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flBneHve retepo3uca, M3BECTHOE KaK NPeBOCXoACTBO rnbpuaos F,
Haj poanTenamMu, 3GPeKTVBHO NCMONb3YeTCA B CENbCKOXO3ANCTBEH-
HOW NpaKTUKe C Havyasna NPOLLOro BEKA, OfHAKO ero reHeTuyeckme
NMPWYUHBI OCTAIOTCA HEPACKPbITbIMUW. Ha OCHOBE 3KCNeprIMeHTabHbIX
JaHHbIX, MOMYYeHHbIX NPV NCCNEeR0BAHNN TMOPUAOB KYKypy3bl,

1 TEOPETNYECKIMX PACcYETOB OblN NPeAnoxeHbl 6a3oBble MOAeNU,
ONKMCbIBaKOLLME STOT GEHOMEH C TOUKU 3PEHNS Pa3fINyHbIX TUMOB
B3aVIMOJENCTBUA FEHOB — [JOMUHUPOBAHNSA, CBEPXAOMUHUPOBAHNS
1 anucTasa. Kaxaas 13 npeanoxxeHHbIX KOHLENUnii nmeeT Hefjo-
CTaTKM, HaKNaAblBalLMe onpefesieHHble OrpaHNnYeHUs Ha BO3-
MOXXHOCTb MOJSTHOV MHTEPMNPETALMNM MEXaHN3MOB GOPMUPOBAHNSA
reTepoTmyeckoro oteeta B F,. B jaHHOM 0630pe faHa KpuTH-
yecKan oLEeHKa TeOpPeTUYEeCKX KOHLEMNLMA reTepo3uca ¢ no3mumm
HaKOM/EHHbIX K HACTOALLEMY BPEMEHW AaHHbIX FTEHETVKUN 1 MOJeKy-
NAPHOI 6ONOrK, KOTOPbIE KOHLEHTPUPYIOTCA Ha KOHKPETHbIX
MeXaHU3Max, AeCTBYIOLWMX B OTHOLIEHNM crielndrnyecknx nprsHa-
KOB. B 4acTHOCTU, NoKa3aHa posib NeTanbHbIX 1 NOAYNeTaNbHbIX
MyTaLuii npy GOPMUPOBaHUN FreTePOTUYECKOro GeHoTMMa Y pacTe-
HUI. PaccMOTpeHbl BONPOCh MHTEPNPETaLnmn reHeTuuecknx sdpdex-
TOB NPV HAIMUMK CLENTIEHIS, KOTOPbIE OTHOCAT K NCEBAOCBEPXAO0-
MUHUpPOBaHMio. Ocob6oe BHUMaHVE yaeneHo HeannenbHbIM B3aumo-
[eNCTBYSAM reHOB, KOTOpble A06ABAIOT HOBbIE HIOAHCbI MPU 06CY-
JeHnn 3GpeKToB AOMVHUPOBaHMUA U CBEPXAOMUHMPOBaHNUA. Mpes-
CTaBfieHa MHPOPMALMA O MOHATUM KOMOVHALMOHHOW CNIOCOBHOCTM
1 ee NPaKTNYECKOM MCMOSb30BaHNU B KOHTEKCTE KOHLeNnuuy retepo-
TYecKUx rpynn. MokasaHbl HEKOTOPbIE aCMeKTbl B3aVIMOAECTBUA
reHoTUnN — cpefa. BbiMoNHeHHbIN aHanm3 TeopeTUYecKnX KOHLenuuii
reteposyica C No3nLUY COBPEMEHHbIX AaHHbIX FTeHETVKIN CBUAETENb-
CTBYeT 0 BaXKHOW PO Pa3nNyHbIX TUMOB AeNCTBUA reHoB npu Gpop-
MMUPOBaHU BblAatoLierocsi GeHoTuna u NogTBEPKAAET Heobxoam-
MOCTb CUCTEMHOTO NMOAXO0AA K 3TOMY CJIOHOMY U YHUKATIbHOMY
ABNEHMIO.

KnioueBble croBa: reteposnc; B3aVIMOAENCTBME reHOB;
AOOMUHNPOBaHME; CBEPXAOMNHNPOBAHME; 3MNCTa3.
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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.



€TEepO3UC SIBJISIETCSI OJHUM M3 Haubojee 3HaYMMBIX (e-

HOMEHOB Omonornu. Ero komMmMepueckoe MCIoIb30BaHuE

MTO3BOJIMJIO 3HAYMMO YBEJIMYHUTH BaJIOBbIE cOOpHI Mpo-
JYKIMHM KaK B PAaCTCHHUEBOJCTBE, TaK M YKHMBOTHOBOJCTBE
(Duvick, 2001; Fuetal., 2014). ITepBble myOIMKaIIim 110 3TON
npooieme (Shull, 1908, 1914), Bemmenmme 6omee 100 et Ha-
3all, 3aJI0KUJIA OCHOBY COBPEMCHHOM TMOPUIHOM CEICKIIMU
HE TOJIBKO Y KYKYPY3bl, HO M y JIPYyTHX X03HCTBEHHO LIEHHBIX
KyssTyp. CTOJb BBICOKast 3HAYMMOCTb TeTepO3HCca IMOCITYKHIIIa
UMITYJIbCOM K M3YyYEHHUIO TeHETHYECKHX MEXaHHU3MOB 3TOTO
YHHKAJIBHOTO SIBIICHUS ¥ Pa3BUTHIO TEOPETUUECKUX MOZIEIIEH
(Shull, 1908, 1952; Bruce, 1910; East, Hayes, 1912; Jones,
1917; Charlesworth, Willis, 2009).

BnepBble nCNOAb30BAHUE TETEPO3UCA B CEIIBCKOXO3SM-
CTBEHHOW NMpPAaKTHUKE OBUIO OCYIIECTBIECHO Ha KyKypy3e
(Zea mays), 3arem Ha cBewiie (Beta vulgaris), copro (Sor-
ghum bicolor), nmyke (Allium cepa), baxnaxanax (Solanum
melongena), Tomarax (Lycopersicum esculentum), mepiue
(Capsicum), puce (Oryza sativa), xnonke (Gossypium hirsu-
tum), monconaeunuke (Helianthus annuus) v pance (Brassica
napus) (Melchinger, Gumber, 1998). Hauanom rubpunoit
cesiexkiu cuntarotr 1920 . (Crow, 1998). B 1924 . Obun
MIPOJAHbI TIEPBBIE HECKOJIBKO Oylieneil ruOpuIHBIX CeMsH
KyKypy3bl (Crabb, 1947) u B ee mpou3BoacTBe Hadajics
CTPEMUTEIIBHBIH EPEX0J1 OT CBOOOTHOOIBUISIOIINXCSI COPTOB
K ruOpugam. B mrare AifoBa 1ons THOPHAOB B MPOM3BOA-
CTBEHHBIX [TOCeBax BeIpocia oT MmeHee ueM 10 % B 1935 . no
6omee 90 % B mocnenyromue yetbipe roga. K 1950 r. 60s1b-
IIUHCTBO BhIceBacMbIX Ha Tepputopun CILIA cemsH KyKypy3bl
6butn rnOpuaaeIME (Crow, 1998). 3a cyer ucnonb30BaHUS
B CEJIbCKOXO3SHCTBEHHOM ITPAKTUKE THOPHUIIOB STOH KYJIBTYPBI
YAAJIOCh YBEJINYNTH cOOpBI 3¢pHa Ha 15 % 1Mo cpaBHEHUIO
C IyqmmM cBoOotHOONBLIsIOMMMCSt copToM. K koHIy XX B.
nocesbl F| KyKypy3bl coCTaBIIAIM yxke OKoso 65 % ot o0wei
TUTOIIAIN €€ BO3/IEJIBIBAHMS, YTO 0OECIIEUMIIO YeThIPEXKpaT-
HBII TpupocT ee roposoro npoussoactea (Duvick, 1999).
[IIupoko Bo3zaebIBaEMbIH B cTpaHaX A3uK THOPUIHBIN pUC
Jan nperMyecTtso B 20—30 % 1o cpaBHEHHIO C HAMTYYIIUMHI
MHOPEHBIMH COPTAMH, CIIOCOOCTBYS YBEIHMICHUIO (D PEKTHB-
HocTH npou3BoacTea Ha 44 % (Cheng et al., 2007). B Kurae,
KaK OJTHOM M3 KPYITHEHIIINX MUPOBBIX TPOU3BOAUTEINEH parica,
€ro ruOpu bl 3aHUMAIOT He MeHee 75 % OT 0OIIHX TOCEBHBIX
mnomazaei (Fu, 2009). Y Taxoii BakHOH 3€pHOBOH KYJIBTYpHI
Mupa, Kak mmennna (7riticum aestivum), THOpUABI obecte-
4yuBaloT npeBocxoncTso B 10-25 % (Hoisington et al., 1999).
HecMoTpst Ha TPYTHOCTH TPOU3BOACTBA THOPHIHBIX CEMSH
T aestivum, 8 2012 1. nocess! F, muenuns: B EBpone noctur-
1 250 ThIC. Ta, ¢ MPEUMYILIECTBEHHOU 1osiel dpaHuuu — oc-
HOBHOT'O MOHOIIOJIMCTA B 00JIACTH ITPOU3BOACTBA XUMUYECKIX
areHToB «cteprmam3anum» (http://www.hybridwheat.net). {ns
COpPTO TOYTH TIOJIOBMHA MHPOBBIX IOCEBOB IIpE/ICTaBICHA
rubpugamu ¢ skoHoMuuecKkuM 3hdexrom 35-40 % (Duvick,
1999). IIporpecc MCTIONB30BAHUS TETEPO3UCA HA TIPAKTHKE
CTHMYJIUPOBAJ HHTEPEC YUCHBIX-TEHETHKOB B UCCIICIOBAHUH
3TOT0 YHHKaJIbHOrO ()eHOMEHa U CIOCOOCTBOBAJ IIOSIBIIE-
HUIO TEOPETHYECKNX KOHLEMINH, KOTOPBIE MPETEePIIEeBAIH
pa3nuyuHble MOAU(UKAIIMN ¥ MHTEPIPETALNN C PA3BUTHEM
METOJIOB aHaJIu3a U IOJy4eHHUEeM HOBBIX JIaHHbIX. B cBoeM
KJIACCHYECKOM BapHAHTE OHH OIIPEAEIININ HAPaBICHUS HC-
CJIC/IOBAaHMH Ha MHOTHE TOJIBI.

leHeTn4Yeckune mogenu reteposnca

OCHOBHBIE TIPEJCTABICHHUS O MEXaHW3MaX JBYX (YyHKIH-
OHAJIBHO MPOTHUBOIOJIOXKHO HANPABICHHBIX SBICHHUH (WMH-
OpPHMIIMHT ¥ TETEPO3HC) CBOIATCS K OJHO- 1 MHOTOJIOKYCHOM
mozensM (puc. 1). OgHonokycHast Mozels mpearnoiaraet (1)
JIOMMHHUPOBAHUE, IIPU KOTOPOM JIEHCTBUE BPEIHBIX PELIECCH-
BOB ITOJIaBJICHO JOMHHAHTHBIM romoiniorom (Davenport, 1908;
Jones, 1917), u (2) cBepXIOMHHUPOBAHHE, KOTOPOE TAKXKE
00yCIIOBIICHO B3aUMOZICHCTBHEM MEXK/Ty WICHAMH OJJHOU U TOH
ke mapsl amwteneit (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 npeamnosnaraercs npe-
MUMYIIECTBO I'€TEPO3HUTOT, BO BTOPOM — JICHCTBUE YaCTHYHO
WX TTOJTHOCTBIO PEICCCUBHBIX MYTAaHTHBIX anneneﬁ, npu-
BOJSIIIIEE K YMEHBIICHHIO KN3HECMOCOOHOCTH TOMO3HUTOT.
MHoOTroJI0OKyCHast MOJIENIb paccMaTpUBaeT I'eTepo3uc C To-
3UIHUH HECAJIJICIIbHBIX BSaHMOI[eI‘/’ICTBI/II\/'I I'CHOB WJIHM DI1MCTAa3a.

B xonTekcte Teopun nomuaupoBaHus (Davenport, 1908;
Bruce, 1910; Keeble, Pellew, 1910; Jones, 1917; Collins,
1921) npesocxoncTBo ruOpuaoB F; 00ycnoBieHo akKyMys-
el y ruopusia 6;1aronpuaTHBIX JOMUHAHTHBIX TEHOB U J0-
MHHAHTHOW KOMITJIEMEHTAIMEH BpeIHbIX perneccuBoB. Oue-
BUJIHO, IMEET MECTO B3aUMOJICHCTBUE aJlIeNIbHBIX ()aKTOPOB.
3HaveHne JOMUHAPOBAHMS 15 OOBSICHEHUS €T CHepalluy IPH
MHOpUANHTE ¥ OIaronpusaTHOTO (G eKTa Npu CKPEINBaHUH
BriepBbie Obu10 oTMeueHo C.B. Davenport (1908), mpeamona-
TaBIIMM BIMSHUE Ha ITPU3HAK HEOOJBIIOTO YHCIa (haKTOPOB
C XOPOIIIO BBIPAKCHHBIM MHANBHU/IyaIbHBIM JICHCTBHEM.

MoryT a1 MyTali OOBSICHUTH HAOMIOZAEMYyIO CTCTICHb
JIETIPECCHUH TIPU HHOPHUIUHTE U €€ CHATHE MPH ayTOpUanHTe?
BbesycinoBHO, BpeHbIe MyTallMM IPHUCYTCTBYIOT B €CTe-
CTBCHHBIX MNOMYJIANUAX W HACBIIICHHOCTH IOJJYJICTAIAMU
1 JIETAJISIMU HU B KOEM Mepe He yMajsieT UX BaKHOW poJu
B MOJIZICPXKaHUH BBICOKOTO YPOBHSI OMOJIOTHYECKOW IpH-
crnocobnenHoctu. EcTh Bce ocHOBaHUs cUMTaTh, YTO HEOIIa-
TOTIPUSTHBIC M JIaKE JICTAIbHbIE B TOMO3UTOTE PELECCHBHI
SBIISIOTCSI HEOOXOMMBIMH YacTSIMH T€HOTHIIOB XOPOIIO
MPUCIIOCOOICHHOH MOIYJISIUY ¥ aKTUBHO MOIJICPIKUBAIOTCSI
0TOOpPOM Ha COOTBETCTBYIOIIEH YacTOTE.

Uccnenosanus Drosophila melanogaster mokasanu, 4to
oxo1o 30 % BTOPO# U TpeThel XPOMOCOM AUKOTO THIIA, U30-
JMPOBAHHBIX Y MYKCKOM 0cOOH, JIETAIbHEI B TOMO3UTOTE
(Crow, 1993). I'eTepo3uroTsl Mo JIETAIBHBIM XPOMOCOMaM
MPaKTHYECKH BCET/a KU3HECIIOCOOHBI, UTO MOJTBEPIKAACT
PELECCUBHBIN XapakTep 3TUX MyTauuid. PasnunuHble qukue
JIeTaIbHBIC XPOMOCOMBI HECYT pa3HbIe JICTaIbHbBIC My TaIHH.
Eciin oTOop HampaBiieH Ha MPEUMYIIECTBO I'€TEPO3UTOT,
YacTOTHI AJJIEIIEH, MOHMKAIOIINX KU3HECTIOCOOHOCTH TOMO-
3WTOT, JJOJDKHBI OBITH IPOMEKYTOUHBIME (CPETHUMH) U pac-
NpEACIATHCA MCXKIY Pa3IMYHBIMU T'€CHOTUITAMU. SKCHepI/IMeH-
THI TI0 aHANKM3y MyTalmil y D. melanogaster Toka3aiy, 4To
YacTOTHI JICTAJIBHBIX MyTalMi MOJICP>KUBAIOTCS] HA HU3KOM
YpOBHE, @ TOMO3UTOTHOCTh CHHMIKAET MPUCIOCOOICHHOCTh
MyX B T€UCHHUE )KH3HECHHOTO ITUKIIA B cpeaHeM 1o 84 % (Sved,
1971; Latter et al., 1998).

1 GonpIIMHCTBA BUIOB PACTEHHMI M KUBOTHBIX HE
YCTAQHOBJICHO, B KaKOH CTETIEHN MHOPHIMHTOBAS JIETIPECCHUS
CBsI3aHa C JICTaJIbHBIMU MYyTaIMsIMH, TaK KaK TOMO3UTOTHBIE
AMOPHOHBI ITIOTHOAIOT HA CaMbIX PAHHHX CTaJIUSIX CBOETO pas-
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TeopeTnyeckune acneKkTbl reteposunca
M.H. WantypeHko

a Partial dominance b Overdominance

' d

Performance
Performance

aa Aa AA aa Aa AA

Effect

a, additivity

d, dominance

MP, mid-parent value

Pseudo-overdominance

MP Dominance
incomplete: -1<d/a<0;0<d/a<1;
complete: d/a=1; d/a=-1;
overdominance:
—o<d/a<-1;+1<d/a<oeo

Performance

aB Ab Ab
aB aB Ab

Fig. 1. Genetic models of heterosis: (a) dominance and (b) overdominance in accordance to the

single-locus model; (c) pseudo-overdominance due to linkage between two loci with opposite
additive effects (Goff, Zhang, 2013).
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Fig. 2. Heterosis in maize: yields of single-cross hybrids and their inbred parental lines planted in
USA in 1916-1985 (Duvick, 1999; Troyer, Wellin, 2009).

BuTHsL. OJTHAKO B OT/ICJIBHBIX HCCIIEI0BAaHMSIX TIOKa3aHbl cXonHbIe ¢ D. melanogaster
YaCTOTHI JICTAIIBHBIX MyTallUi B IIOMYJISINSAX MAaHIPOBBIX 1€PEBbEB, TPABIHUCTOTO
pacrenust Mimulus guttatus, a Takke HeKOTOPbIX BU10B pbI0 (Ohnishi, 1982, 1985;
McCune et al., 2002).

C TOYKH 3peHHs ONMYJSILUOHHON TeHETHKHU MIePEKPECTHOONBUIAIOIINECS MOITy-
JSIIMU B OTHOIICHWH YaCTOTHI PEIIECCUBHBIX MYTAIMH CTPEMSTCS K JOCTHIKECHHIO
paBHOBECHSI, TIPH KOTOPOM YHCIIO HEOJIArONPHUATHBIX PELIECCHBOB, T00ABISIEMBbIX
MYTALOHHBIM IIPOLIECCOM, TOYHO YPaBHOBELIMBAETCS YHCIIOM TaKUX XKe perec-
CHBOB, IMMMHHUPYEMBIX 0TOOpoM. Eciim HeOnmaronpusiTHast MyTaIyst MOJHOCTHIO
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pereccuBHa, TO 0TOOP JICHCTBYET TONb-
KO Ha TOMO3HIOTY; YeM BBIIIIE YaCTOTa
PEIEeCCUBHBIX auieNiell B MOMYJISINY,
TEM BbIIIC BEPOATHOCTDL IMOABJICHUSA
PeLeCCUBHBIX TOMO3UTOT U TEM 0OJIbIIIe
TaKUX TOMO3UTOT MOJBEPraeTCsl K-
MmuHanuu. [losiBneHune peneccuBHBIX
TOMO3UTOT CHHIKAET CPEIAHIOI JKU3-
HEHHOCTh TOMYJISIMU. 3Hask CKOPOCTh
MYTHPOBAHHMSI U 00IIIEE YHCIIO JIOKYCOB,
CMOCOOHBIX K MYTHPOBaHHUIO, MOXKHO
JUTSL KOHKPETHOTO BHIa CBOOOIHOOITBI-
Hﬂlomeﬁcﬂ nonyasdauuu onmpeacinTb
MaKCHMAaJIbHYIO BEJIMYUHY TEOPETH-
YeCKU BO3MOXKHOT'O TeTEPO3UCHOTO
s dekTa, BHI3BIBAEMOr0 ICHCTBUEM
JnaHHOW npuuuHbl. COOTBETCTBYOIICE
Berauciienue J.F. Crow (1952) ms xy-
Kypy3bl T0Ka3ayo, 4To Takou sddekr
Y MEXKJIMHEWHBIX THOPHIIOB COCTABIISIET
He Oonee 5 %, B TO BpeMs Kak B JCi-
CTBUTCJIbHOCTHU JIyUIIUEC MEKJIMHENHbIE
TUOPHIBI IPEBOCXOJSIT 110 YPOKaii-
HOCTH CBOOOTHOOIBUISIONINECS COpTa
Ha 30 % u Oousee. KonuenryanbHo,
BEJIMYMHA TE€TePO3UCa JOJKHA YMEHb-
LIATHCS B MIPOLIECCE AKKYMYJISIIUN Y JTH-
HUI «CUJIBHBIX» ajljleJiell U «OuHullie-
HUSI» OT BPEAHBIX PEIIECCHBOB, & CAMU
JUHUHU JIOJDKHBI JIOCTUYDL YPOBHS
MPOAYKTUBHOCTHU JIYYIIMX I'MOPUI0B
(Duvick, 2001). PeTpocnekTuBHBII
aHaIlN3 CCICKIIMOHHOTO YIYUYIICHUS
KYKypy3bl II0Ka3ajJ OTCYTCTBUE 3HAYM-
MOTO CHI)KEHHMSI ypOBHs reteposuca F,
B PE3YIIBTATE KOUHUIIEHUSY HHOPETHBIX
JIMHUIL B IIpoIiecce CeJIeKLUH, KOTOpoe
JOJDKHO OBLIO OBl MPHUCYTCTBOBATH,
€CITH Teopusi BepHa. Mexay TeM ypo-
KaAMHOCTh TMOPHUIOB yBEJINYHBAIACH
MPOTIOPIUOHAIBHO YPOXKAIHHOCTH HO-
BBIX YIYYIICHHBIX MHOPETHBIX JIMHHMA
(puc. 2) (Duvick, 1999, 2001; Troyer,
Wellin, 2009), T.e. ycTrpaneHune Bpen-
HBIX PELEeCCUBOB MOCPEJACTBOM HH-
OpuaMHTa HE U3MEHMUJIO OTHOCHTEIb-
HOTO NpeuMymecTsa rubpugos F .
J.A. Bercler u ero xomtern (2003) mpen-
TMOJIOXKUJIN, YTO KOHCTAHTHOC YBEJIU-
4YeHue ypoxanHocTu F| u 3HaummbIid
reTepO3UCHBIH PPEKT Ha MPOTHKEHUN
MHOTHUX JICT O00YCJIOBJICHBI CEJICKIIUECH
ajesieil B «mpaBulIbHOM» Habope
JIOKYCOB, KOTOPBIC CO3MAIOT JYUIIHE
codyeTaHus npu rubpuanzauuu. Panee
E.T. Bingham (1998) cmenman cxoxee
3aKITFOYCHUEC, O0BIICHSS HAOTIOIACMYTO
TEHJICHIIUIO aKKyMYJISAIIUCH Onaromnpu-
SITHBIX T€HOB B XPOMOCOMHBIX OJIOKaxX
U UX aCCOIMUPOBAHHBIMHU B3aUMOJICH-
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CTBUSMH (KyMYJSITUBHBIA 3(QEKT), yKka3zaB Ha pelIaroliee
3HAYEeHHE HaJMYWs HEPaBHOBECH IO crierieHnto (linkage
disequilibrium). TeopeTH4ecKkn MOXKHO JIOMYCTHTh BO3MOX-
HOCTb IOJYYCHHA MOIIHBIX IOMO3UTOTHBIX HHHHﬁ, HO Ha
MPaKTUKE 3TOMY HPETATCTBYET CIETUICHHE OJIarOMpPUSTHBIX
JIOMMHAHTHBIX aJUIENEH ¢ HeOIaronpusITHBIMH PEIIECCHBAMH.
Eme G.N. Collins (1921) oTMeTHI, 4TO IPU 3HAYUTEITHHOM
yucie (GaKTOpOB, BIUAIONINX HA MOIITHOCTh THOPHIOB, BO3-
MOXHOCTB TOJyYCHHSI OpPraHM3Ma, TOMO3HTOTHOTO TI0 BCEM
6J'laFOle/ISITH])IM JOMUHAHTHBIM aJUJICIIAM, HUYTOXHO Malia
(1:4n, tne n —gucno map paxKTOpoB, KOHTPOTUPYIOIIUX ITPH-
3HaK). Hanbosee ycnentno uaeT «O4nIIeHne» OT MyTalui co
3HaYMUTEIbHBIMU d(pexramu. Ciie0BaTesIbHO, KaK reTepo3Hc,
Tak ¥ THOPUIMHTOBAS ETIPECCHSI MOTYT OBITh 00YCIIOBICHBI
KyMYJISITUBHBIM JICHICTBHEM MHOTHX WH/MBHUyaIbHBIX, pell-
KHX, YaCTUYHO BPE€AHBIX MyTa].IIdﬁ, KOTOPBIC HE SABJISAIOTCA
OCHOBHOM MHUIIICHBIO 0TOOPA ¥ MOTYT OBITH IMTUMUHHPOBAHbI
JIMIIb Yepe3 COTHH, a TO U Thicsiun mokosnenuit (Charlesworth
et al., 1990; Wang et al., 1999).

YacTele cirydan CIETUICHHUS ONIaropHUsATHBIX JOMUHAHTHBIX
(haKTOpPOB C BPETHBIMU ¥ JJaXKe JICTAIBHBIMA B TOMO3UTOTE
peleccuBaMy CBUJICTEIBCTBYIOT O Ba)KHOM 3HAYEHUM ITHX
pelLecCHBOB A1 TEHOTHIIA B IIeTIoM. M30uparenbHoe yaaneHne
MayKOPHBIX 1 MUHOPHBIX My TaIMi IIOCPEICTBOM HHOpHANHTa
B TEUEHUE HECKOJBKHX ITOKOJICHUI, OCIIEAYIONIEe CKPEIIn-
BaHUE W aHAJIN3 ayTOPETHBIX (OPM MOTIH OBl MPOSICHUTH
BKJIa] MyTaui. [10100HbIH SKCTIEPUMEHT 110 «OUNIICHHIO
y pactenus Mimulus guttatus JTAIIb HEMHOTO CHU3HII HHOPH-
nmuHTOBYIO Aenpeccuto (Willis, 1999), Toraa kak B momymsmn
HaceKoMoro Stator limbatus BKiag MyTaIyii co 3HAYUTETBHBI-
MU 3¢ dexkramu ObLIT BBICOKMM U CHUKCHUE HHOPUIMHIOBOU
nenpeccun pocturano 35-73 % (Fox et al., 2008). Otu pe-
3yJBTaThl HOATBep K aaroT BeIBOABI D. Charlesworth u J. Willis
(2009), xoTOpBIE CUUTAIOT, YTO «OYHILEHHUE» B MpoIecce
0TOOpa HE MOKET MOJTHOCTHIO MCKIIOYUTH POIb MyTallWi,
TaK KakK YJIy4IICHHbIE XapaKTCPUCTHKH WHOPEIHBIX JMHUH
MOTYT OBITH 00YyCJIOBIIEHBI OTOOPOM ajlieliell B JIOKycax, He
CBSI3aHHBIX C TETEPO3HUCOM, U TIOCIIETHUI MOXKET OBITh 00513aH
MHOTOYHCIICHHBIM MY TaIHsIM C MaJIbIMU 3 QEKTaMH, KOTOpbIE
He OBUTH y/1aJIeHbI B [IPOLIECCE CEICKIMHU YTy YIIIEHHOW JINHUH.

Ewie oguH aprymMeHT npoTuB JOMUHAHTHON MOJIENH — ITPO-
TPECCUBHBIA TeTEPO3HC Y MOJIUILIONIOB, KOTOPBIH TaKKe
CJIOXKHO O6’I)HCHI/IT]> C IMO3UIIMN KOHUETINHUH JOMHUHUPOBAHUA
(Bingham et al., 1994). B aToMm ciry4ae BemmuiHa reTeposnca
MaKCUMM3HPYETCs YUCIIOM TeHOMOB ITOJIMILION/IA, yKa3bIBas,
910 3PPEKT A03bI MOKET UIPaTh OOJIEE BAXKHYIO POJIb, YeM
MpocTasi KOMIIEMEHTAIHSI JTHO0 B3aMMOACHCTBHE ajuleien
(Birchler, Veitia, 2010).

TpeTuil acnexT, KacaroUUics MOJIUIIIOUAOB U BBICTY-
MAONIMH MPOTUB POJIM MYTAlMOHHOTO T'Py3a B PETYIALUH
a¢dekra rereposnca, — 3TO BEICOKAsE COMOCTABUMOCTbD CKO-
poctu HH6pI/IZlHHFOBOI>i ACPECCUN Ha N1~ U TETPAIJIONTHOM
YPOBHSIX, XOTSI TEOPETHUYECKH MOTEPs] MOIIHOCTH Ha Ooiee
BBICOKOM YPOBHE IIOMIHOCTH JIOJDKHA IPOUCXOIUTH MeJl-
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 a1~
JUTUBHOTO JICHCTBHS HACIECTBEHHBIX (hakTopoB. [Ipu aToM
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HU3MCHACTCA U CaMO COACPIKAHUE MMOHATHA JOMUHHUPOBAHUA,
KOI71a OHO IMIPUMEHUMO K CITy4ar0 B3aUMOJEHCTBHS HE HH/IU-
BUJIyaJIbHBIX TAp aJiesiel, a JBYX POJUTEIILCKHX HaOOpOB
MHOKECTBCHHBIX q)aKTOpOB, BJIMAIOMINX HA Pa3BUTUEC TOT'O NI
WHOTO TpU3HaKa y THOpumoB. CremoBaTensHo, HanOOobIIas
MOIIIHOCTB JIOJDKHA TPOSIBIAITBCS B TEX CIIydasiX, KOT/aa y TH-
Opua OoJIbIIIE JIOKYCOB C IOMUHAHTHBIMHU OJIArOTPHSITHBIMU
ammensmMu. O67IacTh BOZMOXKHOTO 3¢ eKTa, TOCTUTaeMOTro
TIPY TIOJIaBJICHUH JISHCTBHS BPEIHBIX PELIECCHBOB IOMUHAHT-
HBIMH aHaJIOraMH, HECKOJILKO OIPaHUYNBACTCSL.

B HacTos1ee Bpemsi KOHIIENIUS JOMUHUPOBAHNS 3aHUMAET
TManpyloree nonoxkenue. Takue (haKThl, KaK OTCYTCTBHE CHH-
skeHust ypoHs rereposuca (Duvick, 2001), mporpeccuBHbIi
TETEPO3HC y MONUTIIONIOB U OBICTPast CKOPOCTb HHOPHIMHTO-
BOH JICTIPECCHH Ha TETPAIIONIHOM YPOBHE, CBUJICTEIILCTBYIOT
00 orpaHMYEHHBIX BOBMOXKHOCTSIX 3Tol Moznenu (Birchler et
al., 2003; Springer, Stupar, 2007). Tem He MEeHee ee MHUPOKOe
pacrnpocTpaHeHue O0BSICHIETCS BaYKHBIM 3HAUCHHEM, KOTOPOE
9Ta TEOPUs MIPUIAET 8 INTUBHBIM (P PEKTaM 1 HeaJIeTbHOMY
B3aMMOJIECTBUIO T'€HOB.

B xonue 1940-x rr. Bo3poc MHTEpeEC K H1e€ TeTEPO3UTOT-
HOCTH KaK OCHOBHOI'O MeXaHHM3Ma rereposuca Omaromaps
uccaenoBanusM F. Hull (1952), koTopbrii BBe MOHSATHE CBEPX-
JIOMMHHUPOBAHHMS, BMECTO TpeytoxkeHHoro panee R.A. Fisher
(1931) nns 9T0M cuTyarnuu cynepaoMuHupoBanust. CornacHo
TEOPUH CBEPXIOMUHUPOBAHMSI, B3aUMOICHCTBHE IBYX YWICHOB
OIIHOM M TOH 7K€ Maphl ajesaeii MOXKET IIPUBOJUTE K TPEUMY-
IIECTBY reTepo3urothl A /A2 Ham obenmu romo3uroramu 4 1A 1
n A242. B naHHOM ciy4ae TpearoaraioT, 9To 00a ayuresis B
TETEePO3NUTOTE BHITOIHAIOT HECKOJIBKO pa3InuHble (QyHKITNH 1
IIPY 9TOM B3aUMHO JOIOJHAOT ApyT Apyra. Ilostomy B cepun
MHOKECTBEHHBIX aiiesell 3pPeKT CBEPXTOMUHUPOBAHUS
MOTYT MPOSIBIISITH JINIIB APl aJUTENEH, OTIINYaIOIIHeCs IPYyT
or apyra. Takum o0pa3zoM, pedb UAET O KOMIUIEMEHTapHOM
s¢dexTe mpu B3aNMOACHCTBUN MEX Ty aJIJIETIAMH B TIPEeTIax
OIIHOTO JIOKyca. DTa THIOTE3a MPE/ICTABISET COO0H pa3BUTHE
BoickazanHbix G.H. Shull (1952) u E.M. East ¢ H.K. Hayes
(1912) B3m1110B 0 CTUMYIHPYIOIIEM ACHCTBUH T€TEPO3UTOT-
HOCTH, KOTOpbIE OY€Hb OJIM3KU IO CMBICITY K 3aKJIIOUCHUSIM
Y. JlapBuHa 0 mpuYnHaX OHOIOTUYECKH OsIe3HOro 3 dhekra
CKpEIINBaHUSI.

Ba)kHBIM JTIOBOIOM B 110JIb3Y TEOPUH CBEPXIOMUHUPOBAHHUS
CTaJl FeTePO3UC JIBOMHBIX MEKIMHEHHBIX THOPHIIOB KYKYpPY-
3b1, KOTOPBIC MTOTY4YaI0T ITyTeM KOMOMHAIINY YETBIPEX HEPOJI-
CTBEHHBIX JIMHUH. Ecitn reTepo3uc mpocThIX MEXIMHEHHBIX
THOPHIOB, SIBIISFOLMXCS POIUTENLCKUMH (DOPMaMH JIBOIHOTO
THOpHIA, MO)KHO OOBSICHUT TTOAABICHUEM JICHCTBHS BPETHBIX
PELeCCHBOB JOMUHAHTHBIMH aJUIEIISIMH, TO IIPH CKPEIIUBAHUT
MPOCTBIX THOPUIOB B PE3yJbTare paclieiuieHNus: 1 peKoMOu-
HAIlUU JOJDKHO oOpa3oBaTbes OOINbIIEe YHCIO TOMO- TN
TeTepO3NOTHBIX BPETHBIX PEIIECCHBOB, A CIIEJOBATEIILHO, OHU
JOJI’)KHBI 6I)ITb 10 MOIITHOCTHU pOCTa BCEraa Xy>KE IMpPOCThIX
THOpUIOB. B MEeHCTBUTEIBEHOCTH JBOMHBIC MEXIJIMHEHHBIC
THOpHIBI KyKypy3bl HE YCTYHAIOT JYYIIHM MPOCTBIM, YTO
COITIaCyeTCsi C TEOpUEH CBEPXIOMUHHPOBAHUSI.

B momynsnuy cBEpXIOMUHAHTHBIE AJUIETH TOJICPKaHBI
0TOOPOM Ha MPOMEKYTOYHBIX HACTOTAX, JaKe €CIU OJHA
WM 00€ rOMO3UIOTHl MMEIOT HU3KYIO JKH3HECIOCOOHOCTD.
MNHuoraa coxpansercs XpOMOCOMHBIN MHBEPCUOHHBIN MOJIH-
mopdusm (Hoffmann, Rieseberg, 2008; Kirkpatrick, 2010)
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TeopeTuyeckme acneKTbl reteposnca
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Fig. 3. CLinked recessive semilethal alleles

a and b in the coupling and repulsion phases
in parental lines and in hybrid F; (Charlesworth,
Willis, 2009).

1 TIOTUMOP(HU3M OONBITHX T€HOMHBIX
obnacTteil ¢ CynpeccHupOBaHHBIMU pe-
komoOuHanusimu (Dyer et al., 2007).
B nmocneaHux MOTyT aKKyMyIHPOBaThCS
pa3IMyHble MYTallMH, CHHIKAIONIUE
JKU3HECIIOCOOHOCTh B TOMO3UTOTHOM
COCTOSIHUH (CBEpXJIOMHUHAHTHBIE 00-
nacty) (Glemin et al., 2001). ITomnmo
3TOT0, MOTYT TOJAEPKUBATHCS AJLIEIN
C aHTarOHUCTHYECKOH IUIEHOTpONueil,
HampuMep OKa3bIBaIOIIUE HETraTHB-
HBIH 2P PEeKT Ha MPHUCIOCOOICHHOCTh
Y TIO3UTHBHBIA — Ha JIpyrue NpU3HAKH
U CTaJMU OHTOI'€HE3a MPHU OIPEIeIICH-
HBIX ycnoBusx cpesl (Charlesworth,
Hughes, 1996).

HecMmoTtps Ha TO 4TO Cily4au CBepX-
JOMUHHPOBAaHU TOATBECPKACHBI OKCIIC-
PHUMEHTAJIEHO, 3aBUCHMOCTb THOPUIHOMN
MOIIHOCTH OT CTENEHH IeTePO3UTOT-
HOCTH OCHIapuBarOT MHOT'ME€ aBTOPLI.
OCHOBHOE POTHBOPEUHE 3aKIF0YAETCS
B TOM, YTO 3Ta MOJEJIb MOIPa3yMeBaeT
B3aHMO,Z[eI7[CTBHﬂ B OIHOM 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) mpeAnoNoXuIx, YTO B CIyyae
MOHOTEHHOTO I'eTepO3Hca IMEET MECTO
3¢ GexT ACHCTBUS HA PEryNaTOpHBIC
CETH, KOTOpbIE HE paccMaTpHUBAIOTCS
KOHIICTIIIMEH ITOIMTeHHOTO KOHTPOJIS.
Eciti u3MEeHEHHs B PErYJIATOPHBIX CETIX
CBSI3aHBI C MPOSIBICHUEM TeTepo3uca,
TO BapHalus B OTAEIbHBIX MIH He-
CKOJIBKHX I'€HaX, 10 KOTOPBIM HMEHOTCSI
pas3nuuus cpey POAUTENLCKUX (HOpM
(coproB, NMUHUI), Takke OyIeT BIUATH
Ha (OPMHPOBAHUE TETEPOTUYECCKOTO
orBeTa B F .

Eme omuH KOHTpapryMEeHT UCXOIUT
u3 (akTa CyleCTBOBaHUS CLCIUICHUS
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MEK/1y TeHaMH, KOTOPOE TTOITBEPKACHO OOJIBITMHCTBOM COBPEMEHHBIX MCCIIENO0-
BaHuil. TeM He MeHee NpeCTaBIeHbl JOKa3aTelNbCTBA, KOTOPhIE IMOAIEPIKHBAIOT
CIIOpPBI BOKPYT BaXKHOCTH CBEPXJOMHUHAHTHOTO JeiicTBus ayuteneil. Hekotopsie
paboThI JIEMOHCTPUPYIOT OIHOJOKYCHBIC B3aUMOACHUCTBHSI MPHU MPOSBICHUU Te-
Tepo3uca MO Pa3NIWYHBIM 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) uzyuanu akTuBHOCTh (pepmeHTa
anKoroibAeruaporenassl I (adgl), KOTOpEIA SBISETCS TETEPOTUMEPOM. AJITENb
(bepMeHTa ¢ BBICOKOH aKTHBHOCTBIO ObLT CKOMOWHHMPOBaH C ajuiesieM, 00y CIIOBIH-
BAIOIMM TOJIEPAHTHOCTh K BBICOKUM Temreparypam. JlanpHelne HaOmoneHus
MIOKa3aJH, 4TOo reTepoaiensHas popma GepMeHTa NPEeBOCXOAUT 110 aKTHBHOCTH
TOMOQIUICIIBHYIO (OPMY B CIICHU(PHIESCKUX CTPECCOBBIX YCIOBUsIX. [TokazaHa mo-
BBIIICHHAsI OKCIIPpeccusi reHa Pl KyKypy3bl y Te€TEpO3UTOT, COAEPIKALIHMX OJHY KOIIHIO
SMUTCHETHYECKH MOIU(DUIIMPOBAHHOTO ajutelisi Pl, 4To BBIpa)kaeTcsi B MOBBILIE-
HUM TIMTMEHTAINHN 3a cdeT yBenandeHnust ypoHs antoruanos (Hollick, Chandler,
1998). B omHOM M3 HEJTaBHUX UCCIIEIOBAHMI TaKXKe OMMCaHa MOHOT€HHAsl MOJIeIb
cBepxpoMuHupoBaHus y Tomata (Krieger et al., 2010). ['erepo3urotHOCTH 110 aj-
nemo SFT (single flower trust) ¢ MyTaHTHO# KOITHEH, KOHTPOIUPYIOIIEMY CHHTE3
ropMoHa (IopureHa, NpUBOAUT K YBEINYEHHIO ypoxkas Oonee yem Ha 60 %, mon-
TBEpIKast BEAYLIYIO POJIb CBEpXIOMUHNpOoBaHU:. Habmronaemast peakiys cBs3aHa
CO CZIBUTOM MPOrPaMMBbl Pa3BUTHsI TeTepo3urotHoro nmo SFT reHoTuna B CTOPOHY
YBEJINUYCHHUA YHCJia IBETYIUX COI_lBeTl/Iﬂ B CpaBHCHHHU C I'OMO3UTOTaMU JUKOI'O
THIIA, U1 KOTOPBIX XapaKTepeH 0oJiee MOIIHBII BEereTaTHBHBII POCT, HO IIPH 9TOM
OHM 00pa3yroT Maso colBeTHi. B omnuue ot cinyyas ¢ adkhl, cBepX 1OMHHAHTHBIN
a¢dexr SFT o0ycoriieH 3 GeKToM 1035l HAa MOJICKYIIIPHYFO SKCIIPECCUE0, KOTOpast
MIPUBOIUT K OajlaHCy TE€HHOTO IPOXYKTa B CBEPXJIOMHHAHTHOM TCHOTHIIC. DTOT
MPUMEp TaKKe TOJUSPKUBACT MTOTCHI[HATbHBIC BOSMOKHOCTH TOHKOW HACTPOHKH
[IPOrpaMMBbl Pa3BUTUs OpraHusMa. B ApyroMm MccienoBaHuU, BBIIIOJIHEHHOM Ha
JUHAAX KYITETYPHOTO TOMara ¢ MHTporpeccusMu Solanum pennellii, oTmedeHo,
9T0 rereposuc F, mo O0NbIIMHCTBY penpOmyKTUBHBIX IIPU3HAKOB, T.€. CBA3aHHBIX
C ypO)KaeM ¥ CEMEHHOM POTyKTUBHOCTHIO, 00YCIIOBIIEH CBEPXIOMUHUPOBAHUEM,
TOTZa KaK ISl BEreTaTUBHBIX IIPU3HAKOB IIPEUMYIIECTBO UMEIOT JIOMHHHPOBAHHE
n snmctas (Semel et al., 2006). OuH U3 IPKUX IPEMEPOB MOHOTEHHOT'O Ir'eTepo3Hca
NPOZEMOHCTPUPOBAH sl tenera-rudpuna (dura * pisifera) Macin4HON I1aJbMBI,
MIPEBBILIEHNE ypOXkaitHOCTH KoToporo gocturaeT 30 % B MPOU3BOJICTBEHHBIX T10-
cesax (Singh et al., 2013; Ong-Abdullah et al., 2015). Boicokast mpoyKTHBHOCTh
tenera-F, obecnieuena s(ppexrom cBepXoMuHupoBanus SHELL-rena, yqacTBylo-
11ero B )opMHUpPOBAHNY IUTOAA, OJJHA KOMHUSI KOTOPOTO NPEICTaBIeHa JUKUM THIIOM,
a BTOpasi — HOpMaJlbHasl «BBICOKOIPOAYKTHBHAs. FIMEHHO TaKOEe reTepo3uroTHOES
couetanue aymieneit (Aa > AA) obecrieunBaeT BEICOKHM BBIXOJ Maciia U3 CEMSIH.

[Tpn ouenke >ddexra CBEpXTOMHUHUPOBAHHUS HUMEETCS OHA CYIIECTBEHHAs
npo0iemMa, 0 KOTOpPOil YOMHUHAJIOCH BBIIIE, — HEBO3MOXKHOCTD OTJCIHUTH CBEPX-
JAOMUHUPOBAHUE OT JOMUHUPOBAHUA. 910 CUTyalus, KOTopass COOTBETCTBYET
MHOT'0JIOKYCHON MOZEIN B3aUMOJIEHCTBUI IPU T€TEPO3HCE, — ICEBIOCBEPXAOMHU-
HUPOBAHME, CBSI3aHHOE C HEPABHOBECHEM I10 crietuteHuIo (linkage disequilibrium;
repulsion phase linkage), Taxxe Ha3bIBAEMbIM CMEILEHHOM CBsI3bIO (linkage bias)
(Bingham, 1998). B s3Tom cityuae B F; mpoHMCXOaMT KOMIIIEMEHTALIUs MEXKTY TECHO
CLICTIIICHHBIMHU JIOMHUHAHTHBIMH aJJICIISIMH M Pa3IMYHBIMHU BPEIHBIMHU PELIECCHBAMHU
B (hase orrankuBanus (puc. 3) (Crow, 1952; Stuber et al., 1992; Graham et al.,
1997). CuenneHHbIe TOKYCHI OyTyT UMHTHPOBATH OAHOJIOKYCHOE B3aUMO/IeIiCTBIE,
HE M03BOJISAS, TAKUM 00pa3oM, pas3einTb HCTHHHBIC 3 dexThl. [eTeposuc, ceazan-
HBIN C TNCEBAOCBCPXAOMUHUPOBAHUCM, HE 6y[[eT MIPOABJIATHCA B CAaMOOIIBIJICHHOM
notomctse (F,), moToMy 4To renerudeckas peKOMOUHALUA MPUBEIET K JMCCO-
LUALMH aJlyIesIe, HAXOAUBIIMXCS U3HAYANIBHO B (ha3e OTTAIKUBAHMS, YTO M OBLIO
noareepxeHo Y. Semel ¢ koyuteramu (2006). [lceBaoCBepXIOMHUHUPOBAHUE TAKKE
MOXKET BO3HHKATh 32 CYET PEKOMOMHAIIMOHHO CYIIPECCHPOBAHHBIX 00JacTel, rue
«XOPOLIHE» U «IUIOXUE» KOMOWHAIMHU aJulelieid HaxoAaTcsl B (ha3e OTTaIKHBAHUS
(Gore et al., 2009; Mcmullen et al., 2009).

TpeThst MozeNb OOBSICHSET TeTEPO3HC C TTO3UINN HeaUIeTbHBIX B3aUMOJICHCTBHIM,
WM 3THCTa3a, KOTOPBIA 100ABIsAET 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 ITPUEMBI HCTIONb30BAHUSI THOPHITHOM
MOITHOCTH B CEJIbCKOXO35MCTBEHHON MpakTuke. Pazinuyaror
SMHCTAa3 TeHETHIECKHUHT ((PU3HOIOTNIECKHiT), KoTja NeHCTBHE
OJIHOTO JIOKyca 0OYCJIOBJIEHO JIPYyTHM JIOKYCOM M HalIrozia-
eTCsl MAaCKUPYIOLIHi 3(PQEKT, U 3MHUCTa3 CTATUCTHYCCKHIMA,
KOTOPBIH OIHCHIBAET OTKJIOHEHHE, MMEIOIIEe MECTO, KOTrJa
KOMOWHHMPOBAHHBIA aJIMTHUBHBIA 3QQEKT AByX mim Oosiee
TeHOB He O0BsCHseT HaOmomaeMmblil GeHotur. B To Bpems
Kak (U3MOJIOTUYECKUIT STINCTA3 HE 3aBUCHUT OT YACTOT TEHOB
MOMYJISIUN U SIBIISIETCS OTIIMYNTEIBHOW YepTOH T'eHOTHIIA,
CTATHCTHUYECKHUN 3MUCTa3 XapaKTepu3yeT MOMYISIHI0 U 3a-
BHCHM OT 9acCTOT T€HOB.

Knaccuyecku srucras onpeiesnsieTcsi Kak B3anMoJIeHCTBHE
MEJK/ly FeHaMU B JIBYX WM OoJ1ee JIOKycax, BIUIOMUX Ha (e-
HOTHUIIMYECKOE BBIp)KCHHUE MPU3HaKa. Takoe B3anMO/IeHCTBHE
MOXKET HaONIONATHCSI MEXIY JIOKYyCaMH C Pa3iIMYHBIMU d(¢-
(hexTamu, BKIIIOUAsl JOMUHUPOBAHUE, CBEPXIOMUHUPOBAHUE
W aIINTUBHOCTBG. ICXOMSt M3 3TOTO BBIIEIISIOT TPH OCHOBHBIE
(hOPMBI DIIUCTATHYECKOTO B3aUMOJICHCTBHSI TEHOB: a/IUTHB-
HO-aJINTUBHBIHN, aJANTUBHO-IOMUHAHTHBINA 1 JOMUHAHTHO-
nmomMuHAHTHBIHA drHcTa3. C.J. Goodnight (1999) mposen ananms
POJIH 3ITHCTa3a B TPOSIBIICHUH I'eTepo3Kca U MoKa3all, 4To Ipu
aJIUTUBHO-IOMMHAHTHOM M JOMHHAHTHO-JIOMHHAHTHOM
SMHCTa3€ U3MEHICTCS IIPOSIBICHNE TETEPO3HCA B OTACIEHOM
JIOKyCe, T.€. BHYTPUIIOKYCHBIN I'€TepO3UC — PyHKIIUS TeHETH-
yeckoro ¢ona. CiieqjoBaTeNIbHO, TeHeTHYEeCKUH (HOH 1 B3au-
MOZICHCTBUSL B HEM MOTYT BIHATH HA 3()(EKTHI OTACTBHBIX
JIOKYCOB, B TOM YHCJIE IPU ()OPMUPOBAHHHU I€TEPOTHYECKOTO
otrseta. [ToaToMy 3mucTas npeacTaBiseT Cepbe3HOE MPETIAT-
CTBHE Ul KAPTUPOBAHUS M M3yUEHHS KOMIUICKCHBIX IpH-
3HAKOB, ()eHOTHUNMYECKUE 3(PPEKTHI KOTOPBIX MAaCKUPYIOTCS
HEaJUIEJIbHBIMU B3aUMOJEHCTBUSAMH.

B mexotoprrx padorax (Wolf, Hallauer, 1997; Kusterer et
al., 2007) nokazaHo HaJIM4ME MTUCTA3a JUIA PsjJia MPU3HAKOB
B OTZEIbHBIX T'€TEPOTHUECKUX KoMOmHanusax. Hamm uc-
CJICIOBAHMS, HANIPABJICHHBIC HA U3YUYEHHE CBSI3M I'eTepo3nca
C HeaJUIeJIbHBIMU B3aMMOJICHCTBUSMHU I'€HOB, ITO3BOJIMIN
YCTaHOBHTD, YTO XOTSI M CYILECTBYET KOPPEISALHS MEKAY
STUMHU JIBYyMs (D€HOMEHAMH, HO T€TEPO3HC MOXKET OBITh M TIPH
OTCYTCTBUHU HEAJIEIILHOTO B3aUMOJCHCTBU. DTO ybenu-
TEJILHO TTOATBEPKAAIOT PE3y/bTaThl AHAIN30B KOMIIOHEHTOB
TeTepo3Hca 0 Psily KOIMMYECTBEHHBIX ITPU3HAKOB Y THOPHIIOB
kykypy3sl (Khotyleva, Tarutina, 1997). Ycranosieno, 4ro
B T€X CIy4asix, KOIZa MOJI0KHUTEIbHBIN TE€TEPO3UC POSBILSIICS
B IIPUCYTCTBUH HEAJUICIIFHOTO B3aMMO/ICHCTBHS, TO OHO OBLTO
JYTUIMKaTHOTO Tuna. KoMIieMeHTapHbId THIT 3TIHCTa3a He
BCTPEYAJICS] HU Y OZIHOTO 13 IPOaHAIN3UPOBAHHBIX THOPHUIOB.
[TonoOHbBIE 3aKOHOMEPHOCTH BCTPEUAIOTCSI KpaiHE PeJIKo.
Ecnu B nuteparype U oTMedaeTcsi CBSI3b MEXK/Y BBICOKHUM
U TIOJIOXKUTEIBHBIM I'€TEPO3UCOM U HEaIEeIbHBIM B3aUMO-
JIEWCTBHEM, TO, KaK MPaBWIIO, 3TO B3aMMOJACHCTBUE OBIBACT
KOMITJIEMEHTAPHOTO THIIA, YTO U HAIIUIO TOATBEPKICHNE TIPH
U3yHEHMHU JMaJule]bHbIX rHOpuaoB F| Tenmu4yHoro Tomara
u riepria caazkoro (TapytuHa u ap., 1996; Tarutina et al., 1999;
Xotsuesa u ap., 2005). B renetnueckoM KOHTpoJIE PU3HA-
KOB, ONIPEACISIONIMX YpOKai III00B, IPUCYTCTBOBAI AIIU-
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CTa3 KOMIUIEMEHTapHOI'O THIIa, 00yCJIOBJICHHBIH OTHOM HITH
HECKOJIBKMMHU POANUTENHCKUMH (popmamu. OHAKO ypOBEHb
reTepo3nca, HabIIAaeMOT0 Y Pa3HBIX THOPHU/IOB C Y4aCTHEM
3TuX (opM, He BCeraa HaXOMUTCS B MPSIMOW 3aBUCHMOCTH
OT 3MHCTAa3a.

[Nocnennue ncenenoBaHus ¢ HCIOIB30BAHUEM MOJICKYIISIP-
HBIX MapKepOB U COBPEMEHHBIX CTaTUCTUYECKUX ITOJIXO/I0B
YBEIUYIUIN BO3MOXKHOCTH BBISBICHHS JMUCTATUYECKUX
B3auMoJieicTBHA. Jloka3arenbcTBa PO AMMCTasa B (hOpMH-
poBaHMH 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 sanucrarnyeckue B3auMo-
JEWCTBHS AJIs1 HECKOJIBKUX MPU3HAKOB, BKIIIOYAs! YPOXKal, €T0
OCHOBHBIE KOMITOHEHTBI M CPOKH Pa3BUTHS. AHAJIIOTHYHBIE
JTaHHBIC TIOTy4eHbI 1t apadbuoncuca (Kusterer et al., 2007;
Melchinger et al., 2007a) u puca (Li et al., 2001; Hua et al.,
2003). Ha BaxkHyI0 pOJIb HEaJUICIbHBIX B3aUMOACHCTBUI
JUISL OKCIPECCHH KOJIMYECTBEHHBIX MPU3HAKOB YKa3bIBAIOT
A.E. Melchinger n ero xomeru (2007b). Ha ocHoBe ananmza
QTL c BeIpaskeHHBIMH 3 peKkTaMu ObUTH pa3padoTaHbI Teope-
THYECKHE MOJICJIM aHaJIN3a AITUCTAaTUYECKUX B3aUMOIECHCTBUI
(Melchinger et al., 2007b; Reif et al., 2009). ITpn uzyuernn
poJin smKcTa3a B MPOSBICHUU T'eTepo3nca y apabuiorncnca
OBUIN TOJIy4YeHBI Pe3yNIbTaThl, 000CHOBBIBAIOIINE KIIaCCHUYe-
CKYIO T€HETHUECKYIO TEOPHIO, KOTOPAsi OITUCHIBAET FETEPO3HUC
kak cymmy uHauBHAyasnbHBIX QTL addexron. Paspabora-
HBI [TOJIXO/Ibl, O3BOJISIIOIINE OLIGHUBATh SIUCTATHYECKUE
B3auMoercTBus oTaelbHBIX QTL ¢ 1eNbIM FeHETHYCCKUM
¢onom (QTL-by-background interactions). Takum oOpa3zom,
pacimpeHa KOHLEILHS 31UCTa3a OT AUTEHHOTO JI0 CHCTEM-
HOTO YpOBHS B3auMojeiicTBuil. Ecnm paccmarpuBats apadu-
JIOTICHC KaK MOJICJIBHBIN OOBEKT JJIsl aBTOTaMHBIX BHJIOB, TO
pereBaHTHOCTh dnucTaTnueckux B3aumoneiictuii QTL ¢
COOTBETCTBYIOIIUM I'€HETHYECKUM (DOHOM CBHJIETEIBCTBYET
0 TPYAHOCTSAX MapKep-acCOIMMpOBaHHOTO oTOOpa (marker
assisted selection — MAS), Tak kKak reHeTHYECKas [ICHHOCTh
WHTPOTPECCUPOBAHHBIX OOnacTei OymeT 3aBUCETh OT CO-
BOKYNHOCTH (DAKTOPOB I'€HETHUYECKOTo (poHA pennmueHTa.
Jlisl yCTaHOBJIGHHBIX JAUTCHHBIX aIMTHBHO-aJJINTUBHBIX
B3auMojieicTBHi ¢ 3 dexrom, nmpeppimatomum 75 % MAS,
0TOOP MOXKET YCIICIITHO OCYIIECTBISATHCS JIUIIb IIPH YCIOBUH
KOMIUIEMEHTAapHOI'0 MEPEHOCa CErMEHTOB, MPOSIBIISIOIINX
nureHHbIi anmmctas (Reif et al., 2009).

Bce mpoBeneHHbBIE MCCIIEIOBAaHMS 110 BBISICHECHUIO POJIN
9MKCTa3a B JICTEPMUHALUH XO3SUCTBEHHO LIEHHBIX KOJIHYe-
CTBEHHBIX IPU3HAKOB MTOATBEPIKIAIOT MOJIOKEHHS KJIaccuye-
CKOM TE€HETHKH O TOM, YTO OH BBICTYTIA€T OJTHUM U3 (JaKTOPOB,
OIPEEIISIOUINX TeTEePO3UC B HEKOTOPBIX CIEHUPHUECKUX
KOMOMHAIMSIX CKPEIIUBAHUSI, U CBUETEIBCTBYIOT O TOM, YTO
HeaJuleJIbHbIE B3aMMOJICHCTBHUS TCHOB CIY)KaT NCTOYHHKOM
CMELICHUsI YITPOILEHHBIX TEOPETHYECKUX MOJIEIICH.

[pu m3yuennn 3¢dexToB AecTBHA W B3aUMOACHCTBUSA
TEHOB 110 PSAY KOJIMYECTBEHHBIX NMPHU3HAKOB OBUIO TOKa-
3aHO, YTO I'€TePO3UC, KAaK MPABUIIO, HE MPOSIBISIET HPSMOI
3aBUCHMOCTH OT BEJTMUMHBI U XapaKTepa FTeHHOTO JCHCTBHSI.
Hanpumep, Gonee BEICOKHE OLEHKN IOMUHUPOBAHUS, PABHO
KaK 1 IIPUCYTCTBHE HEaJUIebHOTO B3aUMOJICHICTBYSI, HE BCET/Ia
COIPOBOYKAAIOTCA OOJIee BEICOKMM TeTepo3ucoM. BeposiTHo,
BCE TPH THUIA: JTUTUBHOCTH, JOMUHHPOBAHHE, SIHCTA3 —

Current technologies in genetics and breeding

487



TeopeTuyeckme acneKTbl reteposnca

JICUCTBYIOT COBMECTHO IPH (POPMHUPOBAHUH I€TEPOTUUECKOTO
orsera B F,. Takum 00pa3oM, IeTepo3uC HE MOXKET OBITH
0OBSICHEH BIMSIHIEM KaKOH-JIOO OTHON reHeTHIeCKOH MpH-
YHHBI, KaKI/IM-HI/IGO OJHUM THUIIOM B38.HMOZ[CI71CTBI/I5{ T'CHOB.
D10 cymMMapHBIA 3¢ (heKT 4acTo (HEHOTHIMHYECKH CXOITHOTO
JICHCTBUS PA3HOPOIHBIX TEHETHYECKUX IMPOIECCOB, H, IMO-
BUJINMOMY, B OCHOBE pa3HbIX (popM MpOsIBICHHS TeTepo3uca
JekaT pasHble TeHEeTHYECKUe MPUYMHBL. DTy KOHIENIHIO,
OOBSICHSIIOIIYIO BCIO CIOXXHOCTh T'€HETHYECKOH JeTepMu-
HaIUU retepos3uca, Boickazan K. Mather (1955), a 3arem
passmr H.B. Typ6un (1961), ucxons u3 mpenmnonoxeHus
(Mather, 1942, 1943), uto HOpManbHOE pa3BUTHE MpPH-
3HaKa €CTh Pe3yJbTaT ONPENeICHHOTO PABHOBECHUSI MEKIY
HPOTHBOIIOJIOKHO HAIIPABICHHBIMH JEHCTBUSIMU Pa3IHIHBIX
HacJICJICTBEHHBIX ()aKTOPOB HA JAHHBIN NPU3HAK. YIallCHHE,
M3MEHEHHE UM 3aMeHa HEKOTOPBIX M3 HUX HEM30EKHO OyIyT
JTaBaTh MPEUMYIIECTBO (pakTOpaM, 001 JAFOIITIM ITPOTHBOIIO-
JIO)KHBIM JICHCTBHEM, U B HEKOTOPBIX CIIydasX 3TO JIOJDKHO
BE€CTU K M3MCHCHHIO BCJIMYMHBI TE€X WU WHBIX IMPU3HAKOB
y OPraHH3MOB CO «CMEIICHHBIM» TeHETHYECKHM OaaHCcoM.
B nocnennee BpeMst NOSIBUINCH pabOTHI, IIOATBEPIK/AAIOIINE
Ha MOJICKYJSIDHOM YpOBHE COalaHCHPOBAHHOCTH JICHCTBUS
Pa3IMYHBIX TeHETHYECKUX (aKTOPOB IPH (GOPMHPOBAHUH
npeBocxomHoro (enoruna (Birchler, Veitia, 2010; Birchler
etal., 2016).

HekoTopble ¢pnsmnonoro-6moxmmmyeckme

N MoJNieKynApHble aCneKTbl reTepo3nca
HccnenoBanusi, IpOBOJMMBIE B Pa3HbIE TO/IbI, MOATBEPANIIN,
YTO BCE TPH THIIA TEHHOTO JEHCTBUS (aJINTUBHOCTB, JI0-
MUHHPOBAHHUE, 3MHCTA3) COBMECTHO YIPABJISIOT KOHEUHBIM
BBIpaKEHHEM TeTepO3UCHOTO0 3(h(hekTa i reTepo3uc He MOKET
OBITH OOBSCHEH C MO3UIMH KOKOH-ITMOO OTAEIbHON TepeTH-
4yecKoW KoHLenuuu. I'ereposuc cienyer paccMarpuBarb Kak
CyMMapHBIH 3P (PeKT (PEeHOTUITHYECKNA CXOIHOTO JCHCTBUS
Pa3HOPOAHBIX TEHETHUECKHUX MPOILIECCOB, U, II0-BUANMOMY, B
OCHOBE pa3HbIX (POPM IPOSIBIICHUS TETEPO3HCA JISIKAT Pa3HbIE
reaerndeckue npuuuasl (Typoun, 1961; Tapytuna u np.,
1996; Xorburesa u ap., 2005). Bmecte ¢ Tem ero paccMorpe-
HHUE C TOYKH 3PEHHMsI TMIOTE3bl FeHEeTHYeCcKoro OanaHca He
HCKJIIOUaeT BO3MOXKHOCTH N3YUYEHUS POIIH OTJEIBHBIX BU/IOB
B3aUMOJICHCTBHSI HACJICICTBEHHBIX (DAKTOPOB Kak MPUYUHBI
reTepo3nca ¢ MOMOIIBIO YIPOLIEHHBIX TEOPETUUYECKUX MO-
eJen.

[To Mepe u3yueHus sIBICHUS TeTepo3rca HAKAIUTMBAIACH
nH(pOpMaLUsI 0 MEXaHU3MaX €ro HPOSIBICHHS Ha PA3IMYHBIX
YPOBHSIX: MOJEKYJSIPHOM, OMOXUMHYecKoM, (prusnomornye-
CKOM, KJIETOYHOM, opranusMeHHoM. Ha IlepBoil mexnyHa-
poaHo#t KoH(pepeHIH o retepo3ucy B 1952 r. B Mekcuke
A.J. Mangelsdorf (1952) BeiaBuny 1111 00BsICHEHHS (pr3HO-
JIOTHYECKHUX MPUYMH TeTepo3uca KOHIENINIO JTUMHTHDPY-
omux (GpakTopoB, HIM (QU3HOIOTHUECKUX «Yy3KHX MECT»
(Bottleneck — ropasimko OyTeuikn). R.H. Hageman ¢ xoi-
neramu (1967) mpetoKuIN KOHIETIIIAI0 METa00INIEeCKOTO
Oaanca Juist o0bsicHeHus a(dexra rereposuca, KOTopasi O4eHb
6mmska B3msaaM A.J. Mangelsdorf (1952). CormacHo 310
KOHIICTIIINHY, IPU3HAKH PAa3BUBAIOTCS KaK pe3ysbrar OMoXu-
MUYECKUX PEaKLUi, KaK1asi U3 KOTOPBIX YIPaBIISIETCS OHUM
nnu 6ornee criermpuIeckuMu SH3UMaMi. DPPEKT rerepo3nca
MIPOSIBIISICTCST B KOOP/AMHALIMK BCEX PEAKIMH M CHCTEM IS
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a¢dexTuBHOrO pocta B cpene. KoHIenus KoMIieMeHTa-
M1 OMOXMMHYECKHX CUCTEM CBS3bIBAET BOCANHO I'MIIOTE3BI
JOMHUHHUPOBAHUS M CBEPXJIOMHUHUPOBAHHS, TIOCKOJIBKY OHA
OCHOBaHA Ha B3aUMOJEHCTBUM MHOXXECTBEHHBIX allIeiIeH
Y MEKTCHHOI KOMIUIEMEHTALNH, B PE3ylIbTaTe 4ero OHoXu-
MHYECKHUE TIPOLIECCHI YCUITHBAOTCSL.

Benopycckumu renetrkamu (XoTsiesa u ap., 1991) npen-
JIO’KeH OMOIHEPreTHYEeCKUH MMOAXO0N K aHaIN3y reTeposuca.
B.B. Turok (2002) chopmyanpoBai OCHOBHBIEC MOJOXKCHUS
OHMO3HEPTeTUYUCCKOM KOHIICIIIIUH, COTYIACHO KOTOPO I'eTepO3HC
00ycCITOBIIEH OMOPHEPTETHYECKUM OaTaHCOM, BOSHHUKAIOIINM
B T€TEPO3UTOTHOM COCTOSHHM IIPU CHSTHU T€HETHYECKOTO
OJIOKMpPOBaHMS 33 CUET KOMIICHCATOPHOTO ICHCTBUS TCHOMOB
POIUTENBCKUX (HOPM, HECYIIUX CEerperHpOBaHHbIC JOKYCHI
«y3KHX MECT» 3HepreTudeckoro Mmerabonmsma. [Tokazano, 4to
npeuMyiecTBo rudpuoB F1 00yciioBieHo BbICOKO# cOataH-
CHPOBAaHHOCTBIO aKTHBHOCTH (DYHKIIMOHUPOBAHHUS OCHOBHBIX
sHeproodpasyomux cuctem: GporodochopuanpoBaHus,
OKHCIIUTEIBHOTO (POCHOPUINPOBAHUS, TIIUKOJIH3a, [IEHTO30-
(hocdarHoro My TH, UKIIA TPHKAPOOHOBBIX KUCIIOT — U POCTO-
BBIX IIPOIIECCOB B XOZI€ OHTOTeHe3a. Psiiom aBTOpoB oT™Meve-
HO, YTO I'C€TCPO3HUCHBIC FI/l6pl/II[I)I OTJIIMYAKTCsA OT UCXOJHBIX
(hopm muToTHYECKOI akTHBHOCTHIO (Essad, Maunory, 1979),
akTUBHOCTBIO (hotocuHTe3a (Loomis et al., 1971), aktuBHO-
CThIO MUTOXOHAPHUH U tuiacTun (Srivastava, 1974), comep-
YKaHWEeM SHIOTEHHBIX perynaropos pocta (Ilamkaps, 1974).

HoBple mepcrieKTuBBI B UCCIEA0BaHUH d(pdeKkTa rerepo-
31Ca PacKpPbIBAIOT COBPEMEHHBIE METO/bl MOJICKYJSPHOMN
TeHETHKH, KOTOpPbIe MO3BOJISIOT M3ydyaTh BapHaOeIbHOCTD
otaenbHbIX yuactkoB JJHK 1 nccnenoBarb CTpyKTypHYIO U He-
CTPYKTYPHYIO 30HbI TeHOMA. JI3MEHUYMBOCTB HAa 3TOM YPOBHE
BO MHOTO pa3 BBIIIE, YeM ¢ ()CHOTHIHIECKOE MTPOSBICHHUE.
B nocnenHue rofpl MpoBeACHBI OOMHMPHBIC UCCICIOBAHMS,
HarpaBJIeHHbIC HA TIOUCK MapKepOB, CUEIJICHHBIX C TeTepo-
3ucom (Wang et al., 2014; Feng et al., 2015). Ha pa3nuansix
KyJIBTYpax ¢ UCIIOIb30BaHUeM pa3HbIx Tunos JJHK-mapkepos
MOJIyYeHBI MHOTOOOCIIIAOIIHE Pe3yibTaThl (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 pa3Ho cTe-
MIEHBIO TeTePO3UTroTHOCTH. [1pH OaronpusTHOM COYETaHUH
KOMIIOHEHTOB CKPEIINBAaHMs HAOIIOJaeTCsd MaKCHMaIbHOE
npupanieHe rnokasareyieil npusHakos B F, mo cpaBHeHHIO
¢ poauTenbckuMHu GopMamu. B HacTosiiee Bpems oLieHKa
KOMOWHAIIMOHHON CITOCOOHOCTH CTala HEOOXOANMBIM DJIe-
MEHTOM CEJIEKIIMH Ha TeTePO3UC, OCOOCHHO HA HAYaIbHOM
JTare, Korja 4Ype3BbluaiiHO BayKeH 0TOOP UCXOHOTO MarepHa-
J1a HE TOJIBKO 110 3HAYEHHUIO XO3sIHCTBEHHO LICHHBIX IPU3HAKOB
CaMMX JIMHUH, HO U 110 X KOMOMHAIIMOHHON IIEHHOCTH.
G.F. Sprague u L.A. Tatum (1942) BbLaenuian NOHATHA
obmeit (OKC) n cnennguaeckoit (CKC) koMOMHAITMOHHOH
criocobroctH, onpexenuB OKC kak cCpenHIOI0 IEHHOCTH
ponuTeIbCKoM (hOPMBI B THOPHTHBIX KOMOMHALIUSIX C ee y4a-
ctueM, a CKC kak xapaKTepHUCTHUKY OTIENBbHBIX THOPHIHBIX
KOMOMHAIMH, KOT/]a OHW OKa3bIBAIOTCS XYIKE HITH JIyIIle, 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 HCCIIE0BAHUN BBIBEJIM COOTHOLICHUE MEXKIY
o0mieit u crienupuIeckoil KOMOMHAIIMOHHOM CIIOCOOHOCTHIO
W aJINTUBHBIMH, JTOMUHAHTHBIMH U 3MUCTATHYECKUMU d(-
(hekTamMm TEHOB, OomMHCcaB ero Maremarndecku. Crexys ux
pacueram, MOXKHO czienars 3akouenue, uro OKC 3aBucur ot
aJIUTUBHOTO 3 (eKTa TCHOB B TOM YaCTH SMUCTATUICCKOTO
a(hdexra, KOTOPHI 0OYCIOBIECH B3aMMOICHCTBHEM T€HOB
¢ ajyuTUBHBIM 3¢ pexrom, a CKC 3aBUCHT OT IOMHHAHTHOTO
1 AMHUCTAaTUYECKOTo eiicTBUA reHoB. CTaTHCTHYECKH anma-
part s onieHkH Y dextoB u Bapuanc OKC u CKC pazpaboran
W ICTAJILHO U3JI0XKEH aBCTPAIMHCKUM reHeTrkoM B. Griffing
(Griffing, 1956; Griffing, Langridge, 1963).

