BUPYISHTHOCTD. ['e-
Hbl Avr2, Avr3a, Avr-blb 1, Avr-vntI v Avr-Smira I 5Kc-
IIPECCUPOBAJINCH Y BCEX MCCIEIOBAaHHBIX IIITAMMOB,
KaXnblid n3 TeHOB Avr3b, Avrd, Avr-blb2 v Avr-Smira2
BKCIIPECCUPOBAJICS Y ABYX-YeThIpeX IIITAMMOB, a TeH
Avrl — TonbKko y ogHoro [58]. B moMuHMpyOmeM B
Anpax xinoHe EC-1 Obutu HaiimeHbl MHOTOYMCIICH-
Hble BapUalluMi CTPYKTYPhI U YMCJIa KOTINi AVF TEHOB.
HexoTopble 13 HUX OBLIM CBSI3aHBI C TIOTEpeil reTe-
PO3UTOTHOCTHU B MUTO3¢. OMHAKO CAMBIMM ITpUMEYa-
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TEeJILHBIMU OKa3aJINCh Pa3indus U30JISITOB IO CKO-
POCTH 3KCHPECCUU MHOTUX Avr T€HOB — MpPU MOJI-
HOM OTCYTCTBMM Pa3JIMUMUil B IIOCJIENOBATEIbHOCTHU
STUX TeHOB. B 3TOM ciyyae caiilieHCUHT TeHa (-
deKTopa ITO3BOJISI M30eXaTh €ro pacro3HaBaHUS
Rpi renamu [60].

Solanum: TEHBI, PACITO3HAIOIIIME
ITATOTEHBI U TIPOTUBOCTOMAIINWE UM

KaprupoBanue nmpu3HAKOB M NpPEINOJIaraeMbIX re-
HOB yCTOYMBOCTH K putodToposy. C Havana 1990 rr.
JUIST KapTUpoBaHUSI Rpi TeHOB-KAHIWAATOB Y KYJIb-
TYPHBIX 1 DUKOPACTYIINX BUAOB Solanum meTomaMu
HEPaBHOBECHOI'O CLEIUICHUSI UM acCOLIMaTUBHOTO
aHaJIM3a UCIoab3yeTcsl HecKoJibko BuaoB JIHK map-
kepoB: RFLP, Amplified Fragment Length Polymor-
phism (AFLP), Simple Sequence Repeats, — a mo3:xe
Single Nucleotide Polymorphism (SNP) mapkepsbl u
diversity array technology. Hambonee HamexXHBI Map-
Kephl, MOCIEI0BATEIbHOCTU KOTOPBIX PACTIONIOXEHBI
BHYTPM IIOCJICAOBATEIbHOCTU I'eHa WJIM HEIOCpe-
CTBEHHO MPHUMBIKAIOT K €€ KOHIIAM: B TAKMX CIIydasx
PEKOMOMHALIMS MEXIY MapKEepPHbIM ajijiejieM U MpU-
3HAKOM YCTOMYMBOCTH BCTPEYAETCS PEIKO WM BOBCE HE
MIPOMCXOIUT AaXKe MOCJIe MHOTOYMCIEHHBIX CKPEIITBa-
Huil. Takue ocHoBaHHbIe Ha TP mapkepsl, Kak Se-
quence Characterized Amplified Region (SCAR) wiu
Cleaved Amplified Polymorphic Sequences, 1mo3Bo-
JIMJIA C BBICOKOI TOUHOCTBIO KapTUpPOBaTh Rpi TeHbI-
KaHIUJATBhI U JIOKYCHl KOJIMYECTBEHHBIX ITPU3HAKOB
(Quantitative Trait Loci, QTLs) ycroitunBocTH K 1~
TodToposy [17, 84—87]. Pe3ymbTaThl ITOTHOTEHOMHO-
ro KApTUPOBAHMS U KAPTUPOBAHMS BLICOKOIO pa3peliie-
HUSI TIO3BOIIN CO3[aTh pa3IMdHbIe HAOOPHI BBIPOXK-
JIEHHBIX TpaiiMepoB, PaCcHO3HAIONIMX aHAJIOrM T'€HOB
ycToiunBocTH (resistance gene analogues, RGAs) u nx
KJIaCTephl, M aMITT(PUKALIMS TeHOMA C 3TUMMU ITpaiiMe-
pamMu B codetaHmu ¢ AFLP anammi3oMm cyiiecTBeHHO
pacuIMpuiIa Kpyr IIpeartonaaraeMbiX Rpi rTeHOB. DTOT BbI-
COKOpa3pelIaolIrii METO IIOMCKa ¥ MACHTU(DUKALINIA
(tagging) HOBBIX aJljIeNieil, MOIYYMBILIMIA Ha3BaHUE MO-
tif-directed profiling, ObLT yCIELIHO WCITOIb30BaH ISt
M3ydeHMsI HOBBIX TeHOMOB Solanum n ronuMopdur3mMa
WHIVMBUIYaJIbHBIX TCHOMOB, a COUeTaHUe TaKOTO pro-
filing ¢ NGS o06elaeT orpoMHble TPeUMYIIEeCTBa B
CpaBHEHUM C TexHoJjorueii profiling, ocHoBaHHOI Ha
paznenenuu ¢pparmeHros JIHK B rene [17, 30].

YToOBI CUHTE3MPOBATh JaHHEIE O KapTUPOBAHUN
JIOKYCOB TIOJINTEHHOI YCTOMYMBOCTH K (PUTODTOPO3Y,
IBanaTh onqHa Kapta QTLs Obl1a coBMellleHa ¢ Boce-
MbIO OIOPHBIMY T'eHETUYECKUMU KapTamMu KapTodens,
MOJIyYEHHBIMU C TOMOIIBIO PA3INYHBIX MAapKepOB, B
KOHCEHCYCHYIO KapTy, Hecylyio 2141 mapkep, 1 Bcs
coBokynHocTh QTLs Obl1a mpeacTaBieHa B BUIE Me-
Ta-QTLs. Meta-QTLs ycroitumBocti K (prtodTOpO3y
ObLTM HalieHbl Ha Bcex 12 xpoMocoMax KapTodensi, u
HEKOTOpPEIC U3 3TUX JIOKYCOB COBITAAAJIN C ITOJI0XKE-
HUeM yxe u3BecTHbIX Rpi reHoB [88]. dpyrue QTLs
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YCTOMUMBOCTH K (puTOoTOPO3y HE COBIIAAIM C Ta-
kuMu Rpi reHamMmu U1 RGAs; B 3THUX JOKycaX MOXHO
uckatb HoBble Rpi reHbl. O6mactu QTLs, KapTupo-
BaHHBIC CTaHAAPTHBIMM METOHAMMU, IOKPHIBAIOT HA
¢U3MUECKON KapTe YJacTKU JIMHOM HECKOJIBKO
MJIH. II.H. ¥ COACpKAaT MHOXECTBO I'€HOB C pa3/idd-
HbIMU (HYHKIUSIMUA. YTOOBI IPEeOI0JIETh 3TO 3aTPY/I-
HEHMeE, CEKBEHUPYIOT 00JIbIIIME (PparMeHTH TCHOMOB
WIN 1Ieble TeHOMBI. CKpMHUHT KOJUIEKIIUIA KapTo-
densg MeTomaMu 3PPEKTOPOMUKN TAKKE pACITUPSIET
Kpyr Rpi reHOB Ha OCHOBE MX (PYHKIIMOHAJILHOM aK-
TUBHOCTH [16, 17, 65, 66], 0oMHAKO 3TU JaHHBIE YACTO
TPYIHO coriacoBaTh ¢ pe3ynbratamMu QTL ananmza.

