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CEJIEKUMA, CEMEHOBOACTBO M BUOTEXHOJIOIMA PACTEHUN
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MonekynapHo-reHeTn4eckme
OCHOBBbI YCTOM4YMBOCTY TOMATA
K OCHOBHbIM rPUOHbIM O0NE3HSM

Peslome

B panHom o630pe npefcTaBneH aHanu3 0Te4eCTBEHHON U 3apybexHOI nUTepaTypbl, KOTOPLIN
CBMAETENbLCTBYET O HapacTalLwen NonynspHOCTU CeNleKUNOHHbIX MeTof0B B 6opb6e ¢ Hau-
OGonee pacnpocTpaHeHHbIMW OONe3HS MM TOMaTa OOMWLETHOW M TpPUOHOM 3ITMONOTUM:
dutodpTopo3 (Bo3byautens - Phytophthora infestans (Mont.) de Bary), dy3apuo3Hoe
yBsipaHue (Bo3byautenb - Fusarium oxysporum f. sp. lycopersici (Sacc.) Snyder and
Hansen), anbTepHapuo3 (Bo3byautenu - npepctaButenu popa Alternaria), knapocnopuo3s
(Bo3byputens - Cladosporium fulvum Cooke.). PaccmaTpuBarTCs TeOpeTUYECKUE W MPAKTH-
yeckue AOCTMXKEHUS, a TaKkke HOBellMe pa3paboTkn B 06nacTu reHeTUKW, MONMEKYNAPHOM
6uonorumn, dusnonorum pacteHun, mukpobuonorun. Ocoboe BHMMaHMe ypenseTcs CoBpe-
MEeHHbIM CBeAEeHUsAM O pasuooﬁpasuu naToreHoB TomMarta, UX MOpd)OHOFVNeCKVIX, reHeTuye-
CKMX, 4)VI3IIIOI10FVNGCKVIX OCOGGHHOCTHX, B TOM Yucne pacoBOM cocCTaBe; Hanln4yuu reHos
YCTOMYMBOCTU K NaToreHam B reHo)oHAe UccneayeMoin KynbTypbl, UX KAPTUPOBAHUU U BO3-
MOXHOCTU BBeAEHUA B TeHOM U3 APYrux MCTOYHUKOB; O pa3p360TaHHbIX MapKepax ueneBbIX
reHOB U NOKYCOB KOJINYeCTBEHHbIX MPU3HAKOB; O CTeNeHU accounauun Mexay monekynap-
HbIM MapKepoM W FeHOM-MULEHbH; 06 0COGEHHOCTAX HacneAoBaHUA UCCNeayeMoro NpusHa-
Ka, a TaK)Xxe BO3MOXHOCTU NupamugupoBanms R-renoB u QTL B ogHOM reHoTune. ins yckope-
HUA U NOBbIWEHUA 3¢(beKTVIBHOCTM cenekuun Tomarta Ha yCTOﬁ‘WIBOCTb K naToreHam AaHHble
BONPOCHI UMEKT bonbloe 3HayeHne. Ux nayyeHme ycunut MHTErpaunto COBpeMeHHbIX 61o-
TEXHONOTUIA C TPaAULMOHHBIM CeNeKLUMOHHbLIM NPOLLECCOM, KOTOPbINA OCYLeCcTBNAETCA Knac-
CUYeCKMMU MeTOoAaMuU.

KnwoueBsle crnosa: Tomat, Phytophthora infestans, Fusarium oxysporum, Cladosporium
fulvum, Alternaria, reHbl yCTOWYMBOCTYN, MapKepHas cenekuums

Molecular and genetic basis
of tomato resistance
to major fungal diseases

Abstract

This review presents an analysis of the literature, which indicates the popularity of breeding
methods in the fight against oomycete and fungal diseases of tomato: late blight (pathogen
- Phytophthora infestans (Mont.) de Bary), fusarium wilt (pathogen - Fusarium oxysporum f.
sp. lycopersici (Sacc.) Snyder and Hansen), early blight or alternariosis (pathogens - repre-
sentatives of the genus Alternaria), cladosporiosis (pathogen-Cladosporium fulvum Cook.).
Theoretical and practical achievements, the latest developments in genetics, molecular biol-
ogy, plant physiology, microbiology are considered.

Special attention is paid to modern information about the diversity of tomato pathogens, their
morphological, genetic, physiological features, including racial composition; the presence of
pathogen resistance genes in the gene pool of the culture under study, their mapping and the
possibility of introduction into the genome from other sources; about the developed markers
of target genes and loci of quantitative traits; the degree of associations between a molecu-
lar marker and a target gene; about the features of inheritance of the studied trait, as well as
the possibility of pyramiding R-genes and QTL in one genotype.

To accelerate and improve the efficiency of tomato breeding for resistance to pathogens,
these issues are of great importance. Their study will strengthen the integration of modern
biotechnology with the traditional breeding process, which is carried out by classical meth-
ods.

Keywords: tomato, Phytophthora infestans, Fusarium oxysporum, Cladosporium fulvum,
Alternaria, resistance genes, marker selection
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BeepneHue

Solanum lycopersicum L. (cemencTtBo [llacneHoBble)
ABnseTcs Hanbonee BaXHOW NOTPEOBNSEMON KynbTypoOi B
no6OM pauroHe NUTaHMs BO BCEM MUpPe. XapakTepUCTUKM
KayecTBa MI0g0B TOMarta, Bkoyas pasamep, Gopmy, LBET
M BKYC, Obl/I OCHOBHOW LieNblo NPOorpamMm CenekLmm Kyb-
Typbl 47151 CO34aHNSA COBPEMEHHbIX COPTOB. B TO Bpems kak
XapakTePUCTUKM N0O0B TOMaTa ABNAITCSA Hanbonee Bax-
HbIMU akTopaMn g KOMMEPYECKNX COBPEMEHHbIX COp-
TOB, YCTOMYMBOCTb K BONE3HAM ABNASeTCca ropa3no 6onee
dyHAaMeHTanbHOM Ang BbipaliyBaHus Tomata [1].

OCHOBHbIMW MAPUYUHAMU CHUXEHUS YPOXKANHOCTU W
KayecTBa MAOOO0B SABNAIOTCA MHOEKUMOHHbIE ©O0Ne3HN.
Co3paHne CopToB U rMOPUAOB YCTOMYMBBLIX K OOSbLUMH-
CTBY PacnpOCTPaHEHHbIX MAaTOreHOB MO3BOMNT M30exaTb
39KOHOMMYECKUX NOTEPb YpOXKasi, YTO MOBbLICUT PeHTabENb-
HOCTb NPON3BOACTBA 3TOM LLEHHOW OBOLLHOWN KyNbTypbl [2].

B cBs3K ¢ aT1M, B 60pbbe ¢ 60Ne3HAMN CenbCKOX03aM-
CTBEHHbIX KyNbTyp MO-MPEXHEMY BeAyLlylo POJfib UrpatoT
cenekuMoHHble MeTOoAbl, MO3BONSIOLME MPOU3BOAUTD
0TOOpP BbICOKOAAANTUBHBLIX GOPM A1 KOHKPETHbIX 30Hab-
HbIX YC/TOBUIA CPeAy BHOBb CO34aHHbIX FEHOTUMOB, a TakXe
13 CYLLECTBYIOLLEro COpTUMEHTA.

Mcnonb3oBaHne nytem Ccenekuum reHeTU4ecku
0OYCNOBNEHHOr0 npu3Haka ©60M1e3HeYCTONYMBOCTU WU
NpMeMoB, aKTUBU3MPYIOLLMX MaKCUMalbHYKO peann3aumio
3TOro CBOMCTBA B 3HAYMTENbHOM Mepe NO3BONSIET CHU3UTb
NnopaxeHne pacTeHuin BO3byamTensamm 3abonesaHuin, cta-
ounuanpoBaTb GUTONATONOrMYECKYI0 0OCTAHOBKY B arpo-
39KOCUCTEME, a TaKXe CYLLECTBEHHO MOBLICUTb YypOXaWn-
HOCTb OBOLLHbIX KynbTyp. [Moao6HbLIN noaxon onupaeTcs
Ha 9BOJIIOLMOHHO BO3HMKLLME B3aMMOCBA3U Mexay opra-
HMU3MaMK, eCTEeCTBEHHO CyLLeCTBylOLLME B MNPUPOLHON
cpene obuTaHus, 1 ABNSIETCSA BCNeACTBME 3TOro 9KOJ0ru-
Yyecku LLenecoobpasHeim [3].

Bbonblwas ueHHOCTb AOHOPOB MOHOIMEHHbIX XO3SNCTBEH-
HO LLeHHbIX MPU3HaKOB COCTOUT B TOM, YTO CeNeKLLMsA HOBbIX
COPTOB U NINHUI C NX NCNONIb30BAHNEM 3HAYUTESTBHO YNPO-
LaeTcsd 1 NpPeBpPaLLaeTCs B YACTO TEXHUYECKNI NPOLLECC
nx KoMbuHaTopuku [4-6]. B HacTosiLLLee Bpemsa Npu co3aa-
HUM COPTOB U rMBPUAOB TOMATa MOXHO YCMELIHO Nnpume-
HATb 6onee 200 MOHOreHHO HaclnegyembiX MPU3HAKoB,
BKJ/1I0YAsi MapKEePHbIE PELECCUBHbBIE NMPU3HAKM U UX OOMU-
HaHTHbIe annenu. Ocobyio LLEHHOCTbL NPeacTaBNaeT BepTU-
KasbHas yCTOMYMBOCTb K Bone3Ham. K HacTosemMy Bpe-
MEHW y TOMaTa BbISIBNIEH PSS, FEHOB BEPTUKAIbHOW YCTOM-
ynsocTu. CyLLecTBYIOT U COpPTa C BbICOKMM YPOBHEM ropu-
30HTaIbHOM YCTOMYMBOCTU. HM 04MH 13 BbICOKO3hdEKTMB-
HbIX TEHOB YCTOWYMBOCTW K MaTOreHaMm 1M abuoTUYECKUM
dakTopam He Obln NoNy4YeH MeToaoM MyTareHesa. Bce oHu
HalraeHbl B reHOOOHAE OMKNX BULOB U KYJIbTYPHbBIX COPTOB,
YTO CBUAETENBCTBYET O CIIOXHOW CTPYKTYPE U ONUTENbHOM
3BOMIOLMM TakMX reHoB [7 - 12].

YCTOMYMBOCTb, OCHOBAHHAs Ha JIOKyCax KONMYeCcTBEeH-
HbIX Mpu3HakoB (quantitativetraitloci — QTL), cunTaetcsa
6onee ANUTENbLHLIM U, TakKMM 00Pa30M, B HEKOTOPLIX CIy-
Yyaax 6onee NPeANoOYTUTENbHBIM TUMOM YCTOMYMBOCTU MO
cpaBHeHUO ¢ R-reHamun. MyTtauus B eQMHCTBEHHOM reHe
Avr naTtoreHa Bp§4 SM MNO3BONUT MPEOAOSETb TaKyko
YCTOMYMBOCTb, @ MaTOreHbl, KOTOPble MPEOAOoseBaloT
ycTonymBocTb K QTL, monyyarT nuvlb HEe3HAYNTENbHOE
npeumyllecTso. Cenekumsa Ha yCTOMYMBOCTb HA OCHOBE
QTL aBnaetca cnoxHom 3agadenn. O4HaKko 3TO MOXET OKa-
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3aTbCsl BO3MOXHbIM C MPUMEHEHVEM MeToAannpammaun-
poBaHus R reHoB, 0COBEHHO TeX, KOTOPbIE NPEeACTaBNAOT
pasfnnyHble Cnocobbl B3aMMOOENCTBUSA MeXOy reHamu
YCTOMYMBOCTU M pacno3HaBaemMbiMn nmn addekTopamm
[13, 14].

Y10 KacaeTcsa COpPTOB TOmMara C Hecneuudunyeckomn
(ropn30oHTasIbHOM) YCTOMYMBOCTBIO K MAaTOreHam, TO OHWU,
CHUXAs CKOPOCTb Pa3MHOXEHUS BO30yaUTens, 3aaepXku-
BalOT 3BOJOUMIO ero nonynsumi. Knowsl, copgepxaiwme
3HAYNTENIbHOE 4YUCJIO0 FTEeHOB arpecCuBHOCTU, Hakaniu-
BalOTCH ObICTPEE B NOMNYNALMU C BONbLUON YACNEHHOCTbIO.
[TOSTOMY BbLICOKO arpeccuBHblE pacbl BbIIBAAIOTCS B
nocagkax BOCMPUMMYUBBIX COPTOB, KOTOPbIE SABASIOTCA
HakonuTensamu crnop napasuta. B nucTbsax yCTOM4YMBBIX
COPTOB UX GOPMUPYETCSH MEHbLLE, YHEM B BOCMPUNMHMBbIX.
MoaTomy Hecneumduyeckas yCTOMYMBOCTb COpTa Takxke
CHUXaeT pekoMOUHALNOHHbIE CMOCOOHOCTU napasuTa u
BO3MOXHOCTb aflbTePHAaTUBHBLIX CMOCOOOB npucnocobne-
HUA K ycnoBusimM obutaHus [15].

Ona co3paHua ycTondmebix GOpPM NyTEM Cenekumnun
HeobXoOMMO MMETb JIMHUX TOMaTta, KOTOpble B CBOEM
reHoMe cofepxaT reHbl YCTOMYMBOCTU K 3a60nieBaHUAM
[2].FeHOdOHA TOMaTa nrpaeT BaxkHylO POJib B YCTaHOBIE-
HUN NPUHAONEXHOCTU UOEHTUDULNPOBAHHBIX FTEHOB K
onpefeneHHbIM rpynnam CuenneHns, onpeaeneHnm unx
pPacnosnioXeHns B rjedyax XPOMOCOM OTHOCUTENBHO LEHT-
pomepbl 1 T. 4. YCTaHOBNEHWE NoKanMsauumm reHoB B COOT-
BETCTBYIOLLMX XPOMOCOMAaxX, COCTaBfiEHWE MOJHbIX KapT
XPOMOCOM TOW WAN WMHOW KyNbTypbl MMET OO0bLIoe
3Ha4YeHMe B CeNekuum, Tak Kak Ccuaa CUenieHns mexay
pPasHbIMU FreHamu B OOHOM U TOW Xe XPOMOCOMe 3aBUCUT
OT PacCTOsAHNSA Mexay HuMmu [16].

OcHoBHas 3agaya, C KOTOPOW CTaNKMBaeTCHd Cenekumo-
Hep — 3T0 KOMOUHMPOBaHNE MaKCUMasbHOro Yncna Xena-
TeNbHbIX TEHOB B OAHOM reHotune. B Takom cnyyae B
VMEILWEMCH CeNekuMOHHOM mMaTtepuane npoBOAUTCS
NMOWCK MapKepoB, CLEMIEHHbIX C OTOUpPaeMbIMU NPU3HaKa-
MW. Ha OCHOBaHMM NPOBEOEHHOro aHann3a C MOMOLLbIO
cKpeLumBaHns oToGpaHHbIX 06pa3LLOB CO30aeTC FreHOTUN
C ONTMMasbHbIM COYETaHMEM arpOHOMUYECKU LLeHHbIX
rEHOB 13 Pa3HbIX UCTOYHUKOB [6].

BONbLLMHCTBO KOMMeEpPYECKNX COPTOB TOMATOB pa3spa-
©0TaHbl Ha OCHOBE TPAAMLMOHHOM cenekumm n otbopa no
deHoTuny. C nosiBneHMeM MONEKYNSPHbIX MapKepoB U
Mapkep-accoLuMnpoBaHHOM cenekummn (marker-associated
selection — MAS) nccnenoBaHus MO reHETUKM U cenekumnmn
TOMarta BCTYNWUAM B HOBbIV 3Tan. MonekynspHble Mapkepsbl
LUINPOKO MCMONb3YIOTCA ANS FeHEeTMYeCcKOoro KapTupoBa-
HUS, a Takke naeHTUdUKaumm n xapakTepUcTnkM reHoB
9KOHOMMYECKM BaXHbIX MPU3HAKOB Yy TOMaTa, B TOM 4ucre
YyCTOMYMBOCTU K BoneaHam [17-19].

M3yvyeHrne reHeTMYeCKnx acrnekTtoB YCTOMYMBOCTU
pacTeHuin K 6ONE3HAM BKITIOYAET BaXHbIA 3Tan NpoOBEPKU
CNOCOBHOCTU reHa K GeHOTUNNYEeCcKoMy nposisneHunio. OHa
OCYLLECTBASETCS MO acCoOuMaTUBHbIM B3aMMOOENCTBUAM
«Mapkep-reH». C 31Ol LeNbio CONOCTaBNATCA pe3ynbTa-
Tbl MOJIEKYNSIPHOrO aHanusa ¢ nabopaToOpHO-NONEeBOM
OLLeHKOW pacTeHnin k natoreHy [20].

BmecTe B3aTble pasnunyHble NOAXOAbl MOTEHUMAaNbHO
MOTYT 3HA4YUTENIbHO MOBbLICUTL 3PDEKTUBHOCTbL N OONTO-
BEYHOCTb YCTOMNYMBOCTU, TEM CaMbIM NPEOOCTaBsasd Npo-
M3BOOMTENSAM TOMaTa BO3MOXHOCTU Ans 6opbbbl ¢ onac-
HbIMW 3a6oneBaHuamu [14].
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Bo36yautenn 6onesHeli Tomarta

U MapKepHas cenekuus Ha yCTOMYUBOCTb K HUM

YcroviyunBocTs TOMara k purogpTopo3y

PutodPTOPO3 — OOHO M3 CaMbIX OMACHbIX 3a00NEBAHWN
kapTodens n tomara. lNotepm ypoxasa Tomata ot GUtopTo-
po3a npeBbILLAOT NoTepn kaptodens oT 3Toro 3abonesa-
Hus. [MpakTnyeckn Bce BO3AenbiBaeMble B Poccum coprta
TOMara CU/bHO nopaxaroTca M. Bonbluve notepm ot GuTo-
dTOpPO3a BbIHYXXAAOT NPOM3BOAUTENEN ToMaTa obpadaTbl-
BaTb X XMN4YECKMMU npenapaTtamu. MNpu BbICOKOM CTENEHN
YCTOMYMBOCTU BO30yauTenen putodtoposa Kk dyHrmumaam
adpdekTMBHOCTbL 006PaboTOK HM3KA, a Nepeno3npoBKa npe-
napaTta yrpoxaeT 300pOBblo NOTpebutenei nnogos Tomara.
B0O3MOXHOCTb MPOTUBOCTOSATb PUTODTOPO3Y 3aKIIOHaAETCS B
BblpaLLMBaHNN YCTON4YMBbLIX COPTOB [7, 8, 21].

Phytophthora infestans (Mont.) de Bary. BbI3bIBaeT anu-
dutotn dutodToposa. Ha Ttepputopumn Poccum oH OGbin
3apernctpupoBaH elle B XIX Beke. B To Bpems BO30yauTenb
He MPUYMHSAN CYLLLECTBEHHOIO 3KOHOMMYECKOro yulepba. Ho
B 60-70x rr. XX ctonetns anudutotum dbutodptoposa Ha
TomMartax ctanu Habnwpatbcs B HukHem [oBoskbe, Ha
YkpanHe, CeepHom Kagkase, B Mongose. C Tex nop nopa-
XeHnst Tomata GUTOPTOPO30M CTaNM €XEroaHbIMN, PACMPO-
CTPaHWUICb MO BCEN TEPPUTOPUN NPOMBILLNEHHOIO U MpU-
ycanebHoro Bo3aenbiBaHus KyNbTypbl TOMaTa U Bbi3bIBAIOT
OrPOMHbI 9KOHOMUYECKMIA yLLEepO [22, 15].

P. infestans pa3BnBaeT BHYTPU INCTLEB PACTEHNA-XO3AU-
Ha MEXKIETOYHYIO rpUBHULLY C raycTopusimu. NaToreH-oomu-
LeT, obnagalolmii BbICOKOM AECTPYKTMBHOW akTUBHOCTLIO,
CnocobeH YHUYTOXaTb pacTeHus Tomata B TedeHue 7-10
OHeln. B npoxnagHbiX M BRAXHbIX YCNOBUSAX OH BbI3bIBAET
00pa3oBaHNE TEMHbIX MATEH, KOTOPbIE YEPHEKT U 3arHu-
BatoT [15, 23].

ViccnepoBaHue B3aMMOOENCTBUIA MeXAy PaCTEHUEM-
XO39MHOM W1 NaTOreHOM UMEET BaXHOE 3Ha4YeHue 419 NOHU-
MaHWs KIETOYHOW 1 MOMEKYNSAPHON Buonorum Bo3dyamntens
M K/IOYEBbLIX KOMMOHEHTOB OTUX B3auMMOOENCTBUNA.
CekBeHunpoBaHue reHoma P. infestans no3sonmno knaccudu-
LMpOoBaTh 1 aHaNIM3MPOBaTb 3PPEKTOPHbIE Benku, a Takke
NMPUBENO K OTKPbITUIO paHee He 3a4elCTBOBaHHbIX MEHOB,
OTBEYAIOLLMX 3a BUPYNEHTHOCTb [24].

HabniopeHns 3a M3MEHYMBOCTLIO PacoBOro coctasa P.
infestans Ha 6onblUOM Habope copToobpa3LOB TOMaTa Nnoka-
3anum, 4To nonynauus cogepxut age pacel TO T1. K nosene-
HWIo0 packl T1 npmeenn mytaumm. MNoBbILLEHWEe NaTOreHHOCTH
K OZLHOMY XO35IMHY COMPOBOXOANIOCh MOHWXEHNEM €€ K OPY-
romy, TO eCTb BO3HUMKIIA Ha4aslbHas!, Noka HEMOMHas BHYTPU-
BUAOBagA cneuyanusaumsa k kaptodentio (paca TO) u k Tomarty
(paca T1). Ha nucteax Tomata paca T1 npeobnagaet, B TO
BPEMS Kak Ha NNCTbsIX KapTodens OHa BCTpeYaeTcs penko.
MckyccTBeHHOE 3apaxeHne NNCTbEB ToMaTta 1 kaptodens
rnokasario, 4To n3onatbl pacbkl TO 6onee arpecCcrBHbI A1 Kap-
Todens, a n3onatel packl T1 6onee arpeccuBHbI A58 ToMaTa
[15, 25].B HekOTOpbIX CAy4yasix OTMEYaloT BbICOKYIO arpec-
CMBHOCTb LUTAMMOB C reHOM T1 kak Mo OTHOLLEHMIO K TOMaTy,
Tak n K kaptodenio [26].

Cenekuus Ha yCTOMYMBOCTL K P. infestans oCnoxHaeTcs
OTCYTCTBMEM MMMYHHbIX COPTOB CPeaM Ky/IbTYPHOro Tomara.
JOMWHAHTHBIV reH ycTon4mMBoCTU K pmtodTopo3y Ph Bnep-
Bble 0OHaPYXXEH B MEKCUKAHCKMX NMHUSAX TomaTta. Obpasupl
Tomara, Hecylme reH Ph nposBnsioT yCToMYMBOCTb K pace
TO, HO nopaxatoTca apyrow pacon T1. MoHOreHHol ycTonyu-
BOCTW K BUPY/NIEHTHOM pace T1 He BbigBneHo [27]. HemHorve
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13 COPTOB TOMaTta UMEIOT JOCTAaTO4HbIM YPOBEHb YCTOMYNBO-
ctn K P. infestans. BbiBegeHne yCTon4mBbIX COPTOB OCOX-
HSeTCs OONbLUONM NNAaCTUYHOCTLIO BO3OYAMTENS, NOBbILLEHN-
€M ero arpeccmBHoOCTU [7].

Y TOmMata U3BeCTHO ABa TUrna yCTOMYMBOCTU K GUTOoDTOPO-
3y: KOHTpONMpyemasi O4HUM JOMUHAHTHBIM FEHOM CBEpPX4YB-
CTBUTENBHOCTU K ONpeaeneHHbIM pacam Bo30yauTens (Bep-
TUKanbHasi yCTOMYMBOCTb) U Hacnegyemas MoanreHHo (none-
Basl, FOPU30OHTasIbHasA YCTOMYMBOCTb [28].

B kauyecTBe reHeTM4YeCcKnx PecypcoB YCTOMHYNBOCTM pacTe-
HWU ToMaTa K GUTodTOPOo3Y BbINM ONPeneneHbl B OCHOBHOM
OVKne BuAabl, B YaCTHOCTU KPaCHOMIOAHbIN Bug, S.
pimpinellifolium v 3eneHonnogHeln S. habrochaites [21, 29].

Ha cerogHsWwWHWIM aeHb MAEHTUOULMPOBAHO LLIECTb FEHOB
ycTonumsoctu K putodTtopoay (Ph-1, Ph-2, Ph-3, Ph-4, Ph-5-
1 n Ph-5-2). Bce OHM 0BHapyXeHbl Y OVUKNX TOMATOB. Tpu 13
aTux reHoB Ph-1, Ph-2, Ph-3 nMeloT KOMMEpPYECKOe 3Ha4YeHmEe
[23].

B3anmopencTeme tmna «xo3\uH — napasut» Mexagy ToMa-
TOM 1 P. infestans npomcxoamT HO MPUHUMNY "reH Ha reH”.
Paca TO 3apaxaeT copta TomaTa 6e3 Ph reHa, paca T1 3apa-
XaeT copTa ¢ reHom Ph. Ha pacel TO n T1 guddepeHumans-
HO pearvpyloT TONbKO NUCTbA. [noabl He OOHAPYXMBaKOT
Takon peakuMm U He MCNoNb3YylTCa A5 uaeHTudukaumm
pac. 9TO OTHOCMUTCS KO BCEM CYLLECTBYIOLLMM HbIHE LLKanam
ondodepeHumaTopos [7, 22, 27].

Heckonbko NOKYCOB PEe3NCTEHTHOCTW ObININ BbISIBNEHbI Y
OVKNX BUOOB TOMaTa M NPUMEHEHbI Ha npakTuke. 'eH Ph-3
obecneymBaeT CONPOTMBEHNE MPOTUB LUMPOKOro CrekTpa
n3onaToB GUTOPTOPHLI, ABNSETCS CaMbiM 3DPEKTUBHBLIM
dakTopomMm ycTtomumeocTn Kk putodToposy Tomata [30-32].
Bo MHOr1x cTpaHax Mmnpa pa3pabartbiBaloTCs CENEKLUMOHHbIE
nporpamMmbl, OPUEHTUPOBAHHBIE HA BKJIKOYEHVE B FEHOM
nonyyaembix ¢dopm Tomarta reHa Ph-3 [21, 30, 33-36]. B
CBSA3M C TEM, 4TO Hanmyme reHa Ph-3 Nno3BonseT 4OCTUTHYTb
BbICOKOIO YPOBHS COMPOTUBMEHNS BONE3HU, OH OblN BKIIIO-
YeH BO MHOIMe CenekumMoHHble nmHnn Tomara [19, 21, 30], Ho
€ro [0NroBe4YHOCTb He npoBepsnachk [29]. Bbinu obHapyxe-
Hbl romonorn Ph-3 reHa, B TOM 41Cne y BOCIPUUMYMBBIX K
dutodpTope dopm: Ph-3a, Ph-3b, Ph-3c, Ph-3d [19, 32].

FeHamn Ph-2 n Ph-3 y romo3urotHoro rmbpuaa tomara
MOSIHOCTBIO KOHTPONMPOBanM nopaxeHne GputodpTopo3om:
pacTeHVst He UMeNV NPU3HaKOB 3a60NeBaHa B paioHax, rae
BOCMNPUMMYUBBLIE COPTa BbINM CUNBLHO 0cnadneHs [35].

leH Ph-5 BbisiBneH y Solanum pimpinellifolium. Ha paHHbI
MOMEHT Ph-5-1 n Ph-5-2 cuntaioTcs Hanbonee appekTUBHbI-
MW FEeHaMM YCTOMYMBOCTU MPOTMB putodTOpO3a TOMara.
['eH Ph-5 npnpaeT pe3nCTEHTHOCTb K HECKOMIbKMM U30N9Tam
naTtoreHa B TOM YAC/IE U K TEM, KOTOPbIE NPEOAONENN Apyrmne
reHbl yCTOMYMBOCTW. BenyTca nccnenoBaHus no paspadoTke
MEPCNEKTUBHbIX CENEKUMOHHBIX NIMHUIA, BKoYalowmx Ph-5
KaK OTaesibHO, Tak U B KoMOuHauum ¢ Ph-2 n Ph-3 ¢ ucnonb-
30BaHNEM VIHTENNEKTyasbHbIX NPOrpamMM Cenekumm n ctpa-
Tervv nNMpamMmuampoBaHmng reHos [21, 23, 32].

B HacTosiLLee BpeMs BbISIBIEHO, YTO FEH YCTOMYMBOCTU K
duTodpTOopO3ly TOMATOB Ph-1 KapTMPOBaH Ha XPOMOCOME 7,
Ph-2 — na xpomocome 10, B TO Bpems kak reH Ph-3 — Ha xpo-
Mocome 9, Ph-4 — Ha xpomocome 2, Ph -5-1 n Ph -5-2 6binn
obHapyxeHbl Ha 1 1 10 xpomocomax cooTBeTcTBEHHO[30, 31,
33, 37-39].

[na noeHtndmkaumm reHa Ph-3, oTBevaroLwwero 3a ycrom-
YMBOCTb K PUTOPTOPO3Y, MCNONLIYIOT MONEKYNSIPHbIE Map-
kepbl TG328 n TG591 [33-40]. YeTbipe TaHAEMHO Oy6AMPO-
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BaHHbIX romosnora Ph-3 (Ph-3a, Ph-3b, Ph-3c v Ph-3d), conep-
Xawmx 6oraTblil NernuMHOM NMOBTOP calita CBA3bIBAHWS HYK-
neotnpoB (CC-NBS-LRR), 6binn naeHTUdULUMPOBaHbI BO
dnaHkupytoLen obnactn TG328 n TG591 [32, 34].

O6HapyxeHbl monekynspHble SCAR - mapkepbl, accoumm-
poBaHble ¢ reHom Ph-3: NCLB-9-6676, NCLB-9-6677, NCLB-
9-6678, NCLB-9-6679. OHM pacnonoxeHbl BOHIM3WN paHee
MAEeHTNOULMPOBAHHOIO MonekynsapHoro RFLP-mapkepa
TG591. 5ddekTMBHOCTb faHHbIX MapPKEPOB A0Ka3aHa aKcne-
PVYMEHTAIbHO B YCMOBUSIX Tenavupbl Mo GeHOTUNNYECKOMY
MPOSIBEHNIO MPU3HAKa yCTOMYMBOCTM K dutodToposy [41].

OueHka ycTonumBocTr K GUTOPTOPO3y pacTeHUn ToOMaTa
nyTeEM WHOKYNSALUW OTAENEHHbIX NUCTbEB MOATBEPAMIA
COOTBETCTBME MEXAY HaNM4Mem nocnenoBartenbHoOCcT Ph-3-
GLR/S n deHoTMnMYeckon pes3ncTeHTHOCTbIO. [lokasaHo,
yto mapkep Ph-3-GLR/S 6bin 6onee To4HbIM, Yem TG328 u
MOXET CNYXWUTb BbICOKOCNEUUDUYHLIM N HAOEXHBIM KO-
OOMMVHAHTHBIM MapKepoM A1t CeNeKuMn Ha Hannyme reHa
Ph-3 [42].

SCAR - mapkep SCU602 npu aHanuse 96 o6pasuos Fz gan
oxuvgaemoe pacuiennenme 1:2:1 no Mengenio. 3ToT Mapkep
MOXET ObITb UCMOJIb30BaH B CENEKLIMOHHBLIX MPOorpaMmmMax s
oTbopa reHa ycTtonumBoctu K P. infestans Ph-3. SCA602
MMeeT noTeHumanbHble npemmyliectsa nepen TG328 u
TG591. OH MOXeT obHapyXuBaTb reTepo3nroTHble pacTe-
HUS, 4TO MO3BOJISIET MPOBOAMTL 0OpPaATHOE CKPEeLLMBaHWE
[43].

MonekynspHble mapkepbl CC-Ase 1 InDel-c, cBa3aHHbIe C
Ph-2, B yactHocTK, InDel-1, InDel-2, InDel-3, InDel-4, InDel-c,
CC-Ase, CAPS-1 un InDel-6, 6binn ncnonb3oBaHbl A5 CKpuy-
HWHra MHOPEAHbIX MMHMIA ToMaToB. Mapkepsl InDel-4, InDel-c
n CAPS-1 onpegensanu reHotun ¢ Ph-2 Bcex nunHWA C To4-
HOCTblO 100%. SddekTrBHOCTL Mapkepos InDel-1, InDel-2,
InDel-3, CC-Ase un InDel-6 coctaBuna 91,43; 51,43; 40,00;
74,29 n 94,29% CcOOTBETCTBEHHO [25].

HoBble copTa ¢ addEKTMBHBIMU FreHamMmn BePTUKaSIbHOM
YCTOMYMBOCTU ABASIOTCS MOLLHBIM CENEKTUBHBbIM (DakTOPOM,
oToOMparowmm B nonynaumsx P. infestans KnoHbl C KOMMJe-
MEHTapPHbIMU FrEHaMM BUPYNEHTHOCTW. HO npu oTCyTCTBUM Y
copTa pacTeHns-x03s1Ha Hecneundn4eckom yCTon4MBoCTH,
CLEPXMBAOLLMIA POCT MNOMYNALMN NATOreHa, NpPoLecC CMEHbI
OOMUHMPYIOLLMX B MOMNYASLMA KIIOHOB MPOUCXOOUT OYEHb
ObicTpo [15].

B kayecTBe 0qHOro U3 cnocoboB cosaaHms hopm Tomarta
CcTabubHO YCTOMUMBBIX K GUTODTOPO3Y MHOTME UCCeaoBa-
Tenu npepnaralT UCMNOb30BaHNE MHOMMX MEHOB B OHOM
reHoTune, Kaxabli N3 KOTOPbIX KOHTPONNPYET CNOCOOHOCTb
conpoTuBNATLCA BO3oyauTentio [25, 33, 37, 43].

Ona 60pbObl ¢ PUTOPTOPO3OM CeNeKkUMoHepPbl YCNeLIHO
BHEAPSIOT B KYNIbTYPHbIE COPTa rEHETUYECKMNE NIOKYChbI, MPU-
Jalolpme yCToMYMBOCTb K 60ME3HN PasnnyHbIM ANKUM Hop-
Mam Tomata. OCHOBHbIM CMOCOOOM MOBLILLEHNS PE3NCTEHT-
HOCTU K P. infestans 9BNsSeTCa UHTPOrPeCcCcusi FeHOB YCTONYU-
BoctTM u QTLs OT p[Oukux poACTBEHHUMKOB Solanum.
JOoCTrXeHnss B TEXHONOMMSX CEKBEHUPOBAHUSA U PacTyLLme
reHOMHble Pecypcbl CNocobCTBOBAIM TOMY, YTO OOHapyxe-
Hne QTL cTtann 6onee 3HauUMbIMU N 3PPEKTUBHBIMU B
cenekummn Ha yCToM4MBOCTb K GUTOPDTOPO3Y, YemM npeablay-
wue ctparteruu [44].

Y S. hirsutum 6bina naeHTNdNLMPOBaHa Ceprs MapKepPOB
nonumopdmnamMa orpaHmyeHHon onnHel dparmenTa (RFLP),
Bkmoyawowmx QTL  yctomumBocTm K GuTOdPpTOpPO3Y.
BbIsIBNEHbI JTOKYChl KONIMYECTBEHHbLIX NMPU3HaKoB /b4, 1b5b v
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Ib11b pna ropusoHTanbHOM yctonumBocTu K P. infestans B
nonynsaumMmM obpaTHOro CKPELLMBAHUS MeXay BOCMPUUMYU-
BOW 1 ycTOM4mMBOM popmamm Tomata [29, 32].

Mopxon, BbIGOPOYHOro reHOTUMMPOBAHUS NPUBEN K UOEH-
TMdMKaummn AByX NOKYCOB YCTOMYMBOCTM TOMaTa K GnutodTo-
pe Ha 1 1 10 xpomocomax [45].

Y S. habrochaites GbINM HaHECEHbI HA KapPTy HECKOJbKO
QTL, cBA3aHHbIX C YCTOMYMBOCTBIO K HGUTODTOPO3Y, TPU 13
KOTOPbIX MOEHTUOUUMPOBaHbLI Ha xpomocomax 4, 5 n 11.
Kpome Toro, o6HapyxeHo nate QTL (LA1777), koTopble npu-
[aBann BbICOKMIA ypOBEHb YCTOMYMBOCTU K P. infestans.
CoBceM HegaBHO B xpomMocomax 6 1 12 S. habrochaites 6binu
obHapyxeHbl ewé npa QTL, KOTopble CBSA3aHbl C YCTONYU-
BOCTbIO K dutodpTOopo3y [23].

YcroiunsBocts ToMata Kk py3apno3HoMy yBsAaHUIO

HaumHasa ¢ 70-x rogoB XX Beka ¢y3apuo3HOEe yBAOaHVE
ToMaTa, 06bIYHO XapaKTEPHOE A1 IOXHBLIX PETMIOHOB 3eMJle-
Oenvis, CTano BPEOOHOCHbIM B Ternmuax MoCKOBCKOM U
JleHnHrpanckon obnactei, Ha JansHem BocToke, 3anaaHom
Cunbupun, Ha YkpanHe, B Monblue, Benapycu. Y Bocnpummym-
BbIX COPTOB B CNeACTBUM 3TOM OONe3HM notepu ypoxas,
MoryT gocturatb nopsaka 30-50% [3].

Bosbyaoutenem y3apmo3HOro yBaaaHuUsa Tomarta saBnseT-
cs obuTalowmin B noyse rpmd Fusarium oxysporum f. sp.
lycopersici (Sacc.) Snyder and Hansen, KOTOpbI OTHOCUTCS
K dakynbTaTMBHBLIM Napasutam. bnarogaps cBoeli cnoco6-
HOCTM pasnarartb JIMMHWUH WU OPYre CNOXHbIE YreBOAbl OH
SBNSETCS PacnpOCTPaHEHHbIM 3NNMUTOM 1 SHAO0DUTOM KOP-
Hel pacTeHui. [NpoHMKaeT OH OObIMHO Yepes MUKPOTPELLM-
Hbl, BO3HMKawoLWMe npy GOpMUPOBaHMM OOKOBBLIX KOPHEW,
NN MEeXaHM4YeCcKne NoBPEXAEHMS, NMOpaHeHNs, 06pPa30BaH-
Hble HeMaTo4amMu 1M HACEKOMbIMU, a Takke Yepes3 KOPHEBbIE
Bonocku. bBonesHb pacnpocTpaHeHa MOBCEMECTHO.
[Mpr3Hakm nopaxeHus NPOsIBASIOTCS B OTCTaBaHUM pacTe-
HUI B Pa3BUTUW, YBAAAHUN N 3aCbIXaHUW NNCTbEB, OTMMPA-
HUW 3aBA3EN, MOTEMHEHUWN 1 MOBYPEHNM KOPHEBOW LLEKM U
KOPHeNn. 3TV CUMNTOMbI HYaCTO aCMMMETPUYHbI, OrPaHNY€EHbI
OOHOW 1N ABYMS BETBSAIMU PACTEHUSA UM JaXe OOHOW CTO-
poHOI nucTa. B KkoHeYHOM mnTore 3aboneBaHve NPUBOOUT K
ObICTPOMY YBSAOAHMIO, YCKOPEHHOMY CO3PEBAHMIO MIOA0B U
rméenu Bcero pacteHus [3, 14, 46].

B npenenax F. oxysporum cyuiectsyeT 6onee 120 pasnuy-
HbIX CMELMann3npoBaHHbIX GOPM, CMOCOOHLIX BbI3bIBATh
Cepbe3Hble MopaxkeHns OONEe3HAMU PasNYHbIX KYbTyp,
XOTS Kaxpgas dopma orpaHnyeHa HabopoM xo3seB U 060-
3HadeHa kak formae specialis (f. sp.) [14].

Ha HavanbHOM cTaamm natoreHesa rpubd MoXeT Bbl3blBaTb
YyCUIEHNE POCTa KOPHEN Y XO391HA, B CBSI3W C HANNYMEM ayK-
CWHa B BblaensieMbix MeTabonutax [47]. BoiseneH apdekTop
rpmda Fol-milR1, koTopkI nogaBnseT MMMYHUTET XO3aMHA
nyTeM MoAaB/IEHUS] FeHa YCTOMYMBOCTU K 6onesHsiM, obec-
neynBas Takum 06pa3oM HOBYIO CTPATErMIO BUPYIEHTHOCTU
ONs [OCTUXEeHUS nHbekumn [48].

Mpuv nHdrumMpoBaHuM Tomarta rpnubom F. oxysporum f. sp.
lycopersici BbloensaeTcst HECKONbKO YHUKabHbIX OENKOB, CEK-
peTupyemMbix B kcuneme. 1o KpariHen mepe, HeKoTopble 13
9Tux 6GenkoB CBA3aHbl C MOPaXEHMEM  Tomara.
lMpepnonaraeTcs, 4TO cpeau HUX eCTb Takne, KOTOPbIE MOTYT
MHOYUMPOBaTb YCTONYMBOCTb K 60ne3Ham Tomata [49].

Co3zpaHne yCTOMYMBBIX COPTOB TOMATa SBNAETCS 9KOHO-
MUYECKN U 3KOMOrM4eckn OBOCHOBAHHbLIM MOAXOOOM AJis
60pbLOLI ¢ 3TMM 3a6oneBaHnem [50].
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B3aumogerncTteus F. oxysporum v ero pacTeHns-xo3sau-
Ha ToMaTta XxapakTepuayeTcs KaK «reH-Ha-reH». [puoHom
reHa BUPYNEHTHOCTU Avr2, BbINOAHAET ABe QYHKLUUN:
ofHa HeobxoaMma AN1s NONHOW BUPYNEHTHOCTY NaToreHa,
a gpyrass cnoco6CTBYeT pa3BUTUIO 3ALLMTHOM peakumn y
pacTteHus, Hecyuiero R-reH [51].

YcTonymBoCcTb ToOMaTta kK ¢dy3apumo3HOMY YBAOAHUIO
HacnenyeTcss MOHOMEHHO U KOHTPOIMPYETCH CEMENCTBOM
reHoB /. BOMbWMHCTBO MOAEHTUDULNPOBAHHBIX FEHOB
YCTOMYMBOCTU SABASIOTCSH OOVMHOYHBIMUW, OOMUHAHTHbLIMU
reHamu [14].

M3BecTHbl 3 packbl Bo3byautensa F. oxysporum f. sp.
lycopersici Fol1, Fol2 v Fol3 [61]. Pa3zpeneHne oCHOBaHO
Ha CMOCOOBHOCTM OTAENbHbIX LWITAaMMOB MPEOAOSIEBATh
crneynduryeckme rexol [. 310 nogpasymeBaeT Hanu4yme y
rpuda reHoB aBMPYNIEHTHOCTW, KOTOPbIE Pacrno3HalTCs
npoaoyktamm  cooTBeTCcTBylOWMx reHos | [102].
YCcTOnYMBbIE pacTeHUs TOMaTa HECYT pacocneumnduyHbie
reubl /, I-2 n I-3, KOTOpbIE ObIIN NHTPOrPECCUPOBAHbLI B
reHoM KOMMepYecKknx coptoB Tomata [51 - 53].

YcTaHOBNEHO, YTO YCTOMYMBOCTb K 60Me3Hn y pacTte-
HUI KOHTPONUPYIOT 6€enkn, NPUCYTCTBYIOLLME B MYNbTU-
NMPOTEMHOBBLIX KOMMiekcax [54, 55]. WoeHTudukaumsa pac
F. oxysporum f. sp. lycopersici, OCHOBaHHas Ha reHax aBu-
PYJIEHTHOCTU, CNeun@UUHbIX O/ X0391MHA, MOXET ObITh
o4yeHb HagexHon. Takme reHbl SIX1, SIX2, SIX3 n SIX5
MOryT 6bITb MICNONB30BaHbI 419 OAHO3HAYHOW NOEHTUOU-
Kaunm F. oxysporum f. sp. lycopersici. CooTBeTCTBYylOLLMNE
addekTopbl, HeobxoaMMble AN YCTOWYMBOCTU, obec-
neuynsaemoii I, -2 n I-3 661N MAEHTUPUUMPOBAHbI Kak
Avr1 (SIX4), Avr2 (SIX3) n Avr3 (SIX1) cCOOTBETCTBEHHO
[56, 14]. Ana SIX6 v SIX7 6nu3kmne romonorun 6bisim obHa-
PY>X€EHbI Y HECKONbKUX APYruX BUOOB Fusarium. 3TO nos-
BOMIIET NPEANONOXNTb, YTO OAHHblIE FeHbl MOTYT UrpaTb
©6onee o6LLYIO POSib B MAaTOreHHocTu [56].

[eHbl ycTOMumMBOCTM TOMaTa Kk Fol1 (reH I-1) n pace Fol2
(reH [-2) 6611 KapTUPOBaHbI Ha xpoMocome 11, reH |-3 Ha
7-on. 'eH I-7 nokann3oBaH Ha xpomocome 8. OH npupaet
YCTOMYMBOCTb K Fol1 n Fol2, He nopaBngas Avr1, a Takxe K
pace Fol3. I-7 dyHKUMOHMPYET MO NyTU YCTOMYMBOCTU,
He3aBMcUMOMYy OT rena /-3 [14, 51-53, 57-59].

len I-22 kopnpyeT NB-LRR noBTOp, COOTBETCTBYIOLLMNI
3aWmMTHOMY 6enky, KOTOpbI paboTaeT KOHKPETHO B COCY-
oucToln TkaHu. OH 6bl NEPBbLIM KJTOHUPOBAH N CEKBEHU-
poBaH. YCTaHOBMEHO, 4TO OH MPUHALNEXWUT KnacTepy
CeMU POACTBEHHbIX FreHOB, CNOXHOCTb €ro opraHmM3aunm
CWUJIbHO 3aTpynHaeT co3naHmne adPeKTUBHbBIX MONEKYNSAP-
HbIX MapkepoB. PaspaboTaHbl RFLP-; AFLP- 1 COS-mapke-
pbl AAHHOMO reHa, KOTopble 3aTeM OblI KOHBEPTUPOBAHDI
B cneundunyeckme SCAR-un CAPS-mapkepsl [6, 14, 50, 60,
61].

Mmctoxmummnyecknin aHanma TKaHe! TomaTta nokasan,
4YTO 9KCnpeccus OeNkoB 3aKOAVMPOBAHHbLIX reHom [-2
OTMEYaeTCs B COCYAMCTOM TKaHW NI0J0B, IMCTLEB, CTED-
nen n 3penbix KopHen. Mpu aTom B HanboNbLLEN CTENEHN
3TO OTMEYasnocb B MONOAbLIX KOPHSAX, B OCHOBaHUM H60OKO-
BbIX KOPHEBbIX 3a4aTKOB. MWKPOCKOMMYECKUA aHanm3a
MONOAbIX PacTEeHU TOMaTta BbIIBUS1 3KCAPECCUIO B TKa-
HAX, OKPYXaloWmx cocyabl Kcunembl. [lokazaHo, 4TO B
YCTOMYMBLIX PACTEHUSX, POCT rPUOHOrO NaTtoreHa B 3TOM
obnactm cocyaucTol TKaHu 3aTpyOHEH, YTO npennoso-
XNTENbHO CBSA3aHO C [-2-0nocpenoBaHHOM 3aWUTHOWN
peakumnen [51].

CEJIEKUMA, CEMEHOBOACTBO M BUOTEXHOJIOIMA PACTEHUN

C uenbio ngeHtTudurkaumm reHa yCTon4meocTn y Toma-
Ta, MPOBOAMAOCb KOMMJIEKCHOE WM3yYeHNe reHOMOB
pacTeHunii cogepxaumx -2, 4To cnocobcTBOBaNO paspa-
60TKe Mapkepa /-2, KOTOPbI NO3BONSET BbIABUTbL YCTOM-
4YMBOCTb K Py3apno3y 0O6YCNOBNEHHYIO HAIMYMEM UCCTE-
ayemoro rena [2, 6, 50, 62, 63].

M3 Tpex nap nparimepos, paspaboTaHHbIX A5 nokyca |-
2, nparimepbl Z1063 F/R amnandunumpoBann eANHCTBEH-
HbI MPoAYKT B 940 N.H. TONbKO B FrEHOTUMAX, HECYLLMX FeH
I-2 w3 S. pimpinellifolium. 9Tn npanmMmepbl He CMOrnu
amnnmnduumposats -2 n3 S. pennellii, KOTOPbIA KOHTPONN-
PYET TOJIbKO YaCTUYHYIO YCTOMYMBOCTL K pace Fol1 [64].

PaspaboTtaH mapkep At-2 ona naoeHtTudukaumm nokyca
ycTonumBocTu k dysapurody /. Cpean 16 npoTtecTmpoBaH-
HbIX Nap NpanMepoB TOAbKO nparimepbl Ha ocHoBe COS-
Mapkepa Atf-2 n3 reHa HUKOoTMHaMmnaasbl 1 3 Arabidopsis
thaliana nokasanu pasHuLy MeXay YCTOMYMBBIM U BOC-
NPUUMYMBBLIM copTamun [64].

Y S. pennellii npeHTndunumpoBaHsl nokycel -5 n -6 Ha
xpomocomax 2 n 10 cooTBETCTBEHHO. A Ha XpoMocome 2
S. lycopersicum mexay mapkepamu CT75 u TG91 npucyT-
cTBYeT nokyc /4. I'enbl /-4, I-5 1 |-6 He OblNN KNOHMPOBa-
Hbl, 1 MEXaHN3Mbl YCTONYNBOCTM CBA3AHHbIE C HUMU HE
Oblnu nccnenoBaHbl [14].

XOoTH yCTON4MBOCTb TOMaTa K Fol3, OCHOBaHHada Ha reHe
-3, aBngaeTcsa Hanbonee apheKTUBHOM cTpaTernen 6opb-
6bl ¢ JaHHbIM BOo3byautenem. Ho /-3 accouumpyeTcs ¢
BPEOHbIMW MPU3HaKaMu, BKIOYaa YMEHbLLUEHME pa3mMepa
Ni0A0B 1 NOBbILUEHHYIO YYBCTBUTENIBHOCTb K 6akTepmanb-
HbIM NATHUCTOCTSM. B CBOIO 0o4epenb -7 He BAnseT Ha 9Tn
npu3Haku, Npu aToMm obecnevmBaeT yCTOMYMBOCTb K pace
Fol3 [65, 66]. 'eH I-7 koanpyeT 6en0K C JOMEHHOWN apXu-
TekTypon, TunndHoin gnsa LRR-RLPs. NpeHTndukauyms
NaHHOro reHa no3eonuna paspabdoratb ang Hero CAPS-
mapkep (CAPS7774), Tem camMbiM NpefocTaBnss Cenek-
LMOHepaM BO3MOXHOCTb 3ddeKTMBHOro otbopa 1 BbiBe-
[EeHUs 9NINTHBIX COPTOB TOMAaTa, HeCyLMX oauH UM oba
reHa yctonumeoctu K pysapmosy (-3 u I-7) [58].

CAPS - mapkep TAO1gp2 Takxe MCMonb3yeTcsa Ans
naeHTndukaunm reHoTUNoB ToMaToB, o6GnagaloLmx
reHom /-2. dparmeHTbl pecTpukumm Rsa | unu Fok | cooT-
BETCTBOBAV HANMMYMIO UM OTCYTCTBUIO annens -2 [67].

O6uwereHoMHOE  accoumaTMBHOE  UCClefoBaHue
(genome-wideassociationstudy — GWAS) BbIiBUNIO OAHO-
HykneoTugHele nonumopduambl (single nucleotide
polymorphism — SNP), cBa3aHHble C yCTOMYMBOCTbIO K
dys3apurody. BocemHaauate SNP 6binn 06HapyXeHbl B
OBYX TeCTax 1 pacnosioXeHbl Ha xpomocomax 4, 6, 7, 9 n
12. Takxe O6GHapyXeHbl LIECTb YHUKAJNIbHbIX 3HAYMMBbIX
SNP, pacnonoxeHHbix Ha xpomocomax 2, 4 un 7.
MoeHTnouumpoBaHbl reHbl-kaHAnAaTbl, CBA3aHHbIE C
YCTOMYMBOCTbIO K 3aboneBaHutio. BaXHO OTMETUTb, 4TO
nBa reHa, kogupytowme LRR-LR (leucine-rich repeat-like
protein — 6oraTblii NeLNMHOM NOBTOP-NOA0OHbLIN 6en0K) 1
DRP (disease-resistance protein — 6enok ycToiumMBoCcTH K
6one3Ham), Oblnun BbIBNEHbI MO ABYM YHUKaNbHbIM SNP:
s0lDsnp 10606 v solDsnp6266, cooTBETCTBEHHO [68].

MupamuanpoBaHne R-reHoB aBngeTca o6LWenpuHs-
TbIM MOAX0A0M MNPY BbIBEAEHUN YCTOMUYMBLIX K 6ONE3HAM
COpTOB, a 06beAVHEHNE HECKOIbKUX FEHOB PE3UCTEHT-
HOCTU K F. oxysporum f. sp. lycopersici, NO3BONNT NOy-
YNUTb YCTONYMBbLIE K ANIUTENBHOMY MEPMOAY COpTa TomaTta
[13, 14].
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YcroviyunBocTh TOMara Kk anbTepHapuo3y

Popn, Alternaria 06beauHAET KOCMONoNUTUYeckKne rpuobsl,
apnsoLmecs canpotpodamm, aHoopuTaMmm 1 natoreHamm
pacTeHwii. B cBOlO o4yepenb natoreHHble Buabl CrOCOOHbI
rnopaxarb 3€pPHOBbIE, OBOLLHbIE U MIOL0BO-ArOAHbIE KYbTY-
pbl B NEPVOA, BEreTauum 1 Bo Bpems XpaHeHusl. 3apaxeHve
anbTEPHAPMO30M SBNFETCS NMPUYMHON OOHMX N3 CaMblX Bpe-
DOHOCHbIX 60N1e3Hen pacTeHUl B MUpe, NPUBOASLLMX K CEPb-
€3HOMY CHWXXEHUIO YPOXAMHOCTU CEeNbCKOXO3ANCTBEHHbIX
KYNbTYP 1 3HAYUTENbHBIM SKOHOMNYECKUM MOTEPSAM A5 MPO-
M3BOOUTENEN 1 NNLLEBOM NPOMbILLNEHHOCTN [60].

KynbTypHble copTa ToMara SBAgTCA X039€BaMnN MHOMMX
naTtoreHoB. [1py 3TOM AOMUHNPYIOLLIMN INCTOBBIMU NaTore-
Hamu SBNAIOTCA NpeacTaBuTeny poga Alternaria. kak Menkoc-
nopoBble (A. alternata, A. tenuissima, A. consortiali), Tak n
KpynHocnoposble (A. solani, A. grandis, A. tomatophila).
Buapl ¢ KpynHbIMK Criopamm BKITIOHAOT Hanbonee arpeccmB-
Hble n3onaTbl. [py 3TOM MenkocnopoBble GOPMbI Takke
0bnapaloT CNOCOOBHOCTLIO BbI3bIBATL MATHUCTOCTM, a Mpw
©naronpuaTHbIX AN HUX YCNOBUSIX Pa3BMBaTb CUHEPruye-
CKVe B3aMMOOENCTBUSA MPU CMELUaHHbIX MHPEKLMIX C yme-
PEHHO arpeccmBHbIMKY n3ongatamu [70, 71].

Alternaria solani Sorauer. nopaxaeTr 5 BUOOB poga
Solanum, HO Yalle Bcero obHapyxmBaeTcs Ha kaptoderne.
Mo kynbTypansHbIM 1 MOPQONOrMYeCcKMM NpU3Hakam cpeam
1n30519T0B A. solani o6ocobunack rpynna, KoTopyto npeasio-
XWUIM OTHECTU K oTaenbHomy Buay Alternaria tomatophila.
MpencraBuTenn 3T0ro Buaa nposiBAAOT CneumdrnyHOCTb K
TomMaTy. B nabopaTopHbIX YCNOBUSIX MOMYT 3apaXkaTb JINCTbS
kapTodens, HO ANs JAHHOrO X03sMHa OHW cnabo arpeccuB-
Hbl [72, 73].

Mo3spHee ObIIO CrpynnMPOBaHO HECKOJIBKO KPYMHOCMOPO-
BbIX N30/IATOB, B TOM YMCIIE C PACTEHNI CEMENCTB NaclieHO-
BblIX, ThIKBEHHbIX M [IP. B HOBbI BWA, 0O03HAYEHHbIN Kak A.
lineariae. Ana nuddepeHumraumm aTrux 6nM3KoOPOaCTBEHHBLIX
BUAOB Alternaria NPUMEHAETCH HECKONbKO MOAXOA0B: MOp-
donormnyeckme, MONEKYNSIPHbIE U XEMOTAKCOHOMUYECKME
[73].

"pnbbl pona Alternaria BbI3bIBAlOT OTHOCUTENBHO MELEH-
HOE paspyLUeHne TKaHel X0391Ha Yepes yMeHbLLeHnE GOoTOo-
CUHTE3UPYoLLEen NOBEPXHOCTU. CUMMTOMbI HAYMHAIOT MPO-
ABNATLCH C MENIKMX OKPYMbIX NSATEH CEPOro Unn ceposarto-
KOPWYHEBOIO LBETA, Bnvxe K YepHoMy. o Mepe pa3BuTUs
©0one3Hn nATHa yBENMYMBAKOTCA B AmameTpe oo 1 cMm u
6onee. N3-3a konebaHNin BHELLIHWX YCIOBUIA, NATOreH pacTeT
He PaBHOMEPHO, 1 NATHA Ha LIeNeBbIX 06pasLLax pasBmnBatoT-
CS B BUAE KOHLIEHTPUYECKUX KoneL,. 'pnb MOXeT CrnopoHo-
CUTb B MECTax NMOPaXXeHWs!, Bbl3blBasi TOHKWM, YepHbI, 6ap-
XaTHbIA Hanet crnop. TemHble, BOABIEHHbIE MOPaXeHus
BCTPEYAlOTCS Hallle Ha JICTbSX, HO MOTMYT JI0KanM30BaTbCs
Ha KOpHSIX, cTednsx 1 nnogax Tomara [74, 75].

Bbloenaot 7 pac A. solani nopaxaroLmx TomaTtbl: 4 — Ha
JINCTBSX, 2 — Ha cTebnax 1 1 pacy, NPUYPOYEHHYIO K MI0AaM.
Pacbl ycnoBHo pasgensioT Ha 3 MopdoTmna: obpasytoLume
TONIbKO CTEPWUNIbHBIE KOJIOHUN — «MULENNanbHbIA» TUM;
NMOCTOSIHHO 06pasyoLLe CMIOPOHOLLEHNSI HA UCKYCCTBEHHbIX
cpenax — «CrnopOHOCALLMIA» 1 MPOMEXYTOYHBIN TUMbI [72]. A.
alternata pac He nmeert [76].

BHekneTo4yHble NpoTeasbl ABASOTCS KOYEBLIMU (pepMeH-
Tamuy, NpoayLMpyemMbiMn rpubamMy BO BpeMs B3anMOLEW-
CTBMSI XO3AMH-NATOreH, M y4acTBYIOT B POCTE, PasBUTUM,
BbDKMBAHMM U NATOreHHOCTU. PepMeHThI, y4acTByoLLME BO
BHEOPEHMM naTtoreHa Ha MOBEPXHOCTU TKaHEW X03aunHa,
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BKJTHOHAIOT KYTMHA3bl, 1MNasbl, 9HOOMIOKaHa3bl U 9K30rJH0Ka-
Ha3bl [73].

M3BecTHO okono 60 BumoB popa Alternaria, MHOrMe n3
KOTOPbIX NPOAYLIMPYIOT METaboNUTbl, TOKCUYHBIE HE TOJBKO
OJ19 pacTeHUIA, HO 1 Ansg mnekonuTarowmx [69]. Ha ocHose
CEeNeKTUBHOCTN TOKCUHbI Knaccuduumpyrotcs nmbo Kak
cneundunyHble (host-specifictoxins — HST), nnbo kak Hecne-
umduryHble ong xo3auHa (non-host-specifictoxins — NST) [73].

XeMOTakCOHOMMYECKME UCCNeaoBaHns NpencTaBnsioT
VMHTepec ong knaccmbukaumm v naeHtndukaumm naTtoreH-
HbIX BUOOB Alternaria Ha OCHOBE N3y4eHUS X METABOIUTHBIX
npodwunen, KoTopble cneunmduyHbl s Kaxaoro Buaa.
YcraHosneHo, 4to A. solani n A. tomatophila npoaoyumpytoTt
anbTepconaHon A, anbTepPTOKCUH | 1 MakpocnopwH [72, 77,
78].

U A. solani, n A. alternata npooyumpytoT psag Hecneundu-
Yeckux TOKCUHOB. AnbrtepHapuon (AOH) wn anetepHapuon
MOHOMEeTUOBbIN adup (alternariol monomethyl ether — AME)
NPOSBNSAIOT CUHeprmnyeckue apdexTol. TeHya3oHOBas KUCO-
Ta (TEA) BbI3bIBAET HEKPOTUHECKME NOBPEXOEHNST MHOraa C
06paz3oBaHMEM XENTOro opeona Ha NncTbsx. OHa noaaBnseT
MexaHn3M cuHTe3a 6enka. TEHTOKCUH, KOTOPbIA OeACTBYET
kaKk HGoToPOCHOPUNALMOHHBINA MHIMBUTOP Yepes crneundu-
yeckoe cBsaA3blBaHWe ¢ ATM-CHHTA30i XJ10ponnacTa, Bbi3bl-
Bas yrHeTeHue ruaponnsa n cuHteda ATO [77].

CnocobHocTb Alternaria 3apaxatb onpeneneHHoro xo3am-
Ha 3aBUCUT OT CrnocobHocTu npoayumpoBaTb HST. OHu
XMIMNYECKN Pa3HOO0OpasHbl, MMEIOT pasdHble y4acTku Oeit-
CTBUSI, HO BCE BbI3bIBAOT rMbesb KNeTok. [eHbl buocmHTesa
HST 06bI4HO rPYNNUPYIOTCS BMECTe Ha [A0MOSIHUTENIbHOW
xpomocowme y A. alternata. MNMpepgnonaraetcs, 4to Alternaria
cTana natoreHHom B pesysbTaTe npuobpeteHus reHoB HST
NnoCpPencTBOM TFOPU3OHTANIbHOIO MEepPeHoca reHOB 3TOW
DOMNONHNTENBHOM XPOMOCOMBI [71].

K cneunduyeckum TOKCUHaM, CUHTE3UPYEMbIM A.
alternata f. sp. lycopersici oTHocsaTcsa AAL-TOKCUHBI. ITO amu-
HOMEHTOJIbHbIE CNOXHblE 3(UPbI, aHanorn ceUHrosnHa,
npenwecTBeHHKa CPUHraHnHa, COUHrOHMHOBbBIE aHanorm
MMKOTOKCUHOB. OHU OTHOCATCS K CEMENCTBY MOHOSCTEPOB
[74]. B 6uocuHTe3 TokcuHa AAL BOBNEYEH reH nonvkeTua-
cuHTasbl (PKS) ALT1 [73]. AAL-TOKCUH BbI3bIBAET MHIMOMPO-
BaHWMe 61UoCKHTE3a CPUHroNMNMAOB. Kak npaBuio, ycTonym-
BOCTb PaCTEHUN K MUKOTOKCMHAM CBSA3bIBaAIOT C AETOKCUKa-
LUMEN N USMEHEHMEM CPOACTBA NN OTCYTCTBMEM MULLIEHEN
0151 TOKCUHOB. BblIo BbISIBNEHO, YTO YCTOMYMBOCTb TOMATOB K
AAL-TOKCKHY, onpepnensietcs reHom Asc-1 [79].

Asc-1 roMOnorvyeH reHam, oB6HaAPYXXEHHbIM Y OOJbLUNH-
CTBa 9yKapuoT, OT APOXCKeN 00 YeroBeKa, YTO CBUAOETEb-
CTBYET O COXpaHeHHOM OYyHKUMK. Asc-1 OBbln cnocobeH Boc-
CTaHaBMBaTb CNHTE3 CHUHronMnNnaos. B npucytctemm AAL-
TOKCMHA Hanmnume Asc-1 CnocoBHO 0CnabuTb BbI3BAHHbIM
610K cnHTE3a CPUHrONNNNAOB, KOTOPLIA B MPOTUBHOM CI1y-
yae npuvBen 6bl K 3anNPOrpPamMMUPOBAHHON TMOENN KNeToK.
Asc-1 BbI3blBaeT ycTomu4mBOoCTb K A. alternata f. sp.
lycopersicis, Npy HaNM4YMM TONbKO OAHOW KOMWUW reHa, KOTo-
pOIA OOCTAaTOYHO A1t NPOA0SIKEHUs: BUocMHTE3a CHUHIONU-
nnuaoB B npucytcteun AAL-TOKCMHA. Pe3ncTeHTHOCTb dop-
MUpyeTCs NyTeM BUOCKMHTE3a LEepamMuaOoB, a BOCMPUUMYU-
BOCTb $IBNISETCHA Pe3y/bTaTOM CUrHaNOB, MNOJIy4EHHbIX B
peaynbTate HapyLleHns Nyt GMoCuHTE3a LlepamMmnaos [77].

YCTONYMBOCTb K anbTEPHAPUO3Y - 3TO C/IOXHbIA Npu-
3HaK, KOTOPbIA KONIMYECTBEHHO HacnenyeTcs 1 KOHTPOn-
pyeTcsa agaMTUBHBIM NN HEaOANTUBHBIM B3aUMOLENCTBU-
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€M MHOXECTBA FrEHOB U X B3aUMOOENCTBUEM C OKpPYXKato-
wen cpeaon. Hn ogHOro Ka4eCTBEHHOro reHa yCTonyYMBO-
CTU K anbTepHapuody He Obllo  0b6HapyXeHo.
eHeTn4eCKnn KOHTPONb YCTOMYMBOCTU K aflbTEPHApPNO3y
y TOMaTa aBnseTcs nonurexHHeim [73, 80].

MpoBogatca paboTbl nNo kaptupoBaHuto QTL ang
BbISIBJIEHNSI MAPKEPOB, KOHTPOIMPYIOLLMX YCTOMYMBOCTL. B
HacCTosLLEE BpPEMS B pPas3fiIMyHbIX MOMNynIsauUMsax Tomarta C
MCMNOMb30BaHNEM MeTOoAa MPOCTOro MHTEPBAJILHONO Kap-
TUpOoBaHUsa obHapyxeHo MHoxecTBo QTL [73, 75, 80]. OHu
OblNM IOKaNM30BaHbl COBMECTHO C APYrMMU reHamMm yCTO-
ymBocTn n EST-kanamnpatamm (expressed sequence tag),
4YTO yKasblBaeT Ha BO3MOXHOCTb 0OHapYy>XXeHUsi FreHOB-KaH-
ONOAToOB AONS YCTOMYMBOCTU K anbTEpHaApMo3y nocne
LOMNONHUTENbHbBIX UCcnegoBaHni [73].

Papn reHos, Bkno4as 4n1eHOB CEMENCTBA pearnpyoLmx
Ha aTuneH ¢akTopoB TpaHckpunuum (ethylene-responsive
factors —ERFs), ¢dakTopOoB TpaHCKPUNLUM LUHKOBBIX Masb-
ueB (zinc finger transcription factors— ZF-TFs) n ¢daktopos
TPaHCKPUMNLUUM PUOOCOMHbBIX 6ENKOB BbININ YYBCTBUTESbHbI
Yy YCTON4YMBBIX TOMATOB. BbickasaHO npeanonoxXeHne, 4to
Takume reHbl UrpatoT pPosb B 3alLMTe pacTeHu ot A. solani,
BO3MOXHO, NyTEM aKkTMBaLIMK CUHTE3a 6efka, CBA3aHHOro
c natoreHesoM (pathogenesis-related-PR) [73].

YctaHoBneHa apdekTuBHoCcTb reHoB STWRKYs n 7 PRs,
N pepmMeHTaTUBHOM akTUBHOCTU B-1,3 rnokaHasbl U XUTU-
Ha3 B MOBbILLIEHUM YCTOMYMBOCTU K A. alternata Tomara.
MpepnonaraeTcs, 4TO OHW UrpatloT ONPeaesIEHHYIO POsb B
3aWMTHbIX MexaHmn3max [81].

YCTOM4YMBOCTb K anbTepHapMo3y CBsi3aHa C MOBbILIEH-
HOWM akcnpeccuen reHa TPK1b, a TakXe MNOBbILLIEHHbIM
HakonneHnem HoOz, DEHONbHbIX COEOMHEHUA N cynep-
OKCMAaHMOHa, 60Jsiee BbICOKMM MPOLLEHTOM CLUMBAHMSA W
nonMdEHONbHOM aKTUBHOCTbIO, YMEHbLUEHMEM NOBPEeXae-
HUA AHK 1 MEHBLUMM CHUXEHWEM XNU3HECTOCOBHOCTN Kile-
Tok [73].

MpeanpuHATbl NOMNbITKKM No pa3pabotke RAPD-mapke-
POB N9 ABYX PELLECCUBHBIX FEHOB YCTOMYMBOCTM TOMATa K
anbTepHapunody. M3 14 cnyyanHbiX NpanMepoB [ABa
(OPG19 1 OPE11) npoayumpoBanu yHUKanbHble aMrnkKo-
Hbl anuHon 1350 n.H. n 1300 N.H. COOTBETCTBEHHO, KOTO-
pble 6bINM CBA3aHbI C YYBCTBUTENLHOM peakumein Ha 3abo-
NeBaHue y uccnegyembix rmopmnpos Fa. BoiaBneHbl 3Haun-
TeflbHblE Pa3NYMa MeXAy reHOTUNaMm, ykasbliBaloLme Ha
CBA3b MexXay peakumen Ha 3aboneBaHne 1 Hann4Mem Mmap-
kepoB OPG19 n OPE11. MNMpegnonaraetcs, 4TO Mapkepsbl
OblN CBA3aHbI C ABYMSI Pa3HbIMU JTOKyCamMu, ONMpeaensio-
LMMN NPU3HaK yCTONYMBOCTM [82].

BbiiBNEHO, 4TO KOMOUHUPOBaHHbLIE (GEHOTUMUYECKNE U
MONIEKYNIIPHbIE MapKephbl JAI0T BaXKHYK MHPOPMaLMIO AN
OLEHKN TeHeTMYeCcKoro pasHoobpasuns, CBSA3aHHOro C
YCTONYMBOCTbIO Oone3Hn. AHanma MopdOoMEeTpUYeKux
nokasatefnen Takmx Kak LIMpUHA MCTOBOWN MAACTUHKN,
TOJIWMHA CTeONs, NIOTHOCTb JIMCTBbLI M Pa3Mep PacTeHus
rnokasasn nofIOKUTENbHYIO KOPPEeNsAUUto C YCTOMYMBOCTBIO K
anbTepHapro3dy. Pazmep 3penbix N1040B, TONLWMHA OKONO-
MAOAHUKA WU TUM JINCTbEB AOCTOBEPHO U OTPULLATENBHO
KOppenupoBsann C YyCTOMYMBOCTLIO K Alternaria alternata.
Takxke y BOCNPUMMYMBOIN paccanbl ToMaTta Habnwoaanoch
3Ha4YMTENbHOE CHUXEeHMe napamMeTpoB OGuomacchl.
CornacHo ISSR-aHanMady reHoTunbl B COOTBETCTBUU C
YPOBHEM HEHOTUNNMMYECKOrO NPOSIBAIEHNS YCTONYMBOCTHU
pasgenunnck Ha 4 reHeTuyeckme rpynnsl [83].

CEJIEKUMA, CEMEHOBOACTBO M BUOTEXHOJIOIMA PACTEHUN

JKenpeccusa psga reHoB, CBA3aHHbIX C 3aLLMTON, 3HAYU-
TENbHO M3MEHseTCd B pe3yfnbTaTe WHBAa3WM naTtoreHa.
PacTeHus BbipabaTbiBalOT GEPMEHTbI, CBA3aHHbIE C 3aLLu-
TOW, CNOCOBHbIE MHULMNPOBATL YCTOMYMBOCTbL K MaTore-
Ham. OHM N3MeEHSIOT 06LLee coaepxaHme peHona u akTuB-
HOCTb COEAMHEHUI, NOrNOLWALWNX akTUBHbIE GOPMBbI KUC-
nopopga (katanasa, nepokcugasa, peHnnanaHnH-aMmmak-
nmasza, cynepokcuaamcmyTtasa), KOTopble MCMOMb3YIOTCH
NPOTUB MPUYMHHBIX BO30yOUTENN FPUOKOBLIX GONE3HEN
[81].

B kayecTBe reHMCTOYHUKOB YCTONYMBOCTM TOMATa K alb-
TepHapuo3y BbIsIBNIEHbl AMKUEe Buabl S. habrochaites, S.
pimpinellifolium v S. peruvianum. Hanbonee oboralieH
reHamu yctonumeocTu S. habrochaites, HO 3TOT BUA, Xxapak-
TEpU3yeTCcs Kak MO3AHEeCnenbir, MHOETEPMUHAHTHbBIA W
ManoypoxanHeliii. S. pimpinellifolium asnsetca 6nn3kum
POACTBEHHUKOM KyJIbTYPHOrO TOMara, B CBS3N C 3TUM, OH
NErKO CKpeLumBaeTcs ¢ HUMU. Takke OH 06nagaeT MeHb-
LINM KOJIMYECTBOM HeXenaTesbHbIX MPU3HAKOB N0 CPaBHe-
HUIO C APYrMMW OMKOPACTYLMMK BUAAMM TomaTa. XoTsa y
S. peruvianum ©biINn BbISIBNIEHbI HEKOTOPbLIE YCTONYMBbLIE
06pasubl, OHWN HEe MOJIHOCTLIO 33AENCTBOBaHbI B CENEKLUN
TOMaTa Ha yCTOMYMBOCTb K albTePHapPMO3y N3-3a BbICOKOMN
reHeTMYECKOM N3MEHUYMBOCTM BHYTPU Kaxaoro obpasua u
NepekpecTHOM HEeCOBMECTUMOCTU C KybTUBMPYEMbIMA
copTtamu [73].

Ha paanuyHbIX aTanax CenekunoHHOro npouecca amar-
HOCTKMKa YCTONYMBOCTU FrEHOTUMNOB TOMata K Alternaria spp.
MOXET OCYLLECTBNATLCA HA CTaauM 3Pesion Mbiibubl. OTO
No3BONSET MPOBOANTL OTOOP NEPCNEKTUBHBLIX GOPM C pas-
HbIM YPOBHEM YCTOMYMBOCTU MYXCKOrO rametodura K
ncecnefyemMomy natoreHy ¢ MCNosib30BaHVUEM ero KynbTy-
panbHoro ounetparta [84].

YcroriynBocTh TOMaTa K KJ1ago0cprnopuo3y

Knapocpnopnos — 3abonesaHne Bbi3biIBAEMOE rPUOOM
Cladosporium fulvum Cooke. OHO CHMXaeT ypOoXanHOCTb,
Ka4yeCcTBO MN0OA0B, a Takxke NPUBOAUT K rMbenn oTAeNbHbIX
OpraHoB WM BCEro pacTteHuns Tomara. [1pn COBMECTUMBbIX
B3aMMOAENCTBUSAX C BOCMPUMMYMBBLIM XO3SMIHOM CMOPbI
rpuba npopacTatoT Ha abakcmanbHOM MOBEPXHOCTN NINCTb-
€B 1 nonagarT B anomniacT aucTa yepes ycTbuua. Mpu
3TOM MHQUUMPOBAHHbIE KNETKN MOOBEPraldTCad HEKPO3Y
[85].

CywecTtByeT MHOXecTBO dusunonornyeckmx pac C.
fulvum. 3Tn packl 6LICTPO MYTUPYIOT, U YCTOMYMBOCTb K
pacnpocTpaHeHHbIM reHam Cf cHuxaeTcda. Ha cerogHsL-
HUI aeHb y C. fulvum 6bino knoHnposaHo 10 adpdekTopoB:
4 AVR addekTopa (Avr2, Avrd, AvrdE 1 Avr9) n 6 BHekne-
TOYHbIX 6enkoB (Ecp1, Ecp2, Ecp4, Ecp5, Ecp6 n Ecp7) us
MHOULMPOBAHHON MEXKIETOYHON XUAKOCTU NNCTbEB
Tomara [86].

leHbl TomaTta Cf, obycnosnmealolme YyCTOMYMBOCTb K
duTtonatoreHHomy rpudy C. fulvum, npuHaanexar K Knac-
CY reHOB YCTOMYMBOCTU, KOOVPYIOLWMX OENKN C PErMOHOM
o6oralleHHbIX eNLUMHOM NOBTOPOB N TPaHCMEeMOpPaHHbIM
nomeHoMm (leucine-rich repeat trans membrane- LRR-TM)
[87]. Bce oHM opraHm3oBaHbl Kak KiacTepbl rOMOJSIOrOB
reHOB Pe3NCTEHTHOCTU, KOTOpble Obliv 0603HaYeHbl Her.
Kaxablli Nokyc BKIOYaeT TaHAEMHble MaccuBbl G6IM3KO-
POACTBEHHbBIX FOMOJIOrOB C pasnuyarwmmucs cneuydu-
KaMun pacrno3HaBaHus, 4TO HabnoaaeTcs y 60/blLLMHCTBA
reHoB yctonymeocTtuy [88, 89].
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M3 pasHbiX MICTOYHUKOB B CENEKLUMIO TOMaTa BOBJIE€YEHbI
rnaBHbIM 06pa3om reHbl yctonunsoctn Cf-1, Cf-2, Cf-3, Cf-
4, Cf-5, Cf-9,Cf-10, Cf-12, Cf-13, Cf-16 n Cf-19, xota
M3BECTHO, 4YTO B FEHOME ANKMX BULAOB KONNYEeCTBO reHoB Cf
nocturaet 24 [86, 90-92]. 910 B CBOIW O4Yepenb co3nano
3BOJIIOLMOHHOE OaBneHne Ha Bo30yautens 6onesxHu C.
fulvum, 4TO No3BoONMNO emy NpeoaoneTb AeNcTBME BOJb-
wnHCTBa reHoB. Tak, Hanpumep, B CeBepo-BoCcTO4HOM
Kntae ¢pumamonornyeckme pacol 1-4 C. fulvum, npeogone-
nn red Cf4 n ctann gOMUHMPYIOLWMMK pacaMn BCEro 3a
nesatb net [93]. Takmm 06pa3omM, KOMMYECTBO FEHOB,
KOTOpPbIE MOTYT ObITb MCMOMb30BaHbI B CENEKLUNN, YMEHb-
LiaeTcs, 4To Aenaet HeobXOAMMbIM BbISIBIEHWE HOBbIX
reHOB YCTOMYMBOCTU U BBEOEHME MX B cOpTa U rmopuapi
TomaTta. B Poccun camble pacnpocTtpaHeHHble pacel C.
fulvum — 1, 3, 4. m coOTBETCTBYIOT 3DDEKTUBHbBIE MEHbI
yctonumeocTtu — Cf-2; Cf-5, Cf-6, Cf-9. Ho ¢ TeyeHmem Bpe-
MEHU NOSIBASAOTCS HOBbIE pachl. Tak OGblIM OTMEYEHbI Pachl
2 n 5, npoTmB KOTOPbIX 3ddeKkTnBeH ToNbko reH Cf-6, a Ha
anddepeHumaTopax ¢ reHamu Cf-5 n Cf-9 Habnoganucb
cnabble CUMMNTOMbI NopaxeHus [94].

Nokycbl Her2, Bkntovas Cf-2 u Cf-5, 6binv conocTaBeHbl
C KOPOTKMM MJIEYOM XPOMOCOMbI 6. B nokyce Cf-2 obHapy-
XeHbl Tpyu romonora Her2. lenbl Cf-2.1 n Cf-2.2 6nnskoun-
OEHTUYHbBI N 9BASIOTCA OYHKUMOHANBbHBIMU FreHamMmn, KOTO-
pble NPMAaloT YCTOMYNBOCTL K Wwtammam C. fulvum ¢ cooT-
BETCTBYIOLMM reHom Avr2. [ipyron romonor (Her2-2A) ne
dyHKUMoHaneH [88].

B nokyce Cf-5 oGHapyxXeHbl YeTbipe romosnora, cpeau
KOTOpbIX Hcr2-5 Cis-COOTBETCTBYIOLLNIA PYHKLIMOHANBHbIN
reH Cf-5. Jlokycbl Cf-4 n Cf-9 copepxat nate Hcr9. OHn
OblIN COMOCTABNEHbI C KOPOTKUM MJIEYOM XPOMOCOMbI 1.
Hcr 9-4D v Her 9-9C copepxaT GyHKUMOHanbHbIE reHbl Cf-
4 v Cf-9, cootBeTcTBEHHO [95]. Cf-4 n Cf-9 nmeloT oanHa-
KOBble C-KOHUbI, B TO BpeMs KakK B X N-KOHLEBbIX YacTsX
0oBHapyXeHa 3HauYnTeNlbHas CTENMEHb PACXOXAEHUS Noce-
poaTtenbHocTen. 3Jta pasHuua mexay Cf-4 wn Cf-9
obycnosnueaeT cneunduky nx pacnosHasaHus [93].

en Cf-10 npnaaeT yCTOMYMBOCTb KO BCEM pacrnpocTpa-
HEeHHbIM punamonorndeckmm pacam C. fulvum. OH nokanu-
30BaH Ha 1 xpomocome. Metonom BSA Obinn nosyyeHsl
oovH mapkep SSR n Tpm mapkepa AFLP, cBasaHHble C
reHom Cf-10 [96, 97].

O6pasupl Tomata ¢ reHom Cf-12 nokasanu XOpoLuUyio
YCTOMYMBOCTb K HECKONbKMM pacam C. fulvum. JaHHbIN reH
KapTMPOBaH C NCMNOJIb30BaHNEM METO0B MOBTOPHOIO CeK-
BeHMpoBaHusa 1 BSA. MNMpoBoaunm TeCT Ha annenmam ang
Cf-12, Cf-5 n Cf-9. Peaynbratbl nokasanu, 4yto Cf-12
ABNSETCS HE3aBMCMMbIM FEHOM YCTOMYMBOCTU K C. fulvum
[98].

B ocHoBe aktmBHOCTM reHa Cf-13 npotmB C. fulvum
JIEXUT €ro CnocobHOCTb perynmpoBartb 6anaHc ropMoHasb-
HOro OTBETA MEXAY XXaCMOHOBOM 1 CanuLMIOBON KMCNOTa-
M [86].

Fen Cf-16 Obln KapTMPOBaH Ha 6 XPOMOCOME MeXay
nBymsa mapkepamn TGS447 n TES312. JanbHeniiee nayye-
HVEe, KIIOHMPOBAHME U XapakKTepucTuka 3TOro reHa Moryt
YCKOPUTb €r0 MCMNOIb30BaHNEe B MapKepPHOW cenexkumn ans
BblBeeHMSs yCcTon4YmBbix popm Tomata K C. fulvum [99].

PacteHnsa Tomara, Hecywme reH Cf-19, xapakTepmayoTcsa
BbICOKOM YCTOMYMBOCTLIO K C. fulvum B NONeBbIX yCNOBUSIX.
Ha cerogHsWHWA OeHb HE 3aperncTpupoBaHO HU OOHOro
nopaxeHus ansg ToMmata ¢ 3Tum reHom. Cf-19 6bin nokannao-
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BaH Ha [AJIMHHOM nje4ye XpPOMOCOMbl 2. MccnenosaHus
nokasanu, 4to Cf-19 aBnaeTca OOMVHMPYIOLLMM FEHOM ©
VHAYUMPYET rMnep4yyBCTBUTENBHOCTb Y PACTEHWI TOMaTa,
MHOKYyNupoBaHHbIx C. fulvum dunsmnonornyecknmmn pacamm
1,2,3,4. 'en Cf~-19 MoOXeT MackmMpoBaTbCA MO, HEMOJSIHOE
JOOMVIHMPOBaHWE, NPMBOAS K BbICOKOMY YPOBHIO TAXECTU
3a60neBaHVs AN HEKOTOPbIX FETEPO3UTOTHBLIX PACTEHNIA.
Bonblwasa 4acTe TakmMx pacTeHU XapakTepu3yloTcs Kak
Bocnpumnmymsble [93].

C uenblo BbisBNEHUA Hanuuus reHoB Cf B reHodoHae
TomaTa pas3paboTaHbl M UCMOMb3YIOTCA MOJIEKYNSAPHbIE
mMapkepsbl 2-2C [100], CF5 [101] n P7 [93].

Mapkep 2-2C cospgaH rpynmnon wuccneposatenen ans
naeHTndukaumm nokycos Cf-2, Cf-5 n Cf-6. MNpn amnnndun-
kauum JHK TomaTta gaHHbIM Mapkep AaeT ChekTp npoayk-
TOB, KOTOPbI NO3BOASET BbIsIBUTb N1OKYCbl Cf-2 (1600 nH),
Cf-5 (750 nH) n Cf-6 (550 nH) [100].

MonekynapHeii mapkep CF5 npepnoxeH B paboTe
[wnkcoHa v konner n cosgad ana n ngeHtndunkaumm noky-
coB Cf-2wn Cf-5[101].

Mapkep P7 no3songaeTt nageHtndumumposatb reH C-19 n
ABNSeTCH KOOOMUHAHTHbIM. OH padpaboTaH Ha OCHOBE
BcTaBku 60 n.H. B reH Solyc01g006550.2.1-CGN 18423,
MaeHTMGUMPOBaHHOrO y Bnaa S. lycopersicum. AHanms
nocnegoBaTenbHOCTEN nokasars, YTo BCTaBka NpuUCyTCTBO-
Bana B obnactu N-koHUA KOAMPOBaHWUA. Pe3ynbtathl
novcka rnokasasnu, 4To He ObINI0 FEHOB MOJIHOCTBLIO FOMOJIO-
rMyHbIX rery Cf-19. 3T0 cBMOETENbCTBYET O TOM, YTO OH
ABNSE€TCS HOBbIM YneHoM Cf -4/9 nokyca [93].

3aknioueHne

AHannM3 OTEeYeCTBEHHOM WM 3apybexHol nuTepaTtypsbl
CBMOETENLCTBYET O TOM, YTO CENEKUMOHHbIE MEeTOoAb! Mo-
npexHeMy nonynspHel B 60pbbe ¢ GonesHaMm TomaTta.
CoBpEeMEHHbII YPOBEHb Pa3BUTUS CENekuMn paclunpsaeT
Kpyr CTOSIlLMX nepen wuccnepoBatengmu npooénem wu
BblABUraeT Ha NepBbli NAaH NHHOPMUPOBAHHOCTbL O TEO-
PETUYECKUX W MPaKTUYECKMX OAOCTUXEHUSX, a Takxe
HOBENLLMX pa3paboTkax B 061aCTN reHETUKN, MONEKYNSP-
HoM 6uonoruu, GrUanonornm pacTeHNn, MMKPOBMOIOrnUn 1
aop. Ana agekBaTHOro naaHUMPOBaHWUSA U OpraHusauum
cenekunoHHon paboTbl HEOBXOAMMO MMETb NpeacTaBe-
HMEe O TekyLleM COCTOsSiHMM BOMpoca B BbIbpaHHOW o6na-
cTu.

B cBa3M ¢ 3T1M, 0COBYI0 BXXHOCTb A1 MOJTy4EHUS FEHO-
TUMNOB, BbICOKOYCTOMYMBBLIX K 60ne3HaMm, npuobpeTtaroT
COBPEMEHHbIE CBEAEHMS O Pa3HOOOPa3NN NATOrEHOB U KX
MOP®dONOrM4EeCKNX, FEHEeTUYECKUX, OUIN0NOrnYecKmnx
0COOEHHOCTSIX, B TOM YNCJIE PACOBOM COCTaBE; O HaNMM4nn
reHOB YCTOMYMBOCTU K NaToreHam B reHodoHae nccnenye-
MOW KyNbTypbl, UX KAPTUPOBAHUM 1 BO3MOXHOCTW BBEAE-
HUS B FEHOM W3 APYrux UCTOYHUKOB; O paspaboTaHHbIX
MapKepax LeneBblX FeHOB W JIOKYCOB KOJIMYECTBEHHbIX
NPU3HAKOB; O CTEMEHM aCCOoLMaLMN MEXOYMONEKYNSIPHbLIM
MapKepOM 1 FrEHOM-MULLEHbIO; 06 0COBEHHOCTSX HAacNeno-
BaHMS MCCNeayemMoro npuaHaka, a Takke BO3MOXHOCTU
nupammanpoBaHug R-reHos n QTL B 04AHOM reHoTune.

[ns yckopeHus n nosbiweHnsa 3ddPeKTUBHOCTN cenek-
UMM Ha YCTOMYMBOCTb K MaTOreHam [aHHble BOMpOCHI
MMeIOT OOSbLLIOE 3HAYEHME. VIX n3yyeHne yCunuT nHTerpa-
LMI0O COBPEMEHHbIX OUMOTEXHONOINIM C TPagULMUOHHbBIM
CEenekLMOHHbIM MPOLLECCOM, KOTOPbLIA OCYLLECTBASETCS
KJ1acCUYeCKMMN METO4AMMU.
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