Jst mosryueHnst HeOOXOMMBIX JAaHHBIX O KOMOMHAIMOH-
HOH CITOCOOHOCTH NPOBOJIST CKPELMBAHMS C ITOCIICIYOIINUM
ucnplTaHueM rudpuHoro noromcrea. Oomyo KC MoxHO
OLICHUTB IPH PA3ITUIHBIX CHCTEMAX CKPEIBaHus (CBOOOTHOE
OTIBIJICHUE, TIOJIU- U TONIKPOCC, THAJUICIIbHBIC CKPEIIIMBAHMS).
Creuunguyeckyro KC OlEeHHBAIOT TOJBKO B JUAIICIBHBIX
CKPEIIMBAaHNUAX M TOIKPOCCAaX, IPUUEM B TTOCIEAHEM CIy-
yae CyNIeCTBYIOT OTPaHMUYCHUs, HajJaracMble HA TECTEpPHI:
9TO JIOJDKHBI OBITH MO0 MHOpPEIHbIE JINHUH, JINOO TPOCTHIE
THOPHIIBI ¢ TOYHO U3BECTHON TeHETHYECKON KOHCTHTYIIHEH.
Ot nozxoza K BEIOOPY TecTepa B 3HAUUTEIBHON CTETICHH 3a-
BUCHUT TOYHOCTh OLICHKHU KaK OOIICH, TaK U crienupuIecKon
KOMOHMHAIIMOHHOH criocodHocTH. OHaK0 HanboIee MoIHyI0
nadopmarro o KC MOXKHO ITOMy9IHTS JIMIIL B CHCTEME JTHal-
nenbHbIX ckperuBanui (Griffing, 1956; TypOusn u ip., 1966).
B sTOM cirydae mpenocTaBisieTcss BO3MOXKHOCTD ONPEETHTh
OTHOCHTENBHYIO IEHHOCTh aHAJM3UPYEMBIX ()OPM 1 yKa3aTh
MYTH MCIIOJIb30BAHUS TOM WM UHOM (OPMBI B KOHKPETHBIX
KOMOMHANIUAX CKpeuiuBaHus. Pa3muuHble MOJENu, MpuMe-
HSIEMbIC TPU JTHAJUIEILHOM aHalU3e, MOAPOOHO OMHMCAHBI
H.B. TypOunbim ¢ corpynnukamu (1974), JI.B. XoTbuieBoii
u JLLA. Tapytunoii (2008).

Jis MakcuManbHOTO HMcrosib3oBanus 3ddexra cBepx-
JIOMUHUPOBAHHsSI B CEJICKIMH Ha IeTepO3UC YJAO0OHO MpH-
MEHSTH METOJ OLIEHKH KOMOMHAIIMOHHOM CITOCOOHOCTH IO
A.B. Kunsaesckomy (1982), KoTopblit OCHOBaH Ha IPUHIIHIIC
PELUIIPOKHOCTH 1 00ecreunBaeT 0TOOp CBEPXIOMUHAHTHBIX
nokycoB. [IpeanoxxeHnas cxema JUIs CEJIEKIH Ha TETEPO3HC
MPEBOCXO/IUT KJIACCHUYECKYIO CXEMY TOIIKPOCCOB C MOCIIETYIO-
HIMMH M aJIJIebHBIMU CKPEIMBAHUSIMU [IPU 0TOOPE 110 FeHaMm,
MPOSIBISTFOLINM 3 (PEKT CBEPXTOMUHUPOBAHUS, U HE YCTYIIAeT
el mpu oTOOpE MO AIUTHBHBIM 1 JIOMUHAHTHBIM TCHAM.

[Ipsimoe ucnoib30BaHNE JAHHBIX O KOMOWHAIMOHHOMN
CIOCOOHOCTH JAEMOHCTPHUPYET KOHIICIIHUS TeTePOTHYECKUX
rpymn (Melchinger, Gumber, 1998; Akinwale et al., 2014).
Kaxnas u3 HUX (QUKCUPYET pa3iIMuHbIC ajlIesid, KOTOpPbIe
U KOMOMHUPOBAHHUH C AJUICIAMH JIPYTOil TeTepPOTHYECKOM
TPYIIIBI TO3BOJISIIOT MOIYYUTh IMOTCHIHAIBHO BBICOKUH (-
¢exr rereposuca B I, 3a cueT 103UTHBHON KOMIIZIEMEHTALUN
anenei, 00yCIIOBIMBArOIIEH BRICOKOE BEIpakeHHE MTPU3HAKA
y rubpuza (Schon et al., 2010). [IpoBenenne pennnpoKHBIX
CKpEILMBAHUI MKy STUMH IPYIIIAMH IIO3BOJIUT YCTAaHOBHUTb
ONTUMANIFHOE codeTaHue poauTenbekux Gopm (Melchinger,
Gumber, 1998).
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HOﬂy‘leHI/Ie 1 IOAACPIKAHUC PA3JIMYHBIX T€TCPOTHICCKUX
MyJI0B BeleT K AudpdepeHnannu NCX0JHOTO MaTeprana
(TuHUIT), He CBSI3aHHOTO I10 MTPOUCXMKACHHIO; K YBETHICHHUIO
aJJIENILHOTO Pa3HO00pa3us Cpely reTepoTHYECKHUX ITYJIOB;
K TIOBBINICHNIO CTETIEHH I'€TepO3UroTHocTH B F, n moren-
[[UAJIbHOTO YPOBHS T€TEPO3UCA; K CHUKEHUIO crieruduye-
CKOM KOMOWMHAIIMOHHO#M CIOCOOHOCTH M, COOTBETCTBEHHO,
cootHomeHust CKC x Bapmance OKC u B KOHEYHOM HTOTE
K CTa0UJIBHOMW U Pe3yNbTaTHBHOMN CENCKIIMOHHOMN padoTe, Ha-
LIeJICHHOH Ha ncnonb3oBanue rereposuca (Melchinger, 1987;
Melchinger, Gumber, 1998; Reif et al., 2005).

B3aumopgencTBua «<reHOTUN - cpepa»
ITockonbKy reTepo3uc MposBISAETCS B KOHKPETHBIX YCIOBHUSIX
Cpenbl, BAXKHO yYHUTHIBATh B3aWMOJCHCTBUS «TCHOTHUII—
cpenay. B paziauyHbIX yCIOBUSX CPEIbl THII HACIIEI0BAHUS
B KOHKPETHON THOPUAHON KOMOWHALIUM MOKET U3MEHSThCS
B LIMPOKHX Ipeaenax. Pa3paboTaHsl MoaXoapl TeHeTHYe-
CKOT'O aHaJln3a, KOTopble 0a3MpyIOTCs Ha MCHBITAHUHM T'€HO-
THUIIOB B PA3INYHBIX CPEax M MO3BOJIIOT BBIBUTH OOIIYIO
U crenu(uIecKyo aJanTHBHYIO CIOCOOHOCTh TeHOTHITOB, HX
CTaOMIILHOCTD, CEJICKIIMOHHYIO IIEHHOCTh U BECTH OTOOP 110
a/IalITUBHO CIIOCOOHOCTH B 3aBUCHMOCTH OT TIOCTABIEHHOH
CCJICKIIMOHHOM 3amauu. Hapsimy ¢ omeHKoi oOIIei U CIieIu-
(hmueckoil aranTUBHOI CIIOCOOHOCTH, TaKUe MOAXOJbI TO-
3BOJISTIOT TTOJTYYUTHh WHPOPMAITHIO O cpefax Kak (GoHax uis
oroopa (XKyuenko, 1980; KwipueBckuii, Xotsiiesa, 1985;
Kunpuesckuit, 1986). [Tpu aTom o01ias 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 JIMHEHHOM
Y HEJIMHEHHOM YacTH peakIy TeHOTHIIA HA CPEJTY ¥ STHM OT-
myaercst ot Metoza K.W. Finlay u G.N. Wilkinson (1963), rie
Mepoi CTaOMIBHOCTH SIBIISIETCS JIMHEHHAS PEaKIUsl; MEeToa
G. Wricke (1962), rae cTaOMIBHOCT OIICHUBAIOT 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 peakluy TeHOTHIIA.
Hapsiy ¢ ynoMsiHyThIMH BbILLIe paboTaMu, OOJIBIION BKIIA]
B PAa3BUTHE UCCIIEAOBAHUM 110 FETEPO3UCY, HUHUIIMUPOBAHHBIX
H.B. TypOunbIM, BHECITH YaeHBIC ITHCTUTYTa TCHETHKY U ITH-
tonorun HAH benapycu, KoTopbIM IpuHaIekatr He TOJIBKO
pa3paboTKN TeHETHUKH CBOMCTBAa KOMOMHAITMOHHOH CITOCO0-
HoctH (Typ6un u 1p., 1974; I'enetnueckne 0CHOBHI. ..., 2008),
METOIMYECKHUX MPOOIeM CelIeKIUU Ha TeTepO3UC U B3aUMO-
JericTBHs «reHoTHIT—cpena» (KunsueBckuil, XoTsutesa, 1985;
Tapyrtuna, Xotsiiesa, 1990), HO ¥ TOAXOABI K UCTIOIB30BAHHUIO
nepuoanueckoro orbopa (Kamunckas, 1985), usydenue re-
HETUKH IIUTOIUIA3MAaTHYECKONH MYXKCKOIl CTEpHIIBHOCTH U €€
WCTIOIB30BAHMS TP MOTy4eHIH THOpuIHbIX ceMstH (Typoum,
[Tanunosa, 1975), u3ydeHne reHeTUKH MOTUIIOUTHBIX pac-
TEHUI B CBSI3M C UCIIOIb30BAHIEM TETEPO3HCa Ha YPOBHE TPH-
1 TETPAIUIONAHBIX THOPUIOB y caxapHOi cBekibl (bopMoToB,
TypOun, 1971; I'eneTnueckue OCHOBHI. .., 2008, 2014).
JlaHHBIE MHOTOYNCIIEHHBIX HCCIIEIOBAaHNH, OCYIIECTBICH-
HBIX 00JIee YeM 3a BEKOBYIO HCTOPHUIO U3yUCHNUS TeTEPO3HCa,
CBUICTENBCTBYIOT, UTO 3TO CIOKHOE U UHTPUTYIOIIEE SBIIe-
HHUE — pe3ynbTaT paboTHl BCE COBOKYITHOCTH Pa3HOOOpasus
TCHOB, ITyTell B3aNMOJICHCTBHS U ITPOLIECCOB, JEHCTBYIOIINX
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Ha Pa3HBIX CUCTCMHBIX YPOBHSIX W CTaJUAX PA3BUTHUS KH-
Boro opranusma. OT/eNbHbIe UCCIIES0BAHNUS, KaK MPABHIIO,
KOHIICHTPUPYIOTCS Ha KOHKPETHBIX MEXaHU3MaX B KOHTCKCTE
crenuGUISCKUX MPU3HAKOB U ONIEPUPYIOT B Ipejiesiax orpa-
HUYCHHOHN BapHalllii COOBITHIA U IIO3TOMY HEIOCTATOUHBI IS
CHUCTEMHOH WHTEPIIPETAUH MEXaHU3MOB ITOTO CIIOKHOTO
1 YHUKAJIBHOTO (peHoMeHa. CylIeCTBYIONUE KOHIICTITYab-
HbIe TIOAXOJbl OMOJIOTHN: TEHOMHKA, TPAHCKPHUIITOMHKA,
METa0O0JIOMHUKA U JIp. — CIIOCOOHBI OOJCTYNTh BBISBICHUC
KJIFOYEBBIX MEXaHU3MOB U SJIEMEHTOB PETYJISILIUKI FeTepo3nca u
MPOSICHUTD MEPCIIEKTHBbI KX HAIPABICHHOTO UCTIOIb30BAHUSI
B CCIIbCKOXO3SIIICTBEHHOH IPaKTHKE.
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