Obnapyacenue Rpi eenos. meHTNMUKALISL BCETO
Habopa TE€HOB, OIIPEICISIONINX YCTOMYMBOCTD K
P. infestans, — obsi3aTebHOE YCJIOBHUE IJISI TOHUMA-
HUST MOJIEKYJISIDHOII MPUPOABI pa3IMYHOIO TEUCHUS
00s1e3HM. 3a ABa MOCJIeNHUX AECITUIETUI ObLIN Hali-
JIEHBI U KJIOHUpOoBaHbI 6ojiee 20 Rpi reHOB quKopac-
Tymmx BUI0B Solanum. CeKBeHUPOBAHUE YK€ OXapaK-
TepU30BaHHBIX Rpi TeHOB I10KAa3ajI0, YTO BCE OHU MPH-
HamnexaT K CC-NB-LRR knaccy. Jlydine napyrux
OXapaKTepr30BaHbI TeH R/ 1 ero aHajoru B KjacTepe
TEHOB Ha XpomMocome 5 S. demissum, TeH R2 u3
S. demissum, ero opronor Rpi-blb3 w3 S. bulbocastanum
Dun. 1 ux opTojioru U3 HeCKOJbKUX APYTUX BUIOB B
0OJIBIIIOM KJIacTepe Ha XxpomocoMe 4, reH Rpi-blb2 13
S. bulbocastanum Ha xpoMocoMe 6, TeHbl Rpi-blb1 n
Rpi-bt1n3 Toro xe Buna u Rpi-sto1=Rpi-plt I=Rpi-pta
u3 S. stoloniferum Schlechtd. et Bché., S. polytrichon
Rydb. u S. papita Rydb. Ha xpomocome 8, reH Rpi-vnt ]
u3 S. venturii Hawkes et Hjerting 1 ero oproyioru us
MHOTOYHCJIEHHBIX I0)KHOAMEPUKAHCKMX BUIOB Sola-
num Ha xpoMocome 9 u reHbl RS R9a u3 S. demissum
Ha TOM XKe XpoMocoMe, TeH Rpi-chcl u3 S. chacoense
Bitt. ma xpomocome 10 m TeHBI R3a u R3b u3
S. demissum Ha xpomocome 11 [10, 13, 14, 16, 17, 29,
37]. IlocnenoBaTeIbHOCTH e1lle¢ HECKOJIbKMX UIEHT-
¢unmupoBaHHBIX Rpi T€HOB-KAaHIMIATOB II0OKa HE
onyoaukoBaHbl. CpaBHUTEJIbHOE CEKBEHUPOBaHUE
OTIEJIbHBIX Rpi TeHOB U1 LeJIbIX TEHOMOB KIIyOHEHOC-
HBIX BUIOB Solanum v 3a X IIpeaeaaMu 00HapyKIIJIO
(YHKIIMOHAIBLHO CXOIHBbIE (DOPMBI Rpi TeHOB 1 BbISIBU-
JIO OOIIMPHBIN aJUIeIbHBINA MOJIMMOP(hU3M, KOTOPbIit
elle IPeACTOMT OLIEHUTh CelIeKIMoHepaMm. B 1iemnom,
KJIyOHEHOCHBIE U HEKJIyOHEHOCHbIE BUIBI Solanum,
0Cco0eHHO BUAbI M3 HOXHOI AMEpUKHU, OTKPBIBAIOT
IIMPOYANIIIE BO3MOXHOCTUA IS DBOJIOLMUOHHBIX
rcclieoBaHUM Rpi TeHOB U X UCIOJIb30BaHUS B Ce-
Jiekuuu kaprodens [28, 29, 31, 89].

AHanu3 TeHoMa yIBOEHHOro MoHorouaa S. fu-
berosum rpyrma Phureja x1oH DM [90] npenckasai
npucyrctBue 361 CC-NB-LRR rena, pacnosaoxeH-
HOro Ha Bcex 12 xpoMocomax. BoJIbIMMHCTBO 3THUX Te-
HOB (PM3MYECKM OPraHU30BaHbI B KJIACTEPhI, B OCHOB-
HOM TOMOTE€HHBIE, YTO MO3BOJISIET MPEAroaararb, YTo
OHM CPaBHUTEJILHO HEAABHO IUBEPIUPOBATIA OT 00I11Ie-
ro npeaka. IlpumedarensHo, yro B oTimurie oT RXLR
3¢ PEKTOPOB, COCPETOTOUCHHBIX B OCTHBIX IPYTUMH

reHamu ydactkax reHoma P infestans, CC-NB-LRR
reHbl HAaXOSITCS B y4acTKax reHoMa KapTodes, HU-
yeM HE BBIICISIONINXCS IO IUIOTHOCTU T€HOB WU
noBTopoB [91]. K HacTosImieMy BpeMeHU OIHBIE TI0-
CJIeIOBATEIbHOCTU T€HOMOB TTOJTyYeHBI 1 OITyOJIMKO-
BaHEI ellle I HECKOJIBKUX KYJIbTYPHBIX BUAOB Kap-
Todbensa: MOIUTIIIONIHBIX S. Xchaucha Juz. et Buk.,
S. curtilobum Juz. et Buk., S.juzepczukii Buk. u
S. tuberosum subsp. andigena Hawkes u subsp. fu-
berosum L. [92], u &OByX IMKOPACTYyIIMX BUIOB:
S. commersonii Dun. [93] u S. chacoense [94]. D1tu no-
CJIeIOBaTEIbHOCTH ITOMOTAIOT OLIEHUTH pa3HOOOpa-
3ue cTpykryp, coorBeTcTByIommx CC-NB-LRR Rpi
reHaM U UX TOMOJIoraM, U U3yYUThb KJIACTEPHYIO Opra-
HU3auIo Rpi TeHOB.

