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DepepanbHoe rocyfapcTBEHHOE GIOAXKETHOE HayuHoe yupexaeHue «DefepanbHblii UCCNeA0BaATENbCKUN LEHTP BCepoccnineknin HCTuTy T

reHeTNYecKnx pecypcoB pacteHuin um. H.W. Basunosa», CaHkT-MNetepbypr, Poccus

PuHxocnopwos (Bo36yanTenb — Rhynchosporium secalis (Oudem.)

J.J. Davis) — ogHa 13 Hanbonee BpeOHOCHbIX 6one3Hen AUMeHs.
Bblcokas n3MeHUMBOCTb rprba 0OyCOBNMBAET NOABMEHNE HOBbIX
arpeccrBHbIX NAaTOTUMOB 1, COOTBETCTBEHHO, MOTEPIO YCTONYMBOCTM
COPTOB. YCTAaHOBJIEHO, YTO GONBLUMHCTBO PAiOHMPOBAHHbIX B MO-
cnefHee BpeMs COPTOB AYMEHSA U BblABJIEHHbIX paHee NCTOYHUKOB
YCTOMUMBOCTM K R. secalis BOCMPUYMUYMBDBI K STOMY naToreHy. Jinwb
OAMH reH YCTONYMBOCTU, Rrs9, coxpaHaeT 3dHeKTUBHOCTb NPOTMB
nonynayuin Bo3byantena 6onesHn B Poccun. Llenb nccneposanms —
NOWCK [JOHOPOB 3G PEKTUBHbIX FeHOB YCTONYMBOCTM AYMEHS K BO3-
GyauUTento PYHXOCMOPMNO3a, CNOCOBHBIX Nerko nepefaBaTb AaHHbIN
npw3HaK npu rmbpugmsaymn. Yem 6onblie pasHoobpasmne reHos,
NCMOMb3yeMblX B CEfieKUMU, TeM MefifieHHee nprcnocobneHne napa-
31Ta 1 AinTenbHee CPOK 1X «MOJIE3HON »KU3HW». M3yyann HacnefoBa-
HUe YCTONYMBOCTY K PUHXOCMOPNO3Y Y 33 BblfeNeHHbIX HAMU paHee
MeCTHbIX 06pa3L0B AuUMeHs 13 Kutasa, MHgum, Henana n SkBagopa.
AHanv3 B3aUMOAENCTBUA TECT-KNIOHOB R. secalis ¢ pacTeHneM-xo3au-
HOM MOKa3an oTnnyve annenen, 06ycnoBnMBaloLLMX YCTONYMBOCTb

K natoreHy y 32 ¢opm aumeHs, oT 3bPeKTUBHbIX paHee reHoB Rrs4,
rrs6, rrs7, a Takxke OT coxpaHstoLero 3¢ppekTnBHOCTb Rrs9. YcTaHOB-
neHo, 4to 30 06pa3LL0B 3aLMLLEHDBI HOBbIMM HETOXAECTBEHHBIMU
reHaMu yCTONYMBOCTM K pUHXocnoprosy. Mpegnonaraertcs, 4to obpas-
bl K-18398 1 K-16231 13 Kntaa nmetoT annenbHble reHbl yCTONYnBO-
CTU K R. secalis, a reH (reHbl) ycTonumBocTy obpasua K-31075 (Henan)
anneneH reny Rrs9. C nomMoLLbio rMO6prA0NAOrMyeckoro aHanmsa noka-
3aHo, UTo 0bpa3Lpbl K-3307, K-15868, K-18989 1 K-3481 13 KnTas 3awu-
LeHbl 5GbeKTUBHBIMY FreHaMK YCTONUMBOCTY K R. secalis, pa3nnya-
IOWUMNCA MeXay CO60M 1 He annenbHbiMU reHam Rrs4, rrs6, rrs7 vi Rrs9.
O6pa3supl k-15868 1 k-3481 MelOT MO ABA KOMMIEMEHTapHbIX peLec-
CMBHbIX reHa yCToMumnBoCTU K R. secalis, k-18989 — aBa peLieccrBHbIX
reHa, a obpasel K-3307 — 0fUH peLeCcCHBHbBIN FreH YCTONYMBOCTH

K MaToreHy. [eHbl yCTONYMBOCTM Y 3TUX GOPM NPOABAAIOTCA Ha NPO-
TAMEHMM BCEX 3TANOB OHTOreHe3a pacTeHU.
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Genetic control of scald
resistance in barley landraces

O.N. Soboleva®, G.S. Konovalova, E.E. Radchenko

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

Scald (Rhynchosporium secalis (Oudem.) J.J. Davis
pathogenic agent) is one of the most harmful barley
diseases. A high variability of this fungi explains

the occurrence of new aggressive pathotypes and,
accordingly, loss of cultivar resistance. It was found
that many recently selected varieties of barley and
previously identified sources of resistance to R. secalis
are now susceptible to the pathogen. There is only one
gene, Rrs9, that maintains efficiency against pathogen
populations in Russia. The aim of this study is to find
donors of genes for effective resistance to scald with
the ability to easily transfer this trait for hybridization.
The inheritance of scald resistance in 33 barley land-
races was studied. Analysis of the interaction between
the pathogen test clones and the host plant revealed
a difference between the alleles determining fungal
resistance in 32 barley forms, the previously effective
genes Rrs4, 1rs6, rrs7, and currently effective Rrs9.

It was found that 30 accessions are protected by new
unidentified genes for scald resistance. Accessions
k-18398 and k-16231 from China are likely to possess
allelic genes for scald resistance, while the gene

(or genes) of accession k-31075 from Nepal is allelic

to the Rrs9 gene. It was demonstrated by hybridolo-
gical analysis that accessions k-3307, k-15868, k-18989
and k-3481 are protected by effective genes for scald
resistance, which differ from each other and which
are not allelic to the Rrs4, rrs6, rrs7 or Rrs9 genes.
Accessions k-15868 and k-3481 possess two comple-
mentary recessive genes for scald resistance, k-18989
has two recessive genes, and k-3307 carries one
recessive gene for pathogen resistance. The resistance
genes of these forms are manifested during all the
stages of plant ontogenesis.

Key words: scald; barley; genes for resistance;
pathogen; virulence; resistance; hybridological
analysis.



MHXOCIIOPHO3, WIIN OKalMIIEHHAs! I THUCTOCTD JINCTHEB

(Bo3bymutens — Rhynchosporium secalis (Oudem.)

J.J. Davis) — ogHa u3 HanOoJee BPEIOHOCHBIX OOJIC3HEH
sSYMeHsl. PUHXOCIIOPHO3 IIMPOKO PacipoCTpaHEH BO BCEX
OCHOBHBIX paifoHaX MPOU3BOICTBA TIMEHS, 0COOCHHO B TIPO-
XJaJHBIX BIIQXHBIX O0NAacTSIX YMEPEHHOro mosca. B mo-
CleHHE ToAbl 0O0Je3Hb MMEET TEHJCHIMIO K HapacTaHHUIO
B 30HAaX JIOCTaTOYHOTO yBIakHeHHs — Ha CeBepo-3amane,
B CeBepo-KaBkasckom, LlenTpansaom, Bonro-BstckoMm pe-
ruonax. OfHa U3 NPUYUH BO3pacCTAIOUIed BPEIOHOCHOCTH
MaToreHa — BBICOKAsi M3MEHYMBOCTh I'prba, MPUBOAAIIAS K
BO3HHUKHOBEHHUIO HOBBIX arpECCHUBHBIX IATOTHUIIOB M, COOT-
BETCTBEHHO, [10T€PE YCTOMUUBOCTHU psifia COpTOB. 110 pasHbIM
JUTEPaTyPHBIM UCTOYHHUKAM, B HACTOSAIIEE BPEMS M3BECTHO
ot 14 no 17 mokanmu3oBaHHBIX B XpoMocoMax Hordeum
vulgare L. TeHOB yCcTOHYMBOCTH K puHXocrnopuo3y (Bjernstad
et al., 2002; Hanemann et al., 2009), ogaako GOJIBIIMHCTBO
13 HUX HEI(PPEKTUBHBI MPOTUB MOMYISAIUN BO3OYIHTEIS
6one3nu B Poccun. [1o pesynbraraMm MHOTOJNETHEH pabOTHI
C TIOYTH M30TCHHBIMH JMHHUAMHU SUMEHS yCTAHOBJICHO, YTO
BBICOKOA((EKTHBHBI TPOTHB OIS ATOTCHA, PACTIPO-
ctpaneHHbIX Ha CeBepo-3anane Poccun, auiib reHbl yCTORYH-
BOCTH Rrs4, rrs6, rrs7 u Rrs9 (Konosanosa, Cobonesa, 2010).
O¢ddextuBHOCTE TeHOB Rr's4 v Rrs9 OATBEpKIaeT U OIICHKA
coproB La Mesita (Hocutenb rena Rrs4) u Kitchen (Rrs9)
(JIebenena u mp., 2006). B pe3ynprare n3ydeHUs KOJUIEKIINH
STIMEHSI BBIZICIICH PSIT 00Pa3IoB, YCTOMYHUBBIX K PHHXOCITOPHO-
3y u apyrum natHucroctsaMm (bpuckuna, Tepentrsena, 2000;
AnncumoBa, 2008), GOIBIIMHCTBO U3 KOTOPBIX B HAIINX KC-
MIEPUMEHTAX CHJIBHO MOPAXKaIUCh R. secalis.

O/HUM M3 BO3MOXHBIX ITyTeil MOMCKa JIOHOPOB T'€HOB
YCTOWYHUBOCTH PACCMATPHUBACTCS M3YYCHHE MECTHBIX SU-
MeHe#. Cpean cTapogaBHAX COPTOB-TIOMYIIAIUI 3a4acTyIO
HAXOJST UCTOYHHMKH aJaNTUBHO I[CHHBIX MPU3HAKOB, B TOM
YHUCIIe W JOHOPHI HOBBIX T€HOB YCTOMYMUBOCTH K OOJIE3HSM.
B pesynbraTe MHOTOJIETHETO HIMMYHOJIOTUYECKOTO CKPUHHIHTA
KOJUIEKLIUM MECTHBIX sTUMEHEH BcepoccuiiCKOro MHCTUTYTA
TeHEeTHYECKHX pecypcos pactenuii um. H.I. Basunosa (BIP)
BBISIBIICHBI YCTOHYMBEIC K pHHXOCTIOpHO3Y (hopmbl (KoHOBa-
noa, Cobonesa, 2010). Ilenp paboThl — U3yUeHHE [CHETH-
YECKOTO KOHTPOJISI YCTOHYNBOCTH STUMEHS K PHHXOCIIOPHO3Y
V BBIACTICHHBIX B MPEIBIIYIINX HCCICIOBAHISIX 00pa3IOB.

MaTeleaﬂbl n metogbl

AHaJIU3UPOBAIN HACIETOBAHUE yCTOMYMBOCTH STUMEHS
K PUHXOCHIOPHO3Y y 33 yCTOWYMBBIX MECTHBIX 00PA3IOB S4-
MEHS U3 BOCBMHU CTPAH Pa3JIMYHBIX IKOJIOTO-Te0rpadIecKux
PETHOHOB MHUpA.

Jaist 3apa)keHus1 pacTeHHI UCIIOJI30BAIIM H30JISATH 1 MOHO-
CTIOPOBBIE KYIIBTYPBI R. secalis, BbIIeICHHBIE U3 PACTEHHH, CO-
OpannbIxX B JIenunrpackoit odnactu, na CeBepHom Kaskase,
B V30ekucrane, Cupun u Kanaze. M3omnsuuio, KIIOHMpOBaHUE
U KyJIbTHBHpOBaHHe rprda nposoawu o meroauke I.C. Ko-
HoBas10BO# (2003) Ha KapTodenbHO-TIIIOKO3HOM arape. B ka-
YeCcTBE MHOKYJIIOMa MCIIOJIb30BAIN KYJIBTYPY KJIOHOB rprba
14-mHEeBHOTO BO3pacTa.

[Ipn oueHKe IOBEHWIBHOW YCTOHYMBOCTH HCITOIB30BANIN
J1a00paTOPHbINA METO/] MHOKYJISLIMU OTPE3KOB JINCTHEB STYMEHSI,
MOMEIIEHHBIX Ha MOBEpXHOCTH arapa (1 %), comepaariero
6ensumuason (50 mr/m). Ha moBepXHOCTE JINCTHEB HAHOCHITU
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kar (00beM 20 MKJI) CIIOPOBOM CyCIeH3uH rpuda ¢ KOH-
nertparmeit 500—700 teic. kornanii B | Mt Tumsl peakmn
pacTeHuit yauThIBaIM Yepe3 21 1eHp rmociae NHOKYISIHUN 110
5-0ampHOM mikane: 0 — OTCYTCTBHE CHMITOMOB OOJIC3HH;
1 — TOYeUHBII HEKPO3; 2 — HEKPO3 C XJIOPO30M WM O€3 HeTo,
OTpaHWYCHHBIN AMaMeTpoM MH(PEKIIMOHHON Karui; 3 — He-
KPO3 C XJIOPO30M, PACIIPOCTPAHSIOIIUIICS IO OTPE3KY JIHCTA;
4 — oKalMJICHHBIA HEKPO3, 3aHIMAIOIIHIA BCIO TOBEPXHOCTh
mucra. bamner 0, 1, 2 0oTHOCHIN K peakliud YCTOMYUBOCTH, 3 U
4 —k peaxruu BocnipuuMunBocTH (KoHoBanosa, 2003, 2008).

B noseBBIX yCroBUsIX pacTeHus B (ha3y KyIIEHHUs — BBIXO/A
B TpyOKY ONpPBICKMBAJIN CHOPOBOI CycrieH3uel rpuda 1 Ha-
KpBIBAJIM TIOJUATUIIEHOBON TUICHKOM Ha 12 9 1151 co3maHust
BJIaXXHOU KaMmepsl. [IepBblil yueT Tuna peakuuu NpoBOANIN
yepes 7—10 gHel Tociie NHOKYJIALMHN STYMEHS, BTOPOii — B (hazy
MOJIOYHOM CIIEIOCTH, TPETHUIl — uepe3 MecsIl ocIIe 3apaxe-
uusi. PasBurre 00J1€3HM OIEHUBAIU 110 5-0auIbHOM IIKalIE,
10 KOTOPOH MOpa)KEHHUE /10 2 OAIITIOB COOTBETCTBYET PEAKIIUH
ycroiunBocTH (ropaxkeHo He 6oiee 30 % MOBEpXHOCTH JIH-
CTBEB HIDKHETO Sipyca), 3—5 — peaxiiy BOCIPUUMYNBOCTH
(mopaskeno ot 50 1o 100 % MOBEpXHOCTH JUCTHEB HIYKHETO
sipyca) (Konosasosa, 2008).

I'eneTnuecKkuil KOHTPOJIb YCTOMYUBOCTH K PUHXOCIIOPHO-
3y M3y4aJy C TOMOIIBIO ABYX HKCIEPUMEHTAIBHBIX ITOXO0/I0B:
(hUTONATOIOrMUECKUI TeCT (METO TECTHUPYFONIUX KJIOHOB)
u Tubpuporormdeckuil aHanus3. Ha ocHoBaHWHM Teopuu
X. ®@nopa (Flor, 1956) renotnn pacTeHUs-X035MHA MOYKHO
MPE/IOIOKUTENBHO ONPEAEIUTh 0e3 THOPUI0I0rnYeCKOro
aHaJHM3a, MOJB3YICh M30NIATAMH BO30yauTeNnel Oone3Hew,
MapKHPOBAHHBIMHU OMNPEIEICHHON BUPYJIEHTHOCTBIO. Ecim
XOTsl OBl OJIMH KJIOH IaTOTeHa, aBUPYJICHTHBIH K TecTepy
JIAaHHOTO T€Ha YCTOWYMBOCTH, NIOPAXKAET U3y4yaeMbIil COPT,
9TO 03HAYAET, YTO COPT HE UMEET (DYHKIIMOHAIBHOTO aJIJIEIIst
JTAHHOTO T€Ha.

IlepBoHAaYaIBHO C MOMOIIBIO TECT-KJIOHOB OMPEACISUIN
TEHOTHITBI BOCEMH yCTOHUYMBBIX 00pa31oB suMeHs: K-3481,
k-15868, k-18989, k-3307, x-16233 (Kwuraii), k-27205,
K-27768 (Mumus) n k-22299 (JxBanop), 3apaxast 1Mo msITh OT-
PE3KOB JIMCTHEB KXK/IOT'0 U3 ATHX 00PA3I0B M YETHIPEX ITOUTH
W30TEHHBIX JIMHUH C M3BECTHBIMH I'€HaMH YCTOHYHMBOCTH
K puHXOCTIOpHo3y (Rrs4, rrs6, rrs7 u Rrs9) 30 moHOCTIOpO-
BBIMHU KyJIbTYpamu rpuba. B ux uucne Obum 15 ciydaiino
BBIOPAHHBIX KJIOHOB, BBIJICJICHHBIX U3 JINCTHEB KOJIJICKIIMOH-
HBIX ()OPM STUMEHS, a TakXkKe 15 KIIOHOB, M30IMPOBAHHBIX W3
JIMCTHEB YCTOMUMBBIX 00pa3noB K-15868 u k-18989 (Kurait)
C OTAETBHBIMU MATHAMH PHHXOCIOPHO3a. B KauecTBe KOHT-
pOJIst BO BCEX IKCIIEPUMEHTAX HCIIONb30BAIN YHUBEPCAIBHO
BocpuuMYuBEIH copt Cambrinus (lommannus). Merton
TECT-KJIOHOB IMPUMEHUIIN U Ul CPABHEHUS T€HETUYECKOrO
KOHTPOJISl yCTOHYMBOCTH K PHHXOCHOPHO3Y Y 25 BBISBIEHHBIX
HaMM BBICOKOYCTOMUYMBBIX (opM stameHs. st 3apakeHust
OTPE3KOB JINCTHEB YCTOHYHMBBIX 00PA3LIOB, a TAKKE YEThIPEX
TIOYTH U30TCHHBIX JINHUN C TEHAMH YCTOWIUBOCTH Rrs4, 1rs0,
rrs7 1 Rrs9 NConb30Bany ceMb KJIOHOB R. secalis ¢ IUPOKUM
CHEKTPOM BUPYJIEHTHOCTH, OTOOPaHHBIX MO pe3yJbTraTram
MPEBIAYIIEro SKCIEPUMEHTA.

Jnst u3ydeHus: HaclIeOBaHMS YCTOHUMBOCTH y YETHIpEX
BBIJICJICHHBIX (POPM STYMEHsI [TPOBOJMIIN CKPELIMBAaHUS Ha
omertHOM 11071€ (CankT-IletepOypr, [Tynrkun) o crangapTHON
meroauke (Mepesxko u ap., 1973). Tpu ckpeniuBaemsie (op-
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[eHeTnYeCKni KOHTPOSIb YCTONYMBOCTM
06pa3sLoB MeCTHOIO AYMEHSA K PUHXOCMOPUO3Y

MBI (k-15868, k-18989, k-3481) 0mHOPOIHBI IO YCTOHYMBOCTH
K TIATOTEHY, a U3 TeTeporeHHoro obpasma k-3307 otobpanu
pacteHust 6e3 CHMNTOMOB TNopakeHus. [y omnpeneneHus
YHCIJIa TeHOB, KOHTPOJIUPYIOIINX YCTOHYMBOCTD K OOJI€3HH,
00pa3Ibl CKPEIHBAaIN ¢ BOCIIPUAMYHBEIM copToM Cambrinus
n3 lomutanun. st u3yueHuns anjieabHbIX OTHOIICHUH TeHOB
YCTOWYHMBOCTH BBIACICHHBIE 00pa3libl CKPELIMBAIN MEKILY
co00i1, a TakXKe ¢ MOYTH N30TEHHBIMH JINHUAMU. B kadecTBe
TecTepoB 3P PEKTUBHBIX, 110 JTUTEPATYPHBIM JaHHBIM, TCHOB
ycroituuBoctu Rrs4, rrs6, rrs7 u rrs9 (Jledenesa u ap., 2006;
Konosanosa, Co6oneBa, 2010) ncmosns30Banu o4t U30T€H-
sbie siuaA NIL4, NIL6, NIL7 u NIL9.
I'mOpuonornyeckuii aHaaIM3 MPOBOIUIN B MOKOJICHUSIX
F, u F; B nonespIX ycinoBusx u B 1adoparopuu. Ilpu onenke
F, rubpuaioB B MOJEBBIX YCIOBUAX K KJIacCy yCTOMUHMBBIX
OTHOCHJIM PACTEHHUS, TUI PEAKLIUU KOTOPBIX COOTBETCTBOBAJI
6ammam 0, | (BBICOKast yCTOHYUBOCTE) 1 2 (yMEpEHHas! yCTOI-
YHBOCTH ), K KJIACCY BOCITPUMMYHBBIX — 3 (BOCIIPUIMYHBOCTB)
u 4, 5 6amoB (Bbicokas BocnpuuM4rBocTh) (KoHoBasosa,
2008). B maGopaTopHBIX YCIOBHAX HHOKYISAILIUIO PACTCHUN
U y4eT nopaxenus F, rubpunos u cemeii F; npoomuiu mo
metoauke [.C. Konosanosoii (2003, 2008). Tunsl peakiuu
Ha 3apa)XeHHE OLIEHWBAIH 10 YIIOMSHYTOH paHee IIKae, 1Mo
KoTopoii 0—2 Gasia COOTBETCTBYIOT PEAKIINH YCTOWIMBOCTH,
3 1 4 Gajia — BOCIIPUMMYKBOCTH. [IJis OTIpeesiCHUst COOTBET-
CTBHS IOJTyYCHHBIX ((PaKTHYESCKHX ) JAHHBIX 110 PACIICTUICHHIO
TEOPETHYECKUM HUCIIONB30Bau kputepuid x> (Jlakun, 1990).

Pesynbratbl
[Tpu TecTHpOBaHNY yCTOHYNBOCTH BOCBMH 00Pa3IoB K KOJI-
JIEKLIUU KIJIOHOB, BBIJICJICHHBIX U3 MPUPOAHBIX MOMYISAIUN
rpuba, Habmomganmu nuddepeHuanb-HOe B3anMOIeHCTBIE
napasurTa M Xo3suHa. B Taln. 1 mpeacTaBiIeHbI pe3ysbTaThl
OIIBITOB C CEMbI0 Hanboliee «MHPOPMATUBHBIMUY KIOHAMH
rpuba. IIpu 3apaxeHUN 3KCIIEPUMEHTAIFHOTO Marepuaia
kjoHamH 18, 19 u 23, BUpYIEHTHBIMHU K TECTEPAM MU3BECTHBIX
I'€HOB YCTOHYMBOCTH, HAOJFOAJIN YCTONYHMBBIE TUITBI PEAKIINit
y o0pasnoB k-3307, k-15868, k-27768, k-16233 n k-22299,
T. €. 3TH ()OPMBI 3aLUIICHBI AJUICIISIMH TeHOB YCTOHUMBOCTH,
HE TOXKJICCTBEHHBIX Rrs4, rrs6, rrs7 u Rrs9. Ha pa3nuuue re-
HETHYECKOTO KOHTPOJIS yCTOMIMBOCTH K BO3OYIUTEIIO PHHXO-
crioprosay 00pa3ioB k-18989, k-3481 u k-27205 u Tectepos
NIeHTU(ULIUPOBAHHBIX I'EHOB yKa3bIBaeT AU epeHraibHoe
B3aMMOJIeCTBHE N3Y4YEeHHBIX (hopM ¢ kioHamu 1,3 u 7.

[TomapHoe cpaBHEHHE yCTOHYMBOCTH SUMEHS K KJIIOHAM
1, 3, 7, 18, 19, 23 u 25 cBUIETEILCTBYET O TOM, YTO BCE
BOCEMb 00pPA3I0B 3aIIMINEHBl PA3HBIMH AJUIEISIMH TE€HOB
ycroiunBocTH (cM. Tabm. 1). Hanmpumep, BOCIpUMMYHNBOCTD
K-3307 Kk KJIOHY 3 CBHUIETENbCTBYET O Pa3lIUYMU T'€HeTHYe-
CKOTO KOHTPOJIsl yCTOHYHBOCTH Y 3TOT0 00pasiia 1 OCTaIbHBIX
n3ydeHHbIx ¢popm ssumens. OOpaszern k-15868 umeer amnenu
I€HOB YyCTOMYUBOCTH, OTINYAIOLIUECS OT aJUIeNIeH, KOTOPbIMU
3amuieHs! 00pasiel k-18989, k-3481, k-27205 u x-22299,
Ha YTO YKa3bIBAIOT PEAKIMH Ha 3apakeHUe KJIOHOM 19. BrI-
SIBIICHO Pa3JInYie FeHETUYECKOTO KOHTPOJS yCTOMYHUBOCTHU
y ob6pa3sroB k-15868 u k-27768 (B3amMozeiicTBre ¢ KIOHA-
mu 1 u 18), k-15868 u k-3307 (xionsr 3, 7, 23), a Takke —
y k-15868 u x-16233 (xsoH 7).

