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BBEAEHHUE

B Hayane 70-x rofioB MpoILIOr0 CTOJETHSI HAMETUIICS CYIIECTBEHHBIN
MPOTpPecC B MCCICIOBAHUAX, MPOBOAMBIIMXCS B O0JACTH TMOMYJISIIMOHHON
reHeTHKd. Takoe pa3BUTHE CTAJI0 BO3MOXKHBIM OJjlarojapsi UCHOJIb30BAHUIO
(U3UKO-XUMHUYECKOTO MeTo/1a OEITKOBOTO 3JIeKTpodope3a NI aHalu3a pas-
JUYHOTO Pojia PEpMEHTOB. XOTs K 3TOMY MEPUOYy BPEMEHU TEOPETUUECKUMN
aCIeKT JTaHHOTO METOAMYECKOro MoJaXo0/a ObUI YK€ JOBOJBHO XOPOIIO pa3-
BUT, ocobenHo koo S.Wright [405, 406], ananu3 ¢GepMEHTHBIX CHCTEM
M3y4aeMbIX OPTaHU3MOB, B OTCYTCTBUE PA3IUYHBIX ¥ MHOTOYHUCIECHHBIX MO-
JEKYJISIPHO-TEHETUYECKUX MapKEPOB, MOT ObITh MOATBEPKIEH TOJIBKO JIUIIb
MPSAMBIMH SKCTICPUMEHTAILHBIMU JTAHHBIMU. B T0OKa3aTenbCTBO ATOMY, B TO-
CJIeyIOLMEe TPUILATh JET MOSBWIUCH COTHU paldOT MO M3Y4YEeHHIO amodep-
MEHTHOTO ¥ HM30(EPMEHTHOTO MOoJuMopdHu3Ma y pa3IudHBIX OPTaHU3MOB.
Tak, nanpumep, B koHie 1980-x ro0B ObUIO OMYOIMKOBAHO HECKOJBKO OC-
HOBHBIX OHOIMOrpauyeckux 0030pOB, MOCBSIIEHHBIX PACCMOTPEHUIO MO-
auMopdu3Ma arIoPEepMEHTOB KaK B IAPCTBE PACTEHUM, TaK U B IAPCTBE KU-
BOTHBIX [164, 278].

[TonpobHble HcclienoBaHus Ha YPOBHE aiohepMEHTOB MPOBOJMIMCH
B Pa3MYHBIX AUCHUIUIMHAX ((PU3HOIOTHS, OMOXUMUS, TCHETHKA, CEICKIIHS)
JUTSL pEIIeHUs] PA3JIMYHBIX TI0 CBOMM IIEJISIM 3aa4 (M3y4eHHE CTPYKTYpPHI MO-
MyJIAIAA ¥ TOJUTIIONIAA, TIPH TTPOBEICHUHA THOPHUAN3AIIMN U aHAJIu3e THO-
PHUIIOB, B cMcTeMaTHke U Ap.) [221, 270]. AnnodepMeHTHBIN aHAIU3 OTHOCH-
TEJIBHO MPOCT U JIETOK B HcnojgHeHuu. Kak mpaBuiio, A NpoBeAeHHs alio-
(dbepMEeHTHOTO aHaJIU3a MPUTOTOBIIAETCS TOMOTEHAT U3 KaKOoW-1100 TKaHU, U
MOJTYYCHHBIM JKCTPAKT pa3leisaeTCs B MOJTHAKPHIAMHIHOM WM KpaxMallb-
HOM rene. [lpu sTom Oenku, HaxonmsdmIMecs B 3TOM JKCTPAKTE, MOCIEI0Ba-
TEIBHO PA3AENSIIOTCS MO 3apsaaMm U pasmepam. Ilocne anektpodopesa reiab
OKpAIIIUBAETCSI B COOTBETCTBHH C (DEPMEHTATUBHOW AKTUBHOCTBHIO BBISBIISIC-
Moro (pepmenta. st 3TOoro 106aBisA0T PEpPMEHTHBIN CyOCTpaT U KPACUTETb,
KOTOpBIE, TIPU BCTYIJICHUU B OTNPEICIICHHYI0 OMOXUMHUYECKYIO PEaKIIHIO, OK-
pammBarOT OENKOBBIE MOJIOCH (PEPMEHTOB B TOM MOJIOKEHUH HA Telie, KOTO-
PO€ COOTBETCTBYET MUTPAIIMIOHHOMY TIOJIOKEHHIO (pepMeHTHOTO Oenka. B 3a-
BUCHUMOCTH OT YHMCJA JIOKYCOB, WX COCTOSIHHSI (TOMO- WJIM TETePO3UTOTHO-
CTH), U KOH(purypamuu (HEepMEHTHON MOJEKYJIbI, TPOSIBISIETCS OT OJHOM [0
HECKOJIBKUX MoJoc Ha refie. [lo3unun 3TUX MoJoc MOTYT OBITh MOJUMOP ]-



HBIMH, a TTO3TOMY MH()OPMATUBHBIMU NPU ONPEIEICHUN T€HHBIX JIOKYCOB U
IpyNI CUEIICHHUS.

Jlyis aHanm3a U BBISIBICHUSA T€HETHMYECKOTO MoJuMopdu3Ma B pas3iiny-
HOTO poJia MOIMYJISIIMIX MOTYT MCIOJNb30BaThcsl U u3odepMenTsl. Tak, Ha-
npuMep, B psaae padoTr Ha Tomare, U30EpPMEHTHI ObUIM MCHOJIB30BaHBI HE
TOJILKO IIPH aHaJM3¢ TeHeTHYecKoro pasnooodpasus [38, 375], Ho u mpwu Jo-
KaJIM3alii SKOHOMUYECKH BaKHBIX TeHOB [366], mpy MOHUTOPHHTE YUCTOTHI
THOPUAHBIX ceMsiH [371], mpu BBISBICHUN HHTPOTPECCUH T€HOB U XPOMOCOM
aukuX BuaoB [312], mpu npoBeneHnn MbUIbIEBON cenekiuu [415], a Takxke
OpU CKPUHUHIE TalJIOUJIHBIX T'€HOTHUIIOB, PET€HEPUPOBAHHBIX B KYJIBTYpe
KJIETOK W TKaHew In Vitro [414]. OgHako cymecTByeT HECKOIBKO OTpaHHYe-
HU, HE MO3BOJIAIOIIMX IIMPOKO MCHOJB30BaTh ajulo- U U30(hepMEeHTHI B Ka-
YeCTBE MOJICKYJSIPHBIX MapkepoB [297]. Jlnst Toro 4ToObl MOJEKYISIPHBIN
MapKep CTaJl TaKOBBbIM, OCOOEHHO TIPU COCTAaBJICHUU MOJIEKYJISIPHO-
TeHETUYECKUX KapT, CTPOTO 00S3aTENIbHO BBIMOJHEHUE, KAK MUHUMYM, CJie-
AYIOLUX yciaoBuil: 1) nns Hanbojee MOJHOTO MapKUPOBaHUS KaXJ0M Xpo-
MOCOMBI (TpYIIIbl CUEIUIEHHS ), B TEHOME JOJHKHO OBITh JOCTaTOYHOE KOJIU-
4EeCTBO MApPKEPHBIX JIOKYCOB, KOTOPbIE PABHOMEPHO PaCHoJIarajuch Obl APYyT
OT Jpyra Ha paccTosHuM He Ooisiee yeM 15-20 cM; 2) mapkepHbIid JIOKYC
JOJDKEH OBITh JOCTAaTOYHO HNOJUMOP(HBIM C TaKUM PACYETOM, UTO JIF00OE,
MPOBOAMMOE CKPEIIMBAHKE, BBISBISUIO OBl pacIleICHHE 10 WHTEPeCyrole-
My HCCIIeIOBaTeNs MapKepHOMY JIOKycy [75]. DTo kak pa3 u ecTb Te JBa oc-
HOBHBIX, TIPEIBSABISIEMBIX MOJICKYJISIPHBIM MapKkepam, TpeOOBaHHS, KOTOPHIM
n30(EpPMEHTHI HE MOTYT OTBeYaTh. bosiee MOJHbINA CIIHCOK HEOOXOIUMBIX yC-
noBuii nmpuseneH B [14]. Kpome Toro, mpu UCmonbp30BaHuU U30(EPMEHTOB B
KauyecTBE MapKEepOB, YNCTO TEXHUYECKHM OTPAaHUYCHHEM SBIIICTCS BO3MOXK-
HOCTb (TOYHEE HEBO3MOKHOCTb) JIETEKLIMU U YCTAHOBJIEHUS (DEpMEHTHOMN aK-
TUBHOCTH, BCJIEICTBUE OTCYTCTBHSI COOTBETCTBYIOIINX KpacUTENEH, UCIIOb-
3yeMbIX Ui BBISBICHUS (DEPMEHTATUBHOM aKTUBHOCTH. Tak, Hampumep, B
pa3IMUHBIX OpraHu3Max ujaeHtuduuupoBano 6oiee 3500 pepmeHTOB, a U3-
BECTHO Bcero Juib okosio 100 kpacuTenei, HUCHONb3YEMbIX MPU aHAIU3E
(epMEHTaTUBHOW aKTUBHOCTH, U MEHEE IMOJIOBUHBI M3 HHUX MPHUTOIHBI IS
aHanmu3a u3odepmMeHToB pacrenuii [387].

CrnenyeT MoOAYEpPKHYTh, YTO MHOT/IA TEPMUHBI «H30(EPMEHTBI» U «aJ-
J0(epMeHThI» B3aUMO3aMEHSIOT, YTO SIBJSETCS HEKOppeKTHhIM. M3odep-



MEHTBI — 3TO ()EpPMEHTHI, KOTOPbIE PACIIO3HAIOT U PACHICTUISIOT OAHU U TE
e cyOcTpaThl, HO HE 00s13aTEIBHO SIBJISIOTCS MPOAYKTAMHU OJTHOTO U TOTO e
rera. M3odepMeHTbI MOTYT OBITh aKTUBHBI B PA3JIUYHbBIC CTAUH KU3HU Op-
raHu3Ma WIA B Pa3IMYHBIX KJIETOYHBIX TKAHSIX W/WIM opraHeiiax. AJio-
(depMeHTb — 3TO M30()ePMEHTHI, KOTOPBIE SBISIOTCS MPOIYKTaMH OPTOJIO-
TUYHBIX T€HOB, U KOTOPBIE, BCJIEICTBUE HATUYMS AJJICIBHBIX OTIUYUN MEXKITY
KOAUPYIOIMIMMH UX T€HaMH, Pa3INYaloTCsl B CBOEM aMHUHOKHCIOTHOM COCTaBe
10 OJTHOM WUJTM HECKOJIBbKUM aMHUHOKHCIIOTaM.

Onnako Kak Obl HM ObUIM XOpOLIM OEIKOBBIE MapKepbl, OHU HUMEIOT
nenblid psg orpanndenuit. [lpexae Bcero, cieayer OTMETUTh TO, UTO OENKH
HE SBIIAIOTCS NMEPBUYHBIMU HOCHUTEISIMA T€HETUYECKOW MH(pOpPMAINH, a SB-
JSIOTCS MIPOIYKTOM TPAHCKPUIILIMK U TPAHCISALUU, KOAUPYIOIIUX UX T€HOB.
[Tomumo 3TOTO, MOAMMOP(GU3M OENKOB, BBISBISEMBIA OJHOMEPHBIM JJICK-
Tpo(hOope30M, MOKET ObITh OJBEPKEH KaK KAUECTBEHHOMY, TaK M KOJIUYECT-
BEHHOMY HM3MEHEHHUIO H3-3a2 BO3JCUCTBUSA Ha PACTEHUS DKOJOTHYECKOTO
cTpecca, OOYCJIOBJIEHHOTO, HampHUMEp, HEJOCTaTKOM 3JIEMEHTOB IHUTaHUS
[79, 336-338, 351, 362]. HeoOx01uMO YYHTHIBATH U BO3MOXKHOCTH MEXaHH-
YEeCKUX MOBPEXIEHUH (IIOPHIBOB) U/WUIM HECOOIIIOIEHNE CTaHAAPTU3ALUU yC-
JIOBHM SKCTPAKIUU OCIKOB M TMOJUNEITHIOB MPU MX BBIICICHUNA U OYHCTKE,
a TaKkKe MpU MPOBENECHUU 3JEKTpodopesa, YTO MOXKET IPUBOJUTH K MOSIBIIE-
HUIO HECHCIM(PHUICSCKHUX DICKTPOoPOpeTHUSCKHUX criekTpoB [77, 87, 265, 338,
339]. BBIpOKICHHOCTh T€HETHUYECKOTO KOJIa TAKXKE SBISICTCS OTPaHUYNTEIIb-
HBIM (H)aKTOPOM, MOCKOJIbKY 3HAYUTEIHHO CYXKAeT CIEKTp, a 3HAYUT U BO3-
MO’KHOCTH, TOTUMOP(U3MA, BBISIBISIEMOIO Ha YPOBHE aMHUHOKHUCIIOTHBIX IO-
CJIEIOBATEIBLHOCTEN MO CPAaBHEHHIO C MOJIUMOP(HU3MOM, KOTOPBIA MOMKHO
BBISIBUTH HAa YPOBHE TMEPBUYHBIX HYKJICOTHUAHBIX IOCIEI0BATEILHOCTEM.
Kpome Toro, kak U3BE€CTHO, HE BECh I'€HOM, a BCETO JIUIIb €0 TPETh UM Ja-
K€ MEHBIIIE KOJUPYET U dKCIpeccupyeT kakue-mdo o6enku. Bee 310 mpuso-
IUT K TOMY, YTO T€HOMHbBIE U3MEHEHHUS B HEKOAUPYIOIIEH €ro 4acTu UM pe-
TYJISTOPHOM YacTsix reHoB (a 31o 6osee 70% reHoma), BhINMAIAET U3 IMOJS
3peHust uccnenoBarenei. C MOSBIEHUEM METOAOJOTHIM MO3BOJISIOMIUX OIe-
pupoBath ¢ JIHK (oCcHOBHBIM HOCHTENIeM T€HEeTHMYeCKOW WH(opMainuu Ha
MOJIEKYJISIPHOM YPOBHE) BHUMaHHE HcCCieoBaTeNield B 3HAUUTEIbHON CTerne-
HU TIEPEKITIOUNIIOCh Ha HYKJIEMHOBBIE KUCIIOTHI, KAaK HCTOYHUK WH(OPMATHB-

HOTO HOJ'II/IMOp(l)I/ISMa. DTO CBSI3aHO C TCM, 4TO KaxxJasl OTACJIbHO B3ATasd HYK-



JIEOTHUIHAS TTOCIIEIOBATENBLHOCTh YHUKAIBHA 110 CBOEU CTpykType. [locneno-
BarenbHOCTh JIHK MoOXeT ObITh MCMOJIb30BaHA ISl JTIOOBIX HCCIEAOBAHUIMA
TeHETUYECKOTO Pa3HOOOpa3us W B3aUMOJEUCTBUSA MEXAYy OopraHusMamu. B
MOCJIETHUE JECATUIIETHS ObLT pa3paboTaH MHUPOKUNA CIEKTP UACHTU(PUKALIMU
noimMop(du3mMa HyKICOTHAHBIX MOCHeAoBaTeIbHOCTEH. PesyapTaToM Takmx
paboT sBHIIaCh pa3paboTKa MOJEKYJISPHBIX METOJIOB HCCIEIOBAaHUS Opra-
HU3MOB ¢ ucnoisibzoBanueM JIHK-mapkepoB. COBOKYIHOCTh 3THUX METOJIOB,
nosyuuBiias HazBaHue JIHK-puHrepnpuHTHHT, TOBOJIBHO MIUPOKO HCHOJb-
3y€TCsl B COBPEMEHHBIX MCCIENOBAHUAX Ul PEIICHUS Pa3JIMYHBIX 3a/1a4 B
Pa3IUYHBIX OMOJOTUYECKUX JAUCIHUILUIMHAX, B TOM YHUCIE MPU U3YYCHUH pa3-
JIMYHOTO POJIA TEHETHYECKUX U CEJIEKIIMOHHBIX MTOMYJISIUN.

B uenom nosBieHue MOJIEKYJIApHbIX MapkepoB Ha ypoBHe JIHK 3na-
YUTEJIBHO YCKOPHWJIO IOCIEAYIOIIEE PAa3BUTHE U IMONMYJSIIUOHHON T'€HETUKHU
[300]. Cnenyet 3aMeTHTh, UTO €CIIM AUTOPEPMEHTHI U U30(PEPMEHTHI, TAKKE
KaK JpYTHUE TUIIbI OEJIKOB, IPUHAMIEKAT K OTHOCUTENBHO OJHOPOJHOMY TH-
Iy MapKepoB — OMOXUMHUYECKUX, TO MOJIEKYJISIPHBIE MAPKEPhl U METOJIbI UC-
cinefgoBanuii Ha ypoBHe JIHK mo3BOJIAIOT BBISBIATH 3HAYUTEIHLHO OOJIbIIEE
KOJIMYECTBO I€TEPOre€HHOCTH T€HOMA, OINPENEIIIEMOE €ro NOIUMOphU3MOM U
dbopMOil BOJIIOIMHU Pa3IMYHBIX T€HOMHBIX pailoHOB. Kpome TOro, Hamuuue
noJimMopdu3Ma MOXKET ObITh BBISIBJICHO U B TE€HOMax pa3sHOOOpa3HBIX Kile-
TOYHBIX KOMIIAPTAMEHTOB (XJIOPOIIACTBI, MUTOXOHJPHUH), UMEIOIIUX CBOIO
COOCTBEHHYIO HACJEACTBEHHOCTh M HBOJIOLMIO. braromaps pesyibraram,
MTOJYYEHHBIM C IoMouIpt0 MonekyispHbeix JJHK mapkepos, Takas Tpaauunu-
OHHasi 00JIaCTh MOMYJISAIIMOHHON TeHETHKH, KaK aHaJIu3 TeHeTUYECKON CTPYK-
TYpbI IPUPOJIHBIX U CEJNEKIIMOHHBIX MOMYJSALNNA ObLJT 3HAYUTEIBHO KOHCOJIH-
IUPOBAaH M YKpeIUIeH. [IpuronHocTh MapKeEpOB HYKJIEHMHOBBIX KHCIOT U B
0COOCHHOCTH JIOCTYIHOCTh K 0a3zam ganHbIX JIHK, HE TONBKO OTKpBUIM HO-
BbI€ 00JaCTH MX MPUMEHEHUs, HO U CIIEJAI BO3MOKHBIM YTOYHEHUE OOJIb-
1I0TO KOJIMYECTBA IOJYYEHHBIX PAHEE JAaHHBIX [0 UCTOPUU MPOUCXOKICHUS
U DBOJIIOIMH Pa3HOOOPA3HBIX MOMYJISLMK, B TOM 4uciae oOpa3oB ['eHHBIX
bankoB renernueckux pecypcoB pactenuid (I'PP). Harnsaneim npumepom
OJIHOTO M3 pa3zesioB OMOJOTHYECKOM HAyKH, KOTOpble, HECOMHEHHO, BBIUT-
pamu oT npuMeHeHus [IHK-mapkepHbIX TEXHOJOTHWM, U KOTOpPbIE AKTUBHO
pa3BUBAIOTCS, B TOM uucie ucciuenopareiasimu ['PP, susercs gpunorenetuka
(cm., Hammpumep, [1, 2, 4, 9]). Kpome Toro, 1onoHHTENHHOE CPaBHECHHE Te-



Heajorndeckor nHpopmaruu ¢ reorpaddecKuM pacrpeaeiCHueM BUIOB U
MOMYJIAIUN, TO €CTh ¢ uX (ritoreorpadueii, Mo3BoOIMIO C OOJIbIICH OTAaYCH
pean30BaTh HA MPAKTHKE MYyTH WHTETPALMU MNOMYJSAIMOHHOW T€HETHKH B
MOCTPOCHUH €CTECTBEHHOW CUCTEMbI OPraHW3MOB M YCTAHOBIICHUH ITyTEH UX
3BOJIFOLIHH.

B HacTosimiell KHUTE€ pacCMOTPEHBI BO3MOYKHOCTU IIMPOKOIO MpUME-
HEHUS MOJIEKYJISIPHBIX MapKEepOB B MOMYJISIHUOHHOW T€HETUKE U CEJICKLINU
CEJIbCKOXO3SIMCTBEHHBIX PACTCHUM, a TAKXKE UX IUKUX poauyeu. B mepsoii
rJIaBe, HE CO3/JaBas KJIACCH(PUKAIMOHHOTO TMEPEYHS METOJIOB, OCHOBAHHBIX
Ha Pa3JIMYHBIX MapKepax WM MAPKEPHBIX CHUCTEMAX, U HE JETaIu3upys HX,
KaK 3T0 ObLIO cleaHo panee [14, 17], ¢ momMoIbsio CpaBHUTEILHOTO IMTOAX0/1a
KpaTKO 0OpHCOBaHbl OCOOEHHOCTH U CBOMCTBA UX NMPUMEHEHHUS, OTHOCSIIUE-
CA K TPEM OCHOBHBIM HAIPABJICHUSAM MOMYJISIIUOHHOW T'€HETUKHU JUKOPACTY-
IIMX ¥ BO3JEJIIBAEMbIX BUJIOB PACTCHUM, a UMEHHO: U3y4eHHE OMOpa3HO00-
pasusi, KaKk MPUPOJHOTO, TaKk U coxpansiemoro B I'ennbix bankax ['PP, aud-
depenimanuu u apeida reHos.

Bo BTOpOI rnaBe ONMMCHIBAETCS KaK MOXKHO C ITOMOIIBIO MOJIEKYJISP-
HBIX MapKEpOB IMOJIY4YUTh 00Jiee MOTHYI0 KapTUHY T€HETHUYECKOTOo Pa3zHo00-
pasus, CYIIECTBYIOIIETO BHYTPU OTICIBHO B3SITHIX BUJOB WM UX CTPYKTYp-
HBIX KOMIUJIEKCOB, MONYJISIINAN, U MPEXKAE BCErO CEICKUMOHHBIX. B3aumMooT-
HOIIICHUS] MEXIY MOJEKYJISPHOM AMBEpreHurend, (GeHOTUIMUYECKON TuBep-
TEHLIUEN U CONMPOUCXOKICHUEM; B3AUMOCBS3b MEXY MOJIEKYJISIPHOU JUBEP-
TEHIIUEH U reTepo3rucoM; MapKepHasi MOMOIIb MPU OEKKPOCCUPOBAHUU TMOJIHU-
TE€HHOT'O MPU3HAKA U UCIIOJIb30BAHUE MOJIEKYJIIPHBIX MapKEpPOB JJISI 3aIIUTHI
HOBBIX COPTOB, & TaKXKeE PAJl JAPYTUX TEM TAKKE PACCMATPUBAETCA B ITOU
miaBe. Cieayer OTMETUTh, YTO TaKoro pojaa uHdopMaius 0COOCHHO BakHA
JUISl CACTEMHOI'O YIPaBJIECHUSI T€HETUUYECKUMH PECypcaMu PAcTE€HUM, TaKXKe
KaK ¥ JUJId palMOHAIIBHOTO Hcnoiab3oBanus ['PP B cenekunMoHHBIX mporpam-
Max, Ha 4To oOpariaercsi 0coboe BHUMaHUE BO BTOPOH riaBe. Pasnensl BTO-
pOii I1aBbl, TOCBSIICHHBIC BKJIaAy U3YYeHHUs pa3HO0Opa3us B MPAKTUYECKYIO
CEJICKITNIO, a TaK)Ke IPUMEHEHUIO METOJIOB KJIacCU(UKAIINHU B TE€TEPO3UCHBIE
rPyNIbl U YNPABICHUID TCHETUYECKUMHM PECYpCaMM PACTCHUMN, HAIHUCAHBI
MPU y4acTUH K.C.-X.H. A.M.ApTeMbeBOIi, 3a UTO aBTOPHI BHIPAKAIOT €11 0CO-
Oyro 61arolapHOCTh. 3aBepIaeTcsi BTopasi IiiaBa OMUCAHUEM HUCTIOIb30BaAHUS

MOJIEKYJISIPHBIX MapKEpPOB T'€HOB IPU UHTPOTPECCUHU JKEIIAEMBIX aJlIeNIen Te-



HoMm w/mmm QTL (Quantitative Trait LocCi) B pellMIUeHTHBINA I'€HOM CEJICKITH-
OHHO 3HAYUMBIX (POPM U OTIIEIBHO B3ATHIX COPTOB.

TpeTbs T7aBa MOCBAIIEHA BOIPOCAM IMPOSABICHUS, UACHTU(PUKAIIUU U
JIOKaJIU3allid Ha XpOMOCOMaX JIOKYCOB KOJMYECTBEHHBIX MPU3HAKOB, TIPOSIB-
JSIOUINX CBOE JIEWCTBUE B MOMYISIusIX. [lokazaHbl MPUHIUIIBI yCTaHOBICHUS
paznuuus 3PPEeKToB ACUCTBUS «IUKUX» ajulesield, OTBETCTBEHHBIX 32 U3MEH-
YUBOCTh KOJMYECTBEHHBIX MPU3HAKOB B MOMYJISIUAX, BKIIOYAs OMpPEICICHHIE
QTL, yuyuThIBaIOIIUX MOJICKYJIIPHO-T€HETUYECKHE MapKepbl 000COOJICHHO U
MOCPEACTBOM aHajIM3a BapHaHc nmonmyisiiuu F,. PaccMoTpeHsl OCTOMHCTBA U
HEJ0CTAaTKU MOMYJsAUNA, HanboJiee YacTO MCIOIb3YEMBIX /IS ONpPEACIICHHUS
QTL. IIpoBeneno cpaBHeHuE MOMYJAIUi F,, OEKKpOCCOB, YIBOCHHBIX Tarl-
JIOUJI0B U PEKOMOMHAHTHBIX MHOpEAHbIX JUHUM. OCBelaeTcsl reHeTHIecKast
¥ MOJIEKYJISIpHAsE OCHOBA BapHAaIlMH KOJWYECTBEHHBIX MPU3HAKOB B pasziIny-
HOTO poJia MONmyJssusaX, 3p(EKTbl TOMUHUPOBAHUS, TPAHCTPECCHUS, IMUCTA3,
3¢ (exThl IeUCTBUS OKPYKAIOIIEH Cpebl U HEKOTOPHIE XapaKTEpHbIE OCO-
oennoctu QTL.

B uerBeprToi rnase, ABIAIOMIEHCS JJIOTUYECKUM MPOJOJIKEHUEM TPETh-
€, pacCMOTpEHBI CIydyah KOHTPOJIA MPU3HAKA OJHUM OCHOBHBIM WM, TaK
HA3bIBAEMBIM, MEH/IETICBCKUM T€HOM. B 3T0ii riiaBe omucaHbl 1Ba OCHOBHBIX
IyTH, TO3BOJIAIOIINE TPOBECTH B OTPAHUYEHHOM pallOHE T€HOMa MOUCK Map-
Kepa, FTeHETUYECKH CUEIJIEHHOTO ¢ MHTEPECYIOLIEro MCCIEeN0BaTENsl T€HOM.
OTu ABa MOAX0/a MPEIoJiaraloT UCIONIb30BaHNUE I MTOMCKA U KapTUpOBa-
HUSI OCHOBHBIX WJIM MEHJICJICBCKUX T'€HOB TMOYTH M30TEHHBIC JIWHUU U COBO-
KYIHBI CETrPEeralMOHHbIA aHAIU3 MNONYJISIUHAM, YTO ITO3BOJSET HE TOJIBKO
peImuTh MPoOIeMy KapTUPOBaHHUS, HO U BBHICBOOOAWTH 3HAYMTEIHLHOE KOJH-
YeCTBO BPEMEHH, a Tak)Ke CYIIECTBEHHO COKPATUTh pacxoibl (prHaHCOBO-
HSKOHOMUYECKUX CPEICTB, TPEOYIOIIMXCS Ha YCTAaHOBJIEHHE B3aUMOCBS3U
«MapKep-TeH».

B msATO# raBe omucaHbl KOHKPETHBIE MPUMEPHI MPAKTUYECKOTO Kap-
TUPOBaHUS W HACHTU(UKAIMUA JOKYCOB KOJIWYECTBEHHBIX MPU3HAKOB, 00Y-
CJIaBJIMBAIOLIUX MPOSBICHUE (PU3MOIOTMUECKUX U OMOXMMHUYECKUX MpU3HA-
KOB B TIOMYJIALIMSX, B TOM YHCJIE B YCIOBHUSAX abuoTHUeckoro crpecca. [loka-
3aHO, YTO MPHU PACCMOTPEHUU BIUSHUS Pa3IMYHBIX BUJIOB CTPECCOPOB U Pas-
HOOOpa3HBIX CTPECCOBBIX YCIOBHM, BKIIIOYAs 001IMe HAOIIOACHUS TI0 IIEJIOMY
psAy MpU3HAKOB, CTaHOBUTCSA sicHO, uTo QTL pacnpenenensl nmo reHomy He
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CIIy4ailHBIM 00pa3oM, a JIOBOJIBHO 4YacTO 00pa3yroT KiacTephl. Takoe Kia-
CTUPOBAHHUE TMPOSIBISETCS HE TOJBKO IS KOPPEIUPYIOIIMX CBOMCTB Ha
YPOBHE OpraHu3aliu, KOTOpasi MOKET ObITh TPUBUAILHON, HO U Ha YPOBHE
CBOMCTB M MPU3HAKOB PA3JIMYHBIX OPraHU3AlMOHHBIX YpoBHEH. OOpariaercs
BHUMaHHE Ha TO, YTO B YCJIOBHUSIX CTpECCa MOTYT HPOSIBISTHCS HOBBIC Kila-
ctepbl QTL, 0603Ha4ast HOBbIE T€HBI WU TPYIIIBI TEHOB, KOTOPHIE CTAHOBSIT-
cst 60oj1ee BaXKHBIMU B OOBSICHEHUN M3MEHUYMBOCTHU MPU3HAKOB B MOIYJISIIUSIX
IpU WX BBIPAIIUBAHUM B OMPEICICHHBIX YKOJOT0-TeorpapuuecKux ycIOBU-
SX. DTO O3HAYAeT, YTO MPU OTOOpE Ha YCTOWUYMBOCTH K CTpeccy, Hauboiiee
OJIaronpUATHBIN ajuieNlb He OyAeT HailJIeH B TOM e JIOKYyCe, KaK U MPHU yCII0-
BUSIX OTCYTCTBUS CTpecca. B maTepuanax nsToM riaBbl MOJYEPKUBACTCS, YTO
€CJIM TeH SIBIsAeTCA «(U3UOJOTUYECKI» KITFOUEBBIM, TO €r0 U3MEHEHHUE B Ce-
JIEKITMOHHBIX TTOKOJIEHUAX MOMYJISIUI MOXKET 0Ka3aThCs MPOTUBOMOJIOKHBIM
KEJIAeMOMY HaIIPaBJICHUIO OTOOpPY, MPUYEM TaKUM OOpa3oM, UYTO HUKAKHE
QTL neBo3MoxHO Oyner ompenenuTh. [loguepkuBaeTcsi, 4TO (PU3HOJIOTH,
TE€HETUKHU U CEJIEKIMOHEPHI YKE CErOJIHS MOTYT Ha4aTh U3y4EHUE OXapaKTe-
PU30BaHHBIE  CETPETUPYIONIME MapKEepHble MOMYJSIMU U MapKep-
crenu@UUHbIe TEHETUYECKU U30TEHHBIC JTMHUU BMECTO MPOCTHIX PA3HOBU/I-
HOCTEW U FeTEPOTreHHBIX M0 CBOEMY COCTaBy 00Opa3IloB pPacCTECHUH.

B 3akmrounTenbHOM IECTON TUiaBe npejacTaBieHa nHpopmaims od oc-
HOBHBIX TEXHUYECKUX CPEACTBAX U MPOTPAMMHOM OOECIIeYeHUH, TOBCEMECT-
HO MCHOJIb3YyEMbIX JJISl POBEJICHUSI CTATUCTUYECKUX PACUETOB U yCTaHOBJIE-
HUS HEPAaBHOBECHOTO CLIETIJICHUSI MapKep/TIPU3HAK, a TAK)KE BBISIBJICHHS acCo-
[UaIil MEXIy IEJICBbIMA MPU3HAKAMU/TEHAMH M MOJIEKYJISIPHBIMU MapKe-
paMu KOTOPbI€ OCHOBBIBAIOTCS HAa MACHTHU(UKAIIUU HEPABHOBECHOIO CIIETLIIC-
Hus. Kpatko oOcCyxeHbl TpeaHa3HauYe€HUsI OCHOBHBIX KOMIIBIOTEPHBIX MPO-
rpaMM, HauOoJiee IMUPOKO HCIOIB3YEMbIX JJI MPOBEACHUS T€HETUYECKOTO
KapTUPOBAaHUSI U YCTAaHOBJICHUSI accouuanuii mapkep/mpusHak. [IpuBoasrcs
MHTEPHET-CChUIKH, MO3BOJISIIOIIME 3aMHTEPECOBAHHBIM TMOJIb30BATENSIM BOC-
M0JIH30BATHCSI HEOOXOIUMBIM JIJISl HUX MPOTrPAMMHBIM 00€CTICUCHHUEM.

ABTOpBI OyayT OnaromapHbl 3a JIFOObIE 3aMEYaHUs WU TOXKEITaHMS,
BBICKa3aHHBIC YUTATEISIMU, U TIOCTApAIOTCS WX YYE€CTh B MOCIEAYIOIIUX HU3-

JAHUAX JAaHHOUW KHUTH.

IO.B. Yecnoxos, H.B. Kouepuna, B.M. Koconanog
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I'masa |. HEKOTOPBIE ACHHEKTbI UCITOJIb3OBAHUSA
MOJIEKYJIAPHBIX U TPAJUIIMOHHbBIX MAPKEPOB
B IONYJISIIIUOHHOM TEHETUKE

Kak u3BeCTHO, HAyYHOE Pa3BUTHE B MOMYJSIIMOHHOW I'eHETHKE B OC-
HOBHOM IIPOHMCXOJHUT 3a CYET peajH3alliyl JABYXCTYIIEHYATOTO ajJrOpHTMa
JOCTYDKEHUS TTOCTaBICHHOM 1enu. [Ipu atoM uccnenoBaTens 6o (1) orpa-
HUYHMBACTCS OIMMCATEIIBHBIM aHAIM30M I'eHETHYECKOTO pa3HOO0pa3usl BHYTpH
KaKOTO-TO YHCJIA OP2AHUMEHHbIX 2eHemuyeckux eounuy (HampuMmep, BHIBI,
MOMyYJISAUK), 100, (2) UCXOIs W3 OMHCATEILHOTO aHajn3a pa3sHOOoOpasus,
NPOAOJDKAET JANbIle MPOSCHATh M yCTaHABIMBAThH ABOJIIOIIMOHHBIC B3aUMO-
CBsI3M (pa3Mep TNOMYJISALHNA, YPOBSHb MUTPALIMH, IIOTOK I'€HOB U T.I1.). CIOBHT
OT CTaBIIUX TPAJAUIIMOHHBIMU ((PESHOTUITUYECKUX, OMOXMMHUYECKUX) MapKe-
POB B CTOPOHY MOJICKYJIIPHBIX, IIO3BOJISCT 3HAYUTEIBHO PACIIUPHTD HAYIHO-
NPAKTHYECKUN OTIBIT UCCIIEAOBATENS M YIPOCTUTH PEIICHNE dTHX JABYX 3ajad.
Jlocturaercs 310 Oyiarojaps CJICIYIOMNM IMPEUMYIIECTBAM: CYIIIECTBEHHOMY
YBEIIMYCHUIO YHUCJIa ajuIelic, BBIABISIEMBIX Ha JIOKYC; YBEJIMUYCHHUIO YHCIa
aQHAIM3UPYEMBIX WJIM BBIBJISEMBIX JIOKYCOB; peall3alliy JIOCTyIa K IOJIH-
MOp(hU3MY IHUTOIUIA3MATHYECKUX TEHOMOB, a Tak’K€ BO3MOKHOCTH CEKBCHHU-
pPOBaHMS U YCTAHOBJICHHSI pacrpeeiienus amienei [14, 17].

1.1. MyabTHaNICJIN3M

WNHorna ¢pepMeHTHBIE JIOKYChl MOTYT UMETh MHOTrO asuiened. OHaKo
TaKhe aJuleiu, KaK MpaBujo, SIBISIOTCS aJUICISIMU ¢ HU3KO cOalaHCHUpPOBAH-
HOM yacToTOM WX mposiBienus [164]. HanoMHuM, 4TO, XOTSI HEKOTOpPBIE MO-
JEKYJISIPHO-TEHETHYECKHUE MOIX0IbI, e ucnoib3yercs [P ammmudukamms
C UCIOJIb30BaHUEM Ciy4yalHbIX npaiimMepoB (Hanpumep, RAPD, AFLP), BbI-
SIBJISIFOT TOJIBKO JIBa ajuiessi (MPUCYTCTBUE WM OTCYTCTBUE (pparmeHTa), Ipy-
rue meroasl (RFLP, SSCP, DGGE, STS, SSR) mo3BoJiSfOT BBISBIATH JOCTa-
TOYHO BBICOKO MYJIbTHAJICTbHBIC JOKYChI (cM. [14, 15, 17]). B ectecTBeH-
HBIX TOMYJISALUSAX JIJI1 OJTHOTO MUKPOCATEINTIUTHOTO JIOKYyCa OOBIYHO MOXKHO
BeIsIBUTH OT 10 10 30 amneneit [26, 111, 325]. bnaromapst 5ToMy MyJbTHAI-
JIEJTU3M MUKPOCATEIUIUTOB OKAa3aJICsl MPEUMYIIIECTBEHHO BOCTPEOOBAHHBIM B
HCCIICIOBAHUSIX TMOCBSIIEHHBIX M3YYEHUIO YCIOBUN PEMPOITYKTHUBHOIO IMPO-
necca u aperida renoB [55]. B 1o ke Bpems auto)epMEHTHI BIIOJIHE MOAXO-
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JST JJI YCTAaHOBJICHUS PA3IMYMA y CaMOONBUISIONINXCA W TIEPEKPECTHO
OTIBUISIOIIMXCS BUIOB pacTeHui [54], uiau sl mpuOIU3UTEILHOTO OMMCAHUS
apeana pacrpoctpaHerust meUIbIEI [21, 119]. Ho ecnm TpeOyercss pekoHCT-
pPYHpPOBaTh MPOUCXOXKICHUE WM POJOCIOBHYIO HHTEPECYIOIIUX 00pa3IoB
WM 0CcO0EH ¢ TTOMOIIBI0 CPABHUTEILHO HEOOIBIIOTO YMCIA JOKYCOB, TO Ta-
KyI0 BO3MOYKHOCTH TPEOCTaBISIOT MHUKpOcaTeJTUThl. Hampumep, B uccie-
JOBaHUSX Ha pa3IMYHBIX BHJIAxX AyOa ObLIo mokazano [111, 355], gyTo mocra-
TOYHO OT YEThIPEX JO IIECTH JIOKYCOB JJISl MACHTHU(PUKAIIUU POIUTEITHCKIX
dbopM, maxe ecinm UCXOAHAS POIUTENIHCKAS MOMYJISAIHS 10 CBOUM pa3Mepam
ObU1a oueHb Mana. [logoOHOTO poia MaHHBIE MOTYT OBITH MCTIOIB30BaHBI KaK
JUTSI YCTAaHOBJICHUS (DU3UYECKOTO PACCTOSIHUS, Ha KOTOPOM HCCIIEAyEeMbIe
dbopMbl HAXOJATCS APYT OT Jpyra, TaK U JIJISl BBISBJICHUS MaKCUMAaJIbHO BO3-
MOKHOU TUCTAHITUN PACTIPOCTPAHCHHUSI TBLIBITBI U CEMSTH.

1.2. YBe/inueHmne 4ncJia JIOKYCOB

Kak yka3bpIBajoch BbIlIE, MHOTOYMCIEHHBIE UCCIIEI0BAHUS, TPOBEICH-
Hble B 70-80-X rojax mpouwioro CTOJeTHs Kak Ha KUBOTHBIX, TaK M Ha pac-
TeHusx [164, 278] mo3BoamIM yCTaHOBUTH, YTO € TIOMOIIBIO M30()ePMEHTHBIX
MapKepoB MOJIUMOP(PHU3M MOKET OBITH MPOAHATIUZUPOBAH TOJIBKO HA OTPAHU-
YEHHOM YHCJE JIOKYCOB (TO K€ CaMO€ MOYKHO OTHECTHM M K JPYrMM THIam
0enkoB). B pacTeHusx 4ncio JOKYCOB XpOMOCOM WJIM T'€HOB, BBISBIISIEMBIX C
MIOMOIIBI0 OCITKOBBIX TEHETHYECKMX MapKepoB, peako mpessbiaer 30 [374].
[IpnurHON TOMY, IOMHMO T€HETHYECKHUX, MOTYT CIYKUTh U YUCTO TEXHUYE-
ckue orpaHudeHus. Kak H3BECTHO, M3-3a MPUCYTCTBHS MHOTOYUCIEHHBIX
BTOPUYHBIX METAa0OJUTOB, BblAe/ieHHE (EPMEHTOB U3 PACTEHUU SIBIISETCS
JOCTAaTOYHO JAEJIMKaTHBIM JEJIIOM M, KPOME TOTO, IMPOBEACHHUE IOYTH BCEX
cnequ(UYHO OKPAIIMBAIOMIMX PEaKUUd JTUMUTUPOBAHO OTCYTCTBHEM COOT-
BETCTBYIOILIUX KpacuTesiel, HeOOXOUMBIX Ui BBISBICHUS (pepMEHTATUBHON
aktuBHOCTH [387]. He ciemyeT 3a0bIBaTh M O BIHMSHHH (PH3HUOJOTHUCCKUX
(akTOpOB, OCKOJBKY aKTUBHOCTh HEKOTOPBIX (DEPMEHTHBIX JIOKYCOB SIBJISI-
eTcs TKaHecnenuduuHoit. Teopetnyeckue uccieaoBanus [277] mo3Boauim
YCTaHOBUTH, YTO JUIsl BBISIBICHUS T€HETHYECKOI0 pa3HOOOpasus HeoOXoau-
MOCTh YBEJIMUEHUS YKCIIa aHATU3UPYEMbIX B TEHOME JIOKYCOB 0oJiee Ba)KHA,
YeM yBEJIMUYEHHUE YMCiia aHAM3UPYEeMbIX ocoOeil. MonekymsipHble MapKephl,
B OTJIMYME OT ajuio- U U30()ePMEHTOB, MPEAOCTABIIAIOT BO3MOKHOCTh IPOBE-
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AeHust 0ojiee CUCTEMAaTUYECKOr0 MCCIe0BaHusl TeHoma. st usydenus pas-
HOOOpa3usi, OCHOBAHHOTO Ha OMOJIOTHYECKUX OCOOCHHOCTSAX E€CTECTBEHHBIX
WM CEJEKIIMOHHO-3HAUYMMBIX TEeHETUYECKIX PECypCOB pacTeHH, HEOOXOau-
MO, KaK MOXHO Ooyiee TOYHO, YCTAaHOBUTh TC€HETHUECKHUU IMMOTMMOPPU3IM
BHYTpHU uccaenyemon nomyisinuu. Hanbonee 3pPpexTuBHO 3TO MOKHO ce-
JaTh MPU TTOMOIIM MapKePOB, MO3BOJISIFOIINX BBISIBISTh U ONPEICIAThH TeTe-
pPOTEHHOCTh TeHOMa. bosee Toro, eciu mpu 3TOM y HCCIEAOBATENs UMEETCs
BO3MOXKHOCTh HCTIOJIB30BaTh 3HAYUTEIHLHOE YHCIO MapKEpOB, aCCOIMUPO-
BaHHBIX C UCCIIEyEeMbIMHU MPU3HAKAMH, U K TOMY K€ HAHECEHHBIX Ha T'eHe-
TUYECKHE KapThl, TO 3TO TapaHTUPYET Jydlllee MOKPHITHE TeHOMA U3ydaeMo-
ro TeHOTHIIAa M, KaK CJIEJICTBUE, MO3BOJIIET O0Jiee TOYHO OMpeNessaTh U HC-
M0JIb30BaTh TEHETHUECKOE pa3HOoOpa3ue u3ydaeMbix oopasmos [11, 13, 14].

1.3. Anaaun3 noanmopdusma nuromnazmarudeckoit JHK

[{uTomazmaTuyecKue reHOMbl UMEIOT OCOOCHHOCTH, KOTOPBIE JIENAI0T
ux 3¢(}EKTUBHBIM UHCTPYMEHTOM JJI MPOBEJCHUS MCCIICIOBAHUN B TOMY-
JSMOHHON reHeTuke. HacienoBaHue NUTOMIA3MOTHYECKUX TEHOMOB OOBIY-
HO MOHOPOJUTENIbCKOE. MUTOXOHAPUM TIEPEAAIOTCS MPEUMYIIECTBEHHO IO
MaTE€pUHCKOMN JIMHUM. [[7151 XJIOPOIIACTOB CUTYallMsl BAPbUPYET. Y MOKPBITO-
ceMeHHbIX OHU Y 70% poAOB HACIEIYIOTCA MO0 MATEPUHCKOMN JINHUU, & Y OC-
TanbHbIX 30% pOJOB HACIIEIOBAHHUE MPOUCXOIUT Yepe3 MUTOIUIaZMy 00OHX
pomutene [167]. ¥ romocemeHHbIX B ocoOeHHO y Pinaceae m Taxodiaceae
dbopma HacienOBaHHS BapbUPYET BHYTPU CEMEHCTB, HO XJIOPOILIACTHI Ipe-
UMYIIECTBEHHO TepenatTcs mo orioBckor muHum [173]. Hecmotps Ha To,
YTO IIUTOJIOTHYECKHE UCCIETOBAHUS YK€ TTOATBEPIUIN PA3IMYMsS B CIIOCO0E
nepegavyy [MUTOIIa3MaTUYECKOTO TeHOMAa MO OTIHOBCKOM M MAaT€pUHCKOM JIH-
HUsAM [64, 78], skcnepuMeHTa bHBIC JaHHBIC O XapaKTepe HaclIeJOBaHHS
XJIOPOILJIACTOB OBUIM MOJYyYE€HbI B OCHOBHOM Ha OCHOBE CErperalioHHOTO
ananuza mapkepoB xiIJIHK (xnopormnacnoit JIHK), a g mTJIHK (MuTOoxoH-
npuanbHoil [IHK) — B crnenuanbHbIX KOHTPOJIUPYEMBIX CKPEUIMBAHUSIX
[173, 316].

Nzyuenune nonmumopdusma rurormiazmatuaeckoit JJHK coszmano nHoBoe
HampaBJICHUE UCCIICIOBAHUI B MOMY/IAIMOHHON reHetuke [251]. Tuddepen-
IUALMS TOMYJISIUMNA Ha SIIEPHOM M LUTOIJIA3MaTUYECKOM YPOBHSIX, IIPEXIIE
BCET0, MOXET OBbITh NMPUMEHEHA JJISl YCTAHOBJICHUSI CTETIEHH PacIpoCTpaHe-
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HUS CEeMSH U MBUIbIEI. KpoMe TOro, MOHOPOIUTEIBCKOE HACJEIOBAHUE ITH-
TOTUIa3MaTUYECKUX OpPraHeUl YIPOINAeT PEKOHCTPYKIUIO POJOCIOBHOM
(npoucxoxnenusi). Hanpumep, OTHOBCKOE HACIEIOBAHHME XJIOPOIUIACTOB M
MaTEpPUHCKOE HACJIeJOBAHUE MHUTOXOHAPUN MO3BOJSIOT MPOCIEIUTH MPO-
CTPAaHCTBEHHOE PACIPOCTPAHEHUE CEMSIH U MbUIBILI Y MPEJACTABUTENICH poaa
Pinaceae UCKIFOUUTEIHLHO TOCPEACTBOM HM3yueHus nommMopguszma JJHK op-
rarem1 [110]. W, HakoHen, MOCKOJBKY BHIBI PACTEHUH IMOCPEIACTBOM pac-
IPOCTPaHEHUSI CEMSIH MOTYT KOJIOHU3UPOBATh HOBBIE JJI UX NIPOU3PACTAHUS
TEPPUTOPHUH, TO BBISIBIICHHE MPOCTPAHCTBEHHOI'O PacHpeiesieHUs: MOJIUMOP-
¢u3Ma B TeHOMax OpraHesul MO3BOJISIET YCTAHOBUTH MTyTH KOJOHU3AIUU TOTO
WK WHOTO Buaa wiaM monyisiuu [293]. K Tomy ke aHanu3 noaumopghusma
xsoporiactHot JIHK 3HauntensHO oOneryaeTcss HaAIMYMEM «YHUBEpPCaJb-
HBIX» MapKepOB, MOIXOIAIINX ISl UCCIEAOBAHUS XJIOPOTUIACTHOTO TEHOMA
y Pa3HbIX, KaK JIMKOPACTYIIUX, TaK U KyJIbTYPHBIX, BUJIOB PACTCHUI.

1.4. Pacnipenesienue ajuieseit

Kak yka3bIBanoch BbIllE, MPU aHAIN3E MOJUMOPU3MA ajuio- U H30-
dbepMeHTOB, 00BIYHO, M3YUYaIOT PA3IMYHbIC AJUIEIH, B3AMMOOTHOIIEHUS] MEX-
1y KOTOPBIMU HE BCEr/ia MOJIAI0TCs KaKOW-Tu00 perjiaMeHTalliy Wik Kiiac-
cudukanuu. Tak, caenannabie B Havane 1970-x rogoB [281] mombITKu HHTEP-
IPETUPOBATh ANMEKTPOOpeTHUecKue BapuaHThl M30(DEPMEHTHBIX MPOQuUIei
KaK aJijIeNid, TMOJYYEHHBIC OJWH OT JAPYTroro BCISACTBHUE W3MCHEHHUS DJICK-
TpodopeTudeckoro 3apsaaa (MoaeNb MOATATHOTO MyTHPOBaHUS OEIKOB), OKa-
3aJIMCh HEACHCTBEHHBIMU U HEIP(GEKTUBHBIMU. OCOOEHHO KOTa MOJIETb
CTAJIKUBAJIACh C HKCIIEPUMEHTAJIbHBIMHU JTaHHBIMU, JJII KOTOPBIX Pa3Ivyuus B
3apsijic He ObLIO €IMHCTBEHHOM IMPUYMHOM, OTBETCTBEHHOM 3a 3JIeKTpodope-
THYECKYI0 NoaBMXKHOCTD [138]. B ciiydyae MoJieKyIIpHBIX MapKepOB B3aUMO-
OTHOIIICHUE MEXIY aJUICIIIMH MOXKET OBITh YCTAHOBJICHO KaK (yHKIHS Gop-
MBI MyTaluu. J[Jisg paiiloHOB TaHAEMHBIX ITOBTOPOB (MUHHU- M MUKPOCATEIUIH-
T, pubocomanbHas JIHK) amrenu moryTt oTnmuatbess OMMH OT IPYroro 3a
cYeT JOOABJICHUS WJIM U3BATHS OJHON WJIM HECKOJIBKUX €IWHHUI] ITOBTOPOB
[340]. barogapst 5TOMy, OHM MOT'YT OBITH CHCTEMATH3UPOBAHBI B COOTBETCT-
BUU C UX pa3MepamMu (MOJEIb MO3TAITHOTO MYTHPOBAHUS HYKJIEHHOBBIX KH-
ciot). TeM HEe MeHee, Jaxe MPUHUMAas BO BHUMaHKUE 0COo0yI0 (opMy DBOJIIO-
ITUU TEHOMHBIX ITOBTOPOB, HEOOXOAMMO OTMETUTh, YTO JBa aJUIEIs OJHON M
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TOM K€ JJIMHBI HE 00s3aTENIbHO MICHTUYHBI N0 MPOUCXOXAeHUI0. s npy-
rUX pailOHOB T€HOMA, KaK/1asi MyTallMsl MOKET (B pa3yMHBIX Mpejiesiax) ObITh
MPUHATA BO BHUMaHWE KAaK yHUKajdbHas (MOJAENb HEOrPAaHMYEHHOrO 4YHCIIa
JIHK-anneneii). [loaTroMy nBa amiens ¢ MACHTUIHOM MOCIEAOBATEILHOCTBIO,
C BBICOKOM J0JI€l BEpOSITHOCTH, OyAyT UAECHTUYHBI U IO MPOUCXOXKACHHUIO. B
ATOM city4ae (PUIOTEHETUYECKOEe IPEBO ajlieeil MOXKET ObITh MOCTPOEHO HC-
X0l M3 MX HYKJIEOTHUIHBIX IMOcienoBarenbHocTed. Ecnu Toapko He ObLIO
pekomOuHaiu (Hanpumep, B xiJIHK), MoxxHO mocTpouTh (uiioreHeTHYe-
CKO€ JIPEBO UCXOMS U3 MOJIEKYJSIPHO-TEHETUYECKHUX KapT CLEIUICHUS WIN pe-
CTPUKIMOHHBIX TTPO(UIIeH pa3IuyHbIX aJljieseH.

Nudopmaruio o cnocobax U MyTsSX MNPOCTPAHCTBEHHOTO U SBOJIIOIU-
OHHOI'0 PACIPOCTPAHECHMS aAJUIEIEH MOXHO HMCIOJIB30BaTh JUISl YIPOLICHUS
YCTaHOBJICHUS] TEHETHYECKOTo pazHooOpasust ['PP, mockonabKy TOCTYNMHOCTH
uHpopManuu o nocienonatenbHocTsIX JJHK paznuunbix annenelr mo3Bosiser
«3aKpEMNUTh» N'eHETUKY MOMYJISUUNA Ha «PETPOCHEKTUBHOMY» MYTH HCCIEAO-
BaHUM MOCPEICTBOM HM3yuU€HUsl T'€HEaJoTUu ajjiesied (Teopus cpallvBaHUs,
[181]). Ha ocHoBe mH(popManuu o mocienoareabHocTsax JIHK pasmudHbIx
ajsienel, MOXKHO MOJIYYUTh MHOXECTBO Pa3HOOOpa3HbIX NaHHBIX. Tak, Ha-
MIPUMEP, MOKET ObITh YCTAHOBJIEHO BpeMsi 0ObEIUHEHHS (CpallluBaHUs) aj-
JIENBHBIX MHOYKECTB, a TAKXKE YHCIIO IMOKOJIEHUH, pa3IesOINX IPOUCXOs-
X OT OJHOr0 OOIIEro mpejika ajeliel, BKItouas NO3ULIUOHHOE pacipeie-
JIEHUE PA3JIMYHBIX Y3JIOBBIX TOYEK Ha MX FE€HEAJOrM4ecKoM Jpese. B menom
MpU aHajau3e NoJuMOp(u3Ma BUIOB KUBbIX OPraHU3MOB MOJAXOJ CpallUBa-
HUSl IPEIJIaracT OCHOBAHHBIM HAa TEOPHHM BEPOSTHOCTEM METOJ, MO3BOJIAIO-
IIUI JeNaTh BBIBOABI O AeMOrpaUyecKux U F€HETUYECKHX MapameTpax Mc-
X0/Is U3 reHeajgoruu reos [343].

1.5. AHa/IU3 MOJIEKYJISIPHOTO Pa3HO00pa3us

OOwine pa3nTU4HbIX BAPUAHTOB JOCTYITHBIX MOJIEKYJIIPHBIX MapKepoB
NPUBEJIO K Pa3pabOTKe 3HAUMUTEIBHOIO YKCIa METOJOB aHalu3a reHeTHye-
CKOT'O pa3HOO00pa3usi, CyIIECTBYIOIIETO B €CTECTBEHHBIX MOMYJISLIUAX TUKO-
pacTylIMX U CEJEKIMOHHBIX NOMYJIALUAX BO3JEJIBIBAEMBIX BUIOB PACTCHUM.
DTy MeToAbl pa3lieieHbl Ha IBe Ooiblive rpynnsl. [lepBas orpanuyeHa tak
Ha3bIBaeMOW ¢heHomunuuyeckou WHTEpIpeTallield AaHHbIX. B 3TOM ciydae
pa3Ivunsl MEXAY TEHETUYECKUMHU EAUHULAMH OIPEAENSIOTCS HHACKCAMHU
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(ko3 dunmentamu) quccummisspHocTd [230] 1 MyJIbTHUBApUAHTHBIMHU CTaTH-
CTUYECKMMHU METOJIaMHU, KOTOPbIE MO3BOJIAIOT OMUCATh OOIIYI0 OpraHU3alUIo
pazHooOpasus. Takoit mMoaX0a UCTIONB3YIOT, €CII JOCTYITHB MapKePhl, MOJTY-
YEHHBIC B pe3yJibTaTe MPOBEACHUS TeHETUYeCKoro GpuHrepnpuHTuHra. [Ipu-
poJia MapKEepPOB MMEET 3HAYCHUE TOJIBKO MPU KAYECTBEHHOM CPAaBHCHHH Pa3-
JUYHBIX MUCCIEAOBAHMI: €CIM HE YCTAaHOBJIEHO, YTO JIOKYCHI JOJIKHBI OIpe-
JEISITh XapaKTepHbIE YepThl (MPUIABaTh WHIWBHAYATbHBIA XapakTep), TO
IPaHUIIBl TPUMEHUMOCTH UCIOJIb3YEMbIX MapKEPOB OIMPEACIIAIOTCS CIIydaeM
uccaenoBanus. Bo BTopoil rpymme, JaHHBIE aHATU3UPYIOT B 2eHemuuecKux
TePMHUHAX, UCIIOIb3Ys MPU ATOM KojaomMuHaHTHbIe (Hampumep, RFLP, STS,
SSR, SNP) umn nomuHanTHbie Mapkepsl (RAPD, AFLP), a BeisiBICHHBIC J10-
KyChl ~ pacCMaTpUBaIOT  uHOugudyaivHo. B 1emoM,  MOJEKYJIspHO-
TCHETHYECKUH aHaau3 O0orade (PEHOTUITMYECKOTO U JIyYIe MOAXOAUT IS ITO-
CTPOEHHUS JIOTUYECKUX YMO3AKIIOYEHUH MO IBOJIIOIUU U CTPYKTYpE MOIYJIs-
LM, B TOM YHCJIE U CENEKIMOHHBIX. MICX0s M3 aHann3a HyKJIEOTUAHOTO M0~
aumMopdu3Ma, pazHooOpasue, 0TMEYaeMOe Ha MOJICKYJISIPHOM YPOBHE, MOXKET
OBITH BBIPAKEHO KOJMYECTBEHHO, B YAaCTHOCTH, TOCPEICTBOM BBIYMCICHUS
CPEIHEeT0 YuCiia 3aMEeH Ha HYKJICOTHUHBIM CalT. DTO YHCIIO MOXKET OBbITh yC-
TAHOBJICHO MCXOMS MO0 W3 aHAIM3a NMEPBUYHONU CTPYKTYPHl HYKJICOTHIHOMN
MOCJIEIOBATEIHHOCTH, JTUOO U3 JIAHHBIX, TIOJYUYEHHBIX C IMOMOIIBIO MOJEKY-
JSIPHBIX MapPKEPOB.

1.5.1. Yemanoenenue monekynaprnoii ousepzenyuu Ha ocHose
HepeUUHOU CHPYKMYPbL HYKICOMUOHOU NOCIE008AM EIbHOCHU

PaccmoTpum n1Ba ajuiesst H3BECTHOM HYKJICOTHUIHOM MOCJIEN0BATEIbHO-
CTH, KOTOPBIE MPOSBIISIIOT pa3inyuug 1o cairam S u 14:

cauT 5 14
ajnyeyn 1 ACCTGCTATCTTACGACGGTCGCGATGATA
anjenn 2 ACCTCCTATCTTAGGACGGTCGCGATGATA

[Tpenmonoxxkum, 4ro oba amiens 3BOJOLMOHUPOBAIU OTIAEIBHO APYT
ot apyra 3a nepuoa Bpemeru 1 (T’ Takke MOXKET ObITh YHCIIO TTOKOJICHHIA).
Kaxnas mocienoBaTtenbHOCTh MOABEPraiaCh MYTalMSAM, KOTOPBIE SIBUJIMCH
pe3yNbTaTOM 3aMEHbl OJHUX HYKJIeoTUn0oB npyrumu. Ilycte K Oyner cpen-
HEE YMCJIO 3aMEH Ha HYKJICOTHJHBIN CalT, IPOAYLUPYEMBIX IOCIIEI0BATEIIb-
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HOCTBIO 3a BpeMs 1, N — pa3Mmep MOCIEA0BATENbHOCTH, a Ng — YUCIO HYK-
JICOTUJIHBIX CANTOB, MOKA3bIBAIOMIMUX (YCTAHABIMBAIOIINX) PA3NIUUU MEXIY
JBYMsI TTOCJICIOBATEIILHOCTSIMHE ITOCIIe TIPOXOXaeHus Bpemenu T (Ng = 2 B
ciyvyae amieneil 1 U 2, cpaBHMBaeMbIX B KadyecTBe Mpumepa Bbimie). Eciu
4acTOTa HYKJICOTHIHON 3aMEHbI HH3Ka, TO YHUCIO 3aMEeH, HaOI0JaeMbIX Ha
nepuoJi BpeMenu 71, Oyner Ommke K peaibHO MpoAyluupyeMomy, T.e. K =
ng/m (2/30 B HammeM npumepe). C Ipyroil CTOPOHBI, €CIIM YPOBEHb 3aMEH
BBICOK, HEKOTOPBIE 3aMEHBI B T€X K€ HYKJICOTHIHBIX caliTaX MOTYT MPOU30M-
TH NOBTOpHO. Hampumep, naxe ecnu aymmenu 1 u 2 comepkaTt OJHO U TO ke
OoCHOBaHHe A B caiiTe 8, BO3MOKHO, YTO 3a MEPHUOJ BpeMeHU 1 MPOU30LLIO0
HECKOJIbKO 3aME€H, HO KOHEYHBIA pe3ysbTaT OKa3aJiCid TaKUM ke, Kak OyaATo
HUKAKUX 3aMEH HE IPOUCXOANII0. BemeacTeue 31oro, cpeHee 4ncio 3aMeH,
HaOIIOAABIIMXCS MOCIIE TMPOXOXKAEHUsI BpeMeHu 1, OyJIeT MEHbIIE pealbHO
npoayuupyemMbix. B cBoe Bpemsi pa3iuuUHBIMU TPyNIaMyd YYE€HBIX ObLIH
MPEIOKCHBI IPHHUMABIITHE BO BHUMaHHE PEKYPPEHTHBIC 3aMEHBI METO]IBI
ycranosneHus K [191, 199, 364]. DTu MeTo1bl JalOT CpaBHUMBIC PE3yJIbTAThI
npu K < 0,5 1 mosToMy HanboJiee 4aCcTo UCIOJb3YIOT CaMbIi IPOCTON U3 HUX

[191]:
K= (- Ym (1- 29 @

[Tpu 6onee Huzkux 3HaucHUIXx K (< 0,10) MoeT ObITh HCIOIB30BAH MPSMOI
meton (K = ng/n) [274]. K elie Ha3bIBAIOT HYKICOMUOHOU OueepeeHyuetl
MEXIy IBYMS TTOCIIEI0OBATSILHOCTIMHU.

YcranoBnenue 3HaueHus K umeet 00bI10€ SBOTIOINMOHHOE 3HAYCHUE.
Ecnmu A ecTh ypoBeHBb HYKJICOTHIHOW 3aMEHBI Ha €AMHUILY BPEMEHH JJIS OJI-
HOTO caiiTa (paBHas 4acTOTe MyTalluu M, pacCMaTpPUBAEMOIl B paMKaX HEM-
TPAIMCTCKOM TEOPHH ), TO Mbl OyJIEM UMETh:

K = 20T (2)

Koaddumuent 2 nomyden Ha ocHOBaHUM TOTO (hakTa, YTO 3aMEHBI BO3HHKA-
7Y B ABYX (OJHOM WM APYroil) MociienoBaTebHOCTIX. M3 naHHOTO JHHEH-
HOTO YPaBHEHHS, YCTAHABIMBAIOMIETO OTHOIIEHUS MEXAY YHCIOM aKKyMYy-
JUPOBAHHBIX 3aMEH W BPEMEHEM, OEpeT CBOC HAyalo KOHIICTIIUSI «MOJICKY-
JSPHBIX 9acoB». Kpome TOro, ero MCnoyib3yrT IJis YCTAaHOBJICHHUS BPEMEHU
JUBEPTEeHIIMN MKy MOCIeA0BaTeabHOCTAMH (Ta0. 1).
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Taoauna 1

CpaBHeHHe HYKJIEOTHIAHOT0 MOJMMOp¢u3Ma reua,
KOAUPYIOLIEro 00abuIy10 cyobeanuuny pudy.io3o-1,5-1udgocharkapdokcuiassi
(rbcl) y pazauunbIx BHI0OB pacteHuii (o [48])

JlnuHa 1o- Yyeto
Buner clIeI0Ba- K1 K2 K3
TCIBHOCTHU 3amMet
Zea mays (O) 1422 232 0,163 0,184 0,186
Triticum aestivum (O) 1425 227 0,159 0,179 0,181
Serenoa repens (M) 985 122 0,124 0,135 0,137
Magnolia macrophylla (M) 1425 165 0,116 0,126 0,128
Spinacia oleracea (O) 1425 214 0,150 0,168 0,171
Quercus rubra (M) 1425 173 0,121 0,132 0,134
Itea virginica (M) 1407 166 0,118 0,128 0,129
Petunia hybrida (O) 1425 209 0,147 0,163 0,166

O — oapnonetHee pactenue; M — mHoroseTHee pactenne; K1 — 4ucio 3aMeH Ha HyK-
JAeoTHaHYI0 TocnenoBarebHOCTh (K = Ng/n, cm. Tekct); K2 — 4vmciio 3aMeH Ha CalT ¢
koppekimeit mo [191]; K3 — gucio 3amen Ha caiit ¢ koppekuueit mo [199]. Koppekiuu,
KOTOpbI€ MPUHUMAIOT B pacueT PeKyppPEHTHbIE 3aMEHbI B OJTHOM M TOM K€ HYKJICOTHIHOM
caiite, moATBepkAAOTCS pakToM, 4To 3HayeHUs] K1 OTHOCHUTENBHO BBICOKH (CM. TEKCT).
Crnenyet 3aMeTuTh, 4TO 00a METOJa KOPPEKLUU JAIOT OYEHb CXOXKue pe3yibTaTrhl. Hyk-
JICOTUTHBIA TTOTUMOP(HHU3M BaphbUPYET B COOTBETCTBUU C OJTHOJICTHUM HIIA MHOTOJICTHHM
MEePHOJIOM BEreTally U3y4yeHHBIX BUIOB. Kak cienyer w3 mpuBeIEHHBIX JaHHBIX, MOJE-
KyJIIpHAst 3BOJIOLMS T'eHa, Koaupyroriero rbcl, mpoucxoauna HaMHOTO ObICTpee Y OJIHO-
JIETHUX PACTEHUH, UeM Y MHOTOJIETHUX.

1.5.2. Yemanoenenue nykneomuomnoii ousepzenyuu
Memooamu MapKepHvlX MexHo102Uil

MeTop1 MapKepHBIX TEXHOJIOTHH, pa3paboTaHHBIE HA OCHOBE MCIIONb-
30BaHMs pecTpUKTHBIX ¢depmeHToB win [P ammmudukanmii, o0beauHIET
TOT ()aKT, YTO OHU BBISIBJISIOT MNOJUMOP(U3M cailTa y3HABaHMS IMOCJIEA0BA-
TEJIBHOCTH B 3aBUCHUMOCTH OT HMCIOJb3YyEMOI0 MOAX0Ja. DTO — CaMT pecT-
pukuuu B ciiyyae RFLP, caiit rubpuauzanuu npaiimepos aiigs RAPD unu nBa
caita B cnyuyae AFLP. IlocpenctBom Habopa callTOB y3HaBaHHs, MOJIEKY-
JSIPHBIE MapKephl MO3BOJISIIOT M3MEPSATh WU YCTaHABIMBATH HYKICOTHIHOE
pazHooOpa3ue Mo IKajie reHoMa. MeToa ycTaHOBIEHUS Oa3upyeTcs Ha
MPEINOI0KEHNH, YTO JII000e M3MEHEHHUE TOCIEA0BaTEIHbHOCTH, HAPUMED,
3aMeHa, B caiiTe y3HaBaHMs (WJIM MEXAY ABYMs calilTaMu y3HaBaHHs) BbIpa-
KaeTcsl B MIPUCYTCTBUHU WA OTCYTCTBUH TMOJIOCHI HA AIEKTPOHOPETHUIECKOM

npodwire. CpeaHssi mponopuus MOJIOC OOIMIMX I ABYX MOCIEI0BATEIHHO-
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creit G, B mpuHIUIIE, SBISETCS WHIAUKATOPOM WM TOKAa3aTeJIeM CPEIHETO
YluCiia HYKJICOTUHBIX 3aMEH Ha calT y3HaBaHus. [logpoOHOCTH MeToanye-
CKHX TIOJIXOJIOB, WCITOJIb30BAHHBIX ISl YCTAHOBJICHHUS HYKJICOTHIHOTO Pa3-
HOOOpa3us 1o IIKaje reHoMma, omucaHbl panee mias RFLP [156, 275, 276],
s RAPD [83] m s AFLP [184]. 3nech MBI JUMIIB MOIBITAEMCST KPATKO
CYMMUPOBATh MPUHIIMIBI 3TUX MOAXOAOB. JleTaqu MaTeMaTUYeCKUX BBIKIIA-
JIOK M PacdyeTOB MOKHO HANTH B OpUTHHAIBHBIX CTaThsax [83, 156, 184, 275,
276].

Jlnst npuMepa pacCMOTPUM CalT y3HaBaHUS JUIMHOM I (Te I' Yucio oc-
HoBaHuM). Eciu BpeMst quBepreniuu I’ MeXIy ABYMS MOCIEA0BATEIbHOCTS-
MA A 1 B HE CIHMIIKOM BENHMKO, TO YHCJIO HYKICOTHAHBIX 3aMECH B JaHHOM
caiiTe COOTBETCTBYET pacnpeseneHuto [lyaccona ¢ MaTreMaTuyecKuM OKujia-
HueM AT. BeposiTHOCTB P TOro, 4TO CalT y3HABAHMSI OCTAE€TCS HEU3MEHHBIM B
TedeHue nepuoja T, paBHa:

P = 3)

Ucnonbiys ypaBHenue K = 2 AT MoxxHO noiayuuts ais K:

K= (—%) In P (4)

Bbonee toro, mokazano [275], 94TO mpoCTOE OTHOLICHUE MOXKET OBITh YCTAaHOB-
neHo mexay P u G:

P~ G(3—2P,)"* (5)

Kak yka3biBaroT Te ke aBTOpbI [275], P MOXET ObITh HAWICHO C TOMOIILIO
UTEpaTUBHOTO MeTona, npuHumas (Py = G B KaueCTBe MCXOMHOTO 3HAUE-
HUs. 3HaueHue G MoOKeT ObITh YCTAHOBJIEHO MCXOJIl HENOCPEACTBEHHO W3
ANEKTPOPOPETUUECKOrO MPODUIIS:

G = 2Myp/(My + Mp), (6)

rie Mag 0003HaUaeT YMCIIo MOIOC OOIMMUX TSl ABYX MOCIENOBATEILHOCTEH A
u B, a My u Mg 0003HauaroT 4KcCIIO MOJ0C Yy MocieaoBarenbHocTed A u B,
COOTBETCTBEHHO.

[Ipeamnonoxxum, 9TO TPH MPOXOXNKIACHUM DSBOJIIOIMOHHOTO IIpoliecca

I10JI0Ca COXpPaHMUJIaChb, CalThI Y3HaBaHUs JOJIKHBI IIPU 9TOM OCTABATLCS HEC-
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M3MEHHBIMH U 32 TO K€ BpeMs HE JOJKEH 00pa30BaThCs MOIUMOP(PU3M, BbI-
3BaHHBIA MHCepruen-aenenuend (uaaenom). Tak, B ciydae RFLP ananuza,
cpaHenue mpsmoro (K = 2AT) u He mpsmoro wmeromoB (P =G(3 —
2P0)1/ *) Ha MOJIEIBHBIX MOCIEN0BATENBHOCTSX, MOKA3AI0, YTO BTOPOM IpH-
MeHuM i 3HaueHui K menee 0,05 1 4TO UCIIOJIB30BAaHUE PECTPUKIMOHHBIX
(GbepMEHTOB, pPacHoO3HAIOIIMX B KAuyeCTBE CalTa PECTPUKIIMM YEThIpE Mapbl
OCHOBaHMH (I1.0.), OKa3bIBaeTCsI 00JIee MPEATIOUYTUTEIHHBIM 110 CPABHEHHIO C
dbepMeHTaMu, paclo3HAIOUMMU B KAa4eCTBE CalTa PECTPUKIMU IIECTh II1.O.
[156, 193].

[IpuMeHeHne JaHHOTO METOJ/la B OTHOIICHUH MPOIAYKTOB aMIUIH(pUKa-
uuu, ocooenno RAPD, npencrasisiercst 60ee CoKHBIM, JaXKe €CIU PE3ylb-
TaThl MOJICJTUPOBAHMS SBIAIOTCS O0OHanekuBaronmu [83]. JeicTBUTEIBHO,
TOMOJIOTHS aMIUTH(HUITMPOBAHHBIX (PparMEeHTOB HE BCET/Ia MOCTOSHHA M He-
COMHEHHA, a HYKJICOTHIHAs 3aMeHa (0COOCHHO Ha 5'-KOHIIe caiiTa) He 00s13a-
TEJBLHO MPEnATCTBYeT amiuudukanuu. [loaToMy B Takux ciydasix yCTaHOB-
JICHUE HYKJICOTHUTHOM JUBEPIeHIIMM MOXET OKa3aThCs HEIOOIICHEHHBIM.
VYkazaHHbIN pUCK, HECCOMHEHHO, MeHbIIe B cirydyae AFLP, mockonbky gomoJi-
HUTEJIbHBIC HYKJICOTHIbI HAXOAATCs Ha 3 -KOHIIe, U OJarogapsi ToMy IpaBu-
Jla HECOOTBETCTBHUSl HE IMO3BOJISIIOT MpoBecTH amIiumdukanuto. TeopeTuue-
CKHME€ pacyeThl MOKA3bIBAIOT, YTO METOJIbI MO BBISIBJICHUIO pa3HOOOpa3usi Ha
HYKJICOTHJIHOM YPOBHE BO BCEM I€HOME, OCHOBaHHBIE Ha 3JIEKTPOdOpeTHY E-
ckux npodmsx AFLP, senstorcs HamexubiMu, eciu K menbpmre gem 0,10
[184]. Ongnako mpu 3TOM KOJUYECTBO BaPHAHTOB YCTAHOBJICHHS Pa3HOOOpa-
3Wsl yBeNMYuBaeTcs ¢ ypenunuenuem K.

CrnemyeT OTMETHUTh, YTO TOYTH BCE ATU MOJAXOJAbI pa3pabOoTaHbl IS
CJIy4aeB rarjiouIHOTO reHoma. J[Jis Toro yToObl pacpoCTpaHUTh UX Ha JTUTI-
JIOWJTHBIC TEHOMBI, KaK MpeaiokeHo panee [83], MoKHbI ObITh H3BECTHBI all-
JIEbHBIC YaCTOTHI, YTO HAMOOJEe TPYAHO B Clydyae JOMUHAHTHBIX MapKEepOB
(3TOT cimyyait OyJeT pacCMOTPEH HUKE).

OcHOBHasi TPUBIEKATEILHOCTh HEMPSMOTO METO/Aa 3aKIII0YaeTcs B
TOM, YTO OH IMpejylaraeT BO3MOXHOCTh CPABHEHUsI T€HETHUUECKUX MapameT-
POB, YCTAaHOBJIEHHBIX C MOMOIIBIO PA3IMYHBIX MAapKEPOB HA YPOBHE BCETO
reHoma. Kak Oyzer mokaszaHo B CIEAYIOIIUX pa3lieniaX, HapaMeTpbl pa3Ho00-
pasusi MOXKHO OIPEACNIUTh Ha HYKJICOTUIHOM YPOBHE, MApajIeIbHO TO KeE
caMoe MOXXET OBITh C/IeJIaHO Ha ypoBHeE ajuienell. « CHIKEeHHe» 3THUX Iapa-
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MCTPOB 1O HYKJICOTUJHOI'O YPOBH: JCJIACT BOBMOKHBIMH CPABHCHHA MCIKIAY
Pa3InYHbIMU MAapKCPaMMU.

1.6. Iloxumop¢u3M BHYTPHU NOMYJASIIIAN

VYcraHoBIEHUE TUBEPTEHIIMN MEXKIY ABYMS aJlJICNISIMU, YIOMSHYTHIMU
B IIpebIaylIeM naparpade, B TaHHOM paszenie OyAeT 3KCTParolInpoBaHO Ha
HaOoOp ajuieneid, MPUCYTCTBYIOIIMX B MOMYJAIUU. B ciydae reHeTHYecKux
PECYpPCOB PAaCTEHUHN 3TO MOTYT OBITh €CTECTBEHHBIE TOMYJISAIINN (TUKAE BUIBI
WM PUMHUTUBHBIC (hOpMBI), coxpaHsemble B ['enHbIx bankax ['PP. Bayrpu-
MOMyJISIUMOHHBIA ToyimMopdu3m de facto siBisiercss GalaHcoM pa3IMIHBIX
ABOJIIOIMOHHBIX CHJI: MyTalluii KaKk MCTOYHUKA MouMopdu3Ma, MUTpaIui,
MPHUBOAIINX K €r0 PAaCIPOCTPAHEHHIO, U TEHETUUECKOTO Apeiida, MMEIOIIero
TEHJICHIIMI0O K COKpAIICHUIO BO3HHUKaIIero mnoiuMmopduszma. Kak MoxxHO
BUJIETh U3 MaTepuaina, MPeICTaBICHHOTO B MPEABIAYIICH TiaBe (CM. TaKxke
[14, 16]), pa3nuyHble METOIUYECKHE MOIXObI HE PaBHBIM 00pa3zoM 3ddek-
TUBHBI B YCTaHOBJIEHUU noiaumopdusma. [losTomy ypoBeHb HaOII0JaEMOTO
nosimMopdusMa OyJIeT 3aBUCETh KaK OT YPOBHS MyTalluii U peKOMOMHAIIHIA
[7] B paccmarpuBaemMom paiioHe, TaKk U OT HCIIOJH30BAHHOTO MAapKEPHOTO
noaxona. bonee moapoOHO XapakTepHbIe MapaMeTPbl BHYTPUIIOMYJISIIHOHHO-
ro nmoJimMopdu3mMa paccMOTpeHbI psioM aBTOpoB panee [53, 206, 400] u umwu
KE ClIeTIaHbl CTATUCTUYECKUE BBIKIAIKH, MO3BOJISIONINE OIEHUTh BO3HH-
KaloIIMi BHYTPH TOMYJAIMK mojaumMopdusM. PaccMoTpuM HeKoTOpbie H3
ATUX MMapaMeTPOB.

1.6.1. Boipasicenue 6HympunonyaayuoHHo20 noaiumoppuzma

CymectByromuii moaumMopdusM, Kak MpaBujio, BEI3BaH MPUCYTCTBUEM
MHO>KECTBEHHBIX BApUAHTOB BHYTPU KaKOH-IMOO I'€HETUYECKOW €IMHHULIBI.
Ecnu reHetnyeckoi eIMHULEH SIBISIIOTCA T€HOTHI, MOMYJISLUS WIH BUM, TO
NOJUMOP(HBIMHU BapHaHTaMU, UCXOS U3 METOJUYECKUX MOJIXO0A0B, UCIIONIb-
3yEMBbIX JJIsl UX ONpPEEIeHUs, MOTYT ObITh FaIIOTUIIBI WIIM HYKJICOTUABL. Ta-
KUM 00pa3oM, MOHATHE MOJIUMOpP(PHU3Ma COOTHOCUTCS C MapKepOM U C T'eHe-
THYECKOU efuHmIeh. Mcnonp3yemblie B skosoruu [296], a Takke B mOMyIs-
oHHoOW reHetuke [53, 274], nmokazarenu mosmmopdu3Ma, Ha3bIBacMbIe B
HAy4YHOU JUTEpaType WHAEKCaMH Win KodpduuueHntramu noaumopdusma,
YCIIOBHO MOTYT OBITh pa3/iejieHbl Ha JBE OOJIbIINE KATErOPUU: T€, KOTOpbIE
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IIPUHUMAOT BO BHUMAHUC WJIKM B PACUCT YMUCJIO BAPUAHTOB BHYTPHU IIPOaHaA-
JIM3UPOBAHHBIX I'CHCTUYCCKUX CAWHUIL U TC, KOTOPBIC OCHOBBIBAIOTCS Ha OT-
HOCHUTEJIHLHOM YaCTOTE BAapHUaHTOB.

1.6.1.1. Ilokazamenu noaumopguszma, npunumaroujue 80 GHUMAaHUe
(6 pacuem) uucno eapuanmos

Uucno BapuaHTOB OYEHb YYBCTBUTEIBHO K pa3Mepy, T.. K KOJIUYECT-
BeHHO BenmuunHe oopasma ['PP [159], u He MokeT OBITh HCITOIB30BAHO B TEX
CilyJasix, TJie 3Ta BeITUYMHAa BapbUpPYyeT 3HAUUTENBLHO, JAXKE €CIIU HCIOIb30-
BAHHBIE CTATUCTUYECKUE MOJAXOAbl KOPPEKTHUPYIOT MOKA3aTeNH TMOJIUMOP-
¢usma (MHAEKCH, KO3 UIHUEHTHI) A0 MOCTOSHHON Beiawmunuel [183, 120].
[IpoGsiembl cTaHOBATCS 00Jie€ OCTPBHIMH, €CIM HCIOJIb30BAaHHBIE MPU ITOM
MapKepbl XapaKTepU3yKTCS IPOSIBJIEHUEM OJIHOI0, HO YaCTO BCTPEYAIOIIErO-
Csi BapuaHTa WJIM MHOTOYUCIEHHBIMU, HO PEJIKMMU BapuaHTaMH (cCiryyai
uzodepmenToB). bosnee Toro, uncino (MapkepHbIX?) BapUAHTOB MOXKET OBITh
HEWH()OPMATUBHBIM, OCOOEHHO, €CJIM OHO TPAHUYUT C BEPXHHUM Ipeaesiom (2

B ciiyyae RAPD unu AFLP).

1.6.1.2. Iloxazamenu noaumopguszma, npunumaroujue 80 GHUMAaHUe
(6 pacuem) uacmomsl 8apUAHMOB

Haubosnee vacTto ucCnonb3yemMbiii HHACKC MOIUMOp(H3Ma MoaydeH Ha
OCHOBE ITOKa3aTelIsl, BEIBSJICHHOTO MPHY MPOBEICHUN MUCCIICIOBAHUN B IKOJIO-
run [341]. OH ObUT IEpEHECEH B TOMYJISAIMOHHYIO TeHeTUKY [243] 1 BBeieH B
yrnoTpeOJieHHe MO Ha3BaHUEM ToKa3aTellb 2cennozo pasznoobpasus (h) [272,
274]. T'ennoe (OHO K€ TEHETUYECKOE B Y3KOM CMBICJIC 3TOI'O CJIOBA) Pa3HO-
oOpasue onpeessaoT Kak BEPOATHOCTh TOTO, UYTO JIBa BapraHTa, OTOOpaHHBIC
BHYTPU TE€HETUYECKON €IUHHUIIBI CIyYallHBIM 00pa3oM, OYyIyT OTIMYATHCS
JPYT OT apyra. DTOT MoKa3aTejab 0YCHb MOMYJIAPEH B MOMYJISIIMOHHON TeHe-
TUKe, ocoOeHHOo Tipu pabote ¢ I'PP, mockonbKy OH HSKBUBAJICHTEH YPOBHSIM
TCTEPO3UTOTHOCTH B TIOIMYJISIIIUU MPY TAHMUKTHYECKOM PaBHOBECUU M TIOTO-
My €ro 3HaueHHEe CYIIECTBEHHO 3aBHUCUT OT KOJWYECTBA HAmMOOJee YacTo
BCTPEYAIOIINXCS aJIeICH, U TEM CaMbIM OTPaHUYHMBACT YUCIIO 00pa3IoOB, HE-
00XOIUMBIX JIJISl €T0 YCTAHOBJICHUS WU OIICHKH.

beimu npensioxkeHsl M Apyrue mokaszarenu: Hanpumep, 3PHEeKTUBHOE
yucao amtenei [88], uadpopmannonnas dynkius Shannon-Weaver [220] u
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MPOMOPLUS TETEPO3UTOTHBIX JOKYyCOB. OJHAKO BCE OHU BBIBOJIWIMCH, TEM
WIK UHBIM CIIOCOOOM, TMOO M3 YMCla BapUAHTOB, TMOO M3 MEphl reHEeTUYe-
CKOro (TeHHOro?, 4ro B JAAHHOM KOHTEKCTE PAaBHOLEHHO I€HETUYECKOMY)
pazHooOpasus. bosee Toro, nuHpoOpMaIMs, KOTOPYIO OHU MPETOCTABIISIIN, KaK
MIPaBUJIO, OTPAaHUYECHA OMMCAHUEM M CPABHEHHMEM IOJYYEHHBIX 3HAYEHUU B
pPa3IMYHBIX TEHETUYECKUX eauHuax. Mcxoas u3 3Tux nmokasaresieid, MOKHO
CEJIaTh JIMIIb OTPAHUYEHHOE YMCIIO BBIBOJIOB WM YMO3AKIIOUYEHUNH OTHOCHU-
TEIBHO ABOJIIOIUHU U3ydaeMbIX nomyisiuuid. C qpyroil CTOpoHbI, ObUIH HE 3a-
OBITHI ¥ TAK)KE MIUPOKO M3YYATHCHh (DITYKTyalllK B YHCJIE BAPUAHTOB U B TEH-
HOM pa3HO00pa3uu, KOTOPbIE BO3HUKAJIM B TEUCHUE HBOJIIOIUU TOIMYJISIIHMA
[274]. s momymsiuii SBOIOIIMOHUpPOBABIIUNX coriacHo Moxaenu Wright-
Fisher (mocrostHHBII pa3Mep MOMYJIAIUN, OTCYTCTBUE MHUTPALUN MEXIYy HU-
MU, TUI MYTalUid COOTBETCTBYET HAJIMYMIO HEOTPAHMYEHHOTO YHCJIa ajlie-
JIeH ¢ He YNOPSA0YEHHBIMH aJIJIEIbHBIMA BApUAHTAMHU ), YPABHEHUS 3HAYCHUN
gucna ayvienei (4) u reHeTndeckoro pasnooodpasus (h) mMoryt ObITh 3amuca-
HBI CIIEIyIOIKUM oOpa3om [168, 274]:

— VX ANp
A= Lk=1 4Np+k—1" (7)
h = 4Nu/(4Nu + 1), (8)

riae N — 310 a3 pexTuBHBIN pa3zMep Kaxaou U3 MOMyJIsIui, L — 1078 (TIpo-
LIEHT, IPOTNIOPIIMS) MyTaIlui, a X — pa3mep obpasiia.

Takum 00pa3om, B OTCYTCTBUU MUTPAIMA YPOBEHb T€HHOTO Pa3HOO00-
pasusi 3aBUCUT OT Jpeiida u yactotel mytanuii. [lockonbky apeiid nericTByer
B OJJHOM U TOM K€ HaIlPaBJICHUU JJII BCEX MApKEpOB, TO pa3Inyusi, HaOIto-
JaeMble MKy MapKepaMH, TeM CYIIECTBEHHEE, YeM BBIIIE YacTOTa MyTa-
it (Tabu. 2 u 3). Hakonen, mpoBeieHHas 1Jisi 9TUX JBYX MoKa3aTejaeit MHO-
rOIJIAaHOBAs KOMITMJISIIIHS TaHHBIX aJJIO)epPMEHTHOTO aHaju3a, MO3BOJIMIA B
CBOE BpEMsI MPEUIOKUTh UX B KAU€CTBE CTaHAAPTOB IIPU U3MEPEHNUU FCHETH-
4eCKOro pasHoodpasus [164].

24



‘(aorHoNdo x19HIMNd109d XIIHHREOEIIOLION WOIOME O OHBEEE) OIAWBAIIBH {4y € UOLAIIE XI9H

-HOL'gBI9e OLOUh AM9IrOMO0II ‘OHOHIAdLeE OMHOHARAD “QOHOW OH WAL) 44y BLY OIII9d EOLMKEM UALALIR OIOMh WOLII € OLh ‘0L BH BALOWOOH
‘oxer ‘(1atHandodoeu-414y ouHoHgedd) AWOIAdI-0I LUIEILII9E OLE UOLAIIE BUIMQOEU KBL]] "BUhUIced HLE LOBHOEIQO0 ‘I[IWOKLEBI9d I9HOW
-B€ QIYHLOLOMMOHUINE 908 OH OLh ‘IMB() LOL U ‘BIOM OIOMOORMIOHAI 9LOOHHIKOAIdE OL ‘XeHAI € KOLEIOXeH I9doxden uirdd  “gaoHoued XUl
-OIAdUIrON LO OMhUILLO € ‘WEMHORMHERAIO WISHEMINQID WHMIIONOH 9ouIrIdoglron 19Honed OUMIMOIAdUIONOH OLh ‘BINB(] OI0L €U LOAXWAID OLC
"MHOWOJd WOIHUEBXHUIQ € WOh ‘QII9d ‘OHHOHWOOJJH ‘WOLTOdI g UMITBLAW BMHOL'KOL BLOLORR "d0LHINAI(]oeH oH & ‘@odoaxden x19HABIAMOIION
OI9ITIONOII O LOTRIUIABHRLIA 019 HID ‘0300198 () ouecedgooHerd 003M00RMLIOHAI ‘Orrngedi e ‘WOrdll g g09AM0l XIFHLHOWAA(oen eIrouh
OJOHRhOLRLOOXQH BE-€M OHHOQ000 ‘Uwedaydemw Arxow eHegoduoHeregeed 0M0OJI9d (40AMOL OLOMAh) YdoQMd KeHWOHAIMALAHE ‘19HOdOLD
noJAdr ) aoneedgo xi9HhUIreed WodLon0gd WidHdALNedEeX EO91BLURD LAIOW OH ‘| M |/ BI'T JI9NOBIOIQBH ‘BUhUIeR] (6 JUHOHARA) B1ohOoRd
HNBITOLOW X MINJL M UWHHIO U (MQ0J0 M MMIEBLALION) XeleedQo 9 XOL U XMHIIO BH IHOIQ40dI UIT9Q BUHREOUAIIdHU J9HIIdLuHERdd U1C
‘nnnsrAuon ndiAng oneedgooHeed 0MIORULOHAI — | OAMOIr BH UALOLIE OLrOMh 99HIdAD — p ‘a0dAMorr x19HHegoduenreneod oronh — |u

[eTT] 2’0 | ov'e | Ge 6.T°0 | 69T | ST skew eaz
[sTe] €620 | 6'T TE 188’00 | €'¢ 8 eaeaiad snasand
[vzel 00€'0 4 19 052'0 | L2 v | 0520 | 87 €T | sepiojnway snindod
[vzel 0T€'0 | 6'T 95 €T1'0 8'T L€ 080'0 | ¥'T 4’ eyepIpuaib snindod
[s8T1] T2€0 | 6'T 82 00ge'0 | 2'¢ €1 euellew eadld
[T9¢€] 12€'0 e 692'0 0Z SLIISaAAs snuid
[tzy] 69V'0 | ov'v | €I 6EV'0 | 98'F . aJeb|nA wnap.oH
[eT2] 8870 9 81€'0 14 ©30E.3|0 BIISSeld
[ese] ¥89'0 | &'8 6 8IS0 | LT € stsadwed eosseld
MUHKhOLIM HIIHdAredaLu] | v I | v I | v I qarag
ddvd d1d4d iHIndadocy

gododen gounL xigaHhurreed sBuHRd0e91IrondM WOdLITIddon Busedgoonsed oxonHonnBrAnonndiLAng BHaodA sunadonel

Z enmrroeJ,

25



‘[T#2] Bucedgooneed 010MOIRUIONONY XU MHIIIAL) OLl HNEUIIBLALION

AW unITe MTHAdO(P (UL UOMEUH M BO9LUOOHLO IAIOW MBhALD QUIAd]7 ‘€00AMOLr AIrOMh OLl OHHOQ0J0 ‘eehIreHE olomurogodu wyndorudy
WIINHIOXQOJH XMINIOIEhd4L0 9H ‘goneedgo nirn godn o'1 ‘goneedgo urrm godu edogironr o1oxorn WoreLdrAedd EOLOIBIEE ‘01208 9odoMo ‘Uuil
-g1raddox iHaunudpeon amieny ‘(96 UrU G()°() 9OHE0dA H BOLUITOXeH UUNKIddOM 4LO0WHRBHE BBOORULOULEL) 9L ‘G()‘() ‘BLIKL | BMQUIIIO)
nnnEroddoy 919HdOg0100Y [9HOTHMEH UIT9Q BUHORAEU €OBRAILD Q¢ €U { € 9MMI 0J99d :goroxron xiHdoxdew xigHRUIeed o19Imomon 9 roied
-UIrgeHBLOA XM BII0N ‘LoiAdurraddoy ogerrd 9HoRo ¥ueedgooHeRd 0I0MOORULOHAI UIrdLRERNO] | "d0doMdeN XIIHLHEHUWNOY KLY LOLOBh XIJHILALl
-IFeXOW KU UI9WIAEIIrOLION MMITEONU(D OMOTHU — o “([gez] MurerHowoxad) N/ WOh JMI9HOW HOLAUIB-9IAH KLU LOIMEOWOI BLOLOBR XI19d
-OLOM BI 190AMOIl UUIIOIBhOIINOU OH ‘€UIBHE X LOL — Z9) ‘LOLOBh XIJHILAUI® BUHIOUAIIE WOdL1Orddoo1 0I0OHHIIdOHRLOA ‘Bucedgooneed
OIMHOLOUKIGE LIAELOLIEL00D [€) ‘g9 OQUIr ‘[ WOIOLOW ooulr [9HedoduenIreHeodl HIT9Q dHHRY (QdVY ‘d1dV) gododden XI9HIHEHUW
-or BIY] "7 ¥ | godaxden BIY d00AMOL XITHHORAEH OLOMh — 2 U Tu ‘uunsrAunon ensedgo doweed uuHrodo — [ SMMIBLALION OLOUR — d|\|

[eve] 169'0 08T'0 GGT d14v 9 dss 002-08 /] IngoJ snasan®
[Tyl €0T'0 679'0— GST | dT14v 9 ySss 002-0S L eaeJlad snasend
[ovz] T7E'0 1/2'0- Zet | d1av € dss 0 4 Jg)seurd snuid
[esz] ¥20'0 G89'0 Ll advy 9 rg1HoWdadoen 0¢ T aJeb|nA wnap.aoH
[eTz] ¥9/1'0 00T'0— 9 advy 4 rarHowdaosn | 09-8€ 8T 9e80R.I9|0 BIISSRIg
[s8T1] 797’0 0070 44 advy yT | diHowdodoen | 0g-TT 45 euellew eadld
[26] ¥70'0 826'0 T dss 4 d144 G 9 s1ebInA vlag
[T1€l 680'0 006'0 L dSS 4 riHondedoen | 00T-0Z g 9890BJ3|0 BIISSRIg
[Tey] 0S0'0 2950 8T d14y L raiHoNdopoen ¢ 6T 8Jeb|nA wnap.loH
[esz] G20'0 75’0 v d144 g 1LHOWda(oen ¢ 02 | sluisadwes eoisselq
[eTT] GetT'o 99%'0 Ge d14d 0¢ | [inondoadoen 0 0T skew eaz
MHUHhOLYU unnsraddoM evdoxden evdoaxden
mand{redoruy, aroonLs0dog LHonnupdeo)y «u UL T u KL | N N g

¢ BIHIrQR

XBEUNBI'ALION 9 XJ1 M XHHI0 BH
gododden gonmnL Xxi9HhUIreRd XA9Y 019MIONON J 010HHIHANO ‘Bucedgooneed LHonnuddeon niannonnsraddoy

26



1.7. Ouenka ypoBHsi pa3HO00Opa3us
¢ IOMOIIBIO PA3JIHYHBIX THIIOB MAPKEPOB

1.7.1. Ha ypoene anneneii

HaunGomnee obmiee MareMaTnueckoe BhIpKEHNE TEHETUUECKOTO Pa3HO-
oOpasust h mukopacTymux ¥ BO3JeabIBA€MbIX BHIOB pacTeHHi naHo B 1973
roxy [272]. Ecnu o0bekTaMu M3y4deHUs SBISIOTCS TAIlJIOTUIIBI WIIA AJUICTH
JAHHOTO JIOKyca ¢ A KOJIMYECTBOM BapUaHTOB, TO YPaBHEHHUE MOXHO 3aIlM-

CaThb TakK:

h=1-YL,pf, )
WJIM TaK:
h =Y, Yo pip;,
j£i
rae p; (uu Pj) yacToTa amiens i (1 j).

B »TOM ypaBHCHHH MpeaIoaracTcs, YTO alIeId PAaCIIOJIOXKCHBI B
MIPOU3BOJILHOM MOpsIKe. Eciu %e OHM MOTYT OBITh YIOPSI0YCHBI HA OCHOBE
KaKOW-TM0O «BHEIIHEH», HampuMmep, (PEHOJOrHYecKol HH(POpMAIUH, a UX
B3aMMOPACIIOI0KEHNE BBIPAKEHO KaK (DYHKIUS AUCTAHLUU Ajj MEXIy aje-
JSIMH | | |, TO ypaBHEHHE pa3HOOOpa3us IPUMET BU/I:

h = 22'4=1 Z}a=1 pip;j Aij (10)
JE

BaxxHO 3aMeTUTh, YTO ATO C KOJMYECTBEHHOW TOYKU 3pEHUS OOJIbIIE
HE SIBJIAETCS BEPOSATHOCTHIO, IO KOTOPOM JIBa ajuielisd BbIOpaHHbIE CTyYalHbIM
o0pazoM W3 MOMYJSIUH, OyIyT OTJIMYAThCA, HO €CTh CPEIHSS JTUCTAHIIMS
(w1H, Kak ee ellle Ha3bIBalOT, FTEHETHYECKOE PACCTOSHUE) MEXKIY aJlIeIsIMHU,
IPUCYTCTBYIOIIUMHU B MOMYJISIIIUU.

JInst OOJIBILIMHCTBA MapKepOB MPAKTHUYECKHM HEBO3MOXKHO TMOJYYUTh
uH(pOpMaINIO, KOTOpasi cMoryia Obl OOJIETYUTh yHopsaodeHue aiencii. B
9TOM citydae Ajj paBHO 1 Ui Bcex map pacCMaTpUMBAEMBIX ajljIeNied U ypaBs-
nenue (10) craHoBUTCS SKBUBaIEHTHBIM ypaBHeHuIo (9). C npyroi CTOPOHHI,
JUIsl MAPKEPOB, OCHOBAHHBIX Ha MCIIOJIb30BAHUU IOCIEAOBATEILHOCTEN TAH-
JIEMHBIX TTOBTOPOB (Hampumep, mukpocareumtos, pJIHK), npeobpazoBanue
OJIHOTO aJuIeNisi B IPYrol 4acTO MPOUCXOIUT MOCPEICTBOM J00aBICHUS WM
yaaneHus eauHulbl noBTopa. (ClenoBaTelbHO, YUCIO E€IUHUI] MOBTOPOB,
pa3zensIouX IBa MOJ00OHOr0 pojia Mapkepa, MOKET BIUSATH HA TOYHOCTh
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YCTAHOBJICHHS] TEHETUYECKOW JTUCTAaHIMU MEXy HUMHU. Hakonen, eciu noc-
TynHsl nocuenosarensHoctd JHK amneneid, To Ajj; MOXKeT OBITh IOJIyYEHO
UCXO/s U3 X HykieoTuaHow aueprennuu K (ypaBuenus (1) u (4)). B xowm-
NETEHIIMU WCCIeA0BaTeNs clieaTh BBIOOP, KaKUM 00pa3oM YCTaHaBIIMBATh
JUCTAHILIMIO MEXIY aJUIeNsIMU MPH U3MEpeHHH pasHooOpaszus. Takoe perie-
HUE, KaK IpPaBWIO, MPUHUMAETCA B 3aBUCUMOCTH OT UEJEH MPOBOAUMBIX
u3bIcKaHuil. B ciayyae eciin HEOOXOIMMO CPaBHUTH Pa3IMYHbIE MCCIIEI0BA-
HMs, U €CIIM IPUHUMATH B pacyeT Ajj, TO TOraa J0JKHA OBITh 3aJaHa WU OIl-
peneneHa u3dpaHHas 17151 U3MEPEHUS KOHCEHCYCHAs SANHMUIIA.

1.7.2. Ocobwlit ciyuaii 00OMUHAGHMHBIX MAPKEPOE

Jl71st Toro 4TOoOBI U3MEPUTH AJICIBHOE pa3HOOOpa3ue Il TOMUHAHT-
HeIx MapkepoB (RAPD, AFLP), momxHbl ObITh M3BECTHBI YaCTOTHI aJljie-
neit — 1 (mpucyrctBue pparmenta) u 0 (orcyrcrBue ¢pparmenta). [Ipu aTom,
ecyu nomyJssiuus (3Toi momyssiuue MoxeT ObITh 0Opazen; I'PP) noguunseT-
csi ypaBHeHHMIO Xapau-BaiinOepra, To yactora ( HyJb-ajuieis (OTCYTCTBUE
¢dbparmMenTa) MOXeT OBITH ONIPEACIICHa HCXOsI M3 4acTOThl Q ocoOei, B KOTO-
PBIX 3JIEKTpodopeTHUecKrue NpoPuiIn He AEMOHCTPUPYIOT UM HE MPOSBIS-

IOT 3TOT (bpaFMCHTl q = Q B CIydac JXC, CCJIM ITOIIYJIALNUA HC ITOJUYUHACTCA

ypaBHeHMIO Xapau-BaitnOepra, yactoty ( [80, 215] ycTaHaBIMBaIOT TaK:

q=(50—==)(F -VFZ+4(T-MQ), (11)

2(1-F)

rae F — unnexc ¢ukcanuu, KOTOPBIM OMpeAeseT pacXokaeHue (OTKIOHE-
HUE) MPU PAaBHOBECUH MEXKIY TEOPETUYECKOM reTepO3UroTHOCThIO, He 1 Ha-
omogaeMoit rereposurotrHocteio, Ho (F =1 — H,/H,) [168]. 3HaucHue F
MOXET OBITh TAKXKE MOJYYEHO W U3 MU3BECTHBIX KOJOMHHAHTHBIX MapKepOB,
BBISIBJICHHBIX y TE€X € CaMbIX M3y4aeMbIX BUAOB WK 00pa3iioB. OueBUIHO,
410 ypaBHeHHUE (11) MOYKHO MCIIOIB30BaTh TOJBKO, €CIIM UHSKC (hukcanun F
SIBJISIETCS TEM JK€ CaMbIM, KOTOPBIM BBIYUCIISIICS JJI1 KOAOMHUHAHTHBIX Map-
KEpPOB, MCMHOJIb30BAHHBIX MIPU YCTAHOBJICHUU F, U TeM ke AJisi KOTOPOro OIl-
penensiiock (. Ctporo rosopsi, ypaBHeHue (11) MoxkeT ObITH NMPUMEHEHO
TOJIBKO ISl HEUTPAJIbHBIX MApKEPOB U MPU CPABHUMBIX YPOBHSIX MYTHPOBa-
Hus. Ecnu Het undopmanmu no F, moctynHoi uisi u3ydaemMoil MOMmyJisiiu,
WJIU €CIIA €CTh COMHEHHUSI B TOCTOBEPHOCTH MOJTYUYEHHBIX OT Pa3IuYHbIX Map-
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KEepOB 3HAUCHUH, TO F Bcerna BO3MOXKHO YCTaHOBUTH UCXO/Is U3 3HaueHuil Q,
OMPEEICHHOTO VISl IBYX CIEIYIONIMX JPYT 3a IPYyroM MOKOJEHUW OJHOU U
TOM ke nomyJsnuu [232].

Ecnu ycraHoBlleHHE YacTOTHI HYJb-aJUleNii MPOU3BOASAT HCXOIA U3
4acTOT TOMO3UIOT, MPOSBISIOIINX HYJb-aJUIENId, TO B 3TOM CIIy4ae MOKET
0OHapy>KUBAThCSl CYIIECTBEHHAsI MOTPEUTHOCTh U3MEPEHHUSI, HO TOJBKO €CIIU
YHCII0 TOMO3UTOTHBIX TEHOTHUIIOB MPH 3TOM OyIeT MeHblne Tpex [232]. AB-
TOPbI PEKOMEHIYIOT 00paTUTh BHUMAHUE HA TO, YTO JIOKYCHI, NI KOTOPBIX
9acTOTa TOMO3HTOT 10 HyJb-autesisiM MeHbie ueM 3/Ng (tme Ng pasmep 006-
pasiia), He JOJDKHBI COXPAHSTHCS WIIU MOAJACPKUBATHCS B 00pasle MOMmyJis-
LMY, a IPU CPABHEHHH, BBITIOJIHEHHOM C MTOMOIIBIO0 KOJIOMUHAHTHBIX MapKe-
POB, C/€NaIN BBIBOJBI O TOM, YTO pa3Mephl UCCIEAYEMOT0 00pa3la JOIKHBI
yBenmuuBaTthecsa OT 2 10 10 pa3. DT peKOMEHIaUnK TAKXKE MPUMEHHUMBI U K
orieHke pasHooOpasus obOpasioB ['PP. Tak ucnonp3oBaHHe TOMHHAHTHBIX
MapKepoB ISl ONPEIEICHUS] TEHETUYECKOTO pa3HO00pa3us TpeOyeT HaTuuus
00JIBILIEr0 KOJIMYECTBA JIOKYCOB B 00paslle, 4YeM B CIy4yae KOJOMHUHAHTHBIX
MapKepoOB, U SJTUMUHALUN «HAUXYIINX)» MOIUMOP(HBIX JOKYCOB. Y BEJINYe€-
HHUE YUClIa JIOKYCOB, KOTOpbIE O0JEr4aroT UCIOIb30BAaHUE MYJIbTUIOKYCHBIX
MapkepoB, Takux kak RAPD umu AFLP, MoXeT KOMIEHCHUPOBATH MOTEPIO
TOYHOCTHU MO Ka)X/JI0MYy JIOKYCY. DTO OBLJIO YCTAaHOBJIEHO B CHELIMAJIBHBIX HC-
cienoBanusx [241]. Tak, Hanpumep, MOKa3aHO, YTO, HECMOTPSI HA TUIOXYIO
TOYHOCTH Ha YPOBHE OJHOTO JIoKyca, AFLP npeanoutuTensHee aiisi OLEHKU
T€HETUYECKOro pa3HooOpa3usi Ha YpOBHE II€JIOr0 reHOMa, MOTOMY YTO CIIy-
4ailHOE pACIpPEETICHUE YUUTHIBAET OTPOMHYI0 I€TEPOTr€HHOCTh (HEOIHOPOI-
HOCTh), CYHIECTBYIOLIYI0 B reHoMe. KoMMmuiislus AaHHBIX CPaBHUTEIbHBIX
MCCIICIOBAHUM MO YCTAHOBJICHHIO T€HETHYecKoro paszHoodOpaszusi ['PP, mpo-
BEJICHHBIX C Pa3HOOOpPa3HBIMU TUIIAMU MapKepOB MOKA3bIBAET, YTO pa3iny-
HbI€ OLIEHKH BBISBISIEMOTO pa3zHOOOpa3us JOCTOBEPHO KOPPEIUPOBAIA Me-
Hee yeM B 12% ciyuaes (Ta0i. 3). MonesbHble nccaenoBanus [241] BoiaBu-
raloT B Ka4eCTBE BO3MOXKHOW THIIOTE3bl MPEANOIOKEHUE, YTO TPUUUHON OT-
CYTCTBUSI KOPPEJSLUI MOXET ObITh: BO-TIEPBBIX, HEOOJBIIOE KOJIUYECTBO
UCIIOJIb30BAaHHBIX ISl MCCIIEIOBAaHUSI JIOKYCOB, BO-BTOPBIX, HU3Kas AuQQe-
pEeHIMALMS TOMYJISIIUI [0 UX YPOBHIO pa3HOOOpa3us U, B-TPEThUX, HEYpaB-
HOBEIIEHHOCTh CUTyalluu IIPU NMPOBEACHUHU aHAIN3a.
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1.7.3. Ouenka na HyKneomuoHom ypoeHe

[TpaBuiia onieHKM pa3HOOOpa3us Ha HYKJIEOTHUIHOM ypOBHE pa3pabora-
Hbl HAa OCHOBE NPHHIMIA, KOTOPBIM ObUI MPEIJIOKEH W HUCIOJb3YeTCA s
ypOBHs ajuiesield. Bo3bMeM npuMep ajuiesneil ¢ U3BECTHBIMU MOCIEA0BATEb-
HOCTSIMM M TOCTOSHHON (KOHCTAHTHOW) IJIMHOW N M PAaCCMOTPUM KaKIbIA
HYKJICOTH/IHBIM CaiiT B KaueCTBE JIOKYCa C YETHIPbMSI «AJUIEIAMU» (110 YUCITY
geTeipex ocHoBanwmii: A, T, G, C).

B caiite K pazHooOpasue HYKICOTHUIOB MOXKET OBITH OILEHEHO Clie-
ayromum obpasom [276, 363]:

hy =1— Z?=1 Xik2s (12)

rne Xix vacrora Hykieorunaa i (i Bapeupyer ot 1 10 4 mst ocHoBanuit A, T, G
u C, cooTBeTcTBeHHO) B caiite K. CpenHee pazHooOpasue HykiieoTuaoB h Ha
NPOTSHKEHUH N CAaTOB, COCTABIIAIONINX MTOCIIEIOBATEIEHOCTD, OY/IET paBHO:

h=—%ih (13)

910 BBIPA)KCHUEC 3KBUBAJICHTHO TOMY, B KOTOPOC BBCACHLI IICPCMCHHLIC YacC-
TOT PA3JIMYHBIX I'allJIOTUIIOB Pj U pj:

h= i Xipipj mij, (14)
7€ Tjj AMBEPreHIUs HyKJIeoTnnoB Mexay ramiorunamu | u j (K u3 ypasHe-
Hus (1)). ABTOpBHI JaHHOTO ypaBHEHHs [276] 1mOKa3bIBaIOT, UTO Tjj, CPEIHEE
YMCIIO HYKJICOTUIHBIX 3aMEH, MOXET OBITh OLIEHEHO MOCPEICTBOM TT;j =
ng/n, ecnmu mjj Menbine yeM 0,02 u mocpencTBoM ammpoxcuManuu JUKes n
Cantor [191] (ypaBuenue (1)), koraa mj; 6ombiue, gem 0,02.

CpaBnenue ypaBHenuit (12) u (14) ¢ ypaBuenuem (10) mokasbIBaer,
4TO pazHoobpasue Ha HYKIeOMUOHOM YpO8He SKBUBAJIEHTHO pazHO0OpA3uI0
Ha ypoeHe ajlienel, eciu alienu pacnpeoenenvl Kak QyHKyus ux HyKieomuo-
HOU OuBepeeHyulU.

1.8. YcranoB/ienune pa3iauuuii mexny nonyassuuavu I'PP

CymecTBytoniee pazHooOpa3ve aHAIM3UPYIOT, KaKk IpPaBHJIO, HA He-
CKOJIBKHMX, a HE Ha OJJHOM MOMyJsuuu. B cBs3U ¢ 3TUM MOXKeT ObITh BbIJEIIe-
HO JIBa MEpapXUUYECKUX YpPOBHA: pazHooOpaszue Mexay nomynusiusimu ['PP,
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O0OBIYHO Ha3bIBaEMOE Oughhepenyuayusi, 1 BHYTPUIOMYISIITUOHHOE Pa3HO00-
pasue, KOTOpOoe MBI PacCMOTPENH B MpEIbIAyIIeM pasjeie. besycioBHO,
00001IeHNe BO3MOXKHO M Ha JIPYTHMX HepapXuyeckux ypoBHsX. (CremneHpb
g depeHInail MeXIY MOMYyJISIUIMA OYCHb CHIIBHO 3aBUCHUT OT BPEMEHH
pacxoxkaeHus Win pasaenenus nonysanui ['PP u nognep:xxuBaemMoro mMexy
HUMH oOMeHa reHamu. TakuMm oOpaszom, uHpopMaims o creneHu auddepeH-
[UAIIH TOMYJISIUN TOBOPUT HAM 00 UCTOPUHU U3y4aeMBbIX TOMYJISIIHA.

1.8.1. Oowee svipasrxcenue oughghepenyuayuu

Huddepennmanus MoxeT ObITh BhIpaKEHa JABYMS CIIOCOOaMHU, KOTO-
pBI€ B UTOTE JAIOT OJIMH U TOT ke pe3ynbrat [274]. [lepBsiii cocTouT U3 pac-
CMOTpPEHUS JUCTAaHIUH Oy, MEXIy BCEMH IapaMu MOMYJISIUN X U Y:

2 ]

Ay = Nyy — (15)

rae hy (umm hy) — pasHooOpasue B momyasinuu X (MIH Y COOTBETCTBEHHO)
(ypaBuenwus (9), (10), (13) uam (14) coryacHO paccMaTprBacMOMY YPOBHIO),
a hy — BHyTpunonysAIOHHOE pa3HOOOpa3ue (ecnu anienu | ¥ j B ynoms-
HYTBIX BBIIIIE YPABHCHHUSX MOJYYCHBI OT JBYX PA3JIMYHBIX MOMYJISALIUN X H Y).
W3 sroro, (Bce)oOmas auddepennnanus (ds) BBIYHCIACTCS KaK CpeaHee
BCEX 3Ha4YCHHH Oy, 110 BCeM mapaM HOMyJLIIui (BKIIOUast PELUIPOKHBIEC Maphl
U JaXe Te, KOTOPbhIE aCCOLIMMPOBAHBI CO CBOEH COOCTBEHHOW MOMYJISLUEH):

dye = = ¥5 5 duy, (16)
r7ie S — YHCI0 PAaCCMOTPEHHBIX MOMYJISIUH.

BTtopoii moaxo coOCTOUT U3 MOAPA3AEIICHUs T€HETUYECKOTO Pa3Ho00-
pasusi Ha JBa UEPAPXUYECKUX YPOBHS (OTACIIbHBIC TOIYJISIMU U COBOKYTI-
HOCTh monyJinuii). PazHooOpa3ue COBOKYMHOCTH HECKOJBKHX MOIYJISIUN
['PP paccmaTpuBaioT Kak pazHooOpa3ve eUHON MOMyJNSIUN (Ha3bIBalOT 00-
MM pa3zHooOpasuem, ) ¥ BBIUUCIAIOT, TPUHUMAS YaCTOTHI B YPaBHEHHSIX
(9), (10), (13) unu (14) 3a cpenHre YaCTOThI BCEX MOMYJISUNA, COCTABISAIO-
IIUX JaHHYI0 COBOKYMHOCTh. CpeiHee pazHooOpa3ue OTACIbHBIX MOMYISIUNA
BBIYHCIISIFOT KaK CPeIHEe BHYTPUIIOMYIISIIIMOHHBIX pa3HooOpasuii hs. MoxHO
nokaszarb [274], uro muddepeHnmanus MKy MONyJsIusIMUA (ypaBHEHUE
(16)) BeIparkaeTcsl TakKe Kak pa3iuyue pa3HoOOpasuil, yCTaHOBICHHBIX Ha
JBYX UEPAPXUUECKUX YPOBHIX.
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dst = hy — hy (17)

3arem nuddepennmanniio G MOKHO BBIPA3UTh OTHOCHTEIBHO K OOIIEMY
pa3HO00Opa3uio:
G = e (18)
B ynpoenHoit Mmoaenu 3Bofitonny nomynsnuid (6e3 otéopa), cormnac-
HO KOTOPOH BCE TMOIMYJISAIUNA OJHOTO M TOTO K€ pazMepa 0OMEHUBAIOTCS PaB-
HBIM YHCIOM reHoB (octpoBHas moxaens Wright, [406]), oxumaemoe 3Have-
HHUE BBIUMCIISIIOT C MOMOIIBIO CIEAYIONMIETO YPaBHEHHS, YCTaHABIUBAIOIIETO
OTHOIICHHS MEXITy MUTpaIueii u npeiidom [274]:

1

Gst =

B 1+<4N(sf—1)(p+m)> (19)

rae M — ypoBEHb MUTPALIMH, S — KOJIMYECTBO CyOnomyiasiuuii 3(pPpeKTuBHO-
ro pasmepa N, p — yactora (ypoBeHb) MyTauuil. Eciu ypoBenb MyTtanuii
MHOI'O MEHbIIIE, YeEM YPOBEHb MHUIPALMU U €CJIM YUCIIO COOPAHHBIX MOITYJIs-

Ui BEJMK, TO 3TO OTHOUIEHUE MpPUHUMAaET Oosee yMNpouIeHHYI (opmy

[168]:

1

Gst = 77— (20)

T 1+4Nm

[Tapamerp muddepenmmanun Gg OBLT ompenencH B paMKaX MOJETH ¢ (PHUK-
cupoBaHHBIMU d(pPeKTaMu, T.€. YUUTHIBAIACH TOJIBKO nuddepeHuanms
BHYTpHU COOpaHHBIX momyJisiiiuid. Mojiens co ciaydailHeiMU d(dekTamu BBe-
nena [400, 402] B Bune mapametpa 0, sxBuBanentHoro Fg Wright [244]. Ila-
pameTp 0, BeIpa)KeHHbIN Ha ypoBHE ayieneit (0,, Ha ypoBHE JIOKyca), SBIISET-
cs1 KO3 OHUITMEHTOM KOPpEISIUA MEXIy TeHaMHU Pa3JIMUHbIX 0CcOOeH OJIHOM
nonyJsud. JIBe MOJEIM OTIMYAIOTCS IPYT OT ApPYyTa MO JISXKAIINM B UX OC-
HOBE TUIIOTE3aM, OMPEEICHUIO MapamMeTpoB auddepeHnranuy 1 MeToaam
ouenku. [Ipu stom omum uccnenosarenu [400, 402] pazpaboranu rumnotesy,
COTJIaCHO KOTOPOM BCE TMOMYJSIMU TOJXYYEHbl W3 OJHOW TMOIMYJISIIUU-
NPEAMISCTBEHHNKA W YTO JTH TOMYJISIIIUU SBOIOIMOHUPOBAIIN 0€3 MHUTpa-
Ui, MyTaiuii Wi oTOopa, apyroi aBTop [274], B MPOTHUBOIMOJIOKHOCTD
ATOMY, HE CTPOMJI HUKAKHX THIIOTE3 10 UCTOPHUH monysnuid. OgHako, B KO-
HEYHOM CYeTe, PsiJT aBTOPOB, KaK B Cy4ae raruioMIHbIX JaHHBIX [299], Tak u
B Cllydae JAMILIOMIHBIX JaHHbIX [298], pacnpocTpanuin pasioxeHue mo Nei
[274] (ypaBHenue (17)) Ha Momenb caydaHbIX 3P ¢eKToB, 6€3 0c000 CHUITb-

32



HBIX OTPaHWYCHUN reHeTraeckor rumote3sl Moaenu Weir u Cockerham [400,
402]. BeneacTBue 3TOro MOCHIEIHA MOEb IPUMHUpseT 00a moaxoaa. Cpas-
HEHUs, CIIeJIaHHBIC Ha OCHOBE IKCIIEPUMEHTAJIbHBIX JAHHBIX, MMOKA3BIBAIOT,
4TO OlleHKa ABYyX napameTpoB (Gg U Fg) cXoauTes, eclii 4nuciao MOMmyJIsiuii
BbICOKO [67, 299]. Kak crmeayeT U3 nuTepaTypHBIX UCTOYHUKOB, ITApaMETPh
muddepeHnranuy Ha YpOBHE ajllejici M Ha YPOBHE HYKJICOTHIOB MHCITHPH-
PYIOT (HAIONHIIOT CBOMM COJEP)KaHUEM) TO OJIHY, TO APYTYIO, TO TPETHIO,
T.C. OJHY M3 TPEX YIOMSHYTBIX BBIIIC MOJCIICH, KOTOphIC aajee OyayT 00o0-
sHayensl kak NE nma Nei, WE nna Weir u Cockerham u PO gna Pons u
Petit.

1.8.2. H3mepenue ougppepenyuayuu 6Hympu mapKkepHuvix cucmem

VYpaBuenus (15) u (18) ycranaBnuBaroT o0IMe paMKu JjIsl BbIPpAXKEHUS
muddepeHunanuy, KoTopasi MOXET ObITh IPUMEHEHA KO BCEM MAapKepaM Kak
Ha YPOBHE aJUIEJIEH, TaK U HA YPOBHE HYKJICOTUIOB.

1.8.2.1. ¥Yposenwv anneneti

3nadeHus Gy, NOJIy4YCHHBIC BhIYMCACHUEM Ny U dg TPHU MCIIOJIB30BAHUU
ypaBHenuit (9), (16) unu (17), uMEIOT pa3iuYHbIE MEPhl B COOTBETCTBUU C
U30paHHOM (IU1s1 CUMCIIEHUST) MOJIeTbI0. Tak ke, KaK U B CIy4dae omnpe/eeHus
pa3Ho00pa3usi, TUCTAaHUIMA MEXIY ajuleNIiMU MOXET ObITh BBeJeHa (ypaBHe-
aue (10)) aHamornyHbIM 00pa3oM, Kak 3TO ObLJIO CIEIaHO B PaMKax MOJCIH
WE [125] u moaemu PO [299]. Cnydaii MUKpOCATEIUTUTOB SBJISETCS OCOOBIM.
Tak, Hanpumep, eclii B KauecTBe paboyveil MpUHATa MOJIEIb MOCIEI0BATENb-
HBIX MyTanuii, To auddepeHnranus MOKeT ObITh BBIYHCIICHA TPHHITHEM
pa3uYMil B YKCII€ €MHUI] TOBTOPOB B KAYECTBE TUCTAHIIUU MEXIY aJuiels-
MU. METONbI OIIEHKH, TMPEJCTaBICHHBIC B JUTEPAType W NMPUMEHEHHBIE K
0co00OMYy CiTydar0 MUKPOCATEINIUTOB, ObLIN BBIBEICHBI Ha ocHOBE Moaenu NE
(mapameTtp R, [344]) wim monenu WE (nmapametp @y, [264]).

1.8.2.2. Vposenv Hyxneomuoos

Juddepenunannst Ha ypoBHE HYKJIEOTHUIOB Oblia MOJTydYeHA 3aMEHOU
YJICHOB YpaBHEHHUs BhIpaKeHHBIX B N B ypaBHeHuu (15) Ha MaTeMaTH4ecKue
AJIEMEHTHI, NpuBeneHHbIe B ypaBHEeHUAX (12) u (14). Takoe xe maremaTuue-
CKOe BbIpakeHHe, coorBercTByromee mozaenu NE, Obuto BBemeno u Nei
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[273], Ho B kauecTBe smemeHTa Vg HuddepeHumanus Ha HYKICOTHIHOM
ypOBHE OBLTa OIEHEHA TAaK)Ke M C MOMOIIBIO aHaiu3a BapuaHc (mapaMetp 3
aHayior nmapamerpy 0 momenum WE) [401]. [dpyrue AOCTyIHBIE METOABI WH-
CUpUpOBaHbl Oobie Monaenbio PO. Mckmodas cpaBHEHHE TOMYISIIANA ca-
MuXx ¢ coboii B ypaBHeHuu (14), psa aBropoB [182, 231] npubmusuiuck K
Mozenu ciydaiHbix 3dpdexktoB (Ng 118 mapamerpa, BBEACHHOTO paHee, Fg
JUIA TIapaMeTpa BBEJIEHHOTO TO3/1Hee). DTH JIBa MapaMeTpa OTINYAOTCs APYT
OT JIpyTra TOJIGKO B T€X CIydYasX, KOTJa OHH MPUHUMAIOT, JIUOO HE MPUHUMA-
10T B pacuet nomnpaBky Jukes u Cantor (ypaBaenue (1)). B aToit cBsi3u Obuia
npeioxkeHa oneHouHas GyHkmus [175] 6e3 MOrperrHOCTH U3MEPCHHS 110
Nei [273], xoTopas aenaet ys cpaBHUMBIM ¢ Fg mo Wright [404].

TouHo Tak ke, Kak M B cliydae pazHooOpasusi, ouggepenyuayus Ha
HYK1e0mMUuOHOM YpO8He SKBUBAJICHTHA OJugpepenyuayuu Ha yposHe annenell,
eciu Qe PAHICUPOBAHbL (OPeaAHU308AHbI U CUCEMAMUZUPOBAHbL) KaK
DYHKYUS UX HYKIEOMUOHOU OUBEP2eHYUU.

OnyOnMKOBaHHbBIE SKCIIEPUMEHTANIBHBIE PE3YJIbTaThl OTHOCSTCS TJIaB-
HBIM 00pa3oM K JaHHBIM MEPBUYHBIX HYKJICOTHUAHBIX MOCIEI0BATEILHOCTEH
[63, 249]. Tem He MeHee, METO OIIEHKH HYKJICOTHUIHON AUBEPTEHIIMH HA OC-
HOBE aHaJIN3a PECTPUKIIMOHHBIX (PParMEHTOB WM CIIy4alHBIX amIUd(uKa-
1uii (ypaBHeHue (4)) MOXKeT ObITh MCIIONB30BaH JUIS YCTAHOBJICHHS HYKJICO-
TUAHOW nuddepeHnranu, Ho TOJIBKO B TOM Cly4ae, €cliv U30paHHas B Ka-
yecTBe paboyeil runore3a UMeeT K ’TOMY OTHOLLIEHHE.

Teopetnuecku nuddepeHmanysi OTHOCUTETFHO HE3aBUCHMMAa OT THUIIA
UCIIOJIb30BAaHHOTO MapKepa, €CilM MapKepbl HelTpanbHbl. Ee 3HaueHue B
YpaBHEHUU HE HAaXOIUTCS TOJ BIMSHHEM YPOBHS MYyTaIllii, €CITU 3TOT ypo-
BEHb HUYTOXXCH IO CPAaBHEGHUIO C ypoBHeM murpairuu (ypaBHeHue (20)).
CnenoBatenbHo, AuddepeHnnanus 3aBUCUT IPEUMYILIECTBEHHO OT pa3mepa
HCCIIeTyeMO TOMYJISALUNA U YPOBHS MHUTPAIMH, KOTOPBIC SBISIOTCS TMOCTO-
SHHBIMH (DaKTOpaMHu, IEUCTBYIOIIMMH B OJHOM HANpaBJICHUH U C OJHOU aM-
IUINTYION Ha pa3jMuHble MapKepbl. JKCIIEpUMEHTABHbBIC JaHHBIC, TT03BO-
JSIOUIME CPaBHUBATh 3HAYCHUs AUPPEepeHInauu, paCCUUTAHHON Ha OCHOBE
MCTIONIb30BaHUS PA3IMUHBIX MAapPKEPOB, KaK MPABHUIIO, MOATBEPKAAOT ITH Ha-
omonenusi. OAHaKo ISl BBICOKOMOJUMOP(HBIX MapKepoB (MHUKpOCATEIIH-
Thl) MOXKHO OXHUAaTh Oosiee HU3KYIO TudPepeHnHanuio, yeM s APYyrux

MAapKepOB, MOCKOJIbKY Uil HUX YPOBEHb MYTAllMi, KaK MPaBUJIO, OYEHb BBI-
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COK M, 0€3yCJIIOBHO, HE MOXKET MOCTOSHHO cOpachiBaThcs cO cueToB. Teope-
TUYECKUE K€ HUCCJICIOBAHUS, MPOBEJACHHBIE C MOMOIIBIO MOJACIUPOBAHUS,
MOKA3bIBAIOT, YTO Gy HE 3aBHCUT OT YMCIIa aJJIeNield aHaTU3uPyeMOTo MapKe-
pa, TeEM caMbIM, MOATBEPAUB «YHUBEPCAIBHYIO» MPUPOIY ITOr0 MapameTpa

[254].

1.9. I1IoToK renos

AHanu3 NMoTOKa I'€HOB C IOMOIIbI0 TAKUX T'€HETHYECKUX MapKepoOB,
KaKk M30(E€pPMEHTBI, BCErJa OCTaBaJICSd OrPAHUYEH HENPSIMBIMU OLIEHKAMHU
yrciia MUTpanToB. [Ipu 3TOM BBIBOJBI Aenaiuch Ha OcHOBe nuddepenima-
LMY, BBISIBJIEHHOW y COCEICTBYIOIIUX JPYT C APYTOM IPUPOIHBIX HOITYJIs-
uui. Takue OUEHKH Bcerja ObUIM OYEHBb CHIPBIMHU, TPYOBIMH U MPUOIU3H-
TEIbHBIMHU, IIOCKOJIBKY OHHM CTPOT'O 3aBUCAT OT HEPEAIBHOTO 3BOJIFOLIMOHHOTO
cueHapus (MperMyIIECTBEHHO OCHOBAHHOI'O Ha MOJENM OCTpoBOB). Kpome
TOT0, MOPOI TpeOOBAJICS TOCTATOYHO JJIMTENbHBIN MEpUOJl BPEMEHH JUIS X
HAKOIUJIEHUSI Ha MPOTSHKEHUM HECKOJIBKUX CIEAYIOIIUX OJHO 3a JPYTUM IO-
kosneHuid. OnHako, Omaronmapst pa3paOOTKE METOAO0B OTACIBHOM OLEHKU
mupdepenunanun spepHod n nuromnazMarnyeckon JIHK, crano Bo3mox-
HBIM TOJpa3jefieHue OOLIEro MoToKa I'€HOB Ha WHAMBHIYaJIbHBIE YPOBHU
MUTPALMH MBUIBIBI U CEMSIH, YTO CYIIECTBEHHO YJIYYIIUJIO HEMPSMbIE METO-
Ibl aHAJIW3a TOKA F€HOB. B J0MONHEHNE K 3TOMY, MOSIBICHUE BBICOKO IOJIH-
MOP(HBIX KOJAOMHUHAHTHBIX MAapKEpPOB MO3BOJIMJIO MPOU3BOAUTH PEKOHCT-
PYKLHMIO POJIOCIOBHOW HAa OCHOBE M3YyUYEHHs JIBYX MOCIEAOBATEIBHBIX ITOKO-
JIEHUHN U, KaK pe3yJbTaT, MPOCIEKUBATh MEPEIBUKEHUE MbUIbLbBI W/UIU Ce-

MsH B IIPOCTPAHCTBC.

1.9.1. Henpsamoe uzmepenue nomoka 2enoe
1.9.1.1. CpasnumenvHole yposHU Muspayuu cemsaH u nolibybsl

MOHOpOINUTENBCKOE HACJIEIOBAHNE LIUTOIIA3MATHYECKUX T€HOB IPH-
BOAMUT K COKpamieHuto 3ppextuBHOro pamepa nomyisauuii I'PP, kak Munu-
MYM, HaMoOJOBUHY 110 CPABHEHUIO C siFiepHbIME TeHamu [41, 42]. YMmenble-
HUe, 00YCJIOBJICHHOE CIa0bIM MOTOKOM T'€HOB MEXIY MOMYJISIMSIMU, BbIpa-
&KaeTcsi B OOJbllIel YyBCTBUTEIBHOCTH K T€HETHUYECKOMY Jperdy u, Kak
CJIeICTBHE, HHAYLUPYET O0jee BHICOKYIO MU PepeHIralio MKy TOIMmyJIs-
HUAMH [0 LUTOIUIA3MAaTUYECKUM IeHaM. Takue yMO3aKJIIOYHMTENbHbIE MPO-
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THO3BI OBUTH TTOATBEPKAEHBI MPAKTHUYESCKUMU aHATUTHYECKUMH pa3padoTKa-

MU # BeiBogamu [43, 291]. CBou TeopeTHUYeCKHE BBIKJIAJIKU CPAaBHUTEIHHOM

ABOMIONMU MU GEpeHITHAIMNT Y CTPOTO aJUIOTAMHOTO PACTEHUS aBTOPHI

BITOJIHE yOETUTEIIbHO 00OCHOBAIHM C TIOMOIIBIO XJIOPOTUIACTHBIX U SIEPHBIX

MapkepoB. 3 moydeHHBIX pPe3yJbTaTOB aHAIN3a MOXHO CJIeJaTh TPU BaXK-

HBIX BeIBOJA [291]:

— eCJIM Tepeadya XJIOPOIUTACTOB MJICT MPEHMYIIECTBEHHO M0 MaTEPHUHCKON
JTUHUH, TO AUQEpeHInaIus AepHOT0 MapKepa SBHO MEHBIIE, YeM U -
dbepeHmanus XJIopormiacTHoro Mapkepa (o > 0,5, Tme o — ypoBeHb Iepe-
7291 KCHCKUM POJIUTEIIEM);

— €CIIM Tiepeiada XJIOPOIIACTOB MPOUCXOJUT C PABHOM BEPOSTHOCTHIO 000-
umu poautensimu (o = 0,5), To nuddepeHuanus XJI0porIacTHOrO MapKe-
pa OyZeT TOro Ke TopsIKa YBEITUUICHUS, UTO U IS IASPHOTO MapKepa;

— nuddepeHnmans XJIOpOIIacCTHOTO MapKepa MOYKET BHE3aITHO YBEIHYHU-
BaTbCs, MPUYEM HACTOJBKO OBICTPO, HACKOJIHKO MHUHHMAaJIbHAs Iepeaayda
XJIOPOIIACTOB OCYIIECTBIACTCS ApyruMm poautenem (o = 0,95 npu npotu-
BOIIOCTABJICHUH O = 1).

Yka3aHHBIC TEOPETUUYECKHUE BBIKJIAIKHA MO3BOJISIOT HANTH OTHOIIICHUE
YpOBHEW MUTrpalii CeMEHaMU W TbUIbLION cO 3HadeHus MU Gg (ocTpoBHas
MOJICITb ITUTOTUIA3MAaTHICCKUX W SJICPHBIX TEHOB) MapKepa ¢ MaTePUHCKUM
TUTIOM HACJICIOBAHUS U C MApPKEPOM, MPOSIBISIONIUM JABYPOIUTEIBCKUNA THIT

HacienoBaHus. s 3Toro ObIIO0 MpEANIoKEeHO cienyomiee ypaBHuenue [121,
122]:

my _ 2(1/Gsty;—1)—(1/Gsty—1)
mg (1-1/Gstyy)

, (21)

rae M, ¥ My COOTBETCTBEHHO 0003HAYalOT YPOBHU MHIPALMH MOCPEICTBOM
MBUTBIBI U TTOCpencTBOM cemsiH, a GSty, u Gst, — 3nauenus muddepennna-
IIUU IS MAPKEPOB C MATEPUHCKUM U JIBYPOJUTEITHCKUM TUTIAMHU HACIIEIOBA-
HUSI, COOTBETCTBEHHO. Tabnuna 4 WUIIOCTpUPYET KOHTpAcT Mexay audde-
peHImanyen Ha sijiepHoM ypoBHE W quddepeHnmanueir reHoma, Hacaemaye-
MOTO 10 MaTePUHCKOMN JIMHUH, TaK K€ KaK aCCHMETPUIO TOKOB I'€HOB 10 ATUM
JIBYM BEKTOpaM.
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1.9.1.2. IIpoucxosicoenue KOTOHUUPYIOWUX 2EHOMUNOB

AHanu3 auddepeHnuany B MOAMHOXKECTBAX MOIMYJISIIUN, UCIIOIb30-
BaBIIIMX MPU CBOEM PaCHpPOCTpPaHEHUH, KaK A3TO ObUIO MOKa3aHO BBIIIE, pPa3-
JUYHbIE CTPATETUU U IUHAMHUKHU KOJIOHU3AIIMH, MOKET MIOMOYb B YCTaHOBIIE-
HUW TIPOUCXOXKICHUS KOJIOHU3UPYIONIUX T€HOTHIOB. DBoroIus auddepen-
[[MAIlMd B TEOPETUYECKOM BapHaHTe Oblja ONMUcaHa JIsl TPYII MOMYJISIHM,
OOMEHMBAIOMIUXCS JIPYT C APYTOM PABHBIM YHCJIIOM MUTPAHTOB (OCTpPOBHAs
monens Wright, [406]). B aToii Mozenu npu paBHOBECHH MEXIy MHUTpaIHei
u npeiidom, muddepeHnnuanms TOro Ke MOpsSAKa YBEIWUYCHUS, YTO W JJIs
MOJIMHOXECTBAa paccMaTpUBAEMBIX NOMYJSIUNA. DTO sBICHHE elle Ooliee
PE3KO BBIPKEHO HAa TPaHUIIE apeajia paclpoCTpPaHEHHs, T.€. TaM, TJIe BUIBI
OOJIBIIIE BCETrO MOJBEPKEHBbI KOJOHMU3AIMU M TOITOMY Takas CHUTYallus
JI0JKHA MPUBOJUTH K 0oJiee BRICOKUM ypoBHsIM quddepennuanuu ['PP, uem
ATO MOXXET HaOIOJAThCS B IEHTPAJIbHOW YacTH apeayia paclpOCTpPaHCHHUS.
Dt0 HabMOIcCHHE OBLTO TPpUBEACHO [252] npu apryMeHTaIuy aHaIMTHIECKO-
ro BeIpaxxeHus quddepeHunanym Mexay HeJJaBHO 00pa30BaBIIMMUCS MOMY-
nsauusamu (Fse ) B BeIpaskennn McCauley, [252]):

1 1
Fop =2+ (1- ﬁ) F., (22)

rne K o0o3HayaeT 4mciIo KOJIOHH3ATOPOB, (POPMHPYIOUIMX HOBYIO TOITYJIS-
1uto, @ — BEPOSTHOCTH TOTO, YTO JBA I'eHA OTOOPAHBI CIy4yaHBIM 00pa3oM
13 OCHOBATEJICN MOMYJISIAH, MPOU3OIIEANINX U3 OJHOM M TOW K€ MOITYJs-
[IUU-UCTOYHUKA, U Fg — nuddepeHnpranus MEKIy HOMyIAIUsIMH, YCTaHO-
BUBIIUMHUCS paHee (MCXOIHBbIC MOMYJSIUU). TakuMu MCXOIHBIMH TOITYJIsi-
USIMU MOTYT OBITh MOMYJISIIIUN JTUKUX POAUYEH KyJIbTYpPHBIX PACTEHUM, €CIIU
peub uaeT o6 oOpasiiax BO3JETBIBAEMBIX BHUIOB, COXpaHsSEeMbIX B [ eHHBIX
bankax. C apyroit ctoponsl, eciiu @ crpeMutcst K Hyqto, To auddepeniua-
IIUsT MEXIY BHOBb CO3JIaHHBIMH TOIMYJISIIUSIMU 00pa3yeTcsl TJIaBHBIM oOpa-
30M 3a CUET yuciia ocHoBateneu. [Ipu 3TOM KOJIOHU3alusl CTPEMUTCA K pas3-
PYILICHUIO CYIIIECTBOBABIIECH paHbIle CTPYKTYpPbI, & OCHOBATEIH MPEACTaB-
JS0T c000M 0coOel, MPOUCXOAAIIMX U3 Pa3HbIX nmonyssiuuid. B npoTtusono-
JIO’KHOCTB 3TOMY, ecini @ cTtpeMuTcs K 1, TO OCHOBaTenu MpoOUCXOAAT U3 Or-
PAHUYEHHOTO YMCJia MOMYJSALUUNA, a KOJOHU3ALUS CTPEMUTCS K YBEIUUYECHHUIO

muddepennmanuu. Takum o6pazom, BearmunHa O MO3BOJSET MOTYUUTh BaXK-
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HYI0 UHGOPMAIIMIO TI0 JUHAMUKE KOJOHHM3AIMU, a 3HAYUT U O BO3MOXKHBIX
YPOBHSX cXojicTBa U nuddepennuanun oopasios ['ennbix bankos I'PP.
Kak mokasano panee [252], K MOXXHO yCTaHOBHTB MOCPEICTBOM JIEMO-

rpaguieckux MaHHBIX, Fg; W Fg; BBICUMTHIBAIOT MCXOJs M3 TOKa3aTelen
Cc

to
oOpasiia BHOBb 00pa30BaHHBIX U MOKa3aTeneil o0pasiia yCTaHOBUBILIUXCS 0-
myJianuii, a @ MoXeT ObITh BBIBEIEHO U3 ypaBHeHUs (22). B nmpumepe, npu-
BeJIcHHOM B pabote [252], 3naucHus ® Obutn 0,73 a1 amnopepMEeHTOB U
0,89 mna JJHK xmopomiacToB, yka3biBasg Ha TO, UYTO KOJOHU3ATOPbI pacupo-
CTPAHWJIMCh MPEUMYIIECTBEHHO M3 OJIHOM MOMyJIALMU-UCTOYHUKA. bonee To-
ro, HE3HAYUTEIBHOE DPA3IMYhe MEXAY ABYMs 3HaueHUssMH P HaBOAMT Ha
MBICJIb, YTO HEKOTOpPbIE KOJIOHU3ATOPbl MPOUCXOAST OT OJHUX POJIUTENEH,

MMPUCYTCTBOBABUIUX B IMOMMYJIALMNU-UCTOYHUKCE.

1.9.2. IIpamoe uzmepenue nomoka 2enos

B mpoTHBONOJIOKHOCTE K HENPSIMOMY M3MEPEHHUIO ITOTOKA T€HOB, yC-
TaHaBJIMBAEMOMY Ha OCHOBE JJIUTENIbHON Au]QepeHunanuu cpeay Nomys-
uuii I'PP, usmepenue nuddepenuumanuii, peann3zoBaBIInxcs 3a 00iee KopoT-
KMl CpOK, HE 3aBHCHUT OT 3BOJIIOLIMOHHBIX MOJENIe U 0a3upyeTcs Ha h3yde-
HUM MUTpaLU{, IPOU3OLIEAIINX 3a IOCJIEIHHUE JBa MOKOJIEHUS. biaronaps
CTaOMILHOCTH MeTOoA0B MoiekynspHoro JIHK-ananuza (Hanpumep, MUKpO-
CaTEeJUTUTOB), KAKIOMY T'€HOTHUITY JaHHOU mpupoaHou nomyusiun ['PP Mox-
HO MO0JI00paTh YHUKAIbHBIA T€HETHUECKUI (PMHTEPIPUHT. 3aTEM HEOOXOaH-
MO CPaBHUTH (DMHTEPHPUHTHI y PA3IUUYHBIX 0COOEH U, eCiiu (UHTEPIPUHTHI
COBMECTUMBI APYT C APYIOM, YCTAHABIIMBAIOT FT€HETUYECKHE B3aUMOOTHOIIIE-
Hus. Berien 3a 9TUM OOBIYHO MPOBOMAST aHAJIU3 POJOCIOBHOM. JlemaroT 310
ITOCPEACTBOM YCTAHOBJIEHUS B3AMMOOTHOIIEHUI B HA3HAYEHHBIX B3aUMOCBSI-
351X THUIA «POJAUTEIU-TIOTOMKI MEXIY WIEHAMHU MOAPOCTKOBOTO (FOBEHUIIb-
HOTO) M B3pOCJIOI0 KOHTHMHIE€HTOB B HCCIEAYEMOM MPUPOIHOW MOMYJIALNH
['PP. Taxoit momynsiiieil MOXeT ObITh, HAPUMEpP, MOIMYJISIUS JUKOPACTY-
MIMX pOANYEH KYJIbTYPHBIX pacTeHUH. Eciu Mapkepbl BEICOKO BapuaOelbHbl,
TO 3aJJaHUE MOXKET OBITh BBITIOJHEHO TOJBKO MOCJE UCKIOYEHHS BCEX HECO-
YeTaeMbIX WM HECOBMECTUMBIX Map NeHOTUNOB. B OONBIIMHCTBE CilydyaeB
Takas Ipoueaypa IPUBOAUT IPEUMYLICCTBEHHO K HAa3HAYEHUIO B KAa4ECTBE
POAMTENS B3POCIOrO0 F'€HOTHIIA, KOTOPBIA MPOSBISET MYJIbTUIOKYCHOE II0-
CTPOECHHME, COUETAEMOE C TAKOBBIM y HOBEHUJIBHOI'O pacTeHus. Ecin xe He
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MOTYT OBITh IPUMEHEHBI MTPOCTHIE METOJbI MCKIIFOUYCHHUsSI, HAIPUMEpP, KOTraa
COUYETAEMbIMU SIBJISIIOTCS 00Jiee YeM OJIMH, T.€. HECKOJIBKO B3POCIIbIX T€HOTHU-
MOB, TO B TaKUX CIy4YasiX MCIOJB3YIOT METO/Abl MAKCUMAJILHOIO IMPaBJIOIO-
no0us u Hanbosee BEpPOSITHBIX POJUTENEH OTOUPAIOT B COOTBETCTBUM C
OIICHKOW W pacyeToM mpapaonoaodus [255]. Jlns sToro 3apaHee HEOOXOMH-
MO B OOHIMX YepTax HAMETUTh apeay (Kakylo-TO IUJIOIIAab UM Y4acTOK), B
KOTOPOM BCE B3POCIIbIE PACTEHUS] TEHOTUIIUPOBAHBI U C KOTOPHIMU COBMEC-
TUMBI T€HOTHUIIBI IOBEHUJILHON KOTOPTHI. Eciiu n3yuyaemblil apean HaXoauTcs
B HEMPEPHIBHON (CIUIONMIHOW) MOMYJIAIIMU, TO MOXKET CIYYUTHCS TaK, YTO CO-
YeTaHUsl COBCEM He OyJleT HalIeHO U pealibHbIN POJIUTETh OKAKETCA 3a Mpe-
JieIaMy apealia u3ydyeHus. B gonojgHeHue K 3ToMy, eclid MapKepHasi CUCTeMa
HE MOJMMOp(QHA B JIOCTATOUYHON CTEMEHH, BIOJHE BEPOSTHO, YTO COBMECTHU-
MBIH POJIUTENbCKUN T€HOTHI, UICHTU(UIIMPOBAHHBIN BHYTPHU apeajia u3yde-
HUS, OKQKETCSI HEMPABUJIBHO YCTAHOBJICHHBIM POAUTEIEM M UTO pPEAJbHBIN
pOIUTENh HAXOAMUTCS 3a NpenesaMyd H30paHHOIO MJisi HM3Yy4YEHHs apealia
(CKpBITBIN TOK reHOB). JlocTynHbIe ceiiyac KOMIBIOTEPHBIE MPOTPAMMBI, I10-
3BOJISIIOT BBIYUCIISITh OTHOIICHUS MPABAOMNOI00MUS JJIsI PA3IMUHBIX BO3MOXK-
HBbIX POJIUTENEH U yCTAaHABIMBAaTh CKPBITHIN MOTOK T'€HOB, & TAK)XKE HEIOMY-
IIICHUE BEPOSATHOCTH HEBEpHOTO 0TOOpa [148, 244]. D10 ClemyeT yYuThIBaTh
npu npuBjiedeHu: B KoJuiekuuu ['PP HOBBIX 00pa3lioB KyJIbTYpPHBIX U OCO-
OCHHO JMKOpPACTYIIMX BUIOB PAcTeHHil BO HM30€XaHHE MOBTOPHOIO cOopa
YK€ UMEIOIIMNXCS B KOJUIEKIIMU T€HOTHIIOB.

VY pacTUTEIbHBIX OPraHU3MOB aHaM3 POJOCIOBHOW MOXKET CTAJIKH-
BAThCA C OTPAHUYEHUSMU IPAKTUYECKOTO CBOWCTBA. Tak, B cilyyae yCJIOBUH,
KOTJ]Ja M3BECTHA YMCIEHHOCTh BCEX B3POCIBIX T'€HOTUIIOB PACTEHUM, OBLIO
YCTAHOBJICHO, UTO aHAJIN3 POJOCIOBHOM MPUBOJIUT K UACHTU(UKALIUU MEHEE
yeM 50% MyXCKUX poauTesiel B apeasie u3ydeHus miomaibio ot 5 10 10 ra.
JlaGopatopHble YCIOBHUS, KaK MPAaBUIO, HE TTO3BOJIIIOT MPOU3BOJIUTH OIEHKY
U anpoOaruio 6oJsiee 4eM HECKOIBKUX COTEH B3POCIBIX TEHOTUIIOB U TI0O3TOMY
YMEHBIIAIOT pazMep u3zydyaemoro apeaina. CienoBarenbHO, I BUJOB, Y KO-
TOPBIX HAOIIOAAIOTCSA OOJBINE TUCTAHIIUUA PACTIPOCTPAHEHUS MBLIBIBI, ITOT
METOJ] UTHOPHUPYET Oojiee YyeM MOJOBUHY TaKUX COOBITHH momyssiiuu [112,
355]. Bo-BTOpBIX, €CIIU MPOU3BOIAT aHAIN3 POJAOCIOBHOM, HaIPUMEp, YCTa-
HABJIMBAIOT OTIIOBCTBO W MATEPUHCTBO, TO JAHHBIM METOJ MO3BOJISIET UJICH-
TU(OUIIMPOBATH POJUTEITHCKHUE Tapbl, HO HE Pa3ACIIbHOE YCTAaHOBJICHHE OT-
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IIOBCKOTO ¥ MaTEpPUHCKOIO poauTens. B 3ToM ciyyae MOryT oka3aThCs MO-
JIe3HBI MapKEPhI [IUTOTUIA3MATHYECKUX TEHOMOB, HO TOJIBKO €CITM OHU TTOJTH-
MoOp(dHBI BHYTpHU apeainia. AJIbTEpHATUBHBIA METO]I 3aKJII0YAETCs B pa3Jieib-
HoM m3yueHuu JIHK 000109KH ceMsiH U 3apOo/IbIIia, YTO TOXKE MO3BOJISET yC-
TaHABJIMBATh POAUTENHCKUIA T€HOTHII, TIOCKOJIbKY, KaK M3BECTHO, YTO T€HO-
TUT 000JIOYKU UJCHTHYCH TUIUIOUIHOMY TE€HOTHUITY MATEPUHCKOTO PACTCHUS
[153].

B kadecTBe aHamM3a poIOCIOBHON 3a4acTyI0 TPEOYeTCsl IKCTCHCHUBHOE
reHoTunupoBanue. B mocnennee BpeMs ctanu pa3pabaTbiBaTh albTepHATHB-
HBIE METOJIbI, KOTOPHIE MO3BOJIAT OOOWTH TEHOTUITHMPOBAHUE BCEX IMPEAIOIa-
raeMbIX POJUTENICd M TEM CaMbIM 3HAYUTEIHFHO COKPATHTH O0BEMBI PaloT.
Tak, Hampumep, Ipeajaraercsi CpaBHUBATh aJlJICJIbHBbIE YACTOTHI B ITyJIax
MBUTBIIBI, OMBUISIONINX Pa3IMYHbIC KEHCKUE PACTCHHsI, COOpaHHBIC B TIOIY-
nsnuu. Kak ycTtaHOBiI€HO, B 3TOM Cily4yae, MY)KCKas raMeTHas T'eTepOTeH-
HOCTh CPEIH JKCHCKUX POJUTENCH, BhIpaXKCHHAS KaK KOd(PPHUIIMCHT TeHETH-
yeckort muddepenumanuu P, M0KHA OBITH O0OpPaTHO MPOMOPIIMOHATIBHA
CpeIHEMY PaCIpPOCTPAHEHUIO MBUIBLBI U (PU3NIECKOMY PACCTOSHUIO, pasie-
asrorieMy Matepeit [28, 348]. Ecnu paccrosiHuE MEXAY JKEHCKHMH pacTe-
HUSIMU JIOCTaTOYHO BEJMKO (OOJIbIIE YeM B 5 pa3 CPeAHEro paccTOsIHUS pac-
IpPOCTpaHEHUsl MbUIbIIBI), TO P CTAHOBUTCS HE3aBUCUMBIM OT JIUCTAHIIUH,
pa3fensmomeil MaTepUHCKHAE PACTEHUs, W 3aBUCHT TOJBKO OT PAaCCTOSTHHS
pacnpocTpaHeHus MbUIbIGL. JIaHHBIA TOX01 HE TPeOyeT BHICOKOMOIUMOP (-
HBIX MapKepOB, HO €CIM MYCKOW WIIA KCHCKUU MYJbTUIOKYCHBIC MACCUBBI
(COBOKYITHOCTH WJIM MHOKECTBA) HE MOTYT OBITh OJIHO3HAYHO, T.€. HEJBY-
CMBICIICHHO, pa3/IeJieHbl Ha YPOBHE MOTOMKOB, TO METOJ JOJDKEH OBITh OT-
KJIOHEH.

3akJIoueHue

Hcnonb30BaHre pa3IuYHBIX MOJICKYJISIPHBIX MapKepOB JJI OMHCAHUS
TeHETHYECKOTO MoMuMopdu3mMa, CYIIECTBYIOIIETO B €CTECTBEHHBIX TMOIMYJIs-
uusax ['PP, yamie Bcero orpaHM4eHo JIMIIb CPABHUTEIIBHBIM aHAIM30M BHUJIOB,
YTO0, KaK IPaBHJIO, HE MO3BOJISET JIeJaTh KaKue-I1u00 0000IIarone 3aKIo-
YEHUs MO0 CTPYKTYpE HM3ydyaeMoro IreHeTHMYeCKOTOo pa3zHooOpaszus. B To ke
BpeMsI, paHee ¢ TIOMOIIBIO Psjia CEMEUCTB MapKEPOB ObLIH ITPOBEJCHBI METa-
ananusbl ([164], nna uzodepmentos; [280], nus RAPD). MaTepecHo B 3THX
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Cy4yasx TO, YTO €CJM CPaBHEHHE MPOBOJWUIIU C 3BOJIIOIUEN Pa3BUTHUSI MPU-
3HAKOB M3Y4Ya€MbIX BHJIOB, TO YKa3aHHbIE MAapKEPHI BBISABISIIN CXOXKUE TECH-
JCHIIMM Bapualliii MeXay BHJAMU MO pa3HooOpasuio u aud@epeHupoBke.
OnHako TEHAECHUHUH MPOSIBJICHUS BapUALIMi BHYTPU BUJIOB MOTYT Pa3jIiM4aTh-
Csl, €CIIM MCCIEe0BaHusl pa3HOOOpa3usi MPOBOAUTH C MOMOIIBIO Pa3IHYHBIX
MapKepoB, HO Ha OJHOM U TOM ke Habope nmomyisiuuid. Kak mokazano B Ta0-
nuie 3 ypoBHU pa3sHooOpasus ['PP, BbIsIBIEHHBIE C MMOMOIIBIO Pa3HBIX Map-
KEPHBIX CHUCTEM, B PEIKHX CIydasX CYLIECTBEHHO KoppenupyroT. Huzkue
KOppEJSLUY, HA0II0IaeMble MEXIY pa3IMYHbIMU THIIAMH MAapKEpOB, HECO-
MHEHHO, MOAYEPKUBAIOT HEJAOCTATOK B almpOOMPOBAHMH OTOOPAHHBIX JIOKY-
COB U OYEHb BBICOKYIO T'€T€POT€HHOCTh MoJuMop(du3Ma BHYyTpu reHoma. [lo-
ATOMY KOHTPOJIb (MOHUTOPHHT) 32 T€HETUYECKUM paszHooOpasueM ['PP cre-
JyeT BECTH 0 BO3MOXKHO OOJIbILIEMY YHCITy JTIOKycOB. COrjJacHO TeopeTuye-
CKHUM BBIKJIQJIKaM, €CJIA JJI1 aHaJIN3a MCIOJIb30BaHbl PA3JIMYHbIE THUIIBI Map-
KEpOB, TO B MPOTUBOIOJIOKHOCTh pazHOOOpasuio, nuddepeHuuanus cpeau
nonynsauuil I'PP pexe Bbipaxaer KOHIpysHTHbIE pe3ysbTaThl. [[puMeHeHune
CPaBHUTEIBHOTO MAapKEPHOT0 aHAIM3a NOJUMOp(HU3Ma reHoMa Spa U LHUTO-
TTa3MaTUYECKUX KOMIIAPTMEHTOB JIAJI0 TOTUOK 00Jiee MIyOOKOMY HU3YYECHHIO
TOKa reHOB y pacteHuil. Kpome Toro, reopetnueckrue mporHo3bl IBOIOLUU
UTOIIA3MAaTUYECKNX T€HOMOB MOJTBEPKICHBI SKCIEPUMEHTAIBHBIMU pe-
3yJbTaTaMu: siiepHas AuddepeHuuanus BCeraa MeHblle, Y4eM LUTOoIIa3Ma-
tudeckas nuddepenmuanus (tadn. 4). beictpoe pazsutne JJHK- u, mpexne
BCEr0, MUKPOCATEIIUTHBIX MAPKEPOB (ISl SIAEPHBIX U JaXKe XJIOPOIIACTHBIX
T€HOMOB) CJIEJIaJi0 BO3MOKHBIM BBISIBJICHHE d(DPEKTUBHBIX (PUZNUECKUX pac-
CTOSTHUM MUTPAIIMH TBUIBIBI U CEMSIH, a TAKXKE YCTAHOBJICHHUE YCIIEXa YJICHOB
MIOMYJISIIIUY TIPU PENPOTYKIIUH.
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I'masa |l. HEKOTOPBIE ACIIEKTbBI IPUMEHEHUSA
MOVJIERYJIAPHBIX MAPKEPOB B CEJIEKIIUN

OnHolt U3 BaXHEWUIIUX OOJACTEN MPAKTUYECKOTO MPUMEHEHHUS! MOJie-
KYJISIPHBIX MApKEPOB SBJISETCA CEJEKUUs pacTeHUd. MOXKHO BBIJIEIUTH JBA
OCHOBHBIX HAIIPaBJICHUS UX KCIOJIb30BAHUSA B 3TOW 00JIACTH PACTEHUEBOACT-
Ba. Bo-miepBhIX, ¢ MOMOIIBIO MapKEpPOB MOXKHO MOJYYUTH OO0Jiee MOITHYIO
KapTHUHY T€HETHYECKOr0 pa3HoOOpa3usi, CyIIECTBYIOIIETO BHYTPU OTAEIHHO
B3ATHIX BUJIOB WJIM UX CTPYKTYPHBIX KOMIUICKCOB, HOMyJsiiui (cM. ['naBy ).
Ota uHpopMaIus 0COOCHHO BaKHA ISl CHCTEMHOTO YIPaBJICHUS T€HETHYE-
CKHMHM pecypcaMy pacCTeHHUH, TaK K€ KaK U JJI1 palliOHAJIbHOIO UCIOJIb30Ba-
Hus ['PP B cenexnmonnsix nporpammax [10, 11]. Hauboiiee mepcreKkTHBHBIC
HaIlPaBJICHUS] MIPUMEHEHUS MOAXOMSIIMX JJIsl 3THX LEJIeH MOJIEKYJSIPHBIX
MAapKEPOB MPUBEIAEHBI B IEPBOM YaCTH HACTOSALIEH INIaBbl. Bo-BTOPBIX, Map-
KEpbl Jal0T BO3MOYKHOCTb IIOCTPOEHHUS HACBIIIEHHBIX I€HETUYECKUX KapT,
KOTOpBIE, B CBOIO OYEPE/b, MO3BOJIAIOT UACHTUPUIIMPOBATH U JOKAIN30BaTh
XPOMOCOMHBIE JIOKYCBhI, UMEIOIIME KOJTUYECTBEHHBIN WM KauyeCTBEHHBIN (-
(deKT NeUCTBUA, a TaK)KE yCTaHABIMUBATh CTENEHb MPOSBIEHUS 3TOro 3 dek-
ta [13, 15] (cm. I'maser I u 1V). Takas undopmanus cama mo cebe mpe-
CTaBJIIET NPSIMOM M HEMOCPEACTBEHHBIM HHTEpPEC I celleKumoHepoB. Ca-
MBIM IIPOCTBIM MPUMEPOM TOMY MOXKET CIYKUTh MCIOJb30BAHHE MapKEpOB
T€HOB IIPU MHTPOTPECCHUU KEJAEMbIX aJlJIeiel B PELUIUMEHTHBIM T€HOM WJTU
Ir€HOMBI. PaCCMOTPEHHIO 3THX BOIIPOCOB ITOCBAIIEHA BTOpPas 4acTh HACTOS-
LIEH TJIaBBI.

2.1. Bkaaa uzydyeHusi pa3HooOpa3usi B IPAKTHYECKYIO CeJIEKIHI0

HekoTtopsle U3 METOIOB, ONMUCAHHBIC B MPEABIAYIINX HAMNX paboTax
[14, 17], MmoryT OBITH MCIOJB30BAHBI KaK JJIs aHAINW3a T'€HOTHUIIOB, COCTAB-
JSIOMIMX TE€HETUYECKOe pa3zHooOpasue, Wiu KOMIOHEHTOB koyuiekiuid ['PP
(B mocneayromnemM nMeHyeMble — 00pa3iibl, TOMYJISIIUN UKW HHOpETHbIE (Ce-
JICKIIMOHHBIC) JIMHUM), TaK M JIJI1 X HEIMOCPEICTBEHHOTO MMPUMEHEHHUS B Ce-
JEKIMOHHBIX Tporpammax. /s Havama paccMOTPUM B3aWMOOTHOIIEHUS
pPa3IMYHOTO poja TOJUMOP(HU3MOB, BBISIBIIEMBIX C TOMOIIBI0O MapKEpOB,
(dbeHOTUNMYEeCKHEe Pa3Indusl M, TaK Ha3bIBaeMbIH, KOAD(OUIIMEHT COMPOUCXO-

KACHUS, T.€. KOOPPUIMEHT BEpOSTHOCTH OOLIEro npoucxoxaenus. Mcexomns
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U3 XapaKkTepa 3THX B3aUMOOTHOIIEHHH, Kak OyJeT MOKa3aHO HUXXE, MOYKHO
IPEAJIOKUTD PsiJl TOJAXOA0B UX MPAaKTUYECKOro nmpuMeHeHus. Benen 3a atum
BOIPOC 00 MCIOJB30BAaHUU MApKEpPOB OYIET paccMaTpUBAThHCS B PycCie pe-
HIEHUS ABYX 3a/1a4, KOTOpPbIE TaK WJIM MHAYe CBS3aHbI C CO3aHHEM THOPHUIOB
U THOPUAHBIX cOpTOB — 3TO (1) KIaccudukanus Mareprana B MpeaopuInH-
TOBBIE T€TEPO3UCHBIC TPYNIBI U (2) MpeacKa3aHue THOpUIHON (CHIIBI) BEIH-
yiHbl. M, HaKOHeI, KpaTKo OyIeT pacCMOTPEHO UCMOIb30BAaHUE MOJICKYIISIP-
HO-T€HETUYECKUX METOJIMYECKHUX MOJIXO0I0B JUIsl 3alIUThl COPTOB PACTECHUM.

2.1.1. Ocnoenvie memoovl anaiu3za OAHHbIX

Cpeny METOJ0B, UCIIOJIB3YEMBIX JIJII MU3YyUYCHHS TEHETHYECKOTO Pa3Ho-
oOpa3susi, onpeaeeHne TeHETHIECKOW MUCTAaHIIUNA BCETAa SBISIIOCH MpeaMe-
TOM 0CO0OT0 MHTEpeca M BHUMAHHS CEJIEKIIMOHEPOB pacTeHuil. B 3Toil cBs-
31, O0JIee YETBEPTH BEKa TOMY Ha3al, ObIJIO MOKa3aHO, YTO €CIIM JIaHHbBIC WH-
TEePIPETUPOBATh MCXOJI M3 aJUICIbHBIX BapHUalMii B JaHHOM JIOKyCe, TO IIO
aJUTeTIbHBIM YaCTOTaM MOYXHO YCTaHOBHTH PA3IMYHBIC WHIICKCHI JUCTAHITHMA
[101]. B takom cayuae aucranius D Mexay aAByMs HarOoJIee 4acTo UCIOJIb-
3yeMBIMH B TOM WJIM WHOM HCCJICIOBAHUN TOMYJISAIUAMHA X B Y OyJIeT paBHA

[322]:

Dyy = Yoy Tate (5% — £,)2, (23)

rae L — 4mciio j0KycoB, MCTOIB30BAaHHBIX IS BBIYUCIICHUS TUCTAHIIVH,
N £ e
n; — oO1ee yucio ayutenei B tokyce |, a 'x  (wim Y ) — gacToTa ajuiens a
B Jiokyce | B momyssiiiuu X (MJTM Y COOTBETCTBEHHO). DTO BBIPAKCHHE SKBHBA-
neHTHO ypaBHeHHIo (15) B mpenpinymeii rnase. B cimydae unctbix nunuil Dy
IPOCTO PaBHO MPOIOPIIMU JIOKYCOB, JUISl KOTOPBIX JUHHUH 3a()UKCHUPOBAITH
pasmuunble aenu. Korna nHdopMaius He MOXKET ObITh MPOAHATM3UPOBAHA
B Tpe/eiaxX ajulelbHBIX BapHamwii (HalpuMmep, KOTJa HCIOJb3YeTCs KOIH-
POBKa «HAJMYUE-OTCYTCTBHUE» TOJIOC), TO B TAKUX CIy4asx OOBIYHO UCTIONb-
syercs auctannus mo Nei u Li [275]. C apyro# cTOpoHbI, €ClId B 3HAUECHHUSIX
QJIJICIBHBIX BapHaIlMii MOYKHO aHaJIM3UPOBATh TOJBKO KaKyIO-TO YacTh HH-
dopMaruu, TO B 3TOM ClIydae MOXET OKa3aThCs TOJIE3HBIM OTpECIICHUE
B3BEIICHHBIX cpennux muctaniuii mo Rodgers u Nei u Li [105]. Tounocts
YCTAHOBJICHUS TUCTAHIMH YBEIMYUBACTCS C YHCIOM MPUHATHIX BO BHUMAHHC
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J0KycoB (Tabis. 5). Crnemayer 3aMETHTh, YTO JTIOBEPUTEIbHBIC MHTEPBAJIbl HE
CUMMETPUYHBI (J1aXKe €clI YCTaHOBJIEHHas aAuctaHuus paBHa 50%). Hanpu-
Mep, 11 10 mMapkepoB peasibHas JUCTaHUMS (1 BCEro I'€HOMa) paBHas
30,8% MOXKET MPUBECTH K HYJIEBOMY 3HAUYECHUIO YCTAHOBJICHHOW AMCTAHLUU
¢ BeposITHOCTEIO 2,5% [(1 — 0,308)™], mpruem TakuM oGpasom, 4To TOBEpHU-
TEJIbHBIN MHTEPBAJ I HYJIEBOW TUCTaHIMM OyleT HaXOIUTHCS B UHTEPBAJE
ot 0% 1o 30,8%. [l maHHOTO YKCiia MapKEPOB PaBHOMEPHOE UX PaCIOo-
KEHHE Ha T€HETUYECKOM KapTe, N0 CPABHEHMIO CO CIIy4alHBIM paclpejese-
HUEM, B LIEJIOM TaK)Ke€ TMOBBIIIAET TOYHOCTh yCTaHOBICHUs nucTaHimii [106,
395]. C npyroit CTOpOHBI, U YBEJIMYCHUSI TOYHOCTH YCTAHOBIICHHS TEHETHU-
YEeCKUX JAMCTAHIIMN B pacueT MOXET ObITh MPUHATA TUCTAHIMS HA KapTe Me-
K1y T€HeTHUYECKMMH MapkepaMmHu. J[Js 3Toro, Kak mpaBujo, UCIOIb3YIOT CO-

OTBETCTBYIOIIHE CTaTUCTHUCCKHE moax0 bl [106].
Taoauna 5

TOYHOCTH YCTAHOBJIEHUS T€eHETHYECKUX TUCTAHIIUI MEXKIY IBYMS JIMHUSMU
Kkak pynkuus yuciaa (N) HCnoJib30BaHHBIX VIS CYMCIEHHUS JUCTAHIIMHU JIOKYCOB

(mo [29])

N D
0% 10% 20% 30% 50%

10 0-30,8 0,2-44,5 2,5-55,6 6,6-65,2 18,8-81,2
20 0-16,8 1,2-31,7 5,7-43,6 11,8-54,3 217,2-72-8
30 0-11,5 2,1-26,5 7,7-38,5 14,7-49,4 31,3-68,7
50 0-7,1 3,3-21,8 10,0-33,7 17,8-44,5 35,6-64,4
100 0-3,6 4,9-17,6 12,7-29,2 21,2-40,0 39,9-60,1
200 0-1,8 6,2-15,0 14,7-26,2 23,7-36,9 42,9-57,1

['eHeTHuecKre NUCTAHIIMK MOTYT CIYKUTh OCHOBOW ISl Kjaccu(uKa-
UM MHTEPECYIOIEro UCCIe10BaTelNs, HallpuMep, KypaTopa KOJUIEKIMM W
CeJIeKIIMOHEpa, MaTepuaia. TakuM mMaTepuasoM MOTYT OBITh JIMHUH, 00pa3-
11, TOMYJISIUK U T.11. Ha cerogusnHmii 1eHb NCIOJB3YIOT Pa3NyHbIe aJiro-
PUTMBI OIpeAeNIeHUs] TeHeTUYeCKuX auctaHiui. Hanbonee yacto npumeHs-
IOT TaKOW aJTOPUTM CUUCIICHHUS CPETHETO cLerieHHs (0OBIYHO Ha3bIBAEMBIN
UPGMA — HeB3BellleHHbIH cpeHeapu(hMEeTUYECKU MapHO-TPYIIIOBOM Me-
TOZ), B KOTOPOM JHMCTAHIMS MEXIYy IBYMsI TpylIaMu OIpelessieTcsl Kak
CpeIHss TUCTAHIMSA MEXAY dJICMEHTaMHM Tpyiil, a Takxke meton Ward [397],
KOTOPBIM MMHUMU3UPYET BapUalldio BHYTPH GOPMUPYEMBIX Ipyn. JTH aHa-
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JIN3bI MOT'YT OBITh AOIIOJIHCHBI APYTUMHU HANIAAHBIMHA ITIOJAXOJdMHU YCTAHOB-
JICHUS CTEIICHU I'€HETUYCCKOMN N3MCHYHMBOCTH, TAKMMH KaK aHaJIN3 I'IaBHBIX

KOMITOHEHT WJIH (DaKTOPHAJbHBIN aHATN3 COOTBETCTBUIA.

2.1.2. B3aumoomuouienusn meiicoy mMoaexkyaapHoil ousepzeHyueil,
¢henomunuueckoii ousepzenyueil u CONPOUCXOIHCOEHUEM

JlocToBepHas KOppENsusi MEXIy AUCTAHIMEH U COMPOUCXOKIACHUEM
OOBIYHO OTMEYAETCs, KOTJIa B pacyeT OepeTcsl JOCTAaTOYHO OOJBIIOE YHCIIO
TCHETHYECKUX MapKepoB (cM. 0030p [256]). Huskue mimm KOpOTKHE THUCTaH-
I MOTYT HaOIIOAAThCSl TOJIBKO JJIsi BBICOKUX YPOBHEH COMPOMCXOKICHUS
(cm., Hampumep, [346]). Tem He MeHEe, UT CXOKUX CTETICHEH COMPOUCKOK-
JICHUSI TUBEPTEHIIMA MEXAY ABYMs 0COOSIMH, KaK MPaBWJIO, HE OJIHA U Ta ke
n3-3a reHetuueckoro apeida u apdexra ordbopa. Hanpumep, B ciryyae nomy-
YeHUS PEKOMOMHAHTHBIX MHOPEIHBIX JIMHUM MOCPEACTBOM IOCIIEI0BATEIb-
HOTO CaMOONBUICHUS TTOTOMCTBA, TTOJIYYEHHOTO OT CKPCUTUBAHUS JTHHUN A U
b, HEeKoTOpBIe JTMHUM TOJIYYarOTCsl OJMKe K A 4eM Jpyrue, JAake €clid BCe
JUHUU UMEIOT OJWH M TOT K€ KO3(PPUIMEHT compoucxoxaeHus ¢ A. I1o
MOYET OBITh MPOMJUTIOCTPUPOBAHO pe3yibTaTaMu paboThl [37], B KOTOpO#
MOKAa3aHO, YTO y KyKypYy3bl BKJIAJ JAHHOTO POJIUTENS B MOJyYEHHBIE OT HETO
WHOpEIHbIE JIMHUW, TOJO0OHBIM YIOMSHYTOMY BBIIIE CIOCOOOM, MOXET
BapbupoBath Mexay 80% u 20%. Eciu roBoputh 00 uHpopMauu o conpo-
UCXOXJCHUH, TO TPU €€ TOJYYCHHH T€HETHYECKHUE MapKephl UMEIOT SIBHOE
MPEUMYILECTBO, MOCKOJbKY MPUHUMAIOT BO BHUMaHHE 3(]exThl apeiida u
CEJIEKIIMOHHOTO 0TOOpa M, BCJIEICTBUE 3TOro, oOecrneunBaroT 0oJjiee aKKy-
PaTHYIO OIIEHKY T'€HETUYECKON CXOKECTH.

Bo MHOTrMX wHccleoBaHUSAX JEaJUCh MOMBITKH YCTAHOBUTH TOYHBIC
B3aMMOOTHOIICHHS] MEX]y MHJICKCAMU IUCTAHIINM, BBISBICHHBIMU C TTOMO-
b0 TeHETHYECKNX MapkepoB. [lepBoHauanbHO B TaKMX PabOTax HMCIOJIB30-
BaIM M30(epMeHTHBIC MapKepbl [89]. BriociaeacTeuu cranu mpuUMEHSITh MO-
nekynsapHbie Mapkepbl [29, 60, 61, 105, 269]. B menom, eciu pe3ynbTaThl
aHAIM30B M300pa3uTh rpaduuecku, TO Ha Tpaduke OHU, KaK MPABUJIO, TIOKA-
3BIBAIOT TPEYTOJLHOBUAHYIO (pOpMY pacmpeneneHnss OTHOIICHUSI B3aUMOOT-
HOIICHUM MEXTy NBYMS THUIMIAMU JUCTAHIMN. DTO O3HAYAET, YTO €CIU JIBE
oco0u OJIM3KM Ha YPOBHE MOJICKYJISIPHBIX MapKepOB, TO MOYTH BCErAa OHU
uMerT cxoxuir ¢enotun. C Ipyroil CTOpOHBI, OONBIIME MUCTAHIIMA Ha
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YpOBHE MAapKepOB HE MO3BOJISIIOT JENaTh Kakue-Tu00 yMO3aKIIOUEHHUs HH
OTHOCUTEJILHO CXOJICTBA, HU OTHOCUTEIBHO (PEHOTUITHUECKOTO PACX 0K ICHHUS
uccaenyeMbix ocoOeild. Takue B3aMMOOTHOIIEHHSI MOTYT ObITH OOBSICHEHBI
MOJIMTEHHOW OCHOBOM NPHU3HAKOB OOBIYHO MPUHUMAEMBIX B pacydeT IMpu
OLICHKE M YCTaHOBJICHUU (PEHOTUIUYECKON TUCTaHIMU. Eciau mpeanoaoxuTh
HaJIM4YMUE YEeThIpeX OHAIICNbHBIX JOKYCOB C paBHbIMHU 3 dexTaMu u, eciu
OnaronpusTHbIE M HEOJAronpusTHRIE ajuleTd 0003HAUYUTh + U -, COOTBETCT-
BEHHO, TO JINHUH, HECYIIME KOMOMHAIUY aijenen ++ -- u -- ++ OyJIyT UMETh
OJIMH M TOT k€ (PEHOTHM, Jaxke €CIM OHU OTIUYAIOTCS MO KaXJAOMY JIOKYCY
(meTanpHO MaHHBIN aHaau3 npuBeaeH B [60]).

Takne 0cOOEHHOCTH M CBOMCTBA B3aMMOCBSA3U MEXKIY MHACKCAMHU JIHC-
TaHIMI, YCTAaHOBJIIEHHBIMU Ha ()EHOTUIIMYECKOM YpPOBHE U MHJEKCAMHU JHC-
TaHIMI, ONIPEICTICHHBIMH C TIOMOIIBIO MOJICKYJISIPHBIX MapKepOB, UIMEIOT J1Ba
CYLIECTBEHHBIX MPAKTUUYECKUX pe3yibTaTa WM CIeACTBUS. Bo-nepBbix, ar-
POHOMHMYECKHE IMPU3HAKK OCOOM MOTYT OBITh IpEICKa3aHbl, €CIM OHHU Ha
YPOBHE T€HETUYECKUX MAPKEPOB MOJOOHBI TAKOBBIM OCOOM C U3BECTHBIM (e-
HOTHUIIOM. DTO OCOOEHHO BaXKHO 151 MOP(OIOTUUECKUX PU3HAKOB, KOTOPHIE
TpeOyIOT AJIi CBOEr0 ONPENENICHUs IMTEIbHOTO IEpUo/ia BPEMEHU WM UX
onpeaeneHue ABISIETCS O4eHb Joporocrosmum. [logoOHOro poma mporao3u-
pOBaHHUE MOXKET OBbITh CII€JIaHO SMIUPUUYECKU WU (HOPMAIU30BAHO MOCPE.-
CTBOM MNOJXOJSAIIMX JJIsi 3TUX LIeJIed CTaTUCTUYECKUX METOJOB (CM. pasied,
MOCBSIILIEHHBIN MPOTHO3UPOBAHUIO reTepo3uca). Bropoe ciencrsue 3akitoda-
€TCsl B BO3MOXHOCTH PAaclO3HaBaTh, SIBJISIOTCS JU ABE 0coOM WM 00paslua,
Onu3Kue (PEHOTUIUYECKH, CXOKMMH Ha YpPOBHE T'€HETUYECKHX MapKepoOB.
Ecnmu mpeamonouth, 4TO MapKepHBbIE JIOKYCHl JAIOT TMPEACTaBUTEIbHBIN
npumep (00pazuuK) BCEro reHomMa, T0 0CoOU C BBICOKMM YPOBHEM CUMMJISP-
HOCTU Ha YPOBHE MapKepOB, CKOPEE BCET0, HECYT CXOXKHUE aJIeIN OCHOBHBIX
QTL wim reHoB, B TO BpeMs KaK 0COOM C BBICOKOW JUBEPTCHIIMCH OTHUX H
TEX K€ MOJIEKYJISIPHBIX MapKepOB BEPOSITHEE BCETO COAEPKAT pa3InyHbIE all-
Jenu. 9To 0COOCHHO BaXKHO JIJIsl OCYLIECTBIEHUS JUIUTEILHOTO COXPAHEHUS U
MPAKTUYECKOr0 UCMOJIb30BaHUS T'€HETHUECKUX pecypcoB. Hampumep, o6pas-
16, KOTOPBIE CXOKHU KaK Ha ()EHOTUITMIECKOM YPOBHE, TaK U HA YPOBHE Map-
KEpOB MOTYT paccMaTpuBaThCs KaK M3JMIIHUE (MM PE3EPBHbBIC) U, BCIEACT-
BHE ATOTO, HEKOTOPBIE U3 HUX MOTYT OBITh THOO yIajaeHbl U3 KOJUICKIINH HITH

0oOBEIMHEHBI JJIA YNPOIICHUs] W YACHICBICHHUS WX coxpaHeHus. C mpyroi
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CTOPOHBI, 00pa3Iibl, KOTOPbIE CX0KH HA (PEHOTUITUYECKOM YPOBHE, HO OTJIH-
YarOTCs HA YPOBHE MapKepOB, MOT'YT OBITh OIPEEICHbl KaK OPUTMHAIIBHBIE.

2.2. [IpumMeHeHNEe METOA0B KJIACCH(PUKAIUN: TeTepO3UCHbIEe TPYIIbI
U ynpaBjeHHe TeHeTHYeCKUMHU pecypcamMu

[TepBBie PKCTIEPUMEHTATBHBIC UCCIICOBAHUS 110 CO3/IAaHUIO THOPHIHBIX
COPTOB KYKYPY3bI BBISSBIJIH CYIIICCTBOBAHHE KOPPEIAIIUOHHBIX B3aUMOOTHO-
IMICHUH MEXy TPOSBICHUEM CBONCTB TMOPUIIOB U MPOUCXOXKICHUEM UX PO-
TUTENBCKUX JUHUN (MCXOMHBIX TOMYJSAIMA WIM apeana pacipoCTpaHCHUS
KyJbTYphl). Bo-iepBbIX, ObUIO OOHAPYKEHO, YTO CKPEIIMBAHUS MEXKITY JIH-
HUSIMH, KOTOPBIC SBIISTFOTCSI TCHETHYECKH POJCTBEHHBIMU (TI0 POIOCIIOBHOM)
OOBIYHO MPUBOJAT K MOJTYYEHUIO MEHEE MPOAYKTHUBHBIX TMOPHUIOB, Ye€M T€,
KOTOpBIC TOJYYEeHbl OT HEPOJCTBEHHBIX POIUTEILCKUX JuHUE [169, 207].
bonee Toro, oraenpHBIC TAphl U3 HEKOTOPHIX TMOMYJISIIHN MPOSIBISIOT KOM-
IUIEMEHTAPHOCTh TIPU MX UCIOJIB30BAaHUU B THOpUIHOMN cenekiuu. OObIYHO,
B 3TOM clTydae, K MOJYYCHHUIO XOPOIINX THOPHUIOB MPUBOIAT JTUHUH, TTOITY-
YEHHBIC U3 OJIHOW TOMYJISIUU, €CIN X CKPEIIMBAIOT C JIMHUSIMHU HE U3 TON
xe, a u3 apyrou momyssiuu [207]. Kak npaBuio, IMEHHO Ha OCHOBE TaKUX
AMITUPUYECKUX PE3YJIbTATOB CEJICKIIMOHEPHl U OMNPEACNSIIOT HEO0OXOIUMbIE
UM TIPEOPUIUHTOBBIC TETEPO3UCHBIE TPYIIIBI, BKIFOYAIOIINE B CeOsl IMHUU C
COMOCTaBUMBIM 3((PEKTOM CKPEIIMBAHUS U YACTO C OOIIUM MPOUCXOKICHU-
eM (HampuMmep, TPATUIIMOHHBIC COPTA-TIONYJSAIHA CO CBOOOMTHBIM THIIOM
omnbuieHust). [TomoOHBIM 00pa3oM ObUTM co3maHbl rpynmbl Lancaster u Reid
Yellow Dent, mmpoko ucnoiasdyembie B Corn Belt (kykypy3Hslii mosic) B
CIIA.

HekoTopsie aBTOpHI M3y4anH perpe3eHTaTUBHBIC HAOOPHI JTMHUIN TIpe-
OpUIMHTOBBIX TETEPO3UCHBIX TPYMI MOCPEICTBOM I'€HETUYECKUX MapPKEPOB,
MIPU 3TOM CTATUCTUUYCCKUN aHAJU3 MOJYYCHHBIX PE3yJIbTaTOB MPOBOIUIICS C
MIOMOIIbI0 METOJIOB, OMMCAHHBIX paHee: uepapxuueckas kiaccudukaius Ha
OCHOBE YCTAHOBJICHHUS MOJICKYJISPHBIX JTUCTAHIIUN WU (DaKTOpUATLHBIA aHa-
mu3. Bo Bcex mccieoBaHusAX, MPOBEACHHBIX HAa KYyKypy3e, Kiaccuukanus
TPYII, ONpenecHHas Ha OCHOBE MOJICKYJISPHOW HWH(POPMAIIMH, COTJIACOBBI-
Bajach C TPATUIIMOHHON KJacCUUKAIMEH MPeOPUIUHTOBBIX TETEPO3UCHBIX
rpynn [44, 114, 115, 152, 226, 259, 260]. Takue xe pe3yabTaThl ObLIN MOJTY-
YeHbI M Ha TojiconHeynuke [147, 376]. A paboTa, BBINOTHEHHAS HA KYKypY3€
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[114], npowutrocTprpoBaia AUBEPTEHIIMI0 MEXITy aMEPUKAHCKUMHU U €BPO-
NEUCKUMHU KPEMHUCTBIMH JIMHUSMU 3TOW KyJIbTYpbl. BBISIBIEHHBIE MEXITY
rpynInaMy pas3jindus OTpaXalld UX PacX0KJICHUs Ha YPOBHE aJUIEIbHBIX Yac-
TOT IO IIeJIONW cepuu JOKycoB. Pesynbratel [114] npuUBOIAT K JBYM OCHOB-
HBIM 3aKJIIOYEHUSM BAKHBIM JIJIsl IPAKTUYECKOM cenekunu. Bo-nepBbIix, eciu
UMEIOTCS TETEPO3UCHBIE TPYIIIbI, XOPOIIO UACHTUPHUIIMPOBAHHBIE HA OCHOBE
OO0JIBIIOTO YKCTIA SMIUPUUECKUX UCCIIEOBAHUM, TO TEHETHUECKUE MapKephl
MOTYT OBITh MCIOJIb30BaHbI JIJISl YCTAHOBJICHUS (DUIIOTEHETUYECKOTO MPOUC-
XOXKJIeHUs] TeHeTuyeckoro martepuana ['PP (nuHuu, oOpasna, momyJisium)
HESICHOTO TeHE3UCa U €ro TaKCOHOMHYECKOT0, FTeHETUYECKOr0 U MHOTO poja
MECTOPACIIOJIOKEHUS 10 OTHOLIEHUIO K 3TUM rpynnaM. Kak mpasuiio, mo-
psanka 60 MyJlbTHAJIIEIBHBIX JOKYCOB BIIOJHE JOCTAaTOYHO JUIS IOJYYEHUS
OTBETa Ha MOJOOHOIO poOJia BOIPOC, KOTOPHIA NEPHUOJUYECKA BO3HHUKAET Y
JT000r0 MCCIEN0BATENS], UMEIOLIETO JEJI0 ¢ UCXOJIHBIM CEJIEKIIMOHHBIM Ma-
TepuasioM u He Toibko [114]. Takoe mnoapasnencHue NPEOPUIMHTOBBIX
Ipynn 3HAYUTENbHO OOJIETYaeT BHIOOP TECTEPOB, KOTOPHIE JIOJKHBI OBITH
CKpEUIEHBI C U3YyYaeMbIM MaTE€pPUAJIOM C LEJIbI0 YCTAaHOBJIEHHUS €ro KOMOMHA-
UOHHOM crnocoOHocTU. C JIpyroil CTOPOHBI, €CJIM BHYTPU HMHTEPECYIOIIMX
MCCJIEI0BATENs PAa3HOBUAHOCTEW HET MJICHTU(DHUIIMPOBAHHBIX IE€TEPO3UCHBIX
IpyMI, TaK K€ KaK U B CIy4yae ¢ BHOBb OTOOpaHHBIMHU JIJIsl pabOThI T€HOTHIIA-
MU WIM T€HOTUIAMHU Y KOTOPBIX TMOpUJ ObLI MOJIYy4YeH HEAaBHO, aHAJIU3 C
NOMOIIBI0 TEHETUYECKUX MAPKEPOB MOKET NIOMOYb YCTAHOBHUTH CTPYKTYPY
M3y4aeMoOil MOMyJSIIMU B UCTOPUKO-CEJIEKIIMOHHOM acmekTe ee (opMUpoBa-
HUs (cM., Hanpumep, pe3ynbtaThl [30] mo ayky). B kauecTBe BTOporo mara, B
ATOM cilyyae, He0OXO/IMMO OLIEHUTh KaKue Mapbl TPYyNM SBISIIOTCA HauboJsee
MOAXOASIIMMHU JJI CO3aHMs TUOPUIOB C BBICOKUMH arpOHOMHYECKUMU UITU
XO35IMCTBEHHO LIEHHBIMU Ka4E€CTBAMU.

Jlaxke ecnu 3aada U HE 3aKJIIOYAETCS B ONPENENCHUU MpPeOpHIUHTO-
BBIX T'€TEPO3UCHBIX IPYII aHAJINU3 CTPYKTYPbl T€HETUYECKOT0 pa3HooOpa3us
I'PP u onpenenenue COBOKYITHOCTEN BHYTPU BUAOB WA NOMYJISILAN MOXKET
OKa3aTbCsl OYE€Hb MOJIE3HBIM JIJIs1 PAlMOHAIBHOIO YIIPABJIEHUS U UCIIOJIb30Ba-
HUSl TeHeTHYecKux pecypcoB B cenekiuu [103, 197, 258]. Tak, Ha ocHOBe
BbIpa0OTaHHOM KiIaccu(UKalMU U €€ MPAKTUYECKOro MPUMEHEHUs], MOCpe-
CTBOM MEPEKPECTHOTO OMbUICHUS OTACIbHBIX 0COOEH OJIHOM TPYIIIbI, MOXKET

OBITH COCTaBJIEH TaK Ha3bIBaeMbIN «0OIIMN mynm». Takue MmyJbl MpeacTaBIs-
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10T UHTEPEC IS Pealu3aln «IPEOPUIMHTOBBIXY TPOTPAMM 110 YBEITHUCHUIO
9acTOThl W PACHIUPEHUI0 CIEKTPAa TEHOTHIIMYECKOH HW3MEHYMBOCTH, UYTO
KpaiiHe BakHO Tipu co3nanuu coptoB [139]. Kiaccudukanum Takxke Moryt
OBITH HCITOJIb30BAHBI KaK OJWH M3 OCHOBOIIOJIATAIONIMX MPHUHITUIIOB 0TOOpa
IIPU CO3/IaHUM CTEP)KHEBBIX KoJutekuui (core collections), seusromuxcs pe-
NPE3CHTATUBHON BBHIOOPKO T€HETHUYECKOTO Pa3HOOOPa3usi BCEH KOJUICKIIUU
[51]. Takyro KOJUIGKIIMIO MOXKHO CO37aTh, HalpHUMEp, TOCPEIACTBOM OTOOpPA
OTIPEICNICHHOTO YHClia 00pa3IoB M3 KaXKIOH TpymIbl, 00pa3oBaBIIUXCS B
mporecce knaccuukanuu. J[as co3gaHus CTEP)KHEBBIX KOJUICKITUH OBLIH
NPEIOKESHBI ¥ IPYTHE TOXO0bI, HAPUMED, ONITUMHU3AIHSI 0TOOpa 00pa3ioB
Ha OCHOBE MOBTOPSIOIIETOCS WJIM, TaK Ha3bIBAEMOT0, HTEPATUBHOTO TMpPOIIEC-
ca otbopa [157, 389]. Kak n3BecTHO, TakHe CTEPKHEBBIC KOJUICKIIUH TOJIC3-
HBI TIPY YNPaBIEHUN TEHETUYECKUMH pecypcaMu pacTeHuwil. B dacTtHOCTH,
OHH YIIPOIIAIOT OOMEHBI MEXIy MpPOrpaMMaMy M CTpaHaAMH, U MOTYT OBITh
MCIIOJIb30BaHbI JIJIS1 BBIWICHEHUS OT/IEIBHBIX 0C00€ 13 OOJBIINX MO 00BEMY
KOJUIEKIIUH, B KOTOPBIX COOpaHbl 00pa3Ipl cO CHEU(UIHBIMU MTPU3HAKAMU
(Hanpumep, ¢ YCTOMYMBOCTBIO K 3a00JIEBAHUSM).

2.2.1. Bzaumoceasv mercoy mMoneKyaapHoil OugepeeHyueil u 2emepo3ucom

C THOMOIIBI0 TEOPETHYECKHX PAaCcYeTOB MOXKHO ToKasath [126], uto
CTENEHb reTepo3uca rudpua, onpenensseMas Kak pa3indusi MEXy XapakTe-
PUCTUKAMH AAHHOTO THOpUAA W CPEIHUMH IOKA3aTEISIMU €ro pOIAUTENEH,
COOTHOCHUTCS ¢ quBeprennueit poaureneit mo QTL, nposBastomux 3P pexTor
JOMUHUpPOBaHUA. B paMkax nuaiienbHOW MOJAENH IMOKa3zaTelbh TreTepo3uca
Hyy, HaOM0qaeMblii IpU CKPEIIMBAHUU ABYX HOIYJISLMNA X M Y MOXKET OBITh
BBIpaKEH CIEAYIOIIUM 00pa3oMm:

1 2
ny = lL=1 311:1 Edl(fxal _fyal) , (24)

riae dy — sddexr nomunupoBanus QTL | (npyrue o603HaueHHS TOYHO TaKKe
ke, Kak ¥ B ypaBHeHuu (23)). B rubpunax F; rereposuc cBsizaH ¢ retepo3u-
rotHocThi0 QTL, KoTOpBIC MPOSBISAIOT 3 deKT JoMuHUpOoBaHus. Eciu oky-
CBhl UMEIOT paBHBIE Y(PPEKTH JOMUHUPOBAHUS, TO BETUYNHA TeTepo3uca Oy-
JET TPSAMO MPOIOPLHUOHANIbHA CPEHEN BeIMYMHE TeTepo3uroTHocT. Ha oc-
HOBE ATOW TEOPETUYECKON BBIKJIAJIKH, a TAK)KE YIOMSHYTBIX BBIIIEC YKCIIEPH-

MEHTaJLHBIX PE3YyJIbTAaTOB MO OleHKe Y PexTa nHOPUAUHTA, MHOTHE TCHETH-
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KM IBITAIACH NPEIcKa3aTh reTepo3nuc UCXOAsl U3 MHAEKCOB PA3IMUNN MEXIY
poautensiMu. Pe3ynbTarhl, moy4eHHbIe HA OCHOBE MOP(OJIOTUYECKUX KpH-
TEPHUEB, B IEJIOM OKa3aJiCh pa30yapoBhIBAIOMMME (cM. [218]). OT0 yacThy-

HO MOXET OBITh OOBSICHEHO NMPUYMHAMU, OO03HAYEHHBIMHU paHee: JIMHUHU, C

OJIHUMH U TEMU K€ 3HAYCHHSIMU KOJIMYECTBEHHOI'O MPHU3HAKa, MOTYT COJIEp-

KaTh Pa3JIMYHbIC aJUICNIU I KaXI0ro KoHKpeTHoro jokyca [70]. B stom

Clly4ae reTepo3uC, MPEACKA3aHHBIM Uil rMOpHaa MeXAy ABYMS JIMHHUSIMHU

JAHHOTO THUMAa, Oy/JeT HYJEeBbIM, B TO BpeMs Kak peajibHO HaOMIOJaeMbIi —

MaKCHUMAJIbHBIM.

MpbI BUAMM, YTO TEHETUYECKHUE MAapKEPhI TaK K€, KaK U KOJIUYECTBEH-
HbIE MIPU3HAKU, MPEIOCTABISIIOT UHPOPMAIIHIO O AUBEPIEHIIMN T'€HOTHUIIOB 110
WHJMBHUAYaJbHBIM JIOKycaM. [ToaToMy cpenHee 3HaU€HHE TeTEPO3UTOTHOCTH
rudpua MOXKeT OBITh YCTAHOBJICHO MCXOJSI U3 aHaIu3a €ro poAUTEIhCKHUX
auHui. Ha ocHOBe 3TOro npeanonoxeHus ObUIo MPOBEAEHO HECKOJIBKO HC-
CJIEIOBAaHU, B KOTOPBIX aBTOPHI NBITAIUCH MPEACKA3aTh I€TEPO3UC OCPEI-
CTBOM COM3MEPEHUS MHJIEKCOB AUCTAHILIHM, YCTAHOBICHHBIX C MOMOIIBIO Te-
HETUYECKHX MapkepoB [217]. AHamu3 pe3ysIbTaToB, MOJYYCHHBIX Ha KYKypY-
3¢ u Apyrux Buaax pacrenuit [100], npuBOAUT K HECKOJIBKUM OOIIMM 3aKITHO-
YEHUSM:

— B LIEJIOM, IIPOTHO3bI, CACIAHHBIE C MMOMOIIbI0 MHOTOYHCIEHHBIX MOJIEKY-
nspHbIX, Hanpumep, RFLP, mapkepoB kaxytcs Oonee 3¢h(dEeKTUBHBIMU,
YeM MpeJCcKa3aHus, CACJIaHHbIE Ha OCHOBE OIPAHMYEHHOTO uucia dep-
MEHTHBIX (OEJTKOBBIX) MapKepoB (CM. B OCOOCHHOCTH HCCIIEIOBAHUS
[346]), uTo MOXeET ObITH OOBACHEHO JYYIINM MOKPHITHEM F'€HOMa U OoJiee
BBICOKMM 4YKCJIOM ajuieneit mosekysipabix (RFLP) MmapkepoB Ha Jiokyc;

— KOrja HaOJIIOAaI0TCs CYHIECTBEHHbIE KOpPpeIsuuu KO3((UIIMEHTOB, WH-
JEKChI TUBEPTEHIIUI MOTYT MPOSBIATH OONBIIYIO B3aUMOCBS3h CO CIEIH-
(GuUHOM KOMOMHAIIMOHHOM criocoOHOCTRIO [352], Takke Ha3pIBaeMOM cCIie-
mupuIHbIM TeTepo3ucoM [145], yeM ¢ HemocpelnCTBEHHBIMH XapaKTEpH-
CTUKaMH TUOPHJIOB.

Takue BBIBOJBI MOXHO OOBSICHUTH C MOMOIIBIO MOJENEH KOJUYeCT-
BEHHOI reHetuku. [Ipexnae Bcero, ciaeayeT OTMETUTh, YTO OLIEHKAa THOPHUIOB
gacTUyHO 3aBUCUT OT QTL, umeromux ogHO3HAYHO aJAUTUBHBIA d(PheEKT, u
IUI KOTOPBIX T€TEPO3UTOTHOCTh HE MPEAOCTABISIET KaKoe-IMOo Mperumylie-
CTBO, B TO BpeMsl KaK CIeUU(PUUHBIN TeTepO3UC HE 3aBUCHUT OT ATUX JIOKYCOB.
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DT0 3aKIII0OYEHUE MPEICTABIISET UHTEPEC TOJIBKO B TEX Mpefeiax, B KOTOPhIX
cnenupuyHas KOMOMHATHUBHAS CHOCOOHOCTh CYIIECTBYET KaK KOMITOHEHT
ruOpHUIHOTO 3HAUCHUS, YTO SIBJsIeTCS Hanbosiee TPYIHBIM Ui MpeACKa3aHus
Ha OCHOBE «KJIACCHYECKHX» arpOHOMHYECKHX KOMITO3UIIMOHHBIX MOCTpOe-
Huil. O01mas KoMOMHAIMOHHAST CTOCOOHOCTh JaHHOW MHOPEAHON JTUHUH MO-
XKET OBITh OOJIee aKKypaTHO YCTaHOBJICHA HAa OCHOBE CPEAHMX IMOKazaresei
XapaKTEPUCTHK MTOTOMKOB THOPHIA, MOTYYEHHBIX C MTOMOIIBIO TTOIXOISIINAX
JUTSL 3TUX Liesied TectepoB. [Ipu 3TOM pe3ysbTaThl HCCIIEIOBAaHUM, KaK MPaBU-
JI0, HAMPSAMYIO 3aBHCIT OT M3ydaeMoro matepuaina. OmHako ciemayeT oTMme-
TUTh, YTO MAaKCUMaJIbHAsI KOPPEJIALMs 3HAUCHUM, PEXkKIE BCETO, ObLIa Moy-
YeHa B MCCIICIOBAHUIX, BKIIFOUABIINX POJICTBEHHBIC THOPUIBI (CKPEIIIUBAHMS
MEXKIY POJCTBEHHBIMU JMHHUSAMH). Tak, Hampumep, uccienoBanus [345]
BKJIIOYQJIM THOPUABI, MMEIOUIME BBICOKUA KOA((UIMEHT pPOJCTBEHHOCTH
(okorno 0,9) u, BceacTBHE 3TOTO, BEIM K BBICOKOHM Koppemsiuuu. C apyroi
CTOPOHBI HccienoBanus [152] He BKIIOYAIU POACTBEHHBIC THOPHIIBI H, KaK
pe3ynbTaT, HE MPUBOIAWIM K BBISBICHUIO CYIIECTBEHHBIX JOCTOBEPHBIX
B3anMOOTHOIIeH. Koppemnsius ymMmeHbIIanace, Korjaa poacTBeHHbIE THOPH-
1Bl yOupaiu u3 Habopa ucciaeayeMbix ruopumo [22, 61, 70]. Dtu pesynabra-
ThI TIOATBEPXKIAIOT OOIIYI0 TEHACHIMIO, YCTAHOBJICHHYIO HAa ypOBHE H30-
depmenTOB y KyKypy3sl [133] u BrocaencTeuu Ha ropuwmie [334]. U, Hako-
HEIl, B UCCJICIOBAHUSIX, BBIMOJHEHHBIX Ha T€TEPO3UCHBIX «MEKTPYITOBBIX)
rubpuaax (CM. BBIINIE), HE BBISIBICHO HHKAKOTO B3aMMOOTHOIICHUS MEXKITY
XapaKTepUCTHKAMHU TMOpUIa U JTUBEPreHIUeH Mo HuM poauteneii [44, 257].
AHanornyHasi nHGopMalus OblIa TIOJTydeHa M Ha MEKCYOBHUIOBOM YPOBHE y
puca [326, 407].

Kak BHIHO M3 TIPEICTaBIICHHBIX BBIIIEC padOT, MOJyYECHHBIC B HUX JIaH-
HBIE JIOBOJIbHO MHOTOIUIAHOBBIE. M, TeM He MeHee, HECMOTpS Ha UX MHOTO-
MJIAHOBOCTh, TaKWEe Pa3HOOOpa3HbIC Pe3ylbTaThl MOXKHO MPOAHATU3UPOBATH
TeopeTudecku. [t 3Toro, mpexae BCEero, CleayeT MPearnookuTh, YTO BCE
UCTIONb3yeMble TEHETHYECKHE MAapKephl SBISAIOTCS (HEHOTHITUYECKH HEH-
TpasibHbIMU. KpoMe Toro, 17151 TOT0, YTOOBI 3HaUYC€HHE OBLIO MPECKa3yeMbIM,
MEXIy MapKepHbIMU auiensamu v amnensmMu QTL momkHO cyiiecTBOBaTh
HepaBHoBecHoe crerutenue (linkage disequilibrium, LD) [76]. HepaBHoBecue
0COOCHHO BBICOKO BHYTPH BHOBbH OOpPa30BaHHBIX MOIMYJISAIHNA, TOTy4YEHHBIX

13 OTPaHUYEHHOI'O YHCJIa POJUTEIICH. ITO MOKET OBITH MPOUJLTFOCTPHPOBAHO
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pesyabratamu padoTsl [360], B KOTOPOH MONYYHIN KapTHPYIOIIYIO MOMYIIs-
o F3 mpu npoBeneHun CKpernuBanus JUHUN Kykypy3bl B73 u Mol7. Ka-
KJI0€ U3YUYEHHOE pacTeHue F3 ObUIO CKpEIIeHO ¢ KaXAOW M3 POAUTEIbCKUX
JUHUHN, U 3aTeM OblIa OllEHeHa CPeAHssl MPOIYKTUBHOCTh COOTBETCTBYIOIIE-
ro THOPUIHOTO MOTOMCTBA. Y CTAaHOBJIGHHAS MPOIYKTUBHOCTH BBICOKO KOP-
penupoBaia (kodhduiment koppessiuu Obu1 paBeH 0,68) co cpenHeit rere-
PO3UTOTHOCTHI0O B MapKEpHBIX JOKycax. Kak WM3BECTHO, BHYTpPH TeHETHYE-
CKOM I'pyNIbl HEPABHOBECHOE CIETUICHHE MOXET CYIIECTBOBATD, €CJIU IPyIIa
CO3/1aHa U3 OTPAHMYCHHOTO YHCIA POAUTEICH HEJaBHO WM MOJBEPIach
JIOCTOBEPHOMY BJIMSTHUIO TIpoliecca reHeTUYeckoro napeida. Y amioramHbIX
BHJIOB, MPEIIOJIATAIONINX MTAHMUKTHICCKAN THI PENPOIYKITNH, HEPABHOBEC-
HOE cIleruieHne OyaeT ociabeBaTh € KaXKIbIM MOKOJCHHEM, MPUBOJS K
YMEHBIIICHUIO KOPPEISAINA BO B3aWMOOTHOIICHWHW MEXKIY TEHETHYECKOU
JUCTAHIIMEH U reTepo3ucoMm [76].

B cBeTe BBINIEU3TI0KEHHOTO OCOOCHHO MHTEPECEH cllydail TMOpUAOB
MEXAY JIMHUSIMH, TTPOUCXOSIIUMH OT PA3IUYHBIX TEHETUUYECKUX TPYII, MO-
CKOJIBKY, BO-TIEPBBIX, JJISI OTHOIIECHHUS CYIIECTBYIOMIETO MEXKIY TUBEPTEHITN-
el M XapaKTepUCTUKAMH 3TUX THOPHUIOB JIOJDKHO OBITH HE TOJLKO HEPaBHO-
BECHOE CIeTuIeHne MeXay mapkepamu u QTL BHyTpu Kaxmoill paccMmarpu-
BaeMOM TI'PYIION, HO M acCOIMAINK, BBISBISEMbIE MEXIY MApKEPHBIMU aJI-
nemsivu w1 aytenssvMu QTL, MOmKHBI OBITH OMMHAKOBBIMH JUISI Pa3JIMYHBIX
rubpuaHbIX rpymn [ 73]. BropeiM ycioBreM, B OOJBIIMHCTBE CIIydaeB HE BCe-
I/1a BBITIOJHUMBIM, SIBIISCTCS HAIWUYWC JIMHUWA TPEICTABUTENIEH pa3IuIHBIX
TPy, KOTOpPbIE, KaK MPaBUJIO, MOTYYEHBI OT PA3JIMYHBIX MOMYJIAIUA U KO-
TOpPBIE 3BOJIOIMOHUPOBAIM HE3aBHUCUMO JIPYyr OT JApyra Ha MPOTSKECHUU
OYCHb JIJTMTEIIBHOTO Meproaa BpeMeHH. M, HakoHell, Korjga BHYTPU- U MEK-
TPYNIOBBIE THOPUJIBI PACCMATPUBAIOT OJHOBPEMEHHO, TO PAa3IUYUs MEKIY
TCHETUYECKUMHU TPYIIIIaMA MOTYT OOBSICHUTH CYIIECTBOBAaHUE HEPABHOBEC-
HOTO CleTJIeHusl (crenu(uyuHble ajieNid TPYII CIETUICHBI MEXTy co0oit),
JlaXKe €CJIM HEpaBHOBECHE PaBHO HYJIIO BHYTPH KakaoW u3 rpynn. Takum 00-
pazoM, CYIIECTBYIOIIAsi BO3MOXKHOCTh Pa3lIMYEHUs] U, COOTBETCTBEHHO, pa3-
JICJICHHUS] MEKTPYIIIIOBBIX W BHYTPUTPYIMIIOBBIX THOPHIOB, TIO3BOJISICT YBEIIH-
YUTh TPEICKA3yEeMOCTh MOJYyUYCHUs] TUOPHUIOB C JKEJTAEMBIMH XapaKTEPUCTHU-
KaMH, KaK 3TO MPOWLIIOCTPUPOBAHO PE3yIbTaTaMu paOOTHI, BHITIOJHEHHON
Ha 000ax [279].
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Ha cTenens nposiBIeHUS] B3aUMOCBA3U MEXK/y T€TEPO3UCOM U MOJIEKY-
JSIPHOM JMBEpreHurend, 0COOCHHO SIUCTa30M M OTHOCHUTEIHLHO Ba)KHBIMU
sbdexkramu qomuHupoBanus y QTL, MoryT neiicTBoBaTh M JIpyrue reHeTH-
yeckue paxtopbl. OgHAKO pe3yIbTaThl COBMEIICHHUS IKCIIEPUMEHTATBHBIX U
TEOPETUYECKHUX JAHHBIX, KaK 0Ka3ajJ0Ch, MOTYT COBMAJaTh C OOIICIPUHSTHI-
MU TMPEACTABICHUSIMHU O B3aUMOOTHOIICHHUSIX MEX]y T€TEePO3UCOM U MOJIEKY-
JSIPHOM TUBEPTEHINEH, a TaKKe C YCIOBUSMHU, B KOTOPBIX 0XKHIa€MO€ Tpe/I-
cKazaHue okaxercs > GekTuBHBIM [256].

HakoHe1r, Ba)KHOCTh THOPHIOB MEXKTy HEPOJICTBEHHBIMU WHOPETHBIMU
JUHUSMU TPUBOJUT K MOUCKY JAPYTUX MOAXOJOB IMpEACKa3aHUs TeTepo3uca.
OTH MOAXOABl OCHOBAHBI HAa WIESIX, PA3BUTHIX paHee W 3aKIIOYAIONINXCSA B
TOM, 4TO ecJii ABa TuOpuma A x b u A" X B” uMeroT poauTeneit 01u3Kopo/I-
CTBEHHBIX Ha YPOBHE r€éHeTUYECKNX MapKkepoB (A" Onu3ok k A u b” 61m30k K
b), To ux rerepo3uc wiam crenrduuHble KOMOUHATUBHBIE CIIOCOOHOCTU Oy-
oyT cxoxuMu. [ns popmanuzanuu 3Toro nmojaxonaa Obul pazpabdoTaH METOJ
[36], ocoBanubiit Ha BLUP (best linear unbias prediction, [172]). ducran-
A MEXIY JTUHASMH TIPUMEHSIIN 3/1€Ch Ul YCTAaHOBJICHHS KO3(PHHUITNEHTOB
CONpOUCXOXKACHUs [35], KOTOpBIC 3aTeM HCIOIB30BAIM IS yCTAHOBIICHHS
KOBapHaIluid MEXIy 0COOsIMU, YbH XapaKTEPUCTUKHA U3BECTHBI, C OJTHON CTO-
POHBI, U 0COOSIMH, UbHU XapAKTEPUCTUKHU HEOOXOIMMO MPEICKa3aTh, C APYTroi
CTOPOHBI. 3aTeM, Ha OCHOBE MOJYYCHHBIX KOBapHallMii U M3BECTHBIX Xapak-
TEPUCTHUK, TOCPEACTBOM HCIIOIB30BAHUSI COOTBETCTBYIOIIECH (GOpMyNbl B
paMKax paccMaTpHBaeMOrO MOAX0/1a, ObIIN CAeNaHbl HEOOXOAUMbIE MaTeMa-
TUYECKUE PACUeThl U HA MX OCHOBE OXKHJIA€MbI€ MPOTHO3BI. DKCIIEPUMEH-
TaJbHBIE PE3yNbTAThl JEMOHCTPUPYIOT, YTO ITOT MOAXOA MOXKET OBITH d(-
(EKTHBHBIM B CHUTYyaIUAX, TJIC€ METOJ YCTAaHOBJICHUS T'€HETUYECKHUX TUCTAH-
IIMii HEBO3MOXKHO MpuMeHuTh [71]. Cremyer 3aMeTHTh, YTO UCIOIb30BAHUE
BLUP mno3BosisieT yBeJIMUUTh TOYHOCTh B ONPEICICHUN OIIEHKH OOIIeH KOM-
OMHAITMOHHON CIOCOOHOCTH MHOPEIHBIX POAMTEIBCKUX JIMHUNA. DTO TaKkKe
MOJKET OBITh UCTOJIB30BAHO HA JTIOOOM dTare CENEKIIMOHHOW MPOTrpaMMBbl, B
YaCTHOCTH JJISI TOTO, YTOOBI JIy4Ille OIEHUTh WHAWBHUAyaJIbHBIC KaueCcTBa U
XapaKTEPUCTUKU 0COOEH.

2.3. Ucnosib30BaHHe MapPKePOB /1JIs1 3alIIUTHl HOBBIX COPTOB

Mounekynsipusie JIHK-Mapkepsl MOTyT ObITh MCIIOJIB30BAHBI AJI OLICH-
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KM CXOJCTBa JBYX 0COO€il MO MHOTHM JIOKycaM, U MPEUMYIIECTBO TaKHX
MapKepoOB 3aKJII0YAETCS B TOM, YTO OHH SIBHO MPEBOCXOMAT B 3TOM (DEHOTHU-
MMMYECKUE MapKEPHbIE MPU3HAKU. DTO OTKPBHIBAET OTJIMYHBIE NEPCIEKTUBBI
UX MCIOJB30BaHUs JJisi MPaBOBOW 3alUThl BHOBH CO3/IaBAEMBIX COPTOB
[349]. BO3MOXHOCTh TAaKOTO MPUMEHEHUS MOJICKYJISIPHBIX MapKEpOB BBI3Ba-
Jla HETO/IeJIbHBIN UHTEPEC CEeNEKIIMOHEPOB, HECMOTPSI HA TO, YTO MCIOJIb30-
BaHue MoJieKyJspHbIXx JIHK-MapkepoB s 3TuX Lenerd Bce enie MokKa He
npuHATO U He 0100peHo Kk npumeHeHuto UPOV (Union pour la Protection
des Obtentions Vegetales) — opranuzarnueii, 3aHIMArOIIEHCS TIEPCOHATH3a-
ued M 3alUTOl HOBBIX COPTOB. KpaTKo OCHOBHYIO HJICI0 MCIIOJIb30BAHMUS
MOJIEKYJIIPHBIX MAapKEPOB B MACHTH(PUKALMHU COPTOB MOKHO BBIPA3UTh TaK:
€CJIM I0CJIE aHaIN3a MHOTUX MOJIUMOP(HBIX JOKYCOB HOBBIN cOpT b nneHTu-
YEH CYIIECTBYIOIIEMY COPTY A, MOXKHO YTBEPKIATh, 4TO COPT b ecTh komnus
copra A. Ciieyer 3aMeTUTh, YTO YTBEPKICHHE HEUJIEHTUYHOCTH COPTOB A U
b Ha ocHOBe pa3HHULIBI [0 OJTHOMY Mapkepy He oOecreuMBaeT HajuleKalen
3alUThl, TaK KaK F€HOTUII OCOOU MO JAHHOMY JIOKYCY MOKET OBbITh JIETKO
MU3MEHEH, HAIPUMEp, MPOCThIM OOPATHBIM CKPEIIMBAHUEM. JTO ObUIO TaKke
nekinapupoBano B kouBeHunn UPOV ot 1991 roga, B KOTOpoil rOBOpUIIOCH,
YTO MOHATHE «CYIIECTBEHHBIX PAa3IU4Mil» JOJKHO OBITH 00s13aTEIbHBIM 00-
pasoM BBeneHo (Www.upov.int/en/publications/conventions/ndex.html). ITo-
HATHE «CYHIECTBEHHBIX Pa3IMYMil» MPUMEHHUMO U B CUTYallUH, KOT/Aa JTUHUS
b, naxxe HeCMOTpS Ha TO, YTO OHA OTIMYAETCS OT JIMHUU A, 110 CBOUM 3KOHO-
MUYECKHM XapaKTEPUCTUKAM U UCIIOJIb30BAHHOMY IIPH €€ MOJIyYEHHH CEJeK-
[IUOHHOMY IpoIieccy MoA00Ha JIMHUU A. DTO 3HAYUT, YTO JOJIKHBI OBITh yC-
TAHOBJIEHBI COOTBETCTBYIOLIAsl IPaHUIIA WM HEKOE MTOPOrOBOE 3HAYECHHE, OTI-
penensonlee pa3nuus Mex 1y copramu. Hanpumep, kak muaumym 25% no-
KyCOB JOJDKHBI MMETh (PUKCHPOBAHHBIE Pa3IMYaIOLIMecs aieiH, Kak 3TO
ObuT0 TpemioxkeHo B [347]. ToYHOCTh B yCTAHOBIICHUM TAKUX Pa3IHuUi —
ATO KJIFOYEBOM MOMEHT NpHU MPOBEAECHUH MOJO0OHOr0 poja aHaJIM30B U 3KC-
nepTus.

2.4. IlepcneKTUBBI U3YUYEHUSI TEHETHYECKOT0 Pa3HO00pa3usi

YHOM}IHYTI)IG BBIIMNC MCTOANMYCCKHUEC IIOAXOAbI B OOJBIIMHCTBE CBOEM
YK€ MOBCEMCCTHO HMCITOJB3YIOTCA B PA3JIMYHBIX CCICKIMOHHBIX ITpOIpaMmMax

3a pyoe:xom. B Poccum mHTepec kK HMM Takke yBenuuuBaetcs (cm. [17]).
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Cpenu pyrux MOTEHIMATBHBIX MPUMEHEHUH MOJEKYJSPHBIX MapKepoB, B
YaCTHOCTH, U1 U3Y4YEHHUS] T€HETUYECKOTO pa3HOOOpa3usi o0pas3ioB IUKOpac-
TYIIUX U KyJIbTUBHPYEMBIX BHJIOB PAacCTEHHi, CIeIyeT OTMETUTb MOJI00p H
UACHTU(DUKALMIO POAUTENBCKUX (POPM, HA OCHOBE KOTOPBIX MOJIY4YalOT HO-
BBI€ CEJICKI[MOHHBIE MOIYJISIUU, YTO JO CUX MOpP OCTAETCS KIHOYEBBIM MO-
MEHTOM JIJIs1 OOJIBIIIMHCTBA CEJIEKIMOHEPOB. LIeHHOCTh MonmyIauu JjIsl mpo-
BEJICHUS CEJIEKIMOHHO 3HAYMMOI0 OTOOpa 3aBHCHUT HE TOJBKO OT CPEIHETO
3HAUEHUS €€ XapaKTEePUCTHK, HO TaKXEe M OT CTENEeHU UX BapbUPOBAHUS
[139]. Cpennee monmymsiuu B IIEJIOM MOXET OBITH MPEACKA3aHO HCXOJS W3
CPEIHETO XapaKTepUCTUK poauTeneil. MonekynspHble MapKepbl MO3BOJISIOT
MIPOTHO3UPOBATh HEKOTOPYIO CTENEHb BapbUPOBAHHUS, UTO, KaK IMPABUIIO, ObI-
BaeT OCOOEHHO MOJEe3HBIM. Bo-TepBbIX, U3yUeHHE CBOMCTB B3aMMOOTHOIIIE-
HUSL MEXIy (DEHOTHIIOM M MOJEKYJISPHBIMU AMCTAHIUAMU TPUBOIUT K 3a-
KJIIOYEHHIO, YTO €CJIM MPEICTOUT MOIYYUTh CENEKIUOHHYIO MOMYJISIUI0 U3
JBYX JIMHUU, KOTOpbIE OJM3KH Ha (PEHOTHIIMYECKOM YPOBHE, TO BapbHpOBa-
HUE MOJIyYEHHOM NOMyJIsauuy OyAET BbILIE JUJIS JTMHHUM, KOTOPbIE pa3InyatoT-
Csl IO MapKEpHBIM JIOKyCaM, HEXKEJIU B CIy4yae JIMHHWI, KOTOPbIE CXOXH I10
HuUM. Kpome Toro, B paMkax onpeaesneHHONW MIOTE3bl, MOKHO TaKXke MoKa-
3aTh, YTO BapbHpPOBAaHUE KOJWYECTBEHHOTO NpPHU3HAKA BHYTPHU MOMYJSALUN
HaNpsAMYIO KOpPEIUpyeT WM 3aBUCUT OT pa3HOOOpa3usi 3TOM MOMyJIALHU 10
QTL, oTBeTcTBeHHBIM 3a €€ Bapuanuio. [lodToMy pasHOOOpas3me, yCTaHOB-
JICHHOE Ha YpOBHE MapKEpPHBIX JIOKYCOB, MOKET SIBJISITHCS MpEJICKa3aHHEM
CTeneHu paszHooOpasusi nomyisuuu. HekoTopble 3KCIepUMEHTAbHBIE pe-
3yJNbTaThl MOAJIEPKUBAIOT TOT (PAKT, YTO MOMYJISIMH, OJyUYEHHbIE OT POAU-
TEJEN C BBICOKOM MAPKEPHOW CHUMWISIPHOCTBIO, AEHCTBUTENBHO MPOSBIISIOT
HU3KOE TeHeThdeckoe BapbupoBanue [236] (s com). OmgHako Apyrue uc-
CJIEIOBaHMs MOKA3bIBAIOT HU3KUE KOPPEISAILMOHHBIE KOI(PPHUIMEHTH MEXIY
TEHETUYECKON BapHalyel MOIMYISUAA U MOJIEKYJIPHOM JUCTAHLIMEN MEXITY
poautenbckor mapoi ([259], ans xykypyssr; [200], mis cowm; [59], ans sipo-
BOM MINEHUIIbI), W, BCIEACTBUE ITOr0, HEOOXOAUMBI JOMOJHUTEIbHBIE HC-
CJIEIOBaHMs JUIsl YCTAHOBJIEHHS BO3MOXKHOCTEM W OrpaHWYEHHUH JaHHOTO
NoJIX0/1a.

2.5. MapkepHasi noMouib cejieKiuu (0Toopy)

JIr000i1 BKIIaJ L MOJNEKYJISIPHBIX MapKEPOB B CEJEKIIMI0 OCHOBAH Ha Iep-
CIIEKTUBHOCTH HCIOJIb30BAHHSI MAapKEPOB, CIETUIEHHBIX C T€HAMH, OTBEYAIO-
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UMK 32 W3MEHYUBOCTH OTOMpaeMbIX mnpu3HakoB [358]. Takum obOpazowm,
TEPMHUH «MapKepHas IMOMOIIb CeleKIUu (0TOOPY)» OTHOCHUTCS K JHOOOHU
dopme cenexmmu (0TOOPA), UCIIOIB3YIOMICH MapKeEPhI JJIS:
— yIpaBlIeHUS PEKOMOWHAITUCH, C TICJIbI0 HAKOIUICHUS YKeJIaeMbIX TSHOB TN
CETMEHTOB XPOMOCOM B OJTHOM I'€HOTHITC U
— YCTaHOBJICHHUS, KaK MHHHUMYM YaCTUYHO, TCHOTHITMYECKOTO 3HAYCHUS
(IeHHOCTH, TTOJIE3HOCTH ) 0COOU MTOCPENCTBOM HUACHTU(UKAITMN TCHOTHUIIA B
Pa3IMYHBIX MAapPKEPHBIX JOKYCaX.
Yka3aHHbBIE CTPATETHUSCKHUE TTOXO0IbI MOTYT OBITh HCITOJIb30BAHBI KaK
JUTS TIOJTYYCHUS UM CO3/IaHUSI HOBBIX M/HJIU CTICIIU(UIHBIX TCHOTHUIIOB, TaK U
JUIS YAYYIICHHS CYIMIECTBYIOIIUX IMOMYJISAIUN MOCPEACTBOM PEKYPPEHTHOM
CEJICKITHH.

2.5.1. Coz0anue cenomunoe

2.5.1.1. Mapkepras nomowb npu OEKKpoCcupo8aruy 2eHOMunos

C MOHOCEHHbBIM NPUSHAKOM

Hekotopble MOHOT€HHbIE NPU3HAKH, TaKWe, HApUMEp, KaK yCTONYU-
BOCTb K 3a00JIEBaHUSIM U HaCEKOMBIM, TPYIHO WJIM AOPOTO OLEHUBATh B MIPO-
1ecce MpoBeIeHMs [IUKIOB OeKkpoccupoBanus. boiee Toro, B ciydae nepe-
HOCa PELIECCUBHBIX T€HOB IS BBISIBICHUS PELIECCUBHBIX TOMO3UTOT HEOO0XO-
JUMO «BCTaBUTBH» OJHO TOKOJICHHE CaMOOTMBUICHUS IMOCJE CKPEIIUBAHUS C
PEKYPPEHTHBIM POAMUTENIEM, YTO IO CPABHEHHUIO C BapUAHTOM IEPEHECEHUS
JOMHHAHTHOTO T'€Ha, yJJIMHSAET Mpolecc nepeHoca. MoJieKysipHble MapKe-
PBI IPEAIAraloT peuieHne 3Tux npoodieM. KogoMuHaHTHBIE MapKepbl, TO3BO-
JS0IKE UACHTU(PUUIMPOBATh I€TEPO3UTOTHBIE T€HOTHIIbI, 3HAYUTEIBHO 00-
aerdarot mporecc. OnHaKo, Kak Mbl yKa3biBaiu panee [13], ucrnonb3oBanue
npakTuaeckn u3oreHHbix jauHu 1 BSA (bulk segregant analysis) ssisiercs
IPUEMOM, B KOTOPOM BBIOMPAIOT MAPKEPHI, TECHO CIETIEHHbIE C HHTPOTpeC-
CUPYEMbIM T€HOM. DTH Mapkepbl 00biuHO JnomuHaHTHB (RAPD, AFLP u
1p.), HO OHU TaKX€ MOTYT OBbITh HCIIOJIb30BAHBI B MapKEPHOM MOMOIIHN OeK-
KpoccupoBaHUI0. Takoe CTaHOBUTCS BO3MOXKHBIM B CIIy4asiX CLIETJICHHS J0-
MUHAHTHOTO aJuIefii MapKEpHOIO JIOKyca C JKeJIaeMbIM aJljiesieM, KOTOPBIN
HE0OXOIUMO MHTPOTPECCUPOBATH. DTO 03HAYAET, UTO CUTYallUsi CTAHOBUTCS

MOX0XKEH Ha CUTyallMIO ¢ KOAOMHWHAHTHBIMHU MAapKEepaMH U «BCTABKa» CaMO-
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OTIBIJIEHHOTO TOKOJICHUS yKe He TpeOyercs. J[pyroe TOCTOMHCTBO MpUMEHe-

HUSL MapKEpOB 3aKIIOYAETCS B TOM, YTO OCOOU MOTYT ObITh OTOOpaHBI Ha-

MHOTO TIPOIIE, YeM B CIy4ae TPaJUIIUOHHON OEKKPOCCHOM CEJIeKIUU U K TO-

My ke 0e3 HaHeCeHUsl KakoTro-110o Bpea okpyxatoiien cpeae. Takum oOpa-

30M, MCIOJIb30BAHUE MOJICKYJISIPHBIX MApKEPOB SKOHOMUT BPEMS W, UTO CO-

BEPIICHHO OYEBUJIHO, MO3BOJSET CYIIECTBEHHO COKPATUTh PACXO]l JICHEXK-

HBIX CPEJICTB.

bosnee Toro, kak M3BECTHO, OCHOBHBIM HEJOCTATKOM KJIACCHYECKOIO

OCKKpOCCHUPOBAHUS SBISAETCS TOT (haKT, YTO HE TOJBKO T€H POJUTEIS-

JIOHOPA, HO TaKXKe M (PparMeHT XPOMOCOMBI, OKPYXAIOIIUNA 3TOT I'e€H, UHTPO-

OyLUpYyeTcsi B pacTeHue-perunueHt. [1ockoyibKky Melo3 peKOMOMHUPYET Te-

HOM JIOBOJILHO Tpy0o0, TO JIJTMHA TOHOPHOTO (pparMeHTa, HECYIIErO CEIeKTHU-

PYEMBIIl T€H YMEHBIIIACTCS OYE€Hb MEIJICHHO W TOJIbKO uYepe3 TMOKOJICHHUS.

Tak, Harpumep, mocie MATH OEKKPOCCOB OCTaeTcsi mpuMepHo okojo 30 cM

oT ¢parmenta xpomocoMsl B 100 cM [166, 353]. D10 OBLIO MPOBEPEHO IKC-

NEPUMEHTAIBHO HA PA3JIMYHBIX JIMHUSAX TOMAaTa, B KOTOPBIX F'€H yCTOMYHMBO-

CTH K BHUPYCY Taba4yHOW MO3aWKH TM-2 OBII MHTPOTPECCHUPOBAH IMOCPEICT-

BoM OekkpoccoB [413]. TlonydeHHble aBTOpaMH pPE3yJIbTaThl CBUACTEIBCT-

BYIOT O TOM, YTO MpPaKTUUECKas U30T€HHOCTh UHTPOTPECCUPOBAHHBIX JIMHUM

OTHOCUTEJIbHA. 3Has, YTO B T€HOME B CpeJHEM HaOJII0/IaeTCsl HECKOJIBKO J1e-

CSAITKOB reHOB Ha ¢cM (M Ja)ke €cliM BCe OHU HE SIBISIOTCA MOJIUMOP(QHBIMU),

CTAHOBHTCS SICHBIM, YTO UHTPOIPECCUPOBAHHBIE JIMHUU MOTYT CYIIECTBEHHO

OTJIMYATHCS OT PEKYPPEHTHOM JIMHUM MO Pa3IUYHBIM MpuU3HakaM. Molieky-

JSpHBIE MapKephI MpeaiaraloT YaCTUYHOE PEIICHUE ITOM MpoOIeMBbl 3a CUeT

UCIIOJIb30BAaHUSI METOJOJIOTUH NOIUMOPPUIMA OUH PECMPUKHBIX UHMPOOY-

yupoeanHvlx ceemenmos. Kpome TOro, Mapkepbl MPEAOCTaBISIOT BO3MOK-

HOCTb YCKOpUMb 8036pam K U302€HHOCMU 3a TpelellaMi UHTPOAYLIMPOBaH-

HOT'O cerMeHTa. B uaeane jj1st 3Toro A0KHO ObITh JIBa TUIA MApPKEPOB:

— Te, KOTOpbie (hJIAHKUPYIOT HaXOASIIUNICS O/ BOIPOCOM JIOKYC, U, TEM Ca-
MBIM OTPEEISIIOT CIpaBa M CJIeBa «OKHO», IPUYEM TaKHUM 00pa3oMm, 4To-
OBl MOKHO OBLJIO OMpENETUTh OJMKaUIIi (HACKOJIBKO BO3MOYKHO) KpOC-
coBep reHa. [IpakThyecku HEBEPOATHO, YTO B OJAHOM ITOKOJIEHUU OyIeT
HaWJIeH 1eJIeBOM JBOMHON pekoMOMHAHT. BcieacTBue 3TOro, BBISBICHHE
KPOCCOBEpOB OyaeT MNpoucxoauTh mnocienoBarenbHo. CHawama B BCI
(mepBoe OEKKpOCCHOE MOKOJICHUE) HEOOXOIUMO HAaWTH PEKOMOWHAIIMIO C
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OJIHOM cTOpOHBI reHa u 3areM B BC2 ¢ apyroii. BeposiTHOCTD 3THX COOBI-
TUW MOXXET OBITh OIpezesieHa KaKk (QYHKIMS pa3Mepa MOMyJISIUd U MO3H-
MM MapKepOB, HAXOASAIIMXCS IO COCEICTBY C TE€HOM, YTO IMO3BOJISET BbI-
YUCJIUTH pa3Mep MOMyJSLUU, C KOTOPOl HE0OXO0AUMO MPOU3BOIUTH MaHU-
myJsau [177].

— T€, KOTOpPbIE MO3BOJISIT YCKOPUTh BO3BPAT K PEKYPPEHTHOMY POJIUTENIO H,
BCJICZICTBUE 3TOT0, OHU JIOJKHBI OBITh pacnpesesieHbl 0 BCEMY F€HOMY.
Kax nmpaBuiio, /uist JOCTHXKEHUS ATUX IEJel Mmopsiika JByX MapKepoB Ha
IJIEY0 XPOMOCOMBI BIIOJIHE JOCTAaTOYHO. B OCHOBHOM Takue MapKephl HC-
nonb3ytor nocie BC2, npeumymectBenHo B BC3. OmHako OHH MOTYT
OBITh MCIOJB30BAHbI U HA KAXKJIOM W3 MPEAbIAYIIUX IAaroB, €Clii B pacno-
PSOKEHUU UCCIEIOBATENIsI UMEIOTCSI HECKOJIbKO PAacTEeHUN ¢ OJIaronpusit-
HBIM PEKOMOUHAHTHBIM COOBITHEM.

3a TpH MNOKOJICHUSI C TOMOIIBIO MOJIEKYJIIPHBIX MapKEepOB MOYKHO IO-

JYyYUTh TaKyl H30T€HHOCTbh, KOTOpass OyJeT Jiydlle, YeM H30I€HHOCTb, MO-

Jy4eHHasl TPAJAUIMOHHBIMU METOJAMU CEJICKUHH. TEeOpeTUYECKUE HCCIEN0-

BaHMSI TTOKA3bIBAIOT, YTO TaKasl CTPATETHUs, 10 CPABHEHUIO C TPAJAULIMOHHBIMU

TEXHOJIOTHUSIMH, COKpAIIlaeT BpeMs, Kak MUHUMYM, Ha J1Ba TokoyieHus [178].

DTO 0OYEeHb XOpOIIO MPOWLIIOCTPUPOBAHO 3KCIEPUMEHTAMU Ha KYKypy3e

[310]. Tak, ren Bt, koTophIii KOIUPYET MHCEKTUIIUAHBIN OCIIOK, OBLI HHTPO-

OyLUPOBAH TPAHCTEHE30M B OJHY W3 JIMHUM KyKypy3bl. | eHeTHueckuii aHa-

U3 mokaszan, yto Bt pacmomnaraics B eMHUYHOM JIOKyce Ha XpoMocome 1.

Heo6xoaumo ObL10 OEKKpPOCCUPOBAHUEM MEPEHECTH ATOT I'€H B APYTYIO XO-

3SIMCTBEHHO LIEHHYIO JIMHUIO. IlocpencTBOM MOJIEKYJISIPHBIX MapKEpOB BO3-

BpaT K TEHOMY PEKYPPEHTHOTO POJIUTENS ObLT OCYIIECTBIIEH YXKE MOCIE TPEX

OCKKPOCCOB. DTO, Kak OBLIO JOKa3aHO, OKa3aJIOCh KBHBAJECHTHO TOMY, YTO

MOKHO ObUIO OBl IOJYYUTh 3@ WIECTh MOKOJIEHUH, UCTIOJIb3YsI METO/bI TPaau-

uoHHOM ceneknuu. [locne TpeThero 6ekkpocca B 0TOOpaHHBIX 0CO0SIX OCTa-

BaJICSl TE€TEPO3UTOTHBIM TOJIBKO (hIAHKUPYIOMIMI T'eH paioH (Mexay 2% u

24% oOmieit JIMHBI XpoMocoMbl). TTocne yeTBepToro 6EKKpocca pacCTOSHUE

COKPATUJIOCh MaKCUMYM 10 8,4%, 4TO COOTBETCTBYET AucTaHuuu 14,5 cM.

Tot ke nmporecc MOKHO MPUMEHUTD U B CIIy4ae HECKOJIBKHX F€HOB, HO

YUCJIO MOKOJEHUH W/UIK pa3Mep MOMYJISIUU IPU 3TOM JOJDKHBI ObITh yBe-

JIMYCHEI.
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2.5.1.2. Mapkepnas nomowb npu OEKKpOCCUpo8aHuy NOJUSEHHO20 NPUSHAKA

2.5.1.2.1. Ileperoc xpomocomnoco ceemenma, Hecyujeeo QTL

OnucaHHBIN BBINIE MPOILIECC, UM €r0 BapUAHTHI, MOPOU MPUMEHSIIOT
JUIA TIEpeHOca, MPEACTABISIONIET0 UHTEPEC UACHTHU(PHUIIMPOBAHHOTO B MPO-
necce BbisiBJIeHUs M Jokanu3aiuu QTL xpomMocoMHOro cermeHTa, KOTOpPbIT
HaspBatoT QTA (ot anrir. Quantitative Trait Allele). B atom ciyuae, moHop-
HBIM T€HOTHUIIOM SIBJIICTCSI OJIMH M3 POJAMUTENEH, Y4aCTBOBABIIMX B CKpEIIU-
BaHWH, MPUMEHSBIIErocs st onpeaencans QTL, a penunueHTHBIA PoIn-
TeJb B KaueCcTBE BTOpOro reHotuna. [lomumMo cymiectBeHHOUM TpyaHOCTH (e-
HOTUIIMYECKON OLIEHKH, CYIIECTBYET €LIe OJHA TPYAHOCTb, KOTOpAs 3aKJIIO-
4aeTcsl B TOM, 4TO B KaxK7oM OekkpoccHoM nokosiennu QTA Oyner nepena-
BAaThCsl C BEPOSITHOCTHIO MEHEE 4YeM Y2 HEXKeNIM Kakou-ubo reH. [lelicTBu-
TEJIbHO, KaK 3TO OBLIO MOKa3aHO HamMH paHee [13], moBepUTEIbHBIN HHTEPBAI
nosunmu QTL, T.e. XpoMocomHbIl cermeHT, rae QTL MokeT HaXOIUThCA,
OOBIYHO JIOBOJIBHO BEJWK. JTO 3HAUUT, YTO B TECUCHHE MEHO03a CYIIECTBYET
BEPOATHOCTh pEeKOMOMHAIMU BHYTpH cermenta. s coxpanenuss QTA He-
00X0/IUMO YBEJIUYHTH Ha 2 BEPOATHOCTh C TAKUM PACUYE€TOM, YTOOBI HE OBLIO
pekoMOUHaIMK BHYTpU cerMmeHTa. [{ns cermenta B 20 ¢cM, MapKupOBaHHOTO
o KpasM M B CEpEeJUHE, 3Ta BEPOSITHOCTH Mepelrayu cocTaBUT okojo 0,4
Bmecto 0,5, T.c. (1-0,1)2, c npubnwxkenueMm, uro 10 cM cooTBeTCTBYET
p = 0,1. Kpome Toro, rnokasaHo, 4To MCIOJIb30BaHUE TpeX MapkepoB Ha QTA
MO3BOJIICT OCYIIECTBIIATH KOHTPOJIb 3a TiepeHocom [177].

N3Becten mpumep nepenoca QTA, mpu UCHONB30BAaHUU JUISI 3TOTO
MapkepoB, y Tomata [369]. Atopel Hanum QTL mist cepum mpu3HAKOB B
BC2 nonynsuuu, moaydyeHHON B pe3ysibTaTe CKPEIIMBaHUS COPTa KYIbTYp-
Horo BHja Lycopersicon esculentum (pekyppeHTHBIH pOIUTEINh) C IUKUM BH-
aom L. pimpinellifolium (moxopHsIit poautens). eHOTHITNYECKHE 3HAYCHUS
kax0il BC2 ocobu ObLIM u3MepeHsl Kak B nokosennn BC3, Tak u B momy-
JSWW, TIOTYYEHHON B pe3ysbTaTe CKPEIIMBAHUS TAHHON 0COOM C TECTEpOM.
Hatinennsie Tpu QTL (0auH — OKa3bIBAIOIIMIA BIMSHHE HAa MAcCCy IUIOJOB U
7iBa APYTrHMX — Ha MX pa3Mep) ObUIM HE3aBHCHMO HWHTPOIPECCHPOBAHBI IS
TIOJIYYCHHS TIPAKTUYCCKU M30TCHHBIX JIMHUNW. CpaBHCHHE 3THUX JIMHUHA ITOCIIC
CKpEIIMBaHUs C TECTEPOM I0Ka3ajo, YTO B KAXKIOM CIy4dae WHTPOTPECCHs
CYILLIECTBEHHO MOAM(UIMPOBaIa 3HAYEHHE MpPU3HAKA B HANPABICHUHU OXKU-
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naemoro d¢pdexra manmnoro QTL, m3mepennoro B BC2. Tak, QTA L.
pimpinellifolium pacnonoxeHHbIii Ha XpoMocoMe 8, aenan IOl KpyTJee,
4yeM y KyJabTuBUpyemoro Buaa (—38% mo mkane amunel). Jpyroi QTA, on-
pPEIeTSIONINi pa3Mep IUIOAOB, PACIONIOKEHHBIM HA XpoMocoMe 1, yITuHSIT
mwioael (+8%). HeoOxoaumo 3aMeTHTh, YTO B JBYX MOCIEOHUX CIydasx
QTA, ¢ KOTOpBHIMH MPOBOJIUINCH MAaHUMYJISALMH, JaBaau 3(PGeKT mpoTUBO-
MOJIOKHBIM TOMY, YTO OXKHUJAJICS Y POAMTENHCKOTO (eHoTuma: Tmioasl L.
pimpinellifolium kpyrasie u oyensr manenbkue, a y L. esculentum — Goub-
mue u yJiuHeHHble. briarogapst 3ToMmy ObUIO BO3MOXKHBIM OTJIMYUTH JUKYIO
dbopmy, KoTOpass UCXOAHO ObLIa HE MOX0XKa Ha 4To-1nbo Apyroe, oT QTA
YIIYYIIAIOIET0 HEKOTOPBIE «KYJIbTUBUPYEMBIE» MPU3HAKH KYJIbTYPHOTO COP-
Ta. DTOT MOAXO/, CACJIABIINNA UCIIOJIH30BAHNE MOJICKYJISIPHBIX MapKEpOB Ha-
MHOTO 00Jiee TPOCTHIM, YEM B TIPEIBIIYIIEM BapuaHTe, HECOMHEHHO, SIBIISCT-
Csl MHOTOOOEIIAIOIUM METOJIOM JIJIsi MapKep BCIOMOTATEIbHOM CENEeKIUH,
BKJIIOUAsl TPAKTHUECKOE MCTIOIh30BAaHNE T€HETHUECKUX PECYPCOB PACTEHUH.

2.5.1.2.2. IlepeHoc HeCKOIbKUX XPOMOCOMHBIX Ce2MEHMO8

[IpuHIMO OEKKPOCCHUPOBAHUSI C HECKOJBKUMHU T€HaMH MOXET OBITh
IpPUMEHEH U JJIA Ciiy4asi mepeHoca Heckoybkux xkenaembix QTA. Eciu npu-
HATh BO BHUMaHUE BEPOSITHOCTh OTCYTCTBUS WM HEPEATHbHOCTH PEKOMOMHA-
MY BHYTPU CETMEHTA, TO B 3TOM CJIy4ae MPOBEACHHbBIC BBIUHUCICHHS TMOKa-
3BIBAIOT, UTO JJIs MOMYJsiuM pazmepom npumepHo B 300 ocobelt He mpen-
CTaBJISIETCS BO3MOXXHBIM OCYIIECTBIISITh MAHUITYJISIIIUN OJHOBPEMEHHO OoJee
geMm ¢ geTblpbMs QTA [177]. OueBuaHO, YTO MPOBEACHUE MOJ00HOTO poja
JICHUCTBUI TOpa3fo Jierde Uil MOMYISIHA ¢ OOJIBIIUM YHCIOM 0cobOel U ¢
MapKepamu, KOTOPbIE OYEHb TECHO WM Ja)X€ HEMOCPEICTBEHHO CIIEIJIEHBI C
TrE€HaAMH.

Ecnu oOpucoBath cxeMaTHYHO, TO OEKKPOCCHUPOBAHHUE MOXKET OBIThH
BBITIOJTHEHO, €CJIM MPUJICPKUBATHCS HEKOTOPBIX MPABUII, COIIACHO KOTOPHIM
HEO00X0IUMO:

— otrnaBaTh npuopuTeT xemaemMbiM QTA moHopHOro pomutens. Otu QTA,
KOTOphIE OyayT Bcerja MOMJICPKUBATHCA B T'E€TEPO3UTOTHOM COCTOSIHUM
Oyiaroiapsi ¥ MOCPEACTBOM TMOTYUYEHHUS TTOKOJICHU O0EKKPOCCOB, HE JOJIK-
HbI OBITH MMOTEPSIHBL.

— otOuparb 0cobu, KOTophle HecyT kenaembie QTA, N1 UX U30I€HHOCTH C
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PEKYPPEHTHBIM POJIUTENIEM 32 TIpeieliaMi MaHUITYJIMPYEMBIX (DparMeHTOB.
— 3aKaH4YMBaTh MPOLECC OEKKPOCCUPOBAHUS OJHUM WUIIU JIBYMSI CAMOOTIbLIE-
HUSIMH JIJIS1 3aKPETUICHUS HHTporpeccupoBaHHbix QTA.

DKCIEPUMEHT M0 U3YUYEHUIO MPU3HAKA YpOXKasi 36pHA Y KyKypPY3bl SICHO
MOKa3aJl poJib M 3HAYEHUE TE€HETUYECKOTrO IOCTPOEHUS BCIOMOIAOLIErO
MapKEepHOT0 I'eHOTHIA JIJIsl TIOBBIIIEHUS KOMOMHAIIMOHHOM CITIOCOOHOCTH PO-
auteneir rubpuna [177, 179]. Tak rubpun B73 x Mol7 Obln ynydineH WH-
tporpeccucii xemaemoro QTA aByx apyrux auauid, Tx303 u Oh43. Ilouck
QTL mokazan Hanu4ue MIECTH XPOMOCOMHBIX PalOHOB, JUIsi KOTOPBIX Tx303
MOXeET yay4iuTh B73 u mecth Apyrux, ¢ moMoinbsto kotopbix Oh43 moxer
ynyumiute Mol7. Tpu 6ekkpocca, Cleayronme 3a IByMsl CaMOOTbLICHUSIMH,
OBUIM BBITIOJHEHBI B KaXKIOM M3 3THX ciydaeB. OTOop mo mapkepam (RFLP)
aBTOPBI HaYaJIM MPOBOJUTH CO BTOPOTO OEKKpocca: 0coOu oTOMpain Ha OC-
HOBE 4uCJa NEPEHECEHHBIX CETMEHTOB M IMPOLICHTA T€HOMA PEKYPPEHTHOIO
poautens. Pe3ynbTaThl okazanuch oOHaAeKUBarOIMMU. CKpEIMBaHUS MEXK-
ny «ynydmieHHod B73» u Mol7, a takke mexay B73 u «ynydileHHOU
Mol7», nanu ruOpuibl, KOTOpPbIE B LEJIOM MMEIH JIYUIIHE XapaKTEPUCTHKH,
yeM KOHTposibHBIH B73 x Mol7. Yacrora ynyumenus coctaBuia 8-15%.
AHaIN3 yIy4YNIEHHBIX JUHUM MOKA3aJl, YTO MAaKCHUMaJIbHOE YHMCIO NEPEHE-
CEHHBIX CEIMEHTOB HE€ MPEBBIIAJIO TPEX M YTO OOJIBIIMHCTBO COJEPKAI0
TOJIBKO OJWH CETMEHT, MOJyYeHHbI OT JOHOPHOTO POAMTENS: cerMeHT 6L
st B73 u cerment 4S nns Mol7. Ot aa QTL, mo-BuauMoMy, ©Meid Hau-
0oJiee CylmieCTBEHHbIN 3PEeKT NeHCTBUA Ha T€HOTHUI YJIy4dlllaeMbIX JTUHUH.
Hu onna u3 nuHMil HE cojeprkaia BCe MIECTh OKUIAEMBIX (PparMeHTOB, MO-
CKOJIbKY BEPOSITHOCTh MOJYYUTh MX ObLIa OYE€Hb Majia. SICHO, YTO TakKoe
YJIYUIIEHHE HEBO3MOXHO OCYLIECTBUTH B CTOJIb KOPOTKHE CPOKH IPU HC-
MOJIb30BAaHUU TPAIULIMOHHBIX METOAOB CEJIEKINH.

2.5.1.3. Mapkepras nomowb npu omoope no nomomcmey

B nokonenun F,, BMecTo nmpoBeneHusi OEKKPOCCUPOBAHUS, CPEIU OCO-
Oeil, momydeHHbIX camoornbuieaneM (F3, F4 1 T.1.), MOKHO TOMBITATHCS OTO-
Opatb Te, KoTopble Moayuniu Jyumue QTA.

Jli1s Toro 4ToObI OTOOpPATh TMHUU HAa OCHOBE 3HAUEHUS UX XapaKTepH-
CTHUK PEr Se, 00bIYHO HEOOXOAMMO MPOU3BECTH OTOOP JTUHUM, KOTOPHIE MOTYT

OBITh WM OBUIM MOJY4YEHBI OT OAHOM ocoOu. CaMOOMNbUIEHHE TeTePO3UroT-
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HOM 0cOOM HE MO3BOJISIET HAMPSMYIO MOJYYUTh BEJIUYHHY 3HAYEHUS Xapak-
TEPUCTUK ITUX JUHUM. Takas BeJIMUMHA, KaK U3BECTHO, YKa3bIBACT MPEICIIbl
oT0opa Mo MOTOMCTBY, KaK BIPOYEM, U MPEUMYIIECTBA TaIlIOAUILIONIU3a-
uu. C Apyroil CTOpOHBI, SIBHOE MPEBOCXOJICTBO MApKEPOB 3aKIIIOUAETCS B
TOM, YTO OHH IO3BOJISIFOT HaM MPEACKa3bIBATh 3TO 3HAYEHHUE AJII MapKUpoO-
BaHHBIX JIOKYCOB. [lycTh @ OyZieT paBHO MOJOBUHHOMY 3HAYEHHUIO PA3IUUMS
Mexay nBymst romoszurotamu mo QTL |. Jlns manHOro mpu3Haka cpemHee
3HAYCHUE JIMHUH, YTO MOXKET OBITh ONPEACICHO UCXOMs M3 FCHOTHMNA i, MO-
KET OBITh 3alUCAHO KaK:

G'=Y.3i, (25)
rae ‘é\ll = q;%}, W} = —1 umm +1 B COOTBETCTBUH C TeM, SBIAETCS JIM TeHOTHIT
B U30paHHOM MapKepe FOMO3UTOTHBIM MO aJUIETI0 OT HEOJAronpusITHOTO Po-
JUTENS UK OT OJaroKesaTebHOT0, COOTBETCTBEHHO. [ eHOTUIINYecKoe 3Ha-
YEHUE CEMbH, ITOJIyYEHHOM B PE3yJIbTaTE€ CAMOOIBUIEHUS €€ UCXOIHOTO Mpa-
poAUTENS, TAK’KE€ MOXKHO MPOTHO3UPOBAThH, IPUHUMAs BO BHUMaHUs 3 dek-
Tbl JOMUHUpOBaHHs. [IpuMepoM EMCTBEHHOCTH NAHHOTO IMOJIXO0/Ia MOXKET
CIly’)KUTh paboTa, BBIMOJIHEHHAs Ha Tomarax [285]. ABTopbl cpaBHIIN (-
(peKTUBHOCTH OTOOpPA, MPOBEACHHOIO Ha OCHOBE TOJBKO JIMIIb MapKEpPOB C
0TOOpOM 10 (hEHOTHITY, PU FTOM OTOOP BBHIMIOJIHSICS Ha 0co0siX F,, a oTBET
uzydasics B cembsix F3. Jlng pH miogoB (mpusHak, KOTOPBIA HaclemyeTcs
cpeaHe) otoop nmo mMapkepaM umeln d(PGEeKTUBHOCTh, CPABHUMYIO C OTOOPOM
no ¢eHotumy. B npoTuBONONI0KHOCTH ATOMY, JJIsl MAacChl IUIOAOB, OoJiee Ha-
cleAyeMbli Tpu3HaK, oToop no deHotury Obu1 Oosee YPPEKTUBHBIM, B TO
BpeMsl KakK JJIsi KOHIEHTPAlUU pPaCTBOPUMBIX CaxapoB, IMJIOXO HACJIEIyEeMbIH
MPU3HAK, OTOOP Ha OCHOBE MapKepoB Obl1 Hambosee 3PpPpexTuBHBIM (TAOII.
6). Takum 00pa3oM, Kak CiIeayeT U3 Pe3y/IbTaTOB JAaHHOM paboThl [285], oT-
6op no ¢enotumny 6osnee >3pPexkTUBEH IS MPU3HAKOB C BHICOKOM Hacemye-
MOCTbBIO, TMOCKOJIbKY OH 0a3upyercss Ha HCTOYHUKAX H3MEHYMBOCTH BCEX
QTL ogHOBpEeMEHHO, B TO BpeMs Kak OTOOp MO MapKepaM 3aJeHCTBYET TOJIb-
ko Te QTL, xoTophie crermieHsl ¢ Mapkepamu. CrenoBaTelnbHO, B Clydae
HU3KOM HAclieLyeMOCTH NMpU3HAKA F€HETUUYECKUE 3HAUCHUS JIydllle yCTaHaB-
JUBATH MOCPEACTBOM MOJICKYJISIPHBIX MapKepOB, HEXKEHU 10 (DEHOTHUITY, €CIN
pasmep NomyJIsHK IpH 3TOM, 110 onpenensseMbiM QTL, qocTaTouHo BeNuK.
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[IpeumymiecTBo 0TOOpa TOMBKO MO MapKepam s YIYYIICHHs TPU-
3HAKa «ypoxai 3epHa» Takxke ObUIO MPOBEPEHO U Y KyKypy3sl [356]. OT6op
F¢ cemell (MOTOMCTBO COBOKYITHO CaMOOMBUICHHBIX pacTeHUM F,) Ha OoCHOBE
TOJIbKO MH(OpMAIUU MOJYYEHHON C MOMOIIBIO MapKEpPOB, CIEIUICHHBIX C
onpenencHHbXx B F, QTL, MO3BOMMIIO MONMYYUTH B CPETHEM TAKOHM K€ pe-
3yJbTaT, Kak U B ciiydae oTOopa no ¢geHotumy. B To ke Bpems, MeHee yeM
50% W3MEHYMBOCTH B JIaHHOM CIIy4yae MOXKHO OBLIO OOBSCHUTH, UCTIOJIB3YSI

JJIS1 OTUX ueneﬁ TOJIBKO JIUIIIb MapKepBI.
Taoauna 6

OTtHocuTenbHasi 3PPeKTHBHOCTH 0TOOPA 1O POAOCIOBHON B F, Ha 0CHOBe 3HaYeHMUId,
onpeaeJieHHbIX ¢ IOMOIIbI0 MAPKEPOB, B CPABHEHUHU € 0TOOPOM 10 eHOTHIy
B ckpemmmBanuu Lycopersicon esculentum x L. chesmanii (mo [285])

Konuenrpanus
Macca miooB pH mionoB pPacTBOPUMBIX
BCIICCTB
Hacnemyemocts 0,45 0,25 0,15
Yucno ycranoBiaeHHbIx QTL 7 5 4
AT VA )
R (/o)v MPOLIEHT (PEHOTUTTNYC 79 34 44
ckoit m3menunBoct QTL
OtHOcuTenbHAs YPPEKTHBHOCTD 0,66 1,07 2,20
MapKepoB

C npyroii CTOPOHBI, €CJIU LENbIO SBJISIETCS OTOOP JIMHUM 1O UX KOMOU-
HAIIMOHHOM CIIOCOOHOCTU C TECTEPOM, TO B 3TOM Cilydae HE0OXOIUMO ycTa-
HOBUTH ekt QTL mo mannoit cnocobrocTu. TakuM 00pa3oM, 3HAUCHHE
JUHUHN, KaXaas U3 KOTOPBIX IMOJy4YeHa OT OJIHOM OTACIBbHOW 0CO0H, OymyT
CIIPOTHO3UPOBAHBI MTOCPECTBOM cyMMupoBaHus 3¢ ¢dektoB kaxaoro QTL, B
COOTBETCTBUM C UMEIOLIMMUCS B HAIMYUU ajjiessMud. B To ke Bpems oOpa-
0aThIBaTh TAKOM MaTepHall HaJl0 Tak, Kak eciiu Obl paboTa Beaach C aJAUTHB-
HBIM Tipu3HaKoMm [139].

2.5.2. MapkepHnas nomouwib peKyppeHmHoil cel1eKyuu

(pexyppenmmuomy omoopy)

Ecmu uncno QTA, KoTopble TOKHBI OBITh OOBEAUHEHBI B OJTHOM Te-
HOME, BEIIMKO, TO BEPOSTHOCTH IMOJYYUTh HEOOXOMMMBIA TCHOTHUIT 32 OJHH

IIAKJI MAPKEPHOM TTOMOIIM CO3/IaHMsI TAKOTO TEHOTHUTIA OBICTPO YMEHBITIACTCS.
[ToaToMy, Kak MpencTaBIgeTCA, M3HAYAIBHO JIYYIIE MOJYYUTh NOMYJISIIUIO, B
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KOTOPOM 4acTOTa KEJIAeMOro reHOTUIIAa OyJEeT MPUYMHOKEHA 33 CUET YBEJIHU-
YEeHMsI 4aCTOT Kaxkoro u3 HeooxoauMbix QTA. Crnenarb 3T0 MOXKHO IOCpE-
CTBOM MPOBEJICHUSI HECKOJIBKHUX IIUKJIOB OTOOpa CIEAYIONMIUX 32 PEKOMOUHA-
nueil. Takass MapkepHas IOMOIIb PEKYPPEHTHOMY OTOOpPY, Oasupyromasics
TOJIBKO Ha MCIIOJIb30BAaHUH MapKepOB, MOXKET OBITh OCYILIECTBIICHA C WK 0€3
yuera 3¢ dextoB QTA. Oxnako cymiecTByeT mpoOsiema, Tak Ha3bIBAEMOM,
HEMapKEPHOIN TeHETHUECKON M3MEHUYMBOCTH, KOTOpas JJisi KOMIUIEKCHBIX ar-
POHOMHUYECKHX MPU3HAKOB, OCTAETCSI B LIEJIOM JOCTATOYHO BBICOKOH (IIpH-
MepHO 50% u BbIlIE). ITa U3MEHYMBOCTH MOYKET OBITh HCIOJb30BaHa TOJIBKO
B paMKax «TpaJuLUOHHBIX» METOJI0OB PEKYPPEHTHOTO 0TOOpa, U TOIBKO €CIIN
HACJIEAYEMOCTh I ATOr0 JOocTaToyHa. TakuM oOpa3oMm, /11 MaKCUMAaJIbHO-
ro yBenuueHus 3p(HEeKTUBHOCTH T€HETUYECKOTO Tpoliecca 0y1eT J0CTaTOYHO
CKOMOMHUpPOBaTh 00a TUNa 0TOOpa (Ha ypOBHE MAPKEPOB U MO (PEHOTUITY) 1O
pexyppeHTHOM cxeme. [Ipu 3Tom mepBas ctagusi 3TON CXeMbl JODKHA OBITH
npuMeHeHa K nomyJssiuu F,, rie QTL u 61t onpeneneHsl.

2.5.2.1. Pexyppenmmuuiii omoop, 0CHOBAHHbIL MOJLKO HA MApKepax

Bo3MoxkeH npsmoit oTO0p MapKepoB, JAIOUIMX OAMHAKOBOE 3HAUCHHE
st kaxnaoro QTA. Ilens Takoro mMeTojja — YBEJIMYUTh YacTOTHI HYXHBIX
MapKepoB, T.€. MapKEPOB, KOTOPHIE CIEIICHBI ¢ xkemaeMbiM QTA. Teopern-
yeckue uccnenoBanus [142, 179, 229] nokaszaii, 4To 4acToTa OTOMPAEMbIX
aiteneit yBennuuBaeTcs ObicTpo. Hanpumep, g 10-Tu He3aBUCHUMBIX JIOKY-
COB 4acToTa >kenaeMbix ajuienie nossimaerca ¢ 0,50 mo 0,90 Bcero 3a Tpu
MOKOJIeHUsI 0TOOpa. braromaps 3ToMy 4yacToTa MOJy4EHUS HEOO0XOIUMOTo
resotuna Bo3pacrtaet ¢ 0,001 no 0,35. Benen 3a 3TuM, BIOJIHE TOCTYITHO T10-
JYYUTh HAWIYUYIIUA MAPKEPHBIM TEHOTUIT ISl YJYYIIEHHON MOMYJISILINH.
D¢ (HEeKTUBHOCTH TAKOTO MOIX0JIa 3aBUCUT B OCHOBHOM OT TOT'O, HACKOJBLKO
TecHO cueruieHsl Mapkep 1 QTL. Ecnu oHM crienieHsl He TECHO, TO PeKOM-
OounHarus Mexay mapkepamu 1 QTL ObICTpO YMEHBITUT YacTh W3MEHUHUBO-
CTH, OOBICHsIEMOW Mapkepamu. B TakoM ciiydae uCmosib3oBaHUE (IIAHKHU-
PYIOIIMX MapKepOB MO3BOJIMT YBEJIUYUTH 3PPeKTUBHOCTL 0TOOpa. B TO *e
BpeMsi, TPUHUMAsI BO BHUMaHUE YPOBEHb (PUKCAIINH, a TAKKE PUCK PEKOMOU-
HAllMU MEXy MapKepaMu U accolMupoBaHHbIMU ¢ HUMH QTL, mydine orpa-
HUYUTHh MPUMEHEHUE 3TOT0 METOJA JUIIb HEKOTOPHIMHU MOIXOMSIIUMU IS
ATHUX IIeJIel UKJIaMu oTOopa.
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2.5.2.2. Pexyppenmmuulii ombop no adoumueHomy 3HAYEHUIO,
NPOCHO3UPYEMOMY C NOMOWBIO MAPKEPOB

s yBenndenus 3pPeKTUBHOCTU CXEMBI pEKYPPEHTHOTO OTOOpa BaX-
HO CIIPOTHO3UPOBATh AJJUTUBHOE 3HAUEHHE OCOOEH — KaHIUIATOB Ha OT-
00p, MpUYEM TOJILKO TO 3HAUEHHUE, KOTOPOE MEePeacTcsi U3 OJHOTO MOKOJIe-
HUS B Jpyroe. DTo 3HAYEHUE MPOTHO3ZUPYIOT MO-Pa3HOMY, COOOpa3HO TOMY
yIIydIIancs JId MaTepuall ¢ UENbl0 MOMyYeHUs] THOPUIHOTO WA JTMHEHHOTO
copra.

Ha moarotoBuTeasHOM 3Tare MOJyYeHUs] THOPUIHBIX COPTOB WU JIH-
HUM, MaTeprall MOXXHO YJIYUIIUTh, UCIOIB3YSl €ro KOMOWHAIIMOHHYIO CITO-
COOHOCTh cO crenupuuHbIM TecTepoM. Kak omucaHo BbIIE, TaKyl0 KOMOU-
HAI[MOHHYIO CIIOCOOHOCTh MOXHO CIPOTHO3MPOBATh MOCPEICTBOM IIPOCTOTO
cymmupoBanus 3¢ dexkroB QTL. Ecnu menpio SBisieTcs yIydilieHue BHYTPH-
HOMYJIALIMOHHOW KOMOMHAIIMOHHOM CIIOCOOHOCTH, TO TOTJa HEOOXOAMMO
MMETh BO3MOXKHOCTh yCTaHABIMBATh alAUTHBHBIC dPQeKkThl. be3 Mapkepos
aJJIMTUBHOE 3HaYEHUE OCOOM, KaK MPaBUJIO, ONPEAEISIOT OCPEACTBOM U3Y-
YeHHsI TIOTOMCTBA, TIOTYYEHHOTO TI0 HECKOJIBKUM COMPSKEHHBIM APYT C APY-
rom cxemaMm. [Ipu Hanuuuu MapkepoB, €CIU M3BECTHBI YAaCcTOTa MapKepa U
aCCOLIMMPOBAHHBIN ¢ HUM 3(P(EKT, MOABIAETCS HEMOCPEICTBEHHAS! BO3MOXK-
HOCTh YCTAaHOBHUTH ITO 3HaueHWe. B mokonenun F, mpu dactoTe Kaxkmoro
MapkepHoro ajuiesis paBHou 0,5 anauTuBHBIN d(PPEKT NpsiMO MPOMOPIIMOHA-
JIEH TIOJIOBUHE Pa3NIMyusi MEXIY IByMs roMo3uroramu. OJHAKO, B 3aBUCH-
MOCTH OT TOTO KakK JOJITO TMPOBOAMIICS OTOOp, aAAUTUBHBINA d(PdeKT amiesns
MEHSETCS, TIOCKOJIbKY OH 3aBHCHT OT YacTOTHI BCTpedaeMocTH ajutens. [lo-
ATOMY MOXKHO MOJIYYHUTh CpeaHHH 3 (PEeKT NelCTBUS TaHHOTO aJlIeis B KOM-
OMHAIMK C APYTrUMH ajutesiMu nonyssiun [139]. Bo3sMoKHOCTE ycTaHOBIIE-
HUS aaauTUBHOTO 3HaueHus QTL, mo-BuamMoMmy, SBIISICTCS OCHOBHBIM BKJIa-
JIOM MOJIEKYJIIPHBIX MapKEPOB B PEKYyPPEHTHBIN 0TOOpP. [ Kask1oro uHau-
BUyaJbHOTO KaHAMATa Ha OTOOp MOXKHO MOCUWTATh 3HAYCHHE, MPOSIBIISIC-
MOTO UM QJIUTUBHOTO d(PdeKTa accormmupoBaHHoOe ¢ KapTupoBaHHbM QTL.
OOmiee aaTUTUBHOE 3HAUEHHUE TOIYYAOT MPOCTHIM CIIOKCHHEM BEIWYHH,
CIIPOTHO3UPOBAHHBIX i Kaxaoro QTL. Ecnu nenpio sSBAsSieTCs MOTy4YeHue
JMHEWHBIX COPTOB, TO, B 3TOM Cllydae, HEOOXOAUMO OTOMPATh MO BEITUYHHE

3HAYCHUN XapaKTEPUCTUK JIMHUMA, KOTOPHIE MOTJIH OBl OBITh MOJYYCHBI W3
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nanHoro reHoruna [139]. Kak u npu orGope 1Mo poaoCcioBHOM, MPEeuMyIIecT-
Ba MapKEpOB 3aKIIOYAIOTCS B TOM, YTO OHU MO3BOJISIIOT YCTAHOBUTH HY>KHOE
3HaY€HHE TOCPEJICTBOM BBIUMCICHHS Y2 BETUYMHBI PA3NAYUIl MEXITY ABYMS
FOMO3UTOTaMU M CYMMHUPOBAHUEM MpeJCKa3aHHbIX s Kaxiaoro QTL 3na-
YEHHUI.

TOYHOCTH IPOTHO3UPYEMBIX AJITUTUBHBIX 3HAYEHUHN 3aBHCHUT OT T'€He-
THUecknxX 3HadeHui R ycranoBaeHHbX QTL (% reHeTHdeckol H3MEHIHBO-
CTH, OOBSCHIEMOU C MOMOIIbI0 MAPKEPOB), HACTIEAYEMOCTH MPU3HAKA U PaA3-
Mepa m3ydaeMmor mnomyssaiuu. [locneaauii 1oykeH OBITh TeM OOJbINe, YeM
HUKE HacJeayeMOCTh. B ciiydae momymisiuu JocTaToyHO OOJBIIOTO pa3me-
pa, eciiu TPOIEHT T'eHEeTUIECKOW M3MEHUYHUBOCTH, OOBSICHIEMON C TIOMOIIIBIO
MapKepoB OOJIbIIIE, YEM HACIEAYEMOCTb B Y3KOM CMBICJIE 3TOTO CJIOBa, 0TOOP
HA OCHOBE MPOTHO3MPYEMBIX 3HAUYECHUH, TPU UX PaBHON WHTEHCHUBHOCTH, OY-
net 6osiee 3¢GEeKTUBHBIM, YeM 0TOOpP ToJbKO 10 GenoTuiy [210]. [Tockoms-
Ky 0TOOp, OCHOBaHHBIN TOJILKO Ha MapKepax, He TpeOyeT MOJIeBOH OICHKHU U
HOCKOJIbKY MICHTHU(PUKAIUS F€HOTUIIOB [0 MapKepaMm IPOU3BOAUTCS OYEHb
OBICTPO, MPOAOKUTEIHHOCTh CEJIEKIIMOHHOTO IHKIIA MOXET ObITh yMEHb-
II€Ha, KAK MUHUMYM, Ha OJJHO MOKOJIEHHEe. Takoil aHaiu3 MOKHO HPOBOJIUTh
KaK B YCJIOBHSIX HEIOCTATOYHOCTH BPEMEHHOT'O MHTEpBaja JJis OCYIIECTBIIe-
HUS [IUKJIOB WM MAHUMYJISIIUNA TPATUIIMOHHOM CENIEeKIMU, TaK U B YCIOBUSAX
MCKYCCTBEHHOTO BBIPAIIMBAHMs MaTepuaia WIA B TEPHOJ MEXKCE30HbS.
BcneactBue aToro, MapkepHasi ceneKkius, Ha €IMHUILY BPEMEHU, MOKET ObITh
0oJiee BBITOJIHON, YeM KJIaCCUUYECKUU oTOOp Mo (eHOTHIly, ake KOorjaa mMap-
KepHBI 0TO0p MeHee dhpexTuBeH Ha UK. [Topoit yepe3 HECKOIBKO IUKIIOB
CEJIEKIIMOHHOT0 O0TOOpa BO3HUKAET MpobjieMa peKOMOMHAIIMM MEXKIy ycCTa-
HoBiieHHbIME QTL u ux mapkepamu. M3-3a aToro otHocutensHas 3¢ HeKTHB-
HOCTh JAHHOTO MeToJa OyAeT majaTh ¢ KaKIbIM LUKIOM, TO3TOMY CTPOroe
cruerienne mexay mapkepamu u QTL Bcerna mpennoututensueil. B uneane,
KOHEYHO, ObLIO OBl HETUIOXO UMETh AOCTyIHbIe Mapkepsl B camux QTL. [Tpu
OTCYTCTBHHM TaKOW CHTYyallMH, KaK B CIydae MPEIbIAylIeld CXeMbl 0TOOpa
TOJILKO IO MapKepam, JIydllle COKpPaTUTh CXeMY peaju3aluu oToopa BCEro 10
HECKOJIbKMX IHKIOB. [lo-BUaMMOMY, JUIsi KOPOTKOTO MEPHOJa BPEMEHHU Ta-
Ko moaxoj Oyaer 6omnee YPpPeKTUBHBIM, HEXKEITN YIOMSHYTAas! BBIIIE CXEMa,
B KoTopou kaxnaomy QTL mpumaercss oguHakoBas 3HaYMMOCTh. OOpaTHOE
OyzeT BEpHBIM IS JITUTEIIHOTO BPEMEHHOTO TepHOo/a.
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Taoauna 7

Pe3yabTaThl 3kcnepuMeHTOB (10 [357]) Mo U3yyeHHI0 MPU3HAKA ypo:Kaii 3epHa,
CpaBHEHHE IIUKJIAa 0TOOpPA TOJBKO M0 MapKepaM (mocJie onpenenenuss QTL)
U IMUKJIA KJIACCUYeCKOro (PeHOTUIHYECKOro 0T00opa (MaccoBblii 0TOOP)

OtBert (peaxiys)

Tumn or6opa . W3MeH4YnBOCTH B 4acTOTE
VYpoxaii 3epHa
x)enaeMbix QTA

[TonoxxutenpHBINA 0TOOP TIO:

TOJIBKO MapKephI 151,2 +0,19

dbenorHm 151,7 +0,06
HeraTusHsbIii 0TOOp 1MO:

TOJIbKO MapKepbl 107,7 -0,19

dheHoTun 122,4 —0,06

Pesynbrathl sxcriepumerToB [357] Ha monymsaiuu F, KyKypy3sl sSICHO
MOKAa3bIBAIOT BKJIaJ MapKEpPOB B CEJICKIMOHHBIA MpOIECC — IUMKI OTOOpa
TOJILKO Ha OCHOBE MapKepOB SIBISIETCS CTOJIb K€ MPOJIYKTUBHBIM, KakK U Ce-
JeKuus 1o (PeHoTuIry, a il HEKOTOPBIX MPU3HAKOB, Jaxke Oomee dpdpexTus-
HbIM (TabJ. 7). DKCIEPUMEHThl TakKe IMOKa3aju, YTO 4YacTOTa KEIaeMBbIX
MapKEpHBIX aJljieleil yBeTUYUBAETCS MHOTO OO0Jiblllie ¢ OTOOPOM Ha OCHOBE
MapKepoB, HEKEIU C OTOOPOM IO (PEHOTHILY, B TO BpeMsl KaK KOHEUHBIN pe-
3yJbTaT MOJyYaeTcsi OJUH U TOT ke. OTOOp 1o peHoTuny, Kak IpaBUiIo, UC-
MOJIB3yeT APYrUe MCTOYHUKHA M3MEHUMBOCTH, B YACTHOCTH, HEMapKHPOBaH-
Heie QTL. BenenacTeue 3Toro, CTaHOBUTCS OYEBUIHBIM, YTO KOMOWHHPOBAH-
HbI OTOOp, OCHOBAHHBIM Kak Ha (PEHOTHIE, TaK U HA MapKepax, SIBISETCS
6onee s dextuBHBIM. K TakoMy ke 3aKIFOYEHUIO MOKHO MPHUNTH, TIpOaHa-
JU3UPOBAB PE3YJIbTaThl AKCIEPUMEHTOB, BBIMOJHEHHBIX W Ha TOMaTax

(Tabn. 6) [285].

2.5.3. Komobunuposanmulii omoop, 0CHOBAHHbLI HA (heHOMuUnNe u mapKepax

2.5.3.1. Ilpunyun u oscudaemas 3¢hgpexmusrHocms

B HEKOTOpBIX PKCIEPUMEHTAX, TPEUMYIIIECTBEHHO Ha MONYJIAusix F,
MapKepHbI OTOOp Ha €IUHMILY BPEMEHU OKa3aJics BMOJIHE 3(PGEKTUBHBIM.
Kpome Toro, on He TpebGoBai MmojeBol mepenpoBepku. OIHAKO Yepe3 He-
CKOJIBKO MOKOJIEHHH ero 3peKTUBHOCTh MOKET YIACTh OYEHb OBICTPO U3-32
¢dukcanum xenaeMbix QTA u pexkomOunanmu mexay QTL u mapkepamu. B
ATOM clly4yae, CyIEeCTBYET BEPOSITHOCTh MEPEOLICHKH B3aMMOOTHOILICHUS Me-

68




KAy MapKepaMH M YJIYYIICHHBIM IMPU3HAKOM M, KaK pe3yJbTaT, UCCIEI0Ba-
TEJIb MOXET OLIMOOYHO MPOJOJKUTH OTOOP TOJBKO IO Mapkepam. B To xe
Bpems, cymectByeT MHOro QTL ¢ oueHb crmaObiMu JUIsl UX BBISIBICHUS d(-
(exTaMu, N3BMEHUYUBOCTh KOTOPBIX HE MOXET OBITh MCIIOJIB30BaHA IPU OTOO-
pe. IIpu ogHOBpeMeHHOM OTOOpE Kak Mo (PeHOTHUIY, TaK M MO MapKepam 3a-
JEMCTBYIOTCA BCE MCTOYHMKM M3MEHYMBOCTHU U, BCIEACTBHUE 3TOr0, OKOHYA-
TEJBHBIN pe3yabTaT OyJeT HAMHOTO JIyYILIE.

[Tpu TakoMm moaxozae MapKepbl HEOOXOIMMO paccMaTpUBaTh KaK acco-
[IUUPOBAHHBIC MPU3HAKU: WX TEHETHYECKas KOPPEsAlus ¢ OCHOBHBIM IpH-
3HAaKOM IPSMO NMPONOPIHMOHATIbHA KBaJPaTHOMY KOPHIO MPOLIEHTa U3MEHYH-
BOCTH, OOBACHSIEMOW C MOMOUIbI0O MapkepoB. M3 oOmux cooOpakeHuid 1o
MHOTO TPU3HAKOBOMY OTOOPY MOKHO NpeicKaszaTh, 4To HauOoisee 3¢ ¢ek-
TUBHBIM MyTh HMCIIOJIB30BAHMS ABYX MCTOYHUKOB MH(OpMAMKM — 3TO KOM-
OMHMpOBaHME UX B MHJEKcE | peHoTunmueckoro 3HaueHus P u aiquTuBHOTO
3HA4YEHUS, MpeAcKa3anHoro mo Mapkepam A [210]:

I = b1P + bzA, (26)

rre by u b, ko3 unmenTH YacTHYHON perpeccr UCTHHHOTO TCHETUYECKOTO
3HaueHust Gy P u 'y A, COOTBETCTBEHHO, KOTOPbIE MOTYT OBbITh IOJYYEHBI HA
OCHOBE PErpeCcCUOHHON TEOPHUH C MOMOIIBIO MOJIETU CIy4alHbIX 3(h(PEKTOB.
Mo3xHO OKa3aTh, YTO:

2 2 2
=BT @7) w by = 1

Y
Tp

b, (28)

2 2 2
rae h® HaciemyeMocTh B y3KOM CMBICIIE 3TOTO CJIOBa, I',” (Wi I'g") dacTh de-
HOTHUIIUYECKON (MU T€HOTUITMYECKON) U3MEHUUBOCTH, OOBSICHIEMOMN MapKe-

pamu. Kak ykassiBatot aBTopsi [210]:

na = h®r¢, (29)

9TO YpaBHEHHE MOKA3BIBAET, UTO MPH (QUKCHPOBAHHOM Fg” Bec (Mepa), MpH-
JaHHBIA (PEHOTUIINYECKOMY 3HAYEHHIO, YBEITMUMBAETCS C HACJIEIyeMOCTBIO
npuU3HaKa, B TO BpeMs Kak Bec (Mepa), JaHHBIA MapKepaM ocliabeBaerT.

Ecnu HacnemyeMocTh BBICOKA, TO BKIJIAJ MOJEKYJISPHBIX MapKepoB
maj. IlpeumyiiecTBO KOMOMHUPOBAHHOTO OTOOpa Ha OCHOBE (EHOTUIIA U
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MapKEPOB MOKET MPOSIBUTHCS TOJIBKO JJIsL JOCTATOYHO HU3KOM HacIemayemMo-
ctu. OJIHAKO €ClM HacJeIyeMOCTh MOJY4YaeTCsl CIMIIKOM HHM3KOM, OTHOCH-
TEJIbHO TOTO KAaKOH OHa MOJKHA OBITh JIJISl JAHHOTO YKCIIa TeHOTHITMPOBAH-
HBIX pacTeHHH, TO unciio omudok B onpeneneHnr QTL (dhanbmuBeIX Mo3u-
THBOB, HU3Kas TOYHOCTH TIpHu omnpenencHuu rhdexro QTL) Oymer Bo3pac-
TaTh. B TakoM ciydae MapKepbl HUYETro He BKJIABIBAIOT B OTOOP U JaKe MO-
I'yT TPUBOAWTH K omuOkaMm. [[is TOro 9ToOBI COXPAaHHWTH MPEUMYIIECTBA
KOMOMHUPOBAHHOTO OTOOpa, pasMep MOMYJAIHUU JOJDKEH OBITh OOJbIIIE,
0COOEHHO, €CJIM HacJaeAyeMOCTh HU3Ka. Kak mpaBuiio, TOJIBKO y BBIOOPKH OT
100 no 300 pacteHuii UMeeTCa HACIEYEMOCTh, KOTOpas MaKCUMU3UPYET OT-
HOCHUTEJIbHBI MHTEpPEC KOMOMHUPOBAHUSL 0TOOpA MO (PEHOTUITY U 110 MapKe-
pam u oH HaxoauTcs B mpeaenax 0,15-0,20 [141, 267].

OueBuHO, 9TO 3P(HEKTUBHOCTH MOJEKYISIPHBIX MapKEPOB TEM BBIIIIE,
4yeM OoJibllle IPOLEHT IeHETUYECKOW M3MEHYMBOCTH, OOBACHAEMON C MOMO-
b0 MapkepoB. OOBIYHO 3TO pe3yabTatT Nhrg, KOTOPBIM HEOOXOAUMO TPU-
HUMaTh BO BHMMaHue, nipu 3toM N — 370 pasmep nonyssiiuu [143, 210].
Takum oOpazom, 00JacTh JEUCTBEHHOCTH MAapKEPHOU MOMOIIM KOMOMHUPO-
BaHHOMY OTOOPY COOTBETCTBYET OU€Hb HU3KOM Haciemyemoctu (Mexy 0,10
n 0,30), oueHb BBICOKOW IJIOTHOCTH MapKEpPOB M JIOCTATOYHO OOJBILIOMY
pasmepy nomyssiuuu [141].

[Ipobnema, KoTOpas MOSABISIETCS C TUM TUIIOM OTOOpa — 3aTpaThl B
(UHAHCOBOM IIJIaHE, TMOCKOJIBKY MEPEOICHKM B3aMMOOTHOIIICHUS MapKep-
npHu3HaK TPeOYIOTCS MPH MPOBEACHUN KaXKIOTO CENEKIIMOHHOTO uKiIa. Eciu
COBMECTUTh MAPKEPHYIO CENEKINIO U 0TOOP M0 (EHOTHUITY, CPABHUB B UX OII-
TUMyME TI0 OJHUM M TE€M K€ BJIOKCHHIM, TO KOMOMHUPOBAHHAS MapKepHas
MOMOIIb OTOOPY, KakK MPEACTaBISIETCA, UMEET HeOOJbIINe MPEenMYIIecTBa
[268]. DddexTuBHOE pelieHKe, BKIOYAass MaTepUaIbHbBIC BIIOKECHUS B T€HO-
TUNIUPOBAHUE U MPOBEJACHUE DKCIIEPUMEHTA, MOKET 3aKJII04aTh B cede mepe-
MeXaroleecss KOMOMHUPOBaHUE «(HEHOTHUTT + MapKepHasi CeJIeKIUs» ¢ 0T0O0-
poM Tosbko 1o mMapkepam [142, 180]. IIpuyem oTOOp TOJBKO MO MapKepam
MOXHO CJieiaTh IJIsl ABYX WU TPeX IUKIIOB C IEJIbI0 MOJYYSHUSI TaK Ha3bl-
BaeMBbIX, «(POPCUPOBAHHBIX» MOKOJICHHUN, MOCKOJIBKY TaKOW MOIXOJ HE Tpe-
Oyer moneBoit oreHku. CreaoBaTeNbHO, MPOTPECC HA EIUHUIY BPEMEHHU
3/1eCh OyJIeT BbIIIE, YEM B CIIydae COBMEIIEHHOTO 0TOOpA.
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2.5.3.2. Pe3ynomamuol MOOeNUPOBAHUS

Oxunaemasi 3¢ (PeKTUBHOCT, KOMOMHUPOBAHHOTO OTOOpa ObLIa Mpo-
BepeHa MoJienrpoBanueM [422], Ho Ha OOJIBIIIOM pa3Mepe MOIYJISIHH, KOTO-
pBIN aeT mpeuMyliecTBa Jaxe MpU HU3KOM HaciexyeMocTH. MojenupoBa-
aue [149, 150, 180] mpuBeo K ciieayromuM HaOII0ICHUSM:

— MPOTPECC TOCTUTAET CBOETO IUIATO HAMHOTO OBICTpEE, €CIIM HEPABHOBECHE
Mapkep-QTL He mepeorieHMBaeTCs B KaXKIOM TOKOJICHUU: U3MEHYHBOCTb,
oOBsCHsSIEMasi C MOMOIIbI0 MapKEPOB, OBICTPO MCUE3AET U HAWITYUIIUE pe-
3yJBTaThl MOXHO TOJTYYUTh MOCPEICTBOM HCIOJIB30BAHUS APYTOTrO IMO/I-
MHO>KECTBAa MapKEpOB, YCTAHOBJIEHHBIX B HOBOM MCCJIEIOBAHUU B3aUMO-
NENCTBUS MapKep-TIPU3HAK;

— uHAeKC (mokaszarenb) 3(HEKTOB MIOTHOCTH U YHUCIa MapKEPOB, KAXKETCS
OTHOCHUTEJIbHO HU3KUM IO CPABHEHHUIO C MHIEKCOM (IOKa3aTeyieM), Mojy-
YEHHBIM JIJIS1 pa3Mepa MOIMyJIsIIIY;

— METOJi KOMOMHUPOBAHHOTO OTOOpA JIydIlle BCEro MOIXOIUT JIJIsi CITy4aeB C
HHU3KOM HACIIETyEeMOCTHIO;

— 0TOOp HE JOJKEH OBbITh CIUIIKOM KECTKUM WJIM CTPOTUM, OCOOCHHO KOTaa
QTL naxogsTcs B pa3e OTTAIKHUBAHUS;

— YBEIWYCHUE YMCJIa MAPKEPOB Ha XPOMOCOMY HE 00s3aTEeIIbHO MPUBOIUT K
0oJiee TOCTOBEPHOMY pe3yJIbTaTy 0TOOpA.

2.5.3.3. CpasneHnue Ha 0cHOBe CO30AHUSL 2EHOMUNOB

Metoasl MapKepHOUM MOMOIM OTOOPY HE Cpa3y MPUBOMASIT K MOJyde-
HUIO 0COOBIX, T.€. 00JIAIAIOIINX UCKIIFOUUTEILHBIMU CBOMCTBAMHM, T€HOTHIIOB
u3 nomyisuui ['PP. OnHako eciiv 0TOOp B MOMYJISIIIUU, TPOBEICHHBIN Ha OC-
HOBE TOJIbKO MapKepOB, CPAaBHUTH C MapKEPHOW MOMOIIBIO OEKKpoccaM, TO
CTAHOBUTCSI OYEBUJIHO, YTO 1I€JIb B 000OMX Ciydyasx OJiHAa: cOOpaTh B OJIHOM
T€HOTHUIIE MaKCUMAJIbHOE YUCJIO JKellaeMbIX ajuieneld. [loctpoenue reHoruna
OEKKpPOCCUPOBaHUEM, YIPABISIEMOE OTOOPOM, SIBJISIETCS PE3YyIbTaTOM IpeI-
MOYTUTENLHBIX pekoMOuHanuii. Ha ypoBHe nomyssiiuii mpoiiecc 6osee Bepo-
STHOCTHBIM (MPpOOAOMIMCTUYHBIN) Oslarogapsi YBEJIMYCHHUIO YacTOT JKejae-
Mbix QTA. B o0oux ciayuyasx pe3yJabTaTOM SBISIETCS MOJTy4YEHHAs B KOHIIC
mporiecca CEJICKIIMOHHAs TTOMYJISIIUs, U3 KOTOPOM JOJKHBI ObITh OTOOpaHBI

JIydIIue reHOTHUIIbI, IMTPCIHA3HAUYCHHBIC 00JICTYNTh 6eKKpOCCI/IpOBaHI/Ie.
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CxoxuM 00pa3oM peKyppeHTHbIN (PEHOTUI + MapKepHBI 0TOOp yBe-
JMYMBAIOT YacCTOTY acCOLMALMK MHTEPECYIOIIUX HMCCIEN0BaTeNsl [€HOB I10-
CPEICTBOM YBEIMUYEHUS YaCTOT MAPKUPOBAHHBIX U HEMApKUPOBAHHBIX Ke-
naeMblx QTA. 31ech Takke HEOOXOAUMO OTOOpaTh JIYUIIHE T€HOTHIIBI, KO-
Topbie Oonee 3PPEKTUBHO MOTYT OBITH MOITYYEHBI IMOCPEICTBOM TarlIOAMII-
Jouau3annu, 0e3yCclIOBHO, €CIIM ATOT MOJAXOJ MOXET ObITh peajnu30oBaH Ha
paccMmarpuBaeMbIX Buaax. M, koHeuHO, HEOOXOAMMO YUHTHIBATH MAPKEPHYIO
OMOIIb 0TOOpPY MO poaocioBHOM. IlpenMyiiecTBa KOMOMHUPOBAHHOTO OT-
6opa «peHoTun + Mapkep» 3aKIF0YaeTCsl B TOM, YTO OH HCIIOJIb3YyeT BCE HC-
TOYHUKUA M3MEHYUBOCTHU. CKpELIMBAaHUSA MEXYy KOMIUIEMEHTApHBIMU pacTe-
HUSMHU MOTYT OBITh PACCMOTPEHBI VISl YBEIMUEHUSI BEPOSITHOCTH TpaHCTpecC-
CHM C II€JIbI0 COXPaHEHUsI M3MEHYMBOCTH HeMapkupoBaHHbIX QTL. Oxnaxo
[pU HATMYUHU JTOCTATOYHOTO OOJIBIIOTO Yrcia MapkupoBaHHBIX QTL ympas-
JIEHHE CUCTEMOW CTaHOBUTCS Oojiee TPyAHBIM U OoJiee 3aTpaTHbIM B (pUHAH-
COBOM IUIaHE, HEXKEIH CIy4ailHOe MEPEKPECTHOE CKPEIUBAHUE OTCEIICKTH-
POBaHHBIX PACTEHUH.

2.5.3.4. Bvlbop medxncoy ucnonb3o8anuem Mapkepos u yeeiudeHuem 4ucid
penaukayuil (penpooyKyuu, NOBMOPHOCMU, BOCNPOU3BOOCMEA)

JInst KoMOMHMPOBAHHON MapKepHOM MOMOUIM OTOOPY BaKHBIM Mpe-
UMYIIECTBOM SIBJISIETCS TO, YTO MapKephbl MO3BOJISIOT YCTaHABIMBATh T€HOTH-
MUYECKOE 3HAa4YeHHE, KOTOPOE PAaBHO CTEIEHW YBETUYEHUS HACIICTOBAHMS.
JleCTBUTENbHO, TEHETUUECKOE 3HAaYeHHUE SBJsieTcsl Oojiee TOYHO MpencKa-
3yeMBIM 3a CYET MCIOJb30BaHUS MapKepoB, accormupoBaHHbIX ¢ QTL, mo-
CKOJIBKY KaxkJasi 0co0b, Hecymasi Mapkep QTA siBisieTcsi cBoeoOpa3Hoii peri-
mukoit Hy)kHOTO QTA. Uem Oombiie ocobeit comepkar ganubid QTA, Tem
OompIlie TOYHOCTH OTOOpa. Takum 00pa3om, OIEHKA MO MapKepam MOXKET
OBITh 3aMEHEHa HACTOSIIMMH PEIUIMKAaMHU 0CO0E€H, C XOpOIIO HM3BECTHBIMU
CpPEIHUMH 3HAUCHUSMU JJIs1 yBeIMueHus: Haciaeayemoctu. Oba cnocoba yBe-
JIMYEHUS HACIISyeMOCTH, KaK 3T0 ObLIo Mmoka3aHo panee [140, 141], nomkHbI
OBITH B apceHale J1I000ro ceneknuoHepa. CeaeKuoHep 10KEH UMETh BO3-
MO>KHOCTb BBIOOpA MEX]y TEM, YTOOBI AeNaTh OO0JbILIEE YUCIO PENPOAYKIIHI
0€3 MCIOoJIb30BaHUSI MAPKEPOB, C OJJHOM CTOPOHBI, U HCIOJIb30BAaHHUEM Map-
KEpOB, YTO MO3BOJISIET CYIIECTBEHHO YMEHBIIUTH YHUCIO PENpPOAYKIIHHA, C
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apyroit ctoponbl. Takum 0O6pa3zoMm, mpobdieMa u3 OHOIOTUYECKOM M0 CYHIECT-
BY CTAaHOBUTCS] YACTO SIKOHOMHYECKOM.

Ecnu cHOoBa BEepHYThCS K MapKepHOU MOMOIIU O0TOOPY, TO, KaK IMpea-
CTaBJISETCS, IPUMEHEHUE MOJIEKYJIIPHBIX MAPKEPOB MOXKET COKPATUTH BPEMS
CEJIEKLIMOHHOTO IPOLIECCa B MEXKCE30HHBIH IEPUOI, U, TPEKIE BCETO, 3a CUET
OTCYTCTBHSI HEOOXOJMMOCTH IPOBEJIEHUS IIOJEBOM OlEeHKU. bomee Toro,
MapKepbl IPOCTO HE3aMEHHUMBI JUJISl YIPABICHHS POLECCOM PEKOMOMHAILIUU
IUIS TOTO, YTOOBI aKKyMYJIMPOBATh KEJIAEMbIE aJlJIeNId B OJJHOM F€HOTHUIIE TaK
OBICTPO HACKOJIBKO 3TO BO3MOXHO. Ho 117151 TOro, 4ro0bl HCIOIB30BaTh J0C-
TOMHCTBA U MPEUMYIIECTBA MOJEKYJISPHBIX MAPKEPOB IMOJHOCTbIO HEOOXO-
JUMO pa3paboTaTh HOBBIE CXEMbl PEKYPPEHTHOW CENEKUMU WA CO3IAaHUS
PEKYPPEHTHBIX T€HOTHUIIOB.

3akJIoueHue

['eHeTnyeckue Mapkepbl MOTYT OBITh HMCIOJb30BaHbl Ha Pa3iIMUHBIX
CTAaIUAX PEAIN3ALNNA CEJIEKIIMOHHBIX IMPOTpaMM: ONTUMM3ALHS COXPaHEHUs
TEeHETUYECKUX PECYpCOB, MOAOOP POIUTENBCKUX Map, UACHTHUPUKALUS XKe-
JAEMBbIX ajulesied ¥ MOJy4YEeHHUE F€HOTHUIIOB, aKKyMYJIUPYIOIIHUX B ce0e Takue
amnenu. B nenom psane naboparopuii GMOTEXHOIOTMUECKUX U CEIEKIIMOHHBIX
dupm, Takux kak TraitGenetics, Enza Zaden, Icon Genetics u np., s HEKO-
TOPBIX M3 3THUX HAIIPaBJICHUN WCCIEAOBAHUI MOJIEKYJISIPHBIE MapKepsl MpH-
MEHSIOT YK€ MOBCEIHEBHO. 3HAYUTEIBHOE YUCIIO YACTHBIX U FOCYIapCTBEH-
HBIX IIPOrPaMM YK€ ceiuac Ha MOCTOSSHHOM OCHOBE MOTJIM Obl MCHIOJIb30BaTh
aHaJIN3 TeHETHYECKOW M3MEHUYMBOCTH C LENbI0 OpraHU3alluy U Kiaccuduka-
[IUM CEJIEKIIMOHHOTO UJIM MHOTO MaTepHalla B pa3IM4HOIO poja Ipymibl (MU
JUISI IOATBEPKAEHUS CTaTyca CYIIECTBYIOIIMX TPYII), a TAKKE MAPKEPHYIO
MIOMOUIb CEJIEKLIUN IPU MPOBEAECHUH PA3IMYHOIO poaa O0ekkpoccoB. [pyrue
o0JacTh MPUMEHEHUS MOJIEKYJSIPHBIX MapKepoB Ha CETroAHs MO Oobliel
4aCTH OCTAIOTCS MPEPOraTUBON HAYYHO-HCCIEA0BATENBCKON JEATENBHOCTH B
OHMOJOTMYECKON M CETbCKOXO3SIMCTBEHHOM HayKax. DTO B OCHOBHOM CITydau
CEJIEKIIMOHHOTO O0TOOpa T'€HOTHUIOB IO KOJUYECTBEHHBIM MpU3HAKAM, IS
KOTOPBIX OCHOBOIIOJIaralonife MPHUHIIMIIBI YK€ pa3padoTaHbl, HO JUIsl KOTO-
PBIX MOKa €I1I€ HAKOIUJIEHO HE TAK MHOI'O SKCIEPUMEHTAIBHBIX JAaHHbIX. [1o-
ATOMY JaHHas 00JIaCTh TEHETUKH U CEJIEKLIUU PACTEHUH MOKa OCTAETCS JIHILb
CBOEOOPa3HBIM MOJUTOHOM ISl pa3paOd0TKH HOBBIX M ONTHUMHU3ALUU CYLIECT-
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BYIOIIMX METOAMYECKHX IOAXO0M0B M mpueMoB. llocnemyromiee paszButue
ATUX METOJIOB OYZAET 3aBUCETh OT MOJYUYEHHBIX PE3YyJIbTATOB, TaK KeE KaK U OT
M3MEHEHHUs IIeHbl MH()OPMAIMOHHBIX JaHHBIX (T€HOTUIUPOBAHUS 0COOU B
pacuere Ha OJUH JIOKYC). TeM He MeHee, MOJIEKYJISIPHbIE MapKephl yKe HeoO-
paTUMO JOMOJHWIA COOOM Psii UMEIOUINXCS, pa3paOOTaHHBIX K CEroIHSII-
HEMY JTHIO U JOCTYIIHBIX JUIsl CEJIEKLINOHEPOB METOIOB 10 YIPABICHUIO T€HE-
TUYECKOW M3MEHUYMBOCTBIO, BKJIIOYAsl €€ MPAKTUUYECKOE UCIoyib3oBaHue [11,

14,17, 94, 412].
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I'masa |11. KAPTUPOBAHUE U XAPAKTEPHBIE OCOBEHHOCTH
XPOMOCOMHBIX JIOKYCOB, OIIPEJAEJIAIOHINX
HPOSABJIEHUE KOJIMYECTBEHHBIX ITPU3HAKOB
B ITOIIYJISILIUN

dopmarnbHas MOMYJSIMOHHAS TEHETHKA UMEET JENI0 C AUCKPETHBIMH,
YETKO pa3IMYUMBbIMH, Yalle BCEro MNPOTUBUTEIBHBIMHU BapHUalUsIMU (WU
MPOSIBIICHUSIMU) TIPU3HAKA, TAKUMU KaK: KPYTJIbIe/MOPIIMHUCTBIE CEMEHA Y
ropoxa, Oenas/kpacHasi OKpacka IIBETOB Yy TIETyHHH, HOpPMallb-
HBI/KapIUKOBBIM pocT pacteHus U Ap. CyliecTByeT 3HAYUTENBHOE YHCIIO
NPU3HAKOB, IPOSBICHUE KOTOPBIX KOHTPOIUPYETCS OJHUM I'€HOM, U JJIsl KO-
TOPBIX «IUKUN» (DEHOTHI SCHO OTIMYAETCA OT «MYTaHTHOTO» (DEHOTHMA.
MonekynspHbIil aHaJIM3 TIOKa3bIBA€T, YTO, B CBOEH Macce, MyTaHTHbIE (eHO-
TUIIBI SBJISIOTCS CIEACTBHEM KPYIHBIX M3MEHEHUH B CTPYKType TeHa (Ha-
OpuMep, TeH Iy ropoxa, ONpeAesiomuil MOPIIMHUCTYI0O (OpMYy CEMEHH,
uHakTHBHpoBaH uHceprmed; [40]). B mpupomHBIX MOMYJSIIUSX MYyTalud
OOBIYHO PENKH, OCKOJBKY OHH, KaK MPaBUJIO, TIOJBEPraloTcs ACHCTBUIO €c-
TECTBEHHOTO OTOOpa, SBISIONMIETOCS PE3yJIbTaTOM HX SBHO BBIPAKEHHOTO
dbenoTunmueckoro 3pdexra.

B T0 ke BpeMsi, MHO)KECTBO MPU3HAKOB B MOIMYJISIIHIX MPOSBISIIOT He-
npepviBHO 6apbupyouylo N3MEHIUBOCTb. [0 TakuM, Tak Ha3bIBa€MbIM, KO-
JIMYECTBEHHBIM TPU3HAKaM, 0COOU HE MOTYT OBbITh pa3zdeiieHbl HA KIACChl,
KaKk B Cly4yae IUCKPETHOM, YETKO pa3IMYMMON H3MEHUYMBOCTH, HO MOTYT
ObITh uzmepensvl. Takoe TPOIAOHKUTEIBHOE pAaclpeiesieHue MOXET OBITh
0O0BSICHEHO 0€3 HapylLIeHHs 3aKOHOB MEHJIEJIEBCKON F€HETHKH, TOCPEACTBOM
MPOCTOTO TPEANOIOKEHHUS, YTO HECKOIbKO CETPETUPYIOIINX JIOKYCOB BIHS-
IOT Ha W3MEHEHUE NpPHU3HAKa, NPOSBICHHE KOTOPOrO MOXKET 3aBUCETh OT
B3aUMOJICMCTBUSL «T€HOTHUII — OKpyxaromasa cpena». C Hayana 1980-x romos
TaKHe JIOKYChl CTaJId Ha3bIBaTh JIOKYCAMU KOJIMYECTBEHHBIX MPU3HAKOB WITU
QTL. Tem He MeHee, STOT TEPMUH HE MOKET MPOSICHUTh, YEM JaHHBIE, TaK
Ha3bIBa€MbI€, JIOKYChl KOJIMYECTBEHHBIX MPU3HAKOB OTJIMYAIOTCS MO CBOEU
NpUPOJIE OT TEX, YTO OTBETCTBEHHBI 32 TUCKPETHYIO M3MEHUYUBOCTH. BBIIO
BBIIBUHYTO TPEATNOIOKEHHE O TOM, YTO CYIIECTBYET BO3MOKHOCTH C OO0JIb-
IO TOYHOCTBIO YCMAHABAIUBAMb PA3IUYUSL IPPeKmos Oeticmeus «TUKUX)»

(I/IJII/I aKTI/IBHBIX) anneneﬁ, OTBCTCTBCHHBIX 3a M3MCHYHMNBOCTH KOJIHNMYCCTBCH-
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HBIX MPU3HAKOB momyssiiuu. [Ipuuem naxe c¢ Gomblield TOYHOCTHIO, YEM B
cllydyae JAMCKPETHOTO MPOTUBOINOCTABICHUS «MYTaHT — IUKui tvm». Hccie-
noBanusg QTL mpu3Haka BBICOTHI PAaCTEHHMH y KYKYpY3bl, JYUIIHNA MPUMEP
HNOJATBEPKACHUS MPABUIBHOCTU JIaHHOM THIIOTE3bl, ITOCKOJIbBKY MHOTHE W3
HUX KapTHPOBAHBI B TEX k€ paiioHaX, 4TO W TeHbI KapiukoBoctu [31, 171].
Hanpumep, y notomctBa Kykypy3bl QTL BBICOTBI pacTeHUsi ObLIM HAWJIEHBI
Ha XpoMmocoMe 9 B paiioHe reHa kapiaukoBoctu d3. Bo3MokHO 3TO 0MH J10-
KyC C pa3jIM4HbIMHU aJUIeJIbHBIMU 3(PexTamu, OTBEUAIOIMMH KaK 3a MpPOsiB-
nenne QTL, Tak u 3a mposiBJIeHHE MYTaHTHOTO ()EHOTHUIIA B CIIydae ajljiesis C
notepeit ucxomnon ¢ynkuun [380]. Maentudukanmss HEKOTOPHIX T'€HOB C
KOJIMYECTBEHHBIMH 3(P(HEKTaMU y PACTEHUIN MOJIEPKUBAET 3TY KOHLETILIHIO
[62, 109, 411].

Jlo mociieqHero BpeMEHU NeHEeTUKa KOJMYECTBEHHBIX MPU3HAKOB WIIU
KOJINYECTBEHHAsI T€HETHKa 0a3upysiCh Ha CTaTUCTUKE, HE MOIJIa 00eCeUnTh
oOlee ONMMCaHNe TeHETUYECKUX CBOMCTB 3TUX MPHU3HAKOB, 3a UCKIIOYEHUEM
ornpezeneHus: 0ojiee UM MEHEe BEPHOTO YKCIia T€HOB, OTHOCUTEIBLHOTO 3Ha-
YeHUs aJJIMTUBHBIX BapUAHC, JOMUHHPOBAHUA U 3MHCTa3a BapUAHC B LIEJIOM
U pacyera pe3yjibTaTa 0TOOpa Ha OCHOBE CXOJCTBA MEXIY POJCTBEHHBIMU
reHoTunamu. Jlaxke eciu mpeanosoxKUTh, YTO 3TOT pa3iesl OMOJOTHMYECKON
HayKH JOCTUT OOJIBIIOrO yCIieXa B T€HETUYECKOM YIIYYIIEHUH PACTEeHUH U
KUBOTHBIX, TPAJAWIIMOHHAS TEHETHKA KOJMYECTBEHHBIX MPU3HAKOB IO CHX
Op HE MOXET OLECHHUTH urousuoyaivuvie dpdextl QTL, nx MexIoKycHOE
(IOMUHUPOBaAHWE) U BHYTPUJIOKYCHOE (3MUCTA3) B3aUMOJICUCTBUE, a TAKKE
UX MO3UIMIO B TEHOME, TAK)K€ KaK OHA HE MOXET JIaTh HUKAKUX JAHHBIX 110
UX MOJICKYJISIpHON maeHTHduKaiuu. M 3To HECMOTpsl Ha TO, YTO MPHUHIIMII
kaptupoBanusi QTL u3BecteH ¢ naBHux nop. B 1923 roxy Bnepsbie Obla yc-
TaHOBJICHA CBSI3b MEXK]Iy OKPAaCKOW (MOHOTEHHBIN MPU3HAK) U MacCcou (IOJIH-
TeHHBI MPU3HAK) CEMSH ropoXa W BBICKA3aHO NPEANOJIOXKEHUE, YTO TEH,
KOHTPOJIMPYIOIIUA OKPAcKy, NT€HETHUYECKH CLEIUIEH C OJHUM WJIA HECKOJIb-
KAMU (paKTOpaMH, KOHTPOJIUPYOMUMH npu3Hak Maccel cemsiH [330]. B mo-
CJIEyIOIIKEe ACCSITUIICTHS TOCIIEeI0BAaTeIbHO OBbLUTM OIMyOJMKOBaHBI APYTHE
OPUMEPHI TOTO K€ TUIA, HO OHW HUKOTAA HE MPUBOJIUIN K CUCTEMATU3UPO-
BaHHOMY MeTony uaeHtuduxammuu QTL. Kak n3BecTHO, MapKepbl ¢ BU3yailb-
HbIM 3P dekToM ((PEeHOTUNMHYECKUE) NPUCYTCTBYIOT B CPAaBHUTEIBHO He-

OOJIBITIOM KOJIMYECTBE B JAHHOM T€HETHUYECKOM OKPYKCHHH (T€HOME) U MO-
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I'yT MPOTUBOPEUUTH WJIU AK€ MENIATh N3YYCHHUIO KOJUISCTBEHHOTO MTPU3HA-
Ka (HanmpuMmep, (GEeHOTUI KapJIMKOBOCTH OYEHb TPYJHO MCIOJIb30BATh B Kaye-
cTBe Mapkepa misa onpeneneans QTL mpusHaka pocta). Heckonpko mydre
7e10 00CTOUT ¢ U30(PEpPMEHTHBIMU MapKepaMu, KOTOphIE SIBISIOT coO0M 00-
paser] TpUMEpHON WLTIOCTpaluy MpeIoKeHHbIX B 1961 romy mpuHIUIIOB
ananmsa QTL [378], Ho mume monekynspubsie JJHK-mapkepsl, oxBaThiBaro-
e BECh TEHOM, OKA3aJIMCh CITOCOOHBI IPUBECTH K MOSBICHUIO HOBOTO TIOJI-
X0/1a B WACHTU(DUKAIMK M JIOKaIH3auu JIoKycoB QTL B KOJWYECTBEHHOM
reHeTrke. JloctaTrouHo MoApOOHO pa3IMYHbIE THIBI MAPKEPOB, UX JOCTOWH-
CTBa U HEAOCTATKH, paccMarpuBanuch padee [10, 11, 14] u B 1aHHOM Cilydae
o0cyx)naTbcst HE OyayT.

3.1. Ipunuunbl kapTupoBanus QTL

KaptupoBanue QTL oCHOBBIBAIOTCS Ha CHCTEMaTU3UPOBAHHOM TOMC-
ke HepaBHOBecHOrO cuemienus (LD) mexny mapkepasiMu tokycamu u QTL.
J1st 3T0r0 He0OXO0AUMO CIEAYIOLIEE:

— UMEThb CETPETUPYIONIYIO MOMYJISINI0 (B KOTOPON CYIIECTBYIOT B3aUMOOT-
HOIIICHUSI MEXJy HEPaBHOBECHBIM CIEIUICHHEM M T€HETUYECKOM IUCTaH-
rueit). g reHeTuueckoro KapTupoBaHus Haubolsiee 3PGEeKTUBHBIMU SIB-
JSIOTCS TaKWe TOMYJIALNN, KOTOPhIE TOMYyYeHBl B PE3yNIbTaTe CKpEIINBa-
HUS IBYX TOMO3UTOTHBIX JIMHUM;

— JUISL K&XJI0M 0coOM MOMYJIALMU MOCPEICTBOM CEPUH MAapPKEPHBIX JIOKYCOB
pacnpeiesIeHHbIX 110 TeHOMY OIpeNeIUTh €€ reHOTUul (0ToOpaHHbIE Map-
Kephbl TOJDKHBI MO3BOJIUTH MOCTPOUTH HACHIIMIEHHYI) T€HETHYECKYI0 Kap-
Ty);

— WM3MEpUTh 3HAUEHUSI KOJMYECTBEHHOI'O NMpHU3HAKa JJIs KaXJ0i ocobu mo-
MyJSIAN;

— HCIIOJIb30BaTh OMOMETPUUECKHE METOJIbI ISl HaXOXKIECHUS MapKepoB, Ybe
T€HOTUITMYECKOE MPOSIBICHUE KOPPEIUPOBAIO OBl C MPU3HAKOM(AMH), H
YCTaHOBUTbH T€HETUYECKHUE MapaMeTpbl UIeHTUPUIMpoBaHHBIX QTL.

CymiecTByeT TpH MyTH OMPECIICHUs 3HAYCHHSI TPU3HAKA IS KaXI0H
ocoou:

— 3aMepuTh COOCTBEHHBIE 3HAUEHUs 0COOU (B 3TOM Cilydae MPU3HAK JOKEH
MMETh BBICOKYIO HACJIEyeMOCTh) WM CpellHee Y FeHeTHUECKU HICHTUY-
HBIX 0c00eil (eciu mocyienHee BO3MOXKHO TO, JIy4llle, €ClId U3MepeHus 0y-
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IyT TPOBOJUTHCA y YABOEHHBIX TaIUIOMIOB WM PEKOMOWHAHTHBIX WH-
OpeIHBIX JTUHUN);

— BBIYUCIUTH CpeJHEE 3HAUYCHHE CEMbU, MOJYYEHHOM OT CaMOOIBbLICHHON
ocoOu. YBeIMYeHHEe TOYHOCTHU, TaKMM O0O0pa3oM, MO3BOJIUT OIPAHUYUTH
9UCII0 0c00el KOTOPBIE JOKHBI OBITh TEHOTUNIUPOBaHbL. OMHAKO B CITy-
yae mnonynsauuu F, ycTaHoOBIIeHHas CTeNeHb JOMUHUpPOBAaHUS Oyner
yMEHbIIIeHa Ha 1mosioBuHY [359];

— YCTaHOBUTbH CpPEJHEE MOTOMCTBA, OJYYEHHOTO OT CKPEIIMBAaHUS H3ydae-
MO 0COOM M TOMO3UTOTHI «TECTEPHOro» reHotuna. J[aHHbIA ciaydail MH-
TEpeceH JJIsl CeJIEKIIMU PAaCTEHUM, B YACTHOCTH, KOT/1a He0OOXOAUMO TOJTy-
YUTh TUOPUAHBIE cOpTa. B 3TOM ciydae TOMHHUPOBAHUE HE MOXKET OBbITh
OIICHEHO, IMOCKOJIBKY HeT reTepo3uror Q;Q,, HO ecTh ABa reHotuna QT u
Q.T (1:1), rne T — annens TecTepa.

buomMerpudeckre Moaxo/ibl HaXOXKICHUS KOPPETUPYIOMIUX C MPU3HA-

KOM MapKepoB MOTYT OBITh pa3zelieHbl Ha JiBe kKareropuu: (1) Te, KoTopbie

0a3upyrOTCsl Ha MOMAapKEepHOM (T.€. MapKep 3a MapKepoMm) aHanuse u (2) Te,

KOTOpbIE OEpyT B pacueT OJJHOBPEMEHHO JIBa WJIA 00Jiee MapKepOB.

3.1.1. Onpeoenenue QTL, yuumuviearowux mapxepvt 060co6.;1eHHO

DTOT MOJAXO/I, BIIEpBbIC MpeiokeHHbI B 1976 rony [350] n akTrBHO
UCToNb3yeMblii ¢ Hadana 1980-x romoB [372], OCHOBBIBAETCS Ha aHAJIU3E Ba-
puanc unu Ha tecte CThrofieHTa (Tak Ha3biBaeMbIl t-Tect). [IpunIun cocto-
UT B MIPOCTOM HAXOXJICHHH OTHOIIEHUN MEXIy T€HOTHIIOM Kax# 0020 Map-

KCPHOI'o JIOKyCa M 3HAYCHUCM paCCMATpUBACMOI'0 KOJIUYCCTBCHHOIO ITPpHU-
snaka [107, 117, 196, 360].

3.1.2. Haxoxcoenue QTL nocpeocmeom ananusza eapuanc nonyaayuu F,

Cnyuaii motomcTBa F, Hanbosee MOAXOMAMNN TSI HILTIOCTPAIUU T10-
ncka QTL Ha OoCHOBe TpPHWHIMIA «MapKep 3a MapKepoM», TMOCKOJBKY 3TO
€IMHCTBEHHBIN CITydail, Tpy KOTOPOM OJIMH JIOKYC MOXKET OBITh MpECTaBICH
TpPEMsI BO3MOYKHBIMHU OTJIMYAIOIIUMHUCS JAPYT OT Apyra TeHoTunamu. [[pyrue
HanboJiee YacTO MCIOJIb3yeMbIe MOMYJIAINH pacCMOTpeHbI B pasneine Cpas-
HeHue F,, bGexkkpoccos, Y08OeHHbIX 2anioud08 U peKOMOUHAHMHBIX UHOpeO-
HBIX TUHULL,
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B ciydae koOMUHAHTHOTO MapKEepHOTO JIOKyca M, 0cOOU MOy JISIAH
F, pacnpenenstorcst Ha Tpu T€HOTHUIUYECKUX Kiacca MMy, MiM, n MoM,.
JI1st KaXKJI0T0 KJlacca M3y4yaeMoro KOJIMYECTBEHHOIO MPU3HAKA BBIYUCISETCS
CpellHee U MPOBOAMUTCS aHAIM3 BAPUAHC C LIEJBIO OMPEACIICHUS TOCTOBEPHBIX
pa3nuuui MEXIy HalJICHHBIMHU CpeIHUMU. Eciy 3T0 mpojenars i Kaxka0-
ro OTJEIBHO B3SITOIO Mapkepa MOMyJIsuu (TP 3TOM CTAHOBHUTCS BO3MOX-
HBIM crielU(UIHOE TTOApa3ie]ICHUE TOMYJISIUN), TO MOYKHO ITOCTPOUTH Kap-
Ty T€HETUYECKUX PaliOHOB, IJI€ €CTh aCCOLMALU MEXKIY MapKepOM U KOJIH-
YECTBEHHBIM MpHU3HAKOM. JlaHHBINA 3P (EKT B YNPOIICHHOM BHUE MPOUILUIIO-
CTpupoBaH Ha pucyHke 1. Eciu mapkep reHeTHUecKH CLEIIEH ¢ MOJIUMOp (-
HeiM QTL, To moapasmeneHrne MOTOMCTBA 0 MapKEPHOMY JIOKYCY COOTBET-
CTBYET MOJIpa3eIeHUIO TOTo ke nmoromcTBa mo QTL. Hanmnuue nocroBepHbIX
pasauunMii MEeXIYy CpeOHHMH O3HadaeT, 4To 3(dextsl aByx asieneit QTL
JIOCTOBEPHO PA3NUYAIOTCs MO OMpeesieMOMy pe3ysbTary (MposiBieHuio). B
NajdbHEUIeM, I «yIpPOILEHHOW» UHTEpIpeTanuu, OyJeM UCXOIUTh U3 TO-
ro, 4To ToJbko odun QTL Haxomutcs moOau3zoctu oT Mapkepa. OgHako Ha
MpakTUKEe OOBIYHO CITydaeTcs Tak, 4To aBa Ommsnexamux QTL «MuMukpu-
pYyIOT» AeicTBUEe oJHOTrO npuiiexaiiero kK HuM QTL u Tonbko uccienoBaHus
10 TOYHOMY KapTHPOBAHUIO MOXKET pa3InIuTh ux [124, 284].

Ecnu ypoBens pekomOunanmu I mexay mapkepom u QTL paBen Hyiio,
TO CYIIECTBYIOT JBa MapameTpa, KOTopsie onpeaenstor neicteue QTL u ko-
TOPBIE JIETKO YCTAHOBUTH — 3TO aIIUTUBHBIN dPPEKT @ U CTerneHb TOMUHU-
poBanus d. B sTom ciyuae amautuBHbIi 3ddext a paBen (m,, —mq1)/2,
rae My, U My; CPpeAHUE 3HAYEHUS] TOMO3UTOT reHoTurnoB MoM, u MiM; (mo-
ckoibKy I = 0, To reHotumnsl B QTL Oyayr, coorBeTcTBeHHO, Q,Q) 1 Q1Q1).
AIIUTUBHBIN A(PPEKT TakkKe «pazKMKaeT» JHMHUU TMPOXOMSIINE CKBO3b
cpeaHee 3Ha4YeHusl TeHOTUnoB MoM, u MiM;. DTO TPOUCXOAUT, €CIU T€HO-
THUIIBl BHICTPAUBAIOTCS COTJIACHO YUCITY 703 KaKOTO-HUOYIh OJTHOTO W3 aJljie-
neit. [ToHATHO, YTO @ MOXKET OBITh OTPUIIATEIBHBIM. 3HAK @ TIOKA3bIBAET, KO-
TOPBIA W3 POJIUTENICH HECET «IPEANOYTUTEIbHBIN» ajielb, T.C. ajllelib,
naromui Hanbosblnee 3HaueHue npu3Haka. CoryiacHo HamuM 0003HAYEHH-
SIM, TIOJIOXKUTEIIbHOE 3HAUEHHE a O3HAYaeT, UTO KEeJaeMbIH ajuleslb MOoJIy4eH
OT poauTens 2, a oTpuliateabHoe — otT poautens 1. W nakoner, ynoOHO
paccMmatpuBaTh 3G(EKT ABOMHOTO 3aMEIICHUS] OJHOTO ajUiesisi Ha JPyrou B
BUJIE CJICIYIONIETO BRIPAKECHUS: 20 = My, — My .
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J1 J2
M’ QTL, M’ QTL;

M’ QTL; M’ QTL,
F1
M’ QTL,
| |
| |
M’5 QTL;
CaMOOTIbLICHHE
M’y QTL, M1 QTL, M, QTL
| | | | |
| | | | |
M’y QTL, M’ QTL: M QTL:

Pucynoxk 1. MHrepnperanus pasivuuii MeXAy 3HAYECHHUSIMH MOJEIBHOTO OJWHOYHOTO
QTL npunexamero k Mapkepy. Ha cxeme nmpe/cTaBieHbl TOJIBKO Clydad, B KOTOPbIX He
ObUTO pekoMOMHAIMK MeXITy MapkepoMm U obo3HadeHHbIMA QTL. QTL; m QTL, — nBa
pasnuuHbIx amnens QTL.

CreneHp TOMUHUPOBAHKS — 3TO Pa3IMUMC MEXIY 3HAUYCHUSIMH T'€TO-
posuror MM, u moiycymMmmol romosuror: d = [my, — (my; — my,)]/2.
Opnako OoJiee comepKaTelIbHO UCIOIb30BaTh OTHOIIEHHE d /A, KOTOpOE I0-
3BOJISIET KiaccupuMpoBaTh AoMuUHHpoBaHue. Tak, ecnmu d/a = 0, TO 3TO
cinydaii agautuBHOCTH. Ecom 0 < |d/al < 1, To mposBiseTcss 4acTUYHOE
JOMUHHpOBaHKE, a B ciydae d/a = 1 — noaHoe qoMuHupoBanue. U, Hako-
Hell, HepaBeHCTBO |d / a| > 1 o3HavaeT CBEPXIOMUHHPOBAHHUE.

B o6mem ciyuae, QTL u mapkeps! cBsi3anbl He nonHOCThIO. [locnen-
CTBUS PEKOMOMWHAIIMM B JJAHHOM CIy4ae TaKOBBI, YTO OCOOU TOMO3UTOTHBIE
0 MapKepy He BCe TOMO3HUT'OTHBI O cleruieHHOMY ¢ HUM QTL. 3toT deno-

MCH SBJIBICTCA CICACTBHEM TOI'O, YTO B MCCICAYCMOM JIOKYCC IIPUCYTCTBYCT
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JPYTOH ajuieslb B TIPOIIOPIINH, 3aBUCSIIEH OT YPOBHS PEKOMOMHAIIMN MEXTY
mapkepoM u QTL. [pyrumu cioBamMu, yCTaHOBJICHHBIH aIIUTHUBHBIA (-
(GexT — 3T0 anauTHBHBINA Y3PPEKT 6 Mapkeprom aoxyce a’. OTHOILIEHUE Me-
XKy @ U a’ 3aBUCUT TOJBKO OT YPOBHS PEKOMOWHAIIUN MEXTYy MapKepOM H
QTL: a’' = a(1 — 2r). Hampumep, QTL wumeromuii aaguTUBHBIH 3(dexT
a=7,5 r nns npu3Haka Bec PpyKTOB, IPUBOJTUT K Kaxcyuemycss aailaTUBHO-
My 3¢ dekTy a = 5 r, ecinu oH JIoKanu3oBaH Ha paccrossHu 20,3 cM ot map-
kepa (cormacHo quctanmuu o Haldane [13]).

3.1.3. H3mepenue 3¢pgpexmos QTL

Ectp nBa obmenpumeHHMBIX criocoba ompenenuth «dddext» QTL.
[Ipexne Bcero 310, Kak yYKa3aHO BBIIIE, OTHOCUTCS K paziuduim 3¢)ghekmos
Medncoy annensimMu, KOTOpble MOTYT OBITh ONPENIEeNICHbl KaK aJJUTUBHBIN A(-
dekt (a unu a") win kak 3QpdeKT ABoHON 3aMeHbl (2a unu 2a"). Hanpuwmep,
IPYNION HEMEIKHUX yUeHBIX ycTaHoBJIeHO [107], uTo B CKpeIIMBaHUH MEXKTY
copramu ropoxa Erygel u 661 mapkep, pacrnonoXeHHbIH Ha TPYIIIE CIEIUIe-
HUs D, nmen mecto kakymuics 3pQPEKT COOTBETCTBYIOMUN 14 CM BBICOTHI
pacTeHHs, YTO OTJIMYAJIOCh OT 3HAYCHUH pa3zmepoB ocodeit MM u MM, 1o
naHHoMy Mapkepy. CxokuM o0pa3oM, Ha Xpomocome 4 HailJIeH Mapkep ¢
s dexTomM NBOMHOTO 3aMelleHus paBHBIM 3,4 (M3MepeHUs MPOBOJIUIM IO
mkane ot 0 1o 5) mo ycroitunBoctu k Ascochyta bliht [107]. AxauTuBHBIH
addext mm 3hPeKT ABOMHOTO 3aMEIICHHUs] MHOT/Ia BBIPAXKAIOT B €IUHHIIAX
CTaHJapPTHOTO OTKJIOHCHUS: a/cr wiu 2a/0p, Tae 6 — (peHoTUImHUYEeCKoe
CTaHJIAPTHOE OTKJIOHEHUE MOMYJISIIIUU.

C npyroit cTopoHbl, Kaxaslii cerperupytonuii QTL mpuBHOCHT CBOIO
4acTh B MpOsiBJIEHUE 001Iel (PeHOTUNMHYEeCKOW U3MEHYMBOCTH. HacTh (peHo-
TUTIMYECKON BapuaOeNIbHOCTH, ompesensieMoil mapkepoM (Hampumep, QTL,
CLICIUICHHBIM C HHM), 0003HAYAI0T KaK R’ u YCTaHABIIMBAIOT BBIYMCICHUEM
COOTHOIIEHHS CyMMBI KBaJpaToB K 0Ol cymme KBaapaToB, R? =
SSy/(SSy + SSg), rne SSy — cymma KBaapaToB, a SSg — OIIMOKA CyMMBI
kBazxpatoB. Hampumep, R* = 0,15 osnauaer, uto 15% ¢genomunuyeckoi m3-
MEHUYMBOCTH SsIBIIIeTCS cieiacTBueMm pacuieruieHuss QTL. Eciu mapkep He
ctporo creried ¢ QTL, yMeHbIlleHne pa3iuuuii MEXIy CPEIHUMHU yMEHb-
aeT CyMMy KBAJpaTOB M TAKHM 0Opa3oM yMeHbIaeT 3HadeHne R2. Cymma
3HaueHuii R pa3IMUHbBIX He3aBUCHMBIX QTL Kakaoro oTACIBHOTO MpHU3HAKa
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He MoxeT mpeBbimath 1 (100% HabnrogaeMoit U3MEHYMBOCTH), HO Ha TIPaK-
TUKE JIOCTUKEHUE ATOTO 3HAYEHUS MPAKTUUECKH HEBO3MOXKHO. ITO OOBSICHS-
eTcsl HecKoJIbKuMHU npuuuHamu. Bo-niepBoix, QTL co crmabeivu s dextamu,
MOTEHIIMAIIbBHO MHOTOYMCIICEHHBIE, HE MOTYT OBITh OINpEIEICHbl U3-3a Orpa-
HUYEHHOM CHJIbI TECTOB. BO-BTOPBIX, IPUYMHON YacTH OOIIEH N3MEHYUBOCTH
ABISIIOTCS A((PEKTHI BO3ACUCTBUS OKpYykKaloleh cpenibl (HacleqoBaHUE MpH-
3HaKa HUKorna He paBHO 1). W, HakoHel, B-TPETbHUX, YAaCTh W3MEHUYUBOCTH
MOXET OBITh pe3ysibTaToM snuctaza Mmexay QTL (cm. paspen Snucmas Hu-
xe).

Ot ABa crnocoba oneHku dddekra aeiictBus QTL, mo moHATHBIM
NpUYMHAM, HE 3aBUCAT OT TOTO, KAKUM METOJOM aHallu3a BapHaHC HX BBI-
yucisuid B Fp, 1 OHU OcTaroTCs afleKBaTHBIMU B HE3aBUCUMOCTHU OT TOTO, Ka-
KOW METOJ JIJIsl X BBIUMCIICHHSI ObLT UCTIOIB30BaH.

3.1.4. Ozpanuuenusn onpeoenenus QTL no oounounvim maprkepam

OcHoBHOE NOCTOMHCTBO ompernenenus QTL mo oAMHOYHBIM Mapke-
paM — 3T0 mpoctota. KpoMe Toro, s CTaTUCTUYECKOTO aHaln3a OOJIBITHX
cepuii MOXeT OBITh HMCIOJB30BAaHO JHO00E€ KOMITHBIOTEPHOE MPOTPaMMHOE
obecnieueHue. Takoro pojia aHAJIM3bl JOCTATOYHO YCTOWYHMBBI K OTKJIOHCHHU-
SIM OT HOPM M HACBHITIICHHAs TCHETHYECKas KapTa B JAaHHOM CiTydac He HYy)KHA.
Bonee Toro, paccMarpruBaeMble MOJEIH MOTYT OBITh JIETKO M3MEHEHBI, Ha-
MpuUMep, BBEICHUEM NIEPEMEHHOM B KauecTBE KOhaKTOpa WU MPUHSITHEM BO
BHMMaHHE KOMIUIEKCHOTO pacuera. OJIHAKO €CJIM TUIOTHOCTh MapKEPOB HU3-
Ka, TO B OIICHKE JEUCTBUTEIbHON To3uIuu u 3 dexroB QTL 3TOT MeToa He
noaxoaut. B aTol cBsizu yxe ceituac pazpabotansl apyrue 6onee 3P heKkTrB-
HbIE METOJIbI, KOTOPBIC MO3BOJIAIOT KapTupoBath QTL, Haxomsmuecs B vH-
TepBaje MEXIy ABYMS MapKepaMd W TOYHO OIICHWBATh WX d(PQPEKTH B JaH-
HOM MO3HUIUM.

3.2. Onpenenenue QTL nmo nBym mim 6oJiee Mapkepam
3.2.1. Memoowvt unmepeanvHo20 Kapmupoeanus

MeTopl HHTEPBAILHOTO KapTUPOBAHUSI OCHOBAaHbI HAa TUIIOTE3€, YTO B
WHTEpBaJe MEXIy CIETUICHHBIMU APYT ¢ Apyrom mapkepamu G u D, ¢ ypoBs-
HEeM pexkoMOuHanuu I, cymectByer oauH QTL. ['eHoTunuyeckue 3HaYEHUS
KaXXJIOTO U3 BO3MOKHBIX T€HOTHUITOB B JBYX Jiokycax G u D (manmpumep, B F,
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UX JIEBSATh) MOTYT OBITh BBIPXKEHBI KaK (DyHKIWsI 3HaueHW a u d 1aHHOTO
QTL u ypoBHsiMu pexomOuHanmu Mexay QTL u duankupyromux ero map-
KkepoB. [Ipu pemieHnn Takol CHCTEMBI YPAaBHEHUM YCTAaHABIMBAIOT YPOBHHU
pexomOuHaimu Mexay QTL u ero mapkepamu, a Takke 3HadeHus a u d
[202]. dpyro#i momynsipHbIii MeToa BhIsiBIeHHS Hammuust QTL B mHTEepBaie
MEXTy IBYMsI MapKepaMHi OCHOBBIBAETCS HAa ONPEICICHNUN, TaK Ha3bIBaEMO-
ro, LOD (logarithm of odds) score — omenke necaTuaHOTO Jorapudma maH-
coB. JlJis Kax 0¥ MO3UIIMKA XPOMOCOMBI (Hampumep, ¢ marom 2 ¢cM) BbIYHC-
JSIETCS IeCATUYHBIN JIoTapru(M OTHOIIECHUS IPABIOTO 00U

V(ay,dq)

LOD = 10g10 m ,

(30)

rne V(a;, d;) 3HadyeHue (QyHKIHMH MPaBAONONOOUS B Clydae MPUCYTCTBUS
QTL, raoe omeHnku mapameTpoB OyayT paBHbl @; U 01, a V(ag, dg) 3HaueHUE
dyHKIMH TpaBaonoo0us B caydae orcyTcTBus QTL (Hymb-rumoresa), 9To
oObIBact, korna ap = 0 u dy = 0 [211]. Hanmpumep, LOD = 2 o3Havaer, 4TO T'H-
1oTe3a, anbTepHATHBHAS HyIeBOH, sBisercss B 10° = 100 pa3 Goree BeposT-
Hoi, LOD =3 — B 10% = 1000 pa3, u Tak janee. B O0NbIIMHCTBE HUCCIIENO-
BaHMI MOPOrOBBIM 3HaUYE€HHUEM MpHUHATO cuuTaTh LOD = 3. Takum oOpazom,
kpuBass LOD moxer ObITh IpociiexkeHa Kak (YHKIUS MO3UIMKA Ha TpyIIe
cuerieHnsl. MakCuMyM KpHMBOM, €CIIM OHAa COOTBETCTBYET ONPENCICHHOMY
OPOTrOBOMY TpEJENy, yKa3blBaeT Ha Haubojiee BEpOSITHOE MECTOHAXOXJe-
aue QTL. JloBepurenbHbii wHTEpBaAT Mo3unuu QTL 0OBYHO ompenensoT
Kak (pparMEeHT XpOMOCOMBI COOTBETCTBYIOIINI MOHMKEHUIO MaKCUMaIbHOTO
3HaueHus LOD Ha 1 enuHUIly, 4TO 03HAYAET YMEHBIIEHUE OTHOIIEHUS MPAB-
nomnoaobust B aeciatku pa3. [logpoObHoe omucaHue onpeaeseHus UHTepBaia
JOBEPHUTEIBHOCTH MOKHO HaiTh y [235]. s Hanboliee 4acToro KoJIM4ecTna
06pa3moB (00brgHO OT 100 1m0 200 ocobeit), u musa QTL, uMmeronux cpennue
a3 eKThl, JOBEpUTEIbHBIE HHTEPBAJIBI peako MeHbIie 20 cM.

CymiecTByeT TakXe MOAXOJ, PABHBIM IO CBOEH CUJIE C YHOMSHYTBIM
BBIIII€, CYTh KOTOPOI'O COCTOUT B HCIIOJIb30BAHWU TECTOB U YCTAHOBJICHHUU
MoJenu JMHEHHON perpeccun [161] BMeCTO KOMIUIEKCHBIX BBIYMCICHHN
MaKCHUMyMa Ipapiononoousi. Kpome Toro, 3ToT METOJ UMEET MPEUMYIIECT-
Ba, MIOCKOJIbKY OH MEHEE 3aBUCUM OT THIA SKCHEPHUMEHTAIBHBIX MOIMYJIALMIMA
U 0oJsiee THOOK B HUCIIOJIB30BAHUU.
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CpaBuenune > dextuBHOCTH BhIsBiIeHHs QTL MeTonoM MHIUBHTyaTh-
HBIX MapKEpOB U METOJOM (DIaHKUPYIOUIUX MApPKEPOB YKAa3bIBAET, YTO IS
uHtepBasioB MeHee 20 cM mocienHuil moaxoa B pacyeTax Jullb Ha 5% J1yd-
e, yeM npeablayimui. Benencrsue 3Toro, MeTol MHTEPBAIBHOTO KapTHPO-
BaHUS 0YCHb OBICTPO HAOHMpaeT CBOO MomysipHOCTh [315].

OCHOBHOE OTpaHMYEHHE WHTEPBAIBHOTO KAPTHUPOBAHUS 3aKIIOYAETCS
B TOM, YTO TaKOH IMOJXO] HE TTO3BOJISIET BBISIBUTH TOUHOE OIPECIICHHE OTn3-
nexanx QTL Ha Toit ke xpomocome. Takum 00pa3oM, B cilydae, KOTia JBa
QTL mokanmu3oBaHbl OJU3KO IPYT OT Apyra M ACHCTBYIOT B OJTHOM HaIlpaB-
JICHUW TPOsIBJICHUs Tpu3Haka ((as3a crapuBaHMs raMeT), CYIIECTBYET PHUCK
BBISIBIICHUS JIOKyCa-«IIPU3paKay MEXAY IBYMS PEalbHO CYIICCTBYIOIIMMHU
QTL [247]. C apyroii croponsl, eciu aBa QTL mocratouHo maneku APYyr OT
npyra (6oisiee uem 50 cM), To sierye ycTaHOBUTH 3G(PEKT U MO3UIUIO BTOPOTO
GukcupoBanreM mno3unuu nepsoro [211]. Omnako 3Ta mporenypa 3pdek-
THBHA TOJBKO JIMIIL B TOM ciydae, eciu oba QTL He jokamm3oBaHbI Ha
CMEXHBIX MHTEpBalax, U €CJId, KAK MUHUMYM OJIMH, UMEET OTHOCUTEIHHO
CUIbHBIA A (}EKT. ANbTepHATUBHBIN METOJ 3akirodaetcs B moucke QTL B
JIBYX Pa3MEpPHOCTSX MOcpeAcTBOM paccMoTpenus map QTL c¢ paznuunbiMu
KOMOWHAIIUSAMH MapKEPHBIX HWHTEPBAJIOB W C TIOMOIIBIO WCIOIb30BAHMS
MHOECTBEHHOU JMHEHHOW perpeccuu [161, 247]. CrnpaBemIMBOCTH pajiH,
HEOOXOAMMO OTMETHTh, YTO B CiIy4ae, KOrja Ha XpOMOCOME MPHUCYTCTBYET
omuHouHbI QTL, mocnenuuii moaxon MeHee a3 PekTuBeH U OoJiee HETIOBO-
POTIIMB B UCIOJIb30BAaHUH, YeM KJIACCUUCCKUN METOJI MHTEPBAIBHOTO KapTH-

pOBaHUS.

3.2.2. Memoowvl MHOICECH 6EHHBIX MAPKEPOB

B koHIe mpommioro croyietusi ObUT MPEAIOKEeH MHOW IMOAXOJ, OCHO-
BaHHBIM Ha PErpeccuu aIUTUBHBIX 3PPEKTOB MAPKEPOB, a’j, 10 KOJIUYECTBY
(1 — 2rj), rae rj ypOBeHb PEKOMOMHAIIMU MEXKIY MapKepoM | ¥ TUIOTeTHYE-
ckum QTL [195]. Tlpu nokamusaimun QTL ¢ JMHEHHBIM OTHOIICHHUEM
a'; = a(1 — 2r;), perpeccusi KOTOPOro OIMpPEAEISIETCS d, CYIIECTBYET BO3-
MOHOCTh YCTaHOBJICHUS afauTHUBHOTO d(pdexra QTL. /s nanno# rpymms
CLEIJICHUSI TakKasl perpeccus IEMCTBEHHA Ha YPOBHE KaxIplx 2 cM. Hampu-
Mep, I'i COOTBETCTBYET YacTOTaM PEKOMOMHAIIMYA MEXKIY TMIOTETHUYECKON Mo-
sunmeit QTL u xaxapiM u3 MapkepoB I. HauGonee BepositHas mosurmst QTL
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Ta, IPU KOTOPOH OCTaTOK PErpeCCMOHHOTO ypaBHEHHUs HauMeHbLINil. B ka-
YeCTBE JOCTOMHCTBA JIAaHHOTO METOJa MOKHO Ha3BaTh IMPOCTOTY, HO OH U
MMEET U HEKOTOphIe OrpaHrueHus. B yacTHOCTH, JaHHBIA MOAXOA HE MOXKET
OBITH UCIIOJIB30BaH I IOMUHAHTHBIX MApKEPOB MOMYJSAUN F,.