XapakTepHO CXOICTBO B OpraHM3alliM YXe U3-
BECTHBIX KJIaCTEPOB Rpi TEHOB B pa3IUYHbIX TeHOMAaX
Solanum. Tlo Bceit BUOIMMOCTH, HEKOTOPHIC JIMHUM
Rpi reHOB MOSIBUIIMCH €111e A0 TUBEPTeHIINN KIyOHe-
oOpasyolux BUIOB Solanum; nanee, BCIEI 3a DBO-
JIIOLMEN TeHOMOB, KOTOpasl olpeaeiniaa HbIHEIIHUHA
JaHamadT 3TUX BUIOB B IBYX AMepUKax, Hayajcs He-
3aBUCHMBII IIPOLIECC afallTalliy pa3InYHbIX Rpi TeHOB
K MECTHBIM ItomyssiiusM maroreHa [95]. Ilopaxaer
CIyJaii KOHTPACTHOTO pacIpeleeHUsI TeHOB y AUKO-
pacTymmx BUIOB KapTodensi: reHbl Rpi-blb I=Rpi-stol
HaliIeHBl TOJIbKO Y MEKCUKAHCKMX BUIOB CEpUil
Bulbocastana u Longipedicellata, B To BpeMs1 Kak I'eH
Rpi-vntl xapakTepeH i1 I0XHOAMEPUKAHCKIX BUIOB
Tuberosa [16]. YaBoeHue Bcero reHoMa, n3dbupaTeibHast
TaHAeMHasl OyTUITMKALWs W yaepxkaHue (retention) re-
HOB, PaBHO KaK BHYTPUT€HHAs I MEXKTeHHAasI peKOMOU-
Hanusa 1 koaBepcust CC-NB-LRR renoB, onmmcanHbie
MOJIEJIBIO SBOJIIOLIMY T€HOB YCTOMYMBOCTH IO, Ha3Ba-
HUEM “pOXICHUE-N-CMEPTh”’, HAIIOJHSIOT pe3epByap
TeHOB KapTodensl 4pe3BbIYAliHO pPa3HOOOpa3ZHBIMU
CTPYKTypaMu, KOTOpBIE CJy>KaT MaTepuaioM IJIsl
€CTECTBEHHOI'0 M MCKYCCTBEHHOI'O IUBEPCUPUILIPY-
IOIIIETO OTOOPA; IEJIO CEIeKIIMOHEPOB — BBIOPATh U3
3TOTO OTPOMHOrO pe3epByapa JIMHUM He3aBUCUMBIX
T€HOB CO CITeIM(PUYHOCTHIO K Pa3jIMYHBIM I1aTore-
HaMm [1, 50]. Kimacrepmn3amms TeHOB MOXKET pacIliv-
pATH TMOMMOP(MU3M MX MocjieaoBaTe/ibHOCTe OJia-
rogapsi BHYTpU- U MEXICHHOW MEMOTUYECKOU pe-
KOMOMHAIIMK, NPUBOAS K IOSBICHHUIO CTPYKTYpP C
HOBoI cneuuduuHocThio [13]. B kauecTBe nmpuMepa
MOXHO YyKa3aTh Ha 3BOJIIOLHIO ITOYTH ITOTHOCTBLIO
UASHTUYHBIX CTPYKTYp y KapTodensi, B pe3yabTraTe
kotopoit Bo3HukJIM 1Ba CC-NB-LRR rena ycroii-
YUBOCTH K CTOJIb Pa3IMYHBIM 0OJIE3HSIM, KaK ITOpaxke-
HUe LrcToobpasylonieit HeMaTtonoit Globodera pallida
u Potato virus X [96].

Takue HOBbIe TEXHOJIOTUU CEKBEHUPOBAaHUS, KaK
NGS, reHepupyloT JaHHbIE CO CKOPOCTbhIO, HA He-
CKOJIBKO TIOPSIAKOB BEJIWYMHBI TIPEBOCXONSIIEH Ty,
YTO JOCTUT TN TPATAULIMOHHbIE TEXHOJIOTUHU TIpEeIIiie-
cTBytonlero rnepuona. TexHonorusi RenSeq (Resis-
tance gene enrichment Sequencing) BKIIo4aeT KOH-
CTpyMpOBaHME “HaxXMBOK~’ Ha OCHOBE ITOCJIEIOBa-
®UBNOJIOTUS PACTEHUN Ne 2
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TeabHOCTEN n3BeCTHRIX ceMeiicTB NB-LRR reHoB u
CEKBEHUpPOBaHHE OOOTallleHHBIX TAKUM 00pa3oM 00-
pasioB NB-LRR RGAs [34]. BeiaeneHue uHTepecy-
IOIIMX MCCJIeNoBaTeIsI CEMEMCTB T'€HOB II03BOJISICT
W3YYUTh CIeHU(PUIeCKue KOMIIOHEHTbI T'€HOMa.
Bbiaromaps cylecTBeHHOMY YMEHBIIEHUIO Pa3MepOB
¥ YIPOIIEHUIO COCTaBa aHAIU3UPYEMbIX (DparMeHTOB
reHoMa eIle [0 CPaBHUTEIbHOIO CEKBEHMPOBAHMS,
3TOT METOJI 3HAYUTEJILHO 0bJieTyaeT oOHapykeHue Rpi
T€HOB M X BBLICOKOKAYE€CTBEHHYIO aHHOTa1uio. B ciry-
yae reHoma kiioHa DM S. tuberosum meton RenSeq
BbISIBUJI TT0YTH BiaBoe 0ojbiiie NB-LRR reHoB, yem
MMOJIHOE CeKBeHHpoBaHue reHoMa [90]. DTa TexHoJ10-
TUsI MO3BOJIMJIa TaKxKe ObICTpo oToopath SNP Mapke-
pbI, KOCETPErupyoolre C J0KyCaMHU YCTOMYMBOCTU K
P. infestans y HeCKOJIbKMX BUIOB Solanum, 1 C TIOMO-
IIIbIO 9TUX MAPKEPOB BBISIBUTH Rpi T€HbI-KaHIUAAThI
B €llle HE OxapaKTepM30BaHHLIX TeHoMmax Solanum.
BaxxHbBIM 1TOICIIOpEEM B IPUMEHEHUM HOBBIX METO-
JIOB CTajlo pa3BUTHE BBICOKOpAa3pelIaloInuX OMOUH-
dopMaTUIECKMX METOAOB OOHAPYXEHUS U UCCIICIO-
BaHUS OJMMOpP¢HU3Ma T€HOB.

OnHako BO3HMKAET BoIpoc, Kakas noiss CC-NB-
LRR Rpi reHOB-KaHIMIATOB, OOHAPYXEHHBIX IIpU
IMOJTHOM CEeKBEeHUpOBaHUU TeHoMma winu RenSeq me-
TOJIOM, YYacTBYET B YCTOMUMBOCTU K (pUTOPTOPO3Y.
CrabmnbHast TpaHcOpMaIs BOCIIPUAMYNBEIX K DU-
TohTOPO3y COPTOB KapTO(desi B yCTOMUMBBIE C TTOMO-
IO TIpeATTonaraeMbiX Rpi TEHOB SIBJISIETCSI HAIEXKHBIM,
HO YPe3BbIYATHO JOPOIMM U TPYIOEMKUM J0Ka3aTelb-
CTBOM MX (DYHKLIMOHAJILHOCTH. bosiee moCcTyImHbIMU Me-
TogaMu Bapgauuu Rpi TeHOB SBJsTIoTcs 3¢ ¢eKTopo-
MUKa, OCHOBaHHAs Ha TPAaH3UEHTHOI TpaHc(hOpMaIiu
pactenmit [66], meta-QTL anamm3 [88], mMapKepHBbIit
aHaJIM3 U TPAaHCKPUNITOMHBII aHAJIM3 paCTEHUI KapTo-
denst, nHupoBaHHBIX P, infestans.