[TpumMeHmIM METO TECT-KJIOHOB /ISl CPABHEHHS TCHETH-
YECKOT0 KOHTPOJISI yCTOWYMBOCTH K PHHXOCHOPHO3Y Y 25
618

BaBunnoBcKuii }KypHan reHeTukn n cenekuymm « 20+ 5 - 2016

O.H. Co6onea
I.C. KoHoBanoga, E.E. PagueHko

BbBIZACJIICHHBIX HaMHU BLICOKOyCTOﬁHHBle (bOI)M AYMECHA
(tabm. 2). 115 3apaskeHnst OTPE3KOB INCTHEB YCTOHIMBBIX 00-
pasIoB, a TAKXKE YETHIPEX MOYTH H30TCHHBIX TMHUH C TCHAMHU
ycToWuuBoCTH Rrs4, rrs6, rrs7 n Rrs9 ucCnonab30Baid CEMb
KJIOHOB R. secalis ¢ IIMPOKUM CHEKTPOM BHPYJIEHTHOCTH,
YIOMSHYTBIX B Ta0m. 1.

[Ipu 3apakeHNH SKCIIEPUMEHTAIBHOIO MaTepHaia TecT-
KJIOHAMH Y 24 00pa3IioB BBISBICHBI THIIHI PEAKIINU Ha 3apa-
JKEHUE, OTIIMYAIOLINECS OT TUITOB PEaKINi ITOYTH N30T €HHBIX
nuHuit. CrieoBaresibHO, 3TH 00pa3Ibl 3alIMIICHBI AJICISIMU
TEeHOB yCTOMYMBOCTH, HE TOXKACCTBEHHBIX Rrs4, rrso, rrs7
u Rrs9. Tak, 22 oOpa3na ObIIM yCTOMYMBEI K KJIOHY 25,
KOTOPBIH 00YCIIOBIIUBAI CHIIbHOE Mopaxenue JuHuit NIL 4,
NIL 6 u NIL 7. BocmpuuM4HuBOCTG K 3TOMY K€ KIOHY rprda
00pa3noB k-31068, k-31071 u k-25895 cBUAETEIBECTBYET 00
OTJIMYUN TCHETUYCCKOI'O KOHTPOJIA yCTOﬁ'{HBOCTH Yy 3TuX
dopm ot muHMK NIL 9. OTnuuune amirenel TEHOB yCTOWYH-
BoctH 21 obpasna n nmuanu NIL 9 BBIBICHO mpH 3apaxe-
Huu kioHamu 3 (17 obpasios) u 23 (4 obpasua — k-19109,
k-18982, k-8383, k-8386). Be1BO/T 0 pa3iiumy TeHETHYECKOTO
KOHTPOJISl YCTOWYMBOCTH ITOAKPEIIISET TAKXKE MOIapHOe
CpaBHEHHE B3aMMOJICHCTBUSI U3y4aeMbIX (JOPM HE TOJBKO
C YIOMSHYTBIMH 9ETBIPbMSI KIIOHAMH, HO ¥ C PSIZIOM JIPYTHX.
Jlumb B OHOM Cilydae YCTaHOBIICHO MOJIHOE COBIIAJICHHE
peaknuii Ha 3apaxxeHue TecT-kimoHamu: k-31075 u NIL 9.
He uckiioueno, uro obpaser k-31075 3amtumier reHom Rrs9.

[TomapHoe cpaBHEHHE YCTOWYMBOCTH 0Opas3loB K CEMHU
KJIOHaM CBUJICTEIIbCTBYET O TOM, 4TO 32 00pasiia 3alluIleHbI
pa3sHBIMH QJUIETISIMH T€HOB yCTOWYMBOCTH (cM. Tabm. 1, 2).
Hanpumep, BocipunMuuBocTs obOpaszua k-13049 (Kwuraii)
K KJIOHY | T€MOHCTpUpYET OTINYHEe TeHETHYECKOTO KOHTPO-
IS IpU3HAKa y 3TOH GopMbl oT 00pa3moB k-13050, k-18398,
k-29108, x-16231, k-31068, k-31071, x-31075, k-27286,
K-18982, k-6841, k-9143 1 k-25893, x KJIOHY 3 — 0T 00pa3I0B
k-19109, k-8383 1 k-8396 (cMm. Tadm. 2), a Takke OT 0Opas-
110B K-15868, k-18989, k-3481, xk-27768, k-22299 n k-27205
(cm. Tabm. 1), a o TuIy peakiuu K KiIoHy 19 — oT 00pasios
k-3307 m k-16233 (cm. Tabm. 1). Obpazern k-18982 (Kuraif)
YCTOIYMB KO BceM KJIOHaM naroreHa. CieioBaTebHO, TeHETH-
YECKHI KOHTPOJIb YCTOHUMBOCTH K R. secalis JaHHOTO 00pa3ia
1 OCTaJbHBIX 32 M3y4YEHHBIX (OpPM SUMEHs pasnudeH. Mc-
KITIOUCHHE COCTABIISIOT 03UMBIC 00pa3bl K-18398 m k-16231
n3 KI/lTaﬂ, IJIs1 KOTOPBIX XapaKTEpHBI MACHTUYHBLIC TUIIBI
peaKIiK Ha 3apakeHre BCEMH KJIOHaMHU ratoreHa. BeposiTHo,
JITaHHBIC 00pas3Ibl 3alIUIICHBI TOXX/CCTBEHHBIMHU aJUICISIMHU
I€HOB YCTOMYMBOCTU K PUHXOCIIOPHO3Y, OTIUYAOIIUMUCS
OT TeHOB, UJICHTU(HUIIUPOBAHHBIX paHee.

AHanM3upoBaIN TMOPUJBI OT CKPEIINBAHUS YETHIPEX
YCTOHYMBBIX 00pa3ioB suMeHs u3 Kutas ¢ BOCHpUUMYH-
BbIM copToM Cambrinus. Pacrenus F; cuibHO nopakanuchk
naroreHoM (3, 4 Gamra) B (ase BCXOMOB, UTO YKa3bIBACT
Ha PELECCHUBHBIN XapakTep HacIeJ0BaHUS yCTOMYMBOCTH
y u3ygaembIx ¢opMm. Ha nckyccTBeHHOM MH(PEKIHOHHOM
(bone ananusupopany pacuiensienue F, ruopuaos (taom. 3).
Pacumenienre no MoHOruOpuaHON cxeme BbIABHIM B F,
k-3307 x Cambrinus (OFH pelieCCUBHBIN T€H YCTOWIUBOCTH).
B ocranpHBIX KOMOMHAIUAX HAOMIONANN PACHICIUICHHUE T10
JIByM reHaM ycToiunBocTH. CooTHOMIEHHE ycTONUMBBIX (R)
U BocpuuMYuBLIX (S) perorumnos B F, k-18989 x Cambrinus
HE MPOTUBOPEUHT O)KUAAEMOMY ITPU KOHTPOJIE IPU3HAKA JIBY-
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Table 1. Resistance of barley accessions against R. secalis clones

Accession Origin R. secalis clone no.

* Hereinafter R, accession resistance; S, susceptibility.

Table 2. Types of responses of barley accessions to inoculation with R. secalis test clones

Accession Origin R. secalis clone no.
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Table 3. Segregation for resistance to R. secalis in F, hybrids from crossing of resistant accessions and susceptible variety Cambrinus

Cross Ratio of phenotypes R:S a Probability. P

o bserved .............................. é. Xpected ............................
k3 3 o7><Cambrmu5 ........................... 3 1 76 ................................... 1 3 ........................................ 0 900 .................................... 0 25_050 ...........................
k1 8 989xcambrmus ......................... 5 1 59 ................................... 7 9 ........................................ o 305 .................................... o 50_075 ...........................
k1 5 868xcambnnus ......................... 1 0 124 ................................. 1 15 ...................................... 0 336 .................................... 0 50_075 ...........................
k3 4 31><Cambrmus ........................... 3 105 .................................... 1 15 ...................................... o 1 32 .................................... o 50_075 ...........................

Note: Here and in Tables 5 and 6 X20A05 =3.84.

Table 4. Segregation for resistance to R. secalis in F5 hybrids from crossing of resistant accessions and susceptible variety Cambrinus

Cross Ratio of phenotypes R:RS:S a P

0 bserved .............................. e X pecmd ............................
k3307xcambrmus ........................... 2 1 35 24 ............................. 121 .................................... 1 481 ..................................... 0 25_050 ...........................
k18989><cambnnu5 ......................... 5 13 2 .................................. 7 8 1 .................................... 2 9 6 3 ..................................... 0 20_025 ...........................
k15868><cambnnu5 ......................... 3 10 6 ................................. 13 7 .................................... 3 441 ..................................... 0 10_020 ...........................
k3481><cambrmus ........................... 2 12 5 .................................. 13 7 .................................... 2 532 .................................... 0 25_050 ...........................

Table 5. Segregation for resistance to R. secalis in F, hybrids from crossing of resistant accessions

Cross Ratio of phenotypes R:S a P
o bserved .............................. e X pectEd ............................

k3307xk-15868 36:65 19:45 1716 010-020
k-3307xk-18989 7538 3727 3304 005-010
k-18989xk3307 4822 3727 332 005-010
k18989xk3481 3453 121135 2338 010-020
k-18989xk-15868 3850 12103 0918 025-050
k15868xk3307 36:65 19:45 1716 010-020
k-15868xk-18989 5268 121135 0774 025-050
k15868xk3481 18:85 31225 2787 005-010
k3481xk15868 18:85 31225 2787 005-010
k-3481xk-18989 34:53 12103 2338 010-020
k3481xk3307 2853 19:45 0924 025-050

Ms1 PEeLIeCCUBHBIMU T€eHaMHU ycTouuBoCTH. Paciernnenue B F )
K-15868 x Camrinus u x-3481 x Cambrinus ymoBieTBOpseT
MIPE/IIIOIOKECHUIO O KOHTPOJIE MPHU3HAKA JIBYMsI KOMIUIEMEH-
TapHBIMU PECUECCUBHBIMH I'CHAMUA yCTOﬁ‘IHBOCTH.
Pacimerienye F; ruOpuioB OT CKpeIMBaHus yCTOMYMBBIX
o0pasioB ¢ coprom Cambrinus aHAJIM3UPOBAIN B J1adopa-
TOPHBIX YCIIOBUSIX B (haze BcxozoB (Tadi. 4). CooTHOLIEHNE
ycroitumBbIX (R), pacmensiomuxcs (RS) 1 BocnmpuuMInBBIX
(S) cemeit moaTsepskaaeT pesynpTaTel aHanusza F,. Takum
00pa3oM, reHbl YCTOHYMBOCTH Y 00Cy kK 1aeMbIX Gopm sume-
HSI TIPOSIBIISIFOTCSL HA MPOTSDKEHWH BCEX ITANOB OHTOTEHE3a
pacTeHuil.
620
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OMBITHI C TECT-KJIOHAMHU IPprba 1oKasaiu, 4To BCE YeThIpe
o0pasia 3amuIIeHsl pa3HbIMA TeHaMH yCTOWYHBOCTH. B TO
JKe BpeMs TeHBbI, HACHTU(GUIIMPOBAHHBIC C TIOMOIIBIO TECT-
KJIOHOB, MOTYT ABJIATHCS HOBBIMH 3¢)¢)6KTI/IBHI)IMI/I aJJICIIsIMA
yIKe U3BECTHBIX JIOKYCOB.

V3yuuinu ajenbHble OTHOLICHUSI TCHOB YCTOHYMBOCTH
K R. secalis y BBIICIICHHBIX 00pa3IioB (Tal. 5), a TAKKe paHee
UACHTH(UITMPOBAHHBIX T€HOB Rrs4, rrs6, rrs7, Rrs9 (Tadm. 6).
Anamusuposanu pacuierienne F, ruépunos B nepuon, xorna
MOpaXEHUE BOCHPUUMYHMBOrO KOHTPOJst (copt Cambrinus)
cocrapnano 70 %. Ilopaxenue pactennii F, B 3T0T nepuoxn
BapbupoBano ot 0 10 60 %.
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Table 6. Segregation for resistance to R. secalis in F, hybrids from crossing of scald-resistant accessions and tester lines

Cross

Ratio of phenotypes R:S

CooTHorreHne (CHOTHITOB YIOBIETBOPSIET MPEIIIOIONKE-
HUIO 0 TOM, 4T0 00pa3iisl K-3307, k-15868, k-18989 u k-3481
3aIUIIEHB] PAa3HBIMU AJUIETIIMH T€HOB YCTOHUHUBOCTH. DTH
TCHBI OTJIMYAIOTCS U OT HACHTU(UIIMPOBAHHBIX PaHEe TCHOB
Rrs4, rrs6, rrs7, Rrs9. Pe3ynbTaTsl ONBITOB MOATBEPKIAAIOT
Tak)Ke BBEIBOJ O MOHOT€HHOM KOHTPOJIE YCTOWIHBOCTH Y 00-
pasua k-3307 u nurenHom — y k-15868, k-18989, k-3481.
Hccnenyembie BEIOOPKH MaJibl, OJJHAKO BBISIBICHHOE PACIIICTI-
JIeHUE, HECOMHEHHO, CBHACTEIHCTBYET O HEAJJIEIHHOCTH
TCHOB YCTOHYHNBOCTH.

IIpu ananuse F, ot ckpemusanus odpasua k-15868 ¢ moutu
W30TCHHOM TMHHEH, 3aIIUIIIEHHOH PeIleCCUBHBIM T€HOM 7750,
MBI HaOIIOMAIH pacHICIUICHHIE, MPOTHBOPEYAIee THIIOTE3E
0 KOHTPOJIE TIPU3HAKA YCTOMYMBOCTH JIByMsI KOMILJIEMEHTap-
HBIMH perieCCHBHBIMU TeHaMu. COOTHOIIEHHE (EHOTHIIOB
COOTBETCTBOBAJIO PACLIEIUIEHHUIO 0 OTHOMY JOMUHAHTHOMY
1 JIBYM KOMIUIEMEHTapHBIM PEIIECCUBHBIM T'€HaM yCTONUH-
BOCTH.

O6cyxpeHue

Hamm sxcnnepuMeHThI B 0uepeiHOM pa3 NpOAEMOHCTPUPOBA-
JIM 3HAYCHUE YIS CEIICKIINU MECTHBIX (hopM, OONbIIast 4acTh
KOTOPBIX COOpaHa ellie BO BpeMeHa MepBbIx dKkcneunuii BIP.
Omnpenenenne TeHOTUIIOB 33 00pa3IoB TYMEHS C TOMOIIBIO
TECTHPYIOUINX KIOHOB R. secalis TOKa3aio OTIUYHE aJuTesei
I€HOB yCTOIYMBOCTH y 32 00pas3uoB ot Rrs4, rrs6, rrs7 u Rrs9.
HUckmrouenne coctaBmi obpasern k-31075 n3 Hemamna, Tums
peaxIyy KOTOPOTO Ha 3apa)kKeHUE TPUOOM OBLITH WACHTHYHBI
tunam peakuuu guaud NIL 9. BepositHo, naHHBII 00pasern
3anuIieH reHoM Rrs9. BOmbIIMHCTBO BRIAECTICHHBIX 00pa3IoB
3alIHIICHBI HETOXKICCTBEHHBIME aJUICIISIMHA TCHOB yCTOWYH-

Plant genetics and breeding

BOCTH K PUHXOCIIOPHO3Y, 33 HCKIIOYEHHEM JIBYX 00pa3IoB 13
Kuras — x-18398 u x-16231.

Jis momynanmit R. secalis XxapakTepeH MUPOKUNA CIIEKTP
M3MEHYMBOCTH T10 TPU3HAKY BUPYJIEHTHOCTH. MHOTHE KOM-
MepYecKUe CopTa TUMEHS], 3aIUICHHbIC U3BECTHBIMH F'€HAMH
YCTOWYHNBOCTH, CO BDEMEHEM CTaHOBATCS BOCHPUIMYHBBIMU
K TpuOy naxke Ha (OHE MHTEHCHBHBIX 00pPaOOTOK (yHTHIHU-
namu (Abang et al., 2006; Zaffarano et al., 2006). Bce Bbize-
JICHHBIE HAMHU 00pa3Iibl, 32 HCKITIoueHHeM K- 18982 u3 Kuras,
mddepeHnransHO B3aMMOACHCTBOBAIM C KJIOHAMHU Tpuoa,
OJIHAKO COXPaHSUIM YCTOWYMBOCTh B TEUEHHE HIECTH—CEMH
JeT n3ydeHus. B TeueHne deThIpex JIET MbI IPOBOAMIN MO-
HUTOPHUHT CTETICHH MOPAXKEHUSI TOYTH M30TCHHBIX JTMHUM.
Ha HavanbHOM dTamne paboThl JIMHUK ¢ TeHamu Rrs4, rrs6
U 7S 7 TIPOSIBIISUTH BBICOKYIO YCTOWYIHNBOCTb K ITATOT€HY, OJJHA-
KO 3aTeM M3MEHEHHUE COCTaBa MHOKYIJIIOMA M OJIaronpHsTHHIE
JUIsl Pa3BUTHsI OOJIE3HH ITOTOJTHBIE YCIOBUS 00YCIOBHIIM I10-
TEPIO YCTOWYMBOCTH ATUX JIMHUH, KaK 1 MHOTUX BBIIEIIEHHBIX
Hamu ycroiunBeix coptoB (KonoBasosa, Coboxesa, 2010).
Crenyer OTMETUTD, YTO Mbl BBIACIHIN U KIIOHBI, BUPYJICHT-
HBIE K €ANHCTBEHHOMY 3()()EKTUBHOMY T'€HY yCTOHYHUBOCTH
Rrs9 (cM. Tadu. 1 1 2). B moneBbIX yCIOBHUAX HA UPE3BBIYARHO
JKECTKOM MH(EKIIMOHHOM (DOHE CTereHb MOPAKEHUs TOYTH
n3orenHor nmuHUM NIL 9 B TeueHMe CBBINIE AECITH JIET
MPaKTHYECKH HE M3MEHsu1ach M cocrasisuia 0—1 Gamr (ot-
CYTCTBHE CUMIITOMOB 3a0o0seBanus 0o nopaxenue 5—10 %
MOBEPXHOCTH JINCTHEB HIKHETO Apyca). MBI monaraem, 4ro
BUPYJICHTHBIC K COpPTaM ¢ TeHOM Rrs9 KJIOHBI Tpuba MeHee
KOHKYPEHTOCIIOCOOHBI B CPAaBHEHHUH C OCTaJIbHBIMU H BBITEC-
HSIFOTCSI B IPUPOAHBIX NOMIALUAX R. secalis. Crnemyer Taxxke
OTMETHUTD, UTO JIAXKE Ha YCTOHUMBBIX PACTEHHSX, O3 OTYET-
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JIUBBIX CUMIITOMOB 00JIe3HH, Irpud CriocoOeH 00pa3oBhIBATh
crnopsl (Thirugnanasambandam et al., 2011; Zhan et al., 2012).

K cokanenmuio, moka HeT HaJISKHBIX KPUTEPHUEB JUIS IIPOTHO-
3UPOBAHUS CPOKA «I1OJIE3HOW KU3HW» T€HOB YCTOUUMUBOCTH.
JIuip pacimpeHne reHeTHIecKoro pasHoo0pasns BO3/IEIbI-
BacMBIX COPTOB MOKET CIIOCOOCTBOBATH €0 MPOICHUIO. J{i1st
cenekiuu npeanaraorcs 30 00pas3ioB, KOTOPbIE 3aIUIIEHbBI
HOBBIMH HETOK/I€CTBEHHBIMH AJIJIEIISIMU T€HOB YCTOHUHMBOCTH
K puHxocrnopuosy. Hanbomnee apekTuBHO MOTYT OBITH HC-
oJIb30BaHbl 00pasibl K-3307, k-15868, k-18989 u k-3481,
y KOTOPBIX H3y4YE€HO HACJIEIOBAHUE yCTOMINBOCTH K ITATOTEHY.
O0pa31bl 3aMNIIEHBI TeHAMH YCTOHYUBOCTH K R. secalis, ko-
TOpBIE TPOSIBIISIIOTCS HA MPOTSHYKEHUU BCEX ATAIIOB OHTOTEHE3a
pacTeHHi, pa3TUIaloTCs MEXKITy CO00Il i He aJIeTTbHBI TeHAM
Rrs4, rrs6, rrs7 n Rrs9. O6pasipl k-15868 u k-3481 nmerot
IO /IBa KOMIUIEMEHTAPHBIX PELIECCUBHBIX T€HA YCTOWYNBOCTH
K R. secalis, x-18989 — nBa perecCHBHBIX T€Ha, a 00pazerl
K-3307 — OZlMH pELieCCUBHBIN I'€H yCTOWYMBOCTH K ITATOTEHY.
KomruiemeHTapHO€ B3auMOJISHCTBHE TeHOB 00pa3LoB K-15868
1 K-3481 MOXET SIBISTHCS PE3yJIbTaTOM aIIUTHBHOTO 3 peKra
JIBYX TCHOB, KQ)KIbIH U3 KOTOPBIX 110 OT/ACIBHOCTH HE UMEET
(heHOTUIIMYECKOTO MTPOSIBIICHUSL.

B F, ot ckpemuBanus obpasna k-15868 (1Ba koMIieMeH-
TapHBIX PEIIECCUBHBIX I'eHa YCTOHuMBOCTH) ¢ tnHuel NIL 6,
HECYIICH PELIECCUBHBIN T'eH 7756, COOTHOICHHE (DEHOTHUIIOB
COOTBETCTBOBAJIO PACIICTUIEHHIO 110 OTHOMY JOMUHAHTHOMY
1 JIByM KOMILIEMEHTaPHBIM PEIIECCHBHBIM IeHaM YCTOHYHBO-
ctu. Haubonee BeposiTHOE 00BsICHEHHE — CMEHA JIOMUHUPOBa-
HUsSI TeHa 17s6. B nuTteparype onucaHsl HOOOHbIE CITydan —
HarpuMmep, TeH ycTOHdnMBOCTH Lr23 K Bo3OyauTenmo Oypoit
prkaBunHbI miieHupl (Puccinia triticina Erikss.), nposiBienne
KOTOPOTO IPOTHB Pa3HbIX KJIIOHOB rpr0a NMeeT JOMUHAHTHBIH
m0o peneccuBHBIN Xapakrep (Omunnosa, [eyma, 1984).
He uckitouena Taroke u omuobKa kiaccupukanuu HeHoTu-
moB. B mo6oM ciry4ae reH 7756 1 TeHbI yCTOWINBOCTH 00pa3na
K-15868 He annenbHel, Ha YTO YKa3bIBAET pacuierienue B F,
K-15868 x NIL 6 (cm. Tabu. 6).

Bospacratomast reHeTHuecKasi OAHOPOAHOCTD BO3JEIBI-
BAaEMBIX KYJBTYp CIIOCOOCTBYET YCKOPEHHIO aJallTHBHOM
MHUKPOIBOJIIOLIUY BPEIHBIX OpPraHi3MOB. Pe3ynbraTsl MHOTO-
YHCIEHHBIX MCCIIEIOBAaHUIN MOKA3bIBAIOT, UYTO IO XapaKTepy
(heHOTHIMYECKOTO MPOSBICHHUS W HACIEAOBAHUS HEIB3S
OTJIMYUTD MMOTEHIUAIBHO IPEOJ0IEBAEMYIO BO30YIUTEISIMH
0oe3Hel 1 BpeIUTENIMHI YCTOHIHBOCTH OT HETIPEOI0JIeBae-
Mo (umTenpHON). Y GombIITie, i MaTbie TeHBI YCTOMYHBOCTH
3EPHOBBIX KYJIBTYP K BPEIHBIM OpraHu3Mam JuddepeHim-
aJbHO B3aMMOAEHCTBYIOT ¢ maroreHamu. CliezoBaTenbHO,
BO3MOXXHOCTB TIPUCIIOCOOJICHHS BPEIHOTO OpraHu3Ma BIIOJI-
He oueBHjHA B o0oux ciydasx. PanuoHaibHasi crparerus
CeJIEKIINU MPEeAyCMaTPUBAET, NMPEKIE BCETO, PACIINPEHUE
TEHETUYECKOTO Pa3HOOOpa3usi BO3/EIBIBAEMBIX COPTOB.
M3BecTHO HECKOJIBKO CIIOCOOOB BOCCTAHOBJICHHS I€HETH-
YECKOTO Pa3HO00pa3ns 3epHOBBIX KYIBTYpP, 00CYKIaeMbIX
B OTEYECTBEHHOH 1 3apy0OeKHOI HaydHOH I1eJaTn: uepeioBa-
HHE BO BPEMEHH COPTOB C Pa3HBIMHU F€HAMH yCTOWYHMBOCTH;
«MO3auKM» (BO3ZETIBIBAHUE OJHOBPEMEHHO OOITBIIIOTO YHCIIA
COPTOB € Pa3HBIMHU FeHaMH YCTOHYMBOCTH B apeasie aToreHa);
CeJIEKIHS MYJIBTHIIMHEHHBIX COPTOB (MEXaHMYECKUX CMeceit
(heHOTUTIHIECKN CXOJHBIX JINHNH, PA3THMYAIOIINXCS 110 TeHaM
YCTOWYMBOCTH); TUPaMUINpPOBaHKe (00bEMHEHNE B OTHOM
622
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TeHOTHIIE Pa3IMYHbIX (PAaKTOPOB YCTOWYHMBOCTH). BhIsBiIeH-
HBIE HAMHU yCTOIUYUBBIE ()OPMBI MOTYT OBITH HCTIOIB30BAHbI
B JIFO00H CTPATETHH CENEKIMU U B Pa3JINYHBIX KOMOMHAITUSIX.
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