[IpumepHO B 3TO k€ BpeMs ObLI NPEJIOKEH CIIOCOO, OCHOBAHHBINA Ha
KOMOUMHAIIMK MHTEPBAIBHOIO KApTUPOBAHUS M perpeccuu mo mapkepam. Ta-
KOHM MOJIX0J] AOJDKEH ObLIT TOMOYb 00JIee TOUHO ONPEAEIATH MHOKECTBEHHBIC
QTL [186]. Ha npakTHKke, B KadecTBe KO(PAKTOPOB B JAHHOM CJIy4ae HCIOJIb-
3YIOT MPHUBJICYEHHE IPYTUX MPUCYTCTBYIOIIMX B T€HOME, MPEICTaBICHHBIX
cBouMu Mapkepamu QTL, 4TO yMeHbIIaeT 4acTh OCTATOYHOM U3MEHYUBOCTH
MHIYLHPYEMOH uX cerperauueid. BeiOop MapkepoB, KOTOPBIE JOJKHBI ObITh
BKJIFOUEHBI B pACCMATPUBAEMYIO TUIIOTETUYECKYIO CXEMY, SIBISIETCS BaXKHBIM
stanoM. Tak, Hampumep, JUIsl KaXJI0H XpOMOCOMBI Hanbojee TOCTOBEPHbIE
MapKepbl PErpecCUOHHON MOJENU ObLIO MPEAJIOKEHO OTOMpaTh MOCIEA0Ba-
TEIBHO JpyT 3a apyroM [187]. MoxHO Takke MPOBECTH NpPEIBAPUTEILHBINA
nouck QTL mpocThIM HHTEpBaJbHBIM KapTUPOBAHMEM M 3aTe€M BBIOPATH
MapKepsl, HanOosee Oiwm3ko mpuiekamue K BoisiBieHHBIM QTL [419]. Ho-
BbI€ U YCOBEPIICHCTBOBAHHBIE METOJbl WIACHTHU(PHUKAIUU U JOKAIU3ALUU
QTL, ucnons3ytomniue KopakTopbl, MOSBISIOTCSA OBICTPO |, O1arogaps 3ToMy,
y HUcclenoBaTesiell MOsBIsETCS HOBBIM MHCTPYMEHT, MO3BOJISIFOIINUNA MOBBI-
1aTh TOYHOCTH OIIeHKH 3P dekToB QTL u mokamu3anuu ux mO3UIHH.

Kpome Toro, ObL1 IPENIOKEH MOIX0]] IMHEHHOM MOJIeTH, B KOTOPOM
MOCPEACTBOM HECKONBKUX clerieHHbIX QTL ¢ momomipio KOAOMUHAHTHBIX
MapKepoB MOTYT OBITh OmpejeseHbl XpoMocoMmubie 3¢ ¢dextsr [321]. DToT
METO]I TIPEJICTaBIISIET UHTEPEC B Cy4ae, ecinu accormupoBanueie QTL nme-
I0T OYEHb MATKHE WHANBUAYATbHBIE d(PPEKThl WM MPOTUBOMOIOKHBIC 3HA-

KM, HO OH H€ MOAXOAUT JJIsi ONPEACICHUS OTIAEIbHBIX, HEACCOLMUPOBAHHBIX

QTL.

3.3. @akTopbl, BausoOmne Ha onpeneaenue QTL

Xotsa npuniun onpeaeneHuss QTL cpaBHUTENBHO MPOCT, CYIIECTBYET
HECKOJILKO (DAKTOPOB, KOTOPHIE BIUSIOT HA PE3YyJIbTaThl HCCIICIOBAHUHN, U KO-
TOpPBI€ JOJDKHBI ObITH YUTEHBI JJII ONTUMHU3AIMUA MOCTAHOBKH SKCIEPUMEH-

TOB.
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3.3.1. Onpeodenenue cunvt u usMeHYUBOCMU BHYMPU K1ACCOB

B cratuctuke ommuobka | Tuna (o) ecTh BEpOSITHOCTh HAOIIOAeHUS (-
dekra dakTopa, Koraa ero HeT, T.€. HaOmoaaTh dPPEeKT cirydaitHbiM 00pa-
30M. [IpumenutensHo k onpeneneHuto QTL, 3TO COOTBETCTBYET BEPOSITHO-
ctu onpeaeneans «dampmmBoroy QTL. Ommobka Il Tuna () cooTBeTcTBYET
BEPOSTHOCTU He HaOmoaaTh dddekt dakropa, korga 3toT 3dhdexr ectb. B
ciydae onpenenenus QTL gaHHBIN BaprHaHT COOTBETCTBYET BEPOSITHOCTH TO-
ro, uto TecT He BhIABUT QTL, korga aToT okyc ecth. Cuina tecra, 1 — 3, ecTh
BEPOSTHOCTh MPHUHSITHUS BEPHOTO perieHus. B HamieM cimyyae — 3TO ompee-
nenue peasibHOoro QTL. Takum 06pa3om, Ipu MPOBEICHUH UCCIEIOBAHUM 110
uneaTudukarnm QTL HeoOX0aMMO HaXOIUTh KOMIIPOMHUCCHOE PEIICHUE IS
OrpaHUYCHUS yucia (PalbIIMBBIX MO3UTUBOB 0€3 0CO00 CHUIILHOTO YMEHbIIIEe-
HUsl cWIbl TecTa. Bno6aBok k aTomy, BIOOp 0 U B Bceraa OyJeT 3aBUCETh OT
nesnen skcnepuMenTa. Tak, Hanpumep, eciid TpeOyeTcsl MPOBECTU NpeiBapu-
TEJIHHOE YCTAaHOBJIEHUE «BEPOSTHBIX» Mo3uliuii QTL MokeT ObITh JOMmyIeHa
BbIcOKas omuoOka | Tuma a (okosio 0,05 unu 0,1), a eciu miIanupyeTcs IpoBe-
nenue kiaonupoBanus QTL, To Torma M0MKHO OBITH B3STO 3HAYUTENIBHO 0O-
Jiee HU3KOe 3Ha4deHue o. JJig TaHHOTO KOoJM4YecTBa 00pa3IoB cuja orpeaese-
Hust QTL 3aBucut, ¢ 0AHON CTOPOHBI, OT anauTUBHOTO 3Pdekra QTL (oueHn
MaJieHbKHe paznuuusi d3PHEKTOB MEXKIY aUIeNISIMU HE MOTYT ObITh HalJICHBI
JIOCTOBEPHO) M, C IPYyroil CTOPOHBI, OT U3MEHYUBOCTU BHYTPU T'€HOTHUITHYE-
CKUX KJIACCOB MJIM BHYTPHUKJIIACCOBAsl BapHaOeIbHOCTh. JTO N3MEHEHUE 3aBH-
CUT OT HECKOJBKHX (DAKTOPOB:

— Bo-nepBoix, oT 3dexToB BO3MEHCTBUS OKpyXaromehd cpeabl (KOHTPOIb
W3MEHEHUM, BO3HUKAIOIIMX MO BO3JICICTBUEM OKPYXKAIOILIEH CPEJIbl, YBE-
JUYUBAET CUILY TECTA).

— Bo-BTOpHBIX, OT Apyrux cerperupytonux QTL B renome. JleiicTBUTENBHO,
ocobu reHotunuyeckoro kiacca ganHoro QTL He duxcupoBaHsl 1Mo Ipy-
THM pacrpeieNieHHbIM 1Mo ocTaTky renoma QTL u, Takum oOpa3om, MOTYT
MIPEACTABIISTh PA3IUYHbIC (PEHOTHMHYECKUE 3HAUYCHUsI (TIPOSBIICHUS TIPU-
3HaKa), B COOTBETCTBUHU C UX TeHOTUIoM B Apyrux QTL. Dnucraruueckue
3¢ (deKThl MOTYT JIMIIb YXYIAIIaTh WM OTAT4YaTh 3TOT GeHomeH. st Toro
YTOOBI YIYUYIIUTh CHUITY JeTeKIuu JJokycoB QTL ¢ markum a¢dextom mnpo-
SIBJICHMSI, HAaXOMSIIUXCS B TEHETHMUYECKOM OKpykeHuu, rie ectb QTL c
CUJIBHBIM 3((PEKTOM, MOXKET OBITh MCIIOJIb30BaHA JBYCTAJAWITHAS MOJIEIb
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aHaJlM3a BapUaHC, B KOTOPOM OJHUM M3 (DaKTOPOB JIOJKEH OBITH MapKep
QTL ¢ cuibHbIM 3ddextoM. Ilpu 0000IMIEHMH 3TOTO MNPHUHIUIIA ObLIH
MPEJUIOKEHBI ONTMCAHHBIC BBIIIE METOJIbI MHOKECTBEHHBIX MapKkepoB [187,
419]. Kpome TOr0, SKCIIEpHMMEHTaIbHOE PEIICHHE TaHHOW MPOoOIeMbl KPO-
eTcst B pabote ¢ momymsuusiMu, B KOTopeix QTL ¢ cunbHbIM 3¢ dexTom
(uKCHpPOBaHbI TOCPECTBOM CaMOOMbIIEHUS (CM. mojAcekuuto [lonynayuu
8 KOMOPbIX 2eHeMUYECKOe OKPYHCeHUe YACTMUYHO PUKCUPOBAHO).

— B-tpetbux, ot nucranimn mexay mapkepom u QTL. Kak MoxkHO BUIETH,
PEKOMOUWHAITUS TIPUBOJUT K MPUCYTCTBHUIO 00omx aymenet QTL B kaxmom
KJIacce TEHOTHUIIOB y Mapkepa. DTO yBEIMYHMBAET BHYTPUKIACCOBOE pac-
XO0XJACHHUE, KOTOPOE CBA3aHO C YMEHBIICHUEM PAa3IMYUuil MEXAYy CpPEIHU-
MH, 4TO, B CBOIO OY€pe/b, pEAYLUPYET CUILY TE€CTa IpU yBeauueHuu I. Ec-
JM TIpY TIPOBEJICHUU aHAINU30B BBIABIEH cinalbiid apdext aeiictBus QTL,
TO HEJIb3sl CENIaTh OJHO3HAYHOE 3aK/II0UeHUE (KaK MUHUMYM C MTOMOUIbIO
METOJIOB MHIMBUIYaTbHBIX MapKepoB), uTto 310: QTL ¢ cunpubM 3¢ dek-
TOM, HO HaXOJSAIIUKCS 1ooaallb oT Mapkepa, i QTL co ciabeim rddek-
TOM, HO TECHO CUEIUICHHBIN ¢ MapkepoM. Tem He MeHee, TOT (PakT, 4To pe-
KOMOMHALMs BIUSET Ha (GOPMbI BHYTPUKIIACCOBOTO paclpeiesieHusi, Mo-
KET IMOMOYb B pazimyeHuH JaHHbIx 1ByX QTL [27, 195, 403].

3.3.2. Pazmep nonyaauyuu u n10MHOCHb MAPKeEPOs

B Hagaie 1990-x romoB ObL10 Toka3zano [93], uro cuiia omnpeseeHus
QTL u TouHOCTH pacnosoxenus (mokanuzarusi) QTL B Gosbiiel cTreneHu
3aBUCHUT OT pa3Mepa MOMYJIAIHAH, YeM OT TUIOTHOCTH MapKepoOB. DTO 3HAYMT,
YTO, €CIIU CPEIHSIS TUIOTHOCTH MapkepoB jgocturia 20-25 ¢M, nrobbie 101moJi-
HUTEIbHBIC 3HAYEHUS JOJDKHBI OBITh MOJIYYCHBI 32 CUET aHaln3a OOJIBIIETO
gucia oco0ei, HO He 3a CUET yBEJIMUCHUS KOJUYecTBa MapkepoB. PesynbTa-
ThI MCCJICIOBAHUS BIHMSHUS pa3Mepa M3ydaeMOU MOMYJISAIUYA Ha CHUJTYy BBISIB-
aeans QTL, kak ¢ynkium ux sddekra [74], mokassiBaror, yto QTL ¢
06sbmuM 3¢ dexTom OyaeT 0oOHapYKEH C JOCTATOYHO BBICOKOM BEPOSITHO-
CTHIO U MPAKTHYECKH HE3aBUCHUMO OT YHCIIEHHOCTH TOMYJISIUN, HO JJIS OTI-
penenennst QTL co cpenrnm sddexrom (R? = 5%) HEOOXOAMMO HCIIONB30-
BaTh OOJIbIIIEE YHCIIO OCOOCH.

CrnenyeT Takxe 3aMETHTh, YTO JUIS JIAaHHOTO OOIIEro uuciia ocodei

JydqHI€ yBCIWYUTDH YUCJIO TCHOTHUIIOB IIOIYJIALIMKU, YCM YBCIMYUTL YUCIIO pC-
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MKanuid Ha reHotun. OHa peruiMKaius Ha OOJBIIOM YHCIIe T€HOTHIIOB
MO3BOJIIET JOCTUYh MaKCHMyMa CHIIbI. J[OTIOMHHUTENbHBIC JaHHBIC 110 U3yYe-
HUIO CHIIBI TE€CTa, KaK (QYHKIIMU pa3Mepa U TUIIA M3ydaeMbIX MOIMYJIAIUi, Obl-
7 onyOaukoBaHbl panee [201].

3.3.3. Bvibop cmamucmuuecKux puckoe

Bo MHOruX 3KCHeprUMEHTANIbHBIX MCCIIEOBAHUAX OlInOKa | Tuma, BbI-
OpaHHas i1 aHAJIM3a BapUaHC M0 WHIWBHUAYyaJIbHBIM MapKepam, paBHaA o =
0,05 umu o = 0,01. ITockoabKy, Kak MPaBUIIO, MTPOBOAUTCS OOJBIIOE YHCIIO
aHAIN30B, TAKUE BHICOKWE 3HAYEHUS OMUOKHU | Tumia HEM30€KHO MPUBOIAT K
BbisiBiIeHUIO (hanbmuBbiXx QTL (100 He3aBucuMBIX TecToB ¢ o = 0,05 mpoy-
IUPYIOT B CPEAHEM TISATH (PaBIIUBBIX TMO3UTHUBOB). Jlake eclii MapKephbl He
HE3aBUCUMBI, JTIOJDKHBI BRIOUPATHCS HU3KUE YPOBHH o. BhIOOp MOMKEH omu-
paThCs Ha YUCJIO MapKEpOB, IPH ATOM HEOOXOAMMO TTOMHHUTH, YTO TIOTI00HO-
ro pojia BeIOOp yBenuuuBaeT omuOKy |l Tuma (T.e. yMEHBIIAET CHIIy TECTa).
CxoxuM 00pa3oM, MpU UHTEPBAIILHOM KapTUPOBAHUM, 6ceobujas ommoOka |
tuna (rnpu o = 0,05 17151 1e0ro reHomMa) IpUAaeT J0BOJIBLHO BHICOKOE 3HaUe-
aue LOD ma wHTEpBas, pa3Mep KOTOPOTO, B CBOIO OYEpENb, 3aBHCHUT OT
IUIOTHOCTH MapKEpOB U T€HETHUYECKOW JIMHBI TeHOMa. Tak, Hampumep, JUis
reHoma B 1000 cM ¢ mapkepamu depe3 kaxaple 15 cM Obuia mpeioxeHa
noporosasi BeinurHa LOD paBhas 2,4 [211]. Benen 3a 3TUM TOSIBUIICS Me-
to [314], ¢ mMOMOIIBI0 KOTOPOTO MOKHO OBLIO MTPOU3BOIUTH AHAITUTHIECKOE
BBIYHCIICHHUE TPUOTMKEHHOM ToporoBoi BesmmurHbl LOD st kaxkmoit rpyti-
bl crierieHus. [loporoBas BemnyrHa BBIYHMCISUIACH KaK (QYHKIIWAS JJIUHBI U
MapKEepPHOW TUIOTHOCTH JAHHOW TPYIIIbI creruieHus. OJHOBPEMEHHO ObLIH
HpeIOKEHBI TeCThl MpeoOpa3zoBanus [81], ocHOBaHHbBIC Ha CITydyalHOM Iie-
peBbiOope (resampling) maHHBIX IS OIICHKH SMITUPHYECKON W YCTOWYHBOM
OpOTOBOM BeMMYMHBI. M, HaKOHEl, HEOOXOUMO 3aMETUTh, YTO YMEHBIIIEe-
HUE YWCJIa aHAJTU3HPYEMBIX 0COOCH YMEHBIIIACT CHITY MPOBOJAMMBIX TECTOB,
T.¢. Hactosiue QTL OynyT «yTepsHb», 0COOEHHO T€, KOTOPHIE MPOU3BOIST
cnalbiit apdexr, a BosiBieHHbIe QTL He OynyT nocroBepHbiMU. Puck, 4ro
yctaHoBieHHbIH QTL siBnsieTcs (anbIIuBBIM MO3UTUBOM, PABEH BHIOPAHHOU
uccienoBareneM omuoke | Tuna o, 1 He 3aBUCUT OT pa3Mepa MOMyJISLUH.
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3.3.4. Omknonenue om HOPpMAIbHOCHU

MeTon MHTEpBaJIbHOTO KapTupoBaHus, ocHoBaHHbI Ha LOD score,
MIPUMEHSEMBIN IS IPU3HAKOB C HENPEPBIBHOM M3MEHYMBOCTBIO, TAET HOP-
MaJbHOE PaCHpeeICHUE MATEMATHYECKUX OCTATKOB. [IJsl MPU3HAKOB, U3Me-
psAEeMBIX 1O IKaje (4acTo rpaayupoBaHHoi oT 0 1o 5), HampuMep, yCTOMYH-
BOCTH K OOJIE3HSIM W/WIIM MPU3HAKOB C BBICOKO aCCUMETPUYHBIM paclpeje-
JIEHWEM, IIPU HCIOJBb30BAaHUH JAHHOTO METOJA CYLIECTBYET PUCK IOJIYYHUTh
OTKJIOHSIOLIMECS OT HOPMBI pe3yJIbTaThl. B TakoM cirydae MOXKHO IIPUMEHSTh
HEMapaMeTPUUECKUE TECThI, KOTOPbIE HE TPEOYIOT BBIABMKEHUS MPEIIOJIO-
KeHUs 0 pacnpeneneHnn JaHHbIX [208] mwin cnennduyHble METOBI IS TPH-
3HaKoB B kiaccax [160]. Tem He MeHee, HECMOTPsSI Ha BhICKa3aHHBIE Omace-
Hus, okazaHo [313], 4to ecnu M3yuaemasi MOMYJSIHS JOCTATOYHO BEIIUKA,
TO TECT WHTEPBAJIBHOIO KapTUPOBAHUSA, OCHOBAHHBIM HAa PErpeccuu, Ha-
CTOJIBKO k€ 3(P(EKTHBEH, KAK U HEMAPAMETPUUYECKUE TECThI, 1 TO3TOMY OH
JOCTOBEPEH B CiIy4ae 0OJIBIIOro Auana3oHa pacnpeaesieHu.

3.4. IoCTOMHCTBA U HEJOCTATKH MOMYJISIIHH,
HanboJiee YacTo UCNOJIb3yeMbIX /151 onpeaeaenus QTL

3.4.1. Cpasnenue nonynayui F,, 6exkkpoccos, yosoennvix caniouoos
U PEKOMOUHAHMHBIX UHOPEOHBIX TUHUIL

[Ipu ucnonb30BaHUM MOMYJSIUNA OCKKPOCCHBIX, YABOCHHBIX TarlIOU-
JIOB WJIM PEKOMOMHAHTHBIX WHOPEIHBIX JTMHUH, B OTIMYHE OT MOyl F,
KaK TPaBWJIO, CPAaBHUBAIOT TOJBKO 3HAYEHUS ABYX CPEAHHX MO JIAHHOMY
Mapkepy. Takume pacdeTbl MOTYT OBITh CHEJaHBI IMOCPEACTBOM KPUTEPHS
CrerogenTa (t-tect) wim 6ojee cinoxkHbIM MeTogoM. Ho He Bce addexTs
QTL BO3MOKHO OIICHUTH C TIOMOIILIO ATHX MOIMYJSITUiN. JIJIs1 yABOCHHBIX Ta-
TUTOUIOB U PEKOMOMHAHTHBIX MHOPEIHBIX JIMHUN, MOXKET ObITh YCTAaHOBJICHA
a, HO He AomuHUpoBaHue. Jlis OEKKpPOCCOB, I7le TOMO3UTOTHBIA TEHOTHI
CPaBHUBAETCA C TETEPO3UTOTHBIM, BBISBICHHBIN 3QdekT (M, — Myy) Uau
(M1 — Myy), OyaeT paBeH + a WK (+ a’) TOJABKO B paMKax MPEIOI0KEHUS 00
OTCYTCTBUU JOMHHHPOBaHUS. B MpOTHMBHOM cllydae, HalJeHHOE 3HAYCHHE,
MIOCKOJIBKY OHO paBHO * (@ + d) wm + (a — d), OyzeT 3aBHceTh OT IBYX Ia-
paMeTpoB, mpuyeM 0e3 KakoW-THOO0 BO3MOKHOCTH OIICHUTh MX OTACIBHO
JpyT OT Jpyra (3a UCKIIFOYCHHEM BapHaHTa, IJe UCIOJBb3YIOT PEHUITPOKHBIC

89



oexkpoccsl). [lpu nonaom momuuupoBanuu, tae | d | = | a |, QTL moxer
OBITH OIpECIICH, TOJbKO €CIM JOMUHAHTHBIN aJljiesib He sBIAETCS (PUKCUPO-
BaHHBIM AJIJICJIEM PEKYPEHTHOTO poautenis. JIjisi peKOMOMHAHTHBIX WHOpPE-
HBIX JIMHUM peKoMOuHaIs Mexay mMapkepoM u QTL Oyaer ymeHbIaTh yc-
TAHOBJICHHBIM aqAUTHUBHBIN d(DPEeKT ObICTpee, YeM B Cllydae APYTHX THUIIOB
nomyssiuuid. Tak, Ay 6bicoko peKOMOMHAHTHBIX MHOPEIHBIX JIMHUMN, T.€. JIU-
HUUW TPU CO3aHUH KOTOPBIX, IJIs YBEITUYCHUS YPOBHS PEKOMOMHAITNHN, MEK-
Iy TIOTOMCTBOM F, M TIOKOJIEHHSIMM CAaMOONBUICHUS CIydailHbIM 00pazoM
«BCTaBJIEHBD» HECKOJILKO ITOKOJIEHHM, MOXKHO IMOKa3aTh, uto a' = a(1l — 2R),
rae R = 2r/(1 + 2r) [13]. Takum oOpa3om, a1t GUKCUPOBAHHBIX I U @, OT-
HOIIICHHE aJIUTUBHBIX d(PPEKTOB YCTAHOBICHHBIX Y MapKepa MEXIYy PEKOM-
OMHAHTHBIMH UHOPEIHBIMU JTUHUAMHU | TonyJssiiusimu F, oyner 1/(1 + 2r).
Hampumep, eciiu r = 0,1 To agautuBHbIi 3P dekT y Mapkepa st peKoMOu-
HAaHTHBIX MHOpPEIHBIX JTUHUN OyaeT octaBiaTh 0,8 ypoBHS APYrux MOIMYJIs-
105178

Ecnmu npumepHO mosioBUHA 0c00€H MO F, SBISIFOTCS TETEPO3H-
roTamu IO JJaHHOMY JIOKYCY, TO B 9TOM CJIy4a€ OHU HE MOTYT ObITh HH(OP-
MAaTHBHBIMU JIJII YCTAHOBJICHUS a. TakuMm 00pa3oMm, IpH PaBHOM pa3Mepe
MOMYJISIIAY, CUJIa TECTOB JUIsl ABOWHBIX TarIOUIOB WM PEKOMOMHAHTHBIX
MHOpEHBIX JIMHUM JOJDKHA OBITh OJHO3HAYHO MpeBocxojsdiei. OHako
ATOT MPHUPOCT YACTUYHO (HO TOJIBKO YACTHUYHO) KOMIIEHCUPYETCS TeM (pak-
TOM, YTO BHYPHUKIIACCOBAsI BapHAI¥s BBIIIC VIS ABYX MOCICIHUX THIIOB ITO-
NyJISIIUNA 1U3-3a OTCYTCTBUS reTepo3urot cpeau apyrux QTL. Jlixs pexomOu-
HAHTHBIX WHOPEIHBIX JIMHUHA aJIUTHBHBIA d((DEKT ¢ ompeneIeHHbIM I' peay-
upyercs ObICTpee, YeM YMEHbIIIEHUE CUJIbI TeCTOB. B TO ke Bpems, mo He-
CKOJIbKO 0COO€M Ka)KJI0T0 T€HOTHUIIA BCE K€ MOTYT OBbITh TPOAHATU3UPOBAHBI,
KaK, HalpuMep, 3TO JeNIaeTCs B Cllydae YABOCHHBIX TalyIOUIOB.

Ecnu ecte moMuHHMpOBaHHE B MapKEPHOM JIOKYyCe, CMEIIeHne ocolei
TOMO3HUTOTHBIX 10 OJTHOMY W3 aJuleliel C TeTEPO3UTOTaMu OYJET YMEHBIIATh
cuiny Tecta ansa BelsiBIeHHBIX QTL. Kpome Toro, takoe cmemienue Oyaer
MeIIaTh YCTAaHOBJICHUIO TEHETHUYECKUX MapaMeTpoOB, BKIIIOYAS OMpPEIETICHUE
nomuHupoBanus y nanHoro QTL. UM, HakoHel, eciiv (peHOTUNHMYECKOE 3HA-
yeHue ocobeit F, orleHeHo, Kak 3To OOBIYHO JelaeTcs, M0 CPEAHEMY UX TI0-
TOMKOB F3, TO HaiiJIcHHasl CTETICHb JOMHHHPOBAHUS Oy/JET paBHA MOJOBUHE
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peanLHoﬁ CTCIICHN NOMHWHHUPOBAHMS, ITOCKOJIBKY ITOTOMCTBO I'€CTCPO3UTOTHO-
I'0 TCHOTHIIA F2, KaK U3BCCTHO, 3aKJIIO4YacT B cebe Topko 50% IreTCPpO3UIoT.

3.4.2. [Tomomcmeo, nonyuennoe om 2emepo3uzoOmHbIX pooumeneil

Ecnu roMOo3UroTHsie poauTeNbCKUE JIMHUA HEAOCTYIHBI (Y CTpOro aji-
JIOTaMHBIX BUJIOB U BUJOB C JJIMHHBIM MIEPHOJIOM F€HEpaIluH, KaK, HalpuMmep,
y IpeBecHBIX), To onpenenenune QTL 3arpyaHEHO, MOCKOJIbKY POIUTENH, B
JaHHOM CJIy4ae, MOTYT pa3iudarbcs 0oyiee 4YeM Mo ABYM aJUIENsIM U TTO3TOMY
¢daza (cnapuBaHUs WIA PACXOXKICHUS TaMET) JUIsl TEHETUYECKOTO CIICTICHUS
Mapkep-QTL MoxeT oTinnuaThCsi OT OJHOM ceMbH K apyroil. U, Tem He Me-
Hee, pa3auyarolieecs Apyr OT Jpyra MOTOMCTBO BCE e MOXKET ObITh UCIIOJIb-
30BaHO. Tak, Hampumep, €CIu W3BECTHHI T€HOTHIBI MAapKEPHBIX JIOKYCOB
npapoauTenen («0adymek» 1 «IeAylIeK»), TO 3TO MOXKET OO0JETYUTh JACTCK-
uto QTL mocpenacTBoM ucnonp30BaHus (a3 acCoMaIii MEKIY CMEXHBIMU
MapKepaMu, KOTOpbIE, B CBOIO OYEPE/Ib, TOKE JOJKHBI ObITh UACHTU(DULIUPO-
BaHbl. TakoW THUIl TOMYJALIMH, COJAEPXKAIIEH TPU Pa3IUYHBIX ITOKOJECHUS
(mpapoauTenu, poAUTENN U NOTOMCTBO), OB MPUBJICUEH IS JIOKAJIU3alUU
QTL miotHOoCcTH apeBecwHBI y Tomojs [49]. YV sBkamunTa, HapPOTUB, IS
U3yYEHUsI BO3MOXHOCTH BEr€TATUBHOIO PAa3MHOXKEHUS HUCIOJIb30BAIM HH-
(dopMaIuio o IByX MOKOJICHUSAX CEMEW MOTOMKOB OJTHUX M T€X JK€ POIUTeNeit
[158]. Bonee moapobHO o pemieHnn npodaem onpeaencHus QTL B momysis-
nusax Fi, MOTydeHHBIX OT HEPUKCUPOBAHHBIX POAMTENEH, OMMCAHO B TIOCBS-
IIIEHHBIX TOMY BOIPOCY UccieaoBanusx [219].

3.4.3. llonynayuu ¢ yacmuuHo uKcuposaHHvim

CEHEMUUECKUM OKPYIHCeHUemM

B naHHOM TeHETHYECKOM OKPY>KCHHH CTENEHb CHJIBI ONPEACIICHUS OT-
JEeNbHBIX (eMUHUYHBIX Wi cnenuduunbix) QTL Bcerma HMXe MO OTHOIIIE-
HUIO K CHJIE MHOTOYUCICHHBIX W/ TeX QTL, KoTopeie MMEIOT 00Jiee CHITb-
HbIi a3 dext. [Tomynsmuu, ucnoyib3yemple Jaile BCEro, Kak MpaBuiio, COAep-
KaT 0COOM, TEHOMBI KOTOPBIX (CTAaTUCTUYECKH) BKJIIOUAIOT B ce0s (pparmen-
Thl 00OUX POAUTEILCKUX TEHOMOB B PaBHBIX 4YacTsAX. Takas cuTyarus mpe-
noutuTenbHa s onpeaeneHus QTL co cnadbiM 3pdekToM, TOCKOIBKY OHA,
KaKk MUHUMYM, Makcumusupyet uucio QTL B pacmienienuu, a Takxe BO3-
MO>KHBIE IMHUCTATHUYECKUE B3aUMOJICHCTBHUSA, U, BCICICTBHE ITOTO, IPUBOIUT
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K 00JpIIOM BHYTpUKJIAcCOBOW Bapuanuu. 11o 3Tol npuunHe u Bo nzdexanue
BO3MOJKHBIX TIpoOJieM IpH npoBeaeHun uaeHTugukanuu QTL y Tomara ObI-
JIM CO3/IaHbI KapTUPYIOIIHe HHTporpeccuBHbIe TuHUU [123]. [lnst aToro aBTo-
pBI TIOCIEA0BATEILHBIMU OCKKpoccaMu U oTOéopoM ¢ nomombio RFLP map-
KEpOB MOTydriin npumepHo 50 muHUI KyIsTUBHpYyeMOro Buaa Lycopersicon
esculentum rerom, Kaxablii U3 KOTOPBIX COAEPIKaT XPOMOCOMHBIA CEIMEHT
(33 cM B cpemnem) aukoro Buna L. pennellii. Takum oOpa3om, nmoxyueHHas
NOMYJISIUS PeACTaBlisia coO00i CBOEOOpa3HYIO Pa3HOBUAHOCTh «T€HOMHOM
oubmorexkm» L. pennellii, maxomsmerics B renome L .esculentum. Jlns mouc-
ka ¥ uaeHTugukanuu QTL monxydeHHbIE TMHUM CPABHUIM IO UHTPOIYIIHPO-
BaHHBIM (hparMeHTaM C pOAUTEILCKOU KylnbTUBHpyeMoi popmoii. biiarogaps
(ukcanuu ocTaTka reHoMa, CpaBHEHHE yJajioch MPOBECTH Aaxke Ooiiee 3¢-
(eKTUBHO, YeM B Ciydae KJIACCHYECKOTO CKpeIIMBaHMs. Tak, Hampumep, B
UCCIIEJOBAaHHOM MOIYJISILKU yaanock onpeaenuts 23 QTL nmpusnaka conep-
*KaHWs CyXOTro BellecTBa I1o10B i 19 macchl mioaoB [124], B To BpeMs Kak
JUTSL TIOMYJISIUA PEKOMOMHAHTHBIX MHOPEIHBIX JUHUM, MOJYyYSHHBIX B aHa-
JIOTHYHOM cKpenmBanuu [154], ans Tex ske MPU3HAKOB BBISIBIICHBI JIUIIb 7 U
13 QTL, cooTBeTCTBEHHO.

[lony4deHHBIM MaTEpPHAN, B CBOKO OYEPE.b, MMOCITYKWIJI OTIIPABHOW TOY-
KOH Ui SKCIEPUMEHTOB 10 TOYHOMY KapTupoBaHuio. C 3Toil 1enbio nmpose-
JIM CKpEILMBaHUE MEXIY UHTPOIYLIMPOBAHHON U OOBIYHOW KYJIBTHUBUPYEMOM
JUHUSMU W TIONYy4YUIK nomyssiiuio F,. B monydennon nomymsinuu F, ocoow,
PEKOMOMHAHTHBIE 110 UHTPOIYLIMPOBAHHOMY (PparMeHty, ObUIM CaMOOIbLIE-
HBIl U B PE3yJIbTAaTEe BBIJAECIECHbI (PUKCUPOBAHHBIC JIMHUU JJISL Pa3IMYHBIX CyO-
rpynn UCXOAHOTO MHTPOAYLHMPOBAHHOTO (hparMeHTta, KOTOPhIE W HCIOIb30-
BaJIM ISl TOYHOTO KapTUpoBaHusa. Hampumep, Ha ATMHHOM IIeYe XPOMOCO-
MBI 2, e Ob11 Halien QTL mpu3Haka Macchl mioaa, Ha pparmMedTe B 55 ¢cM
aBTopsl BelsiBM Tpu QTL, B paitonax 3,2 cM, 3,7 cM u 14,1 cM, cootBeT-
cTBeHHO [124].

Jpyro#i cmoco0 MOIy4YHTh YaCTHYHO (DPUKCHPOBAHHOE TEHETHYECKOE
OKpy>keHHe 3akitouaeTcs B moucke QTL B Tak Ha3pIBa€MbIX «YCOBEPIICHCT-
BOBaHHBIX» WJIM «IPOABHHYTHIX» Ocekkpoccax (BC2, BC3, BC4) [373]. Ta-
Kasi CTpaTerusi C yCIexXoM MCIOJIb30BaHa JUIsl CKPUHUHTA MO3UTHUBHBIX aJlje-
JIeil U3 AUKUX POACTBEHHBIX BUIOB, UTO MO3BOJIMIIO COKOHOMUTH Ha MOIyde-

HHMHN HCCKOJIbKHX HOKOHeHHﬁ, yiayqmarmux UCCICAyCMbIC JIMHUHN, TTOCKOJIb-
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Ky omnpenenenre QTL u oTO0op reHOTUNOB Aenajics OJHOBPEMEHHO B OJJHOM
¥ TOM JK€ IOKOJICHUH (CM. TaKXe CeKIUIo Tparncepeccust).

3.4.4. Cenekmuenoe cenomunupoeanue

Bonbmias cuna Tecta, a TakkKe 3HaYUTENIbHAS YKOHOMHUSI BPEMEHHBIX U
(MHAHCOBBIX 3aTpaT, MOTYT OBITh JOCTHUTHYTHI 32 CUET MOJIEKYJSIPHOTO Te-
HOTUIHPOBAHUS UCKIIIOUUTEILHO T€X 0CO0€H, KOTOphIE MPOSIBISIOT KpaitHue
3HaYEHUs] W3Y4aeMOro MpH3HaKa (TaKk Ha3bIBAEMOE CEJIEKTUBHOE T'€HOTHITH-
poBanue) [211]. Takue ocoOu AEHCTBUTEIILHO UMCIOT BBICOKHI IIAHC aKKY-
MYJIMPOBaHUS (HAKOIUICHHS) JTUOO MHOKECTBA OJIAarONpHUSATHBIX, JIMOO MHO-
KECTBa HEOJAroNMpUsATHBIX ajienei mis pasnuuneix QTL uzydaemoro npu-
3HaKa, MPUYEeM TaKUM 00pa3oM, YTO ISl KaKJOTO MapKepa CLEIMJICHHOTO C
QTL, ogHOBpeMEHHO OYyIyT CYIIECTBOBATh 3HAUUTENILHBIC PA3HUUSI MEXKTY
CpPeIHMMH W MCHBIIWE BapHaIlMU JJI BHYTPHKIACCOBOM T'CHETHYECKOW H3-
MeHYMBOCTH. [ToCKOJIbKY (heHOTUIUYECKUE JaHHbIE OOBIYHO HE TaK TPYIHO
MOJIYIUTh, KaK JJAHHBIC TT0 MOJICKYJIIPHOMY KapTHPOBAHHIO, TO MPU (PEHOTH-
MUPOBAHUHM MOKHO paboTaTh ¢ OOJIBIIMMU MOMYJISIITUSIMU U, TAKUM 00pazoM,
MMETh BBICOKOKOHTpACTHBIC KpaitHue kiaccel. Ho aTOoT moaxon Gecrosnesex,
€CJIM HeOOXOAMMO M3MEPUTh HECKOJBKO MPHU3HAKOB, MTOCKOJIbKY BPSJI JIU T'e-
HETUYECKHA OJAMHAKOBBIE OCOOM OKa)XyTcCs B KpalHUX KJlaccax (3a UCKIoue-
HUEM CIy4as, KOrjJa CYyIIECTBYIOT CHJIbHBIC KOPPEISIIUN MEXIY U3ydaeMbl-
Mu npuszHakamu). C apyroil CTOpoHbI, aauTUBHBIE 3(DPEKTHI MOTYT OBITh
NIEPEOLICHEHbI, TTIOCKOJIbKY B JAHHOM Clly4ae T€HOTHUIIbI pa3inuuHbix QTL He
OynyT 0oJiee HE3aBUCHUMBIMHU: OCOOM C BBICOKMM 3HaueHHEeM (EHOTUIHYE-
CKOTO TIpHU3HaKa 3a(UKCUPYIOT OJIATOMPUSTHBIC aJUIeTH B OOJIBIIMHCTBE W3
ceoux QTL, a gyacTh ocobeii ¢ MEHBIIMM (DEHOTUITUYECKUM 3HAYCHHUEM IPHU-
3HaKa 3a(UKCHUPYIOT HeOaronpusaTHeie ayvienu [91].

B nomo6HOTO pona ciaydasx ajis MPU3HAKOB C BBHICOKOW HACJIEICTBEH-
HOCThIO U 17151 QTL ¢ 66mpmmmmu ¢ dexraMu MOKET OBITH UCTIOIB30BaH CO-
BOKYITHBIN cerperanmonnbiii ananu3 (bulked segregant analysis — BSA), ko-
TOPBIN, B CBOE BpeMs, OB MPEJIOKEH ISl KAPTUPOBAHUS OCHOBHBIX (MCH-
neneBckux) reroB (cm. ['maBy 1V) [68, 396]. HaiineHubie Mapkepsl, Koppe-
JUPYIOIINE ¢ U3y9aeMbIM MPU3HAKOM, TaKKe MOTYT COOTBETCTBOBATH OJIHO-
My WJIU HECKOJIbKUM HecteruieHHbIM ¢ Humu QTL. ITTosTomy momo6HOTO po-
na QTL HeoOxomumo mpoBepsATh kapTupoBanueM [379]. Tak, Hanmpumep, ¢
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nomonipio Merona BSA Owuto Haiineno [365] neckonbko RAPD mapkepos,
OYeHb TECHO cueruieHHbIx ¢ QTL, ompeaensiomux MPU3HAK COJEPKAHUS
OJICMHOBOM KHCIIOTHI y parica. JIpyrue aBropsl [238, 239], aHamm3upys kpaii-
Hue (EHOTUITMYECKUE KIlacchl momysiiuu F, cou, comepxarnieit 280 pekoMm-
OMHAHTHBIX WHOPEIHBIX JIMHUHM, MOIYYEHHBIX OT 69 0cobeil, MpUMEHUIU
ATOT K€ TMOAXOM JJiA MpOoBEepKH HaAekHOCTHU QTL KOMIIOHEHTOB ypoKas.
Jlist aTux neneit onu ruOpuanzoBanu RFLP mpoObl, koTopble MO3BOISIIN BBI-
saBisath QTL B F,, co cmechio JIHK ocobeit kpaitHuX (HEHOTHIIOB MU, TaKHUM
o0pa3oM, CMOTJIH MOATBEPAUTH MEPBUUHOE clierieHre. Bemen 3a stum npy-
ruMu aBTopamu [92] mokasaHo, 4TO JaHHBIM MMOJX0]] MOXKHO CJeNiaTh OoJiee
3¢ (HEeKTUBHBIM, €CIIH aJJIeNbHBIE YaCTOTHI B KaXKI0M TPYIINE BHIPa3UTh KOJIH-
YECTBEHHO.

3.5. 'eneTnueckas u MOJICKYJIsIpDHAasi OCHOBA BapHalluu
KOJINY€CTBCHHBIX IIPU3HAKOB

3.5.1. QTL (noumu) ecezoa onpeoensemut

C Toro BpeMeHH, KOrjia CTaJI0 BO3MOHBIM MPOBEJICHNUE KAPTUPOBAHUS
QTL, HECKOIbKO HE3aBHCHMBIX HCCIEAOBATEIBCKUX TPYII TOKa3aid, 4YTO
JakKe C MOMYJISIIUSAMUA YMEPEHHBIX pa3MepoB (MHOT/AA 4yTh Oojbiie 50 oco-
ocit), Hekotopple QTL mpakTHYecKH Bceraa OMPEeNeIMMBbI MOYTH IS BCEX
TUMOB Mpu3HaKoB [194, 367]. DTo 3HAYMT, YTO BO MHOTHX CITydasx, OOJbIIIast
4acTh U3MEHUMBOCTH MOXKET ObITh 00BsICHEHa cerperanueil Heckoimbkux QTL
C OCHOBHBIMH (MeHAeneBckuMU) dpdexkramu. Ciayyau, Korja HaxOIAT OJU-
Hounble QTL, oobscustonue 20% M3MEHUNBOCTH WM JIaXe OOJIbITIE, HEPE -
KI. A MOCKOIBKY R® B I[€/IOM YUHTHIBACT M BAPUALMIO OKPYKAIOIIEH CPEIbl,
TO TEHETHWYEeCKas W3MEHYMBOCTH, mpumnuchkiBacMas QTL, oObraHO Oosbiie.
JlaHHbIC MOTYYEHHBIE HAa KYKYpY3€, 371aKax, KamycTe, ToMaTe U JPYrux pac-
TEHUSX, Y KOTOPBIX OBLIO KapTUpoBaHO MHOecTBO QTL, yka3piBaroT Ha To,
aro sddexter QTL, onpenemnsiemsie ux R% rpadUaecKs pacIpenemsioTcs co-
ob6pa3Ho ¢ L-o6pa3noit kpuBoii, mocpeacTBoM Heckonbkux QTL, nuMeronux
CWIbHBIM WJIM OYEHb CUJIBbHBIN 3¢dekT, u O06mpimero kommyectBa QTL,
UMECIONINX cpeaHuid miu ciaa0biii a¢dext [194]. Tlo3nHee ObLIO TMOKa3aHO
[46, 47], uro OMOXHMMHUYECKHE, TEHETHUECKUE U CTATUCTHUYECKHE (HAKTOPBI
BITOJIHE MOTYT OOBSCHUTH TAKOE pacmpesiesieHue.
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Jlist momyssittuin ¢ Hanbosee gactbiM pazmepom (0T 60 1o 400 ocobeit),

U B 3aBUCMMOCTH OT U3y4aeMbIX MPU3HAKOB, OOBIYHO OMPEACISIOT OT OJHOTO

no necatm QTL [194, 367]. Ot ywcna MarOT MHHHMAIbLHO BO3MOXKHYIO

orieHKy konmuectBy QTL B mccienyemMpix CEerperupyromux monyJasiuax Mo

HECKOJBKUM MPUYUHAM:

— HekoTopeie QTL umeror ad ekt neiicTBUsS HIDKE OMpeesieMol Toporo-
Boll BenmuuHbl. Korpa mzyuator 6ompiue nomynsanuud, QTL co crabbim
3¢ peKTOM MOXKHO ompenenauTh BrojHe dhdexkTuBHo. Tak, Hanpumep, Il
nonyisiuuu F, pazmepom B 1700 ocobeil ObIIIO ONPEAENIEHO HECKOJBKO
QTL, oObsacHstomux mMeHee yeM 1% oOmielt GeHOTUNMMYECKOH U3MEHYH-
BocTH [117].

— Onarojapsi HATMYUIO HECKOJIBKHUX creruieHHbIX QTL MokeT HaOmroaaThes
3 PeKT XpOMOCOMHOTO CErMEHTA.

— eciu aBa QTL co cpaBHuMBIMU 3 dexTamu TeCHO cuerieHsl, To QTL Oy-
JIET BBISIBJICH TOJIBKO TIPHU HAIMUMU (Pa3bl ClapuBaHUs raMeT, T.€. €CJIH T0-
3UTHBHBIE aJUIETH B JIBYX JIOKYCax MOJIyYEHBI OT OJTHOTO U TOTO K€ POJaH-
TeJsl.

bonee toro, kak 310 00bIYHO ObIBAaET B (POPMAIIbLHOM I'€HETHUKE, MOHO-

MOp(]HBIE JIOKYCHI B UCCIIETYEMOM MOMYJSAIUA HE MOTYT OBITh OOHAPYKEHBI.

[Toatomy cepun QTL, OTBETCTBEHHBIE 32 N3MEHYMBOCTH MTPU3HAKA, KaK Tpa-

BUJIO, HE COOTBETCTBYIOT CEPHH T€HOB, KOTOpbIE JOJKHBI OBITh (PYyHKIIHO-

HaJbHBI TIPH TPOSIBICHUH TPH3HAKa, UMEIOIIET0 SIBHO BBIPAKCHHBIA Xapak-

tep. Ecnu npusHak paccMarpuBaeTr, HampuMep, KOHIEHTPAIUI0O KOHEUYHOTO

MPOJIYKTa JTMHEHHOTO META0OJUYECKOTO MyTH, TO 6Ce TCHBI MyTH JODKHBI

OBITh (DYHKITMOHAJIBHBI JJIS IAaHHOTO TMPOJYKTa, KOTOPBIA B CBOIO OuYepeib

JOJHKEH TPUCYTCTBOBATh, HO TOJNBKO MOIUMOPGHASA YACMb MOl 2PYNnbl B

U3y4aeMOM TOMyJISIUU MOXKET BIUSATh HAa M3MEHUYMBOCTH ATOTO IMPHU3HAKA.

bonee Toro, mopoit OwiBacT, uto cepun QTL myis maHHOTO TpHW3HAKa B IBYX

pa3IMYHbBIX MOMYJIALHUAX TOJBKO YacTHUHO mnepekpoiBatores [31, 370]. Hau-
6osee moaxoasiee oObICHEHUE JAHHOTO SIBIICHUS, B JOOABICHUE K BO3MOXK-

HbIM 3 dexram smucTaza (CM. CeKIuo Dnucmaz HUXKE), MO-BUIUMOMY, 3a-

KITI0YaeTCsl B TOM, YTO 3TO HE OJTHU M T€ )K€ JIOKYChI, KOTOpbIE B 00EUX MOMY-

TSAAX SBIISFOTCS TOTUMOP(PHBIMH.

95



3.5.2. ¢hgpekmut domunuposanun

Jlaxke eciu TeCThl JOCTOBEPHOCTU MPOBOAMTH JOCTATOYHO PEIKO, TO,
KaK IMPEACTaBISETCS, U B 3TOM ciydae 3((EeKTsl TOMUHHUPOBAHUS JTOJKHBI
0OHapy>KUBAThCS IOBOJIBHO YacTo. PsJl aBTOPOB CUMTAIOT, YTO B HEKOTOPBIX
UCCIIeI0BaHusX, 3HaYeHue |d/a| ogHO3HaYHO MajaeT HUKe 1, €Cliu CymecT-
BYeT cBepXaoMuHUpoBaHue s onpeaensiemoro QTL [360]. Oxnako B npy-
roil MHTEpIpEeTalny MPEANoaaraeTcs, 4YTo UCCIeI0BaTeNId UMEIOT JIeI0 He ¢
OJIHUM, a ¢ nByMs cuerieHHbIME QTL B dhaze pacxoxaeHus ramer, ¢ dpdek-
TOM JTOMHHHUPOBAHHS ISl K&XI0T0 U3 HUX. TakuM oOpa3om, IBOITHBIC TeTe-
pO3HUroThl +/—+ OyayT uMMeTh 0oJjice BBHICOKOE (EHOTHUITMYECKOE 3HAUYCHHE,
4eM KakJas U3 JBOWHBIX TOMO3WTOT +/+- m —+/—+. Hampumep, Omaromaps
HKCIIEPUMEHTaM 10 TOHKOMY KapTUPOBAHHIO C HCIIOJIb30BAHUEM IMpaKTUYe-
CKM M30TE€HHBIX JIMHUM, MPOUCXOXKACHHE YCTAHOBJIEHHOI'O Pa3IMYMMOrO
CBEPXJOMUHUPOBAHUs B paiioHe 37 cM, onpenensroniero coaepxKaHue pac-
TBOPUMBIX BEIIECTB B IJIOAAX TOMAaTa, MOKET OBITh MHTEPIIPETUPOBAHO KaK
pe3ynbTaT CUEIUICHHUs MEXIy IByMsi nomuHaHTHBIME QTL B (dasze pacxox-
nenus ramet [124]. Eciu ToHKOE KapTHpOBaHHWE HE MO3BOJISIET C/eaTh BbI-
00p MeXIy IBYMS BBIABHUTAEMBIMH MPEINOI0KEHUSIMHU, TO TOTJA AJIs yCTa-
HOBJICHUSI MCTHUHBI MOXKET MMOHAJ00UTHCSA MPOBENECHUE MO3UIIMOHHOTO KJIO-
HUPOBaHUs JIOKyca uiu JokycoB QTL.

3.5.3. Tpancepeccusn

ABnenue mpancepeccuu HabmOIaETCA TOTAA, KOrga 0coOM MOTOMCTBA
MPEBBINIAIOT U3MEHYMBOCTh POJUTENHCKUX (POPM IO JaHHOMY MPHU3HAKY.
DTOT (eHOMEH MOXKET OBITh TEHETHUYECKH MpPOaHAIM3UPOBAH MOCPEICTBOM
kaptupoBanuss QTL. Tpanrpeccuto jerko oOBSICHUTH HA OCHOBE MPOCTOM
MOJICIIA C JBYMS HE3aBHUCHUMBIMH JIOKycamMH. Eciu poauTeny UMEIOT, COOT-
BETCTBEHHO, T€HOTHUIBI + -/+ — U — +/- +, TO UX MOTOMCTBO Oy/IET COIEPKATh
ocoom ++/++ 1 - -/- -, TCHOTUIIMYECKHE 3HAUCHHS KOTOPBIX OYAyT MPEBOCXO-
JUTh 3HAYCHUS POAUTENbCKUX (GopMm. O00O0mIas U pacmupocTpaHssi 3Ty MO-
7IeNb Ha HECKOJBKO JIOKYCOB MOXHO OXKHAATh, YTO YeM OOJIbIIE POIUTEIH
pazIMYaloTCA MO pacCMaTpPUBAEMbIM TPU3HAKAM, TEM MEHBIIE TPaHCTPec-
CHUBHBIX 0CO0€H cpe/ii MOTOMKOB, U T€M OOJIbIIIEe POAUTENHN OyayT reHeThYe-
CKHM TOMOTEHHBIMHU B Pa3Nu4HbIX onpeaenseMbix QTL (T.e. MOXHO OKHIATH,
9TO €ClHU «ONarompusITHBIE) ajulend 3adUKCHPOBAHBI AJIsI OOJBIIMHCTBA
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QTL, to apyrue amnenu OyayT «HeOIarompuUsTHBIMEY»). B uccrnegoBaHusax
MHOTHMX MPU3HAKOB Ha TOMAaTe YAaJoCh MOATBEPIUTH 3TOT mporHo3 [99]. B
MIPOTHUBOIIOJIOKHOCTE 3TOMY TpaHcrpeccnn 1 QTL MoXHO OOHApYKUTH TaK-
KE B TIOMYJISIUAX, YbH POJUTENU HE MPOSBISIOT HUKAKUX PA3IU4Ui 10 U3Y-
9JaeMBbIM MPU3HAKAM, MPOCTO MOTOMY, UYTO JJAHHOE 3HAYCHHUE MPU3HAKA MOXK-
HO TOJYYUTh Y Pa3iIUuHbIX reHoTunoB Juisi QTL-nmokycoB mpusHaka (3TO
MOYKHO 0KHJIaTh UCKITFOYUTEIILHO C HEPOACTBEHHBIMHU OCOOSMHU).

HNHuTepecHO 3aMEeTUTh, YTO JaKe KOI/la B Ka4eCTBE pPOAUTENEeH A 1O-
JTy4eHUs KapTUPYIOMICH TOIYJISIUN, BRIOUPAIOT BHICOKO KOHTPACTHBIE OCO-
ou, Hepeako HaxoasaTcs ¢pakuuu QTL, mokaspiBaromye 3G heKkT TPOTUBOIIO-
JIOXKHBIA TOMY, KOTOPBI MOXHO OXHUJaTh MUCXOAS W3 3HAYCHHUM NpPU3HAKAa,
HaOmomaemoro y poaurenbckux Gopm. [lpu ycranonenuu QTL koHTpoIU-
pyromero ycroiuuBocth k Ascochyta blight y ropoxa [107], aBTopbl 0OHa-
PYKUJIM, YTO YCTOMYMBBIA POJUTEIBCKUA COPT UMEN (PUKCUPOBAHHBIN aj-
JIeNTh 9YBCTBUTEIIBHOCTH JIJIS1 OTHOTO M3 TpeX BhIABICHHBIX QTL (TOTOo, KOTO-
pBI TpOSBIIST camblit cnabbii 3ddekrt). Mexonst u3 31oro, yCToMuMBOCTD
JAHHOM JIMHUU MOXET OBITh YJy4dllleHa UHTPOTrPECCUEN YCTOMYMBOTO ajlies,
HAWJEHHOTO Yy YYBCTBUTEIHHOTO POJMUTENS. IDTOT TUIl HHTPOTPECCHUU ObLI
3¢ (PEeKTHBHO MPUMEHEH Ha TOMATe MPU MEKBHUIOBBIX CKPEITUBAHUIX MEKITY
KyJbTYPHBIM BU0M Lycopersicon esculentum u poJiCTBEHHBIMH €My JTUKAMHU
Bugamu L. hirsutum u L. pimpinellifolium. Ananu3 ynydmarommx OeKKpoc-
coB (BC3) mo3Bonun kaptupoBath QTL arpoHoMuuecku Ba)kKHbIC MPU3HAKU
[33]. IMocneayromee co3maHue MPAKTUUYECKH W30TCHHBIX JIMHUH, HECYIIUX
UHTpOTpecCcHH I Jkelnaemblx aukux QTL-ammeneit, mMO3BOIMIO BBISBUTH
HaOmo1aemMoe (PEHOTUMMYECKOE YIYUIICHUE JIJIs1 OOJBIIMHCTBA UCCIIEI0BaH-
HBIX Tpu3HaKoB [34].

3.5.4. Dnucmas

[TombiTkM Moumcka smmcTaza mexay QTL mpeanpuHuManuch HEOTHO-
kpatHo. [locpencTBoM N-KpaTHOro JUCHEPCHOHHOIO aHANIHM3a CYLIECTBYIO-
IIMX B3aUMOJICMCTBUN, B NPUHLIMIIE, MOKHO NPOCJIEIUTh B3aUMOICHCTBUSA
moboro nopsiaka Mexay Jokycamu QTL. OgHako Ha mpakTHKE 3TOT MOAXOA
OrpaHUYeH B3auMOICHCTBUAMH Mexay mapamu QTL, mockoipKy yBenuue-
HUE YHUCIa JOKYCOB OBICTPO PEIyLIMPYET YUCIO 0COO0E Ha T€HOTUIMHYECKUN
knacc. [Ipu B3aumogeincTBusx BToporo nopsiaka (mexnay tpemsa QTL) B F;
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oOpa3zyercs 27 reHOTUITUYECKUX KJIACCOB, YTO MPUBOIAUT K OYEHb HU3KOMY
qrciy (HECKOJIBKO IITYK) 0COOei Ha Klacc M OYeHb HU3KOW cuiie Tecta. bo-
Jjee TOro, AakKe MPUHHMMAs B pacyeT B3aWMOJCWUCTBUSA IEPBOrO MOpsaKa,
JIBYMEPHBINA aHAIN3 BapHaHC HE0OXOUMO MTPOBOIUTH MHOTOKpaTHO. Tak aJis
N nokycos, HeoOxomumo nipoBectd N(N — 1)/2 TecToB, 4TO B CBOIO OYepenb
nogHUMaeT mpobiemy Bbeibopa ommoOku | Tuna. HecMoTpst Ha 3TH TpyIHOCTH,
snucTaTuyeckue B3aumonencTBus QTL ObLIM yCTaHOBIEHBI B Pa3IUYHBIX
MCCIICJIOBAHUSX W Ha Pa3IMIHBIX KyJIbTypax. B HEKOTOPHIX ciydasx JOCTO-
BepHbIe B3auMmoencTBus Mexxay QTL nabmroganuck, Harpumep, sl yCTOM-
YHUBOCTH K CTPECCY, BHI3BAHHOMY HU3KUMH j103aMu ¢dochopa [317], u apxu-
TEKTYPHOMY TIOCTPOCHHIO y KyKypy3sl [108], comeycroitumBocti y Tomara
[50], ycToiiunBocTH K X0J0ay Y stuMeHs [282], KOMIIOHEHTaM yCTOMYNBOCTH
k Phytophthora capsici y nepria [216] u make MOJICKYJISIPHBIM OMOXHMHYE-
CKUM MPHU3HAKaM, TAKUM Kak KOHIIeHTpaius oeika [90].

Tem He MeHee, IENbI Pl aBTOPOB MOAYEPKUBAIH, YTO SMUCTATHYIC-
ckoe B3aumozericteue QTL mpoucxonut Heuacto [286, 332, 360, 367 u ap.].
DTy HaOMIONEHUs, CO BCEH OUYEBHMIHOCTHIO, MPOTHBOPEYAT KaK MHOTOYHC-
JIEHHBIM pe3yJibTaTaM KJIACCUYECKOW KOJUYECTBEHHOW TE€HETHUKH, KOTOpas
4acTo OOHAPYKMBACT BapUAHTHI SIMCTa3a, TaK U TEOPHUH META0OIUIECKIX
IPOLIECCOB, B KOTOPOW 3IHCTa3 OIpENeseTcs] KaK BHYTPEHHEE IpUCYIIee
KayecTBO wiu cBoricTBO [192]. Kak ObUIO yCTaHOBICHO, OCHOBHAS TIPUYHHA
TAaKOTO MPOTUBOPEUHS], HECCOMHEHHO, SIBJISIETCSI CTATUCTUUECKOM: MCIOJIb3Yye-
MbI€ TIOMYJISIIIUKA 9acTO UMEIOT OTPAaHMYEHHBIN pa3Mep U, BCIEACTBHE ITOTO,
AHAJIN3 BApUAHC, MPUMEHSIEMBIN JUISI ONPEICIICHUSI B3aUMOJICVCTBUM, UMEECT
OTpaHWYEHHYIO CHTy. [[efiCTBEHHBIM CIIOCOOOM YBETMYEHHWsS CHIIBI aHaIN3a
BapHaHC SBIIACTCS DIIMMHUHAIUSA «(QOHOBOTO ITyMa» WIH «IIyMa T€HEeTHYe-
CKOTO OKpYKEHUs», BO3HUKaromero u3-3a apyrux QTL. Ilpu stom B kauect-
BE POJUTENCH N3ydaeMbIX MOMYJIAINNA UCTIONB3YIOT MPAKTUYECKN U30TCHHBIS
JUHUM ¢ UHTepecyromuMu uccienoBarenss QTL. Hampumep, mspauiabckue
MCCIIEZIOBATENH, UCIIONIb3Ysl TOMYIUANICTBHYI0 CXeMY CKPEIIUBAaHUS, CKpe-
cti 10 MHTPOTPECCUBHBIX JIMHUM TOMAaTa, COJAEPIKAIINX B TE€HOME KYJIb-
TypHOTrO ToMara Lycopersicon esculentum (xo3siickoe T€HETHYECKOE OKpY-
xenue) cneruduueckuit pparment renoma L. pennellii [124]. Brarongaps
ATOMY aBTOPHI CMOTJIM TIOKa3aTh U JI0KA3aTh MHOTOYMCIICHHBIE TOCTOBEPHBIC
snucratudeckue B3anmogenctBus QTL. Cxoxum oGpa3oM, IpoBeeHa MPo-
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BEpKa AMHUCTATUYECKOro B3auMoencTBus Mexay QTL BOBIEUEHHBIX B 3BO-
JIOLIMOHHOE TIPOUCXOXKIEHUE KYKYPY3bl U3 €€ MPEAIIeCTBeHHUKA (TEOCUHTE).
[Tpu sToM nBa amnenbHbIX QTL TeocuHTe, O KOTOPHIM B MPEABAPUTEIBHBIX
AKCIIEPUMEHTAX YCTAHOBJIEHBI 3HAYUTEIbHBIE MOP(OJOTUUECKHE Pa3TUUUS
MEXIy TEOCHHTE M KyKypy30#, ObUIM MHTPOTPECCUPOBAHBI B T€HETUYECKOE
OKpyXeHue (TeHOM) KyKypy3bl. PacTeHusi Kaxaoro u3 4eTbipeX JBYJIOKYC-
HBIX TOMO3UTOTHBIX Ki1accoB AByX QTL aBTOphI cpaBHUIM Mexay coboi. B
pe3ynbTare, Kak Ha MOop(}oJIorudeckoM ypoBHe, Tak U Ha ypoBHe MPHK o-
HOro W3 TeHoB (thl), BoBICUECHHBIX B BONIOIUIO KYKYpY3bl, HAOJIIOIAIHACH
a¢deKThl CHIIbHOTO B3aumoaericTBusa mexay QTL [228].

C npyroii cTOpoHBI, OTCYTCTBHE dmHcTa3za Mexay QTL moxer Habmro-
natbest He motoMy, uTto QTL He mposSBISAIOT SNUCTATUYECKOTO B3aUMOJEHCT-
BUA C JIpYrHMH OTAeNbHO B3aThiMH QTL, a motomy, uto ux 3¢ dekT, mo-
BUJMMOMY, HE3aBHCHM OT XO3AWCKOI0 T€HETHYECKOro okpyxeHusd. Kak mo-
kazano panee [108], abdextsr nByx QTL omomaniHuBaHUS KyKYpY3bl SIBJIS-
10TCsl OoJiee cabbIMU, KOT/la OHU CEIPErHpPYyIOT B TEHETUYECKOM OKPYKEHUU
«TEOCHUHTE», HEXKENU B F, T€HETUYECKOTO OKPYKEHHUS «KYKYypy3a X T€OCHH-
Tey». CX0XKUM 00pa3oM IMpH M3YYEHUU TPEX NOMYJALHMA pEeKOMOMHAHTHBIX
MHOPEIHBIX JIMHUWA KYKYpY3bl, IOJYYEHHBIX B PE3yJIbTaTe€ TPEX BO3MOXKHBIX
CKpEIIMBaHHUI MEXy TPeMsl JIMHHUSIMH, TI0Ka3aHo [/2] nocToBepHOE BIHSHUC
XO3SIICKOTO TEHETUYECKOTO OKPY)KCHHsI Ha JKCIpeccHio Heckombkux QTL

IMPU3HAKOB BPpCMCHHU IBCTCHUA U YPOIKaAA.

3.5.5. I'enemuueckuii ananu3 Koppeaayuil mexcoy npu3HaKamu

KaptupoBaane QTL maetr yHHKaIbHBINA TOAXOMA JUIS U3yYCHUS TCHETH-
YECKUX OCHOB KOppPEJSIIUi Mexay mpu3Hakamu. Korma npusHaku Koppenu-
PYIOT, TO MOYKHO OKHJaTh, YTO KaK MUHUMYM HekoTopbie n3 ux QTL oka-
KyTcsl OOmMMH (MM, KaK MUHUMYM, T€HETHYECKU CIEIUICHHBIMU). bbu1o
OTMEUYEHO, YTO 3TO JCWCTBEHHO M MOXET OBITH C IMOJH30H MPUMEHEHO Ha
npaktuke. Hampumep, B yxe ymoMuHaBIIeWcs momynsinuu F, ropoxa, mms
camMbIX cuiibHbIX QTL BBICOKO KOPPEIMPYIOMIMX JIPYT C APYroM MPU3HAKOB
BBICOTHI PACTCHUS, BPEMEHHU IIBETCHMSI M YHCJIa Y3€JKOB, ObLI HAWIEH OJNH
obmmii paiion [107]. Takoe e siBiIeHUME HaOMoANIOCHh y TieHHNb! [19] u
STYMEHSI I MPU3HAKOB BBICOTHI pacTeHUs M BpeMeHu 1Berenus [39]. s
MOCJICIHETO BUJIa JOTMOJHUTEIBHO yCTaHOBJEHBI JBa crnenuduunbix QTL,
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OTIPEENSIONTUX BRICOTY pacTeHUS U OTAeNbHO ceMb QTL mpu3Haka BpemMeHU

[BETCHUS. Y KYKYpYy3bl B YCIOBHUSX CTpecca HeAocTaTka muTaHus mno ¢ocdo-

Py, TIIe YPOBHHU POCTa MPOPOCTKOB U KOPHEU MOJIOABIX MOOETOB KOPPEIHPY-

10T JIpyT ¢ apyrom, nmouck QTL mokasan, 4yTo 4eThipe U3 MEeCTH UASHTU(]U-

IIMPOBAaHHBIX XPOMOCOMHBIX PAailOHOB OBLIM BOBJICUEHBI B KOHTPOJIb 000WX

MPU3HAKOB, KXl M3 OCTABIIUXCS JIBYX KOHTPOJHUPOBAIM TOJIBKO MO OJI-

HOMY U3 nipu3HakoB [317]. Bo3moxkHOCTh pazmuuus odmmx QTL or cnerwu-

(UYHBIX MOKET OBITh MOJIE3HO MIPU CEJIEKTUBHOM OTOOPE WIIM CKPUHUHTE Ce-

JIEKIIMOHHBIX 00pa3IoB. Eciy 1Ba jkemaeMbIX MPU3HAKA OTPHUIIATEIBHO KO-

penupyroT (oOpaTHO NPOMOPIMOHATIBHBI), UACHTHU(GUKAIUS CIeIU(OUIHBIX

QTL mo3BoJiseT ONCHUTH MPEIEibl, 10 KOTOPBIX Ka)KIbIH M3 TPU3HAKOB MO-

KET OBITh YJIy4llleH 0e3 HEeraTUBHOTO MOCJEACTBUS Ha JAPYroil mpusHak. B

3TOW CcBs3M ObLI mpemnokeH [204, 205] cratucTudeckuii TecT, B KOTOPOM,

UCIIOJIb3YsI UH(POPMAIIUIO KOPPEIUPYIONIUX MPU3HAKOB, MOXHO JIOKAIU30-

Bath QTL, KOHTpOIMPYIOIIKE OJHOBPEMEHHO HECKOJIBKO MPU3HAKOB. ABTO-

pBI TIOKA3alik, YTO TaKOoW MoJxoJ d(PPeKTUBHEE YBEIMUMBACT CHIIYy OMpElie-

nenus QTL, yeM mpum MCHOMB30BaHUM METOJOJOTHH TOWCKA «IPHU3HAK 3a

IPU3HAKOMY.

B cnyuae siBHO# Ko-mokamm3anuu QTL, KOHTpOIHPYIOMUX pa3IuyHbIe
NpU3HAKK, HET MPSIMOTO Croco0a, MO3BOJISIIOIIETO CHAENATh BBHIOOP MEXIY
npucytcTBueM oguHouHOoro QTL ¢ mieiorponmubiM 3hPexToM uUam AByMs
cuerieHHbiMu QTL. B mocneqneM BapuaHTe KIIIOY K PEIICHUIO MOXKET JaTh
TOHKOE KapTUpoBaHHUE. TeM He MeHee, TaKe B 9TOM BapUaHTE HET COpa3Mep-
HOCTH YaCTeH J0Ka3aTebCTBA: HEBO3MOXKHOCTh HaxoxaeHus AByX QTL He
JIOKa3bIBACT, YTO CYIIECTBYET TOJIbKO omuH QTL-10KyC, HO MOXKET yKa3bl-
BaTh, YTO MOOJM30CTH €CTh CIEIUICHHE. JJOmOIHUTETFHO, TTOMUMO TIPUMEHE-
HUSI METOJIOB MOJICKYJISIPHOM OMOJIOTHH, MOYKHO TIOJIaraThCsl M Ha HEMPSIMbIE
apTyMEHTHI:

— €CIIM U3BECTHO, YTO MyTaIlis OJTHOBPEMEHHO BIIMSET Ha 00a MpU3HAKA, TO
ATO 3HAYHT, YTO BO3MOXKHBI TUICHOTPOIIHBIE CBA3U. Eciiu B MOmMOTHEHUE K
sromy MmyTanus U QTL Ko-7moKamuM30BaHbI, TO MyTaHTHBIHA JIOKYC Tpe-
crapisieT coooit mogxomsamuii QTL-kanaumar.

— ecnu o0a mpu3HAKa OJHOBPEMEHHO MMEIOT JIOJI0 HE B OJHOM, a B JBYX
nnu 6oisiee oueBuaHO 0oOmmMX QTL, TO TeM caMbIM BEPOSTHOCTH ILICHO-
TPOIIMH TIOAKPEIUIICTCS. JIeCTBUTENIBHO, €CIIM COBITAJICHUE TO3UIIMHA HE
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HEBEPOATHO M3-3a pa3Mepa JOBEPUTENbHBIX HHTEpBasIOB no3unmii QTL, To
MHO>KECTBEHHBIE COBIMAICHHS BECbMa BEPOSITHBI U JIOJKHBI ObITh BCIEACT-
BHE CIIy4YalHOCTU COOBITHIH.

— MOTYT BBIJIBUTATHCS U aHAIM3UPOBATHCS MPEIIOJIOKCHUS (HHU3HOJIOTHY C-
CKOTO 1/miu Mopdonornueckoro nopsaka. Eciam, Harpumep, HaliIeHHBIH y
MOTOMCTBa KyKypy3bl obmuit QTL mpusHaka conepxkaHus abCIU3HEBOM
KHUCJIOTHI ¥ TIPU3HAKA YCTHUYHON MPOBOJUMOCTH MOTUUHSICTCS BO3ICHCT-
BHIO BOJHOTO CTpecca, TO BOZMOXHBI TPUUMUHHBIE CBSI3U WJIM B3aMMO3aBH-
cumocTtb [303](cm. ['maBy V).

— €CJIM €CTh IUICHOTPOMNHsI, TO HACJIEIOBAaHHE acCOIMAIlUN MapKep-TPU3HAK
Ha TIPOTSHKEHUN HECKOJIBKUX MOKOJEHUN OyAeT CTaOMIBHBIM, 0 TEX IOp,
MOKa B Cllyyae CLEIJICHUS M3-3a PEKOMOMHAIIMU OHO He crajeT. B To xe
BpeMsi, B ClIyyae TECHOTO CICIUICHUs HaOJIOJaeMbIi craj MOXKET ObITh
OY€Hb MEJIJICHHBIM.

— W, HaKOHEI], B Cly4yae IUJICHOTPOINUU KOPPENSIH JOJKHA HAOII0AaThCsS
Jake B OTCYTCTBUHM HepaBHOBecHOTO cueruienus (LD), T.e. y HepoacTBeH-
HBIX 0COOEH.

Ecnin HEoOXoAMMO aHamU3WPOBATh TE€HETUYECKYI0 OCHOBY CIIOJKHBIX
(KOMIUIEKCHBIX) IPU3HAKOB, (DOKYCUPYSICh MPU ITOM HA UX COCMABHBIX HAC-
msx, KOTOpbIe, KaK MPEANOIaraeTcsi, UMEIOT 0oJiee BBHICOKYIO HACIEACTBEH-
HOCTh, TO KaptupoBanue QTL craHOBUTCS OCOOCHHO NPHUBJICKATCIHHBIM.
Hampumep, npu3Hak yposkas 3epHa y KyKypy3bl MOXKET OBITh MPOaHATH3UPO-
BaH MOCPEICTBOM U3yUYCHHs CEpHM XapaKTepHCTUK mouaTka [359], mpusnak
BBICOTBI PACTEHHsS] — IMOCPEACTBOM HCCJIEIOBAHUS YHCIIa Y3€JIKOB, JJITUHBI
MEXKI0Y3JIMI U BBICOTHI ¢TeOs y movarka [116] u T.1. Apyrue aBTopsl [392]
M3y4Jaliy MpU3HAK YpOrKas 3epHa Y KYKypy3bl U IIECTh U3 OMPEACTSIONINX ero
KOMITOHEHTOB (YHCIIO TTOYATKOB HA pacTEeHUE, CPEAHSS JITTMHA U TUaMeTp T0-
YyaTKa, CpeIHEee YUCIO PSAAOoB, U T.1.). 3 14 uaeHTupuuupoBaHHBIX pailOHOB,
Hecymux QTL, aeBarh Bausan Oosiee 4eM Ha OJWH KOMIIOHEHT, a JiBa KOH-
TPOJUPOBAIIN YETHIPE U MATh KOMIOHCHTOB, COOTBETCTBEHHO (C pa3IMUHBIMU
KOPPETIAIMOHHBIMU 3HAYCHUSIMH MEXTY MPU3HAKaMu). MOKHO TaK)Ke TOThI-
TaTbCS OICHUTH POJIb (DH3UOJIOTHYECCKUX KOMIIOHEHTOB B DKCIPECCHH ITPH-
3HAKOB pa3BUTHS uiau Mopdosorun. Tak, Harpumep, ObLT UCCIETOBAH CITY-
Jaii ssBHOW Ko-jokanu3anun QTL [65], orBeyaronux 3a akTHBHOCTDH (hepMeH-
TOB MeTabonu3ma yraepona, u QTL pocra y kykypy3bl. Cxoxum o0pazoM,
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PacCMOTPEHHE KOMITOHEHTOB CJIOKHBIX NMPHU3HAKOB NP HCCIICAOBAHUH YC-
TOWYUBOCTH K 3a00JIC€BAaHHIO TO3BOJISIET MOMOJHUTH HAIKM 3HAHUS O MeXa-
HU3Max peaju3alliy 3TOro Iporecca. Hampumep, y KyKypy3bl HHPHUIHPO-
BaHHOM rpuOom Exserohilum turcium, BmecTo mpoBenenus oOmieii heHOTH-
MUYECKON OIIEHKH TPU3HAKOB 3a00JIEBaHUS, OTICIFHO H3ydalld pa3Mep H
qrcio0 nmopaxkenui [134]. ABTOpBI TIOKa3aii, 4TO 3TH JIBa KOMIIOHEHTa HaXO-
JSATCS TI0JT HE3aBHCUMBIMH TeHETUYCCKMMH KOHTPOJISIMH, TTOCKOJIBKY uX QTL
(1Ba M TpH, COOTBETCTBEHHO) HE COBMaaaroT. Tak ke ObLIo mokazaHo [216],
910 ycTOWYMBOCTh K Phytophthora capsici y nepua, ncciaemoBanHas mocpe/i-
CTBOM H3YYCHHS IIECTU OTJCIBHBIX KOMIIOHEHTOB JAHHOTO MPH3HAKa, COOT-
BETCTBYIOIIMX PAa3IMYHBIM PEAKIMSIM OPraHOB M CTaJUsIM WHQEKINU, KOH-
TpoaupoBanack HeckombkuMu QTL, HEKOTOpBhIE M3 KOTOPHIX OBUIM CICITHU-
(UYHBI K OJTHOMY KOMIIOHEHTY, APYTHUe OKa3aIlCh OOIIMMH )T HECKOJIBKUX.

3.5.6. Ippexkmut oeiicmeusn oxpyscarouieii cpeovt

Oxpy:xaromias cpea sBJAeTCs TeM (PaKTOpOM, KOTOPBIA MOXKET UMETh
U UMEET CYIeCTBeHHOe BiusHUE Ha 3ddexTrl nposisnenus QTL. Henszbex-
HBIM pe3yJbTaT JaHHOTO (DakTa 3aKIrOYacTCs B TOM, YTO B3aWMOJCHCTBHE
TEeHOTHUII-CPea MOKET YaCTUYHO MOJU(DUIIMPOBATH MPOSBICHUE TE€HOTUIIOB
TakuM oOpa3om, 4Tto amruintyaa a¢dexkroB QTL Oyner BapbupoBaTh OT O1-
HUX YCJIOBUHM BHEIIHEN cpeibl K Apyrum, u gaxe ecnu QTL ompenenen B oji-
HUX YCJIOBHSX BHEIIHEH CpPefbl, TO B IPYTUX YCIOBHUAX TOT ke QTL moxer
OBITH M HE HailieH, 1 Hao0opoT. Takoe siBIEHNE TOBOJBHO YaCTO BCTPEUALT-
Csl, MayKe €CJIM yCIIOBUS BHEIIHEW Cpenbl BIMSIOT Ha mposisiaeHue QTL ca-
MBIM Pa3HOOOpa3HbIM 00pa3oM COOOpa3HO MpU3HAKAM, PAHKUPOBAHHUIO BBI-
OpaHHBIX YCIIOBHI BHEIIHEH cpeibl U pasmepy nonyssiiuu [19, 56, 170, 203,
285, 331, 360]. BaxkHast KOHIICTIIIKS, HA KOTOPOH Oa3MPYyOTCS 3TH UCCIICI0-
BaHUs, 3aKIJI0YaeTcsa B TOM, 4YTo HeKoTopble QTL MOXHO BBHISIBUTH BO BCEX
WJIM TIOYTH BO BCEX MCCIICTYEMBIX YCIOBHSX BHEITHEH CPEIbl U IIOATOMY OHU
«YHUBEPCAIBHBI», B TO BPEMs KakK JAPYTH€ HAXOJAT JIUIIL B OMPEACICHHBIX
YCIIOBUSIX BHEIIHEH CpeIbl M, BCICACTBHE 3TOTO, OHU — «CHEIU(DUIHBIY.
Takoe moapasnenenne HeOOXOAMMO OpaTh B pacueT MPHU pean3aliy Tak Ha-
3bIBAEMOM MAPKEPHOM BCIIOMOTATEIIbHOM CEJIEKIHUM, IIPUYEM JIEJIaTh 3TO He-
00X0IMMO COOOpa3HO TUIY M PAHXKHUPOBAHUIO YCIOBHUM BHEITHEH CPEIIBI JJIs
KOTOPBIX CO3/IAl0TCS COpTa.
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Ecnu maBaTth ompeneneHuss B METOJOJIOTMUECKUX TEPMHUHAX, TO, Kak
paBuiio, B OOJBIIMHCTBE UCCienoBaHui npocTo uiryT QTL g kaxaoro u3
YCIIOBUI BHEIIHEH Cpebl U 3aTeM CpaBHUBAIOT BbisiBiIeHHbIe QTL. [Ipyrue
UCCJIEIOBAHUS MCIOJIb3YIOT MOJICNIM aHaJM3a BapUaHC MM MHO>KECTBEHHOM
perpeccun BKiItouas, B modasnenue K ddpdexram QTL m okpyxaromieit cpe-
IIbI, B3aHMOJICHCTBHUSI «T€HOTHII — OKpY»Karoias cpeaa» [32, 188, 170, 417].
Jlnia u3yueHust Takux ciaydaeB u kaptupoBanus QTL O6wumu pazpaboTansl co-
OTBETCTBYIOIIHE KOMIIbIOTEpHBIE nporpammbl [204, 418]. I1pu pa3paboTke u
anpobanuu OoJiee cioxkHoro Merona [323], paccmorpens! gannbie [170] mo
ypOXKAWHOCTH 3€peH Yy SUMEHS B 16-TH pa3iuyarouuxcsl YCIOBHUSIX OKpPY-
JKAIOIIEH cpenbl. ABTOPHI BIIEPBBIE MPOBEIN NMPUHIIMINAIBHBIA KOMIIOHEHT-
HBIM aHaIN3 B3aUMOJICHCTBUS «MaTpUIla TEHOTHUIIA X OKpYyKarolias cpeaa» u
Hama QTL 11s OCHOBHBIX KOMIIOHEHTOB 3TOr0 B3amMojaecTBus. biaroga-
psl TAKOMY TOJXOJy YCTAaHOBJIEHBI YETHIPE XPOMOCOMHBIX CETMEHTa, KOTO-
pBIC OTBEYAH 32 OTJIMYHS B TIPOSBICHUN MPU3HAKOB B PA3JIMYHBIX YCIOBUIX
BHEIIHEN CPEJIbI.

3.5.7. Cpasnumenvrnoe kapmuposanue QTL

Wcnone3ysi TaHHBIE CPaBHUTEIIBLHOTO KapTUPOBAHMS, P/ UCCIICIOBA-
TEJICH TMOMBITAIMCHh YCTaHOBUTH MOTYT U QTL maHHBIX mpHU3HAKOB OBITH
HaWIeHbl B TOMOJIOTUYHBIX MO3HIIMIX TEHOMOB POJICTBEHHBIX BHU10B. Hanbo-
Jiee HaIAIHBIA TpuMep oOHapykeH B poae Vigna (cemeiictBo Fabaceae),
raie QTL mpu3Haka macchl ceMsiH ObUI KapTUPOBaH B TeHOME BHUIOB V.
unguiculata u V. radiata [128]. Ha ocHOBe pe3ynbTaToB MPOBEICHHOTO aHa-
JU3a C UCTOJIb30BAHUEM MOJICKYJISIPHBIX MapKEpOB PaloOHBI XPOMOCOM, He-
cymue QTL ¢ manGomsmum >ddextom mrs kaxmoro Buaa (R® pasHo 36,5%
u 32,5%, COOTBETCTBEHHO), MPOSBUJIM TOMOJIOTHIO. J|OMOJHUTEIBHBIM apry-
MEHTOM B TOJIb3y HUJIEHTUYHOCTH ycTaHOBIEHHBbIX QTL cramo smucratuue-
ckoe B3anmozeicTeue. Unentuunsie QTL, ¢ KOTOPBIMU BBISIBJICHHBIE OCHOB-
Hele QTL mmenu smucraTudeckoe B3aMMOJCHCTBUE, TAKKe OBLIA PacIoio-
’KEHBI B TOMOJIOTUYHBIX paiioHax. B1o0aBok k 3TOMy, IPUMEHEHUE MOJIEKY-
JSIpHBIX P00 o0mux ans Fabaceae mo3Bonuio ycranosuts, uro QTL mpu-
3HaKa Macchl ceMsiH y ropoxa [379] u y cou [250] cooTBeTCTBYIOT OJTHOMY U3
nByx panee uaeHTHuuupoBanusix QTL Vigna. Kommumsuus QTL mpusna-
KOB OJIOMAIITHUBAHUS Y prca, KyKypy3bl, COPTO U CaXxapHOTO TPOCTHHUKA TaK-
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’Ke BbISIBUJIA coBmaaeHue nokanusanuu QTL Gonee wactoe, yem MOXXHO ObI-
70 ObI O)KUAATH MPOCTO MO CIIyYaro, 0COOCHHO I MPU3HAKOB pa3Mepa 3ep-
Ha, Pa3MalibIBaHUsl U BPEMEHU [[BETCHHS NpU KOpoTkoM aHe [287]. U, Hako-
Hell, aHAJIOTUYHbIC BBIBOJBI CIENaHbl B OTHOIICHHWH M TpPeX BUAOB poja
Lycopersicon, Bkirovast KyJIbTypHBIH ToMar [154, 285].

[Tonmy4yeHHble pe3yabTaThl HHTEPECHBI HE TOIBKO KaK JTOTIOJIHUTEbHBIC
IpUMEpHl SBONIOIMOHHON HauOafanTalMu CUHTEHUH. [IpumedarenbHbBIM
(akTOM SABISETCS TO, YTO BHJBI, KOTOPHIE AUBEPTUPOBAIM MHOTO JIET TOMY
Hazaj (cemeiicTBo Poaceae, Hanmpumep, HaCUMTHIBAET mopsaka 60 MUILIHO-
HOB JIET) U, KUBIIME B OYE€Hb PA3HOOOPA3HBIX IKOJIOTUYECKUX YCIOBHSIX, 110
CHX TIOpP BBISBJIIIOT TOMOJIOTHYHBIE MOJMMOP(HBIE JTOKYCHI, 00BICHSIONMINE
M3MEHYMBOCTh HEKOTOPBIX MPU3HAKOB. U B TO ke BpeMmsl, BCE 3TO HAallOMHUHA-
€T HaM, YTO CPaBHEHHE JBYX MOTOMCTB Ha BHYTPHMBHUOBOM MOJIEKYJISIPHO-
TE€HETUYECKOM YPOBHE MOXKET IMPHUBECTU K MOJYUYEHHUIO YACTUYHO pa3inyaro-
mmxcst cepuidt QTL.

3.5.8. Hexomopuie xapaxkmephuie ocovennocmu QTL

XapakrepuzoBath QTL 3amaua He u3 nerkux. M3-3a cnabbix heHOTH-
nudeckux 3G@dEKTOB U IIyMa T'€HETUYECKOTO OKPYKEHHS, MPOU3BOJAUMOIO
apyrumu QTL, a Takxke n3-3a BIUSHUASA YCIOBUN OKPYKAIOIIEH CPEbl, UICH-
tudukaius jJokycoB QTL mpuobperaeT KOMILJIEKCHBIN U 060Je€ MHOTOTpaH-
HBIA XapakTep. Y paCcTEHU Ha MOJIEKYJISIPHOM YPOBHE CO BCEH OIpPEIEIICH-
HOCTBIO OBLIIM OXapakTepu3oBaHbl Bcero Heckonmbko QTL. C npyroit cTopo-
HBI, COBEPIIICHHO OYEBHUIHO, YTO To3HaHue mpupoasl QTL HeceT orpomHbIN
byHIaMEHTAIbHBIN U MPUKIIATHON acleKkT. B 3Toif cBs3u cileayeT MOMHHUTH,
YTO COBpPEMEHHAs MHTEpHpeTanus cioBocoueTanust «uaeHtudukanus QTLy»
00BIYHO MOJIpa3yMeBaeT HEOOXOIUMOCTh MCIOJIb30BAHMS OJIHOTO U3 JABYX
METOMYECKUX TOAXO0J0B ISl MPUAAHUS PEaTbHOTO CMBICIOBOTO 3HAYCHHS
JAaHHOMY TepMUHY. Bo-miepBBIX, €CliM HUYETO HE M3BECTHO O (hU3UOJIOTHYE-
CKHMX U MOJICKYJISIPHBIX OCHOBAaX IMpHU3HaKa, HEOOXOIMMO MCIOJIb30BaTh TeHe-
TUYECKUE U MOJICKYJISIPHO-OMOJIOTHYECKUE TOAXOAbl ISl TOT0, YTOOBI KJIO-
HUpoBaTh m3ydaeMbiii QTL («mo3unmonHoe KiIOHUpOBaHHE»). Bo-BTOpHIX,
€CJIM YCTaHOBJICHO, YTO B IMPOSIBJICHHUE MPU3HAKA BOBJICUYCHBI T€HBI C U3BECT-

HOM (yHKIMEH, OoJiee MpaBMIIbHBIM OyJeT UCKAaTh T€ U3 HUX, Yel MOIUMOp-
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(bu3M COCTaBISET ONPENETECHHYIO YaCTh H3MEHUYNBOCTH M3y4aeMOro MpHU3Ha-
Ka (IOJIX0]1 «T€HOB-KaHAUIAaTOB»). PaccMOTpuM 3TH MOAXOBI.

3.5.8.1. Knonuposanue QTL

Hnsa unentudukanuu u BeiaeneHuss QTL MeromoM mMO3UIIMOHHOTO
KJIOHUPOBAHUS MOTYT OBITh HCHOJB30BaHbl T€HETHYECKUE TOJIXOJbI, OIH-
canHble Hamu panee [13]. OmHako OTCYTCTBHE TUCKPETHOCTH, MPUCYIICH
MEH/ICJICEBCKUM TpU3HAKaM, WJIM, IPYTUMU CJIOBaMU, HAIWYUE TPOIOJIKH-
TEIHLHOCTH BapUallUd y KOJMYECTBEHHBIX MPU3HAKOB JIEJaeT 3ajady OoJjiee
cnoxHoil. IIpexae Bcero, mo CTaTUCTUYECKUM MPUYMHAM. DTO 3HAYMT, YTO
HAYYHBIN IJIaH MPOBEJECHUS IKCIIEPUMEHTOB JIOJDKEH OBITh IO BO3MOXXHOCTH
BceoObeMITIONI. B citydae MCHONb30BaHUS MPAKTHYCCKA M30TECHHBIX JTMHUI
wi Metoga BSA st ckpuHMHTa TEHOTUTIOB HEOOXO0IMMO BOCIOJIB30BAThCS
Mapkepamu, ¢uankupyromumu QTL, mockonbky npoBeneHue GeHOoTHIHYe-
CKOTO CKpUHUHTA C 1IeJbl0 KJIoHUpoBaHus QTL mpu 3ToM OOBIYHO HEBO3-
MOoxHO. [lo 3TO¥ ke mpuumHe ISl yCTaHOBIICHHBIX paiioHoB QTL Tpebyercs
KapTUPOBAaHUE C BBICOKUM paszpeinieHrueM. [[03uImoHHOe KJIOHUPOBAHUE pe-
ATPHO OCYIIECTBUMO TOJBKO JIUIIEL TOTAa, Korma QTL nokanmm3oBaH B HHTEp-
BaJie MEHbIIIE, YEM OJIHAa CAHTUMOPTaHHUA U MOKA TOJIBKO Y BUJIOB C MaJeHb-
KHM pa3MepoM reHoma. B miaeane HeoOXOAMMO TOCTHYD JAUCTAHIIMH MEXKITY
mapkepamu u QTL paBnoii npumepno pazmepy YAC wm BAC kiona unm
naxe Menbie. /[ naentudukamuu «HescHbIX» QTL MOXeT moHag00UThCS
npoBeieHne TpaHchOpMaIMK C 1EIbI0 YCTAHOBIICGHUS WCTUHHOW (YHKIIMO-
HaJbHOW aKTUBHOCTH KJIOHUpoBaHHBIX QTL. C apyroil cTOpOHEI, BEpOsSITHEE
BCEro, IPYTrUe J0Ka3aTeIbCTBA MOTYT OKa3zaThbcs Oosee d3(PPeKTUBHBIMU, Ha-
puUMeEp Te, 4TO YMOMAHYTH B ['1aBe |V nipu onvcaHnyu METO0JIOTHH KJIIOHH-
pPOBaHUSI OCHOBHBIX (MEHJIETIEBCKMX) I'€HOB: KapTHUPOBAHUE C BHICOKUM pa3-
pEeIICHUEM EIUHWYHBIX T'E€HOB-KAHIUJATOB C IIEJIBI0 HAXOXKICHUS KO-
CErPEerupyIONIUX C MPU3HAKOM KJIOHOB, OMOMH(DOPMATUBHBIN aHAIIU3 TEp-
BUYHBIX AMHUHOKHCJOTHBIX M HYKJICOTHIHBIX ITOCIICIOBATEIBHOCTEH WIIN
M3y4YeHUE COOTBETCTBYIOIIEH OJKcIpeccuu (cM. HUxke). B mrobom ciyuae
uaeHtTugukanuss QTL mocpencTBOM KIOHUPOBAaHUS, MO-BUAMMOMY, JAOJIKHA
OBITH BO3MOKHA WJIH, KaK MUHUMYM, Jierde uist QTL ¢ 6onmbimumu adpdexra-
MU /WA JJI TIPU3HAKOB, Y KOTOPBIX M3BECTHBI MyTaHTHBIC (hOPMBI (HAIIPHU-
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Mep, KJIOHMPOBAHHBIE TEHBI KAPIMKOBOCTH OYEHBb yIOOHBI ISl XapaKTEepH-
ctuku QTL BBICOTBI pacTeHUS).

HecmoTpsi Ha mepednciieHHbIe TPYAHOCTH, BO3HUKAIOIIME B pealin3a-
[IUU JJAHHOTO MOAXO0Ja, B PAJE CIy4YaeB YIaloch JOOUThHCS YCIEIIHOTO MO3HU-
nuoHHoro kinoHupoBanuss QTL. Hampumep, y tomarta kmonupoBan QTL
fw2.2 B 3HaYUTENHHON Mepe OTBETCTBEHHBIN 3a CYIICCTBCHHOC YBEINYCHUE
pa3Mepa I10/1a, MPOU3OIIEAIIee B Ipoliecce oAoMalIHuBanus Buaa. Kaptu-
pOBaHUE C BBICOKUM pa3pelieHueM MOo3BoJIUI0 uaeHTuduuupoBatsh YAC-
kioH ¢ 3tuM QTL. Ilpu mepeHoce MeTOqOM TpaHCTeHO3a KOCMUBI, BBIE-
JeHHOM n3 fw2.2 palioHa METKOIUIOIHBIX JMKHX BHIOB U COJIEPIKAIICH OJUH
u3 naTH TeHoB, HalaeHHBIX B YAC (ORFX), B copTta ¢ OOJBIIUMU TIJI0aMH,
IPOU30IILIO YMEHBIIEHHE pa3Mepa IUIOA0B JI0 IPEICKAa3aHHOTO U 05KUAEMO-
ro yposHs [132]. B moToMcTBe ToMaTa ke, cocrosimem u3 7000 pacrenuit Fp,
C BBICOKOM TOYHOCTHIO ObLI KapTUpoBaH Jiokyc QTL, yBenuuuBarommui co-
JepKaHue caxapa B IUIoAax. B maHHOM ciydae, Mpu UCHIOIB30BaHUU TIPAKTHU-
YECKU M30TECHHBIX JIMHUM 11 uneHtudukanuu ynomsinyroro QTL, kaptupo-
BaHWE BBICOKOTO pa3pelIeHus MO3BOIMIIO0 YCTAHOBUTD MPEAETbHBIC 3HAUCHUS
uaeHtudunupyemoro QTL B paiione pazmepom 484 11.0., BKIIOYAIOIIEM JK-
30H M MHTPOH T€HAa WHBEPTa3bl — (PEPMEHTAa, KOTOPHI MOIYIUPYET CHITY
HayuBa 110108 Tomara [135]. ¥V puca mocpeacTBoM KapTUPOBaHMS BHICOKOTO
paszperieHus OblT HISHTUPUITUPOBAH T€H OCHOBHOTO KOJMYECTBEHHOTO MPH-
3Haka, Hd1, KOHTpoMpPYIOIIKiA OTBET HA U3MeHeHue doTorneproa. [1Jis 3To-
ro aBTOPHI UCIONb30BAINA 1505 cerperanToB, KOTOPHIE O3BOJIWUINA UM OIIpe-
JEIUTh TEHOMHBIN palioH pa3MepOM BCEro JUIIb B 12 T.1.0. DTOT pailoH cTanl
cBoeoOpa3HbpIM TeHOM-KanmuTatoMm s Hd1l. Tlocnenyromuii aHanw3 BbI-
sui, 4yto Hd1l coorBercTtByer reny romonormyHomy CONSTANS vy
Arabidopsis [411]. W, HakoHell, ¢ TOMOIIBIO CXOXUX T01Xx010B y Arabidop-
sis kimonupoBan QTL Bpemenu nBeTenus [118].

3.5.8.2. ['envi-xkanouoamui

[lonxon «reHoB-KaHIUAATOB» (PAKTUYECKH €CTh HUYTO MHOE KaK JBa
pa3HBIX MMOJIX0/Ia, KOTOPBIE B YEM-TO ITOXOKH JIPYT Ha japyra (Tadi. 8).
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Taoauna 8
IMoaxoab! uaeHTUPUKANNH T€HOB-KAHIU/IATOB

«DYHKIIMOHATILHBICY TeHbI-KaHIUIAThI «[To3unMOHHBIC» T€HBI KAHTUAATHI
I'enbl ¢ u3BecTHON (QyHKITUEH I'enernyeckoe kaptupoBanue QTL
[Momumopduzm? ['ensl/mMyTanuu B paiione?
[Ipencraisiet 11 STOT MOJIUMOPPU3M XOTSI CooTBeTCTBYET JIM XOTS ObI OIMH/O/THA
OBl YaCTh M3MEHUYMBOCTHU IIPU3HAKA? u3 Hux QTL?

3.5.8.3. «Dyukyuonanvuwviey eenvl-kaHoudamoi

JlJis HEKOTOPBIX KOJMMYECTBEHHBIX MPHU3HAKOB (PU3UOJIOTHS CIY>KUT
OTJIMYUTEIBHON uepTol uccaenyemblx (pyHkuuid. Eciam goctymHbl coOTBET-
CTBYIOIIIME TE€HBI, TO SBISAIOTCS JH OHU T€HaMHU-KaHauaatamu JokycoB QTL
U3y4aeMOro NpU3HAKa WIK HET, 3aBUCUT OT UX BO3AEUCTBUS Ha 3((PEeKTHI
nonmuMmopgusma (J1r000ro), MPOSBISAIOMIETOCS B M3MEHYMBOCTH IPU3HAKA
[295].

VY pacteHuil nepBbIM ONMyOJIMKOBAHHBIM MPUMEPOM I'€Ha C U3BECTHOMU
GyHKkIKeH, KoTopslii coorBeTcTBOBaN QTL, mo-Buaumomy, 061 reH Srunken-
2, xomumpyronmi omHy u3 cyowemuuuil AJ{D-rirokozonupodocdopuriazbl
(AAD-T'TI®) — xmroueBoro (pepMeHTa B CHHTE3€ caxapoB 3epHa. AMepu-
KaHCKHE y4eHble B nonyssiuuu npuMepHo u3 100 cemeit F3 Kykypy3bl Hanuiu
QTL c odyeHn cunbHbIM 3HPEKTOM, OTPEAEISIONIUM COJICP)KAHUE CaXapoB, U
JIOKAJIM30BaJIM €ro TOYHO B paioHe pacmojoxeHus reHa AJID-T'TIO [155].
JpyruM NpUMEPOM CIIY)KUT CaxapOo30CUHTETa3a, OTBETCTBEHHAs 3a THAPOJIU3
caxapoB Ha rioko3y U (pykro3y. DOpaHily3ckue HccaeoBaTeNd B MOMYJIs-
IIUU PEKOMOWHAHTHBIX HHOPEHBIX JTMHUN KYyKypy3bl oOHapyxmt QTL, orm-
penensIone akKTUBHOCTh 3TOTO (DepMeHTa, OJUH M3 KOTOPHIX OHU CYMENH
JIOKQJIN30BaTh B JIEBATOM XPOMOCOME TOYHO B MECTOPACIOJIOKEHUU CTPYK-
typHoro reHa Shl [65]. Bosee Toro, B ToM ke paiioHe aBTOPHI JIOKATU30BAIN
QTL mpusnHaka coxepskaHus rekco3sl M ogquH QTL paHHero mpopacTtaHus.
Takum obpazom, nomumopdusm Shl MokeT ObITh TPUYMHON BapHaIlUH aK-
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TUBHOCTH ()€PMEHTa, KOTOPHIH B CBOIO OYEpEab, OOBACHAET MPUCYTCTBUE
QTL npoayKToB peakiuu pepMeHTa U BIUAET Ha MIPU3HAK POCTA PACTECHHUS.
Hpyrum npumepoM uaentudukamuu QTL mocpencTBoMm ucmoiab30Ba-
HUS TOAX0/a (DYHKIIMOHAJILHOTO T'eHa-KaHauJaTa SIBSIETCS M3Y4YEeHHE MpHU-
3HaKa COJICpKaHUs Mai3uHa (aHTJI. MAYSiN) B MEeCTHKaX MOYaTKa KyKypys3bl.
Maii3ud — 370 (pJ1aBOHOU, KOTOPBII HHTMOUPYET POCT U PA3BUTHUE T'YCEHU-
IIbIl aMepHUKaHCKOM xyonkoBoi coBku (Helicoverpa zea Boddie). Ilytu ero
OMOCHUHTE3a XOPOIIIO U3BECTHBI, @ TEHbI, KOJUPYIOIINE OCHOBHbBIE (DEPMEHTHI,
U OOJIBIIMHCTBO PETYJIATOPHBIX (PAKTOPOB 3TOTO IMpolecca KIOHUPOBAHBI.
Ucnons3ys B kadectBe MapkepoB reHoMmuble U kJIHK mpoObl 3THX reHoB,
rpymma yueHsix [62] nposena B momyssinuu F, mouck jgokycoB QTL, onpee-
JSIONINX COMepKaHNe Mali3uHa. B pesynbrare umu BoissieH (R = 58%) ak-
TUBATOP TPAHCKPUIIUU p [, UTPAIOIINNA OJJHY U3 OCHOBHBIX pOJieil B OMOCHH-
Te3e maiizuna. Halinennsiit QTL aeiicTBOBaN aaIuTUBHBIM 00pa30oM, MPUYEM
c OoybIIMMU paznuuusIMu 3(PPEKTOB MEXKIYy aUICTSIMHU: CpPEIHUE KIIACChI
Q1Q1, Q:1Q; m Q,Q; okazanmucek, coorBeTcTBeHHO, paBHbI 0,023%, 0,280% u
0,630% cBexero Beca NECTUKOB Movarka. OTIMYUTENbHAS, 10 CPABHEHHIO CO
CTPYKTYPHBIMHM T'€HaMH, KOJAUPYIOIKUMHU (PEepMEHTHI, POJb JAHHOTO T€HHOI'O
peryisTopa, MOXET ObITh, IPOCTOM CIYYaHHOCTBIO, HO 3TO COIJIACYETCS C
Teopueit Mmerabonmmdyeckoro koHtpoist [192]. Kpome Toro, aBTOphI OKa3aiH,
4yTO Bapvaluu B 3((HEKTUBHOCTU CTPYKTYPHBIX T'€HOB ()EPMEHTOB B KOM-
IUIEKCHBIX IyTSX METAa0O0JU3Ma B LIEJIOM MMEIOT YMEPEHHBIE MOCIEICTBUS B
OTJIMYME OT BapualUil peryiasaTopHblx (aktopoB. [IpuBeneHHBIM Hmpumep
TaKKe WIIIOCTPUPYET BaXKHYIO TOUKY 3PEHUS, 3aKII0YAIOUIYIOCS B TOM, UTO
npobiema xapaktepuctuku QTL He oO0s3aTenbHO SBIASETCA MPOOIEMON
UIeHTU(UKAIIMM U KIOHUPOBAHUS HO8bIX T€HOB. Jlaxke eciim M3BECTHBI BCE
reHbl U UX (PYHKIIMU B MOJIETBHBIX 00BEKTaX, TO BOIPOC 00 MX BIUSHUU Ha
KOJIMYECTBEHHYIO BapUALMIO MPU3HAKA BCE PABHO OCTAHETCS HEPEIICHHBIM.

3.5.8.4. «llo3uyuonnviey cenvi-Kanouoaml

Jns MHOTMX TPU3HAKOB HET (PU3HOJOTO-OMOXMMHUYECKUX JaHHBIX
CITyaIlluX OPUEHTHUPOM IIPH BHIOOpPE TEHOB C W3BECTHOM (PpyHKIHEe. B aTom
cllydyae cTparerus 3akiarouaercs B KaptupoBanun QTL HacTosibko TO4HO, Ha-
CKOJIBKO ATO BO3MOJKHO, M B TIoWiCKe paifona QTL s TeHOB Wik MyTaIui,
KOTOPBIE MOTYT OKa3aThCsl XOPOUTUMHU KaHIUaTaMH.
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OcoObIi HHTEPEC BHI3BIBAIOT MyTAIlUH, IPUIAIOIINE SIPKO BHIPAXKEHHOE
3HaueHHUe u3ydaemomy npusHaky. Hampumep, QTL-nokyc xpomocomsl 1 Ky-
Kypy3bl, BIUSIONIMN Ha JJIMHY CTEOJICH y MOTOMCTBA, MOJYYEHHOTO MPHU
CKpCUIMBAaHUK KYKYpy3bl W TEOCHHTE, COBIAJaeT ¢ MyTamued Teosinte
branched 1 (Tb1l), mpunatomieii kykypy3e (HEHOTHUIT YaCTHYHO CXOXKHUH ¢ de-
HOTHUIIOM TEOCHHTE, T.€. OOYCIIABIMBACT PA3BUTHE JJIMHHBIX JIATEPaTbHBIX
ctebneii. [TocmenoBarenpbHOE KJIOHUPOBaHKE TD1 ¢ MOMOIIBIO0 TeHETHIECKIX
U MOJIEKYJISIPHBIX METOAMYECKUX MOIXO0J0B (CM. HMXKE) MOATBEPAMUIIO, UTO
aokyc Thl coorBerctByer QTL, mist kotoporo panee ObUIM HAIEHBI TPU
THUIIA aJIJIeJIel: TTOTHOCTHIO aKTUBHBIN ajuiellb KYKypy3bl; alljiesib, HA3BaAHHBIN
tbl + teosinte, mposBIIAIONINI MPUMEPHO TMOJOBHHY aKTHBHOCTH D1 Teo-
CHHTE ¥ MHAKTUBUPOBaHHBIN ayuteib thl MyTaHTOB KyKypy3bl.

MonenbHbIE BUIBI ¢ MaJbIMH TIOJHOCTHIO CEKBEHUPOBAHHBIMU T€HO-
MaMU OCOOEHHO TOJIE3HBI B KOHTEKCTE IMO/AX0/a TeHOB-KaHIuaaToB. BromHe
wuttocTpatiBeH B 3toM otHomenun npumep reHa CO (CONSTANS) pesym-
ku Tane (Arabidopsis thaliana). MyrtanT (co) 3aaepKuBacT BpeMs [IBETCHUS
P JUIMHHOM (hOTOTIEpHOIe, HO HE MPU KOPOTKOM, M, TEM CaMbIM, YMEHBIIIa-
€T peakuuio Ha spoBu3anuio. 3oHA reHa CO u eme 10 TOMONTHUTEIBHBIX
po0 MOJIEKYJISIPHBIX MapKepoB, CIEMICHHBIX ¢ TeHOM CO B COOTBETCTBYIO-
el eMy rpyIine CUeryieHus: mpuMepHo B 7,5 ¢cM, ObUTH KapTHUPOBAHKI B I10-
nynsiun 0ekkpoccoB Brassica nigra mocpeacrBom RFLP. M3-3a mpowuso-
IIE/IINX B MPOIECCE IBOIIONMK TeHoMa B. nigra mymiukaruii, rpymnmsl cie-
TJICHUST OBUTM HAWICHBI B TPEX Pa3IMYHBIX paiiOHaX, 1Ba U3 KOTOPHIX HECITH
QTL Bpemenu 1BeTeHus1, coBnaaarone ¢ romonoramu CO. Takum obpazom,
MOJTy4eHHBIE pe3ynbTaThl 0003HaymIu romonor CO apabumoncuca B KauecT-
BE TIOJIXOIAIIECr0 reHa-KaHauIaTa BpeMenu 1eteHus y B. nigra [209].

3.5.9. Ilposepka zenos-kanouoamos

HeszaBucumo oT TOro, UCMOJIb30BAIACH JIM METO0JIOTHS TTO3UI[MOHHO-
ro KJIOHUPOBAHUS WJIM INPHUMEHSUIACh CTPATErvs IN€HOB-KAHAUIATOB, POJIb
BBIJICJIUBIIETOCSI T€HA B M3MEHYMBOCTH KOJWYECTBEHHOTO TMPHU3HAKA MOXKET
OBITH YCTAHOBJICHA MOCPEACTBOM PA3IMYHBIX HE UCKIIOUYAIOIINX APYT Ipyra
MOJXO/I0B.
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3.5.9.1. Ceksenuposanue anneneii 2eH08-KaHOUOAMO8

[IpucyrctBue nonuMopdusMa cpeau ajienei reHa-KaHauaaTa Jo0JKHO
OBITH YCTAHOBJICHO 70 Haudaja m3ydeHus ero ¢Gyuknwid. [Ipu sTom ucciemno-
BaHUIO MOJUICKUT HE TOJBKO KOJAUPYIOUINI palloH reHa, HO TakXKe U ero pe-
ryisTopasle yactn. Kak mokaszano jis Thl xkykypy3sl (CM. BEIIIE), TOJIH-
MOP(U3M MOKET HAXOAUTHCS U B MPOMOTOPHOM paiioHe reHa. CeKBEeHHpO-
BaHUE AJUICTBbHBIX CEpUM IeHa-KaHAuJaTa, HAJACHHBIX B MOMYJSIIUA C MU-
HUMAaJIbHBIM HEpaBHOBECHBIM creruieHueMm (LD), sBnsierca apyruMm croco-
O0M, C MMOMOIIBIO KOTOPOTO MOYKHO MOATBEPAHWTH POJIb KaHIWJATa, HAIMPHU-
Mep, TOCPEJCTBOM IMOUCKA MOJMMOP(PU3MA HAa YPOBHE E€AMHUYHOIO TMOJIHU-
mopdm3ma (anrit. single nucleotide polymorphism, SNP), xoppenupyroriero
¢ npu3HakoM. JlocToBepHasi KOPPESIUS HEe TPEIoaraeT clydaiHbIX B3au-
MOOTHOIIEHUH, MOCKOJIbKY LD Ha KOPOTKOW JUCTaHIIUU MOXKET OOBSICHUTH
HaOmogaemyro Koppemsanuio. Kak MUHMMYM, OHa yKa3bIBaeT, 4TO HaOJII0-
JaeMbli moaumMopdu3M mpu3Haka renetndecku koppenupyet ¢ SNP.

3.5.9.2. Onpeoenenue sxcnpeccuu QTL unu axmusnocmu 2eH08-KaHOUOAMO8

HeoOxoaumbIM (HO HE JOCTaTOYHBIM) YCIOBHEM OTOOpa KaHIuaaTa
ABJISIETCSI TO, YTO ypoBeHb ero s3kcnpeccun (MPHK unu xoHuentpamus 6en-
Ka) W/UIU €ro aKTUBHOCTH (IJ1s1 (hepPMEHTOB, TPAHCIIOPTEPOB, TPAHCKPUIIIIU-
OHHBIX (DAKTOPOB U T.I1.) JOJKHBI OBITh BapHaOEIbHBIMU B U3y4a€MOW MOITY-
nauud. B momonHeHWME K ATOMY JKcmpeccuss wiM akTuBHOCTh QTL/rena
JOJKHBI OBITH CO-T0KaNu30BaHbl ¢ QTL m3ydyaeMoro ¢eHOTUITUYECKOTO MPH-
3Haka. Pa3paboTka BBICOKONPOM3BOAUTEIbHBIX METOJOB aHalIM3a IKCIpec-
CUU TPAHCKPUITOB U OEJIKOB JIeJIaeT ATOT MOAX0/ 00JIee JIETKUM.

3.5.9.3. Tpancpopmayus

TpancpopMallMOHHBII T€HHO-MHXEHEPHBIA NEPEHOC WM TpaHchop-
marusa pparmentoB JIHK, necymmx mpemanonaraembie QTL, B MopaenbHbIe
(¥ HE TOJIBKO) OOBEKTHI, CIIOCOOHA IOMOYb MPUHSTH OINPECICHHOE PEIICHUE
oTHOcUTeNbHO uccieayembix QTL. Omnako Tpanchopmaris MOXKET BBIIBHU-
HYTh crieriupuyHbie nMpodsieMbl, cBa3aHHble ¢ QTL, mockoiabKy B LIETOM 3a-
Jlaya CBOJUTCA HE K KOMIUIEMEHTUPOBAHWIO HEAKTUBHOI'O I'€HAa AKTHUBHBIM,
a K cpaBHeHHUIO 3P (deKTOB ABYX aKTUBHBIX ajuiesie rena uiu QTL, uTto mo-
KET O0Ka3aTbCid CTAaTUCTUYECKH TpyAHbIM. Kpome TOro, romosnoruynas
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TpaHchopMaIHs TOKa €Ille He BO3MOXHA y PACTEHHIA, ¥ TOITOMY MECTOpac-
HoJjoXeHne W/uin 3G(GEKThl 10361 MOTYT HMPUBECTH K HEOJHO3HAYHBIM pe-
synbraram [12].

3.5.9.4. Konuuecmeennas komniemenmayus

Ecnu BeisBisemsrii QTL nmeer Oonbiioi 3Q¢pekT U U3BeCTEH MyTaHT,
KOTOPBIN OompeessieT KpailHee 3HaUeHHe IpU3HaKa, TO JIJIS U3YUYEHUs KaHu-
JaTa MOXET ObITh UCIOJIb30BaHa TeHETHYECKas: KoMIuieMeHTarus. J{is aToro
MIPOBOJIAT CKPEIIMBAHUS MEXITY 0CO0bI0 rerepo3urotHoit mo QTL u ocoOrro
TOMO3UTOTHOM MO MyTallMM WM AUKOW/MyTaHTHOU retepo3urotoit. [Ipu mo-
MUHUPOBAHUU «MaKCUMAJIbHBIX» aJlJIeJIeH, pacIerIeHHe B TIOTOMCTBE OYIeT
HaOmoaaThesl Toabko ecii QTL m OKyc, HECymui MyTaluio, MOTHOCTHIO
coBnaayT (cooTBeTcTBEHHO, 1:1 1 3:1). B npoTuBHOM citydae Oynet HaOIIIO0-
JaThCsl KOMIUIEMEHTAIIUS, PEECCUBHBIE aJUIENIN JBYX JIOKYCOB OyayT 3aMac-
KUPOBaHBI (CKPBITHI), & TIOMYJISIMA HE MPOSIBUT paciiuerienue. Takoi Bapu-
aHT TEHETHYECKOTO B3aUMOJICHCTBHS MPOJIEMOHCTPUPOBAH Ui JIoKyca Thl
[108, 109]. Myrarus, npuaaBaBinas Kykypy3e (GEHOTHI, B HEKOTOPO# CTe-
MeHU, CXOKUU ¢ (PEHOTHUITIOM TEOCHHTE, oka3anach oaHuM u3 QTL oTBerct-
BEHHBIX 32 PA3JIMUU MKy KyKypy30i U TEOCUHTE.

Taoauma 9
KosimuecTBeHHAs1 KOMILJIEMEHTALMSA ™
Kangunpgar, Kangnpgar,
cooTBeTcTBYeT QTL He cooTBeTcTBYeT QTL
JIc JIc
+ m Qx+ Qxm
+ m Qx+ Qxm
I, I,
Qn + m Qut Qx+ Qxm
Qn Qu Qn Qu+ Qnt Qnt
QL + m Qut Ox+ Qxm
Qu Qu QL Qut Qut Q.+

*[TNJIg n ITNJIc cOOTBETCTBYIOT MPAKTUYECKH M30TE€HHBIM JHUSIM 111 QTL u mokyca-
kauaunata. Qx — amwtens QTL nunwmii +/+ u m/m, B ciiyuae Korja reH-KaHAuIaT He Co-
otBercTByeT QTL.

OpnHako mpH peanu3aluy 3TOro TECTAa OJHO3HAYHBIA PE3yJIbTaT MOKET
ObITh TMOJYYEH JHIIb B PEIKUX ciaydasx, nmockoiabky QTL, kak mpaBuio,
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uMeroT cnadbie 3(Q(EeKTH U MPOSBISIOT JOMUHUPOBaHUE. B Takux ciydasx
clelyeT MPUMEHUTh OOIIMI MOAXOA MO YCTAHOBIEHUIO KOJUYECTBEHHOM
KOMILJIEMEHTAIINH, JaKe €CJIM CaM TECT M €r0 MHTEPHpeTanus OKaKyTcs 00-
aee cnokHbIMHU [127]. Paccmorpum Heckonbko moapobuee. Ilycts Qp u Qp
(H u L — BBICOKHIA M HU3KHH HJIM MaKCUMAJIbHBIH U MUHHUMAJIbHBIA, COOT-
BEeTCTBEHHO) OyayT nBa amiens QTL oOHapyxeHHBIX B moTomMcTBe. [locpen-
CTBOM TIPOBEJICHUS OEKKPOCCHBIX CKPEIIUBAHUI C MIOMOIIBIO MAapKEPOB, IMO-
JAy4aroT mapy npakTudecku m3oreHHbIx ymuui (ITWJI, anri. near isogenic
lines, NIL) Qu/Qn m Q. /QL. OnHOBpEeMEHHO HEOOXOIUMO MOIYIUTH Tapy
[TNJI nukoro TMma ¥ MyTaHTa 10 TeHY-KaHIUAaTa, ¢ TeHoTUIaMu +/+ u m/m,
cootBeTcTBeHHO. CkpemmBanus Qu/Qy x +/+, QL/QL x +/+, Qu/Qn x m/m u
Qu/QL x m/m mamyr mpeacraBiieHHbIe B Tabnuie 9 T'€HOTHIIBI, COOOPa3HO
TOMY, COOTBETCTBYET I KaHauaaT paiiony QTL (oamu nokyc) win HeT (aBa
nokyca). Ecnu kanaunar coorBerctByeT QTL, TO TOr/Ma pa3nuuus MEexy re-
HOTHITMYCCKUMU 3HAYCHHIMH M/Qy 1 M/Q., Kak 0KHIaeTcs, JTOJDKHBI OBITH
BBIIIIE YeM paznuyus Mmexay +/Quy u +/Qp (eciau ToIbKO ajuielpb + MOJTHOCTHIO
PEIECCUBEH 0 OTHOIICHUIO K ayutersiM Qn u Q; ecium amiens + cTporo Jo-
muHaHTeH Hag Qp u Q, To Torma He OydeT pasmuuuii Mexay +/Qy u +/Qy).
Ecmm kanammar He cooTBercTBYeT QTL, TO B 3TOM Ciiydae HE OXXKHIAeTCH,
yro paznuuns Mexay Qx+/Qut+ u Qx+/QL+ OyayT JTOCTOBEPHO OTIIMYATHCS
OT TeX, 4T0 OyayT mosyueHbl Mexay Qxm/Qut+ u Qxm/Q L+, kakum ObI TO HU
ObLTO TOMHHHUpOBaHUE MeXay auteneM Qx u amtensavmu Qp u Qp (paznmuuus
paBHBI HyJI0, eci Qx cTporo gomuaHpyeT Hax Qu u Q). Takum oOpaszom,
CJIeIyeT TOMHUTH, YTO STOT TECT TOXKE HE SIBJSETCS OJHO3HAYHBIM, MOCKOJb-
KY BBISIBJICHHBIC JTOCTOBEPHBIC PA3JIMUUs MOTYT OBITH PE3yJbTaTOM DITHCTa-
THYECKOTO B3aUMOJCHCTBUS MEXIYy T€HOM-KaHIUIATOM W OJAHUM WU HE-
CKOJIbKUMH JPYTUMU reHaMu. B 3ToM ciyyae kaHauaatr OyJeT COOTBETCTBO-
BaTh QTL, oka3pIBarolieMy BIMSHHE HA MPU3HAK, HO HEe m3ydaemomy QTL
JIOKYCY.

3akioueHue

[lepBbie skcniepuMenTsI 1o Jtokanu3aruu QTL y pactenuit 6epyT cBoe
Hayasio ¢ cepeannnl 1980-x rogoB. OIHAKO YK€ Ha CErOJHS CTAHOBUTCS OYe-
BUJIHBIM, 4TO uacHTHuKamus QTL mo3BoIUT pacMpuTh Hallle TOHUMaHHUE

MOJICKYJISIPHON U (PU3MOJOTHYECKON OCHOBBI M3MEHUYMBOCTH KOMILIEKCHBIX
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Npu3HaKoB. B cenekuuu pacTeHUil 3TO JeNaeT MPOBEACHUE MOHUTOPHUHIA
camux QTL paxke B Oonblieil cTerneHU MPUBJICKATEIbHBIM, YEM TOMCK U
UIEeHTU(DUKAITUS X MAPKEPOB.

HakormienHble Ha HECKOJBKUX BUAAX PACTEHUMN JTaHHBIC BBISBUIN SIC-
HbIC TCHJICHIIUY B aPXUTEKTOHUKE TEHOMOB, B OCOOCHHOCTH, B YaCTOTE CIy-
YaeB SIBHOM KO-JIOKaJIM3alUUd MEXIY JIOKYyCaMU KOJMYECTBEHHBIX MPU3HAKOB
¥ T€HAMU C KOJWYECTBEHHBIMH 3¢ deKkTamu (Hanmpumep, reHaMu, KOHTPOJIH-
PYIOIIMMH YCTOMYHUBOCTh K MATOT€HAM, KapJIMKOBOCTH, YYBCTBUTEIBHOCTH K
doTomepuomy, apXUTEKTYpHOMY TIOCTPOCHHIO U JIp.). Jake ecnu orpomMHas
3a1a4a 1o uaeHTudukanuu u sokanmm3anun QTL ocraneTcs u nomxHa OyaeT
CIyJail 3a ciiygaeM MoATBEpkaaTh, uTo QTL ¥ TeHBI C KOJUYECTBEHHBIMHU
s dexTaMu NpuHAUICKAT OJHUM U TE€M K€ JIOKycaM, MOJYyYCHHBIE Pe3yiib-
TaThl, TAKXKE KaK U MEPBbIC IKCIIEPUMEHTHI 110 UJICHTU(PUKAIIUN U XapaKTepu-
ctuke QTL y pactenuil, >KMBOTHBIA U 4YeNOBEKa, SCHO MOJATBEPKIAIOT HeE-
IIPEPBIBHBIN XapaKTEp CIEKTPa MEXIY NUCKPETHOW W HENPEPHIBHOW MU3MEH-
YUBOCTHhIO. B 3TOM KOHTEKCTE CTAHOBUTCS MOHSATHBIM, YTO KapTUPOBAHHE
KOHKPETHBIX T€HOB 00Jiee MPEANOYTUTENIbHO, YeM KapTHUPOBAHHE aHOHUM-
HBbIX MapKEPOB, MMOCKOJIbKY OHU SIBIIIIOTCS UCTOYHUKAMU T€HOB-KaHAUAATOB.
[Tporpammbl cucTeMaTndeckoro cekBeHupoBanuss EST (amrm. expressed
sequence tags; — MOCIEI0BaTEIBHOCTA C HEBBISBIEHHOW (YHKIIMEH, KC-
MPECCUPOBAHHBIC B UCCIECYEMOM OOBEKTE IEJIEBHIM 00pa3oM) y pacTeHU
MOMOTYT YCKOPUTH TOJy4eHHE Takux KapT. B 0COOEHHOCTH, BBIJEICHHUE
k/IHK, cnennduunbIx Kk onpeaeneHHol cTaquu pa3BUTHs, OpraHa Ui MOoJTy-
YEHHBIX T0JI BO3JIEUCTBUEM KaKOTO-TMOO CTpecca W TakK Jiajee, a TAKKe BbI-
00p corjacHO U3y4aeMOMY MPU3HAKY, MOXKET YCTAHOBUTD MPEIBAPUTEIHHBIN
Ttect. HeoOXxoamMo CHOBa XO4eTCsl MOAYEPKHYTh, YTO MPOBEACHHOE IMOJHOE
cekBeHupoBanue renomoB Arabidopsis thaliana, puca (Orisa sativa) u npy-
TUX BO3JICJIIBAEMBIX PACTCHUH MPECTABISIET OTPOMHBINA M TOMCTHUHE HEOIle-
HUMBII MCTOYHUK WH(OpPMAIIMU, KOTOPBIA MOKHO U JOHKHO HCIOJB30BaTh
IIpU PEIICHUH 3aJ1a4, CTOSIIUX Tepe]l FTeHeTUKaMU, CEJICKIIMOHEpaMu U Kypa-
TOpPaMH KOJUICKIUHW T€HETUYECKUX PECYPCOB PACTEHU, COXPAHSEMBIX B | €H-
HbIX baHKkax pa3au4HBIX CTpaH MUpA.
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I'masa IV. KAPTUPOBAHHUE OCHOBHbBIX (MEHAEJEBCKHUX)
I'EHOB

B ciydae eciu npu3HaK KOHTPOJIHUPYETCS OJJHUM T'€HOM, CICTIJICHHBIC C
HUM MapKepbl, MOT'YT OBITh HAaWCHBI TOCPEACTBOM CO3[aHUs T€HETHIECKUX
kapT cueruieHus [13, 15]. OgHako Hepa3yMHO KapTHPOBATH IEINbIA T€HOM
(ecnu Tipu 3TOM HEOOXOJMMO HAaWTH MapKephl B OYE€Hb OIPAHUYECHHOM paii-
OHE) JUTsl IOUCKA MapKepOB B OUEHb OTPaHUYECHHOM paiione. Kpome Toro, Be-
POSITHOCTD HAWTH MapKepbl, TECHO CIEIUICHHBIC C HCKOMBIM T€HOM, HUCIIOJIb-
3yst MOI0OOHOTO POJIa METOIOTIOTHIO, HUYTOKHO Masia. CyIlecTByeT JBa MyTH,
MO3BOJISAIOIINE PEIIUTh 3Ty MPOOJIEMY U BBICBOOOJUTH MIPU STOM 3HAYHMTEIIb-
HOE KOJIMYECTBO BPEMEHH U JICHET — 3TO MCIOJIb30BAHUE MPAKTUUCCKH U30-
reanbix JinHUE (NIL) u coBokymHoro cerperamuonsoro ananusa (bulked
segregant analysis, BSA). PaccMoTpuM 3TH TOIXOIBI.

4.1. Ilogxoapl K KAPTHPOBAHUIO OCHOBHBIX (MeH/1eJIEBCKUX) T'€HOB
4.1.1. Ilpakmuuecku uzozeHHvle TUHUU

N30reHHbIe JIMHUU MOKHO OIPENENIUTh KaK JIMHUW, KOTOPbIE UMEIOT
OJIMH Y TOT K€ T'C€HOTUN (AHAJIOTMYHBIC T€HOTUIBI). JIMHUM, MPAKTUYECKU
n3oreHnbie (NIL) mo qaHHOMY JIOKYCY, — 3TO JIMHUHU, UMCIOIUE OJUH U TOT
K€ TeHOTHII, 32 UCKIIFOUEHHUEM JIOKYCa, KOTOPBIH COACPKUT (PUKCUPOBAHHBIE,
HO pa3jinuHble ajuiend. Ha mpakTuke Takou ciydail BCTpE4YaeTcsl peaKo, Io-
CKOJIBKY B JJAHHOM JIOKYCE T€HOMAa JOJDKHBI IPOM30MTH MyTallUH U 3TH MY-
TaIlMU JIOJDKHBI OBITh 3aUKCUPOBAHBIL. J[JIsl MOTy4YeHNs TeHETUYECKH CXOMXKe-
ro MaTepuajia MNpOBOAAT CIEAYIOIIUE OJIMH 32 JIPYTUM OEKKPOCCHI MEXAY
«JIOHOPHOW» JIMHUEW, HECYIIeH >KelaeMblil ajieib, U PEIUNUEHTHON (WK
PEKyppPEHTHOMN ) JIMHUEH, CoiepIKallle APYyTroil ajienb, MOCie Yero MaTepua
(UKCHUPYIOT MOCPEJICTBOM CaMOOIbUIeHUs. [ XpoMOCOMBbI, Hecyllel HH-
TPOTPECCUPOBAHHBIN AJUIEINb, TOT NMPOLECC MPUBOAUT K YMEPEHHON M30TEH-
HOCTH: B KaXJIOM OEKKPOCCHOM IOKOJICHHH, OTOOp OCOOeH, coaepsKaiux
YKEJTAEMbIN aJUIeNb, IPUBOJMUT K MEPEHOCY YaCTH XPOMOCOMBI C JAHHBIM Ie-
oM («hitch-hiking» addexT) (puc. 2).

C nmomomp0 TaKOro mMaTepuanga MAapKepbl, CLEMJIEHHBIE C TEHOM, MO-
I'yT OBITh HalJIEHbI CPABHEHHEM JIOHOPHOU JIMHUH [], peKyppEeHTHBIN JTUHUN
P u nmuaun P’, nonyuusiueit ren (P u P* npaktuuecku uzorenssl). [ns nan-

HOT'O MapKepa BO3MOKHbBI TPU CUTYAIIUHU:
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v

0eKKpocchI

p i | P’

Pucynox 2. [pakruuecku uzorennbiec auauu (NIL). B Teuenue mporecca mocnenosa-
TeJbHBIX OEKKPOCCOB, HANPaBJIEHHBIX HAa 3aMEHY HEXENaTeJbHOro aelns (—) «peLunu-
eHTHOW» nuHuu (P) xemnaeMbim amieneM (+) «aoHOpHON» auHUH (/]), yacTh reHomMa poau-
Tens Jl IepeHOCUTCS ¢ MHTPOTPECCUPYEMBIM aJlIeJIEM.

— /1, P u P" uaeHTHUHBI: JOKYC SBIIETCI MOHOMOP(GHBIM U HENH(OPMATHB-
HbIM (puc. 3a);

— J otinuaercs ot P, Ho P u P” uaenTuussl: amiens [l HEeMHTporpeccupoBaH
B P’ (puc. 36). CnenoBaTenbHO, MapKep HE CIEIJIEH ¢ HHTPOTPECCUPOBAH-
HBIM T€HOM.

— P u P’ pasnuuatorca u P* unentuyen /I (puc. 3B): amiens J| uHTpOrpeccu-
poBan B P’. CrnenoBarenbHO, MapKep CLEIUIEH C MHTPOTPECCUPOBAHHBIM
TE€HOM.

Pucynok 3. BozmoxHble mpoduii anekTpodoperpamMmm Mpu MpOBEACHUN CPAaBHUTEIHHOTO
EKTPO(HOPETHUECKOTO aHau3a npakTHuecku n3oreHHsix guauid (NIL). P — perunu-
eHTHast TuHus; J| — noHopHast muHus; P — nnHuA, nomy4yuBIIas 4acTh TeHOMA POAUTENS
J. A — nenonumopdHbIii Mapkep; b — monumopdusM 3a npenenaMu MHTpOrpeccupye-
MOTo0 paiioHa; B — nmonmumopduszm mexay P u P’ xak pe3yiapTaT MHTpOTpecHr UcCienye-
MO0 paloHa.
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[Tockonpky B mporiecce OEKKpOCCHUPOBAHMSI MHTPOTPECCHH MOJBEpTa-
€TCSl COBEPIICHHO HE3HAUYMTEeNbHAas 4acTh €HOMA, TO, KaK MPaBUIIO, Yalle
BCEr0 BCTpeUaloTCs MepBbie ABe cutyaruu. [loaToMy 1j1s1 moncka MapKepoB
U3y4aeMoro reHa JoCTaToyHo cpaBHUTH P u P’ HO nipu aTOM [l 10JT5KEH OBITH
MCIIOJIb30BaH B KayecTBE KOHTpPOJsl. Takas MOCTaHOBKA MPOBEPOYHOIO IKC-
NepUMEHTA MO3BOJUT YAOCTOBEPUTHCA, UTO ajuiesib P’ 1eHCTBUTENBHO MOTY-
yeH oT /I, a He ABISeTCS TeXHUYECKOW (JIOJKHBIC TTOJIOCKH Ha TeJIe) UJIU reHe-
TUYECKON OIMOKON (F€HETUYECKOE 3arpsi3HEHHUE MEePEKPECTHBIM ONbLICHHU-
eM).

JIsi cpaBHUTENBHOTO aHalu3a MOJOMIET J00O0M TUIl Mapkepa, HO
Jy4luie Ucnoiab30BaTh reHoMHbIN JIHK-(uHrepnpruHTHUHT, MOCKOIBKY OH MO-
KET MPEAOCTaBUTh IIMPOKUIM HAOOp MapKepoB (3IEKTPO(OPETUUECKUX IO-
J0c) B 0HOM 3Kcnepumente, Hanpumep, AFLP, ISSR u np. Tot ¢axr, uro
3TH MapKephl, KaK MpaBWJIO, JTOMUHAHTHBI, HE SABIETCA NpoOJIEeMOM, mo-
CKOJIBKY B JJAHHOM CiIydae JJisi Jr000W (pa3bl CLETICHUS WM PACX0XKICHUS
raMmer, pazauuus MoryT ObIThb HaiaeHol. Ecin HeoOXxoaumo, TO U3 JIOMU-
HAHTHBIX MapKEPOB MOXKHO MOJIYYUTh KOJJOMHUHAHTHBIE MapKephl (Hampumep,
SCAR). UTo06b! yn0CTOBEPUTHCS, UTO HAWJEHHBIE MOJOOHBIM 00pa3oM Map-
KEpBI CLEIUICHBI C U3y4aeMbIM T€HOM, HX HEOOXOANMO KapTHPOBATh.

4.1.2. CoBoKynHblil cezpezayuoHHbLIL AHAIU3

B nepBoii nosoBuHe 1990-X T0o10B ¢ MOMOIIBIO MPAKTUYECKU U30T€H-
HBIX JIMHUMA OBLIM KapTUPOBAHBI HECKOJBKO OCHOBHBIX (MEHJEIEBCKUX) Te-
HOB, TIPEXJE BCEro OINPEIENISIONUX YCTOMUYMBOCTE K 3a0oneBanusM, [104,
246, 261, 262, 290, 328, 388]. Co3ganre Takoro Marepuaia — IpoLeaypa
JIOBOJILHO JIJIUTENbHASI M0 BPEMEHHU, TOCKOJIbKY TpeOyeTcs MOJy4YuTh He-
CKOJIBKO TMOKOJICHUH, U WHOT/IA BBISBIISAIOTCS TaK Ha3biBaeMble «(ajbIIUBBIC
MO3UTHUBBD (CETMEHT poauTensa [ MHTporpeccupyercsi, HO HE HECET Kellae-
MbIY TeH). B 3TOM cilydae MCHOIB3YIOT METOJOJOTUUECKUN TOAXOJ, MOJY-
YMBIIUI Ha3BaHHWE, COBOKYIHBIN cerperannonnsiii ananus (BSA) [24, 263].
DTOT MOJAXOJ 3aKiItovaeTcs B cpaBHEeHMHM coBOKynHocTH JIHK otaenbHbIX
oco0eif, UMEIOIIUX OJIMH M TOT e TeHoTtun. Hanmpumep, HeoOxoaumMo ompe-
JEUTh Pa3lInuvs MEXIy COBOKYMHOCTHIO ocobelr RR (ycroitunBas romo3u-
roTa) ¥ COBOKYMHOCTBIO 0CO0€i I'T (HeyCTOWYMBAsi TOMO3HUTOTa) ISl TIOTY-
nsuuu F,, peKOMOMHAHTHBIX UHOPEIHBIX JTMHUN WA yIBOCHHBIX TallJIOU OB,
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PACHICTUISIONINXCS TI0 T€HY YCTOWYMBOCTU. TOJBKO CIETJICHHBIE C TEHOM
MapKepbl MOKAXKYT pa3Iudusi, MO0 U3MEHEHHUEM MECTOPACIIOIOKEHHUS dJIEK-
TpoopeTnyeckoil mojgockl Ha reje (KOJOMHHAHTHBIE MapKepsl), Ju0O0 ca-
MUM (aKTOM €€ MPHUCYTCTBUS/OTCYTCTBUS (JIOMUHAHTHBIE MapKepbl; CHOBA
nomguepkaeM, 4to Metoabl JIHK-dbunarepnpuatrara Hambosaee MOIXOSIN
s BSA ananuza). Kak ykaspIBanoch BBIIIE, 3TU CHETUICHUS JOJDKHBI OBIThH
MIPOBEPEHBI KAPTUPOBAHHEM HICHTU(DHUIIMPOBAHHBIX MPOSIBIISIONTUX Pa3JIN-
YHsl MApKEPOB.

MuHUMAaNBEHBIN pa3Mep COBOKYITHOCTH OIPEACISIOT yYCTaHOBICHUEM
MaKCHMaJbHOW BEPOSITHOCTH BO3MOXKHOCTH Pa3IMYWTh HECUCIUICHHBIN TO-
TUMOP(HBIA MapKep OT CIEIJICHHOTO C TEHOM. JTa BEPOATHOCTH 3aBUCHUT
KakK OT THUIa TOMyJISAINU, TaK U OT HacJeIoBaHUs Mapkepa. Hampumep, mis
JTOMHUHAHTHOTO MapKEPHOTO PaCHICTUICHUS B TIOMYNSAIUUA F,, BEPOSTHOCTH
HAXOXKJCHUSI HE3aBUCHUMOTO CIICTJIEHHOTO C T€HOM MapKepa, IpH pa3smepe
coBokymHOCTH N, paBHa 2(1/4)"[1 — (1/4)™]. Ecau B COBOKYIHOCTH OymeT
BCEro JHIIb 4 0coOU, TO TOra 10 (PadbIIMBBIX MO3UTUBOB COCTABUT 1%, a
B ciygae 10 ocobeit: 2 x 10°. ViMeHHO OdTOMY, KaK MPaBHIIO, IS aHATH3a
ucronb3yroT oT 10 mo 15 ocobeii. C npyroit croponsl, BSA He 00s3aTenbHO
JIaeT OTBET MO MPUHIIMITY «BCE WM HU4Yero». MHora, BCaeACTBUE TOTO, UTO
B COBOKYITHOCTH MOTYT MPHUCYTCTBOBAaTh OJWH WM HECKOJBKO OTICIBHBIX
WHIVNBUYabHBIX PEKOMOWHAHTHBIX TEHOTHUIIOB, a CIEIUICHHE MapKepa |
M3y4aeMOTO TeHa €CTh HE Y BCEX OTOOpaHHBIX IS aHAJIM3a 0COOCH, MEXITy
COBOKYIMHOCTSMH MOTYT HaOIIOJaThCS Pa3Indusi B MHTEHCUBHOCTH TIOJIOC.

U, TeM HE MeHee, HECMOTpPS Ha 3TH OTPaHUYUTEIBHBIE OCOOCHHOCTH,
HEJbINA PsiJT UCCIIeIoBaTENeH ¢ yCrexoM UCmoiab3oBaiu BSA s kaptupoBa-
HUS OCHOBHBIX (MEHJICIICBCKUX) T€HOB y pacTeHui. Hampumep, TeH, onpee-
JSFOIMEN 1oJ1 y (ucTaikoBoro aepesa [176], a Takke reH — BOCCTAHOBUTEIb
deptunbHOCTH Yy parca [95]. Emte Gosbiiie mpuMepoB MOXKHO HAWTH IS Te-
HOB YCTOWYHMBOCTH K 0O0JIE3HSM, Hanmpumep, y canara [198, 234, 263], 60608
[162] wu cocubl [98]. Psan npyrux npumepos npuseneH y Michelmore [261].

DTOT METO/I MOXKHO MCIIOJIb30BATh TAKXKE U JIJISl 3aTIOJIHEHUS TIPOOEIIOB
B KaptaX. JlJIg1 3TOro COBOKYIMHOCTH JOJDKHBI OBITH COCTABJICHBI Ha OCHOBE
T€HOTUIIOB MapKepoB, (hJIAHKUPYIOIIUX UHTEPBAJ, KOTOPHI HEOOXOAMMO 3a-
MOJIHUTB, TIPU ATOM BO BHUMaHWE MPUHUMAIOT TOJIBKO OCOOM HEPEKOMOU-

HaAHTHBIE M0 JaHHBIM JIOKycamu (Hanpumep, ocodu G;D,/G;D; cpaBuuBaroT ¢

117



ocobsimu G,D,/G;,D,). Cxoxum 00pa3zoM MapKepbl KOHIIOB XpPOMOCOM MOTYT
ObITh HaMIeHbl mocpenacTBoM BSA ananmza mnepedepuueckux MapKepoB
rpynn cuersieHus. Takum oOpa3om, Iiar 3a IaroM yYCTaHABIMBAIOT TOUYKY
TeHOMa, B KOTOPO# HET «yUTMHSIOIUX» KapTy Mapkepos [318].

B npunanmme BSA u NIL B3aumocssizansl Apyr ¢ Apyrom. COBOKYITHO-
CTH BBITTIAAAT Kak npakTudecku uzoreHHbie tuHuU (NIL) ¢ rerepo3uroTHsiM
T€HOMOM, TTIOTOMY YTO B CJIy4ae JIOKYCOB, HE CBSI3aHHBIX C ’KEJIaeMbIM T'€HOM,
OHHU COJICPXKAT JABE POTUTEIIbCKHUE AJIJICI B CTATUCTHYECKUA PAaBHBIX MPOTIOP-
nusx. Tem He MeHee, IpU TOMHUHUPOBAHUH B U3y4aeMOM JIOKYCEe U MapKepe,
MapKephbl, KOTOpbIe HaxosaTcs B (a3e pacxokacHus (aHri. repulsion) c re-
HOM, HE MOT'YT OBITh ONpEJEICHbl B COBOKYITHOCTH OEKKpPOCCOB U F,, gaxe,
€CJIA OHU TOJHOCThIO T€HETHUECKH CLEIUIEHBI, TOCKOJIBbKY 3JIEKTPOPOpETH-
gecKas 10JIoca MOSBUTCS B IBYX COBOKYITHOCTSX (Tab6i. 10). imMeHnHO 1MO3TO-
My, B CpeJHEM, BABOE O0JIbllIE MapKEpOB HEOOXOIMMO IPOTECTHPOBATh B
CJIydae MCIIOb30BaHMsI ABOWHBIX TalIONI0B UM PEKOMOMHAHTHBIX HHOpE -
HBIX JUHUN. CylIecTBYeT TOJBKO OJUH CIOCOO OOOWTH 3Ty mpobiemMy —
CPaBHHUTHb COBOKYIHOCTH IT TPOSBISIONIYIO TIOJIOCY HA Tele ¢ pooumenem
RR, KOTOpEIil HE MPOSIBIISIET €€.

Taoauna 10

CoBOKYNHBII cerperaliiOHHbINA aHAJIN3 U HAXO0XK/IeHH e MaPKepOB CHEeNJIEeHHBIX
OCHOBHBIMH (MEH/1eJIEBCKUMH) FreHAMHU b

. ®da3sa HNudpopmaruBHbIE
Tunsl monyJasiuuu
cleIIeHne pacxoxIeHue MapKepbI
F1 (reHOTHTIBI) R1/r0 RO/r1
Y IBOEHHBIE TarIon Il [R1]u [rO] [RO] m [r1] BCE
@) TOJIBKO €CJIH €CTh
Bekkpocchr [R1] u [rO] [R1]m [r1] P
) TOJIBKO €CJIH €CTh
F, [R1] u [rO] [R1]* u [r1] P
PexomOuHaHTHBIE
G — [R1] u [rO] [RO] m [r1] BCE

(1) — cpaBHeHME MOTOMCTBA, KOT/Ia JOMUHUPOBAHUE OTMEYAIOCh TSI H3y4aeMOoro JIOK Y-
ca u y Mmapkepa. R u r 0003Ha4arT, COOTBETCTBEHHO, IOMHUHAHTHBIN M PElECCUBHBIN all-
nemd, a 1 u 0 — TpHUCYTCTBUE WM OTCYTCTBHUE IOJIOCHI MTOJIHOCTHIO CIICTIICHHOTO C T'e-
HOM Mapkepa. DeHOTHUIBI ABYX TPV, MOTYYCHHBIE B KAKIOW CUTyalluH, 0003HAYCHBI B
CKOOKax.

(2) — OGekkpoccupoBaHUe MPOBEACHO HA POAUTEIBCKYI0 TOMO3UTOTY C PEIICCCUBHBIM aJl-
JIeJIeM M3y4aeMoro reHa (B IpOTUBHOM CIIydae cerperanusi He Oy/IeT BBISABIICHA).

(3) — aToT (eHoTunMUecKuil Kiacc rereporeHeH mo ocodsm [R1] u [RO] B mpomopiuu
2:1.
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4.2. Ucnoab30BaHNe MAPKEPOB /ISl KJIOHUPOBAHUS OCHOBHBIX
(MeH1eJIeBCKHUX) I'€HOB

4.2.1. Ilpunyun no3uyuoHHO20 KI1OHUPOBAHUS

I'en ¢ HeunentudunupoBanubiMu MPHK unu Genkom MoxkeT ObITh
BBIJICJICH C TTOMOIIBI0 TPAHCIO30HUHCEPIIMOHHOIO MYTareHe3a Wiu MO3UIIU-
OHHOT'O KJIOHUpoBaHus. [IpenmyIiiiecTBOM TPaHCIIO30HUHCEPIIMOHHOTO MYyTa-
reHe3a SIBJISIETCSl CIIOCOOHOCTh MOOMJIBHBIX 3JIEMEHTOB K WHAKTUBAIIMM Te-
HOB, B KOTOPbI€ OHU BCTpauBatoTcs. Eciau MyTaHT HaiiieH 1o ero (heHOTUIu-
YECKOMY MPOSBJICHUIO, TO TEH MOXET OBbITh BBIJICTIECH C MOMOIIBIO MOOUIBHO-
ro 2JIEMEHTA, SIBUBIIErOCsS MPUYMHOM MyTauuu. Kak mpaBuiio, Takoe BO3-
MO’KHO TOJIBKO ISl BUJIOB, Y KOTOPBIX XO3AMCKHN T'€HETUUECKU MaTepuas
MOJKET BBI3BIBATh TPAHCIO3UIMU MOOWJIBHBIX JJIEMEHTOB, KakK, HalpuMmep,
Y KyKypY3bl.

[To3unnoHHOE KIIOHUPOBAHKUE HE CTOJIb CHEIU(UYHO, TOCKOJIBKY IS
BBIJICJICHUS T€HA HCIOJIb3YeT TECHO CICIJIEHHbIE C TEHOM Mapkepnl. B wuc-
XOJHOM METOJIC MJIH «IIPOTYJIKe M0 XpoMocoMe» [324] xenmaeMblil TeH MOJTy-
YaloT MOCTENEHHBIM MPUOIMKEHUEM K HEMY C MOMOIIBI0 CKPUHUPOBAHUS
NEPEKPHIBAIOIINXCS APYT C APYrOM T€HOMHBIX KJIOHOB (kocmuibl, YAC,
BAC) [58, 398]. [Tomumo TpyaHOCTEH TECTHPOBAHUS KaXJI0I0 HOBOTO KJIIOHA
HA HaJIMYUE€ B HEM HY>KHOTO T'€Ha 3TOT MOJXOJ Y BBICIIUX PACTEHUU MOKET
3aHUMAaTh 3HAYUTENILHOE KOJMYECTBO BPEMEHHU H3-3a Pa3MEpPOB UX T'€HOMOB.
Jlaxke ecnu Mapkep HaXOauTCs Ha paccTostHUM 1 ¢cM oT uckomoro resa, Gu-
3UYECKU ITO MOXKET COCTaBJISATh HECKOJBKO COTEH WJIM THICAY T.I.O. (ThICSY
nap OCHOBaHMIi1), KOTOPbIE€ MOYTH HEBO3MOKHO MOJHOCTBHIO MPOCKPUHUPO-
BaTh. «IIppDKKH O XpomMocome» [324] B onpeeIcHHOM CMBIC/C SBJISIOTCS
YCOBEPIIEHCTBOBAHUEM 3TOT0 MOAX0/1a, HO METOOJIOTHS TOUCKAa MAPKEPOB,
ocHOBaHHas Ha ucnoib3oBaHuM NIL mimm BSA, COBMECTHO ¢ TOYHBIMHU Kap-
TUPYIOIIMMH METOJAMH, TPEJCTaBIsAeT co00i Oosee CUIBHOE Opyaue s
MOMCKA M KJIIOHUPOBaHUs TeHOB. Ues 3akiiroyaeTcs B TOM, 4YTO Ha MpaKTHYe-
CKHM M30TE€HHBIX JIMHUSX MOKHO IMIPOCKPUHUPOBATH HECKOJIBKO THICSAY MapKe-
POB M HaWTHU CPEAM HUX T€, KOTOPbIE HAXOJATCS HA T€HETUYECKOU JMCTaH-
1M1, COOTBETCTBYIoMIEH (uzmaeckomy pazmepy YAC, BAC wim xocmugHO-
My KioHaM. Ilpu ckpuHuUpoBaHUM OMOIHMOTEK ¢ OONBIIUMH (parMeHTaMu

JIHK ¢ momo1ipro MOJIEKYISIPHBIX MAPKEPOB, KAK MUHUMYM JJIsI BUJOB C HE-
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OOJBIITMMU TEHOMaMH, MOXXHO COBEPIIIEHHO TOYHO OTOOpaTh KJIOHBI, COMEP-
Kallue MHTEPECYIONNe UCCIe0oBaTeNsl reHbl. Takoi MoaxoJ MOopoil Ha3bl-
BaIOT «110cajKa Ha xpoMocoMy» (chromosome landing) [368].

4.2.2. Kapmupoeanue 6vicoko20 paspeuienus

Ecnmu momumopdabie Mapkepsl y)ke 0TOOpaHbI, TO TOPSIOK UX KapTH-
pPOBaHUS JOJDKEH OMPENEsAThCS MOMCKOM TaKOro MapKepa, KOTOPBIA HaxXo-
TUTCSl ONFbKe BCEro K m3ydaemMomy reHy. OOBIYHO IS 3TOTO MPUMEHSIOT
KapTUPOBaHUE BBICOKOI'O paspelieHusi, Tpedyroliee aHain3a O0IbIIOro Yuc-
7a oco0el HECKOJIbKUMU JIeCATKaMU MapKepoB (€Ciu, HapuMep, TEHOM pa3-
mepoM 2000 cM ckpunnpoBad 8000 MapkepoB, TO OKOJIO KEJIAEMOro reHa B
unrepBasie 10 cM MoxkHO oxkujath Hanmuuue nopsiaka 40 MapkepoB). UTOOBI
MOJIYYUTh pa3pelieHre MEHbIIE YeM JECATh CAHTUMOPTaHH], YTO SBIISIETCS
MUHAMYMOM JIJTI HAaXOXKIACHUS KJIOHA, COJIEPIKAIIer0 NCKOMBIN T€H, TTIOHAI0-
outcs 6omnee 3000 6eKkpocCHBIX 0co0el (ITPU YCIOBUHU, YTO C BEPOSITHOCTHIO
0,95 HeoOxoAMMO BBISIBUTH, MO KpailHEH Mepe, oJHYy pexoMOuHainuio). O-
HUM U3 CIIOCOOOB YMEHBIIUTh 00bEM pabOThl — aHAIU3UPOBATH OCOOU TO-
MyJIAIAA TOJIBKO IO JBYM MapKepaM, O KOTOPBIX M3BECTHO, YTO OHU (priaH-
KUPYIOT T€H U JIUIIb TTOTOM, JJISl TOCJIEAYIONIEr0 aHalli3a C MOMOIIBIO JpPY-
TUX MapKepoB, MPUBJIEKATH TOJBKO T€ 0COOU, O KOTOPHIX U3BECTHO, YTO OHU
pekoMOuHUpoBan. Jpyras cTparerusi OCHOBBIBAETCS Ha aHAJIN3€ COBOKYTI-
HocTH ocoOeii [82]. OHa 3akirodaeTcs B pa3aeiieHud 0CoOeH MOMyJISIUN CO-
[JIaCHO TEHOTHUIIAM H3y4aeMoro JIOKyca, ¢ mocieayromuMm anainuszom JIHK
OT/ACJIEHHBIX JAPYT OT JIPyTra COBOKYMHOCTEH T€HOTUIOB. Y POBEHb PEKOMOU-
HAIlUU MEXIY MapKepOM U JKEeJIaéMbIM T€HOM MOYET ObITh BHIYMCIICH UCXOIS
U3 MPOTIOPIIMU COBOKYITHOCTEH C MpOMUIISIMU, KOTOPHIE BBISBIISIIOT XOTS ObI
OJIMH KPOCCOBEP M B KOTOPBIX ero HeT. Kak TonbKo Kaxjasi COBOKYITHOCTb
OyneT mpoaHaIM3WpoBaHa cepuell MapKepOB, MOXKHO MPOBECTU TPEXTOUYKO-
BbI€ TECTHl M UJICHTU(DULIMPOBATH HanboJee OJMU3KO PACIONIOKEHHBIE K TEHY
MapKephbl.

4.2.3. IHouck Heooxo0umozo 2eHa 6 2EHOMHBIX KIOHAX

Jlnst ckpuHUpOBaHUS OMOIUOTEK ¢ OONMBIIUMU (PparMeHTaMu TE€HOM-
ot JIHK (YAC, BAC unu KoCMU/IBI) UCTIONB3YIOT MapKepbl, HauboJiee Tec-
HO CIIeTUIeHHbIe ¢ TeHOM. OTOOpaHHbBIE MOJIOKUTEIBHBIC KIOHBI CPEIU APY-
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IMX TE€HOB, KaK MPaBUJIO, COAEPXKAT M HEOOXOAuMBIN reH. OTHUM U3 CIOCO-
OOB BBISIBUTH MOJAXOMAIINX KaHIUIATOB SIBISETCS OMOMH(POPMATUBHBINA aHa-
JU3 HYKJICOTHUIHOU TMOCIEIOBATEILHOCTH BBISIBIIEHHOTO KiIOHA. KiloH Takke
MOKET OBITh KCIIOIB30BaH Mg ckpuHuHra oubnuorek kIHK, uto mpusenet
K TOJYYEHHUIO JOTOJHUTEIBHBIX TeHOB-KaHAUIATOB. J[J11 ycTaHOBIIGHUS, Ka-
KOM U3 BBISIBJICHHBIX KaHIUIATOB SIBJSIETCS HEOOXOAMMBIM, CAMBIM MPSMbIM
U JCHUCTBEHHBIM METOJIOM siBisieTcsl Tpancopmanusa. [IpoBenenne reneTu-
YecKkol TpaHchOopMaly MO3BOJSET MOMYYUTh MPAKTUUECKH OJHO3HAUYHBIN
OTBET O (YHKIIMOHAIBPHOM HA3HAYEHWW ¥ POJM BBISBJICHHOTO T'€Ha-
KaHJIMJaTa B MPOSIBJICHUU M3y4aeMOro NMpHU3HAKA WJIM O CIEIUICHUH C HHM,
MO3TOMY €€ CJIEIyeT MPOBOIUTH BCAKMI pa3, KOTa 3TO BO3MOXKHO. J[pyroii
MOJIXOJT — 3TO KapTUPOBAHUE C BHICOKUM pa3perieHueM O0TOOpPaHHOTO KJIOHA
C IETBI0 WACHTH(UKAIIMK B HEM T'€Ha, KOTOPBIN KO-CErperupyeT C MpHu3Ha-
koM. U HaKkoHel, 1711 HEKOTOPBIX MPU3HAKOB, IEUCTBEHHBIM CIIOCOOOM SIBIISI-
€TCsl U3yUCHHUE IKCIIPECCUU TeHa-KaHauaaTa. JlaHHbIi noaxo 6asupyeTcs Ha
TOM (hakTe, YTO IKCIPECCUs] BOBJICUEHHOTO B OTBET Ha CTpeCcC reHa JOJHKHA
WHIYIIUPOBATHCS WM KOHTPOJIUPOBATHCS 3THM CTPECCOM.

Kpowme Toro, /17151 BbIIeNIEHUsI TEHOB Y Pa3IUYHBIX BUOB PaCTCHHM, KakK
MpaBUIIO, C HEOONBIIUMHU pa3MepaMHu T€HOMOB, C YCIIEXOM HCIOJB30BajoCh
MO3UIIMOHHOE KJIOHWpoBaHWe. Tak, Hampumep, ObUTM KIOHUPOBAHBI: TEH
ABI3 oTBETCTBEHHBIN 32 YMEHBIIICHUE BO3JCHCTBHE aOCIIM3UEBOI KUCIOTHI B
Arabidopsis [151], reH, komupyromuii oMera-3-aecarypasy apaOujorncuca
[25], ren Pto ycroitunBocTn k Pseudomonas syringae tomara [245], ren Axrl
HeuyBCcTBUTENbHOCTH Arabidopsis k aykcuny [222] u HEekoTOphIe apyTrHE.
Nudopmanuio o reHax yCTOWYMBOCTH K 3a00JI€BaHUSIM U O CHMOMOTHYECKUX
reHaxX KOpHEH pacTeHHi MOXHO MpouecTh B psjae ob63opoB [163, 189, 262,

354].

3ax/IroueHue

HecMoTpst Ha TO, 4TO OONBIIMHCTBO XO3WCTBEHHO IIEHHBIX MPU3HAKOB
SIBJISIFOTCSI KOJIMYECTBEHHBIMU, B T€HOME JKUBBIX OPTaHU3MOB UMEIOTCS MPHU-
3HaKH, KOTOPbIE€ KOHTPOJHUPYIOTCS €IMHUYHBIMU WJIA OCHOBHBIMHU (MEHHE-
JIEBCKUMM) TeHamH. BbIsiBIIeHHE M KapTUPOBaHUE TaKUX T'€HOB, HapsIy C
kaptupoBanueM QTL, Takke ocTaeTcsi OTHON U3 OCHOBHBIX 33]1a4 TEHETHKOB
U ceJeKIMoHepoB. Mcmonb30BaHre MPAKTUYECKU W30TCHHBIX JIMHUN U COBO-
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KYITHOTO CETPETalMOHHOTO aHaJIu3a MO3BOJISIET peuiaTh 3Ty 3a7a4y Haubosee
s dextuBHO. HakomieHHbIE K CETOAHSIIHEMY JHIO IaHHbBIE BBISIBUIM SCHbBIC
TEHJCHIIMM B apXUTEKTOHUKE F€HOMOB, B OCOOEHHOCTH B YaCTOTE CIIy4acB
SBHOM KO-JIOKQJIM3AIMU MEXKY JOKYyCaMH XPOMOCOM, OMNPEIEISIONUX Mpo-
SIBJICHHE KOJIMYECCTBCHHBIX MPU3HAKOB, U OCHOBHBIMHU (MEHJEICBCKUMU) Te-
HaMU, MPOSIBISIOMIMMU B CBOEM OOJIBIIMHCTBE MOHOT€HHOE HACIIEIOBAHUE U
Takue ke dPGEeKThl ASUCTBUS (HApUMEp, T€HbI, KOHTPOJUPYIOIIHNE yCTOM-
YUBOCTh K MAaTOT€HaM, KapJIMKOBOCTH, YYBCTBUTEIBHOCTU K (POTOINEPHO.Y,
aApXUTEKTYPHOMY MOCTPOCHUIO U Jp.). Jaxe eciu orpoMHas 3a1a4a Mo ujeH-
tudukanuu u gokanuzanuu QTL ocranercss u goikHA OyAeT pa3 3a pa3owm,
AKCIIEPUMEHT 3a YKCIIEPUMEHTOM MOATBEpXKAaTh, uTo QTL u rensr ¢ xonmde-
CTBEHHBIMU 3¢ (deKTaMu MPUHAJICKAT OJHUM M TEM K€ JOKycaM, MOTydYeH-
HBIC PE3yJIbTATHI, TAK)KE KaK M MEePBbIC AKCIIEPUMEHTHI 110 WACHTU(UKAITUN 1
xapaktepuctuke QTL y pacTeHui, )KUBOTHBIN U YeOBEKa, SICHO YKa3bIBAIOT
Ha HENPEPBIBHBIM XapaKTEP CIEKTpa MEXAY AUCKPETHOW W HENPEPBIBHOU
U3MEHUYUBOCTHIO. B 3TOM KOHTEKCTE, CTAHOBUTCS MOHSATHBIM, YTO KapTHPO-
BaHUE KOHKPETHBIX OCHOBHBIX (MEHJIEJIEBCKUX) T'€HOB OoJjee MpearnouTH-
TEIbHO, YeM KapTUPOBAaHUE AaHOHWMHBIX MapKepOB, MOCKOJIbKY OHU SIBJISIOT-
Csl ICTOYHUKAMH T€HOB-KaHIUAATOB. [IporpaMMbI CHCTEMAaTHYECKOTO CEKBE-
nupoBanus EST (anri. expressed sequence tags; — mocie0BaTeIbHOCTH C
HEYCTAaHOBJICHHOHN (pyHKIIMEH, SKCTIPECCUPOBAHHBIE B MUCCIEAYEMOM OOBEKTE
IIEJIEBBIM 00pa3oM), TO3UIIMOHHOE KJIOHWpOoBaHUe, ckpuHupoBanue YAC u
BAC reHoMHBIX OMOTHOTEK, a TaKKe KapTUPOBAHUE BHICOKOTO pa3peIICHHS
y pacTeHil MOMOTYT YCKOPUTH MOJIy4eHHE TaKuxX KapT. B 0cOOEHHOCTH, BBI-
nenenre k/IHK cnenn@uunblx K onpeneneHHON CTaAuu pa3BUTHUSA, OpraHa
WJIH TIOJTY9E€HHBIX TIOJT BO3JICHCTBIEM KaKOT0-JIn00 cTpecca.

C nosBiieHHEeM BCE€ OOJBIIETO U OOJIBIIETO KOJIMYECTBA HACHIIIEHHBIX
TCHETHYECKUMH MapKepaMH MOJICKYJISPHBIX KapT, MOJYyYEHHBIX I HanOo-
Jiee paclpOCTPAHECHHBIX BHUJIOB PACTEHHUH, a TaKXe C JOCTYITHOCTHIO TaKHX
KapT AJi Bce OoJiee MMUPOKOTro Kpyra uccienoBaresieil u chep ux IearenbHo-
CTH, (PM3UOJIOTU ¥ TCHETHUKH, a B TICPCIICKTUBE U CEJICKITMOHEPHI, OYIYT HYXK-
JaThCS TOJBKO B CKPUHUHTE POJUTEICH M3BECTHBIX KapTUPOBAHHBIX TIOIY-
JSANA JJIs1 yCTAHOBJICHUS BapHUalMidi B SKCIPECCUU TPEACTABIISIIONTNX WHTE-
pec TMPU3HAKOB, YTO MO3BOJIUT METOJOM SKCTPATIOJISINN OLIEHUTh COOTBETCT-
BYIOIIYIO0 KapTHUPOBAHHYIO TOMYJISIMIO M0 M3y4aeMoMy Tpu3HaKy. Pazyme-
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ercsi, 4to wucnoib3oBanne QTL amamm3a 18 TECTHPOBAHUS TEHOB-
KaHIUAaToOB OyneT TpeOoBaTh HAIWYHUS KapTUPOBAHHBIX TEHOB, B TOM YHCIIC
OCHOBHBIX (MEHJICIICBCKUX ), B YK€ U3YUEeHHOW momyisaiun. OHAKO TEXHUKH
M METOJOJOTHH KApTUPOBAaHUS C KaXKIbIM JECATHUICTHEM CTAHOBATCS BCE
Jerde U ObICTpee, M HET NMPUHITUITHATIBLHBIX OTPAaHUYCHUH (ITOXKaTYH, TOJIBKO
3a MCKJIIOYCHHEM (PMHAHCOBBIX BO3MOIKHOCTEH) I OOECIIeUeHUsT UCCIeI0-
BaTeliell COBPEMEHHBIM J1aOOPaTOPHBIM 00OpPYAOBaHHEM, HEOOXOIUMBIM JIJIS
IPOBEICHUS MOJICKYJISIPHO-OMOJIOTHYECKIX PabOT M HMCCIENOBaHUN B ATOM

HaIIpaBJICHUM.
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I'1asa V. ABMOTHYECKHWHA CTPECC
N JTOKYCbI KOJIMYECTBEHHBIX BUOXUMHNYECKHUX
U ®U3UOJIOTMYECKHNX ITIPU3HAKOB Y PACTEHUM

HecMoTpst Ha TO, UTO T€HETUKHU U (PU3MOJIOTH, U3YyUAIOIIUE KOJIUYECT-
BEHHBIC MPU3HAKH PACTCHHUM, UMEIOT AEI0 C U3MEHYMBOCTBIO, MOAXOJIBI KO-
TOPbIE OHHU MPUMEHSIOT JJIS U3YUYEHHUS MPUPOJBI HUCCIEAYEMOU UMU U3MEH-
YUBOCTH, Y HHUX Pa3IU4aroTCsA. ['€HeTMKHM B OCHOBHOM 3aWHTEPECOBAHBI B
00BSACHEHUH TIPUPOJIbl U UCTIOJIb30BAHUM T€HETUUYECKON OCHOBBI M3MEHUYMBO-
CTH, a (HU3MUO0JIOTH OOBIYHO CTPEMATCS MUHUMHU3UPOBATH TEHETUUECKYI0 KOM-
MOHEHTY, JJIi TOTO YTOOBI CKOHIICHTPUPOBATHCS HAa U3MEHYUBOCTH, BO3HU-
Karoller MoJ BO3AEHCTBHEM OKpYKarolieu cpenbl. HacnemyeMocTs, ABisIO-
Iasicsl 4acThio 001Iel (EeHOTUMMYECKON N3MEHYMBOCTH, OOYCIOBIEHHOM Tre-
HETUYECKUMH Pa3JINYUSIMU, UCTIOJb3YETCA T€HETUKAMU JJIS1 ONPEICIICHUS TO-
ro, MOXET JIM MPU3HAK HUCMOJb30BATHCS B T'€HETHUKO-CEJIEKIIMOHHBIX HCCIIEe-
NOBaHUSIX (T.€. SIBJSIETCS JTIOCTATOYHO M3MEHYMBBIM WM MOJIUMOP(HBIM), B
YaCTHOCTH, JJIsl KApTUPOBAHUSI COOTBETCTBYIOLIMX F€HOB HMIIUA JIOKYCOB XpO-
MocoM. [Ipu 3TOM ecnu mcciienoBaTend UMET JIEJI0 CO CI0XHBIMU WIIA KO-
JUYECTBEHHBIMH MPU3HAKAMU, TO OHU YUUTHIBAIOT TOT (DAKT, YTO HECKOJIBKO
JIOKYCOB MOTYT ONPEAEHATh OAUH Npu3HakK. [losiBiIeHrEe MOJIEKYIIAPHBIX Map-
KEpOB MO3BOJIMJIO HAYaTh KapTHUPOBAHUE JIOKYCOB KOJIMYECTBEHHBIX MPU3HA-
koB win QTL (quantitative trait loci) [286]. DTo AemaeT BO3MOKHBIM (pH3H-
YEeCKOe pas/ieJIeHue TeHETHYECKUX KOMITIOHEHTOB (MJIM MX COCTaBIISIOIINX)
KOJINYECTBEHHBIX MPU3HAKOB HA HEOOJIBIIIOE YHUCIIO XPOMOCOMHBIX JIOKYCOB U
OIICHUTh BKJIAJ KaXKJIOTO0 M3 TAaKUX JIOKYCOB B OMNPEAEIICHHE T'€HETHYECKOU
W3MEHYMBOCTH y HU3y4a€MOr0 OpraHu3Ma. PaHHHE TOMBITKU JIOKAJIU30BaTh
QTL OCHOBHBIX arpOHOMHYECKHX CBOMCTB BBISIBHIH, 4TO no3uuuu QTL He
OCTaBAJIMCh CTAOMJIBHBIMU OT OJHOTO SKCIEPUMEHTA WJIM yCTaHOBJIECHHOTO
JIOKyca K JPYromy, YTO YKa3bIBajJO Ha 3HAYUTENBHBIA d(PPEKT BO3ACUCTBUS
OKpY’Karolel cpelibl Ha MpOosBJICHUE TMpu3HaKa. YToObl YCTaHOBUTH ATO B
pAzle SKCIIEPUMEHTOB I10]T BO3JAEHCTBUEM PA3JIMYHBIX YCIOBUM OKPYKAOLIECH
cpenasbl ObuIa mpoTecTupoBaHa ctabuiabHOCTh QTL. V ToMmaTta, Hanpumep, 350
MMOTOMKOB MOKOJICHUS F, BhIpallIMBaIUCh B TPEX PA3TUYHBIX IKOJIOTUUECKUX
toukax (a8e B CIIIA u onna B M3paune). B pe3ynbTaTe MpoBEIEHHBIX IKCIIES-

puMeHTOB Ob110 BbIBICHO 29 QTL, mpuueMm 15 U3 HUX ObUTH CTICTIU(UIHBI
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JINIIB JUIT KaKOW-TO OJHOM TOYKH M TOJBKO 5 OKa3ajJMCh OOIMMHM JUIS BCEX
Tpex Touek TectupoBanus [285]. B 1o ke Bpems Ooiee ciaalblit 3¢ dekT Bo3-
JEUCTBUSA OKpY’Karollel cpenbl Obul OOHApPYKEH y KYKYpy3bl, KOTOpasl BbI-
paluBaiach B IECTH PA3JIMYHBIX SKOJIoTHUeckux Toukax [360]. B aTom ciy-
gae nponopiusa uaeHTuGUIMpoBaHHBIX o0mmx QTL B mpoBeaeHHBIX KCIIE-
puUMeHTax ObLIa BBIIIE.

[Touck QTL, mposiBieHHE KOTOPBIX CBA3aHO C PEAKIIMEN Ha OKpYyXKaro-
IIYIO CPENY, MOKET NTOKa3aThCd HECKOJIBKO CTPAHHBIM, TOCKOJIbKY I'€HETHYE-
CKH JIOKQJIU30BaTh B3aUMOJIEUCTBUE «T€HOTHUII-CPEIA» HEBO3MOXKHO, OCOOEH-
HO B CIy4yae KOJIMYECTBEHHBIX MPU3HAKOB, KOTa MPU3HAK (HOPMHUPYETCS MO
BO3JICUCTBUEM PA3IUYHBIX JUMUTUPYIOMHUX (HAKTOPOB CPEIbl U MPOSIBICHUE
OJIHOTO M TOTO K€ MPU3HAKA B Pa3HBIX YCIOBUSAX CPEAbI ONPEIECTSAIOT Pa3HbIe
TEHbl WIM TEHHBIE XPOMOCOMHBIE JIOKYCBI. B TO k€ BpeMsl, TaKk Ha3bIBacMasl
M3MEHYMBOCTb OKPY’KaIOIIEH cpe/ibl — 3TO MEepeMEHHbIN (pakTop oOwIei n3-
MEHYHMBOCTH OpPraHW3Ma, KOTOPBIM OCTAETCS MOCJIE MCKIIOUYECHHS T€HETHYe-
CKOMl M3MEHUYMBOCTH M3 OOIIEH COCTABISAIOIIEH TOrO WJIM MHOIO IpHU3HAKa.
DTO 3HAYUT, YTO U3MEHUYHUBOCTHh OKPY’KAIOIIECH Cpe/bl BKIIOYAET B ceOd HE
TOJIBKO COOTBETCTBYIOIIYIO KIMMATHYECKYIO W3MEHUYMBOCTD, SABIIAIOLIYIOCA
II0 CBOEH CYTH PA3JIMYHOIO POJA CTPECCOPAMH, HO M 3HAYUTEIBHYIO YacTb
AKCIIEPUMEHTAILHON OIIMOKHU, C KOTOPOM MPUXOJUTCA CTAIKUBATHCSA IPHU
MIPOBEJICHUN U BOCIIPOM3BENCHUM dKCIIepuMeHTOB. [Ipu ycranoBnenun QTL,
UMEIOIIMX OTHOLIEHUE K CTPECCY, BO3HUKAIOIIEMY I10J] BO3AECUCTBUEM OKpPY-
JKarollen cpelibl, He0OX0auMa TIIATEIbHAsl TOCTAHOBKA HKCIIEPUMEHTA C CO-
OTBETCTBYIOLIUMHU IOBTOpaMHU. K COXaleHUIO, B OTOM KIIOYE IIPOBEIAECHO
CPaBHUTENBHO HEOOJIBILIOE KOJIUYECTBO IKCIIEPUMEHTOB.

Takum oOpa3oM, JOMOJHUTENbHAS UJICHTU(UKAIUS U MPOBEJICHUE
aHaju3a BISBICHHBIX JIOKycoB QTL, mo3Bonumu Obl yCTAaHOBUTH MPHUCYTCT-
BHE WJIM OTCYTCTBUE KO-Jokaim3anuu QTL-nmpu3HakoB, onpeaensommux He-
KOTOpbIE€ (DPU3HOJIOTMUECKHE TMPOLIECChl (HAallpuUMep, HAJIMB 3€pHA, OTBET HA
TOT WJIA MHOW aOMOTHYECKUM WM OMOTUYECKUN CTPECC | JIp.), a TAKXKE BO3-
MOXHa Jii Ko-okann3auust QTL 1 reHoB-KaHIUIATOB, CBSI3AHHBIX C TEM WU
uabiM QTL. Ko-okanuzanuss 03HAYaeT KO-CETrperamuio, KOTopas MOXKET
OBITH MCTIOJBF30BAHA CEJICKITMOHEPAMH U OMOTEXHOJIOTaMHU PACTEHUH MPH T0-
JYYEHUU HOBBIX PACTUTENBHBIX (OPM M peain3aliu CEJNEKIMOHHBIX MpPO-
rpamM. Ko-nmokanuzanusa QTL st HEKOTOPBIX MPU3HAKOB MOXKET OMpeje-
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JATh KO-PEryisiuuio 3kcnpeccur. boisee toro, ecnn QTL ko-nokann3oBaHbI €
TeHaMH C U3BECTHOW (PyHKIIMEW, TO ATH T'€HBI MPEACTABISIIOT MHTEPEC Kak
TCHBI-KaHIUIaThl U MOTYT OBITh MCIIOJIL30BaHbI JJI1 O0OBICHEHUS (DEHOTHUITH-
YeCKUX Koppessaiuii Mexxay npusHakamu [302, 303].

Ha ceromus 3TOT MOAXOJ TPOWJUTIOCTPUPOBAH IOJICBBIMH SKCIIEPH-
MEHTaMH TI0 aHAJN3Y Psiia arpOHOMHYECKUX MIPU3HAKOB U IKCIIEPUMEHTaMH,
MIPOBEICHHBIMU B TCTUIMIIC W HAMPABJICHHBIMU Ha 00Jiee TOYHBIN aHamu3 3 (-
(EKTOB pa3IMYHBIX CTPECCOB MPEUMYIIECTBEHHO HA paHHUX CTAaJIUAX Pa3BH-
Tua pacrenuid. Tak, Hampumep, ¢ nomompo QTL mpoaHanu3upoBaHO He-
CKOJIBKO Pa3IMYHBIX KOJWYECTBEHHBIX MPU3HAKOB U OTBETOB HAa M3y4aeMBbIi
ctpecc [302, 303], Takux Kak ypoxKailHOCTb, pOCT KOpHEH U IPOPOCTKOB, (o-
TOCUHTETHUYECKUN OOMEH Tras3oB, cojaepxaHue adcuuzoBoil kucioTsl (AK) B
KCHJIEME, COJCpP’KaHHWE YTJICBOJIOB M AKTUBHOCTH PACHICTUISIONINX HX (ep-
MEHTOB (MHBEpTa3bl, caxapo3ocuHTasbl U A J[D-riroko3odochopuiassl).

5.1. HekoTopble 3jieMeHThI METO10J10THH

[Tpunun u metomonorus onpeaenenus QTL gocrarouHo moapoOHO
Obu1a onucana panee [13, 14, 303] (cm. Taxxke I'nasser I u 1V). KopoTko, oc-
HOBHBIM HEOOXOAUMBIM yciioBueM s onpeaenenus QTL nHeo6xoaumel, Bo-
MEPBbIX, JIMHUM PACIICTUISIONIUXCS TOMYJIAINHN, HOJY4eHHbIE OT JBYX T'OMO-
3UTOTHBIX poauTened. [lpu 3ToM 4TOOBI MOMYYUTH HOCTATOUYHYIO TOYHOCTh
AKCIIEPUMEHTA, MUHUMAJILHOE YMCIIO JIMHUM, KOTOpOoe HE0OXOAUMO MpoaHa-
JTU3UPOBaATh, JOKHO ObITh paBHO 100-150. CerperaiiMOHHBIMU JMHUSMU
MOTYT OBITh PaCIICIUISIONIUECS MOMyIsiuu F,, yIBOCHHBIC TaruiOuIbl WM
pekoMOMHaHTHBIE MHOpemHbie yuauu (recombinant inbred lines, RIL). Pe-
KOMOWHAHTHBIE MHOPEAHBIC TUHUU OOBIYHO TMOJIYYAIOT KaK MUHUMYM YE€ThI-
PEXKpaTHBIM CaMOOTBUICHUEM TMOKOJIEHUs1 F,, mpou3oleanero u3 OgHOTO
ceMeH’. OCHOBHOE JOCTOMHCTBO TaKOW MPOLIEAYPHI 3aKIIOYAETCS B TOM, YTO
nonydeHHbie RIL SBISIOTCSA MPaKTUYECKU TOMO3ZUTOTHBIMU, T.€. TCHETUYECKU
OJTHOPOJHBIMHU. BTOphIM TpeOoBaHMEM SBIISICTCS KAPTUPOBAHKE TTOIYJISIIHH C
JIOCTATOYHOU TIJIOTHOCTHIO HACHIIMICHUS TEHETUYECKUMHU MapKepaMu TaKUM
00pa3zoM, 94TOOBI YHCIIO TPYII CIEIMJICHUSI Ha TEHETUYECKOM KapTe ObLIO paB-
HO 4yuCy XpoMocoM. [Ipu coOmoieHnn 3TUX YCIOBUM TSl KaX A0 cerpera-
IIMOHHOW JIMHUMA CTAHOBHUTCSI BOZMOXHBIM PaCIO3HABATH TEHOTHUII (JTUOO Tep-
BOT'0, TUOO BTOPOTO POAUTENS) TIO KAXKIOMY OTJEIBHO B3SITOMY MapKepy.

126



[Tpunuun onpenenenuss QTL 3akirodaercss B M3BMEPEHHWH BapHUaHC
IPU3HAKOB B IPOIIECCE M3YYEHHUS BO BCEX CErPETAllMOHHBIX MOMYJSLMAX U
MOCJIETYIOUIEN MTPOBEPKE OJTHOIO MAPKUPOBAHHOTO JIOKYCa 3a APYIHM C Le-
JIbI0 YCTAHOBJICHUSI 3aBUCHUMOCTH CPEIHErO 3HAYCHHUS MIPU3HAKA OT TEHOTHUIA
B JJAHHOM JIOKyce. Eciii pe3ynbTar CcTaTUCTUYECKH JTOCTOBEPEH, TO 3TO 3HA-
yuT, uro QTL, onpeaenstomunii U3MEHYUBOCTh JAHHOTO MIPU3HAKA, PACIOJIO-
’KEH MOOJIM30CTH OT JAHHOTO Mapkepa. TOT TOUEUYHBIN MOIIAroBbI METOJ,
ocHoBanHblii Ha ANOVA (ANalysis Of VAriance — craTuCTHYeCKUH TeCT,
KOTOpPBI KOJMYECTBEHHO YCTAHABIMBAET PA3IHUMA MEXKIY 3HAUYCHHSIMHU
JIBYX WU OoJee TpyIi), HAa CEroJHsl MOCTENEHHO 3aMEeIIaeTCsl UHTEPBAJb-
HBIM KapTUPOBaHUEM, KOTOPOE MO3BOJISIET HACHTUPHUIIMPOBATH JIOKATU3ALMNIO
Mexay mapkepamu (kak, Hanpumep, MAPMARKER-QTL). bonee coBpe-
MEHHBI METOJ], Ha3BaHHbII METOAOM KOMOWHUPOBAHHOTO HMHTEPBAIBLHOIO
KapTupoBanus (aHria. composite interval mapping, CIM), coBmeinaeT B cebe
MHTEPBAJIbHOE KAPTUPOBAHUE U BBEJEHUE KO(MAKTOPOB, KOTOPHIE C OJIHOM
CTOPOHBI YBEJIMYMBAOT YyBCTBUTEIBHOCTD OINPEIEIICHHs, HO C APYrOl CTO-
POHBI Tak)K€ YBEJIMYMUBAIOT M PUCK BBISBICHUS (HaJbIIMBBIX MO3UTHUBHBIX
QTL [335]. Haubosee BaxXHBIM MapamMeTpOM, BBIYUCIAEMOM B JIOMOJHCHHE K
ycTraHoBJeHHto jokanu3aunu QTL, sBimgeTca BennunHa R?, MPEACTABJISAIO-
11asi IpoeHT GeHOTUIMYEeCKON BapuaHchl oObsicHsemon QTL.

5.2. QTL u abuoTHYeCKHIi cTpece

5.2.1. Bvicokas memnepamypa (mepmoycmoiuugocms)

XoTs1 OOJIBIIMHCTBO JaHHBIX MO KaptupoBaHuto QTL ¢usnonoruye-
CKHMX MapamMeTpoOB, TaK WM MHAYE, CBA3aHBI C ONPEACICHUEM BOJIHOIO CTaTy-
ca pacTeHUM, OJHU W3 MEPBBIX UCCIIEIOBAaHUI HANPABICHHBIX HA UACHTU(DU-
kanuio QTL npu3HaKkoB UMEIOIIUX OTHOIICHUE K KIMMATHYECKUM aJanTaliu-
AM OBLIM SKCIIEPUMEHTHI 10 BbIsiBIEeHUIO QTL TepMoycTOMYMBOCTH IBLIBIBI
[137]. 1Ipu >TOM asist ATHX TieNiei aBTOPBI MCIOJIB30BAIM BCEro 45 MOMmyis-
nuii RIL, ¢ moMonipto KOTOPBIX UM YAQJIOCh YCTAaHOBUTH HATh U 1mecTb QTL
IpOpacTaHus MbUIbLIBI M POCTA MbLIBLEBON TPYOKH COOTBETCTBEHHO.
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5.2.2. Cocmosanue 3acyxu Ha 6e2emamueHblxX CIaousax pa3eumus

5.2.2.1. Kopnesas cucmema, mopghonocus u npusHaxu npopocmKkos y puca

CoBepIIeHHO OYEBUHO, YTO MOPGOJIOTHS KOPHEH SBIISIETCS BaXKHBIM
(akTOpOM TpU ONpPEIECICHUN YCTOWYMBOCTU PAacCTeHHI K 3acyxe. B onHom u3
nepBbIxX dKcnepuMenToB o QTL ananusy, npoBenennoM B 1995 roxy, yna-
JIOCh KapTHPOBATh IATh CBA3aHHBIX ¢ 3TUM npuzHakoM QTL [69]. Dkcnepu-
MeHTHI TTpoBoamiIUCh Ha puce (203 RIL B TpoitHOM MOBTOPHOCTH), KOTOPHIM
BBIpAIMBAJICS KAaK B TEIUIHMIIC, TAaK M B TOJEBBIX yCIOBUAX. /[BeHamaTh u3
COpOKa XpOMOCOMHBIX pailoHoB, Hecynue QTL accoumupoBaHHbIE ¢ MOJIE-
BOM YCTOMYMBOCTBIO K 3acyxe, Takxke coaepxkanu QTL mopdonoruu kopHeil.
bonpmmHcTBO MaenTudunupoBanubix QTL onmpenesnsin TONIMUHY KOpHEH 1
COOTHOIILICHUSI: KOPEHB/TIPOPOCTOK, CYyX0il Bec KopHel/mooer. TomyHa u cy-
XOU BeC KOpHEH Ha MoOer SBISIUCH MPU3HAKAMH, KOTOPbIE, Kak ObLIO yCTa-
HOBJICHO, B TIOCIICHIOIO OYepPe b MOIBEPIKEHBI BIUSHUIO OKPYKAIOIICH Cpe-
JIbl B YCIIOBUAX Teruniibl. Koppensiiuu sKCepuMeHTOB, TPOBEICHHBIX B Te-
IUTUIE C YCTOMYHMBOCTBIO K 3aCyXe, B MOJIEBBIX YCIOBHUSAX OKA3aJMCh JTOCTO-
BEPHBIMH, HO HE OYEHb IPEICKa3yeMbIMU. DTU MEPBbIC PE3yJIbTaThl MO3BO-
JUJIA aBTOPaM HUISHTU(UIIUPOBATH AJIJICIA B MAPKEPHBIX JIOKyCaX, aCCOIMH-
POBaHHBIX ¢ ()EHOTUIIOM KOPHEW, M MOJYy4YUTh 3acyXoycToiuuBbie copta. C
IETBI0 U3YYCHUS MPHUCTIOCOOJICHHUSI pACTEHUH K OCMOTHYECKOMY CTpeccy M
BBISIBJICHUSI MPU3HAKOB YCTOWYMBOCTU K JETUAPATAIMHA C HCIOJIb30BAHHEM
TEX JK€ PUCOBBIX MOMYJIAIINHA, HO HA TOPa310 MEHBIIIEM KOJIMYECTBE 00Pa3IioB
(52 RIL) Obutn TpoOBeACHBI AaibHEHIINE 00JIce MONHBIC HCCACIOBaHUA. AB-
TOPBI TIPEATIOIOKUIIN, YTO OAMH OCHOBHOMW JIOKYC, aCCOIIMMPOBAHHBIN C OC-
MOTOJIEPAHTHOCTBIO JIOJDKEH OBITh TOMEOJIOTMYEH K CXOXKEMY JIOKYCY TOTO
Ke TpU3HAKa y MIICHUIIBI. B MOMyIsIusax, 0OCMOTOJEPAHTHOCTh M MPU3HAK
YCTOWYMBOCTU K JAETHUIpaTallii HEraTUBHO KOPPETUPOBAIN C TMPU3HAKOM
MOP(OJIOTHH KOPHEH, aCCOIMHPOBAHHOTO C YCTOWYMBOCTBIO K JETHApaTa-
1uu. K c4acThio BhICOKAs MPUCIIOCOOIEHHOCTh K OCMOTHYECKOMY CTPECCy U
NpU3HAK YCTOWYNBOCTH K JICTUAPATAIIMH OKA3JINCh TCHETUYCCKU CBSI3aHHBI-
MU C OJTHUM U TE€M K€ POIUTEIHCKUM ajuiesieM. JTO BCEJSICT HaekAy Ha
pa3pbIB HEXKETATEIBHOTO CIEIJICHUS MEXKIYy OCMOTOJICPAHTHOCTBIO M HEKO-
TOPBIMH TpU3HaAKaMu Mopdosiorun KopHeit [223].
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[Tocnenyromue ucclaeNOBaHUS Takke Oa3UpPOBAINCh HA H3YyUYECHHH
MopdoJoruu KOpHEH, HO 0e3 ydeTa BIUsSHUS BOJHOTO cTpecca. B aTom ciy-
yae ucnoab3oBanu 105 nmuHMM prca, TOMYYEHHBIX U3 TOMYJISLUN yIBOCHHBIX
ramionioB [409]. ABTOpbI YCTaHOBWIM, YTO OCHOBHOE KosmdectBo QTL
CKOHLEHTPUPOBAHO B OINPEIECICHHBIX KOMIAKTHBIX palloHaX XpoMocoMm 1, 2,
3,6,7,8u9. UnguBuayansubie QTL oTBeUanu 3a BApbUPOBAHKUE MTPU3HAKOB
ot 4 o 22%. Bzaumopelicteue Mexay QTL u MapkepaMu, pacroiaoKEeHHbI-
MU Ha pa3HbIX XpOMOCOMaXx, MOKa3ajau aHTaroHuctuueckue 3Pdexrol. Cpas-
HEHUE C JAPYTHUMH MOMYJSALUAMU NOKa3allo, 4To oT oaHoro 10 tpex QTL Ha
MPU3HAK OBUIH OOIIUMHU.

Hpyrue aBrops! uccnenoBanu QTL npu3HakoB, UMEIOMMX OTHOLLIEHHUE
K 3aCyXOYCTOMYMBOCTH Y MPOPOCTKOB prca [84]. B nByX pa3muduHBIX 3KOJIO-
TMYECKUX TOYKax Ha 85-105 MMHUSIX yIBOEHHBIX TAIIOWIOB IOJ BO3JCHUCT-
BHUEM PA3JIMYHBIX CTEIICHEH 3aCyXU OHU U3MEPSUIM MPU3HAKU CKPYYUBAHUS U
BBICBIXaHHUS JUCTHEB, OTHOCUTEIIBHOE COJEP>KAHHE BOABI U OTHOCHTEJIbHBIN
ypoBeHb pocTta. Kak mokasany NpOBEIECHHBIE 3KCIEPUMEHTHI, HEKOTOPHIE
QTL Obutn oOmmMMuU 1711 BCEX MCCIEIOBAaHHBIX MpU3HaKoB. Cpeau oauHHA-
natyi Bo3MoxkHBIX QTL ckpyuuBaHust TMCThEB Tpu (HA XpoMocomax 1, 5 u
9) okazanuch OOIMIMMHM BO BCEX TPEX MPOBEICHHBIX MCIBITAHUSIX, a YETHIPE
nonoaHuTenbHBIX QTL (Ha xpomocomax 3, 4 u 9) — numb B aByx. OnuH
QTL npur3Haka BBICBIXaHUS JUCTHEB HA XPOMOCOME 4 ¥ OIMH OTHOCHUTEIIBHO-
ro COJEp’KaHMs BOABI HA XPOMOCOME | COBHAIM MO CBOEMY IPOSIBJIECHUIO B
JBYX Pa3IMYHbIX FKOJOr0o-reorpapuueckux sKCIepuMEHTax, B TO BpeMsl Kak
He ObLI0 UJeHTUPUIMPOoBaHO HU oHOTO QTL OTHOCUTENBHOTO YPOBHS pOC-
Ta, MPOSIBJICHUE KOTOPHIX ObLJIO OB 00YCIIOBIEHO BO3/ICHCTBUEM CTpecca, Bbl-
3BAHHOTO HEJIOCTATOYHOCTBhIO obOecrmeueHus Biaroi. Hekoropeie nz QTL
CKPYYMBAHUS U BBICBIXaHUS JIMCTHEB, a TAK)KE OTHOCUTEIILHOTO COAEP KaHUS
BOJbI KAPTUPOBAHBI B TEX XK€ JIOKycax Ha XxpoMmocoMax, uro 1 QTL xoHTpo-
Tupyromue Mop(oJoruio KOpHEH, U KOTOpble ObUTM MACHTHU(PHUIIUPOBAHBI B
OpeabIAYIIUX UCCIEIOBAHUAX, BKIIOUABIIUX TE K€ CaMble PACIICTUISIONINECs
MapkupoBaHHble nonyJisiiuu. Jlokanuzamust HekoTopbix QTL, ycraHoBieH-
Hasi B 3TOM MCCJIEIOBAaHUHU, OKa3aJlaCh TOYHO TAKOW e, KaK M JIOKaJIU3alus
ananornunblx QTL, onpenenenHass ApyruMu aBTOpamMu € MOMOUIBIO APYTHX
HOITYJISALIUH.
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5.2.2.2. Ocmomonepanmuocms y puca

Kak sto yxe ormeuanoch panee [223, 420] aganTanus K oCMOTHYE-
CKOMY CTpecCy WM ocMoThuuecKas npucnocodiaeHHocts (OIT) Moxer urpathb
pOJIb B 3aCyXOYyCTOMYMBOCTH, OOecredrBas BO3MOXHOCTb MOAJEPKAHUS
KJIETOYHOTO Typropa Mpu CHUKEHMHM BOAHOTO MOTEHIMaia. JTa mpobieMa
Oblla paccMOTpEHa Ha TMpuMepe sguMeHs ¢ ucnoiab3oBanuem QTL-
metonoiorun [377]. Habop pekOMOWHAHTHBIX WHOPETHBIX JTHMHHUN SYMEHS,
MOJIYYCHHBIX B Pe3yJibTaTe CKpeumBaHus coptoB Tadmor (3acyxoycTtoiuu-
BbIil pomautens) U Er/Apm (4yBCTBUTENbHBIA POAWUTENH), BBIPAIIMBAIN B
KJIMMaKaMepe B YCIOBHSX pazinyHON BiaxxHOCTH rpyHTta (14% u 100% mo-
JIEBOM €MKOCTH MOYB IO 3TOMY IPU3HAKY, COOTBETCTBEHHO). KapTa cuemiie-
Husl ObLIa MOCTpOEHa ¢ ucnoib3oBaHueM 167 RIL reHoTunupoBaHHBIX MO-
cpenctBoM 78 RFLP, 32 RAPD u tpex mopdonoruyeckux Mapkepos. biaro-
napst ciIbHOMY 3((EKTy BO3ACHCTBUSL YCIOBUM OKpYy)Karolmled cpenbl Ha
u3ydyaeMble CBOMCTBa (M3MEHYMBOCTH BapsupoBasia oT 0,04 no 0,44) unrep-
BAJI-KapTUpOBaHue U ogHoMmapkepHbii ANOVA-aHann3 mMo3BOJIMIN OIIpeEse-
muth Tpu QTL nmpusnaka otrHocuTeIbHOTO coqepkanus Boabl (OCB), ueTsipe
QTL ob6mero ocMotrdeckoro noteHnuana, 1sa QTL ocMoTHyeckoro moTeH-
nuana rnpu noiaHom typrope u ogud QTL OII mpu 14% BnaxxHocTu noysel. B
MOJIMBHBIX YCIOBUSX BbIABIEHBI TOJbKO ABa QTL: ogun g OCB u oauH
JUIsl OCMOTHYECKOr0 MOTEHIHANIA TIPU MOJIHOM Typrope. J[Ba XpoMOCOMHBIX
palioHa OKa3aJIuCh OTBETCTBEHHBI 32 HEKOTOPbIE U3MEHEHHUS CBOICTB, COIMYT-
ctByromre Oll, ¥ MO3TOMY MOTYT CUMTAThCS KaK PallOHbI, KOHTPOJIUPYIOLIUE
OIl. Onu pacnonaranuck Ha xpomocomax 1 (7H) u 6 (6H), B To Bpems kak
JIpyTrUe pailoHbl ObUTH CICTIM(GUYHBI TOJBKO JJIsI KAKOTO-TO OJTHOTO CBOMCTBA.
Huxakux ocHoBHbIXx QTL Haiineno He ObL10. B TO € Bpemsi, Kak MpecTaB-
JISieTCs, TEHOMHBIE paiioHbl Ha XpomocoMme 1 (7H) y sumMeHsi, BOBJICUCHHbBIC B
perynsanuio conyTcTByromux OIl cBOMCTB, JOKHBI ObITH KOHCEPBATUBHBI B

oTHoueHnu n3meHunBoctu OIl y 31makoB.

5.2.2.3. Jlucmos u abcyuzosasn kucnoma (AK) y kykypyzol

BonapmmHCTBO ucciaenoBanuii Mo u3ydeHuro 3p¢hekToB 3acyxu y pac-
TEHU MPOBOJMUIIUCH HA BETCTATUBHBIX OpraHax, MPEXKJIe BCETO Ha JIUCTHIX.
[ToTepst BObI, KaKk MPaBUIIO, TPUBOJUT K JIBYM THUIIAM PEAKIUN B 3aBUCHMO-
CTH OT BO3pacTa PaCTUTEIIbHBIX TKaHeH: 1) OBICTPOI OCTAHOBKE pOCTa KIETOK
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B MOJIOJIBIX PACTYIIUX OpraHax, 2) YMEHbBIICHHUIO YPOBHs (DOTOCHHTE3a U U3-
MEHEHHUIO MeTaboM3Ma caxapo3bl B 3peiblx JUCThsIX. AK, BeienseMas KOH-
YUKaMU KOPHEU U [UPKYIUPYIONIasi B KCUIIEME, UTPAET BAXKHYIO TPUTTEPHYIO
pOJIb B MOJIOOHOTO POJia OTBETHBIX peakiuax. CTalKuBasCh ¢ MHOTOUYHCIICH-
HBIMUA B3aMMO3aBUCHUMBIMHM B3aUMOJICUCTBUSMHU OYEHb TPYAHO YCTAHOBUTH
PUYKUHHBIE CBSI3H, KOTOpPbIE OOBSICHWIM Obl HAOJIOMAEMbIA OTBET LEJIOTO
pacTeHusl, BbI3bIBAEMbII HECKOJIBKUMU MPEIOIaracMbIMU KIIFOUEBBIMU 3JIe-
MeHTaMu. [IposicHeHue 3TOro Bompoca OCOOEHHO Ba)KHO JJIsi BO3JIEJIbIBAE-
MBIX PACTCHUM, MOCKOJIBKY HIACHTHU(UKAIUS TaKMX OCHOBHBIX 3JIEMEHTOB
WIM T€HOB IMO3BOJUT MOJIYYUTh CIIOCOO BO3JIEHCTBUS HA OPraHU3M C LIEJBIO
MOBBIIIEHUS aJanTallid WIA YCUJICHUS] YCTOMUUBOCTH PACTUTEIBHOTO Opra-
HU3Ma K cTpeccy. C 3TOM TOYKM 3peHusi, UCIob30BaHue MeTononorun QTL
HanOoJiee MOAXOIAIIMN MOIX0/, MOCKOJIbKY OHA MO3BOJISIET YCTAHABIMBATH
KOppeJsSIIUU ~ MEXIy pa3iaudyHbiMU  nOpuzHakamu. Kpome Toro, ko-
nokanuzauuga QTL MoxeT npenocTaBuTh HHPOPMALIUIO MO CUEIVICHUIO MEX-
Ny IPU3HAKAMU Ha Pa3HbIX YPOBHIX MHTErpalvu (OT aKTUBHOCTU (hEPMEHTOB
710 0OMEHa ra30B WJIA POCTA JIUCTHEB).

[lepBass mombiTka BbIIBUTH QTL, ompenensronme KOITUYECTBEHHBIE
ypoBHH AK MO OTHOILIEHUIO K CTEIEHH MPOSIBICHUS BOJHOIO CTpecca, Oblia
NPEANpUHATa Ha PACHICTUISIIONIMXCS MapKUPOBAHHBIX MOMYJSAIUAX F, miie-
HuIbl 1 Kykypy3sl [307, 309]. HecmoTps Ha TO, YTO TUIOTHOCTH MapKepOB
ObL71a TOBOJILHO HU3KA (32 y KyKYpy3bl) aBTOpaM yAalloCh MPOJIEMOHCTPUPO-
BaTh MPUHIMIIUAIBHYIO BO3MOXKHOCTh MIPUMEHEHUs JaHHOTO MeToja. boiee
TIIATEIBLHBIA aHAIU3 TPOBEJEH yxke Ha 81 momyisiiuu Kykypy3sl F, u 84
Mapkepax. B nononnenue k AK npobiema BogHOro crpecca Obuia mnepenpo-
BEpEHA M B OTHONIEHWHU JIPYTUX CBOMCTB, TaKUX KAaK YCThbUYHAsl MPOBOJIU-
MOCTb, BOJHBI MOTEHIMAJ, TYprop, YUCIO KOPHEH, CHJIa HATSKEHUS KOp-
Hel, duyopecueHusa xjopoduiiiia U HEKOTOPHIX MapamMeTpPOB MbUILHUKOB
[214]. 3a cyer yBennmYeHHs YKClia MApPKEPOB MECTOPACIIONIOKEHUE OOJIBIITHH-
ctBa QTL AK moarepxkaeHo Ha xpomocomax 1, 3, 6, 7 u 8, HO Ha XpOMOCO-
Me 2 BoisiBiieHbl HOBble QTL AK. Korga aBTopsl MpUHSJIA BO BHUMAaHUE BCE
MpU3HAKU, UMM OBLIT c/iesIaH BBIBOA O TOM, 4To QTL pa3nuyHbIX NpU3HAKOB
MMENTM TEHJEHIIMI0O K KO-JIOKAJU3allMh C OJHOBPEMEHHBIM 00pa30BaHUEM
KJIacTepoB. Tak, Hampumep, B CEpeAUMHE KOPOTKOIo Iieda XpOMOCOMBI |
BO3Jie Mapkepa umcl1 kaptupoBansbl cpasy uerbipe QTL: uncna kopHel, cu-
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Jbl HATSDKEHUST KopHel, AK kcnineMbl M yCTBUYHON MPOBOAUMOCTH. CXOXKUM
obOpazoM QTL xak MUHUMYM YeThIpeX MPU3HAKOB KO-JTOKAIN30BaHbI HA XPO-
MocoMax 3 u 7.

Jlnst Toro 4ToOBI PacCOPTUPOBATH OECCUCTEMHBIE B3aMMOOTHOIIICHUS
OBUI TIPEIJIOKEH YCOBEPIICHCTBOBaHHBIM Merox [214], ocHOBaHHBIH Ha
CPaBHEHUM [IBYX BO3MOYKHBIX PErPECCUOHHBIX JMHUM, MOJYYEHHBIX MOCIE
CXEMAaTU3UPOBAHMS aJUIENbHBIX 3((EKTOB i IBYX MPU3HAKOB MO JIBEHA-
JATH MapKepaM OObEeIUHSIIONIMX MaKCUMAaJIbHbIe TUCTAaHIUU. B 3TOM City-
yae, eclii perpeccusi npusHak l/mpusHak2 Opuia 6osiee JOCTOBEpHA, YEM per-
peccusi nmpu3Hak2/mpu3Hakl, To mpeanonaragoch, YTo MpU3HAK2 KOHTPOJIH-
pyercs npuszHakoml. Hampumep, r = —0,067* nns perpeccu NpoBOJH-
moctb/AK u 1 = —0,43"° 151 perupoKHoii perpeccun MOKeT 03HAYaTh, 4TO
konuuecTBO AK 0osiee BEpOSITHO KOHTPOIUPYETCS MPOBOAUMOCTBIO, YEM Ha-
000pOoT. XO0Ts 3TOT Pe3yJIbTaT XOPOIIO COIJIACYEeTCs C MPOBEIECHHBIMU PaHEe
(PU3HOJOTMYECKUMH HCCIIEIOBAaHUSAMM, CaM METOJ HE BIIOJIHE YETKUH, IO-
CKOJIBKY C TEOPETHUYECKON TOUKH 3pEHUs OH HE OepeT B pacyeT BO3MOXKHbBIE
pazIuyus B UBMEHUYUBOCTH KaXKJIOTO IPU3HAKA.

Jlpyroii myTh YCTaHOBJIEHHUS KOPpESILMA MEXIy MpU3HAKaMH ObLI
NPEUIOKEH NPY W3Y4eHUH MEKBUAOBBIX cpaBHeHuil [308]. [Ipunanun 6a3u-
pyeTcsl Ha MCHOJb30BAHUM 3aKOHA T'OMOJIOTMYECKHUX PSIIOB B HACJIE/ICTBEH-
Hoi m3meHunBocTH H.M.BaBuiosa [3] m ToM mpeanosiokeHWH, 4TO CIICH-
JICHHBIE TE€HBI Y OJHOTO BUAA CXOXHUM 00pa3oM CBSI3aHbI IPYT C APYTOM Uy
JIPYroro poJACTBEHHOro Buaa. Jjist Toro 4ToObl yCTAaHOBUTH, YTO acCCOLIMALIUS
mexy reHoM u QTL mnm Mexay reHamu He sBiisieTcsl apTeakToM, MPOBO-
IST CPAaBHEHHE KapTUPOBAHHBIX MO3ULIUNA TOMOJIOTMYHBIX T€HOB, JIOKAJINU30-
BaHHBIX B TOYKE M3y4€HHUs. ABTOPBI MNEPENPOBEPIIINA MPEIbIIYIINE JAHHbIE,
KOTOpBIE MOKA3aJi, YTO Y CTOSIIUX OCOOHSKOM JIMCTHEB pHCa UMEET MECTO
HETaTWBHas Koppensauusa Mexay HakoreHueM AK wm pasmepom Jmcra
(MeHbILIKE MO pa3Mepy JUCThs npoayiupoBanu oonbiie AK). U3 ycranosie-
Hus (pakTa Ko-nokanuzanuu paznudHbix QTL U BBISBIIEHUS TOTO, YTO TOJIBKO
oaud QTL AK u omun QTL pa3smepa nucTa corjiacoBbIBAIMChH C MIPOTUBOIIO-
JI0KHBIM 3((PEeKTOM NeHCTBUS anienel, aBTOPbl 3aKJIFOUUIIM, YTO TPUYUHON
accouuanuu Mexay konndectBoM AK u pazmepom smcrta B OOJbIIeH cTemne-
HU SIBJISJIOCh TEHETUYECKOE CIEIICHUEe, YeM IpsiMoit 3G deKT pa3mepa Jimcta
Ha akkymyssiuio AK wmmm vice versa. OcoOblii MHTEpeC MpeaCTaBIIsI
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Vrnl — OCHOBHOHM T'€H OTBETCTBEHHBIN 32 SIPOBU3ALMIO Yy MILIEHUIBI. JTOT
reH OoKazaJicsi accoluupoBaH ¢ ocHOBHbIMU 3¢ dextamu QTL, ompenensio-
[IMX pa3Mep JHUCThEB, yucio noderos u Hakorienne AK. Oxgnako okanmnsa-
1Sl TOMOJIOTHYHBIX TeHoB y Orysa sativa He BBISBHIIa KaKOTO-JIMOO COBIA-
nenust mecrtopacnonoxenus reHoB AK u QTL mopdororuu nucteeB y puca.

B psne uccnenoBaHuil pacCMOTPEHBI B3aUMOCBSI3H TMPOSIBICHUS aK-
tuBHOCTH QTL AK mo OTHOLIEHHIO K YPOBHIO BOAHOTO CTpECCa B IMOJEBBIX
ycinoBusx. Tak, HanmpuMep, B TEUEHUE ABYX JIET IPOBOJMIIUCH 3aMEPbI KOH-
nentpanuu L-AK B TUCTBSIX Ha ABYX CTaAMsIX Pa3BUTHUS (SJIOHTALMs CTEOJIs
U 3akinaaka neuibHUKOB) [383]. XoTs Hu yuciio nuuui (80), HU YUCIIO KapTH-
poBaHHBIX MapkepoB (106) He OBLIO OYEHB BHICOKO, aBTOPHI OMPEACIIUIIN 1IIe-
ctHaAuaTh pasnuuHbiX QTL, 1 TONBKO YEThIpE U3 HUX COIIACOBAINCH MEXKY
co0oii B mpezenax oOpa3uoB. B 1o ke Bpems, 3tu yetbipe QTL yunteiBanm
66% (peHOTUNMUECKON N3MEHUNBOCTH. AJIIENU, KOTOPBhIE YBEITUYMBAIIA KOH-
uentpanuio L-AK, Obut pUBHECEHBI POJUTENEM C BHICOKUM COJIEPKAaHUEM
AK B Transx (0s420). JIa naubonee Baxxubix QTL Oblmu KapTUpOBaHBI HA
xpomocoMme 2 Bozie csul33 u csul09a. Dddextol, acconuupoBannbie ¢ QTL,
pacnojoxeHHbIM Bozjie csul33, Gonee pe3ko MpOSBISIM CBOE JCHCTBHE B
TKaHSX BOJIM3M MBbUILHUKOB. /[OBEpUTENbHBIE NHTEPBAJbI JIJIS1 YETBHIPEX MEP-
BuuHbIX QTL L-AK He nepekpbiBaiu MHTEPBAIOB KAPTUPOBAHHBIX MO3ULIHAM
ananornyubix QTL y myranToB ¢ yxyameHHbiM OuocuHTe3om AK. IIpose-
JEHBbl WCCIEAOBAHUS TAKXKE M 0 U3MEPEHUIO YCTBUMYHOW IMPOBOJIUMOCTH,
TEMIIEpaType JHCThEB, OTHOCUTEIBHOMY COJEPKAHHUIO BOJBI B JIUCTBIX U
yueTy Macchl 3epeH [327]. Ananus addektoB kaxmoro paiiona QTL mo uc-
ClIeAyeMbIM INpPHU3HAKaM IOKas3ad, 4yTo KoHueHTpauus L-AK mnpencrasisier
co00l MHAMKATOP YPOBHS CTpEcca 3aCyXH, UCIBITAHHON pacTeHHWEM BO Bpe-
Ms cbopa (oTOopa) 00pa3IoB, MOCKOJBKY yBenuueHue coaepkanus L-AK B
TKAHSIX B OCHOBHOM aCCOLIMMPOBAHO C YMEHBIIEHHWEM YCTbUYHOUN MPOBOHU-
MOCTH, MAJEHUEM YpOKasl 3€pHA U C YBEIMYEHUEM TEMIIEPATYPHI JINCTHEB.
[IpoTUBOMONOXKHBIE PE3yabTaThl MO 3TUM MpPU3HAKAM HAOMIOAAIUCH IS
paiionoB QTL nHa xpomocome 7 Bo3ne RFLP-nokyca asg8, uro mpeamnosnara-
€T, B JaHHOM CJlydae, HAUIMYUE TIeHOTponHOTO Y dekra.

5.2.2.4. Knemouno-memopanuas cmabuibHOCMb ) puca

Knerouno-memOpanHnasi crabunbHocTh (KMC), koTOpas, Kak mpesrno-
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JararoT, MO0JDKHA OBITh BEChMa Ba)KHA MPHU MPEIOTBPAIICHUA TOKA MOHOB B
YCIIOBUSX CTpecca, BIEpBbIE OblIa HCCIEA0BaHa C MCIOJIb30BAHUEM METOJa
QTL-xaptuposanus B 2000 roxy [382]. ABTOpEI H30pay 3TOT MPU3HAK IS
aHaJIM3a 3aCyXO0yCTOMYMBOCTH y puca. J{Jist 3TOro B yCIOBUSIX TEILTUIBI ObLIH
n3ydeHsl 104 muHMM yaBOCHHBIX rarutonaoB Oryza sativa L., mony4eHHbBIX U3
reHoTunoB F; — nmotomkoB ckpemnuBanus CT9993-5-10-1-M x IR62266-42-
6-2. 50-mHEBHBIE pacTeHUs MOABEPTATNCH MPOTIOPIIUMOHAIBHO YBEINYNBAIO-
HIEMYCSl CTPECCY MOCPEICTBOM MPUOCTAHOBKM MOJIa4M BOJbI WJIM HENOCTa-
To4yHOro noJsimea. Ilocne 3Toro Ha oOpa3uax JUCTHEB, COOPAHHBIX KAK B KOH-
TpoJie (HOpMaJIbHBIN TMOJIMB), TAK U Y MOABEPTHYTHIX CTpeccy pacteHuid (60-
65% monuBa OT KOHTPOJIS), MpoBeaeH cTtanAapTHbId TecT Ha KMC. U xoTs
CYIIECTBEHHBIX Pa3IMuui MEKIY ABYMS POAUTEISIMU IO 3aCYyXOyCTOMYHUBO-
CTH 00HAPY>KEHO He ObLI0, TaKXKe Kak U cpenu 104 nuHUi B yCIOBUSX CTpeC-
ca, KMC y uccnenoBaHHBIX JIMHUI OKa3ajach Pa3IMYHON. DTO YKa3bIBa€T Ha
TO, 4TO M3MeHUYnBOCTh M0 KMC renotunununa mo coeil mpupoae. Hacne-
JTyEMOCTh U3y4aeMOr0 IPU3HAKA B MPOBEJACHHBIX IKCIIEPUMEHTAX COCTaBUIIA
34%. Kapra cuermieHus MapKApOBaHHOW momyysiuuu Bkiroyana 145 RFLP,
153 AFLP u 17 MukpocaTe/UIMTHBIX MapKepoB. Bce oHM ObLIM MCIOJIb30Ba-
Hbl 111 QTL ananuza. CpaBHUTEIBPHOE NHTEPBAIIBHOE KAPTUPOBAHKE BBISIBU-
1o neBsath npeanosaraeMbix QTL KMC pacnonokeHHbIX Ha XpoMocomax 1,
3,7,8,9, 11 u 12. KoauyecTBO (P€HOTUNTUYECKON M3MEHUYMBOCTH, OMpEJie-
nsiemoe unauBuayaibabiMu QTL, panxuposano ot 13,4% no 42,1%. Uccine-
J0BaTeIM OOHAPYKUJIM 4YeThlpe JocToBepHbIX (p < 0,05) mapsl IUreHHBIX
B3aUMOJEHCTBUI MexkAy BbIsABIeHHbIMU omnpenensommumu KMC QTL. Otu
pe3yJIbTaThl MPOJAEMOHCTPUPOBAIM BO3MOKHOCTh HCIOJb30Banuss KMC B
KAueCTBE CEJICKTUBHOIO MPHU3HAKA B CEJEKUMHU IO YBEIUYEHHUIO 3aCyXOyC-

TOWYMBOCTH y pHca.

5.3. Ycj10BUS 3aCyXH HA CTAAMU CO3PEBAHUS
U QTL xoMIioHeHTOB ypoxast

5.3.1. Kyxypy3a

Ypoxan KyKypy3bl CWJIBHO MAJAET, KOTAA BOAHBIA CTPECC MPUXOAUTCS
Ha (a3y IBETCHUs pacTeHUH. B COOTBETCTBUM C TUM OCHOBHAs 3ajava st
MHOTHX CEJIEKIIMOHEPOB — ATO YJIYUILIECHUE WJIHA TOBBIIIEHUE YPOXKAs B yC-
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JoBUsAX 3acyxu. OQHAKO 3TO TpyJHAas 3a7a4a, OCKOJbKY IPU3HAK 3aCyX0YC-
TOMYMBOCTH OOBIYHO TOJUTCHEH U KOPPEIUPYET C JPYTUMU MpU3HAKAMU
qacTU4HO. JIJi1 TOro 4yToObl NOMBITATHCA HAWTHU PEHICHHE 3TOM CIOKHOMN
npo0GiemMbl ObLT UCTONb30BaH MeToll uaeHTugukanuun QTL, ¢ koHeuHOH 11€e-
JBI0 pa3paboTaTh CTpAaTErHu MapKep BCIIOMOTATEIbHON CEJEKIUU MO JaHHO-
My MpHU3HAKY Y KyKypy3bl [319]. B TeueHue nBYX JET pacTCHUS KYKYpPY3bl
BBIPAIMBAIIA TIPU TPEX PA3HBIX MOJIMBHBIX YCIIOBUSIX: XOPOILIWM IOJWB, a
TaKKe MPOMEKYTOUHBIN U CTPOTUM BOJIHBIN cTpecc. [Ipu aTomM aBTOpHI N3Me-
PAIIA CIIEYIOIIME arpOHOMUYECKUE MPU3HAKU: BPEMSI CO3PEBAHHUS MbUIbHU-
koB (BCII), Bpems IBETEHUSI MY KCKOT'O M )KEHCKOT'O COLIBETHM, YpOKail 3ep-
Ha (Y3), unuclio MOYaTKOB, YUCJIO 3€peH Ha mouyatok u macca 100 3epen. B
KauecTBe pojauTenedt g noiydeHus 234 caMoomnbUICHHBIX F, pacTeHuil B
AKCIIEPUMEHTAX HCIOJIb30BaHbl JBE TPONMMYECKUE WHOpEIHbIE JUHUU, TPO-
SBJISIFOIINE KOHTPACTHBIM OTBET Ha 3acyXy. OCHOBHbBIE W3MEPEHUS MTPOBOIH-
nu Ha pacteHusix Fi. Bee 234 nunuu F, Obutn reHoTunupoBansl mo 142 jo-
Kycam.

[lepBblil pe3ynbTaT BO3AEHCTBUSA BOJHOIO CTpecca, OOHApyKEHHBIH Yy
MapKUPOBAHHBIX KYKYPY3HBIX JIMHUH, 3aKIIIOYAJICS B YCTAHOBJIICHUU YBEJIU-
yeHus renerndeckoit mamenunBoctu BCII u mumpokoro pasdpoca Hacnengye-
MOCTH IIPU3HAKa BPEMEHM LIBETCHUS KaXKJIOro M3 couBeTuii. MHOrouucieH-
Hele QTL, onpeneneHHbie AJis1 3TUX NPU3HAKOB, cocTaBisuin 47-48% oTtme-
gaeMo (PEHOTUIMMYECKOW M3MEHYMBOCTH. B yCIOBUSX HemocTaTka IMOJIHBa
yeThipe QTL okazanmuch 0OIIMMU J1s1 BPEMEHHU 1IBETEHUSI MY»XCKOTO U >KEH-
ckoro coretuit, oquH — 1ji1 BCII 1 aj1s1 BpeMeHM IBETEHUSI MY>KCKOTO CO-
usetus, a yerbipe — 11 BCII m 111 BpeMeHu 1BETEHUS )KEHCKOIO COLBE-
tus. Yucno ko-nmokanuzanuii QTL ObI0 CBSI3aHO ¢ YpOBHEM KOppeEsIUiA
Mexay npusHakamu. Tak, Hanpumep, npusHak BCII nposiBun tpaHcrpeccus-
HBIM xapakrtep. YcraHoBieHHble 3HaueHuss BCII y umccienoBaHHBIX JIMHAN
KYKypy3bl ObUTH JIUOO BBIIIE, TUOO HUKE 3HAUSHUM 3TOTO K€ MPU3HAKa y PO-
nutenbekux ¢opm. ITpu 3ToM, Kak 0Ka3aaock, 3aCyX0UyBCTBUTEIbHBINA POIHU-
TEJh PUBHOCUII ajien, oOHapyx)eHHbIe B 1ByX QTL, penymupytronux BCII
(4 nHst). Annenu, TPUBHECEHHBIE YCTOMYMBBIM POAUTENIEM B IPYTUX YEThIPEX
QTL, orBeuanu 3a 7-gueBHoe ymeHnblienue BCII. Otu uerbipe QTL, cocras-
JISFOIIME MPUMEPHO 9% KapThl CLICTUICHUS], OCTaBaJIMCh CTAOWIBHBI TOJIAMUA U
HE 3aBUCEIIH OT ypoBHA cTpecca. ABTopbl [319] apryMeHTHPOBaHO MOKa3alH,
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YTO MapKepHasi ceiekiusi, ocHoBaHHas Ha onpenenenun QTL BCII, sBaser-
Csl CHUIbHBIM MHCTPYMEHTOM JIJISl YIYUIIEHUS 3aCyX0yCTOMYUBOCTH Y TPOIIHU-
YECKUX KYKYPY3HBIX HHOPETHBIX TUHUH.

Bo BTOpOi#f 4acTu cBOMX HcciaenoBaHuid Te ke aBTopbl [320] ananu3u-
pOBaJIM KOMIIOHEHThI YPOXKAHHOCTH: ypOXKal 3€pHa, YUCJIO NOYATKOB, YHCIIO
3epeH Ha noyaTok u maccy 100 3epeH. 3acyxa Beipaxkasiach B 60% yBenuue-
HUM Y3 B YCIOBHUAX KECTKOTro crpecca. CeMpu, KOTOpBIE NaBaJId JTy4lIUN
ypoxkail B yCIOBUSAX IOJIUBA, KaK OBLIO YCTAHOBJIEHO, JOJKHBI OBITH TPO-
MOPLIMOHATILHO 0oJiee MOJBEPKEHBI cTpeccy. VX ypoxkall yMeHbIIaics Moj
BO3JIEHCTBUEM KECTKOTO CTpecca U 0OpaTHO MPOIMOPLHMOHATIBEHO MPOSBIISICS
B YCJIOBHSIX 3aCyXU. JTO 3HAYUT, YTO CEJEKUHUA O YJIYyYIIEHUIO YPOKalHO-
CTH B TMOJMBHBIX YCJIOBHSIX HE O4eHb 3(D(PEKTUBHA, B OTIUYHE OT CENEKIINU
10 ATOMY € MPU3HAKY B YCIOBUAX 3acCyxu. B To e Bpems, B paboTe He Obl-
mu ycra"oBiienbl QTL kommoHneHTOB ypoxas st 6onee yeM 13% denoru-
MAYECKOM M3MEHUYMBOCTH. J[pyroe BaxxHOe HAOJIIOJICHHE 3aKIII0YaJIOCh B TOM,
yto no3unmu QTL okazannch HETOCTATOYHO KOHCEPBATHBHBI MO OTHOIIE-
HUIO K BOJAHOMY PEKUMY. ITO ObUIO KBAIU(PUIIMPOBAHO aBTOPAMH KaK «HE-
comecTuMocThb» [320], HO, MO-BUANMOMY, 3TO SIBJICHHE B OOJIBIICH CTEIICHU
ABJISIETCSI UHAUKATOPOM TOrO, UTO CTpecC-CHeU(pUUHbIE T€HbI B3aUMOICHUCT-
BYIOT JPYT C IPYyroM (CM. HIXKE).

Hcnonb3oBaHWe  KOMIUIEKCHOTO  HMHTEPBAJILHOTO  KapTHUPOBAHUE
(Composite Interval Mapping, CIM) mo3BoJniIo OIEHUTh B3aUMOJICHCTBHE
«QTL-okpyxaromas cpena» (Q X E) u tTakum 006pa3zoM UIEHTUPUIIUPOBATH
«ctabunpHBIe» B ycaoBusx 3acyxu QTL. JIBa takux QTL VY3, obHapyxkeH-
Hble Ha xpomocomax 1 m 10, coBmamanu ¢ asyms QTL, ompenensrompmmu
qucyo 3epeH. bosee Toro, 4eTbipe reHOMHBIX palioHa ObUIA UASHTUPUIIUPO-
BaHbl KAK OTBETCTBEHHBIE 3a MposBieHUs npu3HakoB Y3 u BCIIL. [Ins Heko-
TOPBIX M3 HUX, ajulelibHbIe BKIaabl KOpoTkoro BCII Ha xpomocome 10 cooT-
BETCTBOBAJIM PEIYyLUUPOBAHUIO ypoxkasi. M3 MOTydeHHBIX pe3ysbTaTOB aBTO-
pol 3akmoumi [320], 4To as yaydiieHus: ypoxkasi B YCIOBHSIX 3aCyXH C IO-
MOIIBIO MApKEPHOW CEeJEKIMH HEOOXOIUMO KOMOWHUPOBAThH <JTYHIIIHEC)
QTL, BOBIEYEHHBIE B CTAHOBJIEHWE KOMIIOHEHTOB YypOXKas, C «Iy4IIUMUN»
QTL BomneuennsiMu B BCII. Ilpu stom or6upaemsie QTL momxkHBI OBITH
CTAOMJIBHBIMU BO BCE€X MPEIOJIAraeMbIX YCIOBUSIX OKPY’KaIOIIEeH cpeabl U
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MIPEACTABIISITH HACTOIBKO OOJBIION HACKOJIBKO BO3MOXKHO MPOIEHT (DEHOTH-
NUYECKON N3MEHUYHUBOCTH.

Cxoxwuii aHanu3 ObUT MPOBENICH W JJII TEHOTUIIOB KYKYpPY3bl aJlallTH-
POBAHHBIX K TEMIIEpaTypHBIM IepemnanaM Bosayxa [136, 329]. Mamepenus
KOMIIOHEHTOB YpO’Kasi BKJIIOUAJIM: JJIMHY MOYaTKa, BEC MoYaTKa, BEC 3€PEH,
YuCJo 3epeH, Bec 50 3epeH U MPU3HAKHU, UMEIOIINE OTHOLLIEHUE K PA3BUTHUIO U
usetenuto pactenuit (BCII, Bpems 1iBeTeHusi, BbicoTa pacteHus). 142 pe-
KOMOMHAHTHBIE MHOpeHbIE Tomysuu 142 cemeil, Moay4yeHHbIE B pe3yib-
tare ckpemmBanus B73 x H99 u renortunupoBanHwie 1o 173 nokycam
(RFLP, muxpocaremiutam u AFLP), Obl7TH OlIleHEHBI B TIOJIMBHBIX M BOJHO-
CTPECCOBBIX YCIOBUAX. MHIEKC 3aCyXOyCTONYMBOCTH aBTOPBI OMPEACIISUIN
KAaK OTHOLIEHHUE MEXIY CPEOHUMHU 3HAUYCHHSIMU NPHU3HAKOB B JIBYX pa3iny-
HBIX 9KOJIOTUYECKHUX YCJIOBHUSX OKpY»Karomieh cpeabl. JJisi MpU3HAKOB KOM-
MIOHEHTOB ypOKasi TOCTOBEPHBIE MO3UTUBHBIE KOPPETSAIUN OOHAPYKEHBI TS
NIBYX BOAHBIX pexuMoB. [Ipu aTom 6osiee uem 50% QTL okazanuce oOmumu,
a aJUIeIbHOE YBEIMYEHHUE TPU3HAKA IPUBHECEHO B OCHOBHOM OT JIMHUU B73.
B 10 xe Bpems, Heckosbko QTL maeHTuduumrpoBansl Kak 00IKE ISl IBYX
win O6onee mpusHakoB. OHAKO MPHU ONpPEACIICHUH UHIEKCAa YCTOWYMBOCTH,
o0onpmHCTBO QTL ObUTH cieMpUUHBI 1711 OAHOTO KOMIIOHEHTA U pa3iinya-
JUCh JJISl T€X, YTO KOHTPOJIMPOBAIM OCHOBHBIE MpU3HAKU. B nomosiHeHHE
MOYHO CKa3aTh, YTO OCHOBHAs YaCTh AJIJICJILHOTO YBEINYEHUS YCTOMUYHNBOCTH
npenocrasieHa quauein H99.

[lpu ananu3e NMPU3HAKOB PAa3BUTHS HEKOTOphIe HccienoBaTenu [329]
HE TOJBKO KapTupoBanu cooTBeTcTBytomre QTL, HO U cCpaBHUIIN MEXAY CO-
00i1 palloHBI XPOMOCOM, B KOTOPBIX PacroJiarajuch JOKYChI 3aCyX0yCTONYH-
BOCTHU CBSI3aHHBIC C MPHU3HAKAMU Pa3BUTHUS PACTECHUN U BPEMEHEM LIBETEHHUS.
AHaIIN3 CUEIUICHHS BBISIBUII, YTO B YCJIOBUSIX KOHTPOJISI U CTpecca ISl IpHU-
3HAKOB BPEMEHU LIBETEHUS MY>KCKOT'O COI[BETHS U BBHICOThI PACTEHUS, OCHOB-
Hble waeHTudunupoanasie QTL coBmamamu mist o6oux mpusHakoB. B mpo-
THUBOIIOJIO)KHOCTh 3TOMY NMPU3HAK BPEMEHHU IIBETCHUSI )KEHCKOT'O COILIBETHUS U
BCITI, perynupoBanucs paznuuabiMu QTL kak B KOHTpOJIE, TaK U B YCIOBHSIX
ctpecca. Bece QTL noarepkaaronye yCTOMUUBOCTD K 3aCyXe UACHTUDUIIHU-
POBaAHBI B PA3IMYHBIX XPOMOCOMHBIX JIOKYCax, KaK 3TO ObUIO YCTAaHOBJICHO B
CPaBHCHUHM C KapTHUPOBAHHBIMHU MO3UIUAMH (PAKTOPOB KOHTPOJIUPYIOIIUX
npu3Hak Per se. Jlannoe HAOIIOEHUE ITO3BOIMIO MPEAONIOKNUTh [329], uTo

137



YCTOWYMBOCTh PACTEHUI B €€ Pa3IMYHBbIX KOMIIOHEHTAX, HE MOXET ObITh OT-
HECEHA K MPHUCYTCTBUIO MPEANOUYTUTENBHBIX AJUIEIbHBIX KOMOMHAIMM, KOH-
TPOJHUPYIOMINX MPHU3HAK, a O0a3upyeTrcs Ha (HU3HOIOTMYECKUX CBOMCTBaX HE
HAIIPSIMYK aCCOLUMUPOBAHHBIX C KOHTPOJBHBIM 3JIEMEHTOM TOI'O WJIM MHOIO
CBOMCTBA. DTa KOHILIEMIIMS 3aCiIy>KMBAae€T 0COOOr0 BHUMAHHUSI, TOCKOJIBKY OHA
COJICPKUT B c€O€ IIEMEHTHI OIIPEIEICHHSI CTPATETUU AAJIbHENIIIEr0 pa3BUTHUS
MapKepHO#l cenekuuu. Bo3MoxkHOE JTOrudyeckoe JOMylIeHUE, 0OBICHSIOMEE
Ha0JII0JaeMO€ HECOBIAJACHUE MEXK/Y TaK, Ha3bIBa€MbIMU (PaKTOpamu, MO3BO-
JSOIKUMH MPOBEAEHUE CEJNEKUMU Mo 3acyxoycroruuBoctd U QTL, moxer
3aKJII0YaThCS B TOM, UYTO 3TH (PaKTOPbl KOHTPOJIUPYIOTCS MOJUTE€HHO, U YTO B
3aBUCUMOCTH OT YCJIOBHUH Cpelbl MPOUCXOAUT MEPEONpeieIeHue KOHTPOJIH-
PYIOIIHX JIOKYCOB, KaK 3TO Ha0JII0aJIOCh /I HHBEpTa3 KyKypy3bl [288].

5.3.2. Copzo

Copro sBisieTcs OAHUM M3 Haubosiee 3aCyXOyCTOMUYMBBIX PACTEHUU U
MOXET OBITh MPEJIOKEHO B KAYECTBE MOJEIBHOTO OOBEKTA MO OLIEHKE Me-
XaHU3MOB YCTOMYMBOCTU. B psane mccieqoBaHui OJHOBPEMEHHO IIPOAHAIIU-
3UpOBaHO 98 pPEKOMOWHAHTHBIX MHOPEIHBIX JUHUN COPro, MOJYyYEHHBIX OT
CKpEIIMBaHUs JBYX KOHTpAcTHBIX JuHUM, T X 7078 (ycToitunBas 10 Hadasa
LBETCHHUsS] U YYBCTBUTEIbHAs Mociie BeTeHusd) u B35 (4yBcTBUTENBHAS 10
Hayaja IBETEHUS W ycToiumBas mociie nsereHus) [384]. Bces momymsius
OblIa OIIEHEHA B YCIOBUAX 3aCyXU U KOHTPOJIS (OTCYTCTBUE 3aCyXH) MO MPHU-
3HaKaM, aCCOLMHUPOBAHHBIM KaK C 3aCyXOYCTOMYMBOCTBIO B IIEPUOJ ITOCIE
3aBEpILCHUS LIBETEHUS, TAK U ¢ KOMIIOHEHTaMu pa3BuTus 3epHa. QTL Obim
KapTHUpOBaHbI B 13 reHOMHBIX pailoHax, aCCOMUPOBAHHBIX C OJHUM MU 00-
Jiee NMPU3HAKaMU 3aCyXOYCTOMYMBOCTH B IIEPUOJ IOCie LBeTeHusd. Maentu-
¢unupoBansl 18a QTL ¢ 6onpmumu 3¢dpextamMmu Mo npu3HaAKaM ypoKaiiHO-
CTU U IPOSIBICHUS «3€JICHOW OKPAacKW» B IEPHUOJ 3aCyXH II0CIE BPEMEHHU
LBETEHUSI. DTU JIOKYChI OBUIH TaKXke€ aCCOLUUPOBAHBI C YPOKAUHOCTBHIO B yC-
JIOBUSIX TIOJHOW MppUTAIMK TOATBEpXkaasi, uTo uaeHtuduiupoanasie QTL
YCTOMYMBOCTU UMEIOT TJICHOTPONHBINA 3((PEeKT HA YPOKAMHOCTh B YCIOBUSIX
OTCYTCTBHUS 3aCyXW. AHaIN3 NPU3HAKOB YKa3bIBAET HA HAJIMYUE MHOTHUX JIO-
KYCOB, KOTOpPbIE€ aCCOLIMMPOBAHBI KaK CO CKOPOCTBIO, TaK U C MPOJOJIKUTEINb-
HOCTBIO Pa3BUTHUsA 3€peH. BpICOKas CKOPOCTh U KOPOTKHUM IEPUOJ PA3BUTHUSA
3epeH ObUIM B LIEJIOM aCCOLMUPOBAHBI C OOJBIIUM Pa3MEPOM 3€pHA, HO TOJIb-
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KO JIBa M3 3TUX JIOKYCOB OBUIN aCCOIIMHPOBAHBI C PA3IMUUSIMHU B CTAOMIBHO-
CTU UX NPOSABJIECHUS B YCJIOBHUSX 3aCyXH. JTH PE3yJbTaThl 3HAUUTEIBHO OT-
JMYAIOTCS OT Pe3yJIbTaTOB, MOMYYCHHBIX st KyKypy3sl [319, 320], y xoro-
poit QTL KOMIOHEHTOB yposKasi ObLIM PacOJIOKEHbI HA TEX K€ CaMbIX MO-
3UIUSAX B YCIOBUSIX HAJTUYUS 3aCyXU U B KOHTPOJIE (OTCYTCTBUE 3aCyXH).
BaxxHocTh cBoiicTBa «coxpanenue 3eneHoro 1sera» (C3Ll) kak npu-
3HaKa YCTOMYUBOCTH B MEPHO]] POXOXKIACHUS IBETEHUS ObLIa MOATBEPKIACHA
s 3eper copro [85]. QTL koHTponupyroIre cTapeHre U co3peBaHne ObUTH
M3MEPCHBl HAa PEKOMOWHAHTHBIX WHOPEIHBIX JIMHHIX, TMOMEUYEHHBIX 142
RFLP mapkepamu, asis TOro, 4TOObl U3YYUTh UX BO3MOXKHYIO B3aUMOCBSI3b B
YCJIOBUSX 3aCyXH B MEpUOJ MpoxokaeHus 1seteHus. RIL u ux ponurennb-
ckre (opMbI OBLTU OIIEHEHBI B YETHIPEX PA3IMYHBIX YCIOBHUSIX MPOU3pACTa-
Hus. [IpocToe mHTEpBanbHOE KapTupoBaHue BbIABWIO ceMb QTL mpusnaka
C3I1 u nBa QTL co3peBanus. Tpu ocHoBHBIX QTL C3I] nenanu Bxian B 42%
dbenotunuueckoit usmenunBoct (LOD = 9,0) u uverbipe muHopHbix QTL
MHOTO3HAUUTEIBHO JIeNIali BKJAJ B JOMOJHUTENbHBIE 25% denorunuye-
CKOW M3MEHYMBOCTH B HOMMHAJIBHYIO XapakTepuCTuKy cBorcra C3LI. /IBa
ocHoBHBIX QTL nenamu Bkaan B 40% u 17% (coorBercTtBenHo, LOD = 10,0
u LOD = 4,9) deHoTunnyeckoil U3MEHYMBOCTH COOTBETCTBEHHO. CoKHOE
WHTEPBAIBHOE KAPTUPOBAHUE MOATBEPIUIIO U3JI0KEHHBIE BBIIIE PE3YJIbTAThI
ITOCPEACTBOM JIOIOJHUTENIBHOrO aHann3a B3aumonaeucteus «QTL X okpy-
xKarolas cpena». XoTd HOMUHaIbHAs XapakTtepucTuka ceorictBa C31] nmeer
B3aMMOCBSI3b C co3peBanneM (koaduimenT koppemsuuu I = 0,22, p < 0,05),
mecth 3 cemu QTL mpusznaka C31] 6butn He3aBucuMbl 0T QTL, Biusronnx
Ha co3peBaHue. Cxoxum obpazom oand QTL co3peBanus OblT HE3aBUCUM OT
QTL cBoiictBa C3L. Oaun QTL npuznaka C31, ogHako, ObUT KapTUPOBAH
no cocenctBy oT QTL co3peBaHus U Bce MapKepbl O COCEACTBY OT HE3aBU-
cumoro QTL co3peBanus 001anany BEICOKO3HAYUMOM KOPPETSLMOHHOM CBSI-
3p10 (p < 0,1) ¢ HOMHMHATIBHOHN XapakTepucThkon cBoiicTBa C3LI. Moseky-
napHo-renetnyeckuid ananu3 QTL Biusronux Ha cBoiicTBo C3I u co3pea-
HUE COBMECTHO C acCOlMalued MEeXay 3TUMH JIByMs B3aUMOOOpPa3HO 3aBU-
CUMBIMHU TIpU3HAKaMH O0OECIEYMBAET OCHOBY /I JaJbHEHIIUX HCCIIE0BA-
HUW MOJIEKYJSIPHO-(DU3UOIOTUYECKIX MEXaHU3MOB U JIJISl YIIYUIICHHS 3acy-
XOYCTOMYHUBOCTHA PACTEHUN MOCPEACTBOM MHOTOCTYNEHUYATHIX OJaronpusit-

ctByromux QTL.
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WUnentuduxaiuss reHeTudeckux (akTOpoB, BOBJICUYEHHBIX B (DEHOTH-
nuyeckoe npossieHue npusHaka C31] mo oTHOIIEHHIO K OTBETY pacTeHHUI Ha
3acyxy y copro, Obiia nepernpoBepena [408] ¢ menpio yMEHBIICHUS 9yBCTBH-
TEIBLHOCTH pacTeHUW B mepuoj cTpecca nocie 1BereHus. QTL kontposnu-
pyromue nposieiienne npusHaka C31] u cogepkanne xmopoduiia ObLIN OTI-
penenensl npu oMoy RFLP xapTel mosydeHHON OT MOMYJISIMU PEKOMOU-
HanTHOU MHOpennoi nuHun. Yersipe QTL npusnaka C31] 6111 uaeHTHPU-
[UPOBAHbI U JIOKAJIM30BaHbl HAa TPEX IpyIax cleruieHus (2 Ha rpynmne A u
o oxaomy Ha rpymnmax Q u J). Tpu QTL mo conepskanuro xsopoduia 00b-
sacusui 25-30% ¢deHoTunuYecKkoil ”3BMEHYMBOCTH, B TO BpeMst kak 1Ba QTL
npusHaka C3L Ha rpynne A o0bscHamm 13-20% u 20-30% coOTBETCTBEHHO,
BO BCEX HCIBITAHUSX, MPOBEJCHHBIX B PA3IMYHBIX IKOJOTUUECKHX TOUKAaX B
TeueHue AByX JeT. Tpu xmopoduinbHbix QTL coBmagaromumx ¢ tpems QTL
palioHamMu, KOHTpOIUpYyIomuMu nposiBiaeHue npusHaka C3L (rpynmnst A u Q)
naBaiu 46% ¢enotunuueckoit BapuadbenbHocTu. QTL mpuznaka C31[ Ha
rpynmne A ObUIM TakXe PacloJIOKEeHbl palloHaX, COAEpIKallUX T'eHbl KItoue-
BbIX (pOoTOCHMHTETHUECKUX (EPMEHTOB, O€nIKOB TeruioBoro moka u AK-
3aBUCUMBIX I'€HOB. Takoe MPOCTPAHCTBEHHOE PACIOJIOKEHUE MOKA3AJI0, YTO
rpynna cueryieHus A Ba)kHa ISl 3aCyX0- M )KapOyCTOWYMBOCTH, a TAKXKe I0-
Jy4deHUs ypoxkas y copro. ABTopbl uccienoanus [408] mosararor, 4To BbI-
COKOpa3pemarniee KapTUpOBaHUE U KJIOHUpOBaHuEe coBMecTuMbIX QTL, on-
peaessironux nposisiaenue cporicrea C31] MOKET MOMOYB B MOJYyYEHUH 3aCy-
XOYCTOWYHMBBIX THOPUIOB.

5.3.3. 3aconenue

Pacrenust Bo3zaenbiBaeMbix (opM TOMaTa OUYEHb YyBCTBUTEIBHBI K 3a-
COJIEHHIO KAaK Ha CTaJIMM MPOpPACTaHUs, TaK U Ha CTaauu Berertauuu. OgHaKo
€ro JUKHAE POACTBEHHBIC BUJBI IMPOSBIISIIOT 3HAYUTEIBHYK) YCTOMYMBOCTD K
3aconenuto. s u3ydenus: npoOieMbl YCTOMUMBOCTH TOMATa K 3aCOJICHHIO
QTL coneycToiunBOCTH OB HHTPOAYIIUPOBAHBI B MHOPEIHBIC JTUHUH, T10-
JIY4EHHbIE  OT  MEXBHJIOBOTO  CKPEUIMBAHUS  COJICYYBCTBUTEIHHOTO
Lycopersicum esculentum u coseycroiunBoro L. pimpinefolium [130, 131].
ABTOpPBI NpoaHan3upoBain 190 ceMell MOTy4YEHHBIX U3 MOMYJISLUN ceMel
BO3BpATHOTO cKpemuBanusi, HacklmeHHbIX 151 RFLP mapkepom. CosneBoit
CTPECC JOCTHUTAJICA IOCPEACTBOM MPUMEHEHUS PACTBOpPA COACPIKAILETO
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150 mM NaCl + 15 mM CacCl, (0,85 MPa). M3mepsutuch MpOIEHT mpopac-
TaHUS CEMSIH U TIPU3HAKU BET€TaTUBHOIO pOCTA. Pe3ynbTaThl BRISIBUIN HAIU-
yye HeOOJbIIUX, HO BaXXHBIX Koppemsiuui (r = —0,22, p < 0,05) mex1y ypoB-
HEM IPOPACTaHUsA CEMSH U MPOLEHTOM BBLKUBAHMS PACTEHUN B YCIOBHUSX
coJieBoro crpecca. BrisiBiaeHo cemp u nath QTL onpenensromumx coneycromn-
YUBOCTh B MPOLECCE MPOPACTAHMS CEMSIH U BETE€TaTUBHOTO POCTA, COOTBET-
cTBeHHO. Hapsinmy ¢ Tem, 4To B OONBIIMHCTBE ciydaeB pacronoxkenne QTL
IpopacTaHusl OTIMYaiIoCch OT Jokanu3aiuu QTL BereraTuBHOro pocra, Ha-
Omoanch U HEKOTOphle coBmazeHuss mectopacnonoxenus QTL, uro co-
IJIaCOBaJIOCh C HEOOJBINON (PEHOTHUIMYECKONW KOppesluei, Halr01aeMoM
MEXIy 00oMMH MpHU3HAKaMH. B TepMHHaX MPaKTHYECKOW CENEKIHH 3TO 03-
HA4aeT, YTO BO3MOXKHO ITPOBENCHUE OJHOBPEMEHHOIO YJIYUIICHHs ITPU3HAKA
YCTOMUYMBOCTU K 3aCOJICHHIO KaK Ha CTaJUM IMPOpPACTaHUS CEMSH, TaK U Ha
CTaJlui BEreTaTUBHOIO pocTa pacTeHWil. Bcero Obuio maeHTH(PULIMPOBAHO
CEMb XPOMOCOMHBIX CAMTOB, MMEBIIMX CYHIECTBEHHbIE 3(D(PEKTHI HA MPOSIB-
JICHWE TIPHU3HaKa cosieycroiunBocTh. Ilpu sTomM obpasen L. pimpinefolium
uMen npeanouytutenbuble QTL anmnenu B mectu caitax. I[lponeHt denoru-
MUYECKOW BapHaluu, onpeaensieMblid nHAuBHaAyaabHbiMu QTL, panxxupoain
oT 6,5 10 15,6%, a COBOKYITHOE IE€MCTBUE BCEX CYNIECTBEHHBIX I MPOSIBIIE-
Hus gaHHoro npusHaka QTL coctasisno g0 44,5% ot obmiero heHoTHIIMYE-
CKOT'O BapbUpoBaHUs. B nomonHeHne MOXHO CKa3aTh, YTO BCEro MACHTH(PU-
UUPOBAaHO 12 MapHBIX SMHUCTATUYECKUX B3aMMOJCHCTBUH, BKIIIOYAs YETHIPE
Mexay QTL-cuennennbiMu u QTL-HecuenneHHbIMU palilOHAMH, a TaKKE BO-
cemb Mexxny QTL-HecuermieHHbIME JIOKycaMu. TpaHCTpecCUBHbBIE (DEHOTHUIIBI
HaOIOAAINCh B HANPABIEHUU COJIEUYBCTBUTEILHOCTU. ABTOPBI 3aKIIIOUMIIU
[131], uTo BBICOKOE COOTBETCTBHE MEXAY (HDEHOTHUIIAMH TPOTHUBOIIOIOKHBIX
ceMmeiicTB U ux QTL reHoTMnaMu yka3bIBaeT Ha TO, YTO COJICYCTOMYUBOCTD
TOMAaTa MOET OBITh YJIyYIlIeHA C MOMOIIBbI0 MApKEPHOU CENEKIUU MOoCpe/-
CTBOM MEKBUJI0BOW F'€HETUUECKON N3MEHYUBOCTH.

Citrus — aTo apyroii cojeuyBCTBUTEIBHBIN BU pacTeHHid. B kauecTBe
nepBoro mara mno uaeHtTudukanuu QTL, UMEIONINX OTHOLIEHHE K COJIEBOMY
ctpeccy, Obu1 paccMoTped 3dpdext 40 mM NaCl na ponurensckue pazHO-
sBuaHoctu Poncirus trifoliate, Citrus grandis, a Taxxe Ha UX OTOMCTBO 00-
paTHoro ckpenubanus u F; [381]. Ananus konuenTparmu nonos Na* u Cl™ B

Pa3IUYHBIX TKAHSAX MMOMOT WAECHTU(UIIUPOBATH 38 MPU3HAKOB KaK JJIsl YCIIO-
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BHUM 3aCOJIEHHOCTH, TaK U YCIOBUI OTCYTCTBHS 3acOjieHHs. Bcero Ha ocHOBe
noctoepHoro LOD score (> 3,0) kaptupoBaHo 73, Tak Ha3bIBa€MbIX, IOTEH-
nuanbHbix QTL. OnpeneneHo ceMHaaUAaTh palOHOB, 8 U3 KOTOPBIX C 0OJIb-
M 3¢pextom QTL. Muorue QTL Hakonnenus noHos Na' 1 cOOTHOIIEHUs
CI/Na" o6pa3oBanu KnacTepsl Ha OTAEIbHBIX TPYIIAX CLEMJICHHS.

Psin mpoBeIeHHBIX HCCIIENOBAHUM 10 U3YUYEHHUIO COJIEYCTOMYUBOCTH Y
pacTeHUN HaIpaBJICHBl HA M3ydeHHUE Oojiee OOIIUX BOMPOCOB MPUMEHHMO-
CTH, KaK B OTHOIICHHUH JI000M HecnelupuyHON MOMyIsIUuU, TaK U B OTHO-
IMICHUW HAWJICHHOTO MapKepa, KOTOPBIA JOJKeH ObITh acconuupoBan ¢ QTL
B wuccieayemor mnomyisuuu [129]. B oTcyTrcTBHE aJeKBaTHBIX TI'C€HOB-
KAHIUTATOB, ONPEIEISAIOIINUX COJICYCTONUYUBOCTh, FTEHETUKH U CEIIEKIIMOHEPHI
OOBIYHO HCIIOJIB3YIOT MOAXO0JI COOTHECEHMSI «IOKyCa KOJIMYECTBEHHOTO MpU-
3Haka/mMapkep BcroMmoratenbHol cenexkuun» (QTL/MAS). Tak, nanpumep, B
KapTUPOBAaHHOW OOBIYHBIM 00pa3oM MOMYJIALMUA pUcCa YJIAloCh OOHAPYKUThH
BEpOSITHBIE MapKepbl HOHHOI'O TPAHCIIOPTA U CEJIEKTUBHOCTH, UACHTU(DUIIH-
poBanHble pu aHaym3e AFLP. OnHako A€BATH U3 3TUX MAPKEPOB MOKA3AIN
HECIEUU(PUUHYIO aCCOLMALMI0O CO CXOXXMMHU IMpPHU3HAKAMU B OJM3KOPOJCT-
BEHHBIX MOMYJSALUAX PEKOMOMHAHTHBIX MHOPEIHBIX JIMHUNA WK TpU 0TOOpe
COpPTOB. DTH pe3yJbTaThl CBHJIETEIbCTBYIOT IMPOTUB JIOOBIX OKUIAHUK 00-
e TPUMEHHMOCTH MapKepoB MO (hM3HOJIOTMYECKUM IMpHU3HAKaM. ABTOpPBI
sakmouriy [129], uto HeoOXoarMMa KOHKpeTHass mH(OpMAIUs O TeHax, BO-
BJICUEHHBIX B 3TH mpoiuecchl. [lyTh mo uaeHTU(UKAIUU U TOATBEPKICHUIO
NEUCTBUS 3TUX T€HOB IOMOYKET YCTAaHOBUTH YCIJIOBHS, npu KOTOpbIx QTL
muddepeHIMpOBaHHO MPOSBISIOT ce0si B Pe3ysibTaTe AKCIEPUMEHTAILHOTO
BO3JICVICTBUS.

5.4. UnenTtuukanus reHOB-KaHIUIATOB

Kak 3T0 paHee oTMeuanoch pa3HbIMHU aBTOpaMH, ucnoJibzoBanue QTL
B KaUeCTBE CEJIEKTUBHOTO MPHU3HAKA MOXKET OBbITh PUCKOBAHHBIM, OCOOEHHO,
€CJIM MAapKep HE OYEHb TECHO CBA3aH C T€HOM, OTBEYAIOIIUM 3a U3MEHEHHE
npu3Haka. JIeiCTBUTENBHO, YBEIUYEHNE JUCTAHIIMM MEXIY MAapKEpOM U CO-
OTBETCTBYIOLIUM JIOKYCOM YBEJIIMYMBAET IIAHC NIPEPHIBAHUE CBS3KU H3-3a pe-
KOMOUMHAIMU MEXIy HUMH. TakuMm 00pa3oM, Jydiiasi CUTyalrus 3aKirovaeTcs
B TOM, KOIJJa MapKepoM sBIIsSIETCSl caM reH. [Iponecc BBISBIECHHS TaKHUX Ie-
HOB, OOBSICHSIIOLIMX MPUPOIY M3MEHUYMBOCTH IMPHU3HAKA, MOJIYYWJ Ha3BaHUE
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UAeHTU(UKAINS TEHOB-KaHAUAATOB. TakoW MOAX0a OOBIYHO COCTOWT W3
nByx (a3. [louck reHa-kaHauaaTa mocpeACTBOM OLEHKH I€HOB KapTHUPOBAH-
HbIX oko0Ji0 QTL nokyca ¢ 1enbio HaXO0K/ICHHS TeHa, KOTOPhIN CUIIbHEE BCErO
TeHETUYECKH CBsI3aH ¢ npu3HaKkoM. Bropas (dasza BbIsiBIIeHUs reHa-KaHaAu1aTa
3aKJIIOYACTCS B YCTAHOBJICHHHM TOTO (PaKTa, 4TO €ro MOJCKYJISIPHBIN TOJIH-
Mopdu3M umeet 3PPeKT BO3ACUCTBUS HA TCHETUUECKYIO M3MEHUUBOCTD MPHU-
3Haka. OnucaHHas BbIIE MPOLEAYPa U €CTh MPOILIeypa U3BECTHAS KaK MO3HU-
MMOHHAs WACHTU(PUKALUA IeHa-KaHauaaTa. pyroil He MCKIIIOYAIOMIMK TMO-
3UIIMOHHOW HIeHTU(UKAIMU MeTOH (TOIX0[), Ha3BaHHBIA «()YHKIIMOHAIb-
Hasl WICHTU(UKALMS TeHa-KaHIWaTa», OCHOBBIBACTCS Ha a Priori BeiOOpe
reHa(oB), ((YHKIMOHAJIBHO CBA3aHHOTO C MPU3HAKOM. DTOT MOJXO0M, KOTOPBIN
MokeT npenedperate QTL marom, mupoKo MPUMEHSETCS] B UCCIICTOBAHUSIX
reHoma 4yesioBeka. Koppensiius MexIy CTENEHbIO MPOSIBJICHUS MPU3HAKA U
AJUIETIBHBIM MOJUMOP(PHU3MOM TeHa-KaHAUAaTa 00eCIeunBaeT CTPOTHIA apry-
MEHT B OIICHKE CTENEHHW NposBiieHUs reHa-kanaunata [102, 302]. ¥V pacre-
HUN «(GYHKIUOHAIBHBIA MOJX0» MOXKET OBITh MPOUJUIIOCTPUPOBAH MPUMeE-
poM orpeneneHus poiau noauMmopdusma pl — reHa, KOJUPYIOLIEro TpaHC-
KPHUIIIIUOHHBIN (haKTOP, KOTOPBIM B CBOIO OUYEPE/b OIMPECISIET COJCp KaHHE
Maif3MHa B IIETKOBUAHBIX HUTEOOPa3HBIX MECTUKAX MOYATKOB HECIENON Ky-
Kypy3sl [62].

«lTo3uIMOHHBIA MOAXO» MPEANOYTUTENIEH B CIy4ae MCMHOJIb30BaHUS
npaktudecku u3oreHnbix JuHui (NIL), koTopsie oTiuyaroTcs Apyr OT apyra
JUIIb OTACIBHBIMU WHTEPECYIOIIUMH HCCIIEAOBATENs] 30HAMH XPOMOCOM.
JIJist mosTy4eHus MOCPEACTBOM PEKOMOMHAITUN TaKUX JUHUHN C peayIMpOBaH-
HBIM pa3MEpOM 30H HEOOXOJAMMO MPOBEJIECHUE BO3BPATHOTO CKpPEIIMBAHUS,
YTO, B KOHEUHOM CYETE, MO3BOJISIET MPOBOJUTH MPSMYIO UJICHTHU(PUKAIUIO
reHa. B psje ynauHo mocraBiaeHHbIX dKcnepuMeHToB [135] Ob110 mpoaeMoH-
CTPUPOBAHO, YTO >Kenaemblil amenbHblid 3gdext B QTL, oTBeuaromem 3a
coJiepKaHUe TIIIOKO3bI U (PYKTO3bI y TOMAaTa, OMPENESETCS €IUHUYHOU
HYKJIEOTUIHON 3aMeHoil B 484 map HyKJI€OTUAHOM (I1.0.) pailoHe, OXBaThl-
BAaIOIIEM IK30H M MHTPOH MHBEPTa3bl cielupUIHON 7151 I1010B. bonee Tou-
HbI€ MCCIIEOBAHUS BBISIBUJIM, YTO 3TOT PAWOH SABJISIICA IOPAYEH TOUKOM pe-
KoMOuHanuu. BaxkHO! 0COOEHHOCTBIO 3TON pabOTHl SABHIOCH TO, 4TOo QTL
OBbLIM OMpE/CNICHBI HE B pe3yibTare ucnoias3oBanus RIL. Jlns unentuduka-
mun QTL aBTOpBI, MOCPEACTBOM CHCTEMHOM HMHTPOTPECCHU (PparMeHTOB
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xpomocom jukoro Buaa (Lycopersicon pinnellii) B kynbTuBupyembiii Buj, a
TaKXKe PSJAOM MOBTOPHBIX BO3BPATHBIX CKPEIIMBAHUN M OTOOPOM JIMHHMA, HE-
CYUIMX pa3UYHbIE XPOMOCOMHBIE (PparMEeHTHI, IOJYYUIH 3aMEIICHHbIC JTH-
HuM. Kaxknas IuHHS SBISUIACh NMPAKTHUYECKW W30TCHHON MO OTHOIICHHIO K
KyJbTUBHPYEMON POIUTENBCKON (POpMe 3a HCKIIOUYEHHEM HHTPOTPECCHPO-
BaHHOTO (parMeHTa. [lo3umusi MapKepHOTO paiioHa Oblla KapTUpOBaHa, a
nokamm3anus QTL nerko ompezaenena uaeHTUGUKAIIMEH dTUX JTUHUN, TIPEI-
CTaBJIIOIINX CO00M 3 (HEKT MPOSBICHUS TEHOTHIIA IO MPU3HAKY.

5.5. QTL 0HoXxuMHYeCKMX NPU3HAKOB M FeHbI-KAHANAATHI

5.5.1. QTL akmuenocmu ghepmenmos

OOBIYHO T€HbI, KOHTPOJIUPYIOLINE arPOHOMHUYECKHUE TPU3HAKHU, TPYAHO
UIEHTU(ULIHUPOBATh, B TO BpeMs KaK F€HbI-KaHIUAAaThl, BOBICYEHHbIE B OMO-
XUMHUYECKHUE KOJMYECTBEHHbIE MPU3HAKH, ONPEACIAIONMEe aKTUBHOCTh (ep-
MEHTOB, KOHUEHTPALMKU Pa3JIMYHBIX CyOCTPaTOB WM MPOIYKTOB OMOXUMHU-
YEeCKHMX peakimid a Priori jgerde ompenenath ¢ nmomoinpio QTL. Hampumep,
korga QTL dbepMeHTHOM aKTUBHOCTH YCTAHOBJICHBI, MOXHO OTBETUTH Ha BO-
npoc kakoi u3 3Tux QTL KO-I0Kanu30BaH CO CTPYKTYPHBIM F'€HOM JAaHHOTO
(depmenTa? DTOT NOAXO/ BIEPBbIE ObUI IPUMEHEH B UCCIEAOBAaHUH, B KOTO-
poM Mo OMOXMMMYECKMM IpHU3HAKaM aHAJIM3UPOBAIM CPAaBHUTEIBHO He-
Oosbiryto nomyssnuio (Bcero 65 RIL) [65]. ABTopsl H3MepsIn aKTUBHOCTH
KJIIOYEBBIX (DEPMEHTOB YTJIEBOJOPOJHOTO METaboJaM3Ma, a TAKKe KOHIICH-
Tpaluu UX cyOCTpaToOB M MPOAYKTOB peakui (caxapo3bl, TIOKO3bI, PPYKTO-
3bl M Kpaxmaja) B JIMCThAX KYKYpPY3bl BEpXHUX U HIDKHHUX SIpycoB. B ymomsi-
HyTbIX Bbllie RIL ana xaxgoro maeHTUUUHUPOBAHHOTO (pepMeHTa, HaNpH-
mep, AJldD-rmrokozonupodochopuiia3bl, caxapo30oCHHTa3bl (HUKHHUE JIU-
CThsI), caxapo3zodocdaTcuHTazbl U IBYX HHBEPTa3 (HUKHUE JIUCThS) ObUIH
noxy4deHsl coorBercTByromue k/IHK u kaptupoBaHbl COOTBETCTBYIOIIME J10-
kycbl QTL. M3Mepenus nemanuch Ha ctaguu 3-4 JTUCTHEB B HECKOJIBKHUX IO-
BTOPHOCTSIX MO KaXkIoMy Ipu3HaKy. beccnopHas ko-nmokanuzainus Obuia yc-
TAHOBJIEHA MEXIYy KOJUYECTBOM CyOCTpaTra W MPOAYKTOB PEAKIUH, a TaKxKe
QTL akTUBHOCTH OJHOTO M3 CIEAYIOIIMX COOTBETCTBYIOIIHUX CTPYKTYPHBIX
IeHOB: caxapo3odochaTcuHTa3HON aKTUBHOCTBIO M SPS-JIOKYCOM Ha BOCHBMOM
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XpOMOCOME, a TaK)Ke Caxapo30CHUHTA3HOW aKTUBHOCTHIO M Shl-mokycom Ha
xpomocome 9.

[Mocnenyromuit ananu3 poauTenbekux ¢GopM U u3ydeHHbIX RIL kyky-
py3bl MTOKa3ajl, YTO MPHU MOTEPE BOABI OJJHOM U3 PAHHUX PEAKIMN PACTECHUI
Ha JIaHHBIA CTPECC SABJISIETCS MOBBINICHUE AaKTUBHOCTU BaKYyOJSIPHON HMHBEP-
Ta3bl, KOTOpass CHHXPOHU3UPOBAHA C YBEJIIMUYECHHUEM COJCPKAHUS TIIFOKO3bI U
(GpyKTO3BI, B TO BpeMs Kak (DOTOCHHTETHUECKUI YPOBEHb YMEHBIIACTCS HE-
MHOTO 1mo3xe [289].

OTOT OTBET Ha BO3JECHCTBHUE CTPECCAa OKa3ajcsi TECHO CBSI3aH C YpOB-
HeM MPHK oaHoro us renos unBeptassl (1Vr2) Kogupyromero BakyoJsspHYyIO
m3odopmy. IlTockonbKy aKTUBHOCTH BaKyOJSIPHOW HMHBEPTa3bl WM3HAYAJIbHO
ObLa pazuyHa y 000MX POAMUTENCH, TO 3TO OTKPHIBAJIO BO3ZMOXHOCTH MOUC-
ka QTL umeromux OTHOILIEHUE K BOJHOMY CTpecCy, O0yCJIOBJICHHOMY JaH-
HBIM OMOXMMUYECKUM MpU3HaAKOM. Kpome Toro, Ha TeX e CaMbIX PaCTEHUSIX
aBTOPBI 3aMEPWIM pa3inyHble (POTOCUHTETUYECKUE MPU3HAKU TaKUE Kak:
BOJHBII CTAaTyC JIUCTHEB, & TAKKE POCT KOPHEU M JIUCThEB. JlJId MOIydeHUs
pesynbrarta noutu 120 RIL BeIpammBanuch A0 CTaiuy 4€TBEPTOrO HOPMaJIb-
HOTO JIMCTA, MOCIIE YEro MOJIMB Ha 9 THEeW NpHOCTAHABIUBAJICS U MIPOU3BOIH-
JIUCh U3MEPEHUsl. DKCIIEPUMEHT MOBTOPSJICSA YeThIpe paza. Bo Bcex ciyuasx
BBIYHUCIISIUCH CPEJIHHUE 3HAYEHUs, YTO MUHUMHU3HMPOBAJO BiusiHUE 3¢ dekTa
BBIpAIIMBaHUS B TEIUIUIIEC HA OTpeieisieMble MTOKa3aTelu.

Hecmotps Ha To, uTo QTL HM3ydaembIX MPU3HAKOB BBISBIEHBI Ha BCEX
10 xpomocomax, pacnpeneneane QTL mo xpomocoMam y KyKypy3bl OKaza-
Joch HecaydaHbIM. Kak mokas3an aHanu3 MOJIy4YEeHHBIX PE3YJIbTaTOB, OCHOB-
Hble knactepbl QTL cocpenorouensl Ha Xpomocomax 1, 4, 5, 6, 7 u 9. Kina-
CTEp COOTHOCHJICSI K JJAaHHOMY XpPOMOCOMHOMY paiiony, eciu 6osiee 3 QTL
Haxoauauch B npeaenax 10 cM. Crnenys 3ToMy OIpenesieHuI0, Yaloch yc-
TaHOBUTHL OoJiee yeM 12 Takux KjactepoB, 00buHO conepxanmux QTL pas-
JTUYHBIX (PEHOTUITUYECKUX KIAcCOB (YIIeBOJOPOIHOTO MeTabonu3ma, GhoTo-
CHHTE3a, BOJHOrO cTpecca, pocta u jp.). Hanpumep, npa kinactepa QTL co-
nepxkamux 6 u 12 QTL 13 deTblpex KiIaccoB, MPUCYTCTBOBAIA HA XPOMOCO-
Max | u 7, a mectb Kiactepon, coaepxanmx QTL Tpex kiaccoB — oKaiu-
30BaHbl Ha XpoMocomax 1, 4, 7 u 9. M3 Bcex BBIABICHHBIX KJIACTEPOB MSTh,
pacnoJioKeHHbIE Ha XpomocoMmax 1, 4, 7 u 9, no-BUAMMOMY, ONPEACIISIIN Pe-
aKIMIO pacTeHU Ha (pu3nosornueckuii crpecc. B mpoTHUBOMOI0KHOCT 3TO-
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My, QTL MHOrHX MOpPGOTOTHYECKUX MPU3HAKOB (IJIMHA, MIUPUHA, TJIOMIab
Y YUCJIO JINCThEB, BBICOTA PACTEHHI, OTHOCHUTEIIBHOE COJIEPKAHUE BOJBI U
TpaHcnupalys) ObLIIM KapTUPOBAHBI B TEX K€ CAMbIX MO3ULUAX B PA3IMYHBIX
ycnoBusax mnpouspactanus. Takue QTL moryTt ObITh Ha3BaHbI YHUBEpCAIb-
HBIMH ¥ MOKHO BBICKA3aTh MPEIOJI0KEHUE, YTO 3TO OCHOBHBIE JIOKYCHI (Pu-
3MOJIOTUYECKOT0 roMeocTa3a. Bo3aMoxHoe 00bsicHEeHHE TOA00HOTO pojia Kiia-
CTHUPOBAHUS 3aKJIIOYAETCSA B TOM, YTO ITH K€ T€HbI WM OJIM3NIeKaIIne JIOKY-
Cbl KOHTPOJIUPYIOT CXOXHUE€ MPU3HAKH. DTO MPENCKA3yeMoO IJisi MPU3HAKOB,
MpUHAJISKAIINX TOW ke (PEHOTUIMUYECKON TpyIIe, HapuMmep, JUIMHA, [IU-
pYHA U ILIONIa/Ib JIUCTA, HO MEHEE OUYEBUAHO, KOT/Ia ITPU3HAKHA ITPUHAIEKAT
pa3HbIM rpymmnaM. B nocienneM ciydyae MOXKHO IPEINONI0XKUTh, YTO HEKOTO-
pBIE€ OCHOBHBIE T€HBI KOHTPOJIUPYIOT IPU3HAKU Ha PA3JIMYHBIX OPraHU3aLlH-
OHHBIX YpOBHAX. JIpyroe obuiee HaOIIOIEHHE OTHOCUTCS K KJIACTEPHOU KOM-
NO3ULMN ONPEIECICHHBIX IPYNI MpU3HAKOB. Hampumep, OCHOBHas Mpomop-
1Y MPU3HAKOB POCTA OKa3ajach acCOLUMUPOBAaHa C yrieBOAOPOJHBIM METa-
00M3MOM B OOJIBIIICH CTENEHH, YeM ¢ mpu3Hakamu ¢orocunTesa [289]. D1o
corjacyercst ¢ TeM (pakToM, YTO OTOOp MO YpOBHIO (hoToCHHTE3a WK PyOu-
CKO B II€JIOM HE JIaeT 3HAYUTEILHOTO YIIyUIlIeHUs ypoxkaitHocTH [86].
Peakiust pacTeHHil Ha BOJIHBIN CTPECC MOXKET ObITh MTPOAHAIM3UPOBAHA
cpaBHeHueM pacnpeneneHuss QTL cX0XuX NMPU3HAKOB, BBISBICHHBIX B Kak
YCIIOBHSIX HaJu4Msl, TaK U OTCYTCTBUS cTpecca. B pesynbTaTe mpoBeaeHHBIX
HKCIIEPUMEHTOB YCTAHOBJIEHO, YTO KojuuecTBO QTL, koTopoe MoxeT OBbITh
UIEHTU(ULIMPOBAHO Y PACTEHUI B YCIOBUSAX CTpecca ropas3io 0oJibliie, YeM B
koHTpoJe. Tak, Hanpumep, 52% Bcex BoisiBIeHHBIX QTL Obutn cieruduyHbl
TOJIBKO JIJI1 YCJIOBHM BOJIHOTO cTpecca U Juiib 16% okazanuch oOmUMH Kak
JUIsl KOHTPOJISL, TaK W JJIsl YCIIOBUAM cTpecca. [Iprudem OCHOBHBIE cTpecc cre-
U(pUYHbIE KIacTepbl OKA3aJIUCh JIOKATM30BaHbl JIMIIL HA XpoMocoMax 1, 4,
5,71 9. HexoTopsle OTBeYau TONBKO 3a (PM3HOJOTUYECKUE TPU3HAKH, IPY-
rvie B OCHOBHOM 3a Mop(osiornyeckue Judo Kak 3a Te, TaK U 3a Apyrue BMe-
cTe B3sAThIe. Takoe cTpecc-3aBUCUMOE pacTpeIeieHe 03HAYaeT, YTO B YCIJIO-
BUSIX HEJOCTaTKa BOJbI Pa3IMyHble HAOOPHI T€HOB SBIISIOTCSA Hanboyiee Bax-
HBIMH 3JIEMEHTaMU aJanTaliid M MO3BOJIAIOT PACTEHUSM IMPHUCIIOCA0IMBATD
uX MeTa0O0JIM3M U POCT K HOBBIM YCJIOBMSIM OKpYy»karoien cpenbl. Kinactupo-
Banue QTL u3 pa3nuuHbIX Ki1accoB, HAOMIOAABIIEECS CHOBA, MO-BUANMOMY,
03Ha4aeT TO, YTO T'€HbI, KOHTpoJmpytomue 3T QTL, ¢ Manol BEposITHOCThIO
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KOAUPYIOT OJHY W/WIM MPOCTYIO0 (DYHKLHMIO, MOCKOJBKY, KaK MpaBWio, He-
CKOJIbKO (DYHKIIMIA BOBJIEYEHBI B IIPOLIECC AN TAllUU K CTPECCY, BBI3BAHHOMY
HEJOCTaTKOM BOABL. B 3TOM ciydae upe3BbIYailHO Ba)KHa POJb PETYIATOP-
HBIX TeHOB. OJIHAKO M3 CPAaBHEHHS MapaMETPOB MOTJIONIECHUS JIBYOKHCH YT-
neponaa u coaepxkanusd AK B yCIOBHSAX cTpecca BBITEKAeT SIBHOE HECOTJIacHe
C TaKUM KJacTupoBaHueMm TeHoB. O0a mpu3HaKa JOJDKHBI KOPPEIUupoBaTh,
MOCKOJIbKY yBenuueHue kcuiemMHoil AK mpeamonaraer 3akppiBaHHE YCTBHUIL.
B neilictButenbHOCTH, KOo-okanu3amua QTL odeHb penka, U OTMEUYaIOCh
JIMIITh HEKOTOphIME aBTopamu [214]. Bo3moxHOe 00BSICHEHHE TOTYyYCHHBIX
PE3yNbTaTOB HKCIIEPUMEHTOB, CKOPEE BCEro, KPOETCs B MPOLIeype MpoBeie-
HUs aHanmm3a oOpasioB [289]. Kaxmoe pacTeHne aHAIM3WPOBAINA CIyCTs 9
JTHEH 1ocJe MpekpamieHus nojauBa. B teuenue 3toro Bpemenu 3ppexkruBHas
koHleHTpanuss AK HeoOxomumasi JUisl 3aKpbIBaHUS YCTBHII, CKOPEE BCETO,
yKe ObllIa JOCTUTHYTA.

Hcnone3ys npenmymecrsa RFLP kapTel, OCHOBaHHOM Ha Mapkepax
XOpOLIO COTJIACYIOUIMXCS C M3BECTHBIMU (DYHKLUHAMH, OCOOEHHO € METabo-
JU3MOM YTJIIEBOJOPOI0B [66], IpOoBE/IeH CpaBHUTENBHBIM aHATH3 JIOKAIH3a-
it QTL akTuBHOCTH (PEPMEHTOB M COOTBETCTBYIOIIUX CTPYKTYPHBIX I'€HOB,
KOTOPBI BBISIBUJI WHTEPECHBIE KO-JTOKATU3aIMH, MMO3BOJISIIOIINE MPUMEHSATD
YCTaHOBJICHHBIE T€HBI B KQU€CTBE I€HOB-KaHIUIATOB. MOXHO IPUBECTU TPHU
IpUMepa TaKUX TeHOB-KaHAUAatoB. Y Kykypy3bl QTL axktuBHOocTM AJID-
riroKko3onupodocdopuiasbl JTUCTHEB KapTUPOBAH B TOW K€ TMO3UIMHA HA
XpoMocome 1, 94TO U JIOKyC CrenupUIHOTO /IS JIUCTHEB TeHa MaJoi cyObe-
auHUIBL 3Toro ke ¢epmenta [301]. Ha xpomocome 8 ormedeHa Ko-
nokanm3anus [65] aktuHocTH SPS (sucrose-phosphate-synthase) u Sps-rena.
TpeTbuM mpUMEpOM MOKET OBITh KO-JOKaM3allisg OTMEYCHHas ISl WHBEP-
Ta3bl U BOJIHOTO cTpecca. Kak yka3piBasioch paHee, OJIHa U3 MEPBbIX PeaKiui
BOJIHOTO CTpecca B 3pENbIX JIUCThSIX — 3TO CYHIECTBEHHOE yBEIMYEHHE KO-
JUYECTBA MHBEPTa3bl B BAKYOJSX U OJTHOBPEMEHHO COJEPKAHUS T€KCO3BI.
JlaHHas peakius TeHOTHIT-3aBICHMA |, BCICACTBUE ITOTO, IIMPOKO BaPbHUPY-
eT B RIL (Tpancrpeccuonnsiii a¢dext). Kak pesynbrar, y KyKypy3sl He-
ckoibko QTL unentuduumponansl kak B koHTposie (3 QTL), Tak u B ycio-
Busx BojgHoro crpecca (7 QTL) na xpomocomax 1, 2 u ¢ 5 mo 10. Haubonee
MHTEpEeCHas JIOKaJU3aIus BhISIBJICHa HA XpoMocoMme 5. B aTom crmyudae onuH
QTL koHTpoOJISI U OJUH BOJHOTO cTpecca oObsicHs M 17% 1 5% n3MeHunBO-
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CTH, cOOTBeTcTBeHHO, mpuueM ob6a QTL, xak oxa3amoch, PacroNOKEHbI
OueHb ONM3KO K TeHy IVr2, KoTOpblii KOOUpPYET BaKyOJIIPHYIO MHBEPTA3y.
JlanpHENIINKA aHAIU3 KCIPECCUH ITOTO T€HA B POAUTEIBCKUX JIMHUSAX IPO-
JEMOHCTPUPOBAJL, YTO IVI2 TOJIBKO OJMH U3 LIECTH U3BECTHBIX '€HOB MHBEP-
Ta3bl TUOO KJIETOYHOM CTEHKH, TUOO0 UX BaKyOJSIPHBIX ()OPM, KOTOPHIH, 4TO-
Obl UMETh TaKOW e NpopuIb UHIYKIUU KAaK U y BaKyOJSIpPHOM MHBEPTa3bl,
JOJHKEH OBITh MHAYIIMPYEM BOIAHBIM CTPECCOM B JIMCTHSX, NMPEACTABIATh Ta-
Ky K€ T€HOTHII-3aBUCHUMYIO IKCIPECCHIO U (PEPMEHTHYIO aKTHBHOCTH, a
TaK)Ke MPUCYTCTBOBATh B KJIETKE B COOTBETCTBYIOUINX Y/ECIbHBIX MPOTOPIIHU-
ax. Bce 3t noBoael nmoanepxkuBaroT IVr2 B xauecTBe reHa-kaHaujaTa Juis
uaBeprazHeix QTL kykypyssl [288]. dpyrue QTL mHBEpTa3HON aKTHBHOCTH
ObUIM HalifieHbl Hepaneko oT yriaeBonopoanbix QTL u HekoTopble U3 HHUX
00pa30BBIBAIIA COBMECTHBIE «CTPECCOBBIE KIACTEPHD».

5.5.2. OQTL ananuza 6enxoe 2D-anexkmpoghopezom

JIBymepHbIii (2D)-amekrpodopes, Takke MOXKET ObITh HCHOJIh30BAaH
JUTSI aHAJlIM3a Pa3JIMYHBIX KOJMYECTBEHHBIX MPHU3HAKOB y pacTeHuid. Tak, Ha-
npuMep, nocie nposenenust 2D-3nexkTpodopesa, ¢ TOMONIBIO CHEIUATBHBIX
KOMITBIOTEPHBIX MPOTPAMM CTAHOBUTCS BO3MOKHBIM KOJIMYECTBEHHO HJICH-
TU(UIMPOBATh MHTEHCUBHOCTh OT/AENIbHBIX O€NKOB (OENKOBBIX 3IEKTPOdoO-
pernueckux 30H, b33). [Tockoabky b23 00bIYHO SBISIOTCS T€HETUUECKH Ba-
pradenbHBIMUA, HECKOJIBKO COTE€H 30H MOTEHIIUAIBHO MPEICTaBISIIOT CO00M
KOJIMYECTBEHHBIC MPU3HAKU, POSBISIONMIMECS HA OMOXUMUYECKOM YPOBHE, U
MOTYT OBITh HCMOJB30BaHbI B 3TOM KadecTBe. bojee Toro, CyriecTBEHHBIM
IPOrpecc B CEKBEHUPOBAHUH BBIJICJICHHBIX U3 TeJis MOJIUMETITUIOB YXKE Cel-
9ac MO3BOJISIET MPOBOJIUTH UACHTU(PHUKAIINIO BCE OOJBIIETO U OOJIBIIErO YnC-
Jla HEU3BECTHBIX paHee OenKkoB. Tak, cTallo BO3MOXKHBIM OJJHOBPEMEHHO OII-
penensatb QTL xomuuectBa 6enka B b33 (PQLs, Protein Quantity Loci) u, B
ciyuae, ecinu 0enok B b23 — depment, QTL ero pepmeHTHON aKTUBHOCTH,
mu6o QTL cootBercTBytomero (heHOTUITUYECKOTO Mpu3Haka. PaHnee B pe-
3yJITaTe MPOBEACHHOTO OMOXMMHUYECKOTO aHaim3a rpymmnoi yueHsix [102]
OBLJIO YCTaHOBJIEHO, UuTO 78 OenkoB W3 413 mCCIETOBaHHBIX UMENU JOCTO-
BEPHYIO KOJMYECTBCHHYI) H3MEHUYUBOCTH (YBEJIIMUCHHE WM €€ YMEHbIIIe-
HUe), a 38 U3 HUX MPOSBIISUIA PA3TUIHBINA SKCTIPECCUOHHBIN YPOBEHB B 000UX
POAUTENBCKUX TeHOTUMNax. Koan4ecTBeHHbI YPOBEHb OJAMHHAIATA OCITKOB
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YBEJIMYUBAJICS B PACTCHHUSIX B YCIOBHUSIX CTpecca, a 8§ OelKOB OOHapyKHUBa-
JIMCHh TOJBKO B MOJABEPTHYTHIX CTPECCY PACTEHUSX, TIPU 3TOM OTOOpP BEJICS Ha
OCHOBE DPE3yJbTaTOB MHKPOCEKBEHUPOBAHMSI aMMHOKHUCIOTHBIX MOCIEAOBa-
TEIBHOCTEH, HAXOIANUXCS BHYTPH aMHUHOKHCIOTHOH 11eni. CpaBHUTEIBHBINA
aHaJIN3 aMUHOKHUCIIOTHBIX MOCJIEI0BAaTEIbHOCTEN YCTAaHOBMI, 4TO 16 U3 cek-
BEHHUPOBAHHBIX OCIKOB CUMWISIPHBI WICHTHU(PHUIIMPOBAHHBIM paHEe OCIIKaM.
B nononHeHune k ye M3BECTHBIM, BOBJIIEYCHHBIM B PEAKIIMIO BOJHOTO CTpEC-
ca Oenkam (Hampumep, RAB17, kotopsiii moasepkeH BiusHUo AK), Obuin
UACHTU(PUIIUPOBAHBI HECKOJIBKO (PEPMEHTOB (HAIpUMep, 3J0ja3a U TPUO30-
docharnzomepasa) BOBICUCHHBIX B OCHOBHON METa0OJIU3M PACTHUTEIIbHBIX
OpraHM3MOB, BKJII0OYas Tukonn3 U 1uki Kpedca. Taxke Oblin yCTaHOBICHBI
U HEKOTOpble JApyrue (¢QEepMeHThl, Takue, Hampumep, kak kageat-O-
MeTUITpaHcdepasza, HHAYIUPOBAHUE KOTOPOW CBA3aHO C MPOIIECCOM OJpe-
BecHeHUs pacteHuil. BriepBeie Merononorust PQL mpowmmmtoctpupoBaHa Ha
npumepe (docdormmuiepaTMyTa3bl 1 HEKOTOPBIX JIPYTUX OEIKOB KyKYpY3HI,
CBEPXIKCIPECCHs KOTOPBIX HaO0AaIach B yciaoBusx 3acyxu [102].

3akiIoueHue

[Ipu paccMOTpeHHH BIUSIHHS Pa3IMYHBIX BUIOB CTPECCOPOB U pas-
JUYHBIX CTPECCOBBIX YCIOBHI, BKIIOUas OOUIME HAOIIOAEHUS 110 LEJIOMY psi-
Ay TpU3HAKOB, cTaHoBHTCS sicHO, yTo QTL pacnpenesneHsl mo reHomy He
CIy4aiiHbIM 00pa3oM, a JOBOJBHO YacTo 00pa3yloT kiactephbl. Takoe Kiia-
CTUPOBAHHE TPOSIBISCTCS HE TOJBKO Uil KOPPEIHPYIOIIUX CBOWCTB Ha
YpPOBHE OpraHHU3aIlii, KOTOPas MOKET ObITh TPHUBHAIBHOW, HO U HAa YPOBHE
CBOMCTB W NMPHU3HAKOB Pa3IMYHBIX OPTraHU3alMOHHBIX YPOBHEH. DTO HAOIIO-
JICHHE MOJITBEPIKACHO psiaoM aBTOpoB [5-7, 14, 19, 165, 394]. Teopetnuecku
Takas TOYKa 3peHust Obuia copmynupoBaHa B KoHie 70-x ronoB XX Beka
[96]. Ora Teopus [96] BBOmMIA Tak Ha3biBaeMoe moHsTHe «linkaty kak «Ha-
00p JIOKYCOB, KOTOpPbIE arperupyroT B OJHOM U TOM K€ XPOMOCOMHOM CEK-
TOpe B TeueHue auddepeHiupoBky BuaoB. It linkats (=kiactepsl) mposie-
JSIFOT CHJIBHBIN SMUCTaTHYECKUi 3(p(EKT U B 1eIOM MPOSIBIAIOT WU TPE/-
CTaBIIOT KO-aganTupoBaHHble (yHKIMM». Kaxaeii linkat momken ObITH
3alUIIEeH MPOTHB COOCTBEHHOTO Pa300INeHNs HU3KHM YPOBHEM PEKOMOMHa-
II1H, & €r0 COJCPKAHUE JOJDKHO OBITh HATIOJIHEHO TCHHBIMHU JTyTLTHKAIAIMH
TaKKUM 00pa3oM, 4TOOBI BCE 3TO MOIEPKUBAIO (BYHKIIMOHAILHBIE CBOWCTBA
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linkat B psimy mokonenuii. Hamw 3HaHus 1o opraHu3anuyd T€HOMOB, HAKOTI-
JICHHBIE K CErOJHSAIIHEMY MOMEHTY, XOPOIIIO COIJIACYIOTCS C BBICKA3aHHBIMU
paHee [96] TeopeTHUCCKUMU BBIKJIAIKAMH.

B ycnoBusix crpecca nposiBisitoTcsi HOBble kiactepbl QTL, ykasbiBas
Ha TO, YTO HOBBIC T€HBI WJIM TPYIIIbI TEHOB CTAHOBATCS Oo0Jiee BaXKHBIMH B
OOBSCHEHUH W3MEHYMBOCTH MPHU3HAKOB. JTO HAOIIOAANOCh, HampuUMep, y
MOJIBEPTHYTOW BOJHOMY CTPECCY KYKYpY3bl, JJIsi HEKOTOPHIX palOHOB XpO-
MocoM 1 u 5. DT0 03HAYaeT, 4To MpU OTOOpPE HA YCTOMYMUBOCTH K CTpEcCy,
Hambosee OIaronpUsTHBIN amienb He OyJeT HailieH B TOM K€ JIOKyce, KaK U
IpU YCJIOBUSIX OTCYTCTBUSI CTpecca. XOTs HAKOIUICHHBIX JI0 CETOMHSIIIHETO
THS TaHHBIX SIBHO HE JJOCTATOYHO, 3TO, BHE BCIKOTO COMHEHHUS, 3aCITy>KUBAET
BHUMAaHUS ISl IPOBEPKU B OTHOILEHUWU HEKOTOPBIX BUAOB PACTEHUH, MOJ-
BEpPraeéMbIX pPa3JIMYHBIM CTpeccam (BOJHOMY CTPECCY, 3aCOJEHUI0 U T.II.),
ocobenno eciau Hekotopele QTL crpecca okaxkyrcs obmmmu. Hampumep,
HEKOTOpbIe OMOXUMUYECKHE TPOIIECCHI, TAKUE KaK PEaKlUd aHTUOKUCIICHHUS,
ABJIIIOTCS. YacThIO YCJIIOBUM BO3HMKHOBEHMS LIEJOrO psijia cTpeccoB. B imro-
O60M ciydae, O4eHb BaXKHBIM 3JIEMEHTOM B JOCTHIKEHHH MPOTpecca SBIIAETCS
UAeHTU(UKALMS T€HOB, cOOTBEeTCTBYIOUIMX omnpeneneHHsiM QTL. Merozo-
JIOTUSl TEHOB-KaHIAUAATOB JAa€T CPEICTBO MM JAOCTH)KCHUS IOCTAaBJICHHOM
nenu. Jlas crpecca 3TOT MOAX0J B OCHOBHOM OTPaHMYMBAETCS CTPYKTYPHBI-
MU T€HaMU MeTaboIr3Ma yriieBOAOPOI0B. XOTS KO-TTOKATH3AIHS IJIs1 OJJHOTO
npu3HaKa MOXKET HabmomaTbes A Tpex (pepMeHToB, Hanbosee OIMU3KUX K
QTL, xoTopbie pacnoioKEeHbl TOBCEMECTHO. DTH JIOKYCHI, KaK MpeICTaBIsI-
€TCsl, BOBJICUEHBI B CTPECC-3aBUCUMYIO PETYIIALINIO, U TO3TOMY OYEHb BaXKHO
UACHTU(PUIIUPOBATD UX.
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I'masa VI. IPOI'PAMMHOE OBECIIEYHEHUE
JJIA TEHETUYECKOI'O KAPTUPOBAHUA
U AHAJIM3A ACCOLIMAIINI MAPKEP/TIPU3HAK

Jl1st Toro 4yToOBI MOMYYUTh HEOOXOANUMYIO MHGOPMAIIMIO O MECTOpac-
nonoskeHnd QTL B reHoMe MpOBOJAAT MX MOJEKYJISPHO-TEHETHUYECKOE Kap-
TUPOBAHUE, B PE3YJIbTATE KOTOPOTO OMPEACISIIOT HE TOJIbKO MX JIOKaIu3a-
[IUI0, HO ¥ TO, OT KaKOrO POAMTENS MOJy4YeH TOT Wiau uHoi amnens QTL,
IPOLEHT (EHOTUMUYECKON M3MEHUYMBOCTHU, ONPEACIISIEMbIA KaXXIbIM U3 BbI-
aBieHHBIX QTL, 1, KOHEUHO e, MOJICKYISIPHBIA MapKep WK MapKephl ¢ KO-
TOPBIMHU CIICTUICHBI HJICHTU(PUIIMPOBAHHBIN JIOKYC WM JIOKYCHI Ha TpyIax
cuerieHuss. OIHUM U3 BaKHEHIINX TpeOoBaHM ast kapTupoBanus QTL sB-
JISIETCS BO3MOXKHOCTD MPOU3BOAUTH OOMEpHI M CTATUCTUYECKUIN aHAJU3 BapH-
aHC MCCIIEyEMbIX MPU3HAKOB ISl YCTAHOBJICHUS IOCTOBEPHBIX KOpPPEISIU
mexay QTL u Tem wiu uHbM MapkepoMm. [loapoOHOCTH TPUMEHEHUST TAaKUX
0JIX0JI0B OBLIN ONHCaHbl HaMu panee [8, 13].

Eme ogauM 13 HeoOXOUMBIX TpeOOBaHMI, HA OCHOBE KOTOPOI'O CTPO-
ATCSI COBPEMEHHbBIE T€HETUYECKUE KAPThl — ATO HAJIMYME aCCOLMALNI Map-
Kep-TIPU3HAK U HepaBHOBecHOTO cueruienus (LD) mexny aumu [14, 15, 367].
LD cBsi3aHO ¢ UCTOPUYECKH WM IBOJIIOIIMOHHO HEPABHBIM M PA3HOPOIHBIM
YPOBHEM PEKOMOHMHAIIMY CIIENU(PUYHBIX aieJiel B pa3Iu4HbIX JIOKYcax, OTl-
peAeSIONINX NPOsBIEHUE U3y4aeMOW T€HETUYECKOW N3MEHYMBOCTH B TOIY-
sy, HepaBHOBECHOE cClEIUIEHHE MOXET ObITh YCTAHOBJIEHO CTaTHCTHUYeE-
CKH U €T0 BBISIBIICHUE YK€ MIMPOKO UCIIONb3YETCs IS KAPTUPOBAHUS U JaXKe
KJIOHUPOBAHUSI TEHOB, OMPEACIISIONINX CIOXKHBIE MMPU3HAKHU Y YEJIOBEKa, KHU-
BOTHBIX M pactenuii [14, 16, 18]. C u3aMeHeHneM HampaBJICHUs BEKTOpaA YCH-
Ui 10 UACHTU(UKAIMKY U JIOKAIU3AI[MU T€HOB/JIOKYCOB XPOMOCOM OT JIBY-
POJIUTENBCKOTO CKPEIIMBAHUSA K €CTECTBEHHBIM MOMYJIALMAM JIMHUNA WA 00-
pasuoB kosutekiuit I'PP, u ot tpagummonnoro QTL xaptupoBanus k LD ac-
COLIMAaTUBHOMY aHAJMU3y, UCCIEAOBATENN IMOJYYUIN HOBBIA MOUIIHBIM WHCT-
PYMEHT IO KapTHUPOBAHUIO MHTEPECYIOMIMX WX TC€HOB. ACCOIMATUBHOE WIIU
LD kapTupoBaHu€ MO3BOJISET HE TOJIBKO MTPOBOJUTH aHANIN3, KIACCUPUIIUPO-
BaTh U TPYNIHUPOBATH €CTECTBECHHBIC M CEJICKIIMOHHBIC MOMYJSAIHNHA (IUKHUE
BU/[IbI, TPUMHUTHUBHBIE (POPMBI, COpPTA, JIUHUH), HO U OoJiee 3P(HEKTUBHO HC-
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MI0JIb30BaTh UX B NPAKTUYECKON CENEKUMU C LEIbI0 YIYUIICHHS BO3ZENbI-
BaE€MbIX KYJBTYP.

[TocTpoeHne reHeTHYeCKuX KapT, C UCIOJIb30BAHUEM ISl ATUX LIeJIer
MOJIEKYJISIPHBIX MapKepoOB, U MPUMEHEHUE CO3JaHHBIX KapT JJIsl aHAIM3a ac-
collaluii MapKep/TpU3HaK, SBISIOTCS ABYMS MPEABAPUTEIBHBIMU YCIOBUSI-
MU, TpeOyeMmblX [JIsl pealu3allid MapKep BCIOMOIaTeIbHON CeJIeKIIUU
(marker assisted selection, MAS). OTnuuuTensHON YEPTOW MPOBEICHUS Te-
HETUYECKOTO KapTUPOBAHUS U YCTAHOBJICHHS acCOIMaIlMii MapKep/TpU3HaK,
ABJISIETCSI ONIEPUPOBAHUE OOJBIIMMU OOBEMAMH JAHHBIX, MOJYYEHHBIX B pe-
3yJbTaTe SKCHEPUMEHTANIBHONW OIEHKU PAa3JIMYHBIX KJIACCOB I€HETUYECKUX
MapKepoB M Pa3Iu4yHOro poja KapTHUPYIOLUX nonysauuid. i1 onepatuBHO-
ro peuieHust Tol NpoOJIeMbl Ha CErOAHSIIHUN JI€Hb CYLIECTBYET OOJIbLIOE
YHUCJIO CTaTUCTUYECKUX METOAOJOTHA M MOJXO0JI0B, a Takke MH(OpMAaIMOH-
HO-TIPOTPAMMHBIX CPEICTB, MOAXOJANIMX I aHAJIW3a PA3JIMYHBIX THUIIOB
MOMYJISILIUN ¥ MapKEpPOB.

B Hacrosmieil rioaBe NpUBEACHO KPAaTKOE ONMCAHUE MPEJHA3HAYECHUN
OCHOBHBIX KOMIIBIOTEPHBIX IMPOTPaMM, HAMOOJIEe HIUPOKO HCIOJIb3YEMbIX
JUISI IPOBEJICHUSI TEHETUYECKOTO KAPTUPOBAHUS M YCTAaHOBIICHUS aCCOLMALUI
Mapkep/nipu3Hak. be3 TOYHOI, CTaTUCTUYECKH BBIBEPEHHOW MH(pOpMAIU O
TAaKOro  poAa  accolMalusaX  HEBO3MOXHO  IIPOBEJIECHUE  MapKep-
BCIIOMOTaTEJIbHOM CEJIEKI[MU, YTO B CBOIO OYEpeb, KaK OXKUIAeTcs, OyaeT
CIOCOOCTBOBATh YCKOPEHMIO CEJIEKIIMOHHOTO Ipoliecca, BKIOYasl CO3AaHUE
HOBBIX COPTOB C JKEJIAEMbIMU XapaKTEPUCTUKAMH, B TOM YHCJIE JJI UX MPH-
MEHEHUS B CUCTEME TOYHOTO 3eMJIe/ieNtsl. B TO e BpeMs Mbl HaieeMcsl, 4TO
B Ommkaiiiee BpeMst OyAyT pa3paOOTaHbl U UCIOJIb30BaHbI B MPAKTUUECKUX
LEeJIsX HOBEHIIME MporpaMMHbIe 00€CleyeHus, KOTOpbIE MO3BOJIAT OoJiee
3¢ (PEeKTUBHO Ha COBPEMEHHOM HH(POPMAIIMOHHOM YPOBHE HAXOJUTh U Olle-
HUBATh ACCOLMALMNA MAapPKEP/TIPU3HAK B HOBBIX TUIIAX MOIMYJISIIIUH.

6.1. ITocTpoeHue reHeTHYECKOI KaApPThI

['eHeTHUecKasi KapTa MOXKET ObITh MOCTPOSHA MOCPEACTBOM UCIIOJB30-
BaHHS CETPETUPYIOIINX MOMYJISIUN PA3IMYHBIX TUIOB JUIS BUJIOB C pa3jiny-
HBIM YPOBHEM IUTOMIHOCTHU. [IepBbIM 1 HarbOJIee YaCTO UCIIOJIB3YEMbIM MPO-
rpaMMHBIM  OOCCIIEYeHHUEM Ui [OCTPOCHUS ~ KapT  SIBJISETCS
MAPMAKER/EXP, kotopoe 0bu10 pazpaborano B 1987 romy [212]. TToutn
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BCE MOJICKYJIIPHBIE KapThl, OCHOBAHHBIE HA MMEPBOM TOKOJICHUHA MOJICKYJISP-
HbIx MapkepoB (RFLP), ObL1r HOCTPOEHBI € MOMOIIBIO 3TOT0 MPOTrPAMMHOIO
npoaykra. AnerepHatuBoi siBiasiercs MAP MANAGER CLASSIC — rpa-
¢uyeckas, MHTEpAKTUBHAS MporpaMma Ui KapTUPOBaHUS MEHJEIEBCKUX
J0KycoB. OHa IPOBOAUT BCE HEOOXOAUMBIE PACUETHI U MMOCTPOCHUS HA OCHO-
Be MH(pOpMaIUH, TOJTYYCHHOU MPU MEXBUIOBBIX CKPEUIUBAHUIX C KOJOMU-
HaHTHBIMU Mapkepamu, OekkpoccHbIX (backcross, BC) mimm pekomOuHaHT-
HbIX HHOpeaHbIX JuHUHM (RIL) y skciepuMeHTalbHBIX PACTEHUN WU KUBOT-
HBIX ([237]; http://www.mapmanager.org/mapmgr.html).

Wuorna nss mocTpoeHus: KapT MOTYT ObITh HY>KHbI HEKOTOPBIE CIIEIIH-
aNbHBIC CTATUCTHYECCKUE MOIU(DUKAIINH, TIPH 3TOM HCIOIB3YIOT MapKEPhI CO
CTPOTUM pacxoXXJeHueM c cerperauveii B mnonynsuusx. MAPDISTO
(http://mapdisto.free.fr/) — mnporpamMma I KapTHPOBAaHUS T'CHETHUCCKUX
MapKEpOB B CIIy4ae CErperalfioOHHOr0 pacxXoKJICHUs MPU UCTIOJIb30BaHUM Ta-
KUX PaCHICIUISIIOIIMNXCS KCIEPUMEHTAIBHBIX nonmyssinuii kak BC, yaBoeH-
Heie ramousl (double haploid, DH) u RIL. Ona moxert: (1) paccuutsiBaTh U
pUCOBaTh TEHETUUYECKHE KAapThI MOCPEACTBOM Tpaduueckoro uHTEepdeiica u
(2) obneruaTh aHaMM3 MapKEPHBIX JIAHHBIX, AKCIIOHUPYS CErperalloOHHbIE
pacxokJieHus 6arogaps pa3IuyusM B )KM3HECTIOCOOHOCTH TaMeT WJIH 3UTOT.

KapTel unu naHHble OT MHOKECTBEHHBIX MOIYJISIIIUHN, MMOTYYECHHBIX B
pe3ynbTaTe Pa3IMIHbIX CKPEIIMBAHUN, MOTYT OBITh OOBEAMHECHBI B OJTHY WU
KOHCEHCYCHYIO KapTy IOCPEICTBOM COBMECTHOTO KapThpoBaHus (joint
mapping). JOINMAP npexacrasisier coboil mporpamMMHoe o0OecrieueHue st
MOCTPOEHUST KapT T€HETUYECKOTO CUETIJICHUS JJISI HECKOJbKUX TUIIOB KapTHU-
pytommx nonynsiuuid: BCy, F,, RIL, u DH, perenepupoBannsie uz F; u F,
MOKOJICHUH, a TaK)K€ CEeMEUCTB TMOJIHBIX CHOCOB, MOJIYYCHHBIX B PE3yJIbTaTe
CKpelIMBaHUi HeOIM3KOpoACTBeHHBIX poauteneit (http://www.kyazma.nl/
index.php/mc.JoinMap/). OHa MoxeT 00BeIUHATH (COSIUHATh — join) JaH-
HBIE, MOJYYCHHBIE U3 HECKOJbKUX UCTOYHUKOB B MHTETPUPOBAHHYIO KapTy U
pean30BbIBATh HEKOTOPHIC pyrue (YHKIMH, BKIIOYAs OMPEIACICHUE TPYIIIT
CIEIUICHHS, aBTOMATHYECKOe orpeaeneHne (aspl JJIsi CEMEHCTB TOJHBIX
cUOCOB, TIOMYYEHHBIX B pe3ylbTaTe CKPEIIMBAHWNA HEOJIM3KOPOICTBEHHBIX

poauTenel, HEKOTOPhIe TOCTPOCHUS MUAarHOCTHYECKUX TpauKoB W KapT
[390].
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[TporpaMMHBIM OOecrieueHueM CO CPaBHUTEIbHBIMU (DYHKIUSMU SIB-
nsiercs CMAP, kotopoe 0110 pa3padoTaHO, KAK OCHOBAHHOE Ha MCMOJIb30-
BAHMHM WMHTEPHET-TEXHOJIOTHI, CPEJICTBO, MO3BOJISIONIEE MOJIb30BATENSAM BHU-
JI€Th CpaBHEHUS TEHETHYeCKUX U ¢uzudeckux kapT. [lakeT mporpamMmbl

BKJIFOYaeT B ce0s HHCTPYMCHTBI JIA  HCIHPABJICHUA JaHHBIX KapT

(http://www.gmod.org/wiki/CMap; [399]).

6.2. KaprupoBanue QTL, ocHoBaHHOe HA cleNJIeHUHN

B »skcnepuMeHTax MO KapTUPOBaHUIO ObUIO MPOJAEMOHCTPUPOBAHO
CIICTIJICHUE/aCCOLMAllMU MKy IEJIEBBIMU NPU3HAKAMU/TEHAMU U MOJIEKY-
JSPHBIMH MAapKepaMH, KOTOPOE OCHOBBIBAECTCS HA T€HETUYECKOM CLEIUICHUN
n HepaBHOBecHOM cueruieHuu (LD). CpenctBa TeXHUYECKOH MOMAJIEPHKKH,
HEOOXOAMMBIE JUIsl YCTAHOBJICHUS aCCOLMALMA T€HOTHUI-(DEHOTHUN, OOBIYHO
BKJIIOYAIOT B cels: (1) craTucTuyeckre METobl M MPOrpaMMHBIE CPEACTBA
JUIS YCTAHOBJICHUS, OLICHKU U CPaBHEHMS acCOLMAIUN F€HOTUI-(EHOTHII 10~
CPEICTBOM KapTupoBaHUs cueruienus, LD uian accounatuBHOro KapTUpOBa-
HUSL U KapTupoBaHus in Silico, ucmonp3yromye s 3TOro eIuHOOOPa3HbIC
MOMYJISILUHA, MHOKECTBEHHBIE MOITYJISIUU WIH BCE TEHETHUECKUE PECYPCHI CO
BCel JOCTYNHON MH(popmanuein 000 BceX pazHOOOpPA3HBIX HCIBITAHUAX I10
rojilaM, Bp€ME€HaM Trojla U MECTaM UX NPOBEJIEHUS; (2) CTAaTUCTUYECKHUE METO-
JIbl ¥ TIPOTPAMMHBIE CPEICTBA i uAeHTUGUKAINN d(PPEKTOB reHEeTUUECKO-
ro (hoHa UM TEHETUYECKON Cpebl OKPYKEHUS, AJJIENSIX JIOKYCOB KOJIMYECT-
BeHHBIX npu3HakoB (QTL) BO MHOXKECTBEHHBIX JIOKyCaX U MHOKECTBEHHBIX
ajuiensax B Jokyce; (3) mporpaMMHBIE CpEICTBa, OOJIETYAIOIIME MPOIECC
OLIGHKH OT CIIETJIEHHBIX MAapKepOB J0 (PYHKIIMOHAIBHBIX MAapPKEPOB U T'€HOB-
KaHIIUJATOB; U (4) MporpaMMHBIE CpPEICTBa, OOJEryarIIue yrnpaBieHUe re-
HETUYECKUMH TOMYISAUUAMU, KapTaMH U CONMYTCTBYIOIIMMH MapKEPHBIMHU U
(EeHOTUMMYECKUMU JaHHBIMH.

CymiecTByeT MHOIO KOMMEPYECKMX M HaXOASIIMXCA B CBOOOJHOM
JOCTyII€ MAKEeTOB MPOTrpaMMHOI0 oOecredeHus, MpeJIHa3HauYeHHbIX IS yC-
TAHOBJICHUS] ACCOLUMALMNA MEXAY MapKEpHbIMH F€HOTHNAMU U (HEHOTUIIaMU
npusHakoB. Hanbomnee pacnpocTpaHeHHBIMU M YacTO HCIOIb3yEMbIMU SIBJISI-
totrcst QTL Cartographer, MAPQTL, PLABQTL u QGENE. Bce onu onepu-
PYIOT TOJIBKO C JIBYPOAUTENBCKUMU NOMYJsALMsIMU, B TO Bpemsi kak MCQTL
[190] Tarxxe mpoBomut QTL kapTupoBaHWEe B MHOTOQJLICIIBHBIX CHTYAIIHsX,
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BKJIFOYAs JBYPOJAMTEIHCKUE CETPETHPYIONINe MOMYJSINNA, a TaKKe HaOOpbI
(cepuu, psqbl) IBYPOAUTENCKUX WM BYaJUIeNIbHBIX Tomyisinuid. Hanbonee
4acTO HCMOJb3yeMbIM IporpaMMHbIM obecrieueHueM B 1980-1990-x romax
obuto MAPMAKER/QTL,  sBusromiee  CECTPUHCKOM  IpoOrpaMMoi
MAPMAKER/EXP, paspaborannoit [212] (http://www-genome.wi.mit.edu/
genome_software). Oto I10 ocHOBbIBaeTCS Ha YCTAHOBJICHHUH MaKCHMaJIbHO-
ro MpaBAONON00Us CLETJICHUS MEXTy MapKepoM B (PEHOTUIIOM, HCIIOJNIb3Ys
JUTSL ’TOTO MHTEPBAIbHOE KapTUPOBAHKUE, KOTOPOE UMEET JIEJIO C HECIOXKHBIM
QTL u HecKOJbKMMH CTaHJApPTHBIMU momyisuusmu. [[pyroe panHee mpo-
rpammuoe  obecrieuenne  MAPL  (MAPping and QTL analysis;
http://lbm.ab.a.u-tokyo.ac.jp/software.html; [385]) mo3Bossier mnonb3oBaTe-
JSM TOJy4YaTh Pe3yibTaThl MO YPOBHIO PACHICTUICHUS, TECTY CIETUICHUS,
3HAYCHHUIO PEKOMOWHAIINH, TPYIIITUPOBATH MAPKEPHI, pacroiaraTh MapKephl B
OTIpE/ICIEHHOM MOpPSAKE MOCPEICTBOM METPUYECKOTO MHOTOMEPHOIO Mac-
TaOMPOBaHUS, PUCOBATh KapTy U Ipaduuecku n300paxaTh Fr€HOTUI U Kap-
Ty QTL mocpencTBOM HMHTEPBAIBLHOTO KApTUPOBAHUS M JAUCIEPCHUOHHOTO
aHanu3za (analysis of variance, ANOVA).

[Iupoko wucnons3yeMbiM st KaptupoBanuss QTL sBiseTcss mpo-
rpammHoe obecnieuenne QTL Cartographer (http://statgen.ncsu.edu/qtlcart/
cartographer.html), koTopoe obOecrnieurBaeT BBIOJHEHUE HECKOIBKUX CTATH-
CTHYECKHX METO/IOB, HCIIOJNB3ysd MHOXKECTBO MAapKEpOB OIHOBPEMEHHO,
BKJIOYAs CJIOKHOE MHTepBaibHOE KaptupoBanue (CIM) u mMHOXkecTBeHHOE
KOMIIO3UTHOE WHTEpBajbHOE KaptupoBanue (anri. multiple composite
interval mapping, MCIM). BzaumopeiictBue Mexay HACHTUDHUIIMPOBAHHBI-
mu QTL Ttaxke moxer ObITh yctanoBieHo. PLABQTL ucnonbs3yer coctaB-
HOE MHTEPBAJIbHOE KaPTUPOBAHUE CO MHOTMMU (PyHKIMsAMU cxoxkumu ¢ QTL
Cartographer. QTL MoeT ObITh JIOKAJIM30BaHO U OXapaKTEPU30BAHO B IO-
MyJIAIHUAX, TOJYYCHHBIX CaMOOIBUICHHEM ITIOTOMKOB JIBYPOJUTEIBCKOTO
CKpEIIMBaHUs, WU TOJIyYeHUEM JIMHUKM yaBoeHHbIX ramiounoB (DH). Tpo-
CTO€ W COCTaBHOE MHTEPBAIHLHOE KapTUPOBAHHUE MPOU3BOIST, HUCIIONB3Ys MO-
JIeJTh MHOKECTBEHHOM perpeccuu. B kadecTBe NOMOTHUTENBHON (DYHKITUN KO
MHOTHM JpyruM maketam [10, MokeT OBITh HCIOJIB30BaH aHAJIU3 B3aWMO-
neiictBus QTL-okpyskarorias cpena [386].

[Iporpamma QGENE (http://www.qgene.org/) mnpenHasHadeHa IS

IIPOBCACHHUA CPABHHUTCIBHOI'O aHalIn3a Ha60pOB JaHHBIX II0 KapTHPOBAHHIO
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QTL mocpeacTBOM BBIYUCIICHHM, HAN0OJIEE YaCcTO MCIOIB3YEMbIX MOJIh30Ba-
teneM. Kpome Toro, oHa HamucaHa BMECTE C JIONOJHUTEIBHBIM IPOrpaMM-
HBIM MOJIyJIEM MOCTPOCHUSI (CTPYKTYPUPOBAHUSA) MPOTPAMMHON CHCTEMBI,
yTo no3BoiisieT ee pacmupiaTe. QGENE nHaumnanace B 1991 rony kak mpo-
rpamMma Jijisi KapTUPOBAHUS U MOJICITUPOBAHUS MOMYJISAUNA, B KOTOPYIO HOTOM
Obima npobaBineHa Bo3MoxHOCTh QTL ananmuza. CpaBHUTENBHO HETABHO
QGENE 0»ina nepenucana Ha si3bIKe Java, 4TO MO3BOJIET €€ UCIIOJIb30BaHUE
Ha JI00OM KOMIIbIOTEpE ¢ JI000i onepaTuBHON cucteMor. OHa mpeasiaraet
HanOosee oomenpuHaTbie MeTobl QTL KapTHUpoBaHMS W MO3BOJIAET UX Ta-
paiensHOe (0JJHOBpEMEHHOE) comocTaBieHue. Ee untepdeiic mo xemaHuto
MOET OBITh OIMCAH Ha SI3bIKE MOJIb30BATENS, JUIsl 3TOT0 HEOOXOIUMO CaMo-
CTOSITEJIBHO HaIMCaTh TPAHCIAMOHHBIN (aitn k mporpamme. QGENE moxet
OBITH MCIOJIB30BaHA JJIsl aHanu3a npusHakoB, QTL u nepmyramuii (MmaTema-
TUYECKUX TIEPECTAHOBOK), & TAKXKe MOJCIUPOBAHUS MOMYJSUNA U MPU3HA-
KOB.

Hekoropsie maketsl [IO MoryT OBITH MCHOIB30BAHBI JJISI TTOCTPOCHUS
KapT CIEIUICHUS Y OTIAJICHHBIX CKpPEIIMBAaEMbIX BUJOB pacTeHuid. Hanmpumep,
nporpamma ONEMAP, co3nannas Ha si3bIke mporpammupoBanus R, mpenoc-
TaBJISIET TaKUE BO3MOXKHOCTH. [[1s 3TOro MCHoyib3ylOT CEMEUCTBA IMOJHBIX
CUOCOB, TIOJIYYEHHBIX B PE3YJIbTATE CKPEUTMBAHUN HEOIM3KOPOICTBEHHBIX PO-
mutenert (http://cran.r-project.org/web/packages/OneMap/index.html; [144]).
Hpyrum I1O sBasercs MAPQTL — mporpammuoe oOecrieueHue, mpeaHa-
3HaueHHoe s pacuera mosunuid QTL (https://www.kyazma.nl/index.php/
MapQTL/; [391]), koTopoe MOXKET ObITh HCIIOJIB30BAHO JIJIsl HECKOJIBKUX TH-
OB KapTupyromux nomnyisanuil, Bkmouas BCy, F,, RIL, DH u cemeiicTBa
MOJHBIX CHOCOB, MOJIYYEHHBIX B PE3yJIbTaTe CKPEIIMBAHUM HEOIU3KOPOICT-
BEHHBIX poautenei. OHa MOXKET ObITh MpUMEHEHa i KapTupoBanus QTL
MOCPEACTBOM HMHTEPBAIBHOTO, KOMIIO3UTHOTO MHTEPBAIILHOTO U HEMapaMeT-
PUYECKOTO KapTUPOBaHUS, C (PYHKIIMEH UIsI aBTOMATHYE€CKOTO KO(aKTOPHO-
ro oT0opa v MPOBEICHUS TECTa MEPMYyTaLIUH.

HeckobKkO KOMIIBIOTEPHBIX TPOTpaMM ISl KapTUPOBAHUSI pacCcMaTpH-
BaIOT 2MHUCTa3 (B3aUMOJICUCTBUS HEAJICIBHBIX T'€HOB) MPH KapTUPOBAHUU
QTL. EPISTACY — sto SAS mporpamma, co3gaHHasi Jyisi TECTUPOBAHUS
BCEX BO3MOXKHBIX JIBYJIOKYCHBIX KOMOWHAIIMK JJIsI STUCTATUYECKUX B3aUMO-

nencTBui nin 3GGHEeKToB KOJIMIECTBEHHBIX MPU3HAKOB. [IporpamMma siBisieTcst
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HacTosMM SAS mporpaMMHBIM TIA0JIOHOM, KOTOPBIN TOJIB30BATENH JTOJIK-
HBbl HACTPOUTH JUIsl TOTO, YTOOBI OHA MOAXOAMJIA K MX JIaHHBIM. B mpocTeii-
[IMX CITydasx MOJIb30BATE MOTYT U3MEHHUTh TOJBKO Ha3BaHUs (ailios, co-
JepKalux ux AaHHble. OJJHAKO aJITOPUTMBI TPOTrpaMMbl OCHOBAHBI Ha METO-
7€ HAUMEHBIIINX KBAJAPAaTOB U HET BO3MOXKHOCTH IPOBOJUTH MHTEPBAIBHOE
KapTupoBanue [174].

baiiecoBckomy kaptupoBanuto QTL B mocneanue rojsl ObUIO yIeIeHO
MHOTO BHHMaHHMsS U, Oiarojaps 3TOMY, Ha €ro OCHOBE ObUIM pa3pabdOTaHbI
crenuaibHble KOMIBIOTEPHBIE MMporpaMMel. Hanpumep, nmporpammHoe odec-
neuenne BQTL (OaiiecoBckoe KapTHpOBaHHE JIOKYCOB KOJIMYECTBEHHBIX
npu3zHakoB — Bayesian Quantitative Trait Locus mapping) 6s110 pazpaboTta-
HO ISl KapTUPOBAHUSI TE€HETUYECKUX MPHU3HAKOB B MOIYJSLUIX, MMOJTYy4EH-
HBIX OT ckpemuBanus guauii 1 B RIL (http://hacuna.ucsd.edu/bgtl; [45]).
Ono BemonHseT: (1) ycraHOBIEHHE MaKCHUMAJBHOTO MPaBAONOa00Us B
MYJIbTUT€HHBIX MOJENsAX; (2) 0alleCOBCKOE OLEHWBAHHE MYJBTUTEHHBIX MO-
nenert mocpeAcTBoM anmpokcumanuid Jlamnaca; u (3) uHTEpBaILHOE U KOM-
MMO3UTHOE UHTEPBAIBLHOE KAPTUPOBAHUE F€HETUUECKUX JOKYcOB. [Iporpamma
BLADE (06aiiecoBckoe KapTUpPOBAaHHE HEPABHOBECHOTO CICIUICHUS —
Bayesian LinkAge DisEquilibrium mapping) Obuia co3nana s 6aileCoBCKO-
ro aHajgu3a TalIOTHNOB C Ienbio  HepaBHoBecHoro LD (linkage
disequlibrium) kapruposanust (http://www.people.fas.harvard.edu/~junliu/
TechRept/03.html; [225, 227]). MULTIMAPPER — nporpammuoe obecrie-
yeHue st OariecoBckoro kaptupoBanus QTL npu ananuze BC, DH u naH-
HBIX TIOKOJICHUsI F,, MONydeHHOro B pe3yJsibTaTe CKpEUMBaHUS WHOPEIHBIX
muanii [248]. Tlporpamma MULTIMAPPER/OUTBRED nomnosnnuna stot
CIIMUCOK  TOMYJISIUSMM,  TOJIYYEHHBIMH  OT  OECHOPOJHBIX  JIMHUU
(http://www.rni.helsinki.fi/~mjs/).

Heckonpko makeroB I1O mo kapTupoBaHHIO ObUIO pa3zpabOTaHO IS
kaptupoBanus QTL, He0OX0MUMBIX B 0COOBIX crielM(pUUHBIX ciaydasx. [Ipo-
rpamma MCQTL pa3zpaborana st onHOBpeMeHHOTO KaptupoBanus QTL Bo
MHOKECTBEHHBIX CKpenuBaHusx u nomysaiusax (http://www.genoplante.com;
[190]). Ona no3BosseT aHATM3UPOBATH OOBIYHBIC MOMYJIALNHN, TOJYUYCHHbIC B
pe3ynbTaTe CKpeUuMBaHUS WHOPEIHBIX JIMHUA, U MOXKET COCIUHSATH (CBS3BI-
BaTh) CEMENCTBA MpH JOMyLIeHUHU, 4To MecTtopacnoyioxkenne QTLy Bcex y
HUX OJIHO M TO k€. bosee TOro, BO3MOXHO TaKke AUAILIETBHOE MOJEIUPO-
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Banne 3¢dexkroB QTL, ecnu HCMONB3YIOT MHOKECTBEHHBIE POJICTBCHHBIC
cemerictBa. Ilporpamma MAPPOP Obina npemnioxkeHa sl CEIEKTHUBHOTO
KapTUPOBAHUS U KapTUPOBAHUS MPU BHIOPAHHOM HHTEpPBAJIC 3HAYCHHUM CITy-
yaiiHoi BeaumduHbI (bin mapping), MOCPEACTBOM BbIOOpPA XOPOIIUX 00pa3IioB
Y3 KapTUPYIOIMUX MOMYJSUUA, W JJIs JIOKalu3allid HOBBIX MapKEepOB Ha
npeacymecTByomux kaprax [393]. B mononHenue Obuia pa3zpaboTaHa mpo-
rpamma QTLNetwork, nns xapTupoBaHus W BHU3yalW3allUd T€HETUYECKOU
ApXUTEKTYPhl, MOAUYEPKUBAIONIEH CIIOKHBIE MPU3HAKU, B 3KCIIEPUMEHTAIb-
HBIX TOMYJISIUSX, TIOJYYCHHBIX B PE3yJIbTaTe CKPEIIMBAHUS JABYX WHOpEN-
ueIx uHui (http://ibi.zju.edu.cn/software/qtlnetwork; [410]).

Kak Tonpko Oasupyromuecss Ha MHTEpHET-TEXHOJIOTUSIX MPOTPaMM-
HBIE CpeJCTBa CTaJId Bce Oojiee u Oosiee BocTpeOOBaHbl, Uctob3ytouiee NH-
TepHeT—TexHosoruu QTL aHanmuTHueckoe MporpaMmMHOE 00ECIeueHHe CTalio
NOCTYNHBIM. B KauecTBe nprumepa MokHO npuBecTd nporpammy WEBQTL,
CO3/IaHHAs KaK UHTEepakTUBHasi IHTEpHET CTpaHuIla, MOJIe3Hasl 11 U3yYCHUs
U aHaJIM3a TeHETUYECKOW MOAYJSIUU ThICSY (PEHOTUIIOB, COOpaHHBIX 3a 00-
nee yeM 30-JeTHUN NEepuoj COTHSIMU MCCIIEIOBATENSIMU, UCIOIL3Ys pede-
PEHCHBIE TaHEM PEKOMOMHAHTHBIX HWHOPETHBIX IITAMMOB  MBIIIEH
(http://www.genenetwork.org/home.html). WEBQTL Bkiiouaer IUIOTHEIE,
IIPOBEPEHHBIC Ha OUTMOKU T€HETHYECKUE KapThl, TaK K€ KaKk U HaAOOpHI JaH-
HBIX SKCTEHCUBHOM 3Kcrpeccuu TeHoB (pupmbl Affymetrix), monydeHHbie B
pe3yabTare aHaIM30B Oojiee yeM 35 mraMMoB Mbliel. Mcmons3yronuii uH-
TEPHET-TEXHOJIOTUU yAOOHBIA st moib3oBaTenss maker QTL EXPRESS
(http://qtl.cap.ed.ac.uk; [333]), npeanasnayeHnblit aus kaptupoanus QTL B
OecCOpOIHBIX MOMYJIALMIX, ObL pa3paboTaH ISl CKPELICHHBIX JIMHUM, ce-
MEWCTB MOJyCUOC, a TaKkKe AJIEPHBIX CEMEUCTB U CUOCOBBIX Map. DTOT MAKET
npeasiaraet IBe onuuu s TectoB 3HauuMmoctu QTL: TecTbl mepMyTaunuu
JUISL ONIPEACIICHUSI SMITUPUUECKUX YPOBHEH 3HAYMMOCTU M METOJ CTylNeHYa-
TOTO Tepexoja OT MaJblX 3HAUYCHUW K OONIBIIMM WM HA000pOT
(bootstrapping) /is1 yCTaHOBJIEHUSI SMITUPUUECKUX JOBEPUTEIBHBIX HHTEPBA-
noB ynokamm3aruu QTL. duxkcupoBanubie >(PpekTh/KOBapUaThl (HE3aBUCH-
MbIE TTIEPEMEHHBIC) MOTYT OBITh MTOJOTHAHBI, @ MOJICJIA MOTYT BKJIIOUYATh OJIH-

HOYHBIC UM MHOKecTBeHHBIC QTL.
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6.3. KapTrupoBaHnue nmocpeacTBoM yCTAHOBJICHUS
HEPABHOBECHOTI'0 CLEIJICHUS

B mnocnennee necsatunetne accormuatuBHoe uiu LD kaptupoBanwme
CTaJI0 OYeHb MOMYJSIpHBIM. OHO HCMOJB3YET HECTPYKTYPUPOBAHHBIE TIOITY-
JISLHH, COJIepIKaIllie HEPOJCTBEHHBIX 0c0OeH, 00pa3Iiibl KOJJICKIINN TeHETH-
YECKHX PECYPCOB HIIM CIIy4allHBIM 00pa3oM oToOpaHHBIe copta [14, 16]. o
ACCOIIMATUBHOTO KapTUPOBAHUS T€HOTHITMPOBAHHBIE €AMHUITHI TOJIBEPTar0T-
Csl CTATUCTUUYECKOMY aHAJIU3y JJIA yIaJieHusl HanboJjiee CyIecTBEHHOTO (hak-
TOpa — MOMYJSIUOHHON CTPYKTYPHI, KOTOpasi MOXKET OBITh MPUYUHOMN JIOXK-
HOTIOJIOXKUTENIBHBIX acCOIMaIlii, BO3HUKAIOIIUX B OOJBIINCH CTEIEHH H3-3a
3aBUCAIINX OT 00CTOATEIHCTB, TOOOYHBIX KOPPEIISIHMA, YeM 3a CUET HACTOS-
mero cuerieHus. s 3Tux 1eneid MoxkeT ObITh MCIIOJIb30BaHa MporpamMma
STRUCTURE (http://pritchardlab.stanford.edu/structure.ntml; [304]). Has
aCCOIMaTUBHOTO KapTUPOBaHUs ObLIN pa3paboTaHbl HEKOTOPhIE TakeThl 10,
B KOTOphIC (DYHKIIMOHAJIBHBIC BO3MOKHOCTH aHAJN3a CTPYKTYPHI MOy
yxxe BrIodeHbl. STRAT, kak mnporpamma, gononssomas STRUCTURE,
HCIIOJIB3YET CTPYKTYPUPOBAHHBINA ACCOIMATUBHBIN METOM JIJISI acCOITMATHB-
HOTO KapTUPOBAaHMS pa3pelialoui JTOCTOBEPHBIC (JICHCTBEHHBIC) METOJbI
M3YUYCHUS «CITydali-KOHTPOJIb» a)Ke NPH HAJTUYHH CTPYKTYPHI Y MOIYIISIITIN

(https://web.stanford.edu/group/pritchardlab/software/STRAT. html; [305]).

6.3.1. Kapmupoeanue QTL, ocnosannoe na LD

TASSEL — sT0 yHHMBepcasibHas mporpaMma Jiis aHajli3a MPU3HAKOB
MOCPEJICTBOM YCTAHOBJICHUS aCCOLMALMM, SBOJIIOIMOHHBIX OTHOILICHUN H
CIICTUICHUSI, KOTOPAsi BBIOJIHACT Pa3jIMuHbIC T'EHETHUSCKUE aHAM3bI, BKITIO-
Jasi acCOIMaTHMBHOE KApTHPOBAHHE, YCTAHOBJICHHE Pa3HOOOpa3HWs M pacyer
HepaBHoBecHoro cuerutenus (http://sourceforge.net/projects/tassel/; [423]).
Anamu3 LD mexay reHoTunaMu u (heHOTUIaMU MOKET OBITh BBIIIOJIHEH JTMOO
MIOCPEJICTBOM OOIICH JTMHEHHOW MOJEIH, TUOO CMEIIaHHOW JTUHEHHON MojIe-
mu. OOmas JTUHEHass MOJENb TO3BOJISIET TOJIB30BATENSIM aHATM3HPOBAThH
CJIOXHBIE (KOMITJICKCHBIC) TTOJIEBBIC MCCIICIOBAHMS, B3aUMOJICHCTBUS C OKPY-
kKarolen cpefoi u anuctas. CMmenranHas MoJielb pazpadborana st 06padboT-
KA TIOJWTEeHHBIX A(PQPEKTOB HA MHOXKCCTBEHHBIX YPOBHSX CBSI3aHHOCTEH,
BKJTIO4Yasi HHGOPMAIMIO POJOCIOBHON. DTH aHAIM3bI TIO3BOJISIOT MPOBOANTH

YCTAHOBJICHHUC U UCCJICIOBAHHC LD Y MHOT'UX BHUIOB paCTeHI/Iﬁ N )KMBOTHBIX.
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Jlpyrue makeTbl MPOorpaMMHOTO 00ECTIeUeHUs BKIIOYAIOT B ce0s Mpo-
rpaMMy MYJbTHAJUIEIBHOTO MEXAJUIEIbBHOTO HEPAaBHOBECHOI'O aHaIu3a
(Multiallelic Interallelic Disequilibrium Analysis Software, MIDAS), xoTo-
past ObUIa pa3zpaboTaHa JUIsl aHAJIM3a M BU3YyaIM3allMd MEKaJUIeIbHOTO He-
paBHOBECHsI MEXIy MyJIbTHAUICIbHBIME Mapkepamu (http://www.oege.org/
software/midas/index.shtml, [146]) u PEDGENIE (http://www-genepi.med.
utah.edu/Genie/PedGenieDetail.ntml [23]), koTopas co3maHa kKak yHHUBEp-
CaJIbHOE CPEJICTBO JJI aHaJIM3a acCOLMAINi U epeHoc (pacnpeieycHue) He-
PAaBHOBECUSA MEXJYy T'€HETUYECKUMH MapKepaMu W TMPU3HAKAMHU B CEMbSX
IIPOU3BOJIBHOTO pa3Mepa U CTPYKTYpbl. B 3Ty mporpamMmy MoKeT OBITh BBE-
JeHa Jr00asi poJoCIIOBHAs JIIOOOTO pa3Mepa OT OTACIbHBIX HE3aBHUCUMBIX
ocobelt 10 OONBIINX TeHeaNoTuil. AHaJIM3 HE3aBUCHUMBIX 0COOEH U cemeil
MOYET MPOBOAUTHCS COBMECTHO.

GENERECON  (http://www.daimi.au.dk/~mailund/GeneRecon/) —
Ipyras nporpamma, Kotopasi IpUMEHSIET JIJIsl aCCOLIMATUBHOTO KapTUPOBAHUS
Teopuro cpammBaHus (ciausiHusi). OHa OCHOBBIBaeTCsS Ha MeTone MoHTe-
Kapino no 6aitecoBckoit cxeMe 1ienu MapkoBa jisi TOHKOTO acCOLMATUBHOTO
KapTUPOBAHMS, MCIOJIb3Ysl MPHU 3TOM BBICOKOIUJIOTHBIE MAPKEPHBIE KapThl Y
#nBOTHBIX. GENERECON npennaraer HeIByCMBICICHHBIE MOJIENIA T€HEAIO-
ruu o0pasiia B ciIydae pOJCTBEHHBIX XPOMOCOM I10 JIOKYCY, 00yClIaBIMBaIO-
meMy 3abosieBanue. MccienyeMbiii ciydail U JaHHBIE KOHTPOJIS MPEICTaB-
JSI0TCST B BUJE MHGOPMAIIMU O T€HOTHIE WM TaIluloTUIE, TIPU 3TOM TIPO-
rpaMMa MPOU3BOJUT OLEHKY psJia MapaMeTpoB, HaubOosee BaXKHBIA U3 KOTO-
PBIX YCTaHOBJICHHUE MTO3UIIMHK JIOKyca 3a00JeBaHus Ha Xpomocome [233].

6.3.2. IloJITHOreHOMHO€e acCOIUATUBHOE KAPTHPOBaHMeE

WccnenoBanust 1O TOJHOTEHOMHBIM —accoranusM (genome-wide
association, GWA) Ha cerojius JI0BOJBHO YacTO MPUMEHSIOT JJIsi HAXO0X]Ie-
HUSI CBS3U MEXKy TeHETUYECKOM M3MEHUYMBOCTHIO U OOIIMMU 3a00JI€BaHUSIMU
y YEJIOBEKa, a TaKKe arpOHOMHYECKH BAXKHBIX MPU3HAKOB y pacTeHuil. B
ueasne xopoio ocHameHHbie GWA uccnenoBanus BKIIOYAOT B ce0sl U3Me-
pPEHUSI COTHH THICSY TOJUMOP(PU3MOB, BBISIBISIEMBIX HA YPOBHE €AMHUYHOTO
Hykieoruaa (single nucleotide polymorphism; SNP) y Teicsiu ocoOGeit. Umc-
THII 00bEM JaHHBIX, TEHEPUPYEMBIH STUMU IKCIIEPUMEHTAMU, TMOPOXKIAET
OYCHb BBICOKME aHAIMTUYECKHE 3alpOChl. B HEMl ecTh psij BaXKHBIX ATAIOB,
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KOTOpBIE HEOOXOAMMO MPOUTH B MPOIECCE aHATN3a ITUX JaHHBIX, MHOTHE W3
KOTOPBIX MPEICTaBISIFOT CO00M KPUTHUECKHE MOMEHTHI, OTPaHHYMBAIOIINE
MIPOU3BOAUTEIIBHOCTh CUCTEMBI. JIaHHBIC TOJDKHBI OBITH 3arpy>KCHBI U aHAJIH-
3UpOBaHbBI ISl BBIMOJHCHUS HW3HAYaJIBLHOTO KOHTPOJIS KadecTBa 10 Hayaia
IpoLeAyphl TECTUPOBAHUS HEpaBHOBECHOTO cleruieHusa. OreHkKa pe3ysbTa-
TOB MOJKET BKJIFOYATh MOCICIYIONIMA CTAaTUCTUYCCKUI aHaIWU3, HampuMmep,
TECT MEPMYTALUM, WU MOCIEAYIOIMNA KOHTPOJIb Ka4eCTBAa ACCOLMHUPOBAH-
HBIX MapKepoB, HapuMep, MpPOBEepKa HeJOPaOOTaHHBIX HHTEHCUBHOCTEH Te-
HOTHUNHUpPOBaHMs. HakoHell, CylmecTBeHHbIE acCOIUAIMK JIOJDKHBI OBITh pac-
MIOJIO’KEHBI B COOTBETCTBUU C MIPHOPUTETOM, HCTIOIB3YsI ISl 3TOTO (QYHKITHO-
HaJbHBIC M OMOJIOTUYECKHE METOJIbI MHTEPIPETAIUN, IPOCMOTP U PEAAKTH-
pOBaHUE MMEIOIIMUXCS B PACHOPSKEHUU OMOJIOTMUECKUX MPUMEUYAaHUN U T0-
SICHCHUM, WH(POPMAITMOHHBIX MyTeH W MOJCIH HEPABHOBECHOTO CICIIIICHUS
[294]. GOLDSURFER2 (GS2) yHuBepcaibHas mporpamma Jijisl aHajiu3a u
Bm3yanm3aiun  GWA  wccnenoBanmii  Obbia  mpemiiokena  ([294];
http://www.well.ox.ac.uk/gs2). GS2 — 310 WHTEpaKTUBHOE, YAOOHOE IS
MOJIb30BaTeNsl TpaduyecKkoe MPUIIOKEHUE, KOTOPOE MOXKET OBITh MCIIOJB30-
BaHO Ha JOOBIX dTanmax GWA mpoekTa oT KOHTPOJIS KauyecTBa MCXOIHBIX
JaHHBIX W aHamu3a OMOJIOTMYECKON OIICHKH IO MPOBEPKU JOCTOBEPHOCTU
MOJIYYCHHBIX pe3yabTaToB. [Iporpamma coctaBiieHa Ha s3bIKE Java U MOXKET
OBITH UCIIOJIL30BaHa Ha Bcex mardgopmax. C momotibio GS2 oueHns Oosbine
HaOopel faHHBIX (Hampumep, S00000 mapkepoB u 5000 oOpasioB) MOryT
OBITh KAYECTBEHHO OIIEHEHBI, OBICTPO MPOAHATU3UPOBAHBI U HHTCTPHUPOBAHBI
B MH(OpMAIKI0 0 TEHOMHBIX MOCEA0BaTeNbHOCTAX. [Ipu 3TOM MOTYT OBITH
0oTOOpaHbl U (YHKIIMOHAILHO OLICHEHBI KaHIuaaTel SNP.

Jlpyrue mporpaMMHBIE CpPEICTBa, MpeAHAa3HAUYCHHBIE NJIs MCCIeAO0Ba-
Hut GWA, Bkmouaror: GENOMIZER — He 3aBucsas oT TUIa onepalu-
OHHOM CUCTEMBI Java mporpamma, onpezneneHHas s ananusa GWA skene-
pumenToB (http://www.ikmb.uni-kiel.de/genomizer), PLINK — nabop uHcT-
PYMEHTAJIBHBIX CPEJCTB MPOTrPAaMMHUPOBAHMS, pa3paOOTaHHBINA TSI TIOJTHOTE-
HOMHOTO aHanu3a HepaBHoBecHoro cremienus (http://zzz.bwh.harvard.edu/
plink/; [306]), MAPBUILDER — co3manHas i IUPOKOTO XPOMOCOMHOTO
accormatuBHoro kaprtupoBanus (http://bios.ugr.es/BMapBuilder; [20]) u
KaJIbKYJISATOpP pacueTa CTENEHU ACCOLMALUMM C NBYCTAAUWHON KOMITO3ULIUEH
(Calculator for Association with Two Stage design, CATS), xoTopsrit pac-
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CUMTBIBAET CTENEHb U APYTHEe HEOOXOIMMBIE BEIMUYMHBI IS ABYCTAIUMHBIX
GWA wuccnenosanuii (http://csg.sph.umich.edu/abecasis/CaTS/; [342]).

PesynpraTel MacmTabHbix GWA wHccrnenoBaHuil Bce 4Yallle M 4Yallle
pa3MelaroTcs B 001Ie10CTynHbIX 0a3ax qaHHbIX. Ho moctymHoe mporpaMm-
Hoe oOecrieyeHue JUisl aHanu3a W uHTeprpeTranuu HaoopoB GWA paHHBIX
4acTO MOXET OBITh 3aTPYAHHUTEIBHBIM JUJIsl MCIOJIb30BaHus [57]. B HacTos-
iee BpeMsl CyIECTBYET OCTpasi MOTPEOHOCTh B pa3pabOTKe yCOBEPILIEHCTBO-
BaHHBIX MPOrpaMMHBIX oOecrieueHud 111 00paboTku HabopoB GWA naH-
HBIX, PE3yJIbTaThl KOTOPBIX OBLIO OBl JOCTATOYHO JIETKO aHaJIU3UpPOBATH U
UCCIJIeIOBATENSIM TPOIle OOMEHUBATHCA UMM JIPYT C JPYrOM, a TakKe HeoO-
XOJIMMO TOBBICUTh Ka4ECTBO TAaKHUX HIPOrPAMMHBIX MPOIYKTOB, KOTOPbIE
uMenu Obl JeNI0 C YBEIMYMBAIOIIMMCS PAacUE€THBIMM 3allpoCcaMu, IMperbsiB-
JSIEMBIMHU 3TUMHU HAOOpaMu JaHHbBIX.

3ak/IroueHue

Takum 00pa3oM, UCXOIS W3 BBIIIE U3JI0KEHHOTO, MOKHO 3aKIIOUYHUTH,
YTO Ha CETOJHSAUIHUM JEHb CYIIECTBYET OOJIbIIOE KOJUYECTBO pazHOOOpas3-
HBIX U PA3HOIUIAHOBBIX MPOrPAMMHBIX 00€CIIE€YEHUI, TO3BOJISIOIIUX MPOBO-
IUTh HE TOJIBKO CTaTUCTUYECKYIO 00paOOTKY JaHHBIX, CTPOUTh F€HETHYECKU
KapThbl, HO U JOBOJBHO 3()(PEKTUBHO YCTAHABIIMBATH, & TAKKE OLEHUBATH aC-
collMaluu Mapkep/mpusHak. M XoTs kapTUpoBaHHE ¢ MOMOILBIO MOJIEKYJISIP-
HBIX MapKepoB TpeOyeT CHNEeHHATU3UPOBAHHON TEXHUYECKON OCHAILIEHHOCTH
(Hampumep, MPOrpaMMHOTO o0ecredeHus1, J1abopaToOpHOTO 00OPYAOBaHUS), a
TaK)K€ OIbITA, 3HAHUI U KOMIETEHTHOCTH B MOHUMAHUU pa3peliaroen cro-
COOHOCTH TOTO WJIM MHOTO METOJa, BKJIIOYasi MHTEPIPETALMIO MOJTYyUYEHHBIX
pE3yNbTaTOB, COBEPIIECHHO OYEBHUIHO, YTO B NEPCIEKTUBE HCCIEAOBATENN
JUISL TOTO, YTOOBI IPOKAPTUPOBATH UHTEPECYIOUIUN X T€H WU JOKYCHI XpO-
MOCOM, He OyIyT HY>KIaTbCsl B TOM, YTOOBl HAUMHATh C HYJs IMIMPOKOMAC-
MTaOHBIA (PU3HOJIOTO-TeHETUYECKUM SKCIEPUMEHT M0 HICHTU(DHUKAUUU U
anamn3y QTL wiam ycTaHOBIEHUIO accoIMaIiuii Mapkep/mpu3HaK, a CMOTYT
OMepUpPOBaTh CYIIECTBYIOIIUMHU, TOCTOSIHHO MOMOJIHIEMBbIMHU 0a3aMu JaHHBIX
U COBPEMEHHBIM MPOTrpaMMHBIM O00ECIICUEHUEM, MTO3BOISIFOIIMMU IPOBOAUTD
CTATUCTUYECKH JIOCTOBEPHBIM M ONEpPATUBHBIA aHaIU3 BHYTPUTCHOMHBIX

B3aNMOJEUCTBUN.
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