NGS texnonoruu [15, 17, 34, 35, 37] pe3ko ycKopH-
JIU KapTUPOBAHUE BbICOKOTO pa3pelieHrsi 1 0OHapyxe-
HU1E HOBBIX TEHOB U OTKPBUIM HOBbIE BO3MOXKHOCTH JIJIsT
CPaBHUTEJIbHBIX UCCIIEIOBAHUI T€HOMOB (T€HOTUIIU -
pOBaHUE MYyTEM CEKBEHUPOBAHUS, MOJTHOTEHOMHOE
CEKBEHUPOBAHUE, OAPKOAWHT U T.1I.) U TPAHCKPUIITO-
MoB (RenSeq, Candidate gene-Sequencing, Bulked seg-
regant RNA-Seq, QTL-Seq, dRenSeq u ap.). Jdanb-
HEUIIUM PA3BUTHUEM CEPUMHOIO aHajau3a IKCIpec-
cum reHoB (serial analysis of gene expression, SAGE)
cranr DeepSAGE meron TpaHCKpPUIITOMHOTO aHaJIM-
3a; MpU U3YyYEeHUU B3aMOACHCTBUS PACTCHUSI-X0351-
WHa C TTaTOTeHOM 3TOT METOA OOHApy>KUBAeT HOBbIE
reHbl-KaHauaaTtel. [Ipy u3ydyeHUM 3TUM METOIOM
COBMECTUMBIX U HECOBMECTUMBIX B3aMMOICCTBUIL
pacTeHus W TaToreHa 1o XOAy pa3BUTHUsI OOJie3HU
TPAHCKPUMLIMS TOJUTEHHBIX CEMENCTB, KaK MpaBu-
J0, orBevarolux 3a PTI 3amuuTHbIe peakyuu, CUIb-
Hee M3MEHSJIach Y BOCIIPUUMYUBBIX pacTeHuid [97].
HcnonwzoBanue apyroit pasHoBugHoctd SAGE texHo-
Joruu, SuperSage, 1ajilo MHOIO HOBOM MH(MOpMaLU1 O
CrelM(pUIHOM yCWIEHUM WM oOcaabjJeHun TpaH-
CKPMIILIMU OT/JIENbHBIX TEHOB, BKJIOUasi T€Hbl YCTOMUM-
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BOCTH K (prTOPTOPO3Y, IPH BTOPKEHNM TTaToreHa [33].
IIpyu cpaBHEHMU TPAHCKPUITOMOB YCTOMYUBBIX U
BOCIIPUMUMYMBBIX T€HOTHUIIOB KapTodess METOAOM
RNA-Seq, y ycroitumBoro copta Sarpo Mira skcmpec-
CHPOBAJIOCH TIPUOJIM3UTEIIBHO Ha 4YETBEPTh OOJIbIIIC
MPEeNIoaaraéMbIX T€HOB YCTOMYMBOCTH, YEM Y BOC-
MNpUUMUYUBOTO copta Desiree, omHAKO HM ONUH U3
OOHapy>XeHHBIX T€HOB HE MpPUHAIJIEKa]l K YXe 13-
BECTHBIM Rpi renam [98].

I1pu nanbHeieM ycoBeplieHCTBOBaHUMU RenSeq
TEXHOJOTUN celIM(PUIHBIE “HAaXXUBKNU~, CKOHCTPY-
WPOBaHHBIE IS 3aXBaTa U CEKBEHUpPOBaHUs par-
MmeHTOB JIHK, ObITM yKOpOUYEHBI 10 pa3MepoB, COOT-
BETCTBYIOIIIUX CpelHel NruHe Rpi reHa-KaHAuaaTa,
U U1 KJIOHWUPOBAHUS UHAUBUAYAJbHBIX Rpi T€HOB
ucnoibzoBaiu SMRT RenSeq MeTon. DTo mo3BoJisi-
eT cobpatb de novo Rpi reHbl, UX PeryIsITOpHbIE dJie-
MEHTHI U CJIOXKHBIE JIOKYCHI, 1axKe padoTasi ¢ HeAoCTa-
TOYHO OXapaKTepU30BAaHHBIM T€HETUUYECKUM MaTe-
pUaoM, U ObICTPO KJIOHUPOBATh MHOTOYMCJIEHHbIE
HOBbIe RpireHsl [15, 35].

Pacimmmpenue kpyra “HaxXuBOK” IJIsI 3axBaTa Te-
HOB-KaHIWJATOB MPUBEJIO K CO3MaHUIO €l OIHOIO
MOIITHOTO M 3KOHOMMYECKM 3(D(PEKTUBHOIO IIPUIO-
keHuss RenSeq TexHoJiorMu Kak AUAarHOCTUYECKOTO
nHcTtpyMeHTa (dRenSeq). MeTton omnpenensieT yxKe U3-
BECTHBIE Rpi TeHbl, HAIEXXHO MX UACHTUDUIIUPYET, a
TakKe MO3BOJISIET BAIMAUPOBATH ITOJIHBIE TIOCJIeI0Ba-
TEJIbHOCTH YK€ U3BECTHBIX (DYHKIIMOHAJIbHBIX Rpi re-
HOB B T€HETUYECKUX KOJUIEKIMSIX U CEISKIIMOHHBIX
nporpamMmax. B 3aBUCMMOCTH OT yCJIOBUIA THOpHAN3a-
M (stringency conditions, mismatch rates) nmpu 3a-
xBare Rpi reHoB 1 RGAs, meTton dRenSeq nmo3sossieT
TaKXKe BBISIBUTH paHee HEU3BECTHBIE MOIUMOPGU3MBI,
MepCreKTUBHbIC IJIS1 TIOMCKa HOBBIX Rpi TEHOB U HO-
BBIX aJUIeJIeil yxKe oXapaKTepHU30BaHHBIX Rpi T€HOB y
TaKMX HEIOCTAaTOYHO OXapaKTepM30BaHHBIX BUIOB,
Kak S. americanum, S. andigena, S. pinnatisectum Dun.
u S. verrucosum Schlechtd. [37, 38, 57, 99, 100]. B ciy-
yae S. andigena 3TOT METO[I YCIIEIITHO Pa3IMYMII YCUIIE-
HUE U ocjablieHe TPaHCKPUIILIUY OTACIbHBIX TEHOB:
P COBMECTUMOM B3aMMOIEHCTBUY T€HBI BOCIIPUM--
YUBOCTU UHIYLIMPOBAIMCH CUJIbHEE, YeM MpPU HECOB-
MECTUMOM B3auMoAeiicTBUU. YTOOBI CBSI3aTh YCTOM-
4yuBOCTb 0Opa3na S. andigena 03112-233 x P. infestans ¢
M3BECTHBIMU WJIM BHOBb OOHAPYXE€HHBIMM TI€HaMU
ycroitunBocTy, mjisd dRenSeq aHaim3a Mcnojb30Bain
21 u3BecTHbI (byHKIIMOHAIBHBIN Rpi reH. Hu onuH u3
HUX HE YIaJI0Ch BBISIBUTH IIPY 3TOM aHa/IM3€e, TaK 4To,
10 BCeii BUIMMOCTH, 32 YCTOUMBOCTBIO 3TOr0 00pas-
1a K P, infestans cTouT HEU3BECTHEIN I'eH [57].

BMECTO 3AKJIIOYEHWA:
ITPAKTUYECKOE MNCITOJIb3OBAHUE
PE3VJIbTATOB HOBbIX MOJIEKVJISIPHBIX
NCCIEJOBAHUN GPUTOPTOPO3A

CeronHs MBI CTaJIM CBUACTEIISIMUA YCIICIIIHOTO UC-
II0JIb30BaHUA PE3YJIbTAaTOB I'CHCTUYCCKUX WM T'CHOM-
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HBIX HCCJIeNOBaHMI KapTodensa B CEeIEKIUU KapTo-
dens. DKcrnepuMeHTaIbHbIC JaHHBIE, MMOJYy4EeHHBIC
Oaromapsi HOBEHMIIIMM MOJIEKYJISPHBIM TE€XHOJOTH-
sIM, ¥ BO3ZHMKIIIME Ha MX OCHOBE HOBBIE IIPEICTaBIIC-
HUSI O BpEIOHOCHOCTU MaTOreHa U yCTOMYMBOCTU pac-
TeHMsI OKAa3bIBAlOT 3aMETHOE BO3ACUCTBUE HA CEJICK-
10 KapTodensl Ha JOJITOBPEMEHHYIO YCTOMYMBOCTh
K GUTOPTOPO3Y U CIIOCOOCTBYIOT Pa3BUTHIO MHTETPU-
POBaHHBIX METOJIOB OOPHLOBI C ITOI OOJIE3HBIO.

I'M pacmenus-oughgpepenyuamopst. Bot yxxe rmourtu
CTO JIET IJIs1 pa3InueHus ITaToTUIIOB (pac) P. infestans
mupoko ucroiibdyioT HR peakiuio Mastenbroeck-
Black pacrenuii-nnddepenmuaropon [73, 74]. Uc-
XOJTHO Tpeanosaraim, 4To 3TU copTa KapTodesi co-
JIepxaT 1o ogHOMYy Rpi TeHy, NMepeHeCEHHOMY WU3
S. demissum [9]; onHaKo HEKOTOpbIe U3 OTUX “MOHO-
TeHHBIX” PACTEHUU B AEWCTBUTEIbHOCTU COAEPXKAT
OoJjiee omHOTO Rpi, 4TO MPEISITCTBYET MPaBUIbHOMY
nuarHosy [101]. Kpowme Toro, cyiiecTByronire Habo-
pbl pacteHuii-quddepeHIInaTopoB He coaepxKar re-
HOB, KOTOPHIE B HACTOSsIIIee BpeMsl HanboJiee yCIiel -
HO MCHOJIb3YIOTCSI B CEJIEKIIMU Ha JTOJITOBPEMEHHYIO
ycroitumBoCTh: Rpi-blb1, Rpi-stol, Rpi-blb2, Rpi-vntl
u ap. [8]. PanukaabHBIM BBIXOAOM U3 CO3[ABIIETOCS
MOJIOXKEHUsI cTajla TpaHcghopMaliusl pacTeHU Kap-
Todenss copra Desiree KaxknbiM U3 gecaTu Rpi TeHOB
[101]. Takue mo-HaAcTOsIILIEMY MOHOTEHHBIEC pacTe-
HUs-aubdepeHIMaTOPbl 00eceunBalT 0oJiee TOU-
HO€E reHOTUIIUPOBaHUE U30JISATOB P. infestans, omHAKO
X NPUMCHEHMWE HaTaJlKWBaeTCsl HAa OrpaHUYEHUS,
BbI3BaHHbBIE X 'M mpoUCXOXIEHUEM.

Dppexmopomura. Ilpsimoe nzydyenune Avr TeHOB,
HENoCPeACTBEHHO OMNPEAEIISIONINX BPENTOHOCHOCTD I10-
nyasiiuii P, infestans, OTKPbUIO HOBBIE TIEPCIIEKTUBBI
IUISI MOHUTOPUHTA MOMYJISILMI MaToreHa, OTCIeXuBa-
HMSI €T0o MepeMellieHUid B arpolieHO3ax U paHHETOo Tpe-
IYTIPEXICHUST O TIOSIBJICHUM HOBBIX U, BOBMOXKHO, 00-
Jiee arpeCcCUBHbBIX MaToTUIoB. Cpenu Haubosee MHO-
roo6enamux JIUarHOCTUYECKUX  TPUIOXKEHUI
HaIluX 3HaHUN 00 Avr reHax cjeayeT Ha3BaTh 3(¢-
(heKTOPOMUKY — JIETKOJOCTYITHBIM YyBCTBUTEJIbHbBII
U MPOM3BOIUTEIbHBIA METO/T aHAIM3a AJIELHOTO pa3-
HOOOpa3usi Avr TeHOB, MOMCKA HOBBIX Rpi TeHOB MMyTeM
CKPUHHMHTA FeHETUYECKUX KOJUIEKIIUI U ompenese-
HUSI QYHKIIMI BHOBb OOHApYXXEHHbBIX TEHOB B CBSI3U
C ceJieKIMeil Ha JONTOBPEMEHHYIO YCTOMYMBOCTh K
dutodToposy [66, 102]. DddekTOpOMUKA TAET YHU-
KaJIbHbIE CBEIEHUsI O cocTaBe AVvr T€HOB, KOTOpbIE
MOTYT CTaTh YaCThbIO MHTETPUPOBAHHOI CUCTEMBI 3a-
IIUTHI KapTodesi, TToMorasi, K MpuMepy, MJIaHUupo-
BaThb COCTaB T€HOB YCTOMYMBOCTU ITyTEM COPTOCME-
HBI WX cXeMy IpuMeHeHus ¢pyHruimnos [103].

IIpsimoe onpedenenue penepmyapa Avr eeHoé u uc-
noav3oearue apcexana 3gpgexmopos. HoBble 3HAHUS
00 2BOIIOLIMY U AUBepcuuKanum Avr TEHOB IaToOre-
Ha MO3BOJISIIOT pa3paboTaThb 00J1ee CI0XKHbBIE CUCTEMBI
HCITOJIb30BaHUS Rpi FeHOB, KOTOPBIE CONMMKAIOT arpo-
LIEHO3bI C MOMYJISIUMSIMUA TUKOPACTYIINX PACTCHUIA,

XABKHWH

TIe JIMIIb U3penKa Haomonarorcs sarmaemun [32]. Ec-
1 3 PeKTopoMUKa pa3indyacT reHbl aBUPYJICHTHBIX
3(pdpekTopoB o nx GyHKIMHU, TO BCE HOBBIE M HOBEIC
yCIEeXW TEXHOJIOTHIA CEKBEHMPOBAHUS I'eHOMa I03-
BOJISIIOT paHO OOHAPY:KUTH HOBBIE CTPYKTYPHI Avr Te-
HOB M TaKUM O0Opa3oM CHUTHAJIM3UPOBATH O ITOSIBIIC-
HUM HOBBIX MATOTUIOB. PeniepTyap Avr TeHOB, BBISIB-
JICHHBIII METOJAaMU TeHOMUKH, TIO3BOJISIET CISIUTD 3a
pacnpocTpaHeHHEM MaTOreHa B arpolieHo3axX U CIo-
COOCTBYET CEJISKIIMU Ha YCTOMYNBOCTD K GUTOPTOPO-
3y, MACHTUMUIIPYS TeHbl BUPYJIEHTHOCTH B IOITYJIsI-
LIMSIX TTATOT€HA Y TeHbI YCTOMYMBOCTH U BOCIIPUUMY K-
BOCTM K O3TOMY IIaTOTeHy B WHMUIIMPOBAHHBIX
nocankax Kaprogeirs [68]. Texnomorust PenSeq rpu-
3BaHA OTBETUTh Ha MHOTHME BOIIPOCHI OMOJIOTUH IIa-
TOTeHa W TPEONOJIeTh OTpaHUYCHUS COBPEMEHHBIX
GUTOMATOIOTMYESCKUX MCCIIeNOBaHUM Onaromapsi
IIMPOKUM IapajlieIbHbIM UCCIIeIOBAHUSIM ITOCIIEIO-
BaTeJIbHOCTE! FeHOB, BKIIIOYAsk MAaCcCOBOE OIpeaee-
HHE aJUIeJIbHOTO MOJUMOp(dU3Ma KIIIOYEBBIX Avr Te-
HOB P, infestans 1 X MOJOXEHUS Ha KapTe reHoMa U
Ha Kapte Tepputopun [38]. PenSeq BeIstBIISIET AVF TE-
HBI, OIpeae/soNINe MOTEHIMA IO0JTOBPEeMEHHO
YCTOMUMBOCTU KapTodessi, JOCTUTHYTO IIpu WH-
Tporpeccun Rpi reHoB. Bojiee Toro, aTa TeXHOJIOTHUS
MMO3BOJISIET Pe-aHHOTUPOBATh TeHBI-KAHAUIATHI (-
dexTopoB B reHoMme P. infestans, TeM caMBIM pacIlii-
psst TIoJie OyayIero NpuMeHeHUsT Avr TEHOB KaK MH-
CTPpYMEHTA CeJICKLINU.

Iloucku noewix Rpi eenos. 3a 1Ba MOCIETHUX IECSI-
TUJICTUS 3HAYUTEJILHO YBEJIMYMIOCH YUCIIO OXapak-
TePU30BaHHbBIX MOCJIENOBATEILHOCTEIl rTeHOMa KYJIb-
TYPHBIX 1 TUKOPACTYLIUX (hopM, IIPUHAMIEKAIINX K
pa3HbLIM BUIaM KapTodeiass U perumoHaM UX IpOM3-
pactranus. [Ipu BceM HemocTaTKe 3HAHUI O TEHETH -
YeCKOM pa3Hoo0pa3um KapTodeas Ha ypOBHE IT0J-
HBIX TEHOMOB, B TpeaimiecTByiomuit NGS nepuon
pa3IM4YHbIE METOIBI ITOMCKA HOBBIX aJUIeJICi CMOIJINA
MPEIIOXKUTh CEeIeKIIMOHEpaM MHOIO IMEpPCIIEKTHB-
HbIX Rpi renos [10, 13, 14, 17]. B amoxy NGS MeToabl
TeHOMUKH ITO3BOJISIIOT IIO-HOBOMY M TJIyOKe B3IJISI-
HYTh Ha pa3HooOpa3nde T'€HOMOB B T€HETUYECKMX
KOJIJICKLIMSX, BBISBUTh B UCTOPUM KYJIBTYPHOIO Kap-
TOo(deIs1 SBOIIOIIMOHHEIE TIPOLIECChl MHTPOTPECCUM U
ruopuan3aly 1 UASHTU(UIIUPOBATh I'€HbI, KOTO-
pble CTaJld TOYKOI NPUIOXKEHMS IPOLIECCOB OH0-
MalllHMBaHUsI, a 3aTeM U ceiekiuu [28, 31]. HoByto
dRenSeq TexXHOJIOTHIO C YCIEXOM MCIIOIB30BAIN IS
WU3y4EHUs ajljieJIbHOTO TojuMopdusMa Rpi TeHOB U
MX aHaJIOroB, OOHapy:KeHus Rpi T€HOB B JIy4IIMX
copTax Kaprodensa u uaeHTU(UKALIMN HOBBIX ajljie-
JICH 3THUX T€HOB Y AUKOPACTYILIUX BUAOB Solanum [37,
57,99, 100, 104].

HUcnoap3oBanue Rpi reHoB 115 CO31aHHS J0JTOBpe-
MEHHOH YCTOWYMBOCTH K HIMPOKOMY CleKTpy pac P. in-
Jfestans. B moIUNIOUIHBIX TEHOMAX PACTEHUM OUKO-
pacTymux BUAOB Solanum OOBIYHO TOMIECPKUBACTCS
pa3HoOOpa3rie MHOTOYMCIIEHHBIX allJIeIbHBIX BapHhaH-
TOB Rpi reHoB. Pacimpenue Hammx 3HaHUA O ITOJIM-
®UBNOJIOTUS PACTEHUN Ne 2
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MopduzMe 1 3BOIOLMU Rpi TEHOB TTOMOTaeT BBICTPO-
WUTh CTpaTernu MupaMuanupoBaHust Rpi TeHOB, KOTOpbIE
BO MHOTOM CXOJIHbI C MPOLIECCAMU SBOJIOLIMU B TTOMY-
JIIUSAX IMKOpacTyluux (hopm, e peako Mporcxo-
ot stiuaemMuu. 1o Mepe yBeanmueHusT pa3HooOpa3us
RpiteHoB, copTa 1 TMOpUABI KapTodeas MOCTETIEHHO
JIOCTUTAIOT BCce 00Jiee BbICOKOI YCTOMUYMBOCTHU K 0O-
JIE3HU.

B npupoaHbIX 3KOCHCTeMaX, IPUMEPOM KOTOPBIX
ciyxut gonuHa Tomyka B Mekcuke [105], B pe3yib-
TaTe COBMECTHOM 3BOJIIOLINY PacTeHUIT KapTodelst u
P, infestans BO3HUKAIOT IIOIYJISILIMA PACTEHUIA 1 MUKPO-
OPraHM3MOB, B KOTOPBIX JIMILIb M3peaKa ITPOUCXOIST
smmuduToTn. HampoTuB, B arpoleHo3ax, OCOOEHHO
MPU CTPEMUTEILHOM BTOPXXEHMHU HOBBIX 0CO00 BHPY-
JICHTHBIX IITAMMOB ITaTOreHa, 3nuaeMuun Gutodro-
po3a IIPUBOAAT K 3HAYUTEJILHLIM IIOTEPSIM YpoxKas
[5, 6]. OnHoit 13 3pheKTUBHBIX CTPATETHl GOPHOBI C
GUTOMOTOPO3OM SIBJISIETCST CEJIEKIIMSI Ha BBHICOKYIO U
JIOJITOBPEMEHHYIO YCTOMYMBOCTh, OCHOBaHHasi Ha
NUpaMUIUPOBaHUU Rpi TEHOB, paCIO3HAOIINX pa3-
JINYHbIE Avr TeHbl. JJOCTYITHBIM UCTOYHUKOM TaKOT'O
TEHETUYECKOro MaTepualia CIy:XaT IUKOPaCTyIIne
BuIBI KapTodenss. MeTomaMu CKpeluBaHUsI WK TeHe-
TUYECKOI MHXKEHEPUU MHOTOUYMCIICHHbBIC Rpi TeHBI 3TUX
BHUIOB MOXXHO MHTPOIPECCUPOBATh B T€ COpTa KapTode-
JIs1, KOTOPBIX TpeOyeT PHIHOK.

I[MomoOHast mupaMuga reHoB ocTaHeTcs 3¢ PeK-
TUBHOIA, II0OKa paCTEeHUE COACPKUT XOTsI ObI onuH Rpi
KOMITOHEHT, CIOCOOHBIN OMO3HATh COOTBETCTBYIO-
LU eMy Avr TeH naToreHa v 3aIyCTUTb 3allUTHYIO pe-
akimioo. B ocHoBe mmpamumupoBaHMsI (COOpPKU) He-
CKOJIbKMX TEHOB YCTOHYMBOCTU B OHOM COPTE C LIETbIO
cAenaTb €ero yCTOMYMBOCTb JOJTOBPEMEHHOMN JIEXKUT
MPUHLIUIT, B COOTBETCTBUM C KOTOPHIM BEPOSITHOCTh MY~
TallMK Cpasy HECKOJIbKUX AV TEHOB U3 aBUPYJICHTHBIX B
BUPYJIEHTHbIC HU3KA Y CHKAETCSI C YBEJTMYEHHEM UK C-
Jla TEHOB YCTOMYMBOCTU B NMUpamuie. TeopeTuyecku,
MUpaMuaa U3 YETbIpeX FTeHOB YCTOMYMBOCTY YCTOUT Tie-
peln BTOpXKeHUEM MaroreHa — MpU yCJIOBUM, YTO 3Ta
nupamMuia M TOMYJSAMs MaToreHa-KoJOHU3aTopa
COOTBETCTBYIOT HECKOJIbKMM KpuUTepusiM. Bo-mep-
BbIX, COOpaHHbIe B MUPaAMUIY T€Hbl YCTOWYUBOCTHU
JIOJKHBI MPOSIBIASTBCS MOJTHOCTBIO, UTOOBI MCKIIIO-
YUTb CUTYallMIO, KOTJA IITaMM MaToreHa, HeCylIuii
XapaKTepHbIU Avr ajiesib, CMOXET UH(PUIIUPOBATh U
KOJIOHM30BaTh pacTeHUE, HECMOTPS Ha NIPUCYTCTBUE
B HEM COOTBETCTBYIOIIIEro (matching) reHa ycToiumBo-
ctv. Bo-BTOpBIX, HE BCE NeHbl YCTOMUMBOCTU OMHAKO-
BO BaKHbI JIS1 yCTOMYMBOCTU MMUPAMUIBL; JTYUIITUE T€HbI
U UX COYETaHUsI — 3TO Te, C KOTOPbIMU €l1le He CTaIKU-
Bajlach MH(pULIMPYOLIasl MOMyJIsALMS maToreHa. B-tpe-
ThUX, BaKHAa HU3Kas 4acTOoTa PEKOMOMWHAIIMK T€HOMa
MaToreHa, IMOCKOJIbKY MpU PEeKOMOMHALIMM, KOraa, K
MpuMepy, B onyJsiiuu P, infestans TpUCyTCTBYIOT ABa
TUTIA CTAPUBAHUS, YACTOTA HE3ABUCHMbIX MYyTallWii re-
HOB BUPYJICHTHOCTU OKa>KeTCsl MHOTO BBIIIIC, UEM B C-
XOJHO OeCHOJIbIX MOMYJUsIX. B-ueTBepThIX, yCTOM-
YUBOCTb OyIET JOJTOBPEMEHHOI MpPU HE3HAUYUTEJIb-
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HOIf CKOPOCTU pacCIpPOCTPAaHEHUSI HOBBIX MATOTUIIOB
B ITOJIEBBIX MOITYJISILUSIX natoreHa [1, 32, 106].

B ciyyae kapTodens HauboJjiee O4eBUAHBIM CIIO-
COOOM JTIOCTUTHYTH TOJTOBPEMEHHOMN YCTOMYMBOCTU
K P. infestans siBisieTcst BOBJAEYECHNE B CEJIEKIINIO HO-
BBIX Rpi T€HOB 1 COCPeIOTOYEHUE B OMHOM COPTE KakK
MOXKHO OOJIBIIIETO YMCIIia 3TUX TeHOB. B 1Ba mmociaenHux
JIEeCITIIETHS TaKOoe IMMPaMUINPOBaHUE OIMPAJIOCH Ha
UIESHTU(DUKALIMIO M KJIOHUPOBAaHME IEPCIEKTUBHBIX
RpiTeHOB, B IEPBYIO OYepeb, U3 Pa3HOOOPA3HBIX TUKO-
pacTymmx BUnoB Solanum; ocCOOCHHBIIT MHTEpEC TIpe-
CTaBJISIIOT HEAOCTAaTOYHO U3YyYeHHbBIE I03)KHOAMEPUKAH-
CKM€ BUIBI KapToeist, KOTOphIe paHee He BOBJICKAINCh
B ITpaKTUYECKYIO ceJiekuuo [28, 31, 36, 107, 108]. B co-
3MaHUU CEJICKIIMOHHBIX UCTOYHUKOB JIOJITOBPEMEH-
HOM YCTOMYMBOCTH BaXXKHYIO POJIb UTPalOT MHOTHE
ONMMCaHHBIC BBIIIE “OMHK’ TEXHOJIOTUM OBICTPOI
UIeHTU(PUKALUY, KIOHUPOBAHUS U XapaKTepUCTH-
K1 Rpi u Avr reHos. I1pu oboraiieHUN ceJIeKIIOH-
HBIX MCTOYHMKOB HOBBIM T€HETHMYSCKHUM MaTepua-
JIOM ITyTeM MIeHTU(dUKALIMY Y MTHTPOTPECCUU HOBBIX
Rpi TeHOB M HOBBIX aJUIeJIei yKe OoXxapaKTepH30BaH-
HBIX Rpi TeHOB BaxKHO TIIATEIbHO U3y4aTh YK€ CyIIe-
CTBYIOIIME TIyJbl Rpi TeHOB, YTOOBI HE BKJIIOYATh B
MUpaMUIbl T€ MCHOJIb3yeMbIC CEJICKIIMOHEPAMU Te-
HBI, KOTOPBIE YK€ IPEOI0JIEHBI MECTHBIMHU IIITAMMA-
MM naTtoreHa [9, 27—29, 31, 87, 108].

BHuMaHne MHOIMX CEJIEKIIMOHEPOB COCPEIOTO-
YEHO Ha CO3[aHUM COPTOB KapTodess ¢ I0JIroBpe-
MEHHOM YCTOMYMBOCTBIO K PUTOPTOPO3y METOTAMHU
reHeTU4YeCKOi MHXeHepuu. 3aperucTpupoBaHHBIC B
HacTosllliee BpeMsl COpTa HECYT MMpPaMUIbl, COAEPKa-
I1e 00 Tpex Rpi reHOB IIMPOKOI pPacoBOM CIIEL-
duyHOCTU, Hampumep, Rpi-stol:Rpi-vntl.I1:Rpi-blb3
unu Rpi-blb 1:Rpi-blb2:Rpi-vntl. 1. XOTs1 TOPO3Hb 3TU
reHbl MHOTIA TIPEO0I0IEBAIOTCS HEKOTOPBIMU U30JIS-
tamu P. infestans, BMecTe OHU 00ECIeunBaloT A0JIT0-
BpeMeHHYI0 ycToiuuBocTb [109]. B cpaBHeHuUU ¢ 110~
JIOBOM MJIM COMaTNMYeCKOM TMOpnan3anmeii, BaXKHBIM
npeuMyiectBoM I'M crTpateruii sBisieTCsl TO, 4TO
MPU 3TOM HE MEPEeHOCITCS HeXenaTeJIbHble CLIeT-
nenHble TeHsl (linkage drag). OmHako reHeThYecKast
WHXECHEPUS CEJIbCKOXO3SMCTBEHHBIX PAaCTEHUN —
3TO AOPOTOCTOSIIIMI TTpoliecc; BA0OABOK, K HEil OT-
pULIaTEIbHO OTHOCSITCSI MHOTUE TTOTPEOUTENIN, U UC-
nogb3oBaHue I'M COpPTOB OrpaHMYEHO 3aKOHOJA-
TEJILCTBOM MHOI'MX CTpaH, ocobeHHO B EBpome [13,
110]. YToO®BI TIpeomoeTh 3aKOHOIATeTbHbIC OTPaHU -
YEeHUSsI Ha UCITOJIb30BaHKE TPAHCTEHHbBIX PACTEHUIA, TOJI-
JIAHJICKVI€ TeHETUKU M CeJISKLIMOHEPHI TPEeITOXWIN
KOHLIETIIIMIO 1IMCTeHe3a; B 3TOM Cjydae C IOMOIIbIO
T€HHO-WHXXEHEPHBIX METOIOB Rpi Te€HbI MEPEHOCSITCS
TOJIBKO 13 TeX TMKOPACTYIIUX BUAOB Solanum, KOTOpbIe
MOXKHO CKpeIIMBaTh ¢ copraMu Kaprtodens [8, 27,
111, 112].

TpanuioHHOe MUpaMUaMpoBaHue Rpi TeHOB, Oc-
HOBaHHOE Ha TMOpUIM3alU, BKIIOYaeT MHOTOYUCIIeH-
HbIE 3Tanbl CKpEellMBaHUsSI M OTOOpa moToMcTBa [9] u
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IO3TOMY OKAa3bIBa€TCSI UPE3BBIYAMHO MEIJICHHBIM U
TPYIOEMKUM MPOLIECCOM, Aaxe MpU 3(PHEKTUBHOM HC-
MOJIb30BAHUN MOJIEKYJISIPHBIX MapkKepoB. OmgHaKoO
IIOKa 3TUM METOIAOM YIAeTCSI COCPEIOTOYUTH B OI-
HOM pacTeHuU OoJiblle Rpi TeHOB, YEM C ITOMOIIBIO
ceronHsgamHuX I'M texHonoruii. B kadecTBe mpumMepa
MOXHO VyKa3aTb Ha MHOTOYMCIIEHHBIC CJIOXHBIC
(multiparental) ruOpuabl, CO3MaHHbIE OTEYECTBEH-
HBbIMM T€HETUKAMM U CEJIIEKIIMOHEPAMU ITyTEM OTIa-
JIECHHOTO CKpPEeIIMBaHMUS C UCIOJIb30BaHUEM JIECITKA
JIUKOPACTYIIUX BUIOB Solanum; 3T TUOPUIBI HECYT
SCAR Mapkepbl 10 nsIiTU Rpi T€HOB Ha TE€HOTMII.
KionanpHble TUMHUM, TTOIYyYeHHBIE HA OCHOBE 3THUX
ruopuaoB, BOT YK€ MHOTO JIET OTJIMYAeT BBICOKAs
YCTOMYMBOCThL K (PUTOPTOPO3Yy, U OHU SIBIISTIOTCS
MEPCIIEKTUBHBIMU CEJIEKIIMOHHBIMM JTOHOPAaMHU Ta-
KMX T€HOB IIIMPOKOIro CIeKTpa YCTOWYMBOCTH, KaK
Rpi-blbI1=Rpi-stol, Rpi-blb2, Rpi-vntl, R2=Rpi-blb3
n 1p. [113]. BaxXHBIM nTpenMyIIeCTBOM TaKWUX JIMHUMN
SIBJISIETCSI COXpaHEHNE T€HETMYECKOIOo OKPYXKEHUST pa-
cocner(UIHbBIX Rpi TEHOB, THTPOIPECCUPOBAHHBIX 13
pomMTENbCKUX (popM, BKIIOYAsT T'€HBI pPaCOHECITeIN-
duyHoI1 ycToitunBocTy [84]. BMecTo OMMHOYHBIX TEHOB
IIPU OTHAJICHHBIX CKPEIIMBAHUSIX IIEPEHOCSTCS 1ieIble
KJIaCTePhbl TEHOB, UTO ITOBBIIIIAET YCTOMINBOCTH pac-
TEHUI cpa3y K HECKOJIBbKUM 0OJIE3HSIM. DTU CBOMCTBA
CJIOXKHBIX THOPUIOB — 3aJI0T CTAOWIBHOCTHU Oy IyIIINX
COpPTOB KapTodest, KOTOphIe OyOyT IIPEISITCTBOBATh
pacIipocTpaHeHUIO B MocagkKax Kaprodelst Oosee
ajanTUpPOBaHHBIX IITaMMOB MaTtoreHa [ 107, 113]. On-
HAKO MIpPH CTOJIKHOBEHHMHU C OOJIHIIMMU HOITYJISIITASI-
mu P. infestans co cmeliaHHbIM Al 1 A2 TUIIOM cna-
puBaHMS M 3aMETHBLIM IepeMelleHueM Avr TeHOB
BCJICACTBYE MUTPALIMU IIaTOTeHAa OTHUM TOJIBKO ITH-
paMuUIMpOBaHUEM Rpi T€HOB HeJIb3s1 TOOUTHCS AOJ-
TOBpPEMEHHOM ycToiiunmBocTH. I ee moaaep-KaHUs
BakHa Takasi OpraHu3allvs 3a1uThl paCTeHU I, KOTO-
past cHuzKaeT 3 (PeKTUBHBIN pa3zMep MMOMYJISIIINMT Ma-
TOTeHa, HAIIpUMEpP, CEBOOOOPOT U MpUMeHeHNe (PYH-
ruuaoB [106].

Astop npusHareiieH Bi.B. Ky3nenosy u E.B. Po-

TO3MHOM 3a KOHCTPYKTUBHBLIC 3aM€YaHUA U IIPEAJIO-
KEHUA.

PaGota nommepxana ['ocymapcTBEHHBIM 3alaHU-
eMm 0574-2019-0001.

ABTOp 3asBJISIET 00 OTCYTCTBUY KOH(DJIUKTA NHTE-
pecoB. HacTosimasi ctaTbsl He COIEPXKUT KaKUX-1100
HUCCJIENOBAHUN C YYACTHUEM JIIOAEHU M XKUBOTHBIX B Ka-
YeCTBE OOBEKTOB UCCIEJOBAHUMN.
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