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HoBble reHeTHUYECKIEe pecypcChl B CeIeKIIMN ITHIeHUIIbI
Ha YBeJnueHNe cofep>XaHus 0e/lKa B 3epHe

O.IT. Mutpodanosa @, A.I. Xakumosa

DepepanbHoe rocyaapcTBeHHOe OlogKeTHOe HayuHoe yupexaeHue «DefjepasbHblii NCCIEA0BATENbCKUI LLeHTP BCcepocCUncKMin MHCTATYT reHeTUYeCcKnX

pecypcoB pacTeHuii um. H.W. Basunosa», CaHKT-TeTepbypr, Poccua

B 0630pe npuBedeHbl CBEAEHNA O FeHETUYECKMX NCCefoBaHUAX
coflepaHna 6eka B 3epHe y pa3Hbix BuaoB Triticum L. v Aegilops L.
PaccmoTpeHbl 3aKOHOMEePHOCTU reorpaduyeckont U3MEHUYMBOCTA
3TOro BaXHOro CeneKLNOHHOMO NPuU3HaKka 1 pe3ynbTaTbl MHOTONeTHeN
OLleHKM Mo Hemy 06pa3uoB Konnekuun BUP. Ha ocHoBe 3Tux oueHoK
chopMmpoBaHa CTeP>KHEeBasA KOJIEKLMA BbICOKOOETKOBbIX reHeTuYe-
CKMX MCTOYHUKOB. B Hee BKloUeHbl AnionaHble BUAbI SrUIoncC —
[OHOpPbI reHOMOB B, G 1 D annononvnnovaHbIX NeHuL 1 06pasLbl
Ou-, TeTpa- 1 rekcannonaHbiX BUAOB niueHuubl. B 1970-1980-e rr.
MCMoNb30BaHMe BbICOKOOENTKOBbIX MCTOYHUKOB B cenekuyun CLLIA

1 KaHagbl NprBEno K yBennyeHuio cogepaHna 6enka B 3epHe MArkomn
nweHnubl Ha 0,5-3,0 %, ogHaKo fanbHenLwWwero LeneHanpaBieHHOro
€ro NoBbILWEHNA C MOMOLLbIO TPAAULNOHHbIX METOA0B CeNneKkLmnn
[OCTNYb He yaanoch. MpopbiB B yBeNMYeHNN COAepKaHnA CyMmap-
Horo 6enka B 3epHe HaMeTUCA C Pa3BUTMEM METOAOB MOJIEKYAP-
HOW reHeTUKIN 1 pa3paboTKy MONeKYNAPHbIX MapKepoB. Bnepsble

y T. dicoccoides 6bin ngeHTMPrLMPOBaH GYHKLNOHANbHbIN NIOKYC,

unu reH Gpc-B1 (xpomocoma 6BS), BnuALWMIA Ha HakonneHne 6enka,
LIMHKa 1 Xene3a B 3epHe, KOTOPbIV KNOHNPOBaH U AeTanbHO U3YyYeH.
C ncnonb3oBaHVeM MOJIEKYAPHbIX MapKePOB aKTUBHbIN ansienb
3TOro reHa 6bi 0O6HapyKeH Y HEKOTOPbIX MECTHbIX U CTapbIX Cenek-
UMoHHbIX copToB T. dicoccum, T. durum, T. spelta v T. aestivum. bonee
TOro, Y MATKOW MLIeHnLbl 6blnn BbiABAEHbI reHbl Gpc-Al, Gpc-D1

n Gpc-2 Ha xpomocomax 6A, 6D 1 BTopor romeonornyHom rpynmbl
COOTBETCTBEHHO. Bce 3TU reHbl 6biiv naeHTUOULMPOBaHbI Kak
NAC-daKkTopbl TPaHCKPUMNLMK, UTPatoLLe Ba>KHYIO POJib B YCKOPEH-
HOM CTapeHUW PacTEHNI 1 PpeMobUIM3aLMmn NUTATENbHbIX BELLECTB
13 NINCTbEB B 3epHo. eHbl, poactBeHHble Gpc-B1 T. dicoccoides, obHa-
py»keHbl B G reHome T. timopheevii n B B (=S) reHOMe y pa3nnyHbix
BupaoB Aegilops sect. sitopsis. DyHKUMOHanbHble annenun Gpc-B1 BBee-
Hbl B KOMMepUecKmne copTta TeTpa- 1 rekCcanionaHom NieHnLbl, N Kak
pe3ynbTaT, B pa3HbIX CTPaHax Mypa Co3AaHbl HOBble BbICOKOOENKoBble
1 BbICOKOYpO»aliHble copTa 1 Cepuy MOYTU U30TeHHbIX INHUIA, Nepc-
NeKTUBHbIE AS1A HaYYHbIX NCCE[OBAHUN U CENEKLUN NWEHNLbI.
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New genetic resources in wheat
breeding for an increased grain
protein content

O.P. Mitrofanova®, A.G. Khakimova

N.I. Vavilov Institute of Plant Genetic Resources, St. Petersburg,
Russia

The present review offers an overview of genetic
research on grain protein content (GPC) in various
Triticum L. and Aegilops L. species. Regularities in geo-
graphic variability of GPC and the results of a long-
term screening of accessions from the VIR collection
for this trait are considered. On the basis of these
assessments, a core-collection of genetic sources with
high GPC has been formed. It includes the diploid
Aegilops species as donors of B, G and D genomes

for allopolyploid wheats, as well as accessions of di-,
tetra- and hexaploid wheat species. The use of high-
protein sources in wheat breeding in the United
States and Canada in the 1970's-1980's resulted in

the bread wheat GPC increase by 0.5-3.0 %; however,
further purposeful attempts at increasing GPC by
traditional breeding methods failed. A breakthrough
in increasing the total GPC has been achieved as

a result of molecular genetics methods and molecular
markers development. For the first time, a functional
locus, or the Gpc-BT gene (chromosome 6BS) affecting
the accumulation of protein, Zn and Fe in grain, was
identified in T. dicoccoides, cloned and studied in detail.
The application of molecular markers has revealed the
active allele of this gene in some landraces and old cul-
tivars of T. dicoccum, T. durum, T. spelta and T. aestivum.
Moreover, Gpc-A1, Gpc-D1, and Gpc-2 wheat genes
have been found in chromosomes 6A, 6D and home-
ologous group 2, respectively. All these genes have
been identified as NAC transcription factors, which
play an important role in the accelerated senescence
of plants and remobilization of nutrients from leaves to
grain. The genes related to Gpc-B1 from T. dicoccoides
were found in the G genome of T. timopheevii and

B (=S) genome of different species of Aegilops sect.
sitopsis. Functional Gpc-B1 alleles have been intro-
duced into commercial tetra- and hexaploid wheat
cultivars, and it resulted in the creation of new high-
protein and high-yield cultivars and series of nearly
isogenic lines in different countries. They are promising
sources for research and wheat breeding purposes.

Key words: genetic resources; Triticum; Aegilops;

grain protein content; GPC-genes; NAC transcription
factor; senescence; remobilization; molecular markers;
breeding.



ojiepkanue cymmapHoro 6enka (Grain protein content,

GPC) u cocraB WHANBHUIYATbHBIX OCITKOB — Ba)KHBIC

COCTABJIAIONINE KadecTBa 3epHA MIICHUIBL. OT HUX
3aBHCAT MUILEBasi IEHHOCTh M TEXHOJOTHYECKHE JTOCTOUH-
CTBa 3€pHA, a TaKXKe KadyeCTBO BHIPAOATHIBAEMBIX M3 HETO
KpyI ¥ MykH. J{Jist Xi1e0oIeueHsl, M3TOTOBICHHST MaKapoH,
JIAMIIN, KOHIUTEPCKUX HU3JeNUl WIN A7 KOPMOIPOU3BOA-
cTBa TpeOyeTcst 3epPHO C PA3IUIHBIMH TEXHOJIOTHYECKUMU
U TOBapHBIMH XapaKTEPUCTUKAMH, B TOM YHCIIC C Pa3HBIM
YPOBHEM coJiepKaHus Oenka.

B 6p1Brrem CCCP 65utH TOCTUTHYTHI BEIJAIOIHECS YCIEXH
[0 CO3/IaHHUI0 BBICOKOYPOXKAMHBIX COPTOB CHJIBHOM U LEH-
HOM MSATKOW mumeHuusl Iriticum aestivum L. 1 ylnydIlIeHUIO
KadecTBa 3epHa TBepaon mmeHuns! 7. durum Desf. Oqun u3
(hakTOpOB, CITOCOOCTBYIOMIMX ITHM YCIIEXaM, — BOBJICUCHHE
B CEJIEKLIUIO 0XapaKTEePU30BAHHOTO M0 PA3JIUYHBIM NPU3HA-
KaM MHPOBOTO Pa3HOOOpa3us IMIISHHUI] COPTa U3 KOJUICKIINH
Bcecoroznoro nneruryra pacrenneBonctsa (Here ®IBHY
«DenepalibHbIN HCCIEeI0BaTENbCKUM IEHTp Beepoccuiickuit
MHCTUTYT FEHETUUECKUX pecypcoB pacTenuii umenn H.M. Ba-
BuitoBay, BIP). Co3nanne BRICOKOYpOXKaHHBIX M BEICOKOKA-
YECTBEHHBIX COPTOB OCTAETCs IPUOPUTETHOM 3aa4eil U U1
COBPEMEHHOM CENEKIINH MIICHUIIBL.

OcHOBHas 1eib JaHHOTO 0030pa — PaCCMOTPETh B MCTO-
pHYECKOM acriekTe (hOpMUPOBAHUE FEHETHYECKUX PECYPCOB
TMIIICHUIIB! TSI NCTIOIB30BAHMS B CEJICKIIMU Ha YBEIHMUCHHE
coJiep KaHUsl CyYMMapHOTO OeJIKa B 3epHE; 0XapaKTEePH30BaTh
HEJIaBHO BBISBIICHHBIE GpC-T€HBI, KOTOPbIE OTKPBIBAIOT HOBBIE
BO3MOYKHOCTH JUTS pabOTHI C 3TUM IPU3HAKOM, H TTOKA3aTh JI0-
CTHTHYTBIC YCIIEXH 110 BBEJICHUIO (DYHKITMOHAIBHBIX aJUTeIIeH
Gpc-B1 B pa3nuyHbie copTa.

OopmupoBaHue B coctaBe Konnekuuu BUP

FeHOd)OHﬂa BbICOKOGE/TIKOBbIX NICTOYHNKOB

B paznuuHbIX cTpaHax Mupa K Hayaimy XX B. MHOTOYHUCIIEH-
HBIMH UCCIICIOBAHNSIMHU OBLJT OTIPEIEIIEH KOMITJIEKC OCHOBHBIX
BHEIIHHUX ¥ BHYTPEHHUX (PAKTOPOB, BIUSIONIMX HA HAKOILIE-
Hue Oernka B 3epHe (VBaroB, 1928-1929, 1947). Cpenn BHemI-
HUX (haKTOPOB Ha3BaHBI KIMMAT (TeMIeEparypa, KOJINIeCTBO
0CaJIKOB) M IJIOAOPOANE MOYBHI (COAEpIKaHUE AOCTYIHOTO
a30Ta Ui pacTeHUs ), IIPU 3TOM POJIb KIMMaTa MpU3HaHA
3HAYUTEJIFHOM, HO HE PEIIAIOIIEH, TOCKOJIBbKY YITyUJIICHHEM
TUIOZIOPO/IHS TTOYBBI MOXKHO OBLIO CYIIECTBEHHO HUBEIHPO-
BaTh BIMSTHUE €CTECTBEHHBIX PA3IHYUN MO KIMMATHIECKUM
ycnoBusiM. Cpean BHYTpEeHHUX (DaKTOPOB MPUOPHUTET OT/AAH
TeHOTHUITYy COpTa, KOTOPBIH KOHTPOJIUPYET MPOLECCHl pocTa
W pa3BUTHUS PACTCHU IIIEHUIIBI, TOTIOMIEHNS ¥ YCBOCHUS
13 OKPY’Karollel cpesbl XUMHYECKHUX deMeHToB. OnHy 13
JTUAUPYIOUIUX MO3UIUN B 3THX HCCIEJOBAaHUAX 3aHUMAJ
BUP. UccrnenoBanus OBLIM TECHO CBSA3aHBI C TPOBEICHUEM
reorpau4ecKux MOCEBOB W OPTaHM30BaHHON B 1924 r.
H.M. BaBunossiM ceTbio ['0Cy1apCTBEHHOIO UCIBITAHUS
HOBBIX ¥ MHTPOJIYLHPOBAHHBIX COPTOB MATKOM M TBEPAOH
rreHuns! (MBaros, 1928—-1929; Usano, Kasruanyes, 1936;
Kusrunnues, 1951). Ha ocHOBe MHOroJIeTHEro M3ydeHus
COPTOB B PA3JIMYHBIX MOYBEHHO-KIMMAaTHUECKUX YCIOBHAX
OB COCTaBIICHBl OPUEHTHPOBOYHBIE TeorpapuiecKue
KapThl CPEIIHEro coyepaHus Oefika B 3epHE Ul KaXIO0ro
perroHa Bo3aenbsiBaHus. Hanbosee mpUrogHsIMy IS TIOITY-
yeHHs BeICOKOOekoBoro (17—19 % u Ooiee) 3epHa MATKOM
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1 TBEPIOH MILEHULbl 0KA3aJIUCh IOr0-BOCTOK €BPOIIEHCKON
gactu PCOCP, crens Cpennert u Hwxueit Bonru, Ilpen-
KaBKa3be, CTENb M I0XKHas Jecocrenb 3ananHoid Cudupw,
crenHas 9acTh YkpanHckoil CCP, ceBepHast 1 10)Has 4aCTH
Kazaxckoit CCP (I1BanoB, 1947). BiepBrie ObITO yCTaHOB-
JICHO, YTO TIPH NPOABHKEHHUH TIICHUIIBI C CEBEpO-3aIiaia Ha
I0T0-BOCTOK YBEJIMYHMBAECTCS COJEpIKaHHe Oeska, 4To, BO3-
MOKHO, CBA3aHO C yBEIMUYCHUEM Ae(UINTA OCAIKOB U JOIU
M0YB, OOTaTHIX a30TOM.

O0o001IeHe ¥ CPaBHUTENIBHBIN aHalN3 JUTEepPaTypHBIX
CBEJICHUII O CPETHEM COZIEPKAHUM OEJIKa B 3€pPHE MIICHUIIBI
OTJENbHBIX CTpaH Mupa 3a nepuon ¢ 1920 mo 1930 r. nanu
ocnopanue K. A. ®msxcoeprepy (1932) no6aButh k nepedmc-
JeHHBIM BhIIe pernoHaMm ObiBiero CCCP cremnbie u eco-
cTenHble paiioHbl CeBepHON AMEPHUKH, TIE TAKKE Y MIIEHULIBI
dhopMupyeTcst BeicokoOekoBoe 3epHO. Hanbonee Hu3Kkuit
MIPOIICHT OeJKa B 3epHE OBLI OTIpe/IeNieH A1 COPTOB U3 CTPaH
¢ opomraeMbIM 3emitezienuem (Basuios, 1935).

Crnenyronuii MUK akKTUBHOCTH HCCIIEJIOBAaHUN KayecTBa
3epHa mpumencs Ha nepuon ¢ 1960 mo 1980 rr. OcHoBHOI
AKIEHT OBLI CJieNlaH Ha TIOMCK B KOJUICKIMHU TieHuipsr BIP
HCTOYHHUKOB BBICOKOI'O COJICpKaHuUs Oelika ¢ Hanbosee cOa-
JIAHCHUPOBAHHBIM COCTABOM IO HE3aMEHHMBIM aMUHOKHUCIIO-
Tam, npex;e Beero au3uny u tpunrodany (Konapes, 1975;
1980; Konapes, Umenesa, 1977). Bmecre ¢ MsTKOI 1 TBepAOi
MUIEHULIEH OLIEHUBAIU Apyrue Buabl Iriticum L. n pa3znuu-
Hble BUbI Aegilops L. BBIsSBIIEHO JOBOJIBHO OOJIBIIOE YHCIIO
TCHCTUYCCKNX HCTOYHHUKOB, CT8.6I/I.]'I])H0 BOCITPOU3BOAMBIINX
CBOM XapaKTEePHCTHKHU MPH BBIPAIIMBAHUU B PA3IHUHBIX
MOYBEHHO-KIMMaTnyeckux ycioBusax (ITokposckas, 1967;
Sxyouunep, [Tokposckas, 1969; 1971a, 6; [Tokposckas, Xo-
peBa, 1971; Trorepes u np., 1973; Konapes u ap., 1979). Ilo
Mepe BBISBICHHS BCE 9TH MCTOUYHHKH YCIOBHO OOBEANHSITN
B OT/IEJIbHBII TeHO(OH/I, CTEPIKHEBYIO KOJUIEKI[HIO, BBICOKO-
OenKOBBIX MIICHWI. B Hell mpencTaBieHbl IUKHE, clabo-
OKYJIBTYPEHHBIC M BO3/IEIIBIBAEMbIC BU/IBI ITIICHUIIBI M IUKNE
BUABI OTUJIONC, IIPEATIoIaracMbi€ JOHOPBI TCHOMOB B, GubD
AJTIOTIOJINTION/IHBIX TIIEHUII. [lepedeHb BHIOB, HMEIOLINX
00pas31pl ¢ Oosree BHICOKMM COZIEpKaHUEM Oellka B 3epHE, 4eM
y MSTKOH 1 TBEpAOH MIIICHUIIBI, TPUBE/IEH B TabIHIle, B KOTO-
Ppoif Taxoke MoKa3aHbI ITPEIeIbl BAPbUPOBAHMS IPU3HAKA 1 €TO
cpenHsis BennmuuHA. [laciopTHEIE TaHHBIE BHICOKOOGIKOBBIX
00pa3I0B-UCTOYHUKOB MOXKHO HaWTH B MyONIMKaLUAX U Ka-
tajorax BUP. O6mmpnas napopmanus o MATKOH MIIEHUIIE
C BBICOKHM COJiepKaHueM Oellka B 3epHE TaK)Ke TPUBOIAUTCS
B ctatbe V.A. Johnson (1976).

B 1970-1980-x rr. B pasnu4HBIX CTpaHaxX MHUpa ObUIH
pa3paboTaHbl CEICKIIMOHHBIC MPOTPaMMBbl 110 CO3aHUI0
BblCOKO6eJ'IKOBOI71 MIIEHUIbI U IPOBEACHBI CCJICKIIMOHHO-T'C-
HETHUYECKUE HCCIIEA0BAHNS BHY TPUBHIOBBIX THOPUIOB, TIOITY-
YEHHBIX C yYacTHEM BBICOKOOEITKOBBIX MCTOYHHKOB MSTKOH
u TBeleOfl TIICHUIIBI. HaI/IGOJ'Iee HWHTCHCUBHOC Pa3BUTUC OTU
uccnenoanus noryunan B CIIA u Kanane, roe konmmaecTso
0eJKa B 3epHE COPTOB MATKOH MIIEHUIIBI OBIJIO yBEINYEHO Ha
0,5-3,0 %. (Shewry, 2007). Bbuto 1oka3aHo, 4TO MPHU3HAK
«coJiepikaHne CYMMAapHOTO Oellka B 36pHE» — IOJIUTCHHBIN.
Ha ero mposiBiienue criibHOE BIAMSHHE OKa3bIBAIOT YCIOBUS
BHEIIIHEH Cpe€abl, OAHAKO B FI/16pl/IZlHI)IX PpacICIUIAOIIUXCA
TOMYJISIUSIX BBISBIIAIOTCS ()OPMBI, YKIIOHSIOIINECS B CTOPOHY
BBICOKOOEJIKOBOTO ponuTens. [I0oBBICHTh y MOTOMKOB 3THX
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Total seed protein contents in Aegilops L. species used as donors of B, G, and D genomes of allopolyploid wheat and Triticum L.

species*

Groups of species (number of chromosomes, genome)

Number of accessions

Protein in grain, %

*Data are compiled from the following VIR World Collection catalog issues: 100, 1972; 182, 1976; 203 and 215, 1977a, b; 364, 1983; 698, 1999; 744, 2003.

(hopm conmepkaHre OeIKa MOKHO C TMOMOIIBIO BO3BPATHBIX
ckpemuBannii ¢ HuM ([lopodees u ap., 1972, 1987; Johnson
etal., 1985). Mexy conepkaHueM Oelika B 3epHE 1 ypoxKai-
HOCTBIO OOHApY’KEHA OTPHLATENbHAsT KOPPEISIIus, KOTopast
YCIIOKHSICT CEJIEKIIMIO Ha TOBBIMICHHE 000MX MPU3HAKOB
onHoBpeMeHHO. [lo 3Toil nmpuumHe, a TakKe BCIIEJACTBUE
CJI0KHOW MOJMIE€HHOM NPUPOIbl IPU3HAKA U CUIBHOM €ro
M3MEHYMBOCTH TI0]T AEHCTBUEM BHEIIHUX (DaKTOPOB JOCTHYD
,uanLHei/'uuero CYHICCTBCHHOI'O MMOBLIIIIECHUA COACPIKAHUA 66.]1-
Ka B 3epHE MIIEHHUIIBI HE y/1aJl0Cch. B HacTosee BpeMs ouTH
BO BCEX XPOMOCOMaX IIICHHIBI 0OHAPYKEHO OOJIBIIOE YHCIIO
TJIaBHBIX U MUHOPHBIX JIOKYCOB, BIIUAIOMIUX HAa KOJIUYECTBO
6enka B 3epre (Balyan et al., 2013; Mclntosh et al., 2013).
Jlokychl BOBJICYECHBI B MUCTATHYECKHE B3aNMOJCHCTBUS

U HE CTAaOMIBHBI B CBOEM (DEHOTHUIIMYECKOM IPOSIBICHUH.
MHorue u3 HHX paccMOTpeHsl B 0030pe B.A. Kpynnosa
u O.B. Kpynnosoii (2012). BaykHo 0TMETHTB, YTO /10 KOHLIA
XX B. BBICOKOOEIIKOBBIE NCTOYHUKHU CJIA00O0KYJIBTYpPEHHBIX
U IUKUX BUJOB MMIIEHUIBI MAJIO HCIIOIb30BATINCh B CENEKIIUU
Ha yBEJIMYCHHUE COZIepKaHus Oellka, MOTSHIMAJ UX TeHeTHYe-
CKOTO pa3HOOOpa3usi HE PaCKpPHIT.

leHbl Gpc-1 (NAM-1) n Gpc-2 (NAM-2) T. dicoccoides
(Koern. ex Aschers. et Graebn.) Schweinf.,
BAMAIOLIME HA coAepKaHue 6enKa B 3epHe

HoBble BO3MOXKHOCTH JJId CCJICKIIMM Ha IMOBBIIICHUC CyM-
MapHOTO OeJika B 3€PHE TIOSABUIINCH B CBA3HU C BBISABJICHHUEM
y T dicoccoides (2n = 4x = 28, renomHuas ¢popmyna BBA"A"),
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HoBble reHeTnueckne pecypcCbl B cenekymnmn nweHnubl
Ha yBenunyeHumne cogepKaHna 6enka B 3epHe

WINA TAKOU NTBY3CPHSIHKH, KPYITHO3EPHBIX BBICOKOOCITKOBBIX
00pa3ioB (Avivi, 1978). Onun u3 Takux 06pasmnos, FA-15-3
(manee DIC), uz M3pawnnsi, ObUI BKJIIOYEH B CKPEIIMBAHUS
¢ TBepuoii mmeHurer, coprom Langdon (mamee LDN), s
OTpe/IeNICHHsT XPOMOCOM, BIIHSIIONIMX Ha KOJUYECTBO Oej-
ka B 3epHe (Joppa, Cantrell, 1990; Cantrell, Joppa, 1991).
W3yuenne nucoMubix auHUM copra LDN ¢ uyykepoaHbim
3aMeIeHHeM XPOMOCOM TI0Ka3alio, YTo Hanbosiee BHICOKUI
npoueHT 6enka 611 y muaun LDN(DIC-6B), Hecymiei napy
xpomocoM 6B ot DIC. C momoripio peKOMOMHAHTHBIX 3aMe-
IIEHHBIX JIMHUH, TIOJIyYEHHBIX OT CKPELIMBAHMS 3TON JIMHUU
¢ penunmueHTHBIM copToM LDN, OBl BBISBIIEH JIOKYC, BIIWSI-
FOIIHiA Ha coeprkanue 6enka. OH OBLT 0003HAUCH KaK JIOKYC
KOJIMYECTBEHHOTO npu3Haka QGpc.ndsu-6Bb u xapTHPOBaH
B KOPOTKOM Iiede 6B XpomMocoMbl, BOIH3U IIEHTPOMEDHI,
MEXIy MapKepHBIMH JIoKycamu Xabg387-68B n Xmwg79-6B
(Joppaetal., 1997). [To3aHee 3TOT JOKYC YCIENIHO OBLIT IIepe-
JIaH B sipoBYI0 MsrKyto meruiry (Mesfin et al., 1999).

Jns Besicuennst pyakuun QGpce.ndsu-6Bb u yrouneHns
I'PaHULl €er0 MECTOIOJIOKEHHUSI B TIpe/eNax MepeaaHHoro
xpomocoMHoro cermeHTa oT DIC ObuTH HCITONB30BaHBI pa3-
JIYHBIC MOJICKYIISIPHBIC MAapKEPBI U TIOCTPOCHBI TCHETHYCCKAsT
1 (pu3nuecKas KapThl BHICOKOH MJIOTHOCTH MEPEIaHHOTO CeT-
MeHTa. Kpome Toro, O6puta ompezeneHa MUKPOKOJUTHHEAP-
HOCTH MKy TEHAMH B 3TOM CETMEHTE U Ha yJacTKe KOPOT-
KOTO Ij1e4a XpoMocoMbl 2 Oryza sativa L., BBIABISIEMOM TEMHU
e mapkepamu (Olmos et al., 2003; Distelfeld et al., 2004,
20006). JIokyc BBICOKOTO Coflep KaHuUs Oelka OBLT OTpeeeH
Kak IpocToil MeHneneBckuilt red Gpc-BI npuUMepHO B IIEH-
TpaJbHON YaCTH CETMEHTa, Ha yJacTke pazMepoM B 2,7 cM
MEXIy MapKepHBIMH JOKycaMu Xcdo365 u Xucw67. Ycta-
HOBJICH BBICOKHI YPOBEHb KOJUIMHEAPHOCTU MEKILY TCHAMH
Oounbieit yactu (2,1 ¢cM) aToro y4acrka, GyraHKUPOBAHHOTO
MapKepHBIMH JIOKycaMu Xucw?75 u Xucw67, M PpparMeHTa
B 350 T. 1. H. KOPOTKOTO TuIeYa XpoMocoMsbl 2 puca. [Tokaza-
HO, YTO OIMH U3 MAapKEPHBIX JIOKYCOB, a UMCHHO Xuhw84,
Kocerperupyet ¢ reHoM Gpe-B1. OH opTONOrn4eH reny puca
OSJNBa002E05.19-1 1 MOXKeET ObITh T€HOM-KaHIA1aTOM JIJIs
Gpc-Bl.

[Ipu manpHeIEeM YTOYHEHWU TPaHUI] y4acTKa, B KOTO-
pom Jiokanu3oBaH Gpc-Bl1, Oblna HaijieHa TOCIEI0BATEIIb-
HOCTh pazMepoMm 7,4 T.1. H., UACHTHQHUIIPOBAHHAS MEXKITY
MapKepHBIMH JIOKycaMu Xuhwl06 u Xucwl (09 Kak TeH, KO-
mupytonmii NAC-nomennsiit 6enok (Uauy et al., 2006b).
NAC-06enku, mpUHAJISKAIINAE K OTHOMY U3 CaMBIX OOJIBIITUX
U crneruPUIHBIX a8 pacTeHuid cemericTB NAC-dpakTopoB
TPAHCKPHIIIMH, YYaCTBYIOT B PETYJISLUHN PA3INYHBIX IPO-
rpamMM pa3BUTHUs PACTEHHUH, KOHTPOJE 3aIMTHBIX pEaKIuil
Ha OMoTHYecKHe U a0MOTHYECKHUE CTPECCOPHI, OHU HTPAIOT
B)XHYIO POJIb B Iporiecce crapenus pacrenuit (Olsen et al.,
2005; Puranik et al., 2012; Rahaie et al., 2013; Podzimska-
Sroka et al., 2015). TTepBrie 4IeHBI 3TOTO cEeMEHCTBA OBLTH
BBISIBIICHBI U OXapaKTepu30BaHbl y netyHun (Petunia): NAM
(Non-Apical Meristem) TpaHCKpUTIITUOHHBIH (aKTOp, OTBET-
CTBCHHBIH 3a 00pa30BaHNE aTMKAIEHOW MEPHCTEMBI TI00eTa,
a Tak)Ke B PacTEHUSX MOAENbHOro o0bekra Arabidopsis
thaliana: ATAF1 (Arabidopsis Transcription Activation Fac-
tor), ATAF2 u CUC2 (Cup-Shaped Cotyledon). [lepBsie nBa
Oenka y apabujorcuca y4acTBYIOT B PEryJISILIUM OTBETHBIX
peakiuii Ha MeXaHUIeCKOe TOBPEXIeHNE pacTeHUH 1 Hebna-
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TONPHSATHBIE a0MOTHYECKUE (DAKTOPBI, KOTOPBIE COMPSIKEHBI
¢ OMOCHHTE30M a0CIIM30BOM KHMCJIOTHI, ITOCIIENHUN U3 HHUX
OTIpEeAEIIeT IPAHUILY MEX/Y CEMSIOMSIMU ITPH pa3BUTHH 3a-
ponsiia. Ha ocHoBaHuy BBISIBJIEHHOTO cxozicTBa reHa Gpe-B1
¢ NAC-¢akropom TpaHCKPUTIIINK OH OBLT TaKke 0003HAYCH
kak NAC-BI1 =NAM-B1 (DQ869673).

OmnpenerneHa HyKJI€OTHIHAS TOCIEI0BATEIbHOCTh U YCTa-
HOBJICHA K30H-MHTPOHHASI CTPYKTypa (PYyHKIMOHAIHHOTO
aJuIessl, Uiy ajisiesist JuKkoro tTuna reua Gpe-B1. OH conepxuT
1542 1. 1. ¥ BKJIIOYAET TPU SK30HA U JIBA UHTPOHA. benok, pac-
CUMTAHHBIN JJIS 9TON HYKJIEOTUIHOW MOCIEN0BATEIbHOCTH,
cocTouT 13 405 aMHHOKHCIIOTHBIX OCTAaTKOB, IMEET KOHCEPBa-
TUBHBINA N-KOHIIEBOH y4acToK, mit NAC-0MeH ¢ IAThIo Cy0-
nomenamu (A, B, C, D, E) B mo3unmsix aMuHOKHUCIIOT 34-55;
66-80; 88-124; 139-166 1 193-205 cOOTBETCTBEHHO U CHIILHO
n3MeH4YMBbIH C-KOHILIEBOH Y4aCTOK aKTUBAI[MU TPAHCKPHIIIIAH
TAR (Transcriptional Activation Region) (Uauy et al., 2006b;
Dubcovsky et al., 2010). B ero cocraBe gyacto BcTpeyaroTcst
MIPOCTHIE TIOBTOPBI aMUHOKHUCIIOT U TIOBTOPSIIOIMECS TTOCIIe-
JIOBaTeJIbHOCTH, OOTaThle CEPHHOM, TPEOHHHOM, ITPOJIMHOM,
ITyTaMHUHOM WJIM KHCIbIMH amuHOKHcaoTamu (Olsen et al.,
2005). ITpu cpaBHEHNH HYKJIEOTHIHBIX TOCJIEA0BATEILHOCTEM
rena Gpc-B1 y LDN u DIC 65110 060HapY>KeHO, 9TO B TTO3UITHH
933 y LDN umeercs BctaBka | M. H., IPUBOASIIAS K CABUTY
PaMKH CUUTHIBaHUS. PacCUMTaHHBIN /U1 9TOTO ajiesns 6e10K
comepkai 327 aMHHOKHCIOTHBIX OCTaTKOB M OBIT HEaKTHB-
ueM (Uauy et al., 2006b).

YToObI MOHATH, KAKUM 00pa3oM (DYHKIIMOHAIBHBII alielb
Gpc-B1 yBenmuuBaet copepkanue 6enka, M.A. Kade ¢ xon-
neramu (2005) cpaBHUIM MOYTH U30TCHHBIE PEKOMOMHAHTHBIC
3aMeIleHHbIC JIMHUH, HECYIINe aKTHBHbIC MM HEAKTHBHBIC
amenu Gpe-Bl1, ¢ perunuenTHHIM coptom LDN 1o comep-
JKaHUIO PACTBOPUMOTO OeIKa ¥ aMHHOKHCIIOT BO (DJIarOBBIX
JIMCTBSIX U KOHIIEHTPAIIMM CYMMAapHOTO a30Ta B KOJOCHSIX,
3epHe u cTeOrsix. Ha ocCHOBaHMY TTOMTYyYEHHBIX JAHHBIX OBIIO
C/IeNaHO 3aKIIIOYCHUE, YTO JIMHMSA, cozpepxamas (QyHKuo-
HanpHble ajutenu Gpc-Bl1, HakaruimBaeT Oosblile Oelka B pe-
3ynsrate 3()(HEeKTUBHONH peMOOMIH3aliy a30Ta U3 JIMCTHEB
B KOJIOCBSI BO BpEMsI HAJIMBA 3€pHA. 3HAYNTEIIbHbIC Pa3IHIus
MEX/y HEKOTOPBIMH PEKOMOWHAHTHBIMU 3aMEIleHHBIMH
JVHUSIMA TBEPJOH MIIEHHUIBI HAOIIOIAIH TaKKe MO0 CKOPO-
CTH WX CTapeHMs, NMPOSIBISIFOIIETOCS B OXKEITCHUH CTEOIS
1 (QJIaroBbIX JIMCTHEB, U CHU)KEHUU BO (PIArOBBIX JIUCTBSX
coxeprkanus ximopodmmta (Uauy et al., 2006a). Itu pasnuans
OBUTH MOJTHOCTHIO conpsbkeHsl ¢ HanmnuueM Gpe-Bl ot DIC,
a ToyHee — y4yactka pazmepom 250 1.1 H. (0,3 cM), dnanku-
POBAaHHOTO MapKepHBIMH JIOKycamu Xuhw89 u Xucw?71.

W3BecTHO, YTO CTapeHHe — 3TO 3anpOrpaMMHUpPOBAHHAs
Jierpaaiysi KOMIIOHEHTOB KJIETKH, JIeJIatolas JOCTYTHBIMU
MUTATEIbHBIE BEIIECTBA JUII PEMOOMIM3ALUH B Pa3BHBAIO-
muecsa ceMeHa. BosMoxHo, Gpc-Bl ydacTByeT B KOHTPOJIE
3TOTO Ipoliecca U 00IagaeT MUPOKUM TIEHOTPOIHBIM (-
tdexrom (Distelfeld et al., 2007). B 3epHe pekoMOWHAHTHBIX
MHOpeaHbIX TMHNH, Hecymux amienn otr DIC, B cpaBHeHNHN
C JIMHUSAMH, conepxamumu ajutean ot LDN, Obuta oOHa-
py’keHa Oojiee BBICOKAs KOHIIGHTpAIMs HE TOJIHKO Oenka
(B cpenaem Ha 38 %), HO u nmHKa (12 %), xene3a (18 %)
u maprasuna (29 %).

B nomonuenue x reny Gpc-BI MsTKas MIICHANIA UMEET
TaK)Ke aKTUBHBbIE TOMeoJoruunble reHsl Gpe-A1 u Gpe-D1
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Ha xpomocoMax 6A u 6D, KOTOpBIE YIaCTBYIOT B PETy/sUU
TeX XKe mporeccos, 9to u Gpc-B1 (Uauy et al., 2006b; Avni et
al.,2014). Y Gpc-A Il naenTnduImpoBaHo Tk ajuienel, mpu-
YeM aKTUBHBIN ansiens Gpc-A [ a BbIABIEH IPEUMYIIECTBEHHO
y sipoBOM Msrkoil muenunsl u3 Henana, Kutas u Slnonun,
a HeaktuBHble Gpc-AI1b n Gpc-Ald — y omHOTO MECTHOTO
copra u3 I py3un u B COBpeMEHHBIX cOpTax EBpoIbl cOOTBET-
ctBerHo (Cormier et al., 2015). bornee Toro, Ha XxpoMocomax
BTOPOIf TOMEOJIOTHYHOH TPYIITEI 00HAPYKEHBI TapalornyHbIe
reusl Gpc-2 (NAM-2) (Uauy et al., 2006b). Ouu umerorcs
n y tBeppoii mmenunsl (Distelfeld et al., 2012). Ha yposue
JHK cxonctBo mexay reHamu Gpe-1 u Gpc-2 cocTaBisieT
91 %, 4To yka3bpIBaeT HA OTHOCHUTEIBHO HEJABHIOIO JTyTIIH-
karto Gpe-2 (Dubcovsky et al., 2010; Pearce et al., 2014).

Just mzydenust cymmapsoro s¢dekra reaos Gpc uc-
noJb3oBaiu Meton unarepdepenmnu PHK, win nogasnenus
(silencing) sxcmpeccun TeHOB. [ 3TOr0 HAa OCHOBE COpTa
MSTKOH TreHuIsl Bobwhite, comepaxamniero (GyHKIMOHATH-
HbIe amienu reHoB Gpc-A1 (xpomocoma 6A), Gpe-D1 (6D),
Gpc-B2 (2B), Gpe-D2 (2D) u peneunto reHa Gpe-B1 (6B),
6buTH nosTy4yensl Tpancrennsle auHun (Uauy et al., 2006b).
C nomorsto TP B peansroM Bpemenu (QRT-PCR) u renom-
CHEM(PUIHBIX TPAHMEPOB Y OIHOM U3 TPaHCTEHHBIX JIMHAHN Ha
YeTBEPThIM—AEBATHIN JCHB ITOCIIE IBETCHHS HAOIIOIAIN CHH-
JKEHHE B CPAaBHEHHH C KOHTPOJIEM YPOBHS TPAHCKPUIIIIUK BCEX
reHoB Ha 40—60 %, y apyroii TpaHCTeHHOM TMHUH 3P (EKT ObLT
ciabee. OTHOBpEMEHHOE MO/IaBIEHHE IKCIIpecchuu Becex Gpce-
T'€HOB IIPUBOJIIIIO K 33IePIKKE CTAPESHUSI pacTeHuit Oosee uem
Ha TPH HEJIENU U COIIPOBOKAATIOCH CHIPKCHNEM KOJIMYIECTBA
a3o0Ta, IIMHKA M Keje3a B 3epHe. 3ydeHHbIe TpaHCTeHHbIE
JIMHUH [TOATBEPIK/IaIM CBOU XapaKTEPUCTHKHU B TEUCHHE JIBYX
MOKOJIEHHUH, YTO yKa3bIBAJIO HA HACJIEICTBEHHYIO IPHPORY
BhIsABIIEHHBIX 2 dekToB (Fu et al., 2007; Waters et al., 2009).

[Mockonbky renst Gpe otHocsiTess kK NAC-gakropaM TpaH-
CKPHUIIINH, TPEACTABIIIO HHTEPEC Ha ITHX JKe TMHUSX OIIpe-
JIETINTh, PA0OTY KaKUX T€HOB OHU peryimpytoT. C HCronb30Ba-
HHEM COBPEMEHHBIX TEXHOJIOTHii cekBeHupoBaHus (Roche 454
pyrosequencing u Illumina systems) D. Cantu ¢ xomteramu
(2011) na 12-it geHb MoOCIIE IBETEHUS MPOBEIN TPAHCKPHII-
TOMHBIH aHaIN3 (JIaroBbIX JIMCTHEB Y TPAHCTCHHBIX JIMHUN
coptra Bobwhite B cpaBHeHHN C HETPAaHCTEHHBIM KOHTPOJIEM
W TIOKA3aJIM, YTO MPOIECC CTAPEHHs Y PACTEHHUH MIICHUIIBI
CONPSIKEH C M3MEHEHHSIMU B DKCIIPECCHU HECKOIIbKUX COTEH
reHoB. Cpeau HUX OBUINM T€HBI-TPAHCHOPTEPHI, TEHBI, y4a-
CTBYyIOIINE B (POTOCHHTE3E, PETYANPYIONIHE METa0OINIeCKUe
MIPOIIECCHI U OTBETHBIE PEAKIK Ha CTPECCOpHI, U Ap. Pazmu-
YHs 110 YPOBHIO MX 3KCHPECCHN OOHAPYKUBAIH 3aJI0IT0 10
TIOSIBIICHUS] BU3YaJIbHBIX CHMIITOMOB CTapeHHSI.

Jaist BeIsIcCHEHUST pyHKIUH KXKI0T0 U3 reHoB Gpc cemena
MSTKOM neHuisl copra Express v TBepaoi niueHuts Kronos
6buT 00paboTansl pactBopoM | % sTHIMeTaHCyIb(pOHATA,
u ¢ nomoriipio Metona Targeting Induced Local Lesions IN
Genomes (TILLING) oTroOpaHBI MyTanuu, MpUBOAAIIHE K 00-
pa3oBaHUIO HeQYHKITMOHAIBEHOTO Oenka (Avni et al., 2014;
Pearce etal.,2014). Y MATKO# MIIEHHUIIBI KX HOCUTEIISIMU CTa-
JIM OIMHOYHBIE MYTaHTHI gpc-A [ n gpc-D 1, a Takxke TBOWHON
MyTaHT gpc-Al/gpc-D1, y TBepiol NIIEHUIBI — OUMHOYHBIE
MyTaHTbl gpc-A 1 u gpc-B2 v nBoliHoi — gpc-A 1/gpc-B2, y HuX
OBUTO OITOKMPOBAHO ACHCTBHE COOTBETCTBYIOIIHMX T'€HOB.
MyTaHTBI IMENU TIOYTH WACHTUYHBIC TIPODUITH SKCIIPECCU
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BO ()JIarOBBIX JINCTBSIX HA CTAMU KOJIoIeHus. Pasuns B Ha-
60pax SKCIIPECCUPYEMBIX T€HOB HAYMHAIIN YETKO TIPOSBIISATHCS
muiib Ha 12-i geHb nocne usereHus. J1ojas reHoB, peryiu-
pyembix Gpc-Al, 6bina Beie (64,2 %) 1011 T€HOB, peryiu-
pyemsix Gpc-B2 (37,1 %), npudeM Kaxablii U3 3TUX T€HOB
Y4YacTBOBAJ B PETYJIAIMHN KCIIPECCHHU Pa3HbIX HAOOPOB IEHOB,
CBSI3aHHBIX CO CTapeHHeM. BrIsBieHa rpymmna J0oKyCcoB, IKC-
MpECCHst KOTOPBIX PEryINPOBaIach KOMOMHAIINEH ABYX T€HOB.

Takum 00pa3zom, IpOBECHHBIE B MUPE UCCIICOBAHUS 10~
KazaJH, 4To JeWCTBHE reHoB Gpc, BIUAIOIINX Ha COIepKaHNe
Oenka B 3epHE, MPOSIBISIETCS MOCIE LIBETCHUS, HA PaHHEM
JTane CTapeHHsl pacTeHUs, U CBA3aHO C peMOOMIM3anuei
MUTATEJIBHBIX BELECTB U3 BEreTaTUBHBIX OPraHOB PACTEHHUS
B 3€PHO B IIPOIIECCE €TI0 HAJIUBA.

HoBble reHeTUYECKNE NCTOYHUKN
BblICOKOro cogep»KaHuA 6enkaB 3epHe
Bbnaronaps pazpaboTke MOJIEKYIISPHBIX MAPKEPOB, BBISBIISIO-
muX QYHKIMOHAIBHO aKTHBHbBIE W/UIIM HEAKTUBHbBIE aJlIeITH
Gpc-B1, cranu BO3MOXHBIMA T€HETHUYECKUH CKPUHHUHT
00pa3IoB KOJUIEKINH M YCKOPEHHBIH 0TOOpP M3 THOPUIHBIX
MOMYJISIUKA TeHOTUIIOB C ONPEIeJICHHBIM COCTaBOM aJulelieit
(Vishwakarma et al., 2014; Mishra et al., 2015). Jlns atux
eJIel 9acTO HMCIOJIB3YIOT IIOYTH COBEPIIEHHBIH KOIOMHU-
HaAHTHBIN Mapkep Xuhwd89, pacoNOKCHHBIH Ha PACCTOSHUA
0,1 cM ot Gpc-BI (Distelfeld et al., 2006), i Mapkepsl,
HaxoJsecs ot Hero Ha pacctosinuu 0,3—1,5 ¢cM, Takue kak
Xuew79, Xucw71, Xcdo365 n Xucw67, u npyrue MapKepsbl
(Khan et al., 2000; Mclntosh et al., 2013; Wheat Applied
Genomics. MASWheat Quality traits. http://maswheat.
ucdavis.edu/protocols/HGPCY/).

C HCIoNIb30BaHUEM MOJICKYIISIPHBIX MapKepoB (yHKINO-
HanpHBIN ayutens Gpe-B1 Obln oOHapyxeH y 42 o0pasnos
T. dicoccoides ny 17 u3 19 uzyuennbix oopasios 7. dicoccum
(Schrank) Schuebl., wn xynsrypHO# monos! (Uauy et al.,
2006a). Harrpotus, 57 copToB TBepoi nueHUIs! 1 34 cop-
Ta MATKOW NMIICHWLBI WM COJAEpIKalu MHCepuHoo | m. H.,
WJIH IMEITH JIETICIUIO TeHa — YaCTUYHYIO MJIH MOJIHYIO0, U KaK
CJIC/ICTBHE, — HEAKTUBHBIM MPOIYKT WIIN €T0 OTCYTCTBHE.

HesbisiBnenne gpyHKUMOHAIBHBIX ajutesieit Gpe-B1 y co-
BPEMEHHBIX COPTOB MOTJIO OBITH CBS3aHO C MX IMOTEPE MU
B IIpOIIeCCE JIOMECTHKAINHU, MJIM B COBPEMECHHBIN MEPUO
cenekiyu. [t IpOBEpKH, KaKOe U3 JIBYX MPEAIIOIOKEHUH
BepHOe, L. Asplund ¢ xommeramu (2010) reHoTHnMpoBan
63 mcTopryYecKuX coprooOpasna U3 My3eHHOH KOJUIEKIIUH
The Royal Swedish Academy of Forestry and Agriculture
(IIBenmst). bonpimas gacTe 3TUX 00pa3IoB OBLTA MPEACTAB-
neHa Ha MexayHapoaHoil BeicTaBke B Jlonnone B 1862 1.
Jus 32 o0pa3ioB, NPOUCXOASIINX U3 PA3IUYHBIX CTPaH
MHpa, yAAJI0Ch MONYyYUTh MPOXYKTH amrutudukanun. [lpu
X CEKBCHHPOBaHWM OBUIO IMOKa3aHO, uTo [anuumiickas
(Galizian) sipoBasi Msirkast rieHuia u3 [omipim, copt 03uMoi
mmreHuIs! Marigold nz 'epmanmm u aBa obpasna 7. spelta L.
n3 LlenTpansHoit EBponsl nMenn GyHKINOHAIBHBIE aJIelTn
Gpc-B1. Takum o0pa3om, B XIX B. B FeHOTUIIAX HEKOTOPHIX
TeKCAIUTOMIHBIX MIIeHUT] (QyHKINOHATBHEIE amuienu Gpc-B1
MIPUCYTCTBOBAIIH.

B uccnenosanusix J. Hagenblad ¢ xoxmeramu (2012) st
moncka (DYHKIMOHATIBHBIX ajuieneit Gpc-BI Mcrons30Bain
Tpu Habopa 00pa31oB: (1) cTep)KHEBYIO KOJIIEKIHIO TeKCarlIo-
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HoBble reHeTnueckne pecypcCbl B cenekymnmn nweHnubl
Ha yBenunyeHumne cogepKaHna 6enka B 3epHe

WJTHOM MIIIEeHHUIIBI, co3nannyio B INRA (Dpanuus) u coctosi-
ryio 3 367 006pas3IoB, OTOOpaHHBIX KaK pPerpe3eHTaTHBHAS
BbIOOpKa M3 3942 00pa3noB pasIMYHOrO reorpadguaeckoro
MIPOUCXOKJCHHUS M OXapaKTEPU30BAHHBIX 110 AJLICIILHOMY
pasHooOpaszuio 38 moaMMOP(HBIX MHUKPOCATEIUIUTHBIX JIO-
kycos (Balfourier et al., 2007); (2) Bei0bopky n3 138 copros
SIPOBOM MSTKOW HILEHUIIBI TPEUMYILECTBEHHO U3 CKaHANHAB-
ckux crpal u Kanansr; (3) Habop 3 22 obpasios 7. spelta.
B crepxueBoil konnmeknuu (yHKIHOHAIBHBIC AJIICITH
Gpc-B1 Bctpeuanuck ¢ yactotoid 1 %, amienu ¢ uHcepius-
mH B | m.H. — 28 %, 1 npomyKThl aMITU(pUKAINN HE ObUTH
BBIABJIEHBI B 66 % ciyuaeB. HeOospIast 4acTh cTep)KHEBOM
KOJUIEKLIH ObLIa peicTaBlIeHa TeTePOreHHBIMU 00pa3IiaMu.
B nByx npyrux u3yueHHbIX Ha0opax (yHKIHOHAIBHBIE aJle-
m1 Gpc-B1 Berpevanucs vamie: y 1. spelta — 22,7 %, cpenun
sIpoBOil Msrkoi mineHuIs! — 33,3 %. M3 Hux ceMeHHOH Ma-
Tepuai 28 copToB, co3naHHBIX 3a iepuox ¢ 1890 mo 1981 r,,
nmeercs B Koyutekuu BUP. B ux uwncino Bxomst copra Stanley
k-22165 u3 Kanazapr; Diamant k-25019 u Rubin k-38203 u3
[Berm; Ruskea x-25845, Sopu k-33949 u Luja xk-57198 u3
Ounnsuauu; Nora k-43714 u Lanor k-53573 u3 HopBeruu u
1p. (Asplund et al., 2013).

Taxkum o6pa3oM, GyHKIMOHATBHBIE amenu rena Gpe-Bl
COXPAaHWIIUCh U B COPTax, CO3aHHBIX B XX BeKe, HO PEIKO
BCTPEYAIOTCA, €CIU CYyAUTh IO pe3ylbTaTaM OLEHKH HC-
CJIEJOBAHHOW K HACTOSIIIEMY MOMEHTY BBIOOPKH COpPTOB.
[To-BuaMIMOMY, B COBPEMEHHBIN IEPHO/] CENCKIINH ITIICHUIIBI
MIPOJI0JIKACTCS HEKOHTPOIMPYEMBIN MPOLECC X YTPAThI.

C nenpio moncka GyHKIIMOHAIBHBIX ajuteneid Gpe B G re-
nome 7. timopheevii (Zhuk.) Zhuk. (2n = 4x = 28, GGALA4")
ObuIM pa3paboTaHbl MpaliMepbl HA OCHOBE U3BECTHOM T10JI-
HOW HYKJICOTHIHOHN TocienoBaTenbHOCTH reHa DQS871219
T. dicoccoides. C momonipio 3THX mpaitMepoB y 12 oOpa3ion
T. timopheevii N3 KOJUICKIMIA pa3HbIX CTPAH MOIYYEHBI IIPO-
JTKTBI aMIITH(pUKALINH, OHU KIIOHUPOBAHBI M CEKBEHUPOBAHBI
(Hu et al., 2013). TTokazano, uTo Bce 12 HyKJICOTHIHBIX HO-
CJIe/IOBATEIbHOCTEH NMENH OJJMHAKOBYIO UIMHY (1546 1. H.)
n o0namany TUIMUYHBIMHU XapaKTepucTukamu reHoB NAC-
cemeiicTBa. AMHUHOKHCIIOTHAS MTOCIIEI0BATEIbHOCTD, pac-
cuMTaHHas st Kaxoro u3 12 Gpe-G1 renos, Bkitodana 407
AMHUHOKHCIIOT, TIOJIUTIEITUABI UMEITH CXOACTBO C OSITKOM r'eHa
Gpc-B1 T. dicoccoides. C ncnons3zoBanuem I11[P B peais-
HoM BpeMmeHu (qQRT-PCR) 6bu10 1poieMOHCTPUPOBAHO, YTO
ypoBHHE dkcnpeccun 12 reHoB Gpc-GI pa3andHbl 1 IMEHHO
C HUMH HaOJIIOAACTCS BBICOKAS! MOJIOKHUTEIIbHAS KOPPEIISALIUS
(r=0,957, p <0,01) conepxanus OeyiKa B 3epHE U3YUCHHBIX
o0pasnoB. ®unoreneTnyeckuii ananus 12 renoB Gpe-G1 ¢ 14
n3BeCTHBIMU NAM-TeHaMU MTOATBEPINIT UX OOJIbIIIEE CXOICTBO
C '€HaMM LIECTOM rOMEeOJIOTMYHON TPYMIIbl XPOMOCOM, a HE
BTOPOH, KOTOpast KOHTPOJIUPYET BBICOKOE COJIEp KaHIe OeKa
B 3epHe stumeHst Hordeum vulgare L.

[To aHanmorn4yHoOM cxeme OBbLIM M3YYCHBI U OXapaKTEPU30-
BaHb! 11 amneneit Gpc y pa3nuyHbIX BUAOB Aegilops L. sect.
sitopsis: Ae. speltoides Tausch, Ae. bicornis (Forssk.) Jaub.
& Spach, Ade. longissima Schweinf. & Muschl., de. searsii
Feldman & Kislev ex Hammer, Ae. sharonensis Eig, mpen-
MoJlaraeMbpIX JJOHOPOB FeHOMOB B U G pasziIMyYHBIX BHJIOB
muenuns! (Hu et al., 2012). [TonHast JuyinHa HyKJISOTHHBIX MO~
CJIE/IOBATENIBHOCTEN ITUX aJUIeNel C TPeMsl SK30HAMH U ABYMSI
UHTpOHaMU BapbupoBana oT 1540 go 1555 n.H. Onu umenu
550

Vavilov Journal of Genetics and Breeding - 20 - 4 - 2016

O.MN. MutpodaHoBa
A.l. XaknmoBa

BBICOKYIO CTEIEeHb UACHTHUHOCTH (96,28 %) Mexay coboit
1 BBICOKYTO Tomouioruio ¢ Gpe-B1 n Gpe-G 1. Kogupyemsie
STHMH TI0CJIEIOBATEIBHOCTIMH OCIIKHM 00J1a1aIi BCEMH TIPH-
3Hakamu NAC-6enka. [To-BUIUMOMY, 3TH T€HBI BBIITOJIHSIOT
TaKyro ke PyHKIHIO, Kak 1 Gpc-B1. TlocTpoeHHOE HAa OCHOBE
CPaBHEHHS TOJHBIX HYKJICOTHHBIX MOCIEOBATEIbHOCTEH
IeHOB (DMIIOTEHETHYECKOE JIEPEBO MO3BOJIMIIO TPOJEMOH-
CTPHPOBATh, YTO B 1 G TEHOMBI MIICHUIIBI UMEIOT Hanbosiee
BBICOKHH YPOBEHB CXOZICTBA C TeHOMOM Ae. speltoides.

UHTporpeccna pyHKLMOHaNbHbIX annenen Gpc-B1
B MATKYI0 1 TBepAYyto NieHUL bl

O BO3MOXXHOCTH TIepe/iayld F€HOB BBICOKOTO COJIEPIKAHHS
6emka He TombKo oT DIC, HO M OT Apyrux 00pa3moB TUKOH
nBy3epHsaHKH coobmmanm (Klindworth et al., 2009; Aykut Tonk
et al., 2010; Hussein et al., 2014).

IlepBBIMH reKcamIOUAHBIME (DOPMAMHU C SIPOBBIM THIIOM
pa3BUTHSI, B KOTOPBIC ILIEJCHANPABICHHO OBUIN BBEICHBI
(ynxumonanbHele asutenn Gpe-B1, cranu co3nannbie B CLIA
copt Glupro (ND-643) u cenexmuonnbsie muann ND-683
n ND-645, nomyuennsie ot ckpemmBanus ¢ DIC (Mesfin etal.,
1999). B nanpheiiiem ¢ ydactueMm copra Glupro nomyueHs
HOBBIE COpPTa TBEPAO3EPHON O3MMOI MATKOM MILIEHUIIBI —
Farnum (x-65944) (http://washingtoncrop.com/documents/
Wheat/Winter/Hard%20Red/Farnum.pdf), sipoBoii Msirkoii
mreHut sl — Lassik, TBepmoit mmeHntsl — Westmore i Desert
King-High Protein (HP) (http://smallgrains.ucdavis.edu/
cereal files/WhtCVDesc LJ11.pdf).

B Kanane nocpeacTBoM co3AaHMs AUTaluIONI0B U NpHU-
MEHEHHs MapKep-KOHTPOJIMPYEMOTro oTOopa MOIy4eHO TPH
KOMMEPUYECKUX COpTa SPOBOM MArkoi nmeHunsl. M3 Hux
Lillian (DePauw et al., 2004) u Somerset (Fox et al., 2005)
OTHOCSTCSI K TOBAPHOMY KJIACCY KaHaJ/ICKHX 3aIaIHBIX SPOBBIX
KpPaCHO3EPHBIX COPTOB, a Burnside — k kaHAaICKUM 3amaIHbIM
cBepxcmwIbHBIM coptam (Humphreys et al., 2009). lonopom
(yHxumonansHbIX ayeneit Gpe-B1 s copra Lillian ciryxn-
na muaus 90B07-AU2B ot ckpemuanust Pasqua*2/ND643.
B cpaBuenun ¢ Heit n mmHMe ND643, craBmieil Bmocies-
ctBuu coptoM Glupro, y Lillian ygacTok XpoMOCOMBI, HHTPO-
nyuupoBanHblid o1 DIC, 6611 MeHbIIIE 110 pa3Mepy, HO B HEM
TaKXe MPHUCYTCTBOBANI IeH Y736 yCTOWYMBOCTH B3POCIBIX
pacTeHuni K XKelITo! p>kaBUMHE, TecHO crerieHHsIi (0,3 cM)
¢ pyHkpoHaNbHBIM ajutenem Gpe-B1 (DePauw et al., 2011;
Hale et al., 2012; Randhawa et al., 2013). Co3gannsie copra
WIN yCTYNali, WM HE3HAYUTEIFHO MTPEBOCXOANIN, WM HE
OTIIMYAIINCH 110 YPOXKAHHOCTU OT COPTOB, Y KOTOPBIX HE BbI-
SIBIISICSI Mapkep reHa Gpc-B 1, HO Bce OHU MMenH OoJiee BBICO-
Kni porieHtT 6enka B 3epHe (o1 13,4 1o 16,1 %) u co3peBanu
Ha jiBa—Tpu aHs panbiie. Copr Lillian Taroke conepxai 010k
CIETUIEHHBIX TeHOB Lr34/Yrl8 (xpomocoma 7D) ycTondm-
BOCTH K OypoOi M JKEJNTOH pXKaBUWHAM, UMEJ BBITTOITHEHHBII
cTebenb U ObUI YyCTOWYHMBBIM K IMIIEHUYHOMY CTeOIeBOMY
mwnnbuky Cephus cinctus Nott., pacIpoCTpaHEHHOMY
B CeBepHOIl AMepuke.

C nenbto yrouneHus 3pdexToB GyHKIMOHATBHBIX ajjieei
Gpc-B1 Ha conep:kaHue 0enKa B 3epHE B Pa3HBIX TeHETHYE-
CKHUX CpeJiax, ONpeIeJICHHS NX BINUSHUS Ha IpyTrUe TPU3HAKH
1 (aKTOpOB BHEIIHEH Cpeibl Ha MX MPOSIBJICHUE B PA3HBIX
CTpaHax MUpa ObIIM CO3J[aHBI U U3yUCHBI CEPUH TTOYTH H30-
TCHHBIX JITHUH Ha OCHOBE MSITKOW M TBEPJIOH IIICHHIIBL.
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New genetic resources in wheat breeding
for an increased grain protein content

B CILA nis1 BBeenust pyHKIMOHANBHBIX ayutenieit Gpe-Bl
HCTIONB30BAJIH COPTA 1 JINHUH MSTKOW MIIEHUIBI Anza, Yecora
Rojo, Attila, UC1037, UC1041, a Tax:xe TBEpIOH MIICHUIIBI —
Kofa, Kronos, UC1113, mpuuem y Yecora Rojo u UC1113, xak
ny Lilian, BBeeHHBIH (GyHKIMOHANBHBIH amutens Gpe-B1 6bu1
TECHO CIIeIlIeH ¢ TeHoM Y736 (Brevis, Dubcovsky, 2010). Co3-
JlaHHbIE IOYTH M30TEHHBIE U cecTpuHCKKe UM auHuu BCF,
OBLTH IPOTECTUPOBAHBI B TPEX IYHKTAX B TEUCHNUE TPEX JIET.
Bce muann ¢ GpyHKImoHanbHBIMA aiutensiMu Gpc-B1 nvenn
Ooublne OesKka B 3epHE U MEHBIIIE a30Ta B CTEOISIX, TP 3TOM
y HuX Oputa HIbke Macca 1000 3epeH, HO MO ypOXKAWHOCTH
OHH HE pa3nuyaiick. Kpome Toro, y JIMHUM MSTKOH MIICHATIHI
¢ ynkiponanpHbIME asuiensiMu Gpe-B1 yBenmnuuBaInch Bo-
JIOTIOTTIOTUTENIbHAS CTIOCOOHOCTh MYKH, BPEMS 3aMeca TecTa
n o0beM xye0a; y JIMHUHA TBEpIOW MIICHMIB! YITydIIaJINCh
Ka4eCTBO KJIIEHKOBUHBI U PEOJIOTHYECKHE CBOHCTBA CEMO-
JIVHBI, TBEPJIOCTh CMAT€TTH U YMEHBIIAINCH TIOTEPU CYXOTO
Beriectsa mpu Bapke (Brevis et al., 2010).

HeonHo3HayHbIe pe3ysIbTaThl OBUTH TOJYYEHBI IPU OLICH-
Ke Mo4TH u3oreHHelX JuHui BCF, copros spoBoii Markoi
rireHutsl Tara 2002 u Scarlet, ananTHpoOBaHHBIX K yCIOBUSM
PErHOHOB € OOJIBIIUM KOJMYECTBOM OCAJIKOB WIIM C ITOJTY-
apuIHBIM KIHMaToM cooTBeTcTBeHHO (Carter et al., 2012).
B cpaBHEHNH ¢ POAUTETLCKUMH COPTAMH YCKOPEHHOE CTape-
HKE ObLIO BBISIBIIEHO TOJILKO B OAWH rof Aist muHuii Tara 2002,
Hecymux (yHKIOUOHAIbHbIE amnenu Gpc-Bl, a Takke A
TaKUX JIMHUH 000MX COPTOB B TEIUIMIIE, TP ONTUMAIBHBIX
YCIIOBHSIX POCTa U pa3BUTHUA pacTeHuil. OHAKO 3T pa3iu-
4usl He TIOBIMSIIA Ha coAepikaHne Oenka B 3epHe. B mpyroit
ron y Tex ke nuHni Tara 2002 HaOmronany yBenndeHue co-
nepkanus oeinka Ha 0,5 %, MpyU 3TOM BUAUMBIX CUMIITOMOB
cTapeHus He OBUTIO OOHapykeHO. B TeueHne IByX JeT y Bcex
JMHUHA ¢ QYHKIOMOHAIBHBIMU ajutesisiMu Gpc-BI oTMedanu
ymeHnsblieHne Maccel 1000 3epeH, HO HU MO ypOXKalHOCTH,
HU 110 HakoruieHuto Mg, Cu u Zn, HU 110 COASPKAHUIO a30Ta
W yIJIepojia B COJIOME M 3€pHE JIMHWUM He pa3nnyannch. He
BBISIBUB OxkujaeMoro 3ddekra GpyHKINOHANBHBIX ajuieneit
Gpc-B1, aBTOpHI CBS3aM 3TOT (aKT ¢ KOPOTKUM MEPUOOM
BEreTalny pacTeHUI B pernoHe. Bimstnue pasHoi po1osnku-
TEJIBHOCTH BETeTaIlMU Ha MposiBiicHHe reHa Gpc-B1 Tpedyer
JlabHEHNILIEro U3yYeHusl.

B Aprentune pesynabTaThl MPOBEICHHBIX HCCIEAOBAHNI
Ha TIOYTH M30TEHHBIX JIMHUSX COPTOB SIPOBOW MSTKOM IIIIe-
Huiel ProINTA Granar m ProINTA Oasis manum ocHOBaHHE
3aKJIIOYNTh, YTO MHTpOrpeccust (pyHKIMOHAIBHBIX ajuteseit
Gpc-B1 —1ieHHBIH pecypc TS yITydIlIeHHs COACPIKaHuUs Oelika
B 3epHe (Tabbita et al., 2013).

B Meann ObLTH TIOITyYeHBI TOMO3HTOTHBIC JIMHUH BC3F5/ F
MOKOJICHUH ¢ (pyHKIMOHANIbHBIME ajuiensMu Gpc-Bl Ha
ocHoBe 10 coproB m nmuHUN MArkoi mmeHuIsl (Kumar et
al., 2011). lonopom asuteseii ObUTa aMEepPUKAHCKAs JIMHUS
Yecora Rojo. ¥V 71 u3 co3naHHbIX JIMHUIT 00HAPYKEH BHICOKHI
MPOLIEHT OeJika B 3€pHE B TPEX IMYHKTAX BBIPAIIMBaHUS 0€3
MOTEPH YPOKAHHOCTH, HO CTATHCTHYECKH 3HAYMMOTO YBEJIH-
YEHUsI COZIepXKaHusl OenKka B CPaBHEHUH C PELUNTMEHTHBIMU
poanuTenbcKUMHU (OpMaMH HE TTOKa3aHo. JIMIb ceMb THHUHA
npeBocxoamh (copepkanue oenka ot 14,8 no 17,9 %) poau-
TEJIbCKHE (POPMBbI B OZIHOM U3 TPEX IYHKTOB BBIPAIINBAHUS
WJIH 110 OOBEIMHEHHBIM JJAHHBIM F HE CHIDKAJIN YPOXKAHHOCTB,
BBICOTY PacTeHH, IIPOIYKTHBHYIO KYCTHCTOCTb, YHCIIO 3ePeH
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Ha Kkojoc, Maccy 1000 3epeH. YcneuHbIM Takke 0Ka3aaoch
00beIMHEHNE B OTHOM TeHOTHIE (DYHKIIMOHAIBHBIX aJuteseit
Gpc-Bl1 ¢ >pdextuBHbIMU TeHaMu Lr24 n Lr28, KOHTpoIu-
PYIOIIUMH YCTOHYMBOCTB K Oypoii pKaBunHe.

B ABcTpanuu ObUTH MOMYYEHBI TOYTH W30TCHHBIE JINHUU
Ha OCHOBE TOJTyKapiauKoBbIX coproB Wyalkatchem u Gladius
n uand VR 1128, agantupoBaHHBIX K CPETUZEMHOMOPCKOMY
TUIy KJINMAaTa, XapaKTepHOMY JJsl I0’KHOTO M 3araJHOTro
pernonoB nureHnyHoro nosica Ascrpanuu (Eagles et al.,
2014). Jlonopamu (hyHKIMOHATBHBIX ajuteneit Gpe-B1 obun
KaHaJacKue copta Somerset n Burnside, koTopsie Takxke
HECYT TECHO CLEIUICHHbIC TeHbl Lr34/Yrl8 ycroiuuBocTH
K Oypoii u xentoil pxapunHe. OueHKa JMHUNA B 1oje B 13
pasnuuHBIX MyHKTax B Tedenue 2009-2011 rr. mokasana,
YTO MPHUCYTCTBHE B T€HOTHNAX JMHUN (DYHKIMOHAJIBHBIX
amneneit Gpe-BI NPUBOAMIO K YBEIMUEHHUIO CONEPIKAaHUS
Oenmka B 3epHE M yMeHbIIeHHIO0 Maccel 1000 3epeH modtn
BO BCEX NMyHKTaxX M3ydeHWs. IIpm 3TOM OTAEIbHBIC JTHHUH
OBLIN BIIOJIHE COMOCTaBUMBIMU C DIIMTHBIM copToM Mace 1o
ypoxaitHocT. OHM HE3HAUUTENILHO, B CTOPOHY YBEITHUCHNS,
OTIIMYANUCh OT Hero o Macce 1000 3epeH, He pa3auJaich o
JlaTaM KOJIOILIEHHs], a TaKkKe 00J1a/1aI IPHEMIIEMON HaTypHON
Maccoif 3epHa. [To muermro H.A. Eagles ¢ xomneramu (2014),
BBEJICHNE (PyHKIIMOHAILHBIX ajutenied Gpc-B1 B HOBBIE copTa
MOXKET CITYXKHTh MEXaHW3MOM JJIsl YaCTHYHOTO OCJIa0IeHUsI
CYILECTBYIOLIEN OTPULIATEILHON KOPPEISLUN MEXAY Yypo-
JKaWHOCTBIO U COJIEpIKaHUEM OeIKa.

W3BecTHO, YTO peakuus Ha Kkapy Kak CTPEccop MpOsBIIs-
eTcs B yKOPOUEHHUH [IEPHO/Ia Pa3BUTHUS 36PHOBKH, YCKOPECHUHT
CTapeHUs] BEPXHETO MEX/IOY3JIHsI, CHIKECHUH YPOXKaWHOCTH
Y U3MEHEHUH [T0Ka3areliel kadyecTBa KJIeHKoBHHbI. OCOOEHHO
YyBCTBHUTEIICH K )Kape CHHTE3 Kpaxmaia, 4To OObSICHSIET BIHS-
HHE CTpeccopa Ha pa3Mep 3epHa U KOHIIEHTPALIUIO B HeM Oell-
Ka. ABCTpaJIMiiCK1e YUEHBbIE IIPOBEIIH OIIBITHI 110 BBISICHEHHIO
JIEHCTBUS BBICOKOM TEMIIEpaTypbl Ha HAJIUB 3€pHA y JIMHUH,
Hecymux GyHKunoHansHble ajuenu Gpe-B1 (Maphosa et al.,
2014). s storo ucnons3oBanu copra Gladius, Drysdale,
Wyalkatchem, Burnside, Somerset, Glupro i cenexinoHHyI0
muanio RAC1262A (or6op n3 nuann RAC1262, kotopas
Brocnencteuy crana Gladius). OmbIT mpoBeieH py G0JIBILIOM
YHCIIE TOBTOPHOCTEH B TETUTHIIE B KOHTPOINPYEMBIX YCIOBHUSIX
(24/18 °C, 14/10 4 nenp/HOYB), Yepe3 TPHU JTHS MOCIIE [IBETE-
HUSI [TOJIOBHHY PACTEHUH Ka)kK/I0TO COPTa M JIMHUH OMELIaIIH
B Kamepy (37/27 °C, 14/10 4 nens/Ho9p) Ha 15 nueit. Kak mo-
Ka3aJIn Pe3yJIbTaThl OTIBITA, ICHCTBIE BEICOKOH TEMIIEpaTyPhI
HE OKa3aJI0 CYLIECTBEHHOTO BIMSHUS Ha (DEHOTHITHUECKOE
nposiBiieHre (GYHKIMOHATBHBIX ayteneit Gpe-Bl.

Wrak, K HacTosieMy BpeMEHU B MUpPE C(hOPMUPOBAIHCH
1 ONPOOOBAHBI HOBBIE TEHETHYECKHE PECYPCHI, C UCTIOJb30-
BaHMEM KOTOPBIX IIOKa3aHa BO3MOKHOCTb ITOBBIIIEHHS COZIEP-
JKaHUSI CyMMapHOTO OeJka B 3epHE MIICHUIIBI Oe3 CHIDKCHUS
YPOXKalHOCTH, YXYALICHUS KauecTBa U JPYTHX XO35IHCTBEHHO
LIEHHBIX MpU3HaKoB. K 3THM pecypcam MOXHO OTHECTH:

— BBIABJICHHBIC Y PA3HBIX BUJIOB MIICHHUIBI M STUIIONCA TeHBI

Gpc-1 n Gpc-2, BIusIIOIUE Ha HAKOIUICHHE OelKa, [IMHKA

1 KeTe3a B 3epHe, oTHocsmuecs K NAC-daxTopam TpaHc-

KPHIIUK 1 yYacTBYIOIIUE B PETYISIIMNA PaOOTHI JIPYTHX

T'€HOB;

— CO3JaHHBIC B Pa3HBIX CTPAHAX MUpPA KOMMEPYECKHE COPTA,

Pa3HOTO THIIA TeHETHYECKHE JINHUU, MyTaHTBI, TPAHCTCH-
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HoBble reHeTnueckne pecypcCbl B cenekymnmn nweHnubl
Ha yBenunyeHumne cogepKaHna 6enka B 3epHe

HBIC PACTCHUS, TIPEIICTABIISIONINAE COOON HOBBIN MCXOMHBIN
MaTepHall sl HAyYHbIX UCCIIEOBAHUN U CENEKINH;

— MOJICKYJISIpHbIE MapKepsbl, pa3paboTaHHbIC ISl UICHTH-
(ukanuy GyHKINOHAIBHBIX U HEAKTUBHBIX ajuieneit Gpc-
TEHOB, KOTOPBIE MOYKHO IIPUMEHSATS JJIsl TEHOTUIIMPOBAHUS
OT/ICJIbHBIX THOPUAHBIX PACTEHHMH, IUHUIH, COPTOB, 00pa3-
OB pa3HbIX BUAOB Triticum L. u Aegilops L. u monuro-
puHra nepenadu amieneit Gpe oT JOHOpa K PELUNHEHTY.
Bonbmoi nHTEpEC U1 T€éHOTUIMHPOBAHMSI C UCIIONb30Ba-

HUEM MOJIEKYJISIPHBIX MapKepoB IpeacTaBiisieT chopMupo-

BaHHas B BUP «cTeprkHEBas» KOJUIEKINS BHICOKOOESITKOBBIX

TEHETUYECKUX HCTOYHUKOB. Y HUX MOTYT OBITh BBISIBIICHBI HE

TOJILKO HOBBIE aJuIeNH TeHOB Gpc, HO U IPyTUe HOBBIE I'€HBI,

LEHHBIE JUIS CEJIEKIIUU MIICHUIBL.
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