Jlekuusa 13. Tema: “MeToabl CO31AHUA YCTOMYUBBIX K
00J1€E3HAM COPTOB 3€PHOBLIX KYJIbLTYP”.

Bomnpocsr:

1. IlpumeHeHHE MapKUPOBAHHBIX MPU3HAKOB MIICHUIIBI ST CO3/IaHUS
YCTOMYUBBIX COPTOB.

2. Texnonorus QTL u ee npruMeHeHne B (DUTOMATOIOT .

3.Co3manne yCTOMUMBBIX K 00JIE3HIM COPTOB. MexKayHapoaHas
KJIaCCU(UKALMS 10 OIPEACICHUIO YCTOMYMBOCTH K OOJIC3HSIM.



MonekynapHbI€ MapKEPhI

MoJieRyJasipHbIe MAPKEPbI — 3TO TCHETUYECKUE
MapKepkl, aHaiauzupyembie Ha ypoBHe JIHK (cuHOHHM —
JIHK-mapkepsr). JIHK-mapkeps! ABIAI0TCS TpETHUM
MOKOJICHHEM TeHETHYECKHX MapKepoB.

JIHK-mapkepam npeamecTBoBain 0eJKOBbIe
MapKepr a CIll€ paHee — KJIACCUYECKHUE TreHeTHUYECKH e
MapKepbl.

Kriaccuueckuil reHETUYEeCKUU MapKep COOTBETCTBYET
TEHY, aJUICJIM KOTOPOTO UMEIOT YETKO BBIPAXKEHHBIE
OTJIMYMS Ha YPOBHE (PEHOTHUIIA.

beJIkoBbIM MapKep COOTBETCTBYET I'€HY, aJLJICIIH
KOTOPOr0 UMEIOT OTINYMSA (Pa3HY0 MOJIEKYJISIPHYIO
MacCy) Ha YpOBHE OCJIKOBOTO MPOAYKTA.




MonekynspHo-reHetnyeckue Mapkepsl (MI'M)

MonekyIsipHO-TEHETUYECKUE MapKEPhl - MOJUMOP(OHBINA MPU3HAK, BBHISABISEMBbIN
METOIaMU MOJIEKYJISIPHOMN OuoJioruu Ha YpPOBHE HYKJIEOTUIHOMN
nocienoBarenbHoct JIHK mist onpeneneHHOro reHa wiv Jid JitoOOro JIpyroro
ydacTKa XpPOMOCOMBI MPH CPAaBHEHHWU TE€HOTHUIIOB Pa3JIMYHBIX OCOOEH, MOPO/,
COPTOB, JIMHUU.

MoseKkyIsIpHO-TEHETUUECKUM MapKep IMPEJCTaBIsICT COOOM CHCTEMY M3 JIBYX
(haKTOpOB.

IlepBbiil (¢akTOp - DOTO YyHUKAJIbHAA IIOCJIENOBATEIILHOCTh HYKIICOTHUIOB,
MO3BOJISAIOIIAS TOYHO MAPKUPOBATH OIPEACICHHBIN Y4aCTOK XPOMOCOMBI.

Bropoii ¢pakTop - 3T0 HaJIM4YKE BOIM3U OT 3aJJAHHOTO Yy4aCTKa XPOMOCOMBI KaKOro-
aM00 AJIEMEHTA BHYTPUBUIOBOTO (WA MEXKBHIOBOTO) HOJIUMOp(dU3MA. ITO MOTYT
ObITH OgHOHYKICOTHAHBIE monaumopdubie 3amensl (SNP - Single-Nucleotide
Polymorphism), kopotkre Tannemusie nosropsl (STR - Short Tandem Repeats) niu
nonmuMmopduele mHCepuum petrpodaemenToB (RIP - Retrotransposon Insertion
Polymorphisms).

B nonyssiiMOHHO-TEHETUYECKOM aHAIM3€ UCHOJIB3YIOTCS TOJBKO N€HETUYECKUE
MapKephl, ABISAOIIMECT NMOJUMOP(PHBbIMU. Pazmnuabie MI'M HaxomsT HIMPOKOE
NPUMEHCHUE B TCHETHUKE YEJIOBEKA W JKMBOTHBIX. [lpu BBIOOpE MOIEKYISIPHO-
F€HETUYECKUX MapKEPOB ISl MCCIICIOBAHUN JOJDKEH NPUHUMATHCS BO BHHUMAHHE
KaK YPOBEHb CJIOKHOCTH IIPOIIECCA TEHOTUITMPOBAHUS, TaK U UX HHPOPMATUBHOCTD,
BKJIFOYAsi TEHOMHYIO JIOKAJH3AIUI0, 3BOJIOIHUOHHYK) HEUTPAIBHOCTh H3Y4a€MBbIX
MYTalMid U KOJIMYECTBO AJUICIbHBIX BAPUAHTOB.



Pojib MOJIEKYIIAPHBIX MAPKEPOB B COBPEMEHHOU
T€HETUKE

MonekynsapHbIe MapKePhl JatOT BO3MOXHOCTh COCTABUTH
OJAPOOHBIC MOJCKYISIPHBIC KAPTHI J€CATKOB BUIOB
PACTEHUH U )KUBOTHBLIX. KapTupoBaHbI I'€HBI,
OIIPEJCIISIONINE POCT U PA3BUTHUE OPraHU3MOB,
MOP(}OIOrHYECKHUE IIPU3HAKH, YCTOMYUBOCTD K
3200JI€BaHUSIM U APYTHUE CBOMCTBA.

MonexkyasspHbIE MapKEPhl IIMPOKO UCIIOJIB3YIOTCS B
MO YJISIIIMOHHON TEHETUKE, CPABHUTEIILHOU F'€HETUKE U
FCHOMMKE, B (PHIIOTCHETUYCCKUX HUCCIICIOBAHMSX.

MoueKyIsipHbIE MapPKEPHI PACIIUPUIA BO3MOKHOCTH
MOJIEKYJISIPHOU, METUIIMHCKOW JUATHOCTHUKH,
CIIOCOOCTBOBAJIM PAa3BUTHIO METOIOB ITaCHOPTU3ALIUU
COPTOB PACTEHUH Y OPOJ KUBOTHBIX. MOJIEKYIIAPHBIE
MapKepPhI 3HAYUTEIIBHO YCKOPSIOT IMPOLECC CEJIEKIIUM.



MonekynsapHbIe MapKEPhI

B HaCTOAIICC BPEMS HACUHUTBIBACTCSI HCCKOJIBKO JICCATKOB THUIIOB
MOJIEKYJISIPHBIX MapkepoB. JJHK-mapkepsl pa3aenstor Ha TpU rpymibl, COTTIACHO
OCHOBHOMY MCTOAY aHAJIN3a.

Mapkepsbl, uccieayembie ¢ TOMOUIBIO:

- OIoT-ruOpUIN3aIUH;

- HLP;

- JIHK-ummos.

OCHOBHBIE KJIACChl MOJIEKYJISIPHBIX MapKEPOB

AFLP (amplified fragment length polymorphism) — monumopdusm mimHEBL
aMIUTM(UIIUPOBAHHBIX ()PArMEHTOB.

CAPS (cleaved amplified polymorphic sequences) — pacmierieHHbIC
aMIUTMUIIUPOBAHHBIE TTOJUMOP(QHBIE MOCEI0BATEIBHOCTH.

DArT (diversity array technology) — JIHKunn TeXHOIOTHS IS U3yUCHHS
pa3zHooOpasus.

IRAP (interretrotransposon amplified polymorphism) — moaumopdusm
aMIUTM(UIIMPOBAHHBIX MOCIEA0BATEIBHOCTEN MEXAY PETPOTPAHCIIO30HAMM.
ISSR (inter simple sequence repeats) — MeXMHUKpPOCATEILIUTHBIC

IO CJICAOBATCIIBHOCTMU.

RAPD (random amplified polymorphic DNA) — cirygaiino amrmmuduiupoBaHHas
TT(\TTT/TR/[(\I’\{:I’\UQ(I HT—TV



CxeMmaTnyeckas KiacCu(prKalus MOJIEKYISIPHBIX MapKEPOB

B HACTOALICC BPEMS HACHUTBIBACTCS HCCKOJIBKO JCCATKOB TUIIOB MOJICKYJISIPHBIX

MapkepoB. Mapkepsbl pa3aeasiloT Ha TPH TPYIIIbI, COIJIACHO OCHOBHOMY METOY
aHaJIn3a:

BbJaor- RFLP, 1980 MuHHucaTeJINTHI,
ruOpuan3anus 1985
IHoumepa3nasn SSR, 1989 RAPD, 1990

SSCP, 1989 ISSR, 1994

feiHast CAPS, 1993 AFLP, 1995

peakuus, IHLP SCAR, 1993 SSAP, 1997
IRAP, 2006
SNP DArT, 2001

JTHKuyunbi



MonekynapHbIE MapKEPhI

RFLP (restriction fragment length polymorphism) —
NOTUMOP(U3M JJTUHBI PECTPUKITUOHHBIX ()PArMEHTOB.
SCAR (sequence characterized amplified region) —
aMILUTM(PUIIMPOBAHHAS 00JIaCTh, OXapAKTEPU30BAHHAS
HYKJICOTHIHOH I10CJIEI0BATEIbHOCTBIO.

SNP (singlenucleotide polymorphism) — omHOHYKIICOTH JHBII
TTOJIUMOP(PU3M.

SSAP (sequencespecific amplification polymorphism) —
OJIUMOP(PH3M CHUKBEHCCIEIM(PUUHON aMILTU(PUKALIUH.
SSCP (single strand conformation polymorphism) —
noauMophu3M KoHpopMauuu ogHouenodeunon JTHK.

SSR (simple sequence repeats) — mpocThie MOBTOPSIOIINECS
IO CJICIOBATCILHOCTH (MUKPOCATEIINTHI).

STS (sequence tagged site) — caiit/nokyc, MapKUPOBAHHEI
HYKJIECOTUIHOM ITOCIEN0BATEILHOCTBIO.




Texnomorus QTL

Meton QTL - kapTupoBaHUS JOKYCOB KOJIUYECTBEHHBIX IMPU3HAKOB.
QTL n3yyaer T€HETHYECKYIO N3MEHUYUBOCTA.

QTL siBisieTcst IOKyCOM, KOTOPBIA KOPPEIUPYET C BapHalluei
KOJIMYE€CTBEHHOIO IIpU3HaKa B (DEHOTUIIEC HOIYJISALIMHU.

QTL xapTupyroT npyu HOMOIIM MOJIEKYISIPHBIX MapkepoB - AFLP u
SNP

QTL oOnapyxuBaroT Ha pa3HbIXx xpomocomax. QTL yka3wiBaeT Ha TO,
KaKue NPU3HAKH KOHTPOJIMPYETCI MHOTMMH T'€HAaMM HEOOJIbIIIOIO
OCUCTBUS I HECKOJbKUMU I'eHaMH OOJIBIIOTO JieicTBUA. OIuH
(P€HOTUIIMYECKHM ITPU3HAK, KaK MPaBUJIO, OOBIYHO ONPEACIICTCS
MHOTHUMHM IeHamu, 11o3ToMy MHorue QTL cBa3aHbI ¢ OJJHUM
npu3HakoM. QTL ucnosb3yroT npu UACHTU(PUKAIAY TEHOB-
KaHAWATOB, JICKAIMX B OCHOBE IMpu3HaKka. ¥Y4dactok JJHK
UJICHTU(PUIIUPOBAHHBIN KaK BHOCSIIMM BKJIaJ B (DEHOTHUII
cekBeHupyroT. IlociaenoBarenbHocTh JIHK 1100BIX T€HOB B 3TOM
o0j1acTu cpaBHUBAIOT ¢ 0a3oi maHHbIX JIHK n1s reHoB, pyHKIMS
KOTOPBIX YK€ U3BECTHA.

Kaptupoanue QTL, 1aet BO3MOKHOCTb ONIPEACTIUTh XO3IUCTBEHHO
[ICHHbIC IPU3HAKH, JJIS UX d(POEKTUBHOIO MCIIOJIb30BaHUS B MapKep-
BCIIOMOT'aTE€JIbHOU CEJECKIIUM U €T0 MPUMEHSIOT IS YIIY4IICHUS



[TocTpoeHHne MOJIEKYJIIPHBIX KapT OTACIBHBIX XPOMOCOM U
F€HOMOB, KAPTUPOBAHNUE HA HUX I'€HOB, JIOKYCOB
KOJIM4YeCTBeHHBIX NMpu3HakoB (QTL) crano BO3MOXKHO B
pazpaboTa epBble MOHOJIOKYCHBIC T€HETHUECKHUE MAapKEPhI Ha
ocHoBe aHanuza noumopdusma JJHK, ITJIPD umenHo
noJauMop@ur3Ma JIUHBI
PECTPUKIIMOHHBIX ()PAarMEHTOB. ITO C UX ITIOMOIIBIO MOKHO
IIPOBOJINTH ITOCTPOCHUE TEHETHUECKUX KapT.

KapTtrupoBaHue reHa — Onpeacii€eHUe TPYIIibl CHENICHUSA
U MOJIOKEHUA KapTUPYEMOTO I'€Ha OTHOCUTEIIbHO APYTUX
T€HOB U MapKEpPOB JAHHOU XPOMOCOMBI.

QTL (quantitative trait locus) — oxyc, cBI3aHHEIHN C
OIIPCACIICHUCM KOJIUYCCTBCHHOI'O IIPHU3HAKA.



MeTtoapl celleKIu, OCHOBAHHbBIE HA UCITOJIb30BAHUM
JIHK-mapkeposB

Metoasl pas3zaensroT Ha JBE OCHOBHbBIE I'PYIINbI:

OIIM m reEOMHAY CEIIEKITH.

OIIM — ot60p ¢ nomoIpo MapkepoB (cHHOHUMBI: MAC - Mapkep-
accouunpoBaHHas cenekuusa 1 MOC - mapkeporocpeoBaHHAs
CCIICKITHSA).

OTH MOJAXOM B CENEKIIMMU PACTEHUN U )KUBOTHBIX, TO3BOJISIOT
IPOBOJIUTH OTOOP I10 T€HOTUIY IIPHU UCHOIb30BaHUHU
JIHK-MapkepoB, CLHEMIEHHBIX C CEJIEKTUPYEMBIM I'€HOM.

['enomHas ceneknysa. MeTo1 COBpEMEHHOM CEJIEKIIMU PACTEHUM U
"KUBOTHBIX, O3BOJISIIOIINK IPOBOJIUTH OTOOP MO I'€HOTUITY B
OTCYTCTBHUE JIAHHBIX O I'€HAX, BIUSAIOMIAX HA IIPU3HAK C TIOMOIIBO
PABHOMEPHO pacupenesiceHHbIX 1o renomy JJHKMapkepos.



METOJIbl YUETA YCTONMUYNBOCTHU PACTEHUU

YCTOWYHMBOCTH COPTOB OINPEIEIISIIOT IO TPEM OCHOBHBIM IMOKA3aTEISIM:;
- BHEIIHUM IPU3HAKaM IPOSBIICHUS PEaKIMU PACTCHUS Ha 3apaKeHUE
aTOT€HOM;
-  WHTEHCHUBHOCTH IPOSIBJICHMUS;
- TIOTEpSM ypokas OT OOJIC3HU.

B kauecTBE KOHTPOJIS UCIOIB3YIOT BOCIIpUUMUYMNBEIE pacTeHus. 110
[IPOSIBJIEHUIO HA HUX IPU3HAKAM CYIAT O COCTOSHUU ITaTOJIOTMYECKOTO
rporecca.

[Ipu BBISIBIEHUN UMMYHHBIX (DOPM PACTEHUN NPUMEHSIETCS
TOJIBKO OJIMH Ka4€CTBEHHBIN NTOKA3aTeJIb — HAJIMYUE U OTCYTCTBUE
NOpPaXKECHUH (MIJIM TTOBPEKICHUM ).

NMMYHHOCTH MOXKET NPOSBIATHCS B OTHOIICHUH OTAECIIBHBIX pac
MaTOT€HA. YCTOMYMBOCThH XapaKTEPU3YETCs KOJIUYECTBEHHBIMH
MOKa3aTeaaMu. Ee CTeNeHb BhIABIAIOT Pa3HBIMUA METOIAMMU.



Metoapl ydera yCTOMYMBOCTHA PACTEHUM

1. Meronbl yueTa mOpaKEHHOCTU PACTEHUM T10 TUITY PEAKIUH.
2. MeTonpl yyeTa CTEeeHN NOpaKeHUs (MU MOBPEKICHUS ).
3. MeTonpl yueTa CTEIIEHU BPEIOHOCHOCTH.

4. MeTtoapl yyeTa yCTOMYMBOCTH PaCTEHUH MO (PHU3UOJIOTO-
OMOXUMHUYECKUM U3MEHCHUSIM B UX TKAHSX.

KocBeHHble meToAbl OUEHKN yCTOﬁHMBOCTM.

[Tpu oTOOpe YCTOMYUBBIX POAUTEIBLCKUX U THOPUAHBIX (DOPM YUUTHIBAIOT
PEaKIMIO Ha 3apaXKEHUE, KOTOPYIO OMPEAEISAIOT ClIelMalbHBIMU
JIUArHOCTUYECKUMHU METOAAMU:

CEPOJIOTUUECKUIM, METO BKJIIFOUEHU M, JIIEKTPOHHASA, JIIOMUHUCIIEHTHAS U
CBETOBAasi MUKPOCKONYSI, UHIUKATOPHBIN METO U AP.

Benyrt yyer KOCBEHHBIX ITOKAa3aTeseu, HAXOAAIIUXCS B KOPPEIATUBHOMN
3aBUCHMOCTH C MPU3HAKOM YCTOMYHUBOCTHU. Tak, 0OTOOp TMOpUAHBIX CEMEHN SIPOBOM
MIIEHUILIBI, YCTOMYUBBIX K TOJIOBHE, IIPOBOJAT 10 KOCBEHHOMY

KOPPEIATUBHOMY MPU3HAKY — BBICOKOU BCXOXKECTH.

DTOT MOKa3aTellb UCIIOJIB3YIOT MPH BBIJICJICHUN YCTOMYMBBIX PACTCHUHN
CaxapHOW CBEKJIbI U JP. KYJIBTYD.



OcHOBHBIE HAIIPpABJICHUA B CCIICKIINH HaA YCTOﬁQHBOCTB

Tpu TpagUuIIMOHHBIX TOIXO/A:
- CEJICKIIMIO Ha MOJHYI0 YCTOMYHUBOCTh (BEPTUKAIBHYIO);
- CEJICKIIUIO HA CPEIHUN YPOBEHD JOJITOBPEMEHHON YCTOMYUBOCTH
(rOpHU3OHTAIBHYIO);
- CCJICKIIMIO Ha TOJIEPAHTHOCTH (BBIHOCIIMBOCTh K OOJIC3HH).

Ceneknus Ha MOJHYK YCTOMYUBOCTD 3aKJTFOYACTCA B CO3MaHUN
MOHOTE€HHbBIX, KOHBEPTE€HTHBIX, MHOTOJIMHEUHBIX COPTOB M BO3/ICJIBIBAHUU
MO3anKH COPTOB.

MoHOTeHHBIE COPTAa - 3aIUIIECHBI EIMHUYHBIMU CUJIbHBIMU T€HAMH,
XapaKTEepU3yIOTCI KPAaTKOBPEMEHHOM YCTOMYMBOCThIO OHA 3 (heKTHBHA
IIPUMEPHO HA MPOTHKEHUU S JIET.

KoHBeprenTHeie COpTa, UMEIOT HECKOJIBKO T€HOB BEPTUKAIILHOMN
YCTOUYMBOCTH, COXPAHSIOT JJIUTEIBHOE BPEMS, T.K. HECKOJILKO T€HOB
YCTOWMYMBOCTH MATOTCHY MPEOAO0JIETh TPYIHEE.

MHoromuHEeHHBIN (MYIBTHIMHEHHBIN ) COPT — 3TO MOIMYIISIUS U3
HECKOJIbKUX JIMHUW, OMHOPOIHBIX 110 arPOHOMHUYECKUM CBOUCTBAM,
HO UMEIOIIUX PA3HBIE T€HBI YCTOUYUBOCTU. MHOTOJIMHEWHBINA COPT
[MOJIY4YarOT, CMEIINBAsA CEMEHA HECKOJIBKMX COCTABIAIOIINX €TO

N30TCHHBIX JIUHUH.



OCHOBHBIE HAIPABIICHUS B CEJIEKIIMUA HA YCTOUYUBOCTD

KoHBepreHTHhIE COpPTa, UMEIOIIUE HECKOJIBKO IT€HOB

BEPTUKAJIbHON YCTOMYHUBOCTH, COXPAHSIOT €€ 00JIE€ NIUTEIBLHOE
BpEMS, T.K. HECKOJIbKO T€HOB YCTOMYHUBOCTH MMATOTCHY
IIPEOOJIETh TPYIHEE.

BHavane BBIBOAST YMCTHIC JIMHUU, YCTOMYUBOCTh KOTOPBIX
onpeeIsaeTCs pa3HbIMU (paKTOpaMu. 3aTeM, ITyTEM
CKPEIIUBAHUS JTUHUU APYT C APYTOM, KOMOMHUPYIOT T€HBI
yCTOMYMBOCTH. CunTaeTcs: 4em O0JIbIIe T€HOB YCTOMYHNBOCTH
COJCPKUT COPT, TEM MEHEE BEPOATHO BO3HUKHOBECHHUE PaCHI,
CIIOCOOHOM ITOPa3UTh €ro.



bekkpoccHas celeKIus

bekkpoccHas cenekis Ha ocHoBe OIIM (oTOop ¢ mMoOMOIIbIO
MapKepOB) — METOJI, CEJICKIIMH, B IPOLIECCE MOCICA0BATEIbHBIX
BO3BPATHBIX CKPEIIMBAHUMN: MepenaroTcs 1-2 neneBbix reHa oT copra
JOHOPA COPTY PELUMUITUEHTY U MPOUCXOIUT BOCCTAHOBIIEHUE T€HOTHUIIA
COpTa PELUIIUEHTA B OCTABIIEHCS YaCTU T€HOMA; IIPU 3TOM
OTOOp PACTEHUH JIJISI KOKAOTO MOCIEIYIOIMIEr0 CKPEMNBAHUSA
ocyuiecTBiseTcs ¢ noMouso JIHKMmapkepos



JInuenHasn cenekimsga Ha ocHoBe OIIM

JInneriHas ceneknusa Ha ocHoBe OIIM ¢ OHOKpaTHBIM
TCHOTUIIUPOBAHUEM — METOJ CEJICKIIUU, OTIINYAOIIUUCS OT
TPAAUIMOHHOIO METO/a JUHEMHOM CEJIEKIMHU (MJIM METO/1a
IeJUTPH) TEM, YTO B OJJTHOM M3 PAHHUX ITOKOJICHUM C TOMOIIBIO
MAapKEPOB MPOBOJUTCS OTOOpP PaCTCHUM JJIS JajdbHEHIICH
CEJIEKIIMU, YTO ITO3BOJISET CPa3y UCKIIIOUUTh HEXKENIATEIILHbIE
T€HOTHIIbI 110 HEKOTOPBIM IIPHU3HAKAM M TEM CAMBIM CYIIIECTBEHHO
COKPaTUTh 00BEM ITOCTIECAYIOIUX Pa0OoT.

Hampumep, B cliydae 0qHOTr0 OCHOBHOI'O T'€Ha, 110 KOTOPOMY
BEJICTCS OTOOP, MOXKHO B IMOKOJICHUM F2 UCKITIOUUTD U3
nanbHenmero aHainu3a 75 % (3/4) HexenarelIbHbIX T€HOTHUIIOB, B

ciaydae 2 reHoB — 94 % (15/16) HexenareabHbIX T€HOTHUIIOB, B
ciydae 3 renoB — 98 % (63/64).



Co3aHue nmupaMui FT€HOB

Co31aHue nupaMui FeHOB — METO/T CEJIEKIIUU, TPU
koTopoM npu nomoiu JJHKmapkepoB oTO0p BeayT
OJTHOBPEMEHHO O HECKOJILKUM T€HaM, OIPEACIIAIOIINUM
CXOXHE MIPU3HAKHU: OTOOP MO HECKOJBKUM I'€HaM,
OIIPEAECIAIOIUINM YCTOMYHUBOCTD K pa3HbIM
pacaM OJHOTO M TOTO K€ IMaTOreHa Wik YCTOUYUBOCTh
K Pa3HbIM I1aTOT€HaM, MOPAXKAIOIIUM OAUH U TOT KE OpTraH

(KaK mpaBuIO, OTOOP IO (PEHOTUITY 3aTPYIHEH)



MonekynsipHoe MCCJICIOBAHUE (IOPOBCKUX I'€HOB
YCTOMYUBOCTM — HECPABHEHHO OoJiee TpyJaHas 3ajada, 4YeM
WCCIICIOBAHUE TC€HOB AaBHUPYJICHTHOCTH Iapa3uToB. [IpomyKThl
F€HOB YCTOMYMBOCTH, — THUIIOTETUYECKUE PEIENTOPhI, HE
M3BECTHBI M HE MOTYT CIYXUTh MOJEKYJIIPHBIMUA 30HIaMU,
nomoOHo Ocnky — cnenuduueckoMy smucuropy Cladosporium
fulvum. Orpomublii pa3mMep reHOMa BBICIIMX PACTCHHH JeacT
HEBO3MOKHBIM BBIJICJIEHUE T€HA YCTOWYUBOCTH TAKUMHU METOJIAMU,
KaKk ToOTajlbHasg IIpOBEpPKAa KIOHOB M3 OHOIMOTEKU TEHOB.
IlockonbKy HE M3BECTHO, YBEIMYHMBACTCS JIM JKCIpeccHs R-reHoB
Opyd  3apaXE€HWH, K MX H3YYCHUIO HENPUMEHHMbI METO/IBI,
CBA3aHHBIE C BblAeaeHUEM (azocnenudpuueckux ¢paxuuii MPHK.
[Io3TOMY K KJIOHHPOBAHHIO R-T€HOB M M3YYECHUIO CTPYKTYpPhl KX
MPOAYKTOB YYEHBIE IUIM OOJIE€ COpPOKa JIET, U MOSIBUBIIMECS K
cepeaune 90-X I'T. MPOIIOro CTOJETHUS TIEPBBIE COOOIIECHUS HA ATY
TE€MY BBI3BAJIM OOJILIIOW HHTEPEC.

MonekynsipHble METOIbI, UCTIOIb3YIOIIUECS ISl UCCIEIOBAHUS
B3aMMOOTHONIEHUN PACTECHUN U UX MAPA3ZUTOB



I[J'Iﬂ N30/ 510U I'CHOB YCTOfIqHBOCTH N3 PA3HbIX paCTCHHfI IMMPUMCHAIOTCA CICAYIOIINC
MCTOJAbI U UX COUCTAHUI:

1. Mcnonb30BaHne BUAOB PACTEHUM,
MMEIOIIUX HEOOJIBIIION pa3Mep
r€HOMa, TaKKX KakK JIEH H,
0CO0EHHO, apabuioncuc (pa3mep
redoma Arabidopsis cocrasisier 1 x
1088 map HyKI€OTHIOB, JIbHA — 7 X
1088 map, mmenupr — 1,7 x 10810

nap).

2. MapKkrupOBaHHE TEHOB
YCTOUYUBOCTHU
MEPEKPBIBAIOIIUMHUCSA CETMEHTAMU
pa3pe3aHHON PECTPUKIIMOHHBIMU
(dbepMeHTaMH (PECTPUKTAZAMM )
JIHK (RFLP-nokycamn) B
pacHICIUIAIOIIEMCS MOTOMCTBE F2.

4. cnonb30BaHUE pAAUOAKTUBHO
MEUEHHOTO CIeU(UISCKOTO
AIMCUTOPA B KAYECTBE 30Ha JJIsl
BBIJICJICHUSI PELIETITOPA U
PEKOHCTPYKITUS KOJUPYIOIIETO reHa
0 CTPYKTYpE €ro mpoyKTa.

3. MapkupoBaHHE JTOKYCOB
YCTOMYHUBOCTH TPAHCIIO30HOBBIM
MYyTareHe30M.



HccnenoBareny I1epesl HA4alloM SKCIEPUMEHTA JOJDKHBI ONPENCIUTh, KAKOM THII MApPKEPOB
UCMOJIb30BaTh MCXOAs M3 CIEAYIOIIUX KPUTEPHUEB. BapHaOCILHOCTh M KOJUYECTBO TPEOyEeMBIX
MapKepoB, HEOOXOJMMOCTh B WX KOJOMMHAHTHOCTH, COOTBETCTBYIOIIME TpEOOBaHUS K
pacTurenbHOMYy Martepuany W Bbiaensemorn JIHK, pasmep reHomMma W MJIIOMAHOCTH TaKCOHA,
npakTuueckue — d3G@PEKTUBHOCTh aHaIu3a, CTOUMOCTh W COOTBETCTBYIOIICE TEXHHUUYECKOE
obOecrieueHue. boiee Toro, TEHJCHIMEM COBPEMEHHBIX HCCIACAOBAHUNM C  IIPUBJICYCHHUEM
MOJICKYJISIPHBIX MapKEPOB SIBJISICTCS MCIIONB30BaHUE JBYX M 0o0Jie€ TUIOB MapKepOB (OMHCAHUE
TUIIOB CM. HMKE), UTO IPUBOJUT K O0JIe€ OHO3HAYHBIM, JIOCTOBEPHBIM pe3yiibraraM. Tak, s

MOHUMAaHUS MEXaHU3MOB
ycroduuBocTd V. amurensis k R AP D o
Ag robacterium C IIOMOIIBIO  Randomly Amplified Polymorphic D PnnCIpIe
RAPD MapKepoB B
KapTUPYOLIEH ITONYJIALIUA
BUHOTpaJa OBbUI BBISIBICH JIOKYC
YCTOUYUBOCTH, Ha OCHOBE
KOTOPOTO  OBbUIM  pa3pabdOTaHbI

o = |SOlate
CONPSKCHHBIC C YCTOMYMBOCTHIO . 4 " DNA
SCAR  mapkepnl.  OpgnHako, PCR Rando
Primer

TOYHYIO  JIOKaJIMU3aIlMI0  JTHUX
MapKepoOB yAaJOCh BBIICHUTH C Y1 V2V
nmomoImpl0  SSR MapkepoB ¢ E

3 V4

UCIIOJIb30BaHUEM  pedepeHCHOI
KapThl.

V




OBOJIONHS MOJIEKYJSIPHBIX MApPKEPOB HJAECT B HANPABJICHUU ITOBBIIICHUS
pa3pemarIieii CIoCOOHOCTH, OBICTPOTHI, IPOCTOTHI M, IO BO3MOXKHOCTH,
CHIDKCHUS CTOMMOCTM aHaiu3a. MccnenoBarensiMu — chOpMYITMPOBAHBI
TpeboBanusa k JIHK Mapkepam, cormacHO KOTOPBIM UJ€adbHBIA MOJIEKYISIPHBIN
MapKep JIOJDKEH OTBe4YaTh KOMIUIEKCY XapaKTEPUCTUK. OBITh  BBICOKO
NOTUMOP(GHBIM  JIJISI  BBIABICHUS TE€HETHYECKOIO PasHOOOpas3us; HMETh
KOJOMWHAHTHOE HACJIEJOBAHUE, TIO3BOJISISI OMNPENCIATh TOMO3UTOTHOE U
TETEPO3UTOTHOE COCTOSIHUSL JHUIUIOWJAHBIX OPraHru3MOB; MapKep JIOJDKEH
CJIy4ailHO M 4acTO OBITh PaCIpeJIesICH M0 F'€HOMY; €ro MPOSIBICHUE HOJIKHO
ObITh HeWTpadbHbIM (mockosibky JIHK mocnemoBarenbHOCTH — J1HOOOTO
OpraHn3Ma HEWUTPAJIIbHbl K BHEIIHUM YCIOBUSM H©  OCYIIECTBISIEMBIM
npoueaypam); METO JOJDKEH ObITh MPOCT U JICIIEB B MCITOJIB30BAHUU; BBICOKO
BOCIPOU3BOAMM;  JIOJDKEH  IMO3BOJATH OOMEH  pe3yiabTaTaMud  MEXIY
nabopatopusiMu. Haimumue HECKOJIbKUX TUIIOB MAPKEPOB OOBACHAECTCA TEM, UTO
HA OJWH M3 HHUX C BBICOKOW CTEIIEHBKD HE COOTBETCTBYET BCEH CYMME
NEPEUYUCIICHHBIX KpUTepueB. [Ipu 3TOM 04EeBHIHO, YTO OCOOCHHOCTH TOW HIIM
MHOW Pa3HOBUIHOCTH MOJICKYJISAPHBIX MapKepoB OOYCIABIMBAIOT HX OoJiee
YCIIENTHOE MPUMEHEHUE NIl PEIICHUS TE€X WM MHBIX 3a]1a4.



B nocnennue necsatuieTus pazpadoTaHbl TUIIBI MOJEKYJISIPHBIX MAPKEPOB, B OCHOBY
KOTOPBIX MOJIOKEHAa peakiusi rudpuanzanuu, tTakux kak RFLP, u Heckonbko TUMOB,
Brrodaronux sram TP (RAPD, AFLP, SSR, SNP, CAPS, SCAR, mapkepsl Ha
OCHOBE PETPOTPAHCIIO30HOB W Jip.). B 0030pe mpuBeneH cnucok Hawmboliee 9acTo
UCIIOJB3YEMbIX  MOJICKYJAPHBIX ~ MapKEpOB, TMPHWIOKEHHS WX  HUCIOJIb30BaHMUS,
IPEUMYILECTBA U HEJOCTATKU, a TAKXKE CPaBHUTEJIbHAS OIICHKA, OCHOBaHHAsl HA PsJiC
npu3HakoB. B ux uucie: TpeboBanug Kk kojquuecTtBy W kadectBy JIHK, xommuecTBo
aHAJIM3UPYEMBIX TMOIUMOP(PHBIX JIOKYCOB, MPOCTOTA MCIOJb30BaHUS, BO3MOKHOCTH
aBTOMaTHU3allUK MPOIECCa, BOCIPOU3BOJAUMOCTh U CTOUMOCTb.

SFP discovery principle
Gene

5 3’

« 11 probe-features for each gene ——

» each probe 25 nucleotides long

Ot o genasprobesm) il LN o e I et

Reduced hybridization signal due to polymorphism — sequence variation

AATTGGGTCAGA | A |GGACTGGGCTAG g PROBE no.5

Line A .. GTGATGGTGGGAATTGGGTCAGA|A |GGACTGGGCTAGGCGCTG...
... TGTGATGGTGGGAATTGGGTCAGA | T |GGACTGGGCTAGGCGCTG... Line B

-

v
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RAPD (random amplified polymorphic DNA; ammmdunupyemsle JTHK
¢parmentsl) — Meton ammuiiukanuu JIHK cermeHTOB ¢ HCMoOb30BaHUEM
ciydaiHblx — mOpaiimepoB  (mpumepHo 10  HykmeoTunmoB)  He  TpeOyeT
IpEeIBApPUTEIILHOTO 3HaHuA mnocnenoBarenbHocTn JIHK, omnako Bciencteue
croxactuueckor mnpupoasl JHK ammimmpukanym BaxxHa ONTHUMU3ALUS WU
MOAAEPAKAHUE COOTBETCTBYIOIIUX YCIOBUU JUJIA MOJYYECHUS BOCIPOU3BOINUMBIX
pE3yIbTATOB. Meron ~ wmcnonb3yercs, HarpumMmep, 1St U3YUYCHUS
ONMM3KOPOJICTBEHHBIX BHUJOB M MOJEKYISIPHOW MIAECHTUYHOCTA PACTEHHU,
pasMHOXKaeMbIX IN Vitro. Hemocrarkamu MeToaa SBISIIOTCS . TOMUHAHTHOCTD, HE
OYCHb XOpouIas BOCHPOU3BOJUMOCTh M HEOOXOAUMOCTH BBICOKOOYHILEHHOMN
HeKOHTamMuHupoBaHHOW  JIHK, T1IOCKOJIbKY  MCHONB30BAaHHUE  KOPOTKHUX
CIIydalHbIX TpaiMEpPOB MOKET MNPUBOAUTH K aMmIuiM@ukanuu ¢(parMeHTOB
pPa3INYHBIX OpTaHU3MOB; JOKyC-HECTIEIU(PUIHOCTD MapKeEpPOB 17|
HETOMOJIOTHYHOCTh ~ ()parMeHTOB  oAMHaKoBoro  pasmepa (homoplasy).
BcaenctBue  HemocTarouHoi — BocmpousBoamMuoctd  RAPDS  ciokHO
UCIIOJB30BaTh B MEXKJIA0OpAaTOPHBIX  HCCJICIOBAHUSIX. Bcnencrsue
BBIIICYTIOMSIHYTOTO 3HAYUMOCTbD MTOJTy4a€MbIX PE€3YJIbTATOB U UX UHTEPIIPETALIHS
MOTYT IOJIBEPraTbCsi COMHEHHIO.



RAPD (Random Amplified Polymorphic DNA)

B otiinunu ot 0onbiinHCcTBa TpaauuuoHHbIx TP mapkepoB, RAPD He TpeOyeTr 3HaHus
crienu(pUIECKUX MOCIEA0BATEILHOCTEN TEHETUUECKUX JIOKYCOB. B CBSI3W ¢ 3TUM METO, B
OCHOBHOM, HUCHOJIb3YIOTCS JJISI U3y4EHUS MOIUMOp(PuU3Ma y TeX OpraHu3MOB, I7I€ T€HBI HE
CEKBeHUpOBaHbl, U mnociuenoBareabHocTu JIHK HeusBecTHhl. MeToj sBISETCS J10BOJBHO-
TaK{ MPOCTHIM U OBICTPBIM.

RAPD ocHoBaH Ha HMCMOJIb30BaHUN HA0OpA M3 HECKOJIBKUX KOPOTKUX HECHEIUPUUECKUX
npaiimepoB  (8-12 HyKICOTHIOB) M aMIUTM(DHIIUPOBAHMM CIAyYaMHBIX ITOJTHMOP(HBIX
dbparmentoB JIHK, T. €. BbuiBiIsieT mnoauMopdusM ciaydalHbiXx amiinkoHoB (ITLIP-
OPOJIYKTOB), Pa3JIMYAIOUIMXCS [0 JIJIMHE T[OCJEI0BATEIbHOCTEN. OTH MapKepbl —
IPaKTUYECKH BCE€ JOMHUHAHTHBIC, M IIOOTOMY C HMX IIOMOIIBbI) HEBO3MOXXHO OTIMYHUTH
TOMO3UIOThl M TE€TEPO3UroThl. Peako BcTpedaroTcss MH(POPMATUBHBIE ISl T€HETHUYECKOTO
aHaJM3a KOJOMUHAHTHBIE MapKeEPHI.

Jns RAPD BaxxHa BbICOKass KOHIIEHTpAIMA U XOPOIIEE Kau€CTBO MCXOJHOW F€HOMHOMU
JIHK: meton tpeOyer mmuHHBIX (pparmentoB JIHK B kauecTBe Marpuilbl U HE MOXKET
UCIIONB30BaTbcs B Tex  ciywasax, korma JIHK  moameepranmace — merpamanvu.
Mertop xapakTepu3yeTcsi HEBBICOKOM BOCHPOU3BOMMOCTBIO, U PE3YJIBTAThl OMBITOB TPYIHO
uHTeprpeTupoBarb. Pasnbie Habopsl RAPD mpaliMepoB oOTauMyaroTcsi MO  CTENEHU
crelM(pUIHOCTH, a MOJYYEHHBIE C UX MOMOIIBIO JIAHHBIE MOTYT MHTEPIPETUPOBATHCS T0-
pazHOMY.



RAPD (Random Amplified Polymorphic
Markers)

DNA izollasyonu k%‘%%? Ki'%\\)

10 bp’lik primerlerie PCR
Agarose gelde ayrim

l

UV transilluminatorile
goruntuleme




SCAR (Sequence Characterised Amplified Region)

SCAR — 9310 Mapkepnl, pa3paboTaHHbIC Ha OCHOBE pacmHbpPOBKU
nocnenosarenbHocteit  RAPD  mapkepoB. [l modydeHUsT ATUX  MapKEpOB
nonuMopdHsIil [P gparment, aMmmindUIMpoBaHHBINA ¢ MOMOIILI0O HA0OPa KOPOTKUX
Hecnenudpuueckux RAPD mnpaitMepoB, BBIICTSIOT U3 Iefisl, KIOHUPYIOT U CEKBEHUPYET.
Pacmudporannbie JIHK nocnenoBarenbHOCTH UCHIOJIB3YIOT ISl co37anusl HOBBIX T1LIP
npaiMepoB — 0o0Jiee JJIMHHBIX U CHEHUPUUESCKUX 11 JaHHOTO JIoKyca. C OMOIIbIO
ATUX MPaUMEPOB aMIUTUDUIIUPYETCA OJUH ClieM(pUIECKUHN JTOKYC.

SCARSs - sequence characterized amplified regions
=

Development steps
- find a useful RAPD marker, i.e. from genome map or BSA
- clone the RAPD fragment and sequence ends
- design, synthesize & evaluate PCR primer pairs

Type of polymorphism - length or single nucleotide.

Mainly codominant phenotype.

Forward SCAR primer
RAPD primer ¢ 7T

G >A insertion or deletion RAPD primer
Reverse SCAR primer

alters sequence, single alters length of PCR product
strand annealing properties

or restriction site




Ha ocHOBE mMOJNy4EeHHBIX C HCHOJIB30BaHUEM cCllydalHbIX TmpaiimepoB RAPD
O9HIIOB, WX pa3leieHUs, IKCTPArupOBaHUS, KIOHUPOBAHUS M CEKBCHUPOBAHUS U
au3aiiHa crenuduYecKkux mpaiMepoB paspaboran tum MapkepoB SCAR (sequence
characterized amplified region, XapaKTepHasi MOCJIeI0BAaTEIbHOCTh
aMIUIUUITUPYeMOTro  y4yacTkKa),  pa3BUTHE W MCIOJB30BAaHHE  KOTOPBIX
AKCIIOHEHIMANbHO pacTeT ¢ Hadama 1990-x romoB. Tak, paspadareiBatoTCs
cnenuduueckue SCAR mapkepsl, MO3BOJISIONIUE AUCKPUMUHUPOBATH OINpPE/EICHHbIE
MOJICKYJISIpHbIE (DEHOTHUIIBI PA3JUYHBIX BHUJOB OJHOTO pOja, HCIOJIb3yeMble B
TaKCOHOMHHM  JUCKPUMHUHHUPOBAHUE KOTHUIIOB, BBISIBJICHHE YHUKAJIbHBIX
COMAKJIOHAJIbHBIX BapUAaHTOB U  MOJICKYJISPHBIX COOBITHUH, COMNPSHKEHHBIX C
BaprualOEIbHOCThIO COMAKIOHOB. [10J0OHBIN THUIT MapKepOB 00J1a1a€T MOTEHIIUAJIOM, B
CEJICKIIMM  TIO3BOJISIET  pa3jiMyarh  OMNpPEACJICHHbIE  MATOT€HHbIE  IITaMMBbI
MHUKPOOPTaHU3MOB U JP.



JIJ1s TN TENBHOTO COXPAHEHUSA YCTOUYMBOCTU COPTOB
[IPUMEHSIOT:
* CO3JaHUE MHOTOJIMHEWHBIX COPTOB YTEM CKPEIIIMBAHUSA
X03SMCTBEHHO LICHHBIX (POPM C COpTaMU, HECYIIIUMHU Pa3HBIC
I€Hbl YCTOMYHMBOCTH, Oarogaps 4eMy y IIOJy4EHHBIX
rHOpHUJIOB HE MOT'YT HAKOMMUTHLCS B 1OCTATOYHOM KOJIWYECTBE
HOBBIE PACHI ITATOTCHOB,;
* COYETAHUE B OHOM COpPTE R-reHOB ¢ TeHaMu I0JIEBOU
YCTOMYHUBOCTH;
* IICPUOJIMYECKAST CMEHA COPTOBOIO COCTABA B XO3HCTBE,
YTO IMPUBOJUT K MOBBIIICHUIO YCTOMYHUBOCTH.
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BHYTpuBMAOBaA
rmbpunamnsauma (mexay

pacTeHuAMM O4HOro BNAaA)
npu co3aaHnmn
YCTOMYUBBIX K Bone3HAM
COpPTOB UAKU rTMbpnaos B
psae CyyaeB ABNAETCH
MaJ1I0MepPCNeKTUBHbIM

YcTonumBocTb NpuobpeTtaet
oTaaneHHasa rmbpuamnsaumna
(MeXxay pacTeHMAMM U3 Pa3HbIX
H6oTaHMYECKMX TaKCOHOB). Beab
Hanbonee BblparKEHHbIM
NMMMYHUTETOM XapaKTepu3yoTcsa
pPacTeHNA ANKOPACTYLLUX U
NPUMUTUBHbBIX BUAOB. [eHOMbI
ANKOPACTYLLUX copoanyen
KY/NIbTYPHbIX PpacTeHUn bblin m
OCTalOTCA OCHOBHbIM NMPUPOAHbBIM
MCTOYHMKOM FeHOB YCTOMYUBOCTMH,




[ moOpuan3anus OCyImEeCTBISICTCS ¢ TOMOIIBIO

* metona llequrpu
* METOJA BO3BPATHBIX CKPEIIMBAHUM U T.].

Heo0xoaumo

» OJIH U3 poauTenach (nim 00a) XxapaKTepHU30BaJICs
IIOJIUTCHHBIM UMMYHHUTETOM

» nHOOpMaIHs O 3aKOHOMEPHOCTIX HACIICIOBAHUS
MIPU3HAKOB UMMYHHUTETA.

» MPOBEACHNE MHOTOKPATHOTO 0TOOpa HanboJee
[ICHHBIX (DOPM.



JIJ1s1 yBEJIIMUEHUSI YCTOMYNBOCTH
COPTOB - METObI HACHIIIAKIIHUX,
WM BO3BPATHBIX, CKPEeIIUBAHUN
(OEKKpOCCOB) THOPUIHOM
MONMYJISIIUU C JJOHOPOM —
HOCHUTEJIEM I'€HOB UMMYHHUTETA.

[IpuMepsl: rTHOpUAN3ALINS
O3UMOMU ITIICHULILI JJI BEIBEJIACHUA
COPTOB, HUMMYHHBIX K I'€CCECHCKOU
MYXC, B HaCTHOCTH, FI/I6pI/II[HI>IX
coproB “Ponka”, “Omaha”,
“Pawnee”, “Warrior” u ap. c
JOHOPOM KMMYHHOCTH — COPTOM
“Kawvalle”.
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3asepluaionice cKpeLUMBAHKE

S-¢ ribpyIHoe MOKONCHHE

YenosHbie 0603HAYeH S

T C TEHOM YCTOH4MBOCTH K TO/I0BHE
@ - COPT ¢ TEHOM YCTOHYMBOCTH K TCNBMHHTOCTIOPHOSY
Puc. 40. Cxema KOHBepreHTHBIX CKpEWHBAHMIE (HA IIPUMeEpE BHIBCICHHS AYMEHS
© KOMIUIEKCHOI YCTOHYMBOCTBIO K TIBLTLHOI TO/I0BHE H MIOJIOCATOM MATHHCTOCTH)



[loBeIIeHrE 3O PEKTUBHOCTH CEJIEKIINU PACTCHUN HA
MMMYHHUTET K MaTOr€HaM MOKET OBITh JOCTUTHYTO IIPH
UCIIOJIb30BAHUY MIPEABAPUTEIBHO CO3AHHBIX
CHUHTETHUKOB UMMYHHUTETA (M3BECTHBIX, HAIPUMED, IS
KYKYPY3Bbl).

CHHTETHKHM CO3JAF0TCS HA OCHOBE CKpemuBanus 8-10
UMMYHHBIX JIUHUU, XapaAKTECPUIYIOUIUXCS PA3ITUYHON
KOJIOTUYECKOM MIACTUYHOCTHIO U COCTAaBOM (DAaKTOPOB
UMMYHUTETA. MHOTHE U3 CUHTETUKOB — XOPOIIUI
MCTOYHHUK I UMMYHHBIX JIMHUU IIPH MOCIIEAYIOIIEM
BBIBEICHUHU IIPOCTHIX U JIBOMHBIX MEXIMHEUHBIX
ruOpUI0B.



OTOOp X0JI040yCTOMYMBEIX (hOPM

B xauecTBe KpUTEPHUS )KU3HECIIOCOOHOCTH
PACTUTEIBHBIX KJIETOK MCIOJIB30BaIN COCTOSTHUE UX
MUTOXOHJIPHM, OLIEHUBAECMOE 110 BOCCTAHOBICHUIO
TTX. M3 KanayCcoB nepBOIo maccaxa, BblIEp>KaHHbIX
B TeucHHUE 24 4 mpu onTuMaibHOM (25 °C) n
noHkeHHOH (3 °C) TeMneparype, SKCTparupoBain
npoayKT BoccTanoByieHuss TTX - ¢popmazaH.
[TOCKOJIbKY pa3andHbIE OPraHbl TEILUIOJTOONBBIX
pacTeHui 00JIagal0T HEOAMHAKOBOM XOJIOIOBOM
4yBCTBUTEIBHOCTBIO, PEANOIATr AN, YTO 1
KAJTyCHBIC JIMHUH, TTOJTYYCHHBIC U3 3TUX OPTAaHOB H
COXPaHSIOLINE SITUTCHETHYECKHUE 0COOCHHOCTH,
PA3JIMYAIOTCS IO YYBCTBUTEIBHOCTH K OXJIAKACHUIO.



