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flBneHve retepo3uca, M3BECTHOE KaK NPeBOCXoACTBO rnbpuaos F,
Hapj poanTenamMu, 3GPeKTVBHO NCMONb3YeTCA B CENIbCKOXO3ANCTBEH-
HOW NpaKTUKe C Havyasna NPOLLIOro BEKA, OfHAKO ero reHeTuyeckme
NMPVYUHBI OCTAIOTCA HEPACKPbITbIMU. Ha OCHOBE 3KCNeprIMeHTasbHbIX
JaHHbIX, MOMYYeHHbIX NPV NCCNEeA0BaHNN TMOPUAOB KYKypy3bl,

1 TEOPETNYECKMX PAcYeTOB OblIn NpeAnoxeHbl 6a3oBble MOAeNU,
ONKMCbIBaKOLLME STOT GEHOMEH C TOUKU 3PEHVs Pa3fINyHbIX TUMOB
B3aVIMOJENCTBUA FEHOB — [JOMUHNPOBAHNSA, CBEPXAOMUHUPOBAHNSA
1 3nucTasa. Kaxaas 13 npeanoxxeHHbIX KOHLEeNUuii nmeeT Hefjo-
CTaTKMW, HaKNaAblBalLMe onpefesieHHble OrpaHNnYeHUs Ha BO3-
MOXXHOCTb MOJTHOV MHTEPMNPETALMM MEXaHN3MOB GOPMMPOBaHNSA
retepoTuyeckoro oteeta B F,. B jaHHOM 0630pe faHa KpuTH-
yecKan oLeHKa TeopeTUYeCKX KOHLEMNLMiA reTepo3uca ¢ no3mumm
HaKOM/EHHbIX K HACTOALLEMY BPEMEHW AAHHbIX FTEHETVKUN 1 MOJeKy-
NAPHOW 6ONOrK, KOTOPbIE KOHLEHTPUPYIOTCA Ha KOHKPETHbIX
MeXaHU3Max, AeVCTBYIOLWMX B OTHOLIEHNM crieLndrnyecknx nprsHa-
KOB. B 4acTHOCTU, NOKa3aHa posib NeTanbHbIX 1 NOAYNEeTaNbHbIX
MyTaLuii Npy GOPMUPOBaHUN FreTePOTUYECKOro GeHOoTMMa Y pacTe-
HUI. PaccMOTpeHbl BONPOCh MHTEPNPETaLun reHeTuuecKnx sdpdex-
TOB NPV HANIMUMK CLENTIEHWS, KOTOPbIE OTHOCAT K NCEBAOCBEPXAO0-
MUHUpPOBaHMio. Ocoboe BHUMaHVE yaeneHo HeannenbHbIM B3aumo-
[eNCTBYSAIM reHOB, KOTOpble A0OABMAIOT HOBbIE HIOAHCbI MPU 06CY-
JeHnn 3GpeKToB AOMVHUPOBaHMA U CBEPXAOMUHMPOBaHNUA. Npes-
CTaBfieHa MHPOPMALMA O MOHATUM KOMOVHALMOHHOW CNIOCOBHOCTM
1 ee NPaKTNYECKOM MCMOSb30BaHNN B KOHTEKCTE KOHLenuuy retepo-
TYecKux rpynn. MokasaHbl HEKOTOPbIE aCMeKTbl B3aVIMOAECTBUA
reHoTUn — cpefa. BbIMonHeHHbIN aHany3 TeopeTUYeCcKNX KOHLenuuii
reteposyica C No3nLUY COBPEMEHHbIX AaHHbIX FTeHETVIKUN CBUAETENb-
CTBYeT 0 BaXKHOW PO/ Pas3nNyHbIX TUMOB AeNCTBUA reHoB npu Gpop-
MMUPOBaHU BblAatoLierocsi GeHoTuna u NogTBEPKAAET Heobxoam-
MOCTb CUCTEMHOTO NMOAXO0AA K 3TOMY CJIOXKHOMY U YHUKATIbHOMY
ABNEHMIO.
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Theoretical aspects of heterosis
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of Sciences of Belarus, Minsk, Republic of Belarus

The phenomenon of heterosis, known as superior
performance of hybrid organism compared with either
of their parents, has been exploited by agricultural
practices in the production of various crops since

the beginning of the last century; however, its genetic
basis has remained obscure. With experimental

data obtained from the study of maize hybrids, and
mathematical calculations, some genetic models
have been proposed to explain heterosis from

various types of gene interaction, such as dominance,
over-dominance and epistasis. However, any of the
proposed concepts has weak points, which place
limitations on the possibility of overall interpretation
of heterotic response in F;. In this review we gather

a brief account of findings from various studies for
critical evaluation of the main theoretical concepts
based on the information accumulated to date by
genetics and molecular biology and focused on par-
ticular mechanisms acting for specific traits. We dis-
cussed some aspects concerning the role of mutation
loads in the formation of heterotic phenotype. Also,
we gathered a brief account of findings for interpre-
tation of genetic effects due to linkage and non-allelic
genes’interactions that make nuances to analysis

of dominance and over-dominance. We have provided
information about combining ability, its practical
application in the context of the concept of heterotic
groups. Here we also discussed some aspects of “geno-
type -environment” interaction. Recent advance-
ments in genetics and molecular biology indicate

the importance of various types of gene action

for heterosis and confirm the necessity of system-
level approaches to understanding this unique
phenomenon.

Key words: heterosis; genes interactions; dominance;
over-dominance; epistasis.



€TepO3UC SBJIIETCSI OJHUM M3 Haubojee 3HaYMMBIX (e-

HOMEHOB Omonornu. Ero komMmMepueckoe MCIoIb30BaHUE

MTO3BOJIMJIO 3HAYMMO YBEJIWYHUTH BaJOBBIE cOOPHI MpO-
JYKIMHM KaKk B PACTCHHUEBOJCTBE, TaK W YKHMBOTHOBOJCTBE
(Duvick, 2001; Fu etal., 2014). IlepBbIe myOIUKaIINH 110 3TON
npooieme (Shull, 1908, 1914), Bemmenimme 6oee 100 et Ha-
3all, 3aJI0KUJIA OCHOBY COBPEMCHHOM TMOPUIHOM CEICKIMU
HE TOJIBKO Y KYKYPY3Bbl, HO M y IPYTHX X03HCTBEHHO IEHHBIX
KyssTyp. CTOJb BBICOKast 3HAYMMOCTb T€TEpO3HCca IMOCITYKHIIa
UMITYJIbCOM K M3yYEHHUIO TeHETHYECKHX MEXaHU3MOB 3TOTO
YHHKAJIBHOTO SIBIICHUS ¥ Pa3BUTHIO TEOPETUUECKUX MOZEIIEH
(Shull, 1908, 1952; Bruce, 1910; East, Hayes, 1912; Jones,
1917; Charlesworth, Willis, 2009).

BnepBble nCnOIb30BAHUE TETEPO3UCA B CEIIBCKOXO3SM-
CTBEHHOW NMpPAaKTHUKE OBUIO OCYIIECTBIECHO Ha KyKypy3e
(Zea mays), 3arem Ha cBekiie (Beta vulgaris), copro (Sor-
ghum bicolor), myxe (Allium cepa), 6axknaxanax (Solanum
melongena), Tomarax (Lycopersicum esculentum), mepue
(Capsicum), puce (Oryza sativa), xnonke (Gossypium hirsu-
tum), monconaeunuke (Helianthus annuus) v pance (Brassica
napus) (Melchinger, Gumber, 1998). Hauanom rubpunoii
cesiexiu cuntarotr 1920 . (Crow, 1998). B 1924 . Obun
MIPOJaHbI TIEPBBIE HECKOJIBKO Oymieneil rHOpuIHBIX CeMsH
KyKypy3bl (Crabb, 1947) u B ee mpou3BoacTBEe Hadajics
CTPEMUTEIIBHBIH NEPEX0/1 OT CBOOOTHOOIBUISIOIINXCSI COPTOB
K ruOprgam. B mrare AifoBa 1ons THOPHAOB B MPOM3BOA-
CTBEHHBIX ITOCeBax BeIpocia oT MmeHee ueM 10 % B 1935 . no
6omee 90 % B mocnenyromue yetbipe roga. K 1950 r. 60:16-
IIMHCTBO BhIceBaeMbIX Ha Tepputopun CILIA cemsH KyKypy3sl
6butn tnOpuaaeIME (Crow, 1998). 3a cyer ucnonb30BaHUS
B CEJIbCKOXO3SICTBEHHOM NPaKkTHKe THOPUI0B 3TON KYJIBTYPBI
YAAJIOCh YBEJINYNTH cOOpBI 3epHa Ha 15 % 1Mo cpaBHEHUIO
C Iy4IIMM cBoOOtHOONBLIIIOMMMCSE copToM. K koHIy XX B.
nocesbl F| KyKypy3bl coCTaBIIsIM yxke OKoso 65 % ot oOwei
TUTOIIAIH €€ BO3/IEJIBIBAHMS, YTO 0OECIIEUMIIO YeThIPEXKpaT-
HBII TpupocT ee rogosoro npoussoactea (Duvick, 1999).
[IIupoko Bo3zaenbIBaEMbIH B CTpaHaX A3uK THOPUIHBIN pUC
Jan nperMyectso B 20—30 % 1o cpaBHEHHIO C HAMTYYIIUMHI
MHOPEHBIMH COPTAMH, CIIOCOOCTBYS YBETMICHUIO (D PEKTHB-
HocTH npou3BoacTea Ha 44 % (Cheng et al., 2007). B Kurae,
KaK OJTHOM M3 KPYITHEHIINX MUPOBBIX TPOU3BOAUTEINEH parica,
€ro ruOpu/Ibl 3aHUMAIOT He MeHee 75 % OT 00X TOCEBHBIX
mnomazaei (Fu, 2009). Y taxoii BakHO 3€pHOBOH KYJIBTYpHI
Mupa, Kak mmennna (7riticum aestivum), THOpUAB! oOecte-
4yBaloT npeBocxoncTso B 10-25 % (Hoisington et al., 1999).
HecmoTpst Ha TPYTHOCTH TPOU3BOACTBA THMOPH/IHBIX CEMSH
T aestivum, 8 2012 1. nocess! F, muenune: B EBpone noctur-
11 250 ThIC. Ta, ¢ IPEUMYILIECTBEHHOU 1osiel dpaHuuu — oc-
HOBHOT'O MOHOIIOJIMCTA B 00JIACTH ITPOU3BOACTBA XUMUYECKHX
areHToB «cteprmam3anum» (http://www.hybridwheat.net). {ns
COpPTO TOYTH TIOJIOBMHA MUPOBBIX TTOCEBOB IIpE/ICTaBICHA
rubpugamu ¢ skoHoMuueckuM 3 dexrom 35-40 % (Duvick,
1999). IIporpecc HCTIONB30BaHUS TETEPO3UCA HA TIPAKTHKE
CTHMYJIUPOBAJ HHTEPEC YUCHBIX-TCHETHKOB B UCCIICIOBAHUH
3TOTO YHHUKaJIbHOrO (PEHOMEHA U CIOCOOCTBOBAJ IOSIBIIE-
HUIO TEOPETHUECKNX KOHILEMINH, KOTOPBIE MPETEepPIeBaIH
pa3nuuHble MOAU(UKALIMN ¥ MHTEPIPETALNN C PA3BUTHEM
METOJIOB aHaJlu3a U MOJy4eHUEM HOBBIX JaHHbBIX. B cBoeM
KJIACCHYECKOM BapHAHTE OHH OIIPEAEIININ HAPaBICHUS HC-
CJICIOBAHMH Ha MHOTHE TOJIBI.

leHeTn4Yeckune mogenu reteposnca

OCHOBHBIE TIPEJCTABICHUS O MEXaHW3MaX JBYX (YyHKIH-
OHAJIBHO MPOTHUBOIIOJIOXKHO HANPABICHHBIX SBICHHUH (WMH-
OpPHMIMHT ¥ TETEPO3HC) CBOIATCS K OJHO- 1 MHOTOJIOKYCHOM
mozensM (puc. 1). OnHonokycHast Mozelts mpearnoiaraet (1)
JIOMMHHUPOBAHHUE, IIPU KOTOPOM JI€HCTBUE BPEIHBIX PELIECCH-
BOB ITOJIaBJICHO JOMHHAHTHBIM romosiorom (Davenport, 1908;
Jones, 1917), u (2) cBepXIOMHHUPOBAHHE, KOTOPOE TAKKE
00yCIIOBIICHO B3aUMOZICHCTBHEM MEK/Ty WICHAMH OJJHOU U TOH
ke mapsl ayuteneit (Shull, 1908; East, Hayes, 1912). I'enetn-
Yyeckoe 00BSICHEHUE TeTepo3nca M HHOPUIMHTOBOM JICTIPECCHI
B ClIy4ae OJIHOJIOKYCHOM MOJIEJIH CBSI3aHO C JIOMHUHAHTHBIMH
YPOBHSAMH ajuieneil. B mepBom ciyuae npeamosnaraercs npe-
MMYILIECTBO I'€TEPO3HUTOT, BO BTOPOM — JICHCTBUE YaCTHYHO
WK TTOJTHOCTBIO PEICCCUBHBIX MYTAaHTHBIX anneneﬁ, npu-
BOJSIIIIEE K YMEHBIICHHIO KN3HECHOCOOHOCTH TOMO3HUTIOT.
MHoOTroJI0OKyCHast MOJICNIb pacCMaTpUBaeT I'eTEPO3UC C TI0-
3UIMH HCAJIJICJIbHBIX BSaI/IMOI[eI‘/’ICTBI/II\/'I I'CHOB WJIHM DIIMCTAas3a.

B xonTekcte Teopun nomumaupoBaHus (Davenport, 1908;
Bruce, 1910; Keeble, Pellew, 1910; Jones, 1917; Collins,
1921) npesocxoncTBo ruOpuaoB F; 00ycnoBieHo akKyMys-
el y ruopusia 61aronpuATHBIX JOMUHAHTHBIX TEHOB U 10~
MHHAHTHOW KOMITJIEMEHTAIMEH BpeIHbIX perneccuBoB. Ode-
BUJIHO, IMEET MECTO B3aUMOJICHCTBUE aJlIeNIbHBIX (JaKTOPOB.
3HaveHne JOMUHAPOBAHUS 1S OOBSICHEHUS €T eHepalliy IIPH
MHOpUANHTE ¥ OIaronpusaTHOTO (G eKTa NpU CKPEINBAHUH
BriepBbie 6610 oTMeueHo C.B. Davenport (1908), npeamnona-
TaBIIMM BIMSHUE Ha ITPU3HAK HEOOJBIIOTO YHCIa (haKTOPOB
C XOPOIIO BBIPAKCHHBIM MH/NBHU/IyaIbHBIM JICHCTBHEM.

MoryT a1 MyTaluu OOBSACHUTH HAOMIOZAEMYyIO CTCTICHb
JIETIPECCHUH TIPU HHOPHUIUHTE U €€ CHATHE MPH ayTOpUanHTe?
BesycnoBHO, BpeqHbIe MyTallMM IPHUCYTCTBYIOT B €CTe-
CTBCHHBIX NOMYJIANUAX W HACBIIICHHOCTH IOJJIYJICTAIAMU
U JIETAJISIMU HU B KOEM Mepe He yMajsieT UX BaKHOW poJu
B MOJIZICPXKaHUH BBICOKOTO YPOBHSI OMOJIOTHYECKOW IIpH-
crocobnenHoctu. EcTh Bce ocHOBaHUs cuMTaTh, YTO HEOIIa-
TOTIPUSTHBIC M JIaKE JICTAJIbHbIE B TOMO3UTOTE PELECCHBBI
SBIISIOTCSI HEOOXOMMBIMH 4acTSIMH T€HOTHIIOB XOPOIIO
MPUCIIOCOOICHHOH MOIYJISIIUKI ¥ aKTUBHO MOIJICPIKUBAIOTCSI
0TOOPOM Ha COOTBETCTBYIOIIEH YacTOTE.

Uccnenosanus Drosophila melanogaster nokazanu, 4to
oxoi1o 30 % BTOPO# U TpEThel XPOMOCOM AUKOTO THIIA, U30-
JMPOBAHHBIX Y MYKCKOM 0cOOH, JIETaIbHEl B TOMO3UTOTE
(Crow, 1993). I'eTepo3uroTsl MO JIETaJIbHBIM XPOMOCOMaM
MPaKTHYECKH BCEr/a KU3HECIIOCOOHBI, YTO MOJTBEPIKAAET
PELECCUBHBIN XapakTep 3TUX MyTauuid. PasnuuHble qukue
JIeTaIbHBIC XPOMOCOMBI HECYT pa3HbIE JICTaIbHbBIE My TaIHH.
Eciin oTOop HampaBlieH Ha MPEUMYIIECTBO I'€TEPO3UTOT,
YacTOTHI JJIEIIEH, MOHMKAIOIINX KU3HECTIOCOOHOCTH TOMO-
3WTOT, JJOJDKHBI OBITh IPOMEKYTOUHBIME (CPETHUMH) U pac-
MpEACIATHCA MCXKIY Pa3IMYHbIMU T'€CHOTUITAMU. 9KC1'IepI/IMeH-
THI TI0 aHANKM3y MyTaumid y D. melanogaster Toka3aiy, 4To
YacTOTHI JICTAJIBHBIX MyTaIMi MOJICP>KUBAIOTCS] HA HU3KOM
YpOBHE, @ TOMO3UTOTHOCTh CHHMIKAET MPUCIOCOOICHHOCTh
MyX B T€UCHHUE )KH3HESHHOTO ITUKIIA B cpeaHeM 1o 84 % (Sved,
1971; Latter et al., 1998).

1 GonpIIMHCTBA BUIOB PACTEHHI M KUBOTHBIX HE
YCTAQHOBJICHO, B KaKOHW CTETIEHN MHOPHIMHTOBAS JIETIPECCHUS
CBsI3aHa C JICTAJIbHBIMU MYTaIMIMH, TaK KaK TOMO3UTOTHBIE
AIMOPHUOHBI IIOTHOAIOT HA CaMbIX PAHHHX CTAJIUSIX CBOETO pa3-
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TeopeTnyeckune acneKkTbl reteposunca
M.H. WantypeHko
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Puic. 1. TeHeTyecKne Mmogenu reteposica: AOMUHUPOBAHUE (a) N CBepPXJOMUHKPOBaHMe (6),
COOTBETCTBYHOLLME OLHOMOKYCHOW MOLEN!; NCeBAOCBEPXAOMUHMPOBaHME (8), BO3HUKatoLLee npu
TECHOM CLienIeH MeXxay ABYMsi JIOKYCaMU C MPOTVBOMOMNOXHBIMUA agANTBHBIMUY 3ddeKTamu,
cornacHo (Goff, Zhang, 2013).
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Puc. 2. YpoxainHocTb npocTbix rubpugos (hybrid yield, ®), cpegHas nx nHbpefHbIx poanTenen
(inbred yield, W), oTHocUTenbHbIN reTeposuc (%, percent heterosis, ) 1 aGCONIOTHbBIN reTepo3nc
(heterosis yield, A) kykypy3bl, Bo3genbisaemoi B CLLIA B TeueHune 1916-1985 rr. (Duvick, 1999;
Troyer, Wellin, 2009).

BuTHsL. OJTHAKO B OT/ICJIBHBIX HCCIIEI0BAaHMIX TIOKa3aHbl cXOHbIe ¢ D. melanogaster
YaCTOTHI JICTAIBHBIX MyTallUi B IIOMYJISINSAX MAaHTPOBBIX 1€PEBbEB, TPABIHUCTOTO
pacrenust Mimulus guttatus, a Takke HeKOTOpbIX BU10B pbI0 (Ohnishi, 1982, 1985;
McCune et al., 2002).

C TOYKH 3peHHs MONMYJSILUOHHON TeHETHKHU MIEePEKPECTHOONBUIAIOIINECS MOITYy-
JSIIMU B OTHOIICHWHN YaCTOTHI PEIIECCUBHBIX MYTAIMH CTPEMSTCS K JOCTHIKECHHIO
paBHOBECHSI, TIPH KOTOPOM YHCIIO HEOJIArONPHATHBIX PELIECCHBOB, T00ABISIEMBbIX
MYTALOHHBIM ITPOLIECCOM, TOYHO YPaBHOBELIMBAETCS YHCIIOM TaKUX XKe perec-
CHBOB, IIMMHUHUPYEMBIX 0TOOpoM. Eciim HeOnmaronpusiTHast MyTaIyst MOJHOCTHIO
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pereccuBHa, TO 0TOOP JICHCTBYET TOJb-
KO Ha TOMO3HIOTY; YeM BBIILIE YaCTOTa
PEIeCCUBHBIX ajuieNiell B MOMYJISINHY,
TEM BbIIIC BEPOATHOCTDL IMOABJICHUSA
PpeLeCCUBHBIX TOMO3UTOT U TEM OOJIbIIe
TaKUX TOMO3UTOT MOJBEPTaeTCsl K-
MmuHanuu. [losiBneHune peneccuBHBIX
TOMO3UTOT CHIIKAET CPEJHIOI JKU3-
HEHHOCTh TOMYJISIMU. 3Hast CKOPOCTh
MYTHPOBAHHMSI U 00IIIEE YHCIIO JIOKYCOB,
CMOCOOHBIX K MYTHPOBaHHUIO, MOXKHO
JUTSL KOHKPETHOTO BHJa CBOOOIHOOITBI-
Hﬂlomeﬁcﬂ nonyjasauuu onpeacinTb
MaKCHMAaJIbHYIO BEIMYUHY TEOPETH-
YeCKU BO3MOXKHOT'O TeTEPO3UCHOTO
s dekTa, BHI3BIBAEMOr0 ICHCTBUEM
JnaHHOW npuunHbl. COOTBETCTBYIOIIECE
Berauciienue J.F. Crow (1952) mis xy-
Kypy3bl T0Ka3ayo, 4To Takou addekr
Y MEXJIMHEWHBIX THOPHIIOB COCTABIISIET
He Oonee 5 %, B TO BpeMs Kak B JCH-
CTBUTCJIBHOCTHU JIyUIIUEC MEXKJIMHENHbIE
TUOPHIBI IPEBOCXOJSIT 110 YPOKaii-
HOCTH CBOOOTHOOIBUISIONINECS COpTa
Ha 30 % u Oousee. KoHuenryanbHo,
BEJIMYMHA TETepPO3UCa J0JKHA YMEHb-
LIATHCS B MIPOLIECCE AKKYMYJISIIUH Y JTH-
HUI «CWJIBHBIX» aJllleJiell U «Ouullie-
HUS» OT BPEIHBIX PEIIECCHBOB, & CAMU
JUHHUU JIOJOKHBI JIOCTUYL YPOBHS
MPOAYKTUBHOCTHU JIyYIIMX T'MOpPHUI0B
(Duvick, 2001). PerpocnekTuBHBII
aHaJIN3 CEJCKIMOHHOTO YIYUYIICHUS
KYKYypy3bl I10Ka3ajJa OTCYTCTBUE 3HAYH-
MOTO CHI)KEHHSI YpOBHs reteposuca F,
B PE3YIIBTATE KOUHIIECHUSY HHOPETHBIX
JIMHUI B IIpoIlecce CeJIeKLUH, KOTOpoe
JOJDKHO OBLIO OBl MPHUCYTCTBOBATH,
€CITH Teopusi BepHa. Mexay TeM ypo-
KAMHOCTh TMOPHUIOB yBEINYMBAIACH
MPOTIOPIUOHAIBHO YPOXKAIHHOCTH HO-
BBIX YIYYIICHHBIX MHOPETHBIX JIMHHMA
(puc. 2) (Duvick, 1999, 2001; Troyer,
Wellin, 2009), T.e. ycTrpaneHue Bpen-
HBIX PELEeCCUBOB MOCPEJACTBOM HH-
OpuaMHTa HE U3MEHMUIIO OTHOCHTEIb-
HOTO TpeuMymecTsa rubpugos F .
J.A. Bercler u ero xomtern (2003) mpen-
TMMOJIOXKUJIN, YTO KOHCTAaHTHOC YBEJIU-
4YeHUe ypoxanHocTu F| u 3HauMMbIi
reTepO3UCHBIH APPEKT Ha MPOTHKEHUN
MHOTHX JICT O00YCJIOBJICHBI CEJICKIIUECH
anieneit B «IIpaBUIbHOM» Habope
JIOKYCOB, KOTOPBIC CO3MAIOT JYUIIHE
codyeTaHus npu rubpuanzannu. Panee
E.T. Bingham (1998) cmenman cxoxee
3aKITFOYCHUEC, 00BICHSS HAOTIOIaCMYyI0
TEHJICHIIUIO aKKyMYJISAIIUCH Onaromnpu-
SITHBIX T€HOB B XPOMOCOMHBIX OJIOKaX
U UX aCCOIMUPOBAHHBIMHU B3aUMOJICH-
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CTBUSMH (KyMYJSITUBHBIA 3(QEKT), yKka3zaB Ha pelIaroliee
3HAYEeHHE HaJM4YMs HEpaBHOBeCHs 1o creriennto (/inkage
disequilibrium). TeopeTHdeckn MOXKHO JIOMTYCTHTh BO3MOX-
HOCTb MOJYYCHHSA MOIIHBIX IOMO3UTOTHBIX HHHHﬁ, HO Ha
MPaKTUKE 3TOMY HPETATCTBYET CICTUICHHE OJIarOMpPUSTHBIX
JIOMMHAHTHBIX aJUIENeH ¢ HeOIaronpusITHBIMU PEIIECCHBAMH.
Eme G.N. Collins (1921) oTMeTHI, 4TO IPU 3HAYUTEITHHOM
yucie (GaKTOpOB, BIUSIONINX HA MOIITHOCTh THOPHIOB, BO3-
MO)KHOCTh TOJyYCHHSI OpPraHU3Ma, TOMO3HTOTHOTO TI0 BCEM
6J'laFOle/ISITH])IM JOMUHAHTHBIM aJUJICIIAM, HUYTOXHO Malia
(1:4n, tne n —gucno map paKTOpoB, KOHTPOTUPYIOIIUX MTPH-
3HaK). Hanbonee ycnentHo et «O4nIIeHne» OT MyTalui co
3HaYMUTEIbHBIMU (P dexramu. Ciie0BaTesIbHO, KaK reTepo3Hc,
Tak ¥ THOPUIUHTOBAS JETPECCHSI MOTYT OBITh 00YCIIOBICHBI
KyMYJISITUBHBIM JICHICTBHEM MHOTHX WH/AWBHUYaIbHBIX, pell-
KHX, YaCTUYHO BPE€AHBIX MyTa].IIdﬁ, KOTOPBIC HE SABJIAIOTCA
OCHOBHO MHUIIICHBIO 0TOOPA ¥ MOTYT OBITH IMTUMUHHPOBAHbI
JIMIIb Yepe3 COTHH, a TO U Thicsiun mokosnenuit (Charlesworth
et al., 1990; Wang et al., 1999).

YacTele cirydan CIETUICHHs OJIaropUsATHBIX JOMUHAHTHBIX
(hakTOpPOB C BPETHBIMU ¥ JaXKe JICTAIBHBIMA B TOMO3UTOTE
pelLeccuBaMy CBUJICTEIbCTBYIOT O Ba)KHOM 3HAYEHUM ITHX
pelieccHBOB A1 TEHOTHIIA B IIeTIoM. M30uparenbHoe yaaneHne
MayKOPHBIX 1 MUHOPHBIX My Tl IIOCPEICTBOM HHOpUANHTa
B TEUEHUE HECKOJIBKHX ITOKOJICHUI, OCIIEAYIOIIEee CKPEeIIn-
BaHUE W aHAJIN3 ayTOPETHBIX (OPM MOTIIH OBl MPOSICHUTH
BKJIa] MyTaiui. [10100HbIH SKCTIEPUMEHT 110 «OUNIIECHHIO
y pactenus Mimulus guttatus JTAIIb HEMHOTO CHU3HII HHOPH-
nmuHTOBYIO Aenpeccuto (Willis, 1999), Torna kax B momymsmyn
HaceKoMoro Stator limbatus BKag MyTaIiii co 3HAYUTEIbHBI-
MU 3¢ dekramu ObLIT BBICOKMM U CHUKCHUE HHOPUIMHIOBOU
nenpeccun pocturano 35-73 % (Fox et al., 2008). Otu pe-
3yJBTaThl NOATBep K aaroT BeIBOABI D. Charlesworth u J. Willis
(2009), xoTOpBIE CUUTAIOT, YTO «OYHILEHHUE» B MpoIecce
0TOOpa HE MOKET MOJHOCTHIO MCKIIOYUTH POIIb MyTallWi,
TaK KakK YJIy4IICHHbIE XapaKTCPUCTHUKH WHOPEIHBIX JMHUH
MOTyT OBITh 00YyCJIOBIIEHBI OTOOPOM ajlieliell B JIOKycax, He
CBSI3aHHBIX C TETEPO3HUCOM, U TIOCIIETHUI MOXKET OBITh 00513aH
MHOTOYHCIICHHBIM MYTaIHsIM C MaJIbIMU 3 QEKTaMH, KOTOpbIE
He OBUTH y/1aJIeHbI B IIPOLIECCE CEICKIMHU YTy IIEHHOW JINHUY.

Ewie oguH aprymMeHT npoTuB JOMUHAHTHON MOJIENH — ITPO-
TPECCUBHBINA TeTEPO3HC Yy MOJIUILIONIOB, KOTOPBIH TaKKe
CJIOXKHO O6’I)HCHI/IT]> C MMO3UIIMN KOHUETINHUHW JOMHUHUPOBAHUA
(Bingham et al., 1994). B aToMm ciry4ae BenmuiHa reTeposnca
MaKCUMM3HPYETCs YUCIIOM TeHOMOB ITOJIMILION/IA, yKa3bIBas,
910 3PPEKT A03bI MOKET UIPaTh OOJIEE BAXKHYIO POJIb, YEM
MpocTasi KOMIIEMEHTAIHS JTHO0 B3aMMOACHCTBHE ajuleien
(Birchler, Veitia, 2010).

TpeTuil acnexT, KacaroUuics MOJIUILIIOUAOB U BBICTY-
MAONIMH MPOTUB POJIM MYTAlMOHHOTO T'Py3a B PETYISALUH
a¢dekra rerepo3nca, — 3TO BEICOKAsI COMOCTABUMOCTD CKO-
pocTtu HH6pI/IZlHHFOBOI>i ACPECCUN Ha N1~ U TETPAIJIONTHOM
YPOBHSIX, XOTS TEOPETHUYECKH MOTEPs] MOIIHOCTH Ha Ooiee
BBICOKOM YPOBHE IIOMJHOCTH JIOJDKHA IPOUCXOIUTH M-
nennee (Busbice, Wilsie, 1966; Rice, Dudley, 1974; Birchler
etal., 2003).

Hecmotpst Ha ciopHBIE BOITPOCHI, CBSI3aHHBIC C POJIBIO MY-
TalUi B [IPOSIBJICHUM I'€TE€PO3UCA, TEOPUIO JOMUHUPOBAHUS
paccMaTpUBaIOT U O] APYTUM YITIOM 3PEHHUS: C IO3UINN aJl-
JUTUBHOTO JICHCTBHS HACIEICTBEHHBIX (hakTopoB. [Ipu aToM
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HU3MCHACTCA U CaMO COACPIKAHUE MMOHATHA JOMUHHUPOBAHUA,
KOT/1a OHO MIPUMEHUMO K CITy4ar0 B3aUMOJEHCTBHS HE HH/IU-
BUJIyaJIbHBIX Tap ajjiesiel, a JBYX POJUTENLCKUX HaOOpOB
MHO>XECTBCHHBIX q)aKTOpOB, BJIMAIOMINX HA pa3sBUTUEC TOT'O NI
WHOTO TpU3HaKa y THOpumoB. CriemoBaTenbHO, HAanOObIIas
MOIIIHOCTb JIOJDKHA TPOSIBIAITBCS B TEX CIIydasiX, KOT/a y TH-
Opua 0oJIbIIIE JIOKYCOB C IOMUHAHTHBIMHU OJIArOTPUSITHBIMU
ammensmMua. O67IacTh BO3MOXKHOTO 3¢ eKTa, JOCTUTaeMOro
TIPY TIOJIABJICHUH ISHCTBHS BPEHBIX PELIECCHBOB IOMUHAHT-
HBIMH aHaJI0raMH, HECKOJILKO OIPaHUYHBACTCSL.

B HacTos111ee BpeMsi KOHIIENIUS JOMUHUPOBAHNS 3aHUMAET
JIManpyloee nonoxkenue. Takne (haKThl, KaK OTCYTCTBHE CHH-
skeHust ypoBHs rereposuca (Duvick, 2001), mporpeccuBHbIi
TETEPO3HC y MONUTIIONIOB U OBICTPast CKOPOCTb HHOPHIMHTO-
BOH JICTIPECCHH Ha TETPAIIONHOM YPOBHE, CBUJICTEIILCTBYIOT
00 orpaHMYEHHBIX BOBMOXKHOCTSIX 3ToH Moznenu (Birchler et
al., 2003; Springer, Stupar, 2007). Tem He MeHee ee MHUPOKOe
pacrnpocTpaHeHue OOBSICHIETCS BaKHBIM 3HAUCHHEM, KOTOPOE
9Ta TEOPUs IPUIAET 8 INTUBHBIM (P PEKTaM 1 HeaJIeTbHOMY
B3aMMOJIECTBUIO T'€HOB.

B xonue 1940-x rr. Bo3poc MHTEpeEC K He€ TeTEPO3UTOT-
HOCTH KaK OCHOBHOI'O MeXaHHM3Ma rereposuca Omaromaps
uccaenoBaausM F. Hull (1952), koTopblii BBeN MOHSATHE CBEPX-
JIOMMHHPOBAHHMS, BMECTO TIpeytoxkeHHoro panee R.A. Fisher
(1931) nns 9T0M cuTyaruu cynepaoMuHupoBanust. CornacHo
TEOPUH CBEPXIOMUHUPOBAHMSI, B3aUMOJICHCTBHE IBYX YIEHOB
OIIHOM M TOH 7K€ Maphl ajesaei MOXKET IIPUBOJUTE K TPEUMY-
IIECTBY reTepo3urothl A /A2 Ham obenmu romo3urotamu 4 1A 1
n A242. B naHHOM ciy4ae TpearoaraioT, 9To o0a ayuresis B
TETepO3NUTOTE BHITOIHAIOT HECKOJIBKO pa3JInuHble (QyHKINH 1
I[IPYU 5TOM B3aUMHO JOIOJHAOT ApyT Apyra. Ilostomy B cepun
MHOKECTBEHHBIX ayieseil 3pPeKT CBEPXTOMUHUPOBAHUS
MOTYT NPOSIBIISITH JINIIB aphl aJUTENEH, OTIINYAIOIINeCs PYyT
or apyra. Takum o0pa3zoM, pedb UAET O KOMIUIEMEHTapHOM
a¢dexre npu B3aNMOAEHCTBUN MEXK Ty AJIJIETISIMHU B TIPEETax
OJIHOTO JIOKyca. DTa THIOTE3a MPE/ICTABISET COO0H pa3BUTHE
BbickazanHbix G.H. Shull (1952) u E.M. East ¢ H.K. Hayes
(1912) B3m15110B 0 CTUMYIHPYIOIIEM AEHCTBUH T€TEPO3UTOT-
HOCTH, KOTOpbIE OY€Hb OJIM3KU 10 CMBICITY K 3aKJIIOUCHUSIM
Y. lapBrHa 0 Ipu9YrHAX OHOJOTHYCSCKH MOJIE3HOT0 AP dekra
CKpEIINBaHNUSI.

Ba)kHBIM JTIOBOIOM B I10JIb3Y TEOPUH CBEPXIOMUHUPOBAHUS
CTaJl FeTePO3UC JBOMHBIX MEXKIMHEHHBIX THOPHIIOB KYKYPY-
3b1, KOTOPBIE MTOTY4YaI0T IyTeM KOMOMHAIINY YEThIPEX HEPOJI-
CTBEHHBIX JIMHUH. Ecitn reTepo3uc mpocThIX MEXIMHEHHBIX
TUOPHIOB, SBIISFOLMXCS POIUTENLCKUMH (DOPMaMH JIBOIHOTO
ruOpHIA, MO)KHO OOBSICHUTE ITOAABICHUEM JICHCTBHS BPETHBIX
PELIeCCHBOB IOMUHAHTHBIMH aJUIEIISIMH, TO ITPH CKPEIINBAHUT
MPOCTBIX THOPUIOB B Pe3yJIbTaTe paclieiuieHNus: 1 peKoMOu-
HAIlUU JOJDKHO o0Opa3oBaTbes OOINbIIee YUCI0 TOMO- TN
TeTepO3NOTHBIX BPETHBIX PEIIECCHBOB, A CIIEJOBATEIILHO, OHU
JOJI’KHBI 6I)ITb 0 MOIITHOCTHU pOCTa BCEraa Xy>KeE IMpPOCThIX
THOpUIOB. B MeHCTBUTEIEHOCTH JBOMHBIE MEXIIMHEHHBIC
THOPHIBI KyKypy3bl HE YCTYHAIOT JYYIIHM IPOCTBIM, YTO
COITIaCyeTcsi C TEOpUEH CBEPXI0MUHHPOBAHUSI.

B momynsnyuy cBEpXIOMUHAHTHBIE AJUIETH TOJIEPKaHbI
0TOOPOM Ha MPOMEKYTOYHBIX YACTOTAX, JaKe €CIU OJHA
win 00€ rOMO3UIOThl MMEIOT HU3KYIO JKHU3HECIOCOOHOCTb.
MNHoraa coxpaHsercs XpOMOCOMHBIN MHBEPCUOHHBIN MOJIH-
mopdusm (Hoffmann, Rieseberg, 2008; Kirkpatrick, 2010)
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TeopeTuyeckme acneKTbl reteposnca

A b

Coupling phase
X
Repulsion phase

Puc. 3. CuenneHHble peLeccuBHble Nony-
netanu (a, b) B dpaze conpskeHna (coupling)
1 oTTanKmBaHuA (repulsion) y poamnTenbckmnx
dopm 1 rmbpuga, cornacHo (Charlesworth,
Willis, 2009).

1 TIOTUMOP(HU3M OONBITHX T€HOMHBIX
obnacTteil ¢ CynpeccHupOBaHHBIMU pe-
komoOuHanusimu (Dyer et al., 2007).
B nmocneaHnx MOTyT aKKyMyIHPOBaThCS
pa3IMYHble MYTallMH, CHHIKAIONIUE
JKU3HECIIOCOOHOCTh B TOMO3UTOTHOM
COCTOSTHUH (CBEpXJIOMHUHAHTHBIE 00-
nacty) (Glemin et al., 2001). ITomnmo
9TOT0, MOTYT TOJAEP’KUBATHCS AJLIEIN
C aHTarOHUCTHYECKOH IUIEHOTpONUE,
HampuMep OKa3bIBaIOIUE HETraTHB-
HBIH 3P EeKT Ha MPHUCIOCOOICHHOCTh
Y TIO3UTHBHBIA — Ha JIpyrue NpU3HAKH
U CTaJMU OHTOI'€HE3a MPHU OIPEIeIICH-
HBIX ycnoBusx cpesl (Charlesworth,
Hughes, 1996).

HecMmoTps Ha TO 4TO Cilydau CBepX-
JOMUHHPOBAaHU TOATBECPIKACHBI OKCIIC-
PHUMEHTAJIEHO, 3aBUCHMOCTb THOPUIHOMN
MOIIHOCTH OT CTENEHH IeTePO3UTOT-
HOCTH OCHapuBarOT MHOT'ME€ aBTOPLI.
OCHOBHOE POTHBOPEUHE 3aKIF0YAETCS
B TOM, 4YTO 3Ta MOJEJIb MOIPa3yMeBaeT
B3aHMO,Z[eI7[CTBHﬂ B OTHOM HJIU He60ﬂb-
IIOM YHCJIE JIOKYCOB, B TO BpeMs Kak
OOJIBIIMHCTBO arpOHOMUYECKUX IPHU-
3HaKoB nonurenHo (benses u ap., 1968;
Lippman, Zamir, 2007; Springer, Stu-
par, 2007). J.A. Birchler n R.A. Veitia
(2010) mpeAnoNoXKUIM, YTO B CIydyae
MOHOTEHHOTO I'eTepO3Hca IMEET MECTO
3¢ GexT ACHCTBUS HA PEryIaTOpHBIC
CETH, KOTOpbIE HE PaccMaTPHUBAIOTCS
KOHIICTIIIMEH ITOJUTeHHOTO KOHTPOJIS.
Eciti u3MEeHEHHs B PErYJIATOPHBIX CETIX
CBSI3aHBI C MPOSIBICHUEM TeTepo3uca,
TO BapHalus B OTAEIbHBIX MIH He-
CKOJIBKHX I'€HaX, IO KOTOPBIM UMCHOTCSI
pasiuuus Cpely POAMTENLCKUX (HOpM
(coproB, nMUHUI), Takke OyIeT BIUATH
Ha (OPMHPOBAHUE TETEPOTUYECCKOTO
orBeTa B F .

Eme onuH KOHTpapryMEeHT UCXOIUT
u3 (akTa CylCCTBOBAHHUS CLCIICHUS
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MEKJ1y TeHaMH, KOTOPOE TIOITBEPKACHO OOJIBITMHCTBOM COBPEMEHHBIX MCCIIEN0-
BaHuil. TeM He MeHee NpeCcTaBIeHbl JOKa3aTeNbCTBA, KOTOPhIE IMOAIEPKHBAIOT
CIIOpPBI BOKPYT BaXKHOCTH CBEPXJOMHUHAHTHOTO JeiicTBus ayutencit. Hekotopsie
paboThI IEMOHCTPUPYIOT OIHOJOKYCHBIC B3aUMOACHUCTBHSI TPHU IPOSIBICHUU Te-
Tepo3uca MO Pa3IWYHBIM Tpu3HaKkaMm y psaa kyastyp (Gustafson, 1946; Redei,
1962; Ilymusrit n ap., 1982; Dollinger, 1985; Semel et al., 2006; Krieger et al.,
2010). D. Schwartz u W.J. Laughner (1969) u3yuanu akTuBHOCTh (pepmeHTa
aNKoroibAeruaporenassl I (adgl), KOTOphIi SBISETCS TETEPOTUMEPOM. AJITENb
(epMeHTa ¢ BBICOKOH aKTHBHOCTBIO 0BT CKOMOWHHUPOBaH C ajuiesieM, 00y CIIOBIH-
BAIOIMM TOJIEPAHTHOCTH K BBICOKUM Temrieparypam. JlanpHelne HaOmoneHus
MIOKa3ajd, 4To TeTepoaiensHas Gopma GepMeHTa NPEeBOCXOAUT 110 aKTHBHOCTH
TOMOAIUICIIBHYIO (OPMY B CIICHU(PHISCKUX CTPECCOBBIX YCIOBUsIX. [TokazaHa mo-
BBIIICHHAsI OKCIIPeccusi reHa Pl KyKypy3bl y TE€TEpO3UTOT, COIEPIKALIHMX OJHY KOTIHIO
SMUTCHETHYECKH MOIU(DUIIMPOBAHHOTO ayutelisi Pl, 4To BBIpa)kaeTcsi B MOBBIIIE-
HUM IIMTMEHTAIMHN 3a c4eT yBeiaudenust ypoHs antoruanos (Hollick, Chandler,
1998). B onHOM M3 HETaBHUX MCCIIEIOBAaHUH Tak)Ke OITUCaHa MOHOTEHHAsI MOJIENb
cBepxnoMuHUpoBaHus y Tomata (Krieger et al., 2010). ['erepo3urotHOCTH 110 aj-
nemo SFT (single flower trust) ¢ MyTaHTHO# KOITHEH, KOHTPOJIUPYIOIIEMY CHHTE3
ropMoHa (IIopUreHa, NPUBOIUT K YBEINYEHHIO ypoxkas Oonee yem Ha 60 %, mon-
TBEpIKast BEAYLIyIO POJib CBEpXTOMUHNpOBaHU:. Habmronaemas peakiys cBs3aHa
CO CZBHUTOM MPOrPaMMBbl Pa3BUTHsI FeTepo3uroTHoro mo SFT reHoTuna B CTOPOHY
YBEJIMUYCHUA YHCJia IBETYIUX COI_lBeTl/II‘/II B CpaBHCHHHU C I'OMO3UTOTaMU JUKOI'O
THIIa, U1l KOTOPBIX XapaKTepeH 0osiee MOIIHBII BEreTaTHBHBII POCT, HO IIPH 9TOM
OHH 00pa3yIoT Majo conBeTHi. B ommume ot ciryyast ¢ adhl, cBepXIOMUHAHTHBIN
a¢dexr SFT o0ycoriieH 3¢ GeKToM 10351 HAa MOJICKYIIIPHYO SKCIIPECCHUIO, KOTOpast
MIPUBOJUT K OallaHCy TEHHOTO IPOIYKTa B CBEPXIOMHHAHTHOM T'€HOTHIIE. DTOT
MIPUMEP TaKXKe MOJUSPKUBACT MTOTCHI[HATBEHBIC BOSMOKHOCTH TOHKOW HACTPOMKH
[IPOrpaMMBbl Pa3BUTUs OpraHusMa. B ApyroMm uccienoBaHuu, BBIIIOJIHEHHOM Ha
JUHAAX KYITETYpPHOTO TOMara ¢ MHTporpeccusMu Solanum pennellii, oTmedeHo,
4T0 rereposuc F, mo O0NbIIMHCTBY penpOmyKTUBHBIX IIPU3HAKOB, T.€. CBA3aHHBIX
C ypOXKaeM ¥ CEMEHHOM POAYKTUBHOCTHIO, 00YCIIOBIICH CBEPXIOMUHUPOBAHUEM,
TOTZa KaK ISl BEreTaTHBHBIX IIPU3HAKOB IIPEUMYIIECTBO UMEIOT IOMHUHHPOBAHHE
n snmctas (Semel et al., 2006). OnuH U3 IPKUX IPEMEPOB MOHOTEHHOTO I'eTepo3Hca
NPOZEMOHCTPUPOBAH sl tenera-rudpuna (dura * pisifera) Macin4HON I1ajIbMBI,
MIPEBBILIEHHE ypOXkaitHOCTH KoToporo gocturaeT 30 % B MPOU3BOJICTBEHHBIX I10-
cesax (Singh et al., 2013; Ong-Abdullah et al., 2015). Boicokast mpogyKTHBHOCTh
tenera-F, obecnieuena s(pexrom cBepXoMuHupoBanus SHELL-rena, yqacTBylo-
11ero B )opMHUpPOBAHNY IUTOAA, OJHA KOMHUSI KOTOPOTO NPeJICTaBIeHa TUKUM THIIOM,
a BTOpasi — HOpMaJlbHasl «BBICOKONPOAYKTHBHAs). IMEHHO TaKOe reTepo3uroTHOES
couetanue aymeneit (Aa > AA) obecrieunBaeT BEICOKHM BBIXOJ Maciia U3 CEMSIH.

[Tpu ouenke >ddexra CBEpXTOMHUHUPOBAHHS HUMEETCS OHA CYIIECTBEHHAs
npo0iemMa, 0 KOTOpPOil yOMHUHAJIOCH BBIIIE, — HEBO3MOXKHOCTD OTJCIHUTH CBEPX-
JAOMUHUPOBAHUE OT JOMUHHUPOBAHUA. 910 CUTyalus, KOTopass COOTBETCTBYET
MHOT'0JIOKYCHON MOZEIY B3aUMOJIEHCTBUI IPU T€TEPO3UCE, — ICEBIOCBEPXAOMHU-
HUPOBAHME, CBSI3aHHOE C HEPABHOBECHEM 110 crietuteHuIo (linkage disequilibrium;
repulsion phase linkage), Takxe Ha3pIBAEMBIM CMEILIEHHOM CBsI3bIO (linkage bias)
(Bingham, 1998). B sTom ciyuae B F; mpouMCXOaMT KOMIIIEMEHTALIUs MEXKTY TECHO
CLICTIIICHHBIMHU JJOMHHAHTHBIMH aJICIISIMU M Pa3IMYHBIMHU BPEIHBIMHU PELIECCHBAMHU
B (hase orrankuBanus (puc. 3) (Crow, 1952; Stuber et al., 1992; Graham et al.,
1997). CuenneHHbI€ TOKYCHI OyTyT UMHTHPOBATH OAHOJIOKYCHOE B3aUMO/IeIiCTBIE,
HE [03BOJISAs, TAKUM 00pa3oM, pas3einTb HCTHHHBIE 3 dexThl. [eTeposuc, cpsazan-
HBIN C TNCEBAOCBCPXAOMUHUPOBAHUCM, HE 6y[leT MPOABJIATHECA B CaMOOIIbIJIEHHOM
nortomctse (F,), motoMy 4to renerudeckas peKOMOMHALUA NPUBEIET K JUCCO-
LUAlHHU aJliesIe, HAXOAUBIIHMXCS H3HAYAIBHO B (ha3e OTTAIKUBAHHMS, YTO U OBLIO
noareepxeHo Y. Semel ¢ koyuteramu (2006). [IceBaoCBepX IOMHUHUPOBAHUE TAKIKE
MOXKET BO3HUKATh 32 CYET PEKOMOMHAIIMOHHO CYIPECCHPOBAHHBIX 00JacTel, rue
«XOPOILIHE» U «IUIOXUE» KOMOWHAIMHU aJulelieid HaxoAaTcsl B (ha3e OTTaIKHBAHUS
(Gore et al., 2009; Mcmullen et al., 2009).

TpeThst MOzeNb OOBSICHSET TeTEPO3HC C TTO3UINN HeaUeTbHBIX B3aUMO/ICHCTBHIH,
WM 3THCTa3a, KOTOPBIA T00ABIsAET HOBBIC HIOAHCHI B OOCY)KICHUE POJIH JOMH-
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HUpPOBAaHUS U CBepXIoMuHHUpoBaHUs (Sprague et al., 1962;
Phillips, 2008). IMeHHO y4eT 3TOro THna B3aUMOJCHCTBUI
MO3BOJIIET HE TOJBKO XOPOIIO OOBSICHATH MHOTHE (DaKTHI,
OTHOCAIINECS K BOMPOCAM TeTepo3rca, HO U MPEITOKUT
HEKOTOpbIE KOHKPETHBIE ITPUEMBbI HCTIONb30BAHUSI THOPHITHOM
MOITHOCTH B CEJIbCKOXO35MCTBEHHOU MpakTuke. Pazinuyaror
SMHCTa3 TeHETHIECKHUHT ((PU3HOIOTNIECKHiT), KOTa NeHCTBHE
OJIHOTO JIOKyca 0OYCJIOBJIEHO JIPYTHM JIOKYCOM M HalIrozia-
eTcsl MacKupyromuii 3GdeKT, 1 MucTa3 CTaTUCTUYECKUH,
KOTOPBIH OIUCHIBAET OTKJIOHEHHE, MMEIOIIEEe MECTO, KOTrja
KOMOWHHMPOBAHHBIA aJIMTHUBHBIA 3QQEeKT AByX mim Oosiee
TeHOB He O0BsCHsSeT HaOmomgaeMmblil GeHotur. B To Bpems
Kak (pU3MOJIOTUYECKUIT STINCTA3 HE 3aBUCHUT OT YACTOT TEHOB
MOMYJISIUN U SIBIISIETCS OTIIMYNTEIBHOW YepTOH T'eHOTHIIA,
CTATHUCTHUYECKHUI 3MUCTa3 XapaKTepu3yeT MOMYISIHI0 U 3a-
BHCHM OT 9acCTOT T€HOB.

Knaccuyecku srucras onpeesnsieTcsi Kak B3anMoJIeHcTBHE
MEJK/ly FeHaMU B JIByX WK OoJ1ee JIOKycax, BIMIOMUX Ha (e-
HOTHUIIMYECKOE BBIp)KCHHUE MPU3HaKa. Takoe B3anMOIeHCTBHE
MOXKET HaOJIONATHCSI MEXIY JIOKyCaMH C Pa3IMYHBIMU d(¢-
(hexTamu, BKIIIO4Asl JOMUHUPOBAHUE, CBEPXIOMUHUPOBAHHUE
Y aIINTUBHOCTG. ICXOMISI M3 3TOTO BBIIEINSIOT TPH OCHOBHBIE
(hOPMBI DITUCTATHYECKOTO B3aUMOJICHCTBHSI TEHOB: a/TUTHB-
HO-aJINTUBHBIN, aJINTUBHO-IOMUHAHTHBINA 1 JOMUHAHTHO-
nmoMuHAHTHBIHA drrcTa3. C.J. Goodnight (1999) mposen ananms
pOJIH 3ITHCTa3a B TPOSIBIICHUH T'eTepo3Kca U MoKa3all, 4To Ipu
aJIUTUBHO-IOMMHAHTHOM M JOMHHAHTHO-JIOMHHAHTHOM
SMHCTa3€ U3MEHACTCS POSIBIICHNE TETEPO3HCa B OTACIEHOM
JIOKyCe, T.€. BHYTPUIIOKYCHBIN I'€TepO3UC — PyHKIIUS TeHETH-
yeckoro ¢ona. CiieqjoBaTeNIbHO, TeHETHYEeCKUH (HOH 1 B3an-
MOZICHCTBHUSL B HEM MOTYT BIHATH Ha 3()(EKTHI OTACTBHBIX
JIOKYCOB, B TOM YHCJIE IPU ()OPMUPOBAHHHU F€TEPOTHYECKOTO
otrseta. [ToaToMy 3mucTas npeacTaBiseT Cepbe3HOE MPETIAT-
CTBHE Ul KAPTUPOBAHUS M M3YyUCHHS KOMIUICKCHBIX IpPH-
3HAKOB, ()eHOTHNYECKHE 3PPEKTHI KOTOPBIX MAaCKUPYIOTCS
HEaJUIEJIbHBIMU B3aUMOJCHCTBUSAMH.

B mexoroprrx padorax (Wolf, Hallauer, 1997; Kusterer et
al., 2007) nokazaHO HaJIMYME MTUCTA3a JUIA PiJa MPU3HAKOB
B OTZEIbHBIX T'€TEPOTHYECKUX KoMOmHanusax. Hamm uc-
CJIC/IOBAHMS, HANIPABJICHHBIC HA U3YUYEHHE CBSI3H I'eTepo3nca
C HeaJUIeJIbHBIMU B3aMMOJICHCTBUSMHU I'€HOB, ITO3BOJIMIIN
YCTaHOBHTD, YTO XOTSI M CYIIECTBYET KOPPEIALUS MEKAY
STUMHU JIByMs (D€HOMEHAMH, HO T€TEPO3UC MOXKET OBITh M TIPH
OTCYTCTBUHU HEAJICIILHOTO B3aUMOJEHCTBU. DTO ybenu-
TEJILHO TTOATBEPKAAIOT PE3y/bTaThl AHAIN30B KOMIIOHEHTOB
TeTepo3Hca M0 Psijly KOIMMYECTBEHHBIX ITPU3HAKOB Y THOPHIIOB
kykypy3sl (Khotyleva, Tarutina, 1997). Ycranosieno, 4ro
B TeX CIy4asix, KOIZa MOJI0KUTEIbHBIN TE€TEPO3UC TPOSBILSIICS
B IIPHCYTCTBUH HEAJUICIIFHOTO B3aMMO/ICHCTBHS, TO OHO OBLTO
JYTUIMKaTHOTO Tuna. KoMIieMeHTapHbId THIT 3TIHCTa3a He
BCTPEYAJICS] HU Y OZIHOTO 13 IPOAHAIN3UPOBAHHBIX THOPHUIOB.
[TonoOHbBIE 3aKOHOMEPHOCTH BCTPEUAIOTCSI KpaiHE PEJKo.
Ecnu B nuteparype u oTMedaeTcsi CBSI3b MEXK/Y BBICOKHM
U TIOJIOXKUTEIBHBIM I'€TEPO3UCOM U HEaIeIbHBIM B3aUMO-
JIeWiCTBHEM, TO, KaK MPAaBWIIO, 3TO B3aHNMOJACHCTBUE ObIBACT
KOMITJIEMEHTAPHOTO THIIA, YTO U HAIILIO TOATBEPKICHNE TIPH
U3yHEHMHU JMaJule]bHbIX THOpuaoB F| TenmM4Horo Tomara
u riepria cnazkoro (Tapytuaa u ap., 1996; Tarutina et al., 1999;
Xotsunesa u ap., 2005). B renetnueckoM KOHTpoJIE PU3HA-
KOB, ONIPEACISIONIMX YPOKai III00B, IPUCYTCTBOBAJ AIIU-
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CTa3 KOMIUIEMEHTapHOI'O TUIIa, 00YCIOBJICHHBIH OHOMN HITH
HECKOJIBKMMHU POANUTENHCKUMH (popmamu. OHAKO ypOBEHb
reTepo3nca, HabII0AAEMOr0 Y Pa3HbIX THOPH/IOB C YIaCTHEM
9TUX (opM, HE BCEraa HaXOMUTCS B MPSIMOW 3aBUCHMOCTH
OT 3MHCTAa3a.

[Nocnennue ncenenoBaHus ¢ HCIOIB30BAHUEM MOJICKYIISIP-
HbIX MAapKE€pOB U COBPECMCHHBIX CTATUCTUYCCKUX IMOAXOO0B
YBEIUYUIN BO3MOXKHOCTH BBISBICHHS MUCTATUYECKUX
B3auMoJieicTBH. Jloka3arenbcTBa PO AMMCTa3a B (hOpMHU-
poBaHKH reTepoTuyeckoro orsera F, mpeacrapumu D.P. Wolf
n A.R. Hallauer (1997), BeITOTHHB TPOHHON TECTKpOCC Ha
KyKypy3e. MccnenoBarenm oOHapyXmim B TIOTOMCTBE TeTe-
porudeckoro rudpuna B73 xMol7 snucrarnyeckue B3auMo-
JEWCTBHS AJIs1 HECKOJIBKUX MPU3HAKOB, BKIIIOYAs! YPOXKal, €T0
OCHOBHBIE KOMITOHEHTBI M CPOKH Pa3BUTHS. AHAJIIOTHYHbBIE
JTaHHBIC TIOTy4eHbI [1st apadbuoncuca (Kusterer et al., 2007;
Melchinger et al., 2007a) u puca (Li et al., 2001; Hua et al.,
2003). Ha BaxHyr0 pOJIb HEaJUICIBHBIX B3aUMOACHCTBUI
JUISL OKCIPECCHH KOJMYECTBEHHBIX MPU3HAKOB YKa3bIBAIOT
A.E. Melchinger n ero xommeru (2007b). Ha ocHoBe ananm3za
QTL ¢ BeIpaskeHHBIMH 3 peKkTaMu ObUTH pa3padoTaHbI Teope-
THYECKHE MOJICJIM aHaJIN3a AITUCTAaTUYECKUX B3aUMOICHCTBUIN
(Melchinger et al., 2007b; Reif et al., 2009). [Tpn uzyuernn
poJin smKcTa3a B MPOSBICHUN TeTepo3nca y apabuioncuca
OBLIN MOJTy4YEHBI Pe3yNbTaThl, 000CHOBBIBAIOIINE KJIAaCCHUYe-
CKYIO T€HETHUECKYIO TEOPHIO, KOTOPAsi OITUCHIBAET FETEPO3HUC
kak cymmy uHauBHAyansHbIX QTL addexroB. Paspabora-
HbI MMOJAXOJbI, ITO3BOJIAOIINEC OLCHHUBATH 3IMUCTATHYCCKHUC
B3auMoeicTBus oTaelbHBIX QTL ¢ 1eNbIM FeHETHYCCKUM
¢onom (QTL-by-background interactions). Takum oO6pazom,
pacuimpe€Ha KOHICHIUA 1UcTa3da OT AUTCHHOTO 10 CUCTEM-
HOTO YpOBHS B3anuMojeicTBuii. Ecnu paccmarpuBats apadu-
JIOTICHC KaK MOJICJIbHBIN 0OBEKT JJIsl aBTOTaMHBIX BHJIOB, TO
peleBaHTHOCTh dnucTaTnueckux B3aumoneiictuii QTL ¢
COOTBETCTBYIOIIUM I'€HETHYECKUM (DOHOM CBHETEIBCTBYET
0 TPYAHOCTAX MapKep-acCOIMMpOBaHHOTO oTOOpa (marker
assisted selection — MAS), Tak kKak reHeTHYECKas [ICHHOCTh
WHTPOTPECCUPOBAHHBIX OOmacTei OymeT 3aBUCETh OT CO-
BOKYMHOCTH (PAKTOPOB I'€HETHUYECKOTo (poHA pennmnueHTa.
HJ’IH YCTAaHOBJICHHBIX AUTC€HHBIX aAJAWUTUBHO-aAJAUTUBHBIX
B3auMoJiecTBHi ¢ 3 dexrom, npeppimatomum 75 % MAS,
0TOOP MOXKET YCIICIITHO OCYIIECTBISATHCS JIMIIb IIPH YCIOBUH
KOMIUIEMEHTApHOI'0 MEPEHOCa CErMEHTOB, MPOSIBISIOIINX
nureHHbIi anmmctas (Reif et al., 2009).

Bce mpoBeneHHbBIE MCCIIEIOBAaHMS 110 BBISICHEHUIO POJIN
3MucTa3a B ACTCPMHUHALIUN XO3SIMCTBEHHO IICHHbIX KOJIHNYEC-
CTBEHHBIX IPU3HAKOB MTOATBEPKIAIOT MOJIOKEHUS KJlaccHuye-
CKOM T€HETHKH O TOM, YTO OH BBICTYTIAET OHUM 13 (JaKTOPOB,
OIPENEIISIONINX TeTEePO3UC B HEKOTOPBIX CIEHUPHUECKUX
KOMOHMHAIMSIX CKPEIUBAHUSI, U CBUETEIBCTBYIOT O TOM, YTO
HeaJuIeJIbHbIE B3aMMOJCHCTBHUS TCHOB CIY)KaT HCTOYHHKOM
CMCIICHU YIIPOIIEHHBIX TCOPETUUCCKUX MOZleﬂeﬂ.

[pu m3yuennn 3¢dexToB AecTBHA W B3aUMOACHCTBUSA
TEHOB 110 PSATY KOJIMYECTBEHHBIX NMPHU3HAKOB OBUIO TOKa-
3aHO, YTO I'€TePO3UC, KaK MPABUIIO, HE MPOSIBISIET NPSMOI
3aBHCHMOCTH OT BETMUUHBI U XapaKTepa FeHHOTO JEHCTBHSI.
Hanpumep, Gomnee BEICOKHE OIIEHKN IOMUHUPOBAHUS, PABHO
KakK 1 IIPUCYTCTBHE HEaJUIeIbHOTO B3aUMOJICHICTBYSI, HE BCET/Ia
COIIPOBOYKAAIOTCS OOJIee BEICOKMM TeTepo3ucoM. BeposiTHo,
BCEC TPH THINA: JJUTHBHOCTH, JOMUHHPOBAHHE, SIHCTA3 —
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JICUCTBYIOT COBMECTHO IPH (POPMHUPOBAHUH I€TEPOTUUECKOTO
orsera B F,. Takum 00pa3oM, IeTepo3uC HE MOXKET OBITH
00BSICHEH BIMSIHIEM KaKOH-JIOO OTHON reHeTHIeCKOH MpH-
YHHBI, KaKI/IM-HI/IGO OJHUM THUIIOM B3aHMOZleI71CTBPIﬂ T'CHOB.
D10 cymMMapHBIH 3¢ (heKT 4acTo (HEHOTHIMHYECKH CXOIHOTO
JICHCTBUST Pa3HOPOAHBIX TEHETHYECKUX IMPOIECCOB, H, IMO-
BUJINMOMY, B OCHOBE pa3HbIX (popM MpOsIBIEHHS TeTepo3uca
JekaT pa3Hble TeHEeTHYECKUe NMPUYMHBL. DTy KOHIENIHIO,
OOBSICHSIIOIIYIO BCIO CIOXHOCTh T'€HETHYECKOH JeTepMu-
HaIUu retepos3uca, Boickazan K. Mather (1955), a 3arem
paszsmr H.B. Typ6un (1961), ncxons u3 mpenmnoioxeHus
(Mather, 1942, 1943), uto HOpManbHOE pa3BUTHE MpPH-
3HaKa €CTh Pe3yJbTaT ONPENeIEHHOTO PABHOBECHUSI MEKIY
HPOTHBOIIOJIOKHO HAIIPABICHHBIMH JEHCTBUSIMH Pa3IHIHBIX
HacJIEJICTBEHHBIX ()aKTOPOB Ha JAHHBII NPU3HAK. YIaJIeHHE,
M3MEHEHHE MJIH 3aMeHa HEKOTOPBIX M3 HUX HEM30EKHO OyIyT
JTaBaTh PEUMYIIECTBO (pakTOpaM, 001 JAFOIITIM ITPOTHBOIIO-
JIOKHBIM JICHCTBHEM, U B HEKOTOPBIX CIIydasX 3TO JIOJKHO
BE€CTU K MBMCHCHHIO BCJIMYMWHBI TE€X WU WHBIX IMPU3HAKOB
Y OPraHH3MOB CO «CMEIICHHBIM» TeHETHYECKHM OaaHCOM.
B nocnennee BpeMst NOSIBUIANCH pabOTHI, IIOATBEPIKAAIOIINE
Ha MOJICKYJSIDHOM YpOBHE COallaHCHPOBAHHOCTH JICHCTBUS
Pa3IMYHBIX TeHETHYECKUX (aKTOPOB IPpH (GOPMHPOBAHUH
npeBocxomHoro (eHoruna (Birchler, Veitia, 2010; Birchler
etal., 2016).

HekoTopble ¢pnsmnonoro-6moxmmmyeckme

N MOoJNieKynApHble aCneKTbl reTepo3nca
HccnenoBanusi, IpOBOJMMBIE B Pa3HbIE TO/IbI, MOATBEPANIIN,
YTO BCE TPH THIIA TEHHOTO JeHCTBUS (aJINTUBHOCTD, J10-
MUHHPOBAHHUE, 3MHCTA3) COBMECTHO YMPABISAIOT KOHEUHBIM
BBIpa)KEHHEM TeTepO3UCHOTO0 3(h(hekTa i reTepo3uc He MOKET
OBITH OOBSCHEH C MO3UIMH KOKOH-ITOO0 OTAEIBHON TepeTH-
4yecKoW KoHLenuuu. I'ereposuc ciegyer paccMarpuBarb Kak
CyMMapHBIH 3P PeKT (PEeHOTUIHYECKHA CXOIHOTO JCHCTBUS
Pa3sHOPOAHBIX TEHETHUECKHUX MPOLECCOB, U, II0-BUANMOMY, B
OCHOBE pa3HbIX ()OPM IPOSIBIICHHUS] TETEPO3HCA JIEIKAT PAa3HbBIE
reaetndeckue npuuuasl (Typoun, 1961; Tapytuna u np.,
1996; Xotsuiesa u ap., 2005). Bmecte ¢ Tem ero paccMorpe-
HHUE C TOYKH 3PEHHMsI TMIOTE3bl FeHEeTHYeCKoro OanaHca He
HCKJIIOUaeT BO3MOXKHOCTH N3YUYEHUS! PO OTJEIIBHBIX BUIOB
B3aUMOJICHCTBHSI HACJICICTBEHHBIX (DAKTOPOB Kak MPUYUHBI
reTepo3nca ¢ MOMOIIBIO YIPOLIEHHBIX TEOPETHUYECKUX MO-
eJe.

[To Mepe u3yueHus sIBICHUS TeTepo3rca HAKAIUTUBAIACh
nH(opMaLUsI 0 MEXaHU3MaX €ro IPOSIBICHHS Ha PA3IMYHBIX
YPOBHSIX: MOJIEKYJSIPHOM, OMOXUMHYECKOM, (prusnomornyie-
CKOM, KJIETOYHOM, opranusMeHHoM. Ha IlepBoil mexnyHa-
poaHo#t KoH(pepeHIH o rerepo3ucy B 1952 r. B Mekcuke
A.J. Mangelsdorf (1952) BeiaBuHy 11151 00BsICHEHHS (pr3HO-
JIOTHYECKHUX MPHUYMH TeTepo3uca KOHIENIHIO JTUMHUTHPY-
omux (GpakTopoB, MU (QU3HOIOTHUECKUX «Yy3KHX MECT»
(Bottleneck — ropasimko OyTeuikn). R.H. Hageman ¢ xoi-
neramu (1967) mpeatoKuIN KOHIETIIAI0 METa00INIEeCKOTO
Oaanca Juist 00bsicHeHus a3 dexra rereposuca, KOTopasi O4eHb
6mms3ka B3msiaaM A.J. Mangelsdorf (1952). CormacHo 310
KOHIICTIIINH, IPU3HAKH PAa3BUBAIOTCS KaK pe3yiabTrar OMoXu-
MUYECKUX PEaKLUi, KaK1asl U3 KOTOPBIX yIPaBIISIETCS OHUM
nnu 6ornee crierpraeckuMu sH3IMaMi. D PEKT rerepos3nca
MIPOSIBIISIETCSI B KOOP/AMHALIMK BCEX PEAKIMHA M CHCTEM IS
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s¢dexTuBHOrO pocta B cpene. KoHIenius KoMILIeMeHTa-
11 OMOXMMHYECKHX CUCTEM CBS3bIBACT BOCANHO I'MIIOTE3BI
JOMHHHUPOBAHUS M CBEPXJIOMHUHUPOBAHHS, TIOCKOJIBKY OHa
OCHOBaHA Ha B3aUMOJEHCTBUM MHOXXECTBEHHBIX allJICJIeH
Y MEKTCHHOI KOMIIEMEHTALNH, B PE3yJIbTaTe 4ero OHoXu-
MHYECKHUE TIPOLIECCHI YCUITHBAOTCSL.

Benopycckumu renetuxamu (XoTsiesa u ap., 1991) npen-
JIO’KeH OMOIHEPreTHYECKUH IMOAXO0I K aHaIN3y reTeposuca.
B.B. Turok (2002) chopMynnpoBaia OCHOBHBIC MOJOXKCHUS
OMO3HEPTeTUYCCKOM KOHIICIIIIUH, COTYIACHO KOTOPO I'eTepPO3HC
00ycITOBIIEH OMOPHEPTETHYECKUM OaTaHCOM, BOZHUKAIOIINM
B TCTEPO3UTOTHOM COCTOSIHUM MPU CHATHU T€HETHYECKOTO
OJIOKMpPOBaHMS 33 CUET KOMIICHCATOPHOTO ICHCTBHUS TEHOMOB
POIUTENBCKUX (HOPM, HECYIIUX CEerperHpOBAHHbIC JIOKYCHI
«y3KHX MECT» dHepreTudeckoro Mmerabonmsma. [Tokazano, 4to
npenMyiiecTBo ruopuaoB F1 00yciioBieHo BbICOKO# cOataH-
CHPOBAaHHOCTBIO aKTHBHOCTH (DYHKIIMOHUPOBAHMUS OCHOBHBIX
sHeproodpasyomux cuctem: GporodochopuanpoBaHus,
OKHCIIUTENBHOTO (POCHOPUINPOBAHUS, TIIUKOJIH3a, [IEHTO30-
(hocdarHOro My TH, IUKIIA TPHKAPOOHOBBIX KUCIIOT — U POCTO-
BBIX TIPOIIECCOB B XOJIC OHTOTeHe3a. Ps10M aBTOpOB oTMeue-
HO, YTO I'€TCPO3HUCHBIC FI/l6pl/IILI)I OTJIIMYAKTCs OT UCXOJHBIX
(hopm muTOoTHYECKOI akTHBHOCTHIO (Essad, Maunory, 1979),
akTUBHOCTBIO (hotocuHTe3a (Loomis et al., 1971), aktuBHO-
CThIO MUTOXOHApHUH U TuiacTun (Srivastava, 1974), comep-
YKaHWEM SHIOTeHHBIX peryniaropos pocta (Ilamkaps, 1974).

HoBple mepcrieKTUBBI B UCCIEA0BAaHUH ddeKrTa reTepo-
31Ca PAaCKpPbhIBAIOT COBPEMEHHBIE METO/bl MOJICKYJISIPHOMN
TeHETHKH, KOTOpPbIe MO3BOJISIOT M3ydyaTh BapHalOelbHOCTD
otaenbHbIX yyactkoB JJHK 1 nccnenoBars CTpyKTypHYIO 1 He-
CTPYKTYPHYIO 30HbI TeHOMA. JI3MEHUYMBOCTb HAa 3TOM YPOBHE
BO MHOTO pa3 BBIIIE, YeM ¢ ()CHOTHIIHIECKOE MPOSBICHHUE.
B nocneaHue roapl NpoBeIeHBI OOLMIMPHBIC UCCIIEIOBAHUS,
HAarpaBJIeHHbIC HA TIOUCK MapKEpOB, CLEIJICHHBIX C IeTepo-
sucom (Wang et al., 2014; Feng et al., 2015). Ha pa3znuunsix
KYJIBTypax ¢ UCIOIb30BaHueM pasHbiX THIOB JJHK-Mapkepos
MOJIyYCHBI MHOTOOOECIIIAOIIHE Pe3yIibTaThl (Springer, Stupar,
2007; Shapturenko et al., 2014, 2015).

MoHATUE KOMONHALMOHHOI CNOCOBHOCTU
Bcst cOBOKYITHOCTB MiCCI€IOBaHUH, OCYIIECTBICHHBIX Oosee
YeM 3a BEKOBYIO HCTOPHIO N3yUYeHHUs eHOMEHA TeTepo3uca,
CBUJETENBCTBYET O B&)KHOU POJIM Pa3JINYHbIX TUIIOB JEHCTBUS
TEHOB, YTO JIaeT KJIOY K MOHUMAHUIO OCOOCHHOCTEH Mpo-
SIBJICHUSI TeTepo3nca y THOpHI0B, 00JIa1al0nX pa3Hoi cTe-
MIEHBIO TeTePO3UTroTHOCTH. [1pH OaronpusTHOM COYETaHUH
KOMIIOHEHTOB CKPEIINBAaHMs HAOIIOJaeTCsd MaKCHMaIbHOE
npupanieHue rnokasareyieil npusHakos B F, mo cpaBHeHHIO
¢ poauTeNnbcKuMU (GopMamu. B HacTosiiee BpeMms OLieHKa
KOMOWHAIIMOHHON CITOCOOHOCTH CTajla HEOOXOAMMBIM DJle-
MEHTOM CEJIEKIIMH Ha TEeTePO3UC, OCOOCHHO Ha HAYaJIbHOM
JTarne, Korja 4Ype3BbluaiiHO BayKeH 0TOOP HCXOHOTO MarepHa-
J1a HE TOJIBKO 110 3HAYEHHUIO XO3sHCTBEHHO LICHHBIX PU3HAKOB
CaMMX JINHUH, HO U 110 X KOMOMHAIIMOHHON IIEHHOCTH.
G.F. Sprague u L.A. Tatum (1942) BbLaenuian NOHATHA
obmeit (OKC) n cnennguaeckoit (CKC) koMOMHAITMOHHON
criocobroctH, onpexenuB OKC kak cCpelHIOI0 IEHHOCTH
ponuTeNbCKOM (hOPMBI B THOPHTHBIX KOMOMHALIUSIX C ee y4a-
ctueM, a CKC kak XxapaKTepUCTHUKY OTIENBbHBIX THOPHIHBIX
KOMOMHAIMH, KOT/]a OHW OKa3bIBAIOTCS XYIKE MITH JIyIIe, YeM
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mpenoiaranrocs Ha ocHoBaHUM Tonbko OKC m3yuaembix
pomurenscknx Gopm (Typbun, 1961; Typbun u ap., 1974;
Xortsiesa, Tapytuna, 2008).

D. Matzinger u O. Kempthorne (1956) na ocHoBanuu Te-
OPETUYECKUX HCCIIEI0BAHUN BBIBEJIM COOTHOILICHUE MEXKIY
o0rmieit u crienupuIeckoil KOMOMHAIIMOHHOW CIIOCOOHOCTHIO
W aJINTUBHBIMH, JTOMUHAHTHBIMH U 3MUCTATHYECKUMU d(-
(hekTamMm TEHOB, OomHCcaB ero Maremarndecku. Crexys ux
pacueram, MOXKHO czienars 3akmouenue, uro OKC 3aBucur ot
aJTMTUBHOTO 3 (eKTa TCHOB B TOM YaCTH SMUCTATUICCKOTO
a(dexra, KOTOPHIH 0OYCIOBIECH B3aMMOICHCTBHEM T€HOB
¢ aguTUBHBIM 3¢ pexrom, a CKC 3aBUCHT OT IOMHHAHTHOTO
U AMHUCTAaTUYECKOTro feiicTBUsA reHoB. CTaTHCTHYECKHi anma-
part s onieHkH Y dextoB u Bapuanc OKC u CKC pazpaboran
1 ICTAJILHO U3JI0KEH aBCTPAITMHCKUM reHeTrkoM B. Griffing
(Griffing, 1956; Griffing, Langridge, 1963).

Jnst mosryueHnst HeOOXOIMMBIX JAaHHBIX O KOMOMHAIMOH-
HOH CITOCOOHOCTH MPOBOJIAT CKPELTMBAHMS C ITOCIICTYOIINM
ucrbplTaHueM rudpuHoro noromcrea. Oomyo KC MoxHO
OLICHUTB IPH PA3TNIHBIX CHCTEMAX CKPEIMBaHus (CBOOOIHOE
OTIBIJICHUE, TIOJIU- U TONIKPOCC, THAJUICIIbHBIC CKPEIIIMBAHMS).
Creuunguyeckyro KC OlEHHBAIOT TOJIBKO B JUAJICIBHBIX
CKPEIIMBAaHHUAX M TOIKPOCCAaX, IPUUEM B TTOCIEAHEM CIIy-
yae CyNIeCTBYIOT OTPaHWYEHUs, HajaracMble HA TECTEpPHI:
3TO JIOJDKHBI OBITH MO0 MHOpPEIHBIE JINHUH, JINOO MPOCTHIE
THOPHIIBI ¢ TOYHO W3BECTHON TeHETHYECKOH KOHCTHTYIIHEH.
Ot nozxoza K BEIOOPY TecTepa B 3HAUNTEIBHON CTETICHH 3a-
BUCHUT TOYHOCTh OLICHKHU KaK OOIIEH, TaK U crienu(puIecKon
KOMOWHAIIMOHHOH criocobHocTH. OHAKO HanboIIee MOTHYI0
nadopmaryo o KC MOXKHO IOy IHTS JIMIIBL B CHCTEME JTHAl-
nenbHbIX ckperuBanui (Griffing, 1956; TypOun u ip., 1966).
B sToM cirydae mpenocTaBisieTcs BO3MOXKHOCTD ONIPEETHTh
OTHOCHTENBbHYIO IEHHOCTh aHAJM3UPYEMBIX ()OPM 1 yKa3aTh
MYTH MCIIOJIb30BAHUS TOM WM UHOHM (OPMBI B KOHKPETHBIX
KOMOMHAIUAX CKpeuiuBaHus. Pa3mumuHble MOJENu, mpuMe-
HSIEMbIC TIPU IHAJUIEILHOM aHalU3e, MOAPOOHO OIHMCAHBI
H.B. TypOunbim ¢ corpynnukamu (1974), JI.B. XotbuieBoii
u JLLA. Tapyturoii (2008).

Juis MakcuManbHOTO HMcrosib3oBanus 3ddexra cBepx-
JIOMUHUPOBAHMsSI B CEJICKIMH HA IeTepO3UC YJAO0OHO MpH-
MEHSITH METOJ OILIEHKH KOMOWHAIIMOHHOM CITOCOOHOCTH IO
A.B. Kunsaesckomy (1982), KoTopblit OCHOBaH Ha IIPUHIIAIIE
PELUIIPOKHOCTH 1 00ecreunBaeT 0TOOp CBEPXIOMUHAHTHBIX
nokycoB. [IpeanoxxeHHas cxema JUIs CeJIEKIH Ha TETEPO3NC
MPEBOCXO/IUT KJIACCHUYECKYIO CXEMY TOIIKPOCCOB C MOCIIETYIO-
HIMMH IMaJIJIeTbHBIMU CKPEIMBAHUSIMU [IPU 0TOOPE 110 FeHaMm,
MPOSIBISTFOLINM 3 (PEKT CBEPXTOMUHUPOBAHUS, U HE YCTYIIAeT
el mpu oTOOpE MO AIUTUBHBIM 1 JIOMUHAHTHBIM TeHAM.

[Ipsimoe ucnoib30BaHNE JAHHBIX O KOMOWHAIMOHHOMN
CIOCOOHOCTH JAEMOHCTPHUPYET KOHIIEIIHS TeTePOTHYECKUX
rpymn (Melchinger, Gumber, 1998; Akinwale et al., 2014).
Kaxnas u3 HUX (QUKCUpPYET pas3iIMuHbIC ajlIesid, KOTOpPbIe
IIPU KOMOMHUPOBAHHUH C AJUIEIAMH JIPYTOil TeTepPOTHYECKOMH
TPYIIIBI TO3BOJISIIOT MOIYYUTh MOTCHIIMAIBHO BBICOKUH 3(h-
¢exr rereposuca B F, 3a cueT 103UTHBHON KOMIIZIEMEHTALUN
anenei, 00yCIIOBIMBArOIIEH BRICOKOE BEIpaKeHHE MTPU3HAKA
y rubpuza (Schon et al., 2010). [IpoBenenne pennnpoKHBIX
CKpEIMBAHUI MKy STUMH IPYIIIAMH IIO3BOJIUT YCTAaHOBHUTD
ONTUMANIFHOE codeTaHue poauTenbekux Gopm (Melchinger,
Gumber, 1998).
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HOﬂy‘leHI/Ie 1 IOAJACPIKAHUC PA3JIMYHBIX T€TCPOTHICCKUX
MyJI0B BeleT K AuddepeHnannu HCX0JHOTO MaTepuana
(yTuHMIT), He CBSI3aHHOTO I10 TPOUCXOKACHHIO; K YBETHICHHUIO
AJJIENILHOTO pa3HO00pa3us Cpely reTepoTHYECKHUX ITyJIOB;
K TIOBBINICHNIO CTETIEHH I'€TepO3UroTHocTH B F, m moren-
[[UAJILHOTO YPOBHS T€TEPO3UCA; K CHUKEHUIO crieruduye-
CKOMl KOMOMHAIIMOHHO#M CIOCOOHOCTH M, COOTBETCTBEHHO,
cootHomeHust CKC x Bapmance OKC u B KOHEYHOM HTOTE
K CTaOUJIBHOMW U Pe3yNbTaTHBHOMN CENEKIIMOHHOM paboTe, Ha-
LIeJICHHOH Ha ncnosb3oBanue rereposuca (Melchinger, 1987;
Melchinger, Gumber, 1998; Reif et al., 2005).

B3aumopgencTBua «<reHOTUN - cpepa»
ITockonbKy reTepo3uc MposBISAETCS B KOHKPETHBIX YCIOBHUSIX
Cpenbl, BAKHO YYHUTHIBATh B3aWMOJCHCTBUS «TCHOTHUII—
cpenay. B paziauyHbIX yCIOBUSX CPEIbl THIT HACIIEI0BAHUS
B KOHKPETHON THOPUAHONW KOMOWHALIUM MOKET U3MEHSThCS
B IIMPOKHX Ipeaenax. Pa3paboTaHsl MoaXoapl TeHeTHYe-
CKOTO aHaJln3a, KOTopble 0a3upyIOTCs Ha MCHBITAHUHM T'€HO-
THUIIOB B PA3INYHBIX CPEax M MO3BOJIIOT BBIBUTH OOIIYIO
U crenu(uYecKyo aJanTHBHYIO ClIOCOOHOCTh TeHOTHITOB, HX
CTaOMIILHOCTD, CEJICKIIMOHHYIO IIEHHOCTh U BECTH OTOOP 110
a/IalITUBHO CIIOCOOHOCTH B 3aBUCHMOCTH OT TIOCTABIEHHOH
CCJICKIIMOHHOM 3amauu. Hapsimy ¢ omeHkoi oOmIel U CIieIu-
(hmueckoil aanTUBHOIM CIIOCOOHOCTH, TaKUe MOAXOJbI TO-
3BOJIIIOT TTOJTYYUTHh WHPOPMAITHIO O cpefax Kak (GoHax uis
oroopa (OKyuenxo, 1980; KwipueBckuii, Xotsiiesa, 1985;
Kunpuesckuit, 1986). [Tpu aTom oO1ias ajgantusHas croco0-
HOoCTh (OAC) TeHoTHIIAa XapaKTepU3yeT CpeaHee 3HAUCHUE
NpU3HAaKa B Pa3JIMUHBIX YCIOBUSAX CPEAbl, crenupuueckas
(CAC) — otxnonenue ot OAC B onpenenennoi cpene. [pen-
JlaraeMasl METOIMKA OCHOBAaHA Ha OOBLEIMHEHNH JIMHEHHOMN
Y HEJIMHEHHOM YaCTH peakii TeHOTHIIA HA CPEJTy ¥ THM OT-
myaercst ot Metoza K.W. Finlay u G.N. Wilkinson (1963), rie
Mepoi CTaOMIBHOCTH SIBIISIETCS JIMHEHHAS PEaKIUsl; METOa
G. Wricke (1962), rae cTaOMIBHOCT OLICHUBAIOT IO HEJTMHEH-
HOU peakiuu, u MeToioB S.A. Eberhart u W.A. Russell (1966),
G.C. Tai (1971), tae BBeICHBI COOTBETCTBYIOIIHE TApaMETPHI
JIMHEHHOW U HEJIMHEHHOW peakluuy TeHOTHIIA.
Hapsiy ¢ ynoMsiHy ThIMH BbILLIE paboTaMu, OOJIBIION BKIIa]
B Pa3BUTHE UCCIIEAOBAHUM 110 FETEPO3UCY, HUHUIIMUPOBAHHBIX
H.B. TypOunbIM, BHECITH YYeHBIe IHCTUTYTa TCHETHKY H ITH-
tonorun HAH benapycu, KoTopsIM IpuHa/Iekatr He TOJIBKO
pa3paboTKN TeHETHUKH CBOMCTBAa KOMOMHAITMOHHOH CITOCO0-
HoctH (Typ6un u 1p., 1974; I'enetnueckne 0CHOBHL. ..., 2008),
METOAMYECKUX MPOOJIEM CEJIeKIIMU Ha FeTepO3UC U B3auMO-
JeicTBHs «reHoTHIT—cpena» (KunsaeBckuii, XoTsutesa, 1985;
Tapyrtuna, Xotsuiesa, 1990), HO ¥ TOAXOABI K UCIIOIB30BAHHUIO
nepuoauueckoro orbopa (Kamuuckas, 1985), usydenue re-
HETUKH IIMTOIUIA3MAaTHIECKONH MYKCKOI CTEpHIIBHOCTH U €€
MCTIOBb30BAHMS ITPH TOTyYeHHH THOpuHBIX ceMstH (TypouH,
[Tanunosa, 1975), u3ydeHne reHeTUKH MOTUIUIOUTHBIX pac-
TEHUI B CBSI3M C UCIIOIb30BAHIEM TETEPO3HCa Ha YPOBHE TPH-
Y TETPAIUIONAHBIX THOPUIOB y caxapHOii cBekibl (bopMoToB,
TypOun, 1971; I'eHeTnueckue OCHOBHI. .., 2008, 2014).
JlaHHBIE MHOTOUHNCIIEHHBIX HCCIIEIOBAaHNH, OCYIIECTBIICH-
HBIX 00JIee YeM 3a BEKOBYIO HCTOPHUIO 3yUECHNUS TeTepO3HCca,
CBUJIETEJIbCTBYIOT, YTO 3TO CJIOKHOE U MHTPUTYIOLIEE sIBJIC-
HHUE — pe3ynbTaT paboTHl BCe COBOKYITHOCTH Pa3HOOOpasns
TECHOB, ITyTell B3aNMOJICHCTBHS U ITPOLIECCOB, JCHCTBYIOIINX
AKTyaHbeIe TEXHOJIOrNN reHeTUKN n cenekynmn
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Ha Pa3HBIX CUCTCMHBIX YPOBHSIX W CTaAUAX PA3BUTHUS KH-
Boro opranusma. OT/eNbHbIe UCCIIE0BAHNUS, KaK MPABHIIO,
KOHIICHTPUPYIOTCS Ha KOHKPETHBIX MEXaHU3MaX B KOHTCKCTE
crenrGUIECKUX MPU3HAKOB U ONIEPUPYIOT B IIpejiesiax orpa-
HUYCHHOHN BapHallii COOBITHI U IIO3TOMY HEIOCTATOUYHBI IS
CHUCTCMHOHN WHTEPIPETAUH MEXaHU3MOB ITOTO CIIOKHOTO
U YHUKaJIBHOTO (peHoMeHa. CylIeCTBYIONIUE KOHIICTITYab-
HbIe TIOAXOJbl OMOJIIOTHN: TEHOMHKA, TPAHCKPHUIITOMHKA,
MEeTa0O0JIOMHUKA U JIp. — CIIOCOOHBI OOJCTYNTh BBISBICHUC
KJIFOYEBBIX MEXaHU3MOB U SJIEMEHTOB PETYJISILIUK FeTepo3nca u
MPOSICHUTD MEPCIIEKTUBbI MX HAIPABICHHOTO UCTIOIb30BAHUSI
B CEIIbCKOXO3SIICTBEHHOH IPaKTHKE.
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