MOCKOBCKHUI 'OCYJAPCTBEHHBIM YHUBEPCUTET
umenu M.B. JIJOMOHOCOBA

BUOJIOTMYECKUN ®AKYJILTET

Ha npasax pyxonucu

Jloponuna Tarbsina BajiepbeBHa

OcC00eHHOCTH CTPYKTYPBI AHTHUIIOAAJIBHBIX KJIETOK 3apOAbIIICBOr0
MEUIKA MIIEeHUIbI HA CTAAUAX AU PepeHIuPOBKH U

NMPOrpaMMHUPYEeMOH KJICTOYHOU rudesiu

1.5.22 — ximero4Hast OMOIOTHS
JANCCEPTALMA
Ha COMCKAHUE YYEHOU CTENICHU

KaHauaaTa OMOJIOTHYECKUX HAYK

HayuHnb1i1 pyxkoBOAUTEND:
KaHIuAaT OMOJOTHYECKUX HAyK

JlazapeBa Enena MuxainoBHa

Mocksa — 2023



OT'JIABJIEHHUE

LBBEJIEHUE ..ottt sttt et e e ebe et e e be e et e e naneebeeaneeas 6
O BN 6 1 7 111252 0T o SO OTTR PP POP PRSI 6
1.2. CTeneHb Pa3PAOOTAHHOCTH TEMBI ......viuvetiesresseesteassessresseesesseesseassesseesseasnesseesseesnesseesseesneanes 7
|G TR I o117 7 R 7= D1 £ L 7 (SRR 9
1.4. OOBEKT U TIPEIAMET UCCIEHOBAHMS .. vvveevreeesressssreesssresssssessssseessssesssssesssssesssssesssssesssssessnsenens 9
1.5, HAYUHAS HOBHBHA ..eeeiivvriieiiiiiieesiiteieesssitsteessssbeeeesssbseeesssssseeesassbeeeessnbbeeeesssseeesansnneeesnnsnneeenas 9
1.6. TeopeTndeckas U MPAKTHUECKAS 3HAUUMOCTD PAOOTBI.....eevvvrriirieiiieesireessireesssnesssseesssns 10
1.7. MeTo1070THSI HAYYHOTO MCCHEIOBAHMS ...eeeesvvrreessssereeesassreneessssseesssnssssessssssnneesssssseessnssens 10
1.8. T10J10KEHUS, BEIHOCUMBIE HA BAILIHATY ...uvvveerereeeureessreesasseesassesssssessssesssssessnsssesssneesnsnessnsees 11
1.9. CTeneHb JOCTOBEPHOCTH PE3YIIBTATOB .. .vecuvresreesreasreessesasseessreaneessneasseessneanesssesanneesnnesnnes 11
1.10. ATIPOOAIIHST PE3YIIBTATOB ...uvvvvstrenteanresseesseasseaseesseassesssesseessesseeaseassesseesbeesesseesbeensesnnesnees 11
1.11. ITyOaMKALIUHI IO TEME PADOTBL ......vveeveaareesireereesieeareesieeaseesseeaneesneeasneennneene e e aneennneens 11

2. OB30P JIUTEPATYPBL ...ttt 12
2.1. TIOTMTEHHBIE XPOMOCOMBL. ... .veeereasreessreasseessreasseeasneasseessreasseeasneesnesssneesnesasneesneesnneesneeanneees 12

2.1.1. O0uye TPUHIUIIBI CTPOCHUS TTOJIUTCHHBIX XPOMOCOM ..evvvvieisreesssreessssessssnessssnessnsneens 12
2.1.2. IIOTUTEHHBIE XPOMOCOMBI PACTECHMM. ... uvvvveeiiirreessiireeessiteeeesstseeesssssreeesssseeeessnssneeenns 20
2.1.3. [1oTUTEHHBIE XPOMOCOMBI KIETOK TTOJIBECKA ..vvvveeiuvrrrressssrrreessssneeesssssneessnsssnesssnsnneesns 23
2.1.4. [1oaUTEHHBIE XPOMOCOMBI KIETOK CEMSITIOICH ..vvviiivriiessiiiieesiiiieeessirieessnirneeessisnneenns 24
2.1.5. ITonuTeHHBIE XPOMOCOMBI KJIETOK TAYCTOPHS .. vvvverereenreesnreesseessreesseessneesneesneessesanseses 24
2.1.6. ITonmuTeHHBIE XPOMOCOMBI KJIETOK TATIETYMA ...vevveerereasreessreesneessreesseesnnessnnssseessnsanseenes 25
2.1.7. TlomuTeHHBIE XPOMOCOMBI SIHTIEKIIETKH M BUTOTBL. . .ceiuvvierirreesireeesireessineessineesssneessneens 26
2.1.8. BapnabenbHOCTh CTPYKTYPBI MOTUTEHHBIX XPOMOCOM PACTEHUM ..vvevvvvveeiiieniieesineans 26
2.1.9. TlonuTeHHBIE XPOMOCOMBI AHTHIIOIATTBHBIX KIIETOK 3ITAKOB ....vvveevveeesireeaireesieeesinens 28
2.2. OcobGeHHOCTH CTPOEHUS U (HOPMUPOBAHUS 3aPOIBIIIEBOIO MEIIKA 3JTAKOB......oivveriieenees. 31
2.2.1. ®opMHUPOBAHUE 3aPOJBIIIEBOTO MEIIKA 3IIAKOB.....cuuviireriirieiisssriessessnessiessresssessnee s 31
2.2.2. JIBOMHOE OTITOFOTBOPEHHE. ....uuveeertreeaatreesssrteststessseeesssesssssesssssesssssesasssesasssessssneesnneens 31
2.3. AHTUIIOHATIBHBIE KITETKH 3ITAKOB .....ocevvvrrunsieeesiiesssssnsseessesssssasssseesssssssssiesesssesssssnssseeenes 37
2.3.1. AHTUTIONABHBIC KIETKU KYKYPY3bI (282 MAYS L.) .ooiiiiiiiiiiieee e 43
2.3.2. ArTunonanbHbie KIETKH prca (Orysa Sativa L.) ... 46
2.3.3. AaTunonanbHbie KIETKH TPUTHKAIE (TIILICAIE) ...oovvvviiiiiiiiicc 47
2.3.4. Aartunonanbhbie KieTku samers (Hordeum vulgare L.) .o 48
2.3.5. AutunoganbHbie KIeTKH meHUIbL (Triticum aestivum L) .o, 51
2.4. Tlytu nporpaMMHUpPyeMOii KIIETOUHON THOETU PACTUTEIBHBIX KIETOK ...cevveeereanreerireaneennss 60
2.4.1. BapuaHTbl KJIETOYHON THOETH HKHUBOTHBIX KIIETOK . ....viveeriisresieesiissnesiessressesiessnesnesns 60
2.4.2. BapuaHThI KJIETOYHON TUOCIN PACTUTETBHBIX KIIETOK ....vveervresreeseesnreesueesnseessneanseeses 60

2



2.4.3. ®epMeHTHI 1 TOPMOHBI — Y9acTHUKH ATANOB [IKT pacTeHHM. .......vvvvvivieiiiiiiiiiei 65

T 10 0k (S 1 (<P PR PPN 70
3. MATEPHUAUJUIBL I METODBL...........cooooiiiiiiiii e 71
3.1. OOBEKT UCCIIeIOBAHHUS, B3ITHE MATEPHATA U (PHKCALIHS ... .vveevvveesireessireessireessireessineessneens 71
3.1.1. OOBEKT VICCIIEIMOBAHII ...evvvvvrrusseessesesssssnssessssesssssassessssesssssnteeeseseesssnnnnteressseesnmn 71
3.1.2. Marepuan st u3ydeHus:t MOP(POJIOTHH AaHTHITOJATBHBIX KITETOK .vvvvvsvveesireesireesineens 71
3.1.3. DUKCAITUST MATEPHAIIA ...vveeuveeeiureeessteeessteeesuteeessseeessseesasseesasseesasseesasseesssesassseesnsneesnseeens 71
3.1.4. IIpUroToBIE€HUE TOTATBHOTO MPEITIAPATA .. veervvesreererssreesseessreessesssreesressneessessneessesssnes 71
3.1.5. [lepuoan3anus pa3BUTHS AHTUTIOJATBHBIX KITETOK ...o.vveeeiureesisreesssreessreessineesssneesnsneens 74
3.2. CBeToBass MUKPOCKOMHS: TPOOOIIOATOTOBKA, MOIYYEHUE U aHATTU3 U300PAKECHHUH ........... 74
3.2.1. OxpammBanue JJTHK s1ep DAPL......coooiiiiie e 74
3.2.2. Onpenenenne kommuecta JJHK simep anTHoganbHBIX KIETOK B Tporpamme ImageJ
................................................................................................................................................ 74
3.2.3. Onpenenenue IOMAAN U OKPYIIIOCTH SAAEp AaHTUIOJANIBHBIX KJIETOK B IPOrpaMMe
DIAGE J e b b e e e e rra s 76
3.2.4. OkpalrBaHUE TeMATOKCUIMHOM KaAPPAUM .....ecviiiiiiieiiiiiiesiiiiie e 76
3.2.5. BoisBnenue pa3pbiBoB B JIHK mo Merogy TUNEL........cocciiiiiiiiiic 76
3.2.6. Ag-NOR okpammBanue apreHTo(uIbHBIX 0elKoB sapeinka mo meroxy Howell and
BIACK, 1980.......eeieeeeiieiee et ettt 77
3.2.7. OxpallluBaHue KJIETOK AKPUIUHOBBIM OPAHIKEBBIM ......ecrvvriureererssreesneesneessneaneesnnesnnes 77
3.2.8. IIpUroToBIEHUE XPOMOCOMHBIX TMPEHAPATOB .....vveerrernreereesnreesseessreessneasreessneasneesseesnes 78
3.2.9. ®dayopectentHas ruOpuan3ays N SItU (FISH)........coooiiiiiee 79
3.2.10. UMMyHOLIUTOXHMHUYECKOE BBISIBICHUE KIIE€TOUHBIX OPTAHEIIL ..c.vverveeereeneennreenneesnnes 79
3.3. DIEKTPOHHAS MUKPOCKOTIIHST .....uvvivrietissitietissssessbesssbeesbessssa s sbesssbe s sbe s s sbassbeesba s n e s 80
3.4. Onpenenenue ypoBHs dKkcrpeccuy TeHOB METOOM RT-TILIP .......ccoovvviiiiiiiiii, 81
3.5. O0pa0OTKA H300PAKEHMI .......vivviiieiriiiie ittt 81
3.5.1. O6paboTka U300pakeHU CBETOBON M SJEKTPOHHOU MUKPOCKOIIHH ....vvvvvrvvenriieenenss 81
3.5.2. JICKOHBOITEOLIFIST «..uvveeuteeesuteaesuteeessseaessteeessseeesaseessssesaasseeeasseeeasseessseesnsseeensseennsneesnnneens 81
3.6. CTaTUCTUYECKAST OOPAOOTKA JTAHHBIX. .. . veeeutrresstreesntreessteeessseeessseesssseesssseesssseessssesssssessnseeens 82
R 0 (<Y 1 S PSSP TUPROUPRPTP 82
4. PESYJIBTATDBL ...ttt bttt nneas 83

4.1. O0wuas cTpyKTypa KOMILIEKCOB aHTUIOJAIBHBIX KJIETOK Ha cTaauu TuddepeHIMpOBKU U
KITETOUHOM THIOCTIH ...t euteeiee et ettt ettt e et nn e et e m e nnn e nme e e neenn e e e nne e 83

4.2. CtpykTypa siiep aHTUTIOAAJIBHBIX KJIETOK Ha cTaguu TudPepeHIIMpPOBKH U KIETOUYHOMN
187 (=14 SR PRR 84

4.2.1. CTpyKTypa siaep aHTUIIOJATBHBIX KJIETOK OTUIOOTBOPEHHBIX 3apOBIIIEBBIX MEIIIKOB



4.2.2. CTpyKTypa siAep aHTUIIOAATBHBIX KJIETOK HEOINIOAOTBOPEHHBIX 3aPOIBIIIEBBIX
LY (5] 11000 : T RSP PRPUPPPPPSTTTRP 91

4.2.3. CTpyKTypa IMOJUTEHHBIX XPOMOCOM aHTHUIIOIATBHBIX KIIETOK OIJIOIOTBOPEHHBIX
BAPOIBIIIEBBIX MEIITKOB ... .vvveessteeessesssssessssessssssssssessnsssssssssssssesssssssssssessssesssssessnssessssssssnsseens 97

4.2.4. SInpbIIIKK aHTHITOAATBHBIX KJICTOK OIUIOAOTBOPEHHBIX U HEOILIOA0TBOPEHHBIX
3APOIBIIIEBBIX MEIITKOB ... .vvveessteeessseeessessssesssssssssssssnsssssssessssseessssesssssesssssesssssessnssessnssessnsees 107

4.2.5. Pazpeiel JIHK, BeisiBisiembie metogom TUNEL B sigpax aHTUITOAQIBHBIX KIETOK
OILJIOIOTBOPEHHBIX M HEOIUIOJOTBOPEHHBIX 3APOBIIICBBIX MEIIIKOB .....vveesvreseeessveesseeaseensns 113

4.2.6. YIBTpacTpyKTypa sIep aHTUIIOAAIBHBIX KJICTOK OIUIOAOTBOPEHHBIX 3aPOIBIIICBBIX
D =) 1100 - F T 117

4.3. Conepxxanue [IHK, momanb 1 OKpyriaocTh A1€p aHTUMOAAJIBHBIX KJIETOK 3apOIBIIIEBOTO
MEITKa MIIEHUIIBI Ha CTAAUH TADPEPEHIMPOBKU M THOCTIH . ...vevvveeeiriesireesireesineessineesnsneenns 126

4.3.1. Conepxanue JIHK siaep aHTUIIOAANBHBIX KIETOK OIJIOJOTBOPEHHBIX 3apOIbIIIEBBIX
DY 300030 ) TURRRTR 126

4.3.2. IInomane AHK sinep aHTUNOAABHBIX KJIETOK OIUIOAOTBOPEHHBIX 3apPO/IbIIIEBBIX
15311040 ) : J TP PR PR 131

4.3.3. nauBuayanu3aius XpoOMOCOM sJIep aHTHUIIOAATBHBIX KJIETOK OIJI0I0TBOPEHHBIX
BAPOIBIIIEBBIX MEIITKOB ... .uvveeutreesteeasseeasseesasseessseesssseesssseesssseessseesssseessssesssnsessnsseesnssesssees 135

4.3.4. OKpyriaoCTh sII€p aHTUTIOAAIBHBIX KJIETOK OIJIOJIOTBOPEHHBIX 3aPO/IBIIIEBHIX MEIITKOB

.............................................................................................................................................. 137
4.3.5. XapaKTepUCTUKH S1ep aHTUIOAATBHBIX KIIETOK OIJIOJJOTBOPEHHBIX 3aPOIBIIIEBBIX
1Y (S3100:40): FO TP TPR PP 139
4.4, CtpykTypa Opraseinl [IUTOILIa3Mbl aHTUTIOJAIBHBIX KJIETOK Ha CTaIUH
TG HEPEHIMPOBKU U KIETOUHOM THOCI . ....eeuveeirieieesireeieesiree e s e snee e sne e nnee s 144
4.4.1. CeToBasi MUKPOCKOIIHS OPTAHEIIT LIUTOTIIABMBL ... veeereenieisnreesseessneessneaneesnnesnneesnneas 144
4.4.2. YapTpacTpyKTypa OpraHesul IIUTOTUIa3Mbl AHTUITOJATBHBIX KIETOK ....vveevveerrereenenes 153
4.5. Ilepuoau3anusi pa3BUTUS AHTUTIOATBHBIX KITETOK .....vvevvrertressreasseesseeessnesseessneansessnnesnnes 160
4.6. YPOBEHD IKCIIPECCHH TEHOB .. .cuvieuriieitiasrisieesteassessessbeestsssesbeesnessessbeesnessnesbeesneasnssseenne e 161
S5.0BCYIKIEHHE .........ooooiiiiii ettt 165
5.1. Mop@donorus KJIeTok 3apoAbIIeBOro MEIIKa MIIEHUI[bl, KOJTMYECTBO U
MIPOJIOJIKUTEITBHOCTD FKHBHI . ....ecutvieiatttesutetessteaessbeeessbeeessbe e e ssb e s e asbe e e s e e s b e e s bs e e s bn e e s b e e anneeeanes 165

5.2.1. CtpykTypa siiep aHTHIIOAIbHBIX KJIETOK OIUIOAOTBOPEHHBIX 3aPO/IbIIIEBBIX MEIIKOB Ha
cTaguu TUGGEPEHITUPOBKU U KIETOUHOM THOCIIH ....cvvivviiiericiie e 168

5.2.2. CtpyKTypa siiep aHTHIIOAATIbHBIX KJIETOK HEOIUIOIOTBOPEHHBIX 3apO/IBIIIIEBBIX MEIIKOB
Ha cTaaud TU(QHEPEHIUPOBKU U KIETOUHOM THOCTIH .....vvevvieeriireiiieiesiiesiee s 173

5.3. CTpyKTypa MOJTUTEHHBIX XPOMOCOM AHTUIMIOHATBHBIX KIIETOK ..vveevvvreessreesnreesireesnneesnnnas 175

5.4. Conepxanne JIHK, miomans v OKpyriocTs sSAEp aHTUIIOJATIBHBIX KIETOK 3apO/IbIIIEBOTO
MeIIKa MIIEHUIBI HA CTaIUU AUPPEPEHUUPOBKU M THOCIIH. .....vveeeeeiinreerieeinreesreeaneesnnesneennnens 176

5.5. CtpykTypa opraHesul IUTOIIa3Mbl aHTUIIOATBLHBIX KJIETOK Ha CTaIuN
TG HEPECHIUPOBKU U KIETOUHOM THOCIH. ... veuveeiriesieesireeieesineesseessneesneessneenneesnneesneeaneenneeanns 177



5.6. I'nGenp aHTUNONATBHBIX KJIETOK 3aPOIBIIIEBOTO MEIITKA ITIICHUIIBI .....vveevvveessvveessveeesaeees 182

5.7. llpoduip sKcIpeccuy TeHOB B aHTUIOAAIBHBIX KJIETKaX 3apO/AbIIIEBOI0 MEIIKa MIIEHUIIbI

................................................................................................................................................. 187
5.8. ®yHKIIMOHAIBHOE 3HAYCHUE aHTUTIOJATbHOTO KOMILJIEKCA 3apOJIBIIICBOTO MEIITKa
80000 505 0013 (T 188
6. BAKITHOUEHHE ............ccooiiiiiiiii et 192
ToBBIBOIDBL ...ttt ettt 193
8. HYBJIUKAIU 1O TEME PABOTDBL.........cc.ooiiiii s 194

oI B O ¥ s & 2 S PP SOP U UPRRRTRR 194

I K<), (03 Q01 (0 ) o D1 (o) : T 194
9. CIHUCOK JIUTEPATYPDBI ...ttt 197
10. BIATOJAPHOCTH ...ttt sttt s e b e be e te e 211



1. BBEJIEHUE

1.1. AKTyaJIbHOCTH

AHTUNIOATIBHBIE KIIETKH 3apOJBIIIEBOIO MENIKA PaclojararTcs MEKIY MAaTepUHCKUMU
TKAHAMM CEMSAIIOYKM M Pa3BUBAIOIIMMCS IIOCIE JIBOMHOIO OIUIOJOTBOPEHMS 3HIOCIEPMOM.
AHTHIIOAATIBHBIE KJIETKH (POPMHUPYIOTCS Y OOJIBIINHCTBA M3BECTHBIX BUJIOB IIBETKOBBIX PACTECHHIA.
OpHako y MHOTHMX PAacTeHMM aHTHIOJAJIbHBIE KIETKU AETEHEPUPYIOT IO WJIM BCKOpE IOCie
OILUIONOTBOPEHUA. Y 3JIaKOB AHTUIOJAIBHBIE KIETKM COXPAHSIOTCSA JOJIroe BpeMs II0CIe
OIJIOJOTBOPEHUS] U (OPMHUPYIOT MHOTOKJIETOYHBIH KOMILJIEKC. YHHKaJIbHBIE CTPYKTYpPHBIE
0COOEHHOCTH aHTUIIOJANIBHBIX KJIETOK 00YCIIOBJIEHBI UX TPOPHUECKON U OapbepHOU (HyHKIHSIMU
Ha Pa3IUYHBIX JTanax JUQQEpeHIMPOBKH KOMIUIEKCA, KOTJa MPOHMCXOIST BCE KIIOYEBBIC
IIPOLIECCHI B UX ApaxX U LIUTOIUIA3ME.

[ToxazaHo, 4TO B PAa3sBUTUM AHTUIOJAIBHOIO KOMILUIEKCA IILIEHULbI BBIICISIOTCS TPU
MIOCJIEIOBATEIFHO CMEHSIOMKE JpYyr Jpyra stana — mnpoiudepannn, IudGepeHINpOBK U
nporpaMMupyemMon kietounoit rudenu (Yaban u ap., 2011). iMeHHO y KyJnbTypHBIX 3]1aKOB B
TedyeHue dTana AU HEepeHUUPOBKU B SIPAX aHTUIIOAAIBHBIX KIETOK (POPMUPYIOTCS TUTAHTCKHUE
HOJUTEHHbIE XpoMocoMbl. IlomuTeHHBIE XpOMOCOMBI — 3TO UHTep(asHble, AKTUBHO
(GYHKIIHOHUPYIOIINE XPOMOCOMBI, COCTOSIINE M3 MHOXECTBA FTOMOJIOTUYHBIX HUTEH (XpOMaTum).
[TonuTeHHBIE XPOMOCOMBI BCETAa (POPMUPYIOTCS B KIIETKAX, CHHTE3UPYIOMINX MHOTOUHCIICHHBIC
PHK. B sapax aHTUNONANbHBIX KJIETOK 3TH T'MIAHTCKHE XpPOMOCOMBbI TpaHckpubupyior PHK,
Koaupytolme 0enku, odecredrBaroie pa3BuTue U JudGepeHMpoBKy 3HA0CIepMa Ha CTaluu
neHouuta. lloaUTeHHbIE XPOMOCOMBI IO3BOJISIIOT AHTUIIOAAIBHBIM KJIETKaM pealii30BaTh
OCHOBHYIO (YHKIIMIO - OOEcCreueHue pa3BUTHUA U 3allUThl (HOPMUPYIOIIErocs 3HJOCIEpMa,
SBJISIIOIIETOCS OCHOBHOHM TKaHbiO Oynymiero 3epHa. TakuM oOpa3oM, aHTUNOJAJIbHBIE KIIETKH
SBIISIIOTCS TPUMEPOM (YHKIIMOHATIBHON COMaTHYECKON MOJIUIIIONU3AINY.

CTpyKkTypa THIaHTCKUX MHOTOHUTYAThIX XPOMOCOM pAacTeHHl OTJIWYaeTrcs OT
KJIACCUYECKHUX IMOJIMTEHHBIX XpPOMOCOM Y JKMBOTHBIX. [lo cpaBHEHHIO C MOJUTECHHBIMU
XpOMOCOMaMH JKMBOTHBIX IIOJUTEHHBIE XPOMOCOMBI DPACTEHUH U3Yy4YEHbl OYEeHb CJado.
CrnenoBarenbHO, U3YYEHHUE CTPYKTYPBI MOJIUTEHHBIX XPOMOCOM aHTHIOJAIBHBIX KJIETOK HUMEET
6osbI10€ 3HAUYEHUE [T (DyHIaMEHTAIbHOM HayKH.

Cynab0a aHTUNOIabHBIX KJIETOK YETKO JIETEPMUHHUPOBAHA, B MPOIlecce LEUTIIIpU3aluu
SHJOCTIEpMA 3aIyCKAeTCs MPOIECC MPOTrpaMMHUPYEMOM KJIETOYHON THOETHW aHTHUIIOJAThHBIX
KJIeToKk. Takum o00pa3oM, aHTUNOJAIbHBIE KIETKH — HJACANbHAs MOJENb JUIsl H3y4YeHHS

CTPYKTypHO-(I)yHKL[I/IOHaJ'IBHBIX 0coOeHHOCTEH paCTHTCHBHOﬁ KJIICTKHM Ha 3TallaX OHTOI€HE3a, T.K.



LUK UX pa3BuUTHA 3aHMMaeT Bcero 10 nuedl. DUHANBHBIM JTallOM OHTOTEHE3a SIBISETCS
nporpaMMupyemast KIeTouHas ru0elb, HeJOCTaTOYHO OXapaKTepU30BaHHAs Y PACTCHHA.

Cenenuss 00 aHTUNOJAIBHBIX KIJIETKAaX IIIEHUIBI B COBPEMEHHOW JIUTEpaType
(parMeHTapHbl M HE JAIOT YETKOrO IPEACTaBIECHUS O OCOOEHHOCTSX MX CTPYKTYpbI B XOJe
T PepeHIMPOBKH KOMILIEKCa, U O Mpeo0pa3oBaHUM 3TUX KJIETOK B XOJ€ MPOrpaMMHUpYyeMon
KJICTOYHOM rubeny.

Upe3BbIuaifHO Ba)KHO TMOHATH, KaK AU(P(HEpPEHIUPYIOTCS B OHTOI€HE3€ 3apOJIbIIICBOTO
MEIIKa KJIETKHM AaHTUIOAAIBHOIO KOMIUIEKCAa C TMFaHTCKMMHU XpoMmocomamu, kakue PHK
TPAHCKPUOUPYIOT XPOMOCOMBI, KAKH€ ITPOLECCH] B HYKJIEapHOM HA0CIEPME KYJIbTYpPHBIX 3J1aKOB
OHHU 00ECTICYHBAIOT.

He wmeHee BaXHO omnucaTh XapakTepHbIE HW3MEHEHHS OCHOBHBIX KOMITAPTMEHTOB
AHTUIIOJABHBIX KJIETOK Ha pa3IMYHbIX JTarnax rudeiu KOMILIeKca, KOrja OHH, I[oruoasd,
HOJTHOCTBIO PE30pOUPYIOTCS HI0CHEPMOM, 00ecieurBasi IPaBUIbHOCTD €ro JU(GEpEeHIIUPOBKH.
[TpuopureTHoe (mepMaHEHTHOE) (POPMHUPOBAHME AHTUIIOAAJIBHOIO KOMILJIEKCA B Hadaje
OHTOreHe3a >keHckoro rameropura (Yaban u ap., 2011) g0 ABOMHOrO OIUIOJOTBOPEHUS
cBueTesbeTBYeT 0 BaxkHOocTH UPHK, KoTOpBIE TpaHCKpHUOUPYIOTCS B TMTAaHTCKUX MOJUIIONTHBIX
A7pax aHTUIIO/AIbHBIX KJIETOK. boJiee Toro, Ha MIIeHUYHO-PKaHbIX THOPUAAX [TOKa3aHO, YTO MPH
HapyIIEHUH CTPYKTYPbI aHTHITOAAIBHOTO KOMIUIEKCA HAPYIIAETCsl Pa3BUTHE TKAHU DHIIOCTIEPMa
U B pe3yibTate hopmupyercs HeBbinoiaHeHHoe 3epHo (Brink and Cooper, 1944; Purun u OpiioBa,
1974). Pa3BuTue ceMEHHM 3JIaKOBBIX PpACTEHUH NpPEICTABIsET MHTEPEC HE TOJBKO C
(byHIaMEHTaJIbHOW, HO M C TMPHUKJIAJHONH TOYKM 3PEHHUs, T.K. KYJIbTYPHBIE 3JIaKU SBISIOTCS
BOXHEHIIIMMU CETbCKOXO03HCTBEHHBIMH H TIUIIEBBIMU pacTeHUSIMU. [109TOMY OUeHb BasKHO 3HATH
OCOOEHHOCTH paHHUX JTanoB MopdoreHe3a TKaHEeW 3epHa Kak (QyHIAMEHT uisl OyIyllero

YJIy4ILIEHUS TIOKa3aTeslel YpOKaiHOCTH.

1.2. Crenenb pa3padoTAaHHOCTH TEMbI

Hecmotpst Ha TO, uTo B KieTkax 80% LIBETKOBBIX PACTEHUU BBISIBICHBI MOJIUTEHHBIE
xpomocombl (Kumynes, 1992), nmomuTeHHbIE XPOMOCOMBI pacTEeHUIl M3yudeHbl ciabee, ueM
MOJIMTEHHBIE XPOMOCOMBI )KMBOTHBIX. [I0Ka3aHO HalMUKe TUTAHTCKUX MOJIUTEHHBIX XPOMOCOM B
AHTUTOJANBHBIX KIIETKaX KyIbTypHBIX 37maKkoB (MBanoBckas, 1973; bmonenos, Konapes, 1978;
[lerpoBa u ap., 1985; bareirmaa, 1994; Yaban, 2008; Yabanm u nap., 2011). AcmexTs
(GYHKIIMOHUPOBAHUS — TMOJMUTEHHBIX XPOMOCOM, CTPYKTypa OTIEIBHBIX XPOMATHH, HX
pacmojoXeHHe B COCTaBe IMOJUTEHHOW XpPOMOCOMBI, KaKk U TpaHCHOpMAIUs CTPYKTYPHI

MOJIMTCHHBIX XPOMOCOMEI B XOJI€ OHTOI'CHE3a 10 CUX ITOP HEC OCBCIICHLI B JINTCPATYPEC.



B psne pabotr Obuta naHa KpaTkas XapaKTePUCTHKA YJIbTPACTPYKTYpPbl aHTHUIIOJANIbHBIX
KJIETOK Pa3HbIX 371akoB — KyKypy3sl (Diboll and Larson, 1966; Diboll, 1968), puca (Maeda and
Miyake,1996; Maeda and Miyake, 1997), sumens (Engell, 1994) u nmenunsr (Morrison, 1954,
Hoshikawa, 1960; You and Jensen, 1985) Ha cramuu ux aKTUBHOTO ()YHKIIMOHUPOBAHUsA. BbLIO
MOKAa3aHO, YTO Y 3JIaKOB aHTHUIIOJAIbHbBIE KIIETKA UMEIOT JIpa, YBEIUYUBABIINECS B pa3Mepax B
X0JIe OHTOTeHe3a. B aapax coaepkarcs OAHO MM HECKOJBKO KPYIMHBIX SAPBILIIEK C BaKyOJSIMH,
saepHas 00ojo4yKka (OpMUPYET MHOTOUMCIICHHBbIC MHBaruHanuu. L{uTommasmMa aHTHIIOAATBHBIX
KJIETOK COJIEP’KUT MHOTOYHCIIEHHBIE OpraHeisl — muctepHbl JDIIP, MUKTHOCOMBI, BE3UKYIIBI,
IUIACTUBI, MHUTOXOHAPUH, pubocombl. OJHAKO CYNIECTBYIOIIME Ha JIAHHBI MOMEHT
UCCIICIOBaHMS, TOCBSIIEHHBIC aHTHIOAAJIBHBIM KIETKaM 3apOABIIIEBOTO MEIIKa KYJIbTYPHBIX
371aKOB (p)parMEeHTApHBI U HE AIOT YETKOTO MPEICTABICHUS O CTPYKTYPE 3TUX KJIETOK Ha Pa3HBIX
JTarnax uX OHTOreHe3a.

B pabGore Yaban u np., oxapakTepu3OBaHbl dTambl (OPMUPOBAHUS KOMILIEKCA
AHTUIIOAAIBHBIX KJIETOK 3apOABIIIEBOrO Melka mieHuibl. Ocoboe BHUMaHUE OBLIO YIEICHO
sTamy mpoiudepanyu TPEeX HWHHUIMAIBHBIX AHTUIIONANBHBIX KJIETOK. BrepBbie Ha cepuu
MOJyTOHKHUX CPE30B MPOCIIEKEHBI MOCIEeI0BATEIbHBIE MUTOTHYECKUE JETICHHUS aHTUIIOAATbHBIX
KJIETOK, MPUBOASIINE K (OPMUPOBAHUIO TPEX SIPYCOB KIETOK AHTUIIOAAJIBLHOTO KOMILIEKCA.
BriepBrie monaTBepKIeHA CEKPETOpHAs POJb AHTHIIOAAIBHBIX KJIETOK W MPOWLIIOCTPHUPOBAHA
OKCTPY3UsI XPOMOCOMHOTO MaTepualia M MaTepuajia SAPBIIKAa B LUTOIJIA3My HYKIEapHOTO
sHpocnepma (Yaban u ap., 2011). [Tokazano, uro mporpamma rubeiar aHTHIOJAIBHBIX KIETOK
3alycKkaeTcss MapajielbHO C (OpPMHUpPOBAaHMEM KIETOYHBIX CTEHOK »3Haocnepma. ['uGens
AQHTHIIOATBHBIX KJIETOK COIMPOBOXKIAETCS KOHJCHCAIlMeW XpOMAaTHHA, PaclagoM SAPBIIIEK U
BBIOPOCOM €Tr0 KOMITOHEHTOB B IIUTOIIA3MY aHTUTIOAATIBHBIX U B dH0ctiepM (Yaban u ap., 2011).
B psaae paboT umeroTcs gparMeHTapHble CBEJCHHsSI 00 OCOOCHHOCTSAX aHTHUIIOJAIbHBIX KIIETOK
IIIEeHUIIBI Ha dTare ux rudenu (Zhang et al., 1988; An and You, 2004).

OnHako 10 CUX TOp, B JUTEPAType MPOILECC THOETH aHTHUITOATBHBIX KJIETOK OCBEICHBI
cnabee, uem mporecc ux nponudepanuu u nuddepeHupoBKy. ['nOENb aHTUTIOAATBHBIX KIETOK
SIBJISIETCSL SIPKUM MIPUMEPOM KieToyHoi rudenu B aupdepenuuposke — dPCD (Daneva et al.,
2016), T.X. aHTUMIOAALHBIEC KJIETKU MOBEPTalOTCs THOEIH MOCIIE BHITOIHEHUS UMH UX (DYHKIIHU.
Knerounas rubens pacreHuil usydaerca MeHee akTuBHO, uyeM I[IKI' (mporpammupyemas
kjeToyHass rubenp) kuBOTHbIX. Ecnum knaccuduxamus IIKID y  KMBOTHBIX MOCTOSIHHO
nepecMmatpuBaetcs u yrounsercs (Galluzzi et al., 2018), To obmenpunsaToit knaccudukarnuu [TKT
pacTeHHii B HacTosIee BpeMs He cyniecTByeT. EquHcTBeHHas Hanbosee yaauHas KIacCu(pUKaIHs

[IKT pactenuii Ha OCHOBaHUM MOP(OJOTHUYECKUX MPU3HAKOB Oblia mpemioxkeHa B 2011 roxy,



Kora ObUTO MPEIIOKEHO BHIACIATE 1Ba BapuaHTa [IKI y pacTeHuit — «BaKyoJIpHYIO KJIETOUYHYIO

rulenb» U «rporpaMmmupyemslii Hekpos» (Van Doorn et al., 2011).

1.3. lleaan u 3agauu

Llenpto paboOTHI SBIISICTCS HM3Y4YEHHE CTPYKTYPHI AaHTHIIOJAIBHBIX KJIETOK KOMIUICKCOB
OIJIOJJOTBOPEHHOTO M HEOIUIOJOTBOPEHHOTO 3apOJBIIIEBOIO MEIIKa IIIEHHUIBI Ha CTaIusiX
(G GepeHIIMPOBKU U IPOTPAMMHUPYEMOI KIIETOYHOW THOeNu.

B paboTe nocTaBieHsI clieayromue 3aaadun:

1) mepuoam3anus CTPYKTYpPHO-(DYHKIMOHAIBHBIX M3MEHEHHUH KJIETOK aHTHIIOJAIBHOTO
KOMILJIEKCa Ha cTagusaX Au(pepeHIrpoBKH U IPOrpaMMUPYEMOi KJIETOYHON THOenn

2) wu3ydeHHEe OCOOCHHOCTEH CTPYKTYyphl sipa W LUTOIUIA3Mbl  Ha  CTaJHH
muddepeHIMPOBKY aHTUIIONANIBHBIX KIIETOK,

3) xapakTepHuCTHKa CyObeANHHIBI MOJUTCHHBIX XPOMOCOM aHTHUIIOAAIBHBIX KIETOK Ha
craguu 1udepeHITPOBKH,

4) BBISIBIICHUE T€HOB, MIOBBIIICHHAS YKCIPECCHSI KOTOPBIX XapaKTepHa JJIsl aHTUIOJATbHBIX
KJIETOK IIICHHIIBI Ha CTaauu Au(pHEepeHINPOBKH,

5) m3yueHue cynpObI OCHOBHBIX KOMIIOHEHTOB AHTHIIONAIBHBIX KIETOK B XOJA€ HX

IPOrpaMMUPYEMOil KJIIETOUHOH rudenu,

1.4. O0beKT 1 IpeaMeT HCCJIeT0BAHUA
OOBEeKTOM HCCIeI0BaHUs TaHHOM TUCCEPTAIMOHHON pabOThl SBJISIOTCS aHTUIIOAATIbHBIC
KJIETKHY 3aPOBIIIEBOTO MEIIKA MIIEHUIIBI Ha CTaANH UX TuhHEepEeHIIMPOBKU U IPOTPAMMUPYEMOI

KJIETOYHOU THOEIH.

IIpenmerom ucciieoBaHMs B IUCCEPTALUU SIBISIFOTCS CTPYKTYpa sIAEP € MOJUTEHHBIMU
XpOMOCOMaMH M OpraHell ILUTOIUIa3Mbl AHTUIOAAJIBHBIX KJIETOK Ha pas3HbIX CTaJuaX
T depeHIMPOBKY U IPOrpaMMHUPYEMON KJIETOYHOM THOeNnu, MPU3HAKU MpOrpaMMHUpyeMOin
KJIETOYHOW TMOEIM aHTUIOAANBHBIX KJIETOK, OLIEHKAa YPOBHSI 3KCIIPECCMM TE€HOB Ha JTame

T GepeHIIMPOBKH aHTUIOAATIBHOIO KOMILIEKCa.

1.5. Hayunast HoBH3Ha

BnepBrie neTanbHO 0XapakTEPU30BaHbI CTPYKTYPHBIE OCOOCHHOCTH KOMITOHEHTOB sJIpa 1
[IUTOIJIA3Mbl AHTUIIOAATBHBIX KIETOK Ha dSTanax AuddepeHIMpOBKA U MPOrpaMMHUPYEMOit
KJIETOYHOM THOeTH.

BnepBrie BBIIBIIEHA TE€TEPOTEHHOCTH SNEP KIETOK WHIWBHIYATBHBIX AHTHUIIOJATBHBIX
KomIuiekcoB 1o coxaepxkanuto [IHK, Bo3HuKaromas B pe3yibTare aCUHXPOHHOCTH PayHIOB

SHAOPCAYIIIIMKAIIAN. OnpeneneHa mIomajab U COACPIKaHUC I[HK AACP 6a3aJ'ILHOFO, CpCAHCTO U
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anMKaJIbHOTO SIPyCOB KOMIIEKCOB Ha paHHEH, cpellHel 1 no3aHel ctanusax AudQepeHupoBKY 1
rubenu. BrepBble n3ydasncs ypoBEHB SKCIPECCHMU T'€HOB, XapaKTEPHBIN Il aHTHIOAATIBHBIX
KJICTOK TIIEHHIIBI Ha CTaIuH JU(PepeHIIMPOBKH.

[TpyHIMNMAIBHO HOBBIMU SIBIISIIOTCSI JAHHBIE O PAaCIpelieIeHUd U CTPYKTYpe OpraHellI
LUTOIUIa3Mbl AHTUIIOJAIBHBIX KIETOK — 53HJOIUIa3MAaTHYECKOTO PETUKYJIyMa, JIUKTHOCOM,
MUTOXOH/IPHA, MUKPOTPYOOUEK 1 aKTHHOBBIX (PMJIAMEHTOB Ha pa3HbIX dTanax auddepeHunpoBku
AHTUIIOJAIBHBIX KOMIUIEKCOB U I1KT.

ITonTBepxaeH mpolecc cerperaluyd KOMIIOHEHTOB SApBIIIKA B Tela IOJUTEHHbIX
XPOMOCOM Ha CTa/IuM IPOrpaMMUPYEMOM KJIETOUHON rubeiu, BIepBble 0XapaKTepPU30BaH COCTAB
U pacrpe/esieHre KOMIIOHEHTOB B cerperarax siipbiika. [loarBepkaeHa SKCTpy3ust KOMIOHEHTOB
SOApBIIIKA ¥ YacTeif XpOMOCOM B IUTOIUIA3MY AHTHUIOJAIBHBIX KIETOK M 3aTEM B IICHOIUT
sHaocnepma. [lokazaHo, 4TO 3KCTPy3Hsl KOMIIOHEHTOB sijipa IPOXOIUT Yepe3 pa3pbiB sJepHOU
000JI0UKH.

Ha craguu nporpamMmmupyemMoil THOeNM aHTUNOMANBHBIX KIETOK BIEPBBIE B sIpax
BbIsIBJICHBI pa3pbiBbl JIHK 1 BHIXO/ IIMTOXPOMA C M3 METOXOH/IPHI B IIUTOIIA3MY aHTHUITOAATbHBIX
KJICTOK. BHepBbIe moJiyd€Ha BO3MOXKXHOCTb COIIOCTABUTDH ru0enp KIETOK AHTUITIOJAJIBHOT'O
KOMIUIEKCA C OXapaKTepPH30BAaHHBIMU BapHaHTaMH KJIETOYHOW THOCTH pPACTeHHH 110
knaccudukanuu (Van Doorn et al., 2011) u Reape and McCabe (Reape and McCabe, 2013).

1.6. TeopeTnueckasi M MPaKTHYECKAsA 3HAYNMOCTh PadoOThI

Teopetnueckass W TpaKTHYECKas 3HAYMMOCTh paOOTHl 3aKIIOYAEeTCd B IONYYEHHUH
(byHIaMeHTaIbHBIX 3HAHUH O CTPYKTYpE aHTUTIOIANBHBIX KJIETOK C TOJTUTEHHBIMU XPOMOCOMaMH,
obecrieunBarOmuX (HOpMHUpPOBAHUE TOJHOIICHHOTO 3€pHA, Ha JTanax Ju(QepeHIupoBKH U
IpOrpaMMUpyeMoOil KileTouHOM rudenu komiekca. [lonmydeHHble XapaKTepUCTUKU CyObeTNHUIL
MOJIMTEHHOW XPOMOCOMBI TO3BOJIAIOT MPUOIU3UTHCA K MOHMMAHUIO CTPYKTYPHl MOTUTEHHOMN
XpPOMOCOMBI pacTeHHil. XapaKTepUCTHKU KIETOK AHTHUIMOJAIBHOTO KOMILJIEKCA Ha CTaIusxX
T hepeHIIMPOBKY U THOETN MO3BOJISAT TECTUPOBATh OTKJIOHEHUS B Pa3BUTHH 3€pHA KYJIbTYpPHBIX

3JIaKOB.

1.7. MeT0o10/10rusl HAYYHOTI'0 HCCJIEI0BAHUSA
B ocHOBe maHHOU AiCCepPTAIIMOHHON pa0bOTHI JIekaT KIAaCCUYECKUe METOIbI KJIETOYHOU U
MOJ'IGKy.TIS[pHOﬁ 6I/IOJ'IOFI/II/I. AHaJ'II/IS JTAaHHBIX HpOBO)II/IJ'ICSI C IIOMOIIIBKO peHeBaHTHBIX METOO0B

CTaTHUCTUYECKON 00pabOTKH TaHHBIX.
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1.8. ITon10:xeHNsl, BLIHOCHUMbI€ HA 3AIIUTY

1. Kuerku, dopmupylomue ypoBHH AHTHIIOJATbHBIX KOMIUIEKCOB 3apOJBIIIEBBIX MEIIKOB
nieHuIpl monuMopdHsl o cogepxkanuto JHK, mmomansm, ¢opme U cTpyKType Ha CTamusix
TG HepeHIMPOBKU U IPOrPAMMUPYEMOM KIETOUYHOU rubenu.

2. IlporpamMmupyemas KJe€TOYHass THO€lIb AHTUIIOJAIBHBIX KJIETOK CONPOBOXKIAECTCA
MOCJIEIOBATEIbHBIMU CTPYKTYPHBIMH ITPE0OPa30BaAHUSAMHU SIJIEP C MOJIMTEHHBIMA XPOMOCOMaMH U

TUTaHTCKUX AApbilIek, paspsiBamu JJHK 1 BbIXog0oM IUTOXpOMA ¢ U3 MUTOXOHAPUI.

1.9. CreneHb 10CTOBEPHOCTH Pe3yabTaTOB

PesynbraThl  IUCCEpTalMOHHON pabOTHI  XapaKTEPU3YIOTCS  BBICOKOH  CTEIEHBIO
JIOCTOBEPHOCTH. ABTOpPOM paboOThl ObUT TPOBENEH TIIyOOKHWH aHadM3 OTCYECTBCHHOH U
3apyOeKHOW HAYyYHOW JHMTEpaTyphl IO TEME WCCICAOBaHHUS. bBBUIM TIPOBEICHBI CEpUU
HE3aBHCHUMBIX HAyYHBIX DKCIIEPUMEHTOB, BCE IKCIICPUMEHTHI HEOTHOKPATHO TIOBTOPSUTUCH. bhln
NPOAHAIM3UPOBAHBI KJIETKH COTCH AHTHIIOJAIBHBIX KOMILJICKCOB Ha OMPEACICHHBIX CTaJHsIX
mubdepennpoBkr U rudenu. ComocTtaBieHHe ocoOeHHOCcTeH WX MOPGOJIOTUU O3BOIHIIO

0e30MmMO0YHO NACHTH(PUIIMPOBATH ITOCIICIOBATEILHOCTD CTAAMA UX OHTOTCHE3a.

1.10. Anpodauus pe3yJIbTaTOB
[To pesynbTaram maHHOW pabOTHI ObLIO caelaHO 16 JOKIAOB HA MEXKIYHAPOIHBIX U

POCCUHCKHUX KOH(PEPEHIUX.

1.11. Ily6amkauuu no teme padéoTsl

[lo marepumanam paGoTel OblIM OMyOJMKOBaHbI 4 HayuHble pabOThl, Bce 4 cCTaThu
ONMyOJMKOBAaHbl B PELIEH3UPYEMBIX HAYUYHBIX H3JaHMAX, PEKOMEHJOBaHHBIX MJI 3allUTHl B
nuccepTraliuoHHoM coBetre MIY mo cneunmanbHOCTH M oTpaciu Hayk. CHUCOK MyOIuKaIuii

IIpEeJICTaBJIEeH B pa3jele 8.
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2. OB30P JIMTEPATYPbI

2.1. IloruTeHHbIE XPOMOCOMBI

2.1.1. O01mMe NPUHIMIIBI CTPOEHHUSI MOJUTEHHBIX XPOMOCOM

[TosnnTenus — BapuaHT MOJIUIIJIONIU3ALIUY, P KOTOPOM YBEJINYUBAETCS YUCIO XPOMATH L
B MHTep(a3HbIX XpPOMOCOMAax MOCEe MOCIEAOBATEIbHBIX PAyHIOB UX SHIOPEAYIUIMKALUU U
00pa3yIoTCsl XPOMOCOMBI, COCTOSIIUE M3 IMYyYKOB 00beauHeHHbIX XxpoMaTua (JKumymnes, 1992).
QyHKUMOHATbHAS TOJUILIONIN3AMS HE00X0AUMa JIsi YCUJICHUSI SKCIPECCHH ONpeAeTaEHHbIX
reHoB. KieTku ¢ MoJIMTEeHHBIMH XpOMOCOMaMU MpeAHa3HAUYEHbI JUIsl BBICOKOTO YPOBHSI CUHTE3a
uHpopMalMOHHBIX U pubocomMHbix PHK u BBINONMHSIOT NPOBU30OPHYIO, CEKPETOPHYIO U
OapbepHyto ¢yHkimu. Takum oOpa3zom oOecrieunBaeTcsl Co3jaHie MHOTOYUCIICHHBIX puOOCOM U
MPHK, HeoOX0IMMBIX AJIs1 BBINOJIHEHMSI KIIETKAMU CBOETO MpEeAHA3HAUYEHUS.

[lonurenHple XxpoMocoMmbl BrepBble Obliu omnucaHbl B 1881 BanbOuanu, B CIFOHHBIX
JKene3ax JIMYMHOK, MaJBIIMTHUEBBIX COCYJaX, KUIIEUHUKE, MOJKOKHON KIIeTYaTKe M MBIIIIax
Chironomus plumosus.

JUia 0003HAaUeHUs] TaKUX XPOMOCOM HCCIIEOBATENU YNOTPEOISUIM Psii TEPMHHOB:
[OJIMTEHHbIE, TMIAHTCKWE, MHOTOHUTYAThle, IIOJIMHEMHBIE, SHIOPEAYIUIMIMPOBAaHHbIE U
amrmuunupoBannbie (Kupukosuu, Jleutec, 2013).

Slnpa ¢ MOJUTEHHBIMH XPOMOCOMaMH YacTO BCTPEYAIOTCS B KJIETKAX C WHTEHCUBHOM
MeTaboNIMuecKoil akTUBHOCThIO. DyHKIMEH 3THUX KIIETOK SIBIsieTcs OOecnedeHue MOAEPKKU
JKU3HEHHO BaXKHBIX TKAHEH MUTATEIbHBIMU BEIIECTBAMHU B TEUEHHE OIpPEAEIIEHHOro Mepuoaa
pa3BUTHS (JJMYMHOYHBIE CIIOHHBIE )KEJIe3bl HACEKOMBIX, TPO(OoOIacT MIEKONMUTAIOLIUX, KIETKH
NOJIBECKA OKPBITOCEMEHHBIX ). [ToMTeHNs: BO3HUKAET B TKAHIX, OpraHax M Ha CTaAMUAX Pa3BUTHSA,
KOTJja CyIIECTBYeT HEOOXOAMMOCTb B OBICTPOM Pa3BUTHM OpraHa NMpH HEU3MEHHOM BBICOKOM
ypoBHe ¢ynkuupoBanus (Zhimulev and Koryakov, 2009). MHorga KIETKH € MOJTUTEHHBIMH
XpoMocoMaMu (POPMUPYIOTCS B TKAHSX, pacrojararixcs Mexa1y MaTepUHCKUM OpraHUu3MOM U
TKaHSMH, C(QOPMHUPOBAHHBIMU IIOCIE OIUIOJOTBOpeHHUs (TpodobracT MIIEKONUTAIOIINX,
CYCIIEH30pHBIE M aHTHUIIO/AIbHbIEe KIIeTKH pactenuil) (Carvalheira, 2000).

Jlis Bcex KIETOK C TOJUTEHHBIMH XPOMOCOMaMH XapaKTepHbl YeThIpe MpH3HaKa:
BBINAJICHAE MUTO3a M3 KJIIETOYHOTO IIUKJIA (KJIETOYHBIH MK TpeicTaBieH Toibko G u S dazamm),
OTCYTCTBHE PACXOXJIECHHUS CECTPUHCKUX XpoMaTuj mnocie permkanuu (Hosele konuu JIHK
OCTal0TCAd KOHBIOTUPOBAHHBIMM JIPYT C JPYTOM, CTENEHb KOHBIOTALMM MOXKET Pas3jInyaThCs B
3aBHCHUMOCTH OT 00bEKTa), 00pa30BaBLINECS MOJUTEHHBIE XPOMOCOMBI HE CITOCOOHBI y4aCTBOBATh
B MUTO3€, JIepHas MeMOpaHa U SAPBIIIKO OCTAIOTCSI MHTAKTHBIMU BO BpEMs MOCIIEI0BATENbHbIX

uksioB perumkanuu JJHK (Zhimulev and Koryakov, 2009).
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CecTpuHCKHE XpPOMATHIIBI yICPKUBAIOTCS Oyarogapsi HeCKOIbKUM ¢aktopam (puc.l), B
TOM YHCJIE TONOJOTMYECKOW 3allyTaHHOCTH, BbI3BaHHOW cBopaunmBanueM JIHK, uvactuunolt
HEJOpEIUIMKAlUKM  (BCTpeYaeTcss HE BCErjJa), COMAaTUYECKOW KOHBIOTAllMM XpOMATUL U

KOT'€3MBHBIM B3auMoieicTBUsM (Stormo and Fox, 2017).

" 3) Boug=TAZs: 6) XpOMOCOMHanA CTPyKTypa
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Puc.1. OcobeHHoCTH OpraHu3alyy MOJUTEHHBIX XPOMOCOM XKHUBOTHBIX (Stormo and Fox, 2017).
a - JUCKH MOJUTEHHBIX XPOMOCOM COOTBETCTBYIOT TOIIOJIOTMYECKHU aCCOLUMPOBAHHBIMU JIOMEHAM
(TAD), 6 - cecTpuHCKHE XpOMAaTH/Ibl YAEPKUBAIOTCS BMECTE 3a CUET LIEJI0ro psijia (akTopos, 3a
CYET TOIOJOTUYECKOM 3aIlyTAHHOCTH, BbI3BaHHOM HamoTkou JIHK, HenocTarouHol permkanmu,
COMAaTUYECKOW KOHBIOTAllMM W KOTE€3MHOBBIX KOMILJIEKCOB, KOTOpBIE YAEPKMBAKOT HUTU
xpomaTtusl BMecTe. Iy pasjeneHusi MOJUTEHHBIX XpPOMOCOM Ha OTIENIbHBIE HUTU TpeOyroTcs
KOH/IEHCUHBI. B — aMIUTH(UKALUS TEHOB IPOUCXOIUT, €CJIN HE0OX0AUMO 3HAUYUTENHHO YBEINUUTh
KOJIMYECTBO Komuii reHa. r — B Mectax cuHre3a PHK gopmupyrorcs nydsl, 1 - HegoctaTouHas
peITuKaysl MPUCYTCTBYET B MOJUTEHHBIX XpoOMocoMax WH(Y30pHid, MIIEKOMUTAIONINX,
pacTEHU U HACEKOMBIX, YTO MOKET IIPUBOJIUTH K OCTAHOBKE BHJIOK PEIUIMKALINU U ITEPECTPONKAM

JTHK.

B npenenax oaHOM MOJMTEHHOW XPOMOCOMBI MOKET NMPOUCXOJUTH KaK aMIUTH(pUKAIUs
OTJENBHBIX TeHOB (pHC. 1, B), TaK ¥ HelOpeIUIMKaIus (puc. 1, 1) OTAENbHBIX Y4aCTKOB XPOMOCOMBI

(Stormo and Fox, 2017).

B nonuTeHHBIX XpomMocomMax BO3MOXHO oOpa3zoBanue mnydo (puc.l, 1) -
TPAHCKPHUIILIMOHHO AaKTHUBHBIX €JIWHUI], O00pa3ymoIuxcs B pe3yibTaTe aKTHBAllUd TEHOB W
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BBINETJIMBAHUS BCEX JEKOMITAaKTU30BAHHBIX XPOMATH]I MTOJUTEHHOW XPOMOCOMBI. DTO TIO3BOJISIET
OBICTPO YBEIMYHUTH KOJMUYECTBO ONPEICICHHBIX TPAHCKPUIITOB, KOTOPBIC HEOOXOAUMBI KJIETKE U
opranusmy (Stormo and Fox, 2017).

Cynpba KJIETOK C TIOJMTEHHBIMH XPOMOCOMAaMH YE€TKO JIETCPMHHHPOBaHA, 3TO
TEPMUHAIBHO UG (HEPESHIIMPOBAHHBIC KJIIETKH, TaK KaK y HUX CYIIECTBYET 3allPEeT Ha BXOXKIICHUE
B muto3. Ilocne Gi daswl, u S-da3si, B koTopoit ocymectBusiercs perumkanus JTHK, knetka
npomnyckaer G2 u M-da3bl 1 cHoBa Bo3Bpamaercs B Gi. BblIo mokazaHo, 4TO HACTyIUICHUE
PayHJIOB PHJIOPEAYIUIMKAIUN KOHTPOIUPYETCS IIMKIMHAMH U IUKJIHMH-3aBUCUMBIMU KWHA3aMH, a
Takxe OenkaMu-peryisropamu kiaerounoro nukia (Kip, Cip, Rb, E2F) (Kimetal., 2021). Hukawua
E u cBa3annas ¢ HuMm kuHa3za Cdk2 weobxomumbl s perumkanuu JJHK y npo3oduiiel kak Bo
BpeMsi OOBIYHOTO KJIETOYHOIO IHKJIA, TaK ¥ BOBPEMs OSHIOPEIYIIMKAI[UH, IPH 3TOM
MUTOTHYECKUE IIUKJIMHBI B KJIETKAX, IMOJABEPTAOIINXCS dHIOpeAyIUIMKaIuK, oTcyTcTBytoT (Lilly
and Duronio, 2005).

CTpyKTypa MOJUTECHHBIX XPOMOCOM 3aBUCHT OT CTCMCHHW KOHBIOTAIIMA TOMOJIOTHYHBIX
Xpomatua. Beiaensercs Tpu OCHOBHBIX THIIA CTPYKTYPBI SIEP C MOJIUTEHHBIMH XPOMOCOMaMHM

(puc.2, 3):

Puc.2. PacnionoxeHne XpoMaTua B MOJUTEHHBIX XpPOMOCOMax KJIACCHYECKOTO THMa (), Mpu
CKpBITOM ToUuTeHHH (0) M B «IOMIIOHO»-TIOJIOOHBIX Xpomocomax (B). MHauBumyambHbIE
XpOMAaTUAbl C XpOMOMEpaMH, OOO03HAYEHHBIMH YEPHBIMH HPSIMOYTOJIbHUKAMH, IJIOTHO
KOHTaKTUPYIOT APYT C JIPYroM, MpU 3TOM XpOMOMEPHI (POpMHUPYIOT AUCKH (a). XpoMaTHbI
KOHTAKTUPYIOT JPYyTI C JPYroM TOJbKO B HEKOTOPBIX YydYacTKaX, (opMupys CTpyKTyphl
HarogoOue ™etasl (0). Konploramus XpoMaruJl HapylieHa IOJTHOCThIO, (OPMHUPYETCS
«mmoMnion» (B). Kpy»kkoM momeden nienTpoMepHsiii paiion. (Zhimulev, 1997)
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1) kmaccuyeckuii TUII - 00pa3yeTcsl IpU KOHBIOTALMM TOMOJIOTMYHBIX XpOMAaTU/ IO Beel
JUTMHE MTOJIMTCHHOM XpoMocoMbl. Jlannbii Tun BeisiBiieH y Drosophila melanogaster, Chironomus
tentans u HEKOTOPBIX IPYrUX ABYKPBUIBIX (pHC.2, a; puc.3, a).

2) HekJaccM4ecKMid Tun (CKpbITas HOJUTEHUs) - obOpaszyercs INpU MHUHUMAJIbHOU
KOHBIOTallM¥ TOMOJIOTMYHBIX XpoMaTHuJl. CKpbITas MOJIUTEHUs, XapaKTepHa AJIs pacTeHui, saep
KJIETOK Tpo(oOI1acTa, KeIe3uCThIX KIETOK MIEIKONpsIa, MaKpoOHYKIIeycoB HH(pY30pHii (puc.2, 6;
puc.3, 0, B).

3) NOMIOHO-NIOJOOHBI THUIl PACHOJOKEHUS XPOMOCOM - 00paszyercs IpU CHIBHOM
HapylIeHUH KOHBIOTAllUM XPOMAaTUl, PUCYHOK TUCKOB yTpauuBaeTcsi. Takoil THI XpOMOCOM
XapakTepeH Ui KJIETOK HOTOXBOCTOK M X-XPOMOCOMBI Jp030(HiIbl M 00pa3yeTcsi B pe3ysbraTe
MyTauui (puc.2, B). B HEKOTOPHIX MCTOYHMKAX MUMEHHO TPETUH THUIl HA3bIBAETCS «CKPBITON

nonutenuei» (bpoackuit, YpeiBaera, 1981; Zhimulev, 1997).

Puc.3. Mopdonorus siiep ¢ moJIMTEeHHBIMA XPOMOCOMAaMH.

a - MOJIMTEHHAs: XPOMOCOMa siipa KJIETKU CItoHHBIX jkerne3 Chironomus thummi (Kiknadze et al,
1976);

0 - moNMUTEHHbIE XPOMOCOMBI Tpogob1acTa Kpbichl (3p101Ha, 1986);

B - MOJIMTEHHbIE XPOMOCOMBI B fJIp€ KJIETKM aHTUIOJalbHOro kKomiuiekca Maka (Hasitschka,

1956).

B cnydae ckpbITOi monuTeHHMH (KOTrZa y XpOMOCOM HE BBISBISIETCS XapaKTepHOU
HCUEPUYCHHOCTH, KaK Yy KJIACCMUYECKUX MOJIUTEHHBIX XPOMOCOM ABYKPBLIBIX) J10Ka3aTh, YTO PEUYb
UJET UMEHHO O ITOJIMTEHUH MOKHO T10 CIEAYIOIIUM IPU3HAKAM:

1) 4uCcIO0 XPOMOIICHTPOB COBIANACT B JUIUIOMIHBIX KJIETKAX M B M3yYaeMbIX KJIETKaxX

(KOJIMYEeCTBO XPOMOCOM HE U3MEHSETCS, U3MEHSETCS YHUCII0 HUTEH B XPOMOCOME).

2) conepxanne /IHK B Tenbiie bappa yBequunBaeTCsi MPOMOPIHOHAIBHO YBEIHUCHHIO

koinuectBa cyMMapHoi JIHK m3ydaeMbIx KieTok

3) KOJIMYECTBO SIPHIMIEK MEHBIIE, YeM MOXKHO OBUIO OBl OXKMIATh MPHU TOJUTUIOHIHH,

OJIHAKO UX pa3Mep OueHb OOJNIbIION. ' MraHTCKHE SAPBIIIKY XapaKTepPHbl UMEHHO IS

KJIETOK C MOTUTeHHBIMHA XpoMocomamu (bpockuii, YpreiBaeBa, 1981).
15



[Ipy wu3yueHUM TMOJUTEHHBIX XPOMOCOM BO3HUKAaeT BOMNPOC O TOM, Kak CBsi3aH
XapaKTepHBIA PUCYHOK IIOJIOKEHHUS JHCKOB M MEXIUCKOB MOJUTEHHBIX XPOMOCOM C HX
(YHKIMOHATIBHON aKTHBHOCTHIO (pHcC. 4). bpemManH B 1952 roy npenmnonokui, 4To CyIecTByeT
COOTBETCTBUE MEXKIY BEJIMUYUHOMN TUCKOB M KOJTMUYECTBOM I€HOB. DTO MPUBENO K KOHIEHIINH, YTO
HEOJIHOPOJHOCTH paclpeiesieHus 0JI0C OTpakaeT GYHKIIMOHATIBLHO Pa3HbIe IOMEHBI XPOMAaTHHA.
Take OH O0OHapyXuj, 4YTO Ny(UPOBAaHHE Y4YacTKa XPOMOCOMBI SIBIISIETCS PE3yJIbTaTOM
MHTCHCUBHOW TpaHCKpumnuu. Ha OCHOBE A3TMX JHaHHBIX B IOCIEICTBHUH OBLIO BBICKa3aHO
MPEIIOJIOKEHNe, YTO TeHbl O0beIuHEHbl B (YHKIMOHAJIbHBbIE Tpymibl. bbula mnoka3aHa
TPaHCKPHIIIIMOHHAsE akKTUBHOCTH 0 70% Bcex paitoHoB xpomocom Drosophila melanogaster
(AnanbeB, bapckuii, 1978). BplAcHHUIOCH, YTO B OCHOBHOM TPAHCKPHUIILMOHHAS aKTUBHOCTb
HabOmoanack B yuactkax mexauckoB (Fujita and Takamoto 1963; Jamrich et al., 1977; Semeshin
et al., 1979;). 3atem Obula BBIABMHYTA TUIOTE3a, YTO XapaKTEPHBIM PUCYHOK IMOJUTEHHBIX
XPOMOCOM OTPa)KaeT JIOKAIbHYIO TPAHCKPHUIIIIUOHHYIO aKTUBHOCTb, @ HE paciipe/ieJIeHHe TeHHOTO

marepuana (Kumynes u ap., 1981; Hill et al., 1987).

Mexauck Auck

Puc.4. A - Mogenb CTpyKTypbl NMOJUTEHHBIX XpoMocoM. (fApeiruH, 2018). b - TlonuteHHsle
xpomocombl Chironomus sp. (Kumysnes, 1994).

JlaHHbBIE CBUIETENBCTBYIOT O TOM, UTO T€HOB ropa3/o O0Jiblile, 4eM JUCKOB U KasK bl TUCK
B CpEIHEM JOJDKEH COJIEpKaTb HECKOJIbKO TIeHOB. llo-BUauMMoMy, IHCKH  CIy’Kar
UHPOPMALIMOHHBIMU ~ €JMHUIIAMH XPOMOCOM H MOTYT paccMaTpuBaTbcs M Kak MecTa
PacmosoKeHUs: OCHOBHOM MacChl FT€HOB U KaK €MHMIIBI TPAHCKpUIIUY U pertnkannu (Kuknanasze,
1972).

Ha npumepe KJIeTOK ¢ MOTUTEHHBIMU XPOMOCOMaMHM M3 CIIFOHHBIX KeJie3 p030(uiIbl ObII0

IMMOKa3aHO, YTO CTPYKTYpa AHUCKOB MOXCT U3MCHATLCA IMPU pesxoﬁ nepeCTpoi/'IKe MeTa0oa13Ma
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kietku. [Ipu sToM aucku, ciauBasch, (GOPMUPYIOT OJOKM KOHAEHCHUPOBAHHOTO XpOMAaTHHA, B
pe3yJIbTaTe XpOMOCOMBI YKOPAuMBAIOTCS B JIBAa-TPU pasa, YTO CONPOBOXKAAETCS MHAKTUBALMEN
cunre3a PHK. Psag xumuyeckux areHTOB MOXKET NPUBOJUTH K YBEIMYEHUIO PA3MEpPOB
MEXXMCKOBBIX IIPOCTPAHCTB B 00J1ACTAX KPYIHBIX AUCKOB, pa3BOPAYNBAHUIO XPOMOCOM B JICHTHI-
MEaHJIPbl; YTO B UTOT€ BEJET K J1€30praHU3aLUU CTPYKTYPhl U (PyHKIIMOHUPOBAHUS MHTEP(A3ZHBIX
XpOMOCOM, MO3TOMY JJMHA XPOMOCOMBI M IOKa3aTeld €€ KOMIIAKTHOCTH HMCIOJb3YIOTCS IpU
olleHKe (PYHKIIMOHAIBLHON aKTUBHOCTU NOJAUTEHHBIX XpoMmocoM ([Tomykonona, 2015).

IlokazaHo, YTO UMEHHO MEKIUCKU SIBISAIOTCS TPAHCKPUIILMOHHO aKTUBHBIMH pallOHAMH
HOJUTEHHBIX XPOMOCOM, OTBETCTBEHHBIMH 3a (YHKIMM OCHOBHOIO METaboiM3Ma KIIETOK
(conmeprkaT paboTarolIre TeHbl «JIOMAIIHEro X03sAHCTBa»). Mecta Hanboiee akTHBHOTO CHHTE3a
PHK — my¢s1, MoryT OBITH yOOHBIM MHCTPYMEHTOM ISl M3yYEHHUS WHAYKIUH U MPOTCKAHHS
npouecca Tpanckpuniuu (Ronson et al., 2013; ITonykonosa, 2015).

JUis onucaHus CBOMCTB JHMCKOB M MEXIUCKOB TIpYINION uccienoBartene Obuin
IPEIO’KEHBI MOJIEIIH YE€ThIPEX TUTIOB XpPOMaTHHA (MM OBLIM IIPUCBOCHBI HA3BAHUS «aquamariney,
«lazuritey, «malachite» u «ruby»). JlekoMIakTH30BaHHBIA XPOMaTHH — «aquamarine» u 5’-KOHIIBI
AKTHUBHBIX I'€HOB COOTBETBYIOT MEKIMCKaM HAa MOJIEKYJISIPHOM KapTe reHoma. IIpoMexyTounsie
[0 cTeneHu KoMmnakTu3auuu «lazurite» u «malachite» XxpomaTuH U KOAMPYIOLIME YacTU IE€HOB
cozepxkarcss B 00JacTh CephIX AMCKOB. «Ruby» XpoMaTHH JOKaaM3yeTcss B OOJACTH YEPHBIX
IUTOTHBIX TPAHCKPUIIITMOHHO HEAaKTHBHBIX AUCKOB (Sidorenko et al., 2019).

HccnenoBanne COOTBETCTBUS CTPYKTYPHOH M (DyHKIIMOHAIBHOM OpraHu3ald reHoMa
Ipo30(UIbl MOJYYHJIM HOBYIO IEPCIEKTUBY 3a CYET HAKOIUICHHs JAHHBIX O TpEeXMEepHOU
opranuzanuu xpomaruHa. [locienHue wuccienoBaHMs TPEXMEPHOM OpraHU3alUdyd TIeHoMa
MOKa3ajM, 4TO T€HOM pa3JielieH Ha TomoJjiornyecku accouuuponaHHble qoMmeHbl (TAJ], TAD —
topology associated domains), koTopsie pa3rpaHUYMBAIOT (YHKIHOHAIBHBIC UTCHETHUCCKUE
noMensl. TAJIpI npeacTaBistoT coboit yuactku JJHK, koTopsie B3auMOAEHCTBYIOT IpYT € JPyroM
3HAYUTEIBHO Yallle, YeM C IPYTUMH pailoHaMu XxpoMmocoM. Bompoc o Ttom, sBisiroTes au TA bt
VCTUHHBIMU (PU3NYECKUMH €TUHULIAMH UM CTATUCTHYECKON XapaKTepUCTUKOMN B3auMOICHCTBUIN
TEHOB OCTAaeTCsd OTKPBITHIM. bpl1o mokaszano, uro TAJIpI ABISIOTCS €AMHMIIAMUA TPAHCKPUIILIUN
(9Kcrpeccust TeHOB BHYTpH ofHOro TAJla mporcxoauT corimacoBaHo) U peruinkanuu (Becb TA/L
PEIUINLIUPYETCS B OJTHO BPEMSI; HE MOXKET OBITh TakK, 4TO ojHa yacTh TAJla penmunupoBaiach B
oHO Bpewms, a npyras — B apyroe). Kpome toro, TAJl, mo-Buagumomy, OOBIYHO IETMKOM
OPUHAISKUT MO0 3yXpOMaTHHY, MO0 rerepoxpomatuny. AHanorudno, TA/[p1 1160 nenukom
ACCOIIMMPOBAHBI C JIAMMHOM (HaxoIATCS B HEMOCPEICTBEHHOH OJM30CTH OT Hee), aub0 He

accormupoBanbl ¢ Helt (Szabo et al. 2018).
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bbuto mokasaHo, YTO JAMCKM IOJMTEHHBIX XpomocoMm y Drosophila oxkasanmce
TOTIOJIOTUYECKH aCCOLMUPOBAHHBIMHU JOMEHaMH, aHATOrH4HbIM TAJlaM, MpUCYTCTBYIOIINM B
JUTUIOUIHBIX KieTkax (puc. 1, a; puc. 5, a-x). OTO yKa3blBaeT Ha TO, YTO CTPYKTypHas
OpraHu3aIys MOJUTEHHBIX XPOMOCOM M XPOMOCOM HOPMAJIbHBIX JUIUIOUIHBIX KJIETOK HMEET

obmue pyHnaamenTaabHbie uepThl (Stormo and Fox, 2017).

44F1-2  45A1-2

a "t

6 «uepHbie» gUCKKn

€ CHRIZKe
CHRIZ CI8
CHRIZ 52
CHRIZBg3 I
0 TADsSG —
I —————
TADsKc 1l
LU Ly H—
TADs S2 p———d
TADS Bg3
€ TADsEm [ Active INGH B Active N Ac
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Hi-C SG b

l.“'m : |||..{:“i|||||7|

Chr2R  4sooooo] 4avcooool 4soooool 40000001 5000001 Dm3

Puc.5. Jloxa3aTenbCTBO COOTBETCTBHSI UEPHBIX, HanOOJI€e TUIOTHBIX JUCKOB TMOJUTEHHBIX
xpomocom Drosophila tomonorudecku accoruupoBanubiM nomeHam (TAJl-am) B pasHbIX
THUIMAaX KJIETOK Ha nmpumMepe auckoB 44F1 2 u 45A1 2. (Kolesnikova, 2018).

a - Mopogonorus ¢parmenra JJHK xpomocomsl 2R, coorBerctBytomero ~500 T.m.H. U
BKJIIOUYAIOIIETO JIBa KPYIHBIX KOMIIAKTHBIX JHCKa (OKpacka areTo-opceuHOM, (a30BbIi
KoHTpacT); 0 — VYabTpactpykrypa (TOM) cooTBercTByMOLIEro (parmMeHTa MOJIUTEHHON
XpoMocoMbl 2R; B — JoKanu3anusi 4epHBIX KOMIAKTHBIX TUCKOB [IX Ha reHoMHOH KapTte
XpoMocoMbl 2R, KOOpAMHATHI TUCKOB IPEJICKAa3aHbl B COOTBETCTBHM C aITOPUTMOM; I —
JIOKaJIU3aIus Ha TeHOMHOM KapTe cailtoB odoramenust 6enkom CHRIZ; 1 — nokanu3anus Ha
reHomMHoO# kapTe TA/loB, BisiBIeHHBIX MeTo10M Hi C B KJIeTKaX CIIIOHHBIX XKeJe3 U B UeThIPEX
kyneTypax kiaetok (Kc, OSC, S2, Bg3); e — TA/lp1, XxapakTepu3yomuecsi MeTKaMu aKTHBHOTO
xpomatuHa (Active), Polycomb/H3K27me3 xpomartuna (Pc) u nuieHHble METOK aKTUBHOTO
xpomatuHa (Null), Beinenennsie npu Hi C ananmuze smOpuonoB (mo 30); x — ¢parmeHT
TETJIOBOM KapThl MPOCTPAHCTBEHHBIX B3aUMOICHCTBUMN, TOCTpoeHHOM 1o nanubiM Hi C most [TX
CIIFOHHBIX JK€Je3 IPO30(HIIbI.

I/I3y‘-IGHI/Ie MOCJICAOBATCIIBHOCTU BPEMCHH PCINIMKAIIMKA B IMOJIUTCHHBIX XPOMOCOMAX,
IIoKa3ajo, 4TO O6HII/Ie 3aKOHOMECPHOCTHU IMOpPsAJKa PCIUIMKAOMU B KIJICTKaxX C IMOJIUTCHHBIMHA

XpOMOCOMAaMH TaKHE KE€, KaK B COMATHYCCKHUX. briio IIOKa3aHO, 4YTO pPaHHAA PCIUIMKALIUA
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IpUypouYeHa K palioHaM C BBICOKMM YPOBHEM TPAHCKPHUIIIMH, BBICOKON IUIOTHOCTBIO T'€HOB U
NPUCYTCTBUEM  MHOXKECTBEHHBIX  CAalTOB  MOTEHIMAIbHOM  MHULMAIMHM  PETUTUKALHIH.
OTnU4UTENbHON 0COOEHHOCTHIO PEIUIMKAIMK B TOJMTEHHBIX XPOMOCOMAaXxX SIBIISIOTCS HH3Kas
CKOPOCTb MPOJIBUKEHUS PEIUIMKALMOHHBIX BUJIOK U 3aBUCUMOCTb IIPOAOJDKUTEIBHOCTH S-(ha3bl
oT MHOxecTBa (akropoB. Tak, B moiuTeHHBIX XxpoMocomax D. melanogaster 6buio
IPOJIEMOHCTPUPOBAHO, YTO CKOPOCTh JIBWKCHUS PEIUIMKAIIMOHHBIX BHJIOK 3aBHCUT OT
npucytctBus B xpomarune 6enkoB SUUR u Rifl (Kolesnikova et al., 2019).

beimo mokaszaHo, 4TO HErMCTOHOBBIE peryisTopHble Oenku ADF1 (cnenuduueckuit
TpaHCKpUIIMOHHBIN (dakTop) W BEAF-32 (MHCYnsTOpHBIH O€J0K, aCCOIMHPOBAHHBIA C
MEXIUCKaMH) YYacTBYIOT B TIO3MIIMOHMPOBAHMHM HYKJICOCOM U (HOPMUPOBAHMHM MEXANUCKA
61C7/C8. Ilpu mytanuu caiitoB ceszpiBanusi ADF1 nnn BEAF-32 napymaercs crocoOHOCT
bopMHUpOBaTh MEXKIUCK, HYKJICOCOMHast opranu3anus Hapymaercs (Schwartz et al., 2019).

@dusnueckue U Ouojoruueckue (GakTOpbl CpeAbl BIHAIOT HA CTIPYKTYpy H
(GYHKIIMOHAJIBHYIO aKTUBHOCTB OJUTEHHBIX XpoMocoM (IlomykonoBa, 2015).

[Mpu HM3KHMX Temreparypax 3MMOW W paHHeHl BecHOM y JsmumHOK Chironomidae
Ha0Jro1a1ach SKTONMUYECKass KOHbIOTalus NOJIUTEHHBIX XpoMocoM. [Ipoucxonuno o0beuHeHne
LEHTPOMEPHBIX PAWOHOB XPOMOCOM C OOpa30BaHUEM XPOMOLEHTpa, MM OObEeIUHEHUE
TEJIOMEPHBIX PAaiOHOB XPOMOCOM. BBUTO BBISBICHO PE3KOE yYMEHBIICHHWE YHUCIa M Pa3MEpPOB
ny¢doB, pazmepoB Kouiell banpOranu, ymeHbllieHue yrcia auckoB y Camptochironomus tentans u
Chironomus plumosus, HaxoasIIuXcst B COCTOSHIM Tuamnay3sl. [Ipi HCKyCCTBEHHOM BO3/ICHCTBHI
Ha JsmuuHOK Chironomidae Hu3KMMH TeMmIepaTypaMd BBISBJICHO HWHTHOMpOBaHHE My(OB,
XapaKTePHBIX IS TaHHON KOHKPETHOM CTa UM Pa3BUTHs THINHOK. CBOIO aKTUBHOCTh COXPAHSIITH
ny(db1, XapakTepHbIe IS BCErO IMKJIA DPa3BUTHS. B pe3ynbTare BIMSHUS TTOBBIIICHHBIX
TeMIepaTryp Ha MOJMTEHHbIE XpOMOCOMBI TmurHOK Chironomidae Ha0m01a10Ch KOMITAKTH3ALHS
XPOMOCOM, CIIUSHUE AUCKOB, YKOPOUEHHUE JITUHBI U MOTEPs] CTPYKTYPUPOBAHHOCTH MOJIUTEHHBIX
XpoMocoM. Bo3zeiicTBie BBICOKMX TeMIEpaTyp NMPUBOAMIO K HEOOPATHMBIM ITOCIIEACTBUSM, B
XO0ZIe Yero MEXIUCKH yBEIUYMBAINCH, TMOJUTEHHBIE XPOMOCOMBI  PACKPy4HBAaJIHCh,
MH/IyIIMPOBAJIACh HKCIPECCHUS TEHOB OETKOB TEIUIOBOTO IIOKA. YBEJINYEHUE TITyOMHBI OOUTaHUS
JUYUHOK B BOJIOEME BBI3BIBAET YKOPOUEHHE U BBICOKYIO CTENEHb KOHJCHCAIIUU MOJIUTEHHBIX
xpoMocoM y yimunHOK Chironomidae, 4yto nmpuBOAUT K MPUOCTAHOBKE Pa3BUTHUS U M3MEHEHUSM
MeTabonu3ma. PagnoakTHBHOE HM3TydeHHE OKa3blBaeT CHIJIbHOE IOBpEXJarollee AeicTBHE Ha
monekyasl JIHK, BbI3bIBas H3MEHEHUE TIOJUTEHHBIX XPOMOCOM, BBISBIISIETCS YBEJIWYECHUE
IUIOMTHOCTH ¥ MUKPOMHBEPCUH XPOMOCOM, KOHJIEHCALUsI U YKOPOUEHHE XPOMOCOM, aKTUBALIUS
TCHOB OEJIKOB TEIUIOBOTO IIOKA JIOKAIIM30BAaHHBIX B TPUTEIIOMEPHBIX YYacTKax. YBEJIHUCHHE

COJICHOCTH BOJIO€Ma TMPUBOIAUT K BaKyOJIHM3allUd W YBEJIMYCHHUIO pa3Mepa My(doB W K moTepe
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JUCKOUIAIBLHOTO CTPOEHHUS TMOJMTEHHBIX XpomocoM jmuuHOK Chironomidae. Taxke Obu1O
M0Ka3aHO HM3MEHEHHE (YHKIHOHAIBLHON AKTHMBHOCTH M CTPYKTYPHI IMOJHTEHHBIX XPOMOCOM
auuuHOK Chironomidae moj aeficTBHeM MPUPOIHBIX AHTHOMOTUKOB, KCEHOOMOTUKOB M JPYTUX

xumuueckux (akropos (ITomykonona, 2015).
2.1.2. IlotuTEeHHBIE XPOMOCOMBI PACTEHU I

B knerkax Oomnee 80% ILIBETKOBBIX PACTEHUH BBISBISIOT IOJUTEHHBIE XPOMOCOMBI.
Oco0eHHO YacTO OHU BCTPEYAIOTCS B KJIETKaX 3apo/ibinieBoro memika (Kumynes, 1992).

[TonuTeHHBIE XPOMOCOMBI pacTeHUl BriepBble HaOmoan OcrtepBanbaep B 1898 romy B
SApax aHTUIOJAIBHBIX KiaeTok Aconitum (Osterwalder, 1898). ITo3aHee mOIMTEHHBIE XPOMOCOMBI
BBISIBIICHBI B aHTUIIOJAIBHBIX KJIeTKax cemeicTB Ranunculaceae u Papaveraceae (Hasitschka-
Jenschke, 1959; Tschermak-Woess, 1956), Hordeum vulgare (Odenbach, 1965), Triticum durum
(UBanosckast, 1973) u Aconitum neomontanum (Yashimsky, 1937). IlonuTeHHbIE XPOMOCOMBI
obHapyxeHnbl Takxke B sapax cureprua Allium (Hakansson, 1957), sapax sumocmnepma Allium
nutans (Hakansson, 1957), Bryonia dioica (Hasitschka-Jenschke, 1961), Zea mays (Tschermak-
Woess, Enzenberg-Kunz, 1965), Hordeum vulgare (Ivanovskaya, 1968), u moasecka Phaseolus
coccineus u Phaseolus vulgaris (Nagl, 1974), (tabnuma 1).

Tabnuma 1. Pactenus, y KOTOPBIX BBISBICHBI TOJUTEHHBIE XPOMOCOMBI B aHTHITOJAIbHBIX

kieTkax (o XXKumyney, 1992, ¢ nononnenusmn).

Pacrenne

HcTouHuk

JIyk (ceM. AMapH/IJIMCOBBIE)

Allium ammophilium

Hasitschka-Jenschke, 1957, 1958

KnuBus (ceM. AMapwiincoBbie)

Clivia minia

Tschermak-Woess, 1957
Nagl, 1981

Horoaucr (cem. bapdapucoBbie)

Podophyllum peltatum

Yashimsky, 1937

Koaennnua (cem. 3iakn)
Aegilops bicornis
Aegilops cylindrical
Aegilops longitissima
Aegilops ovata

Aegilops sharonenesis

Aegilops speltoides

T.®. ITetpona, 1989, nmuun. coobrr. (Kumynes, 1992)
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Aegilops tauschi
Aegilops ventricosa

IMmenunna (cem. 3aakn)

Triticum aestivum

Bennet et al., 1973
Bennet et al., 1975

HBanosckas, 1973

Mmenuna (cem. 3nakn)
Triticum araraticum
Triticum boeoticum
Triticum dicoides
Triticum dicoccum

Triticum var farum

T.®. [Terpora, 1989, nuun. coobr. (Kumyines, 1992)

IMmenuna (cem. 3/1aKn)

Triticum durum

NBanosckas, [Ipokodsea, 1963, 1970
Wsanosckas, 1968, 1973

IMmennna (cem. 3i1aKn)

Triticum monococcum

HBanosckas, 1968

T.®. Ilerpora, 1989, muun. coodur. (Kumyses, 1992)

IMmenuna (cem. 3;1aKn)

Triticum urarty

T.®. [Terpona, 1989, nuun. coobr. (Kumyines, 1992)

Poxb (cem. 3i1akn)

Secale cereale

Ilerposa, 1978

Poxb (cem. 3i1akn)

Secale segetale

T.®. [Tetpona, 1989, nuun. coobrr. Kumynes, 1992)

TumodeeBka (ceM. 31aKkn)

Phleum boehmeri

Joachimiak, 1981

Tputukane (cem. 31aKn)

Triticale

Ilerposa, 1978

Sumensb (cem. 3nakmn)
Hordeum liporinum

Hordeum spontaneus

T.®. ITetpona, 1989, muun. coobrr. (Kumynes, 1992)

SAumens (cem. 3akn)

Hordeum vulgare

Odenbach, 1965
Cass, Jensen, 1970
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Bennet et al., 1975
Ilerposa, 1978, 1985
[Iymikuna u np., 1989

AxoHuT (ceM. JIloTHKOBBIE)
Aconitum neomontanum
Aconitum ranunclifofolium
Aconitum variegatum

Aconitum vulparia

Osterwalder, 1898

Huss, 1906

Yashimsky, 1937
Tschermak-Woess, 1956

Becennuxk (cem. JIloTuKOBBIE)

Eranthis hiemalis

Hasitschka-Jenschke, 1959

Jotuk (ceM. JIloTuKOBBIE)

Ranunculus baudotii

Turala-Szybovska, Wedzony, 1981
Wedzony, 1982

JuueHTpa BeJHKoJIenHas (ceM.
MakoBble)

Dicentra spectabilis

Hasitschka-Jenschke, 1959

I'unexkoym (cem. MakoBbIe) Huss, 1906
Hypecoum procumbent
Mak (cem. MakoBbie) Huss, 1906

Papaver rhoeas

Papaver heldreichii

Hasitschka-Jenschke, 1959

Xoxuarka (ceM. MakoBbIe)
Corydalis cava

Corydalis nobilis

Hasitschka-Jenschke, 1959

IIpojecka (cem. CnapikeBbie)

Scilla bifolia

Nagl, 1976

IxuHouucTuc (ceM. ThIKBeHHBIE)

Echinocystis lobate

Turata, 1966
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2.1.3. IlotuTeHHbIE XPOMOCOMBI KJIETOK MOABECKA

[Tokazano, uyTo MeTada3zHble XPOMOCOMBI JUILUIOMAHBIX KIETOK (hacoiau MOTYT HMETh
nuHy ot 1,3 1o 2,7 MKM, TOr/ia Kak MOJUTEHHBIE XPOMOCOMBI IMOjBecka npumepHo B 30 pa3
mmuaHee (Nagl, 1962) (puc. 6 a, 6). [TogpoOHO M3ydYaaUCh TOJHUTEHHBIE XPOMOCOMBI KIIETOK
noaBecka dacomm (Phaseolus coccineus u Phaseolus vulgaris) (Nagl, 1974). Y mnonasecka,
cocrosniero u3 200 KI€TOK, MOKHO BBIJICIIUTh TPH 30HBI — 0a3ajbHYIO, CPEIHIOI U 00JacTh
KOHTaKTa ¢ 3apoabiieM. Hanbonpiiei monurenu3anuu mosepratores sijapa 20 KIeTok 6a3aibHOTO
cios (MX TWIOUIHOCTh MOXeET nocturath 8192C). Cunrtaercs, 4To KJIETKHU MOJBECKA BBITIOJIHSIIOT
CEKPETOPHYIO (PYHKIIMIO, 0OecriedrBasi MUTaTeIbHBIMU BELIECTBAMH (POPMUPYIOLIUICS 3aPOIBIIIT
(Nagl, 1974). B sagpax KJIETOK IOJBECKa HAOJIOAACTCS IMOCTEIICHHOE YBEIMYCHHE CTEIECHU
SHIOMOJIUTUIOUAM3AIUH - OT SIeP KIIETOK, MPUMBIKAIOIINX K 3apOABINTy, K 0a3aJbHBIM KICTKAM
MOJIBECKA, TIOJUTCHHBIE XPOMOCOMBI TUTAHTCKUX SIEp KOTOPBIX, 10 MHEHUIO aBTOPOB, UMEIOT
BBIPKCHHBIC TeTepoXpoMaTHyeckue monockl. B simpax Phaseolus vulgaris moMumMo OCHOBHBIX
SJPBIIIEK BBISIBUIM MHUKPOSAPBIINIKH, KOTOPbIE HCU€3add MpPU BO3JIEHCTBUU aKTUHOMHIMHA D
(Nagl, 1974). B paborax Nagl, mpoBeieHHBIX Ha cycrieH30pe (pacosn, ObUIN BBISIBIICHBI OCHOBHEIC
YepThl OpraHU3alliy MOJUTCHHBIX XPOMOCOM PACcCTCHHM, KOTOPhIE UMEIOT psiJi ocoOeHHOCTeH. B
pPaCTUTENBHBIX TOJUTEHHBIX XPOMOCOMax He HaOIoJaeTcss 4YeTKOW KapTHHBI JHMCKOB H3-3a
OTCYTCTBHUSl KOHBIOTAlIUA CECTPUHCKUX XpoMaTua. OTCYyTCTBHE UYETKHUX MOJIOC MOXET OBbITh
00BsICHEHO ca00i CBS3BIO JIEKOHIACHCHPOBAHHBIX XPOMATHI BO BPEMS JHIOPEIYIUIMKAIIUU B

koHIte S- nepuona (Nagl, 1972, 1976,1977, 1978). Ilydsi Beipakenst ciado (Nagl, 1974).

a 6

Puc. 6. INonurennsie xpomocoMsl oaBecka Phaseolus sp.

a - BeiaeneHHbIe MoUTEHHBIE XpoMocoMbI moiBecka Phaseolus coccineus, C-6auaunr (Carvalheira,
2000);

0 - INonurennsie xpoMocoMmsbl mozBecka Phaseolus vulgaris B cpaBaenun ¢ npodasHbIME sapaMu
kopHeBoro yexyuka (Nagl, 1974)

HOKaSaHO, YTO KOHBHOTallUA CCCTPUHCKHUX XpOMATHUJ B IMOJUTCHHBIX XpOMOCOMax

pacTeHuii ectb TOIbKO B IleHTpomepax (Carvalheira, 2000; XKumynes, 1992). B kineTkax moasecka

Phaseolus nHornma BctpevaeTcst KOHBIOTAIMS B TEJIOMEPHBIX yuacTkax xpomocoM (Nagl, 1991).
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[Ipenmonaraercs, 4YTO TMOJUTEHHBIE XPOMOCOMBI PACTEHMH MOTYT HUMETh LHUKIIBI
TU(GPY3HOTO U KOHICHCUPOBAHHOTO COCTOSIHMA. B muddy3HOM COCTOSIHUM BUAHBI TOJBKO
SHJIOXPOMOLIEHTPBI, a MHOrAa M Auddy3Hbd XpomatuH. B KOHIEHCHMPOBAaHHOM COCTOSHHH
CBS3aHHBIC CECTPUHCKHUE XPOMATHUIbI MPUOOPETAIOT XapaKTePHbI PUCYHOK MOJUTEHHBIX
xpomocoM. OHH UMEIOT KOHJIGHCUPOBAaHHYIO 00JIacTh (LIEHTpOMEpY) U TEpMHUHAJIbHbIC
JIEKOH/ICHCUPOBAHHBIE 00JIaCTH (TeIOMEPhI). AHAIOTUYHBIN UK «CBEPTHIBAHUS» HAOIIOAIICS B
KJIeTKax mojaBecka sMOpuona Psophocarpus tetragonolobus. Ilepexon ot auddysnoro k
KOHJCHCUPOBAHHOMY COCTOSIHHIO, MO-BUJUMOMY, 3aBUCUT OT YPOBHS JHIOPEAYIUTUKALUU U

(bakTOpOB OKpYKAIOIIEH CPEIbI.

2.1.4. Ilo1uTeHHbIE XPOMOCOMBI KJIETOK ceMsi10Jiei

B ceMsomnsx HEKOTOPBIX BUIOB pACTEHHid, TakKMX Kak ropox Pisum sativum, Obiim
oOHapy»XeHbl TUTaHTCKHUE XpoMocoMmbl. Ilocie HauanbHOTO JENeHUs KIETOK, POCT ceMsaoiieit
MIPOMCXOJMT 32 CUET YBEIIMYECHUS KJIETOK, YTO B CBOKO OUEPE/Ib BEAET K YBEIMUECHUIO KOJIUYECTBA
mosekyn JIHK Ha wkmetky. Kierkm cemsgonieli MHOTMX OOOOBBIX KYJIBTYp HUMEIOT BBICOKOE
coaepkanue JTHK - 1o 240C y Bumo Vicia u go 100C y Pisum sativum (Smith, 1973, Scharve
and Van Parijs, 1973, Millerd and Svencer, 1974, Davis and Brewster, 1975; Davies, Cullis, 1982).
Takoe kommuectBo JIHK B sapax KIETOK cemMsafojied IO3BOJIIET 3a KOPOTKMM IIEPHOJ

CHHTE3MpOBaTh ¥ 3anactu 0enku u kpaxmai (Marks and Davies, 1979).

2.1.5. IoauTEeHHBIE XPOMOCOMBI KJIETOK rayCTOpHs

B sHpocnepMe Takxke BCTPEHarOTCS KIETKU € MOJUTEHHBIMH XpoMocoMaMu. OCHOBHas
(GyHKIUS SHAOCTIEpMa — HAKONUTh M NIepeaTh MUTATEIbHbIE BELIECTBA 3apOJIbIILY BO BPEMsI €r0
pazButus (Raghavan, 1986). Y MHOrux mNOKpPBITOCEMEHHBIX B HHAOCHEPME pPa3BUBAIOTCA
BBICOKOCTICIIUATU3UPOBAHHBIE T'ayCTOPUHU, KOTOPbIE NMPOHMKAIOT B MAaTepUHCKHE TKaHU. Sapa
KJIETOK TayCTOpHH MOTYT MojJBeprathes suaopenymaukanuu (Johri et al., 1992). Crenenb
TUTOUTHOCTH KIIETOK MOKeT gocturath 768C. SAnpa ¢ Beicokum (192C —384C u no 768C) ypoBHEM
TJIOMTHOCTU OOHAPYKIIIM B 3penbiX KiieTkax raycropu (y 100 - 500 kimeTodyHoro sHpocnepma).
C yBenu4yeHHEM IUIOMAHOCTH B sIpaX TayCTOPUM BBISBISUIUCH IOJIMTEHHBIE XPOMOCOMBI.
Putmuunoe yBennuenue conepxkanus JJHK, n3menenue pazmepa saep u CTpyKTypbl XpOMaTHHA
YKa3blBalOT Ha SHAOPENYIUIMKAIMIO, KaK Ha MEXaHW3M MOJUIUIOUAM3AINKN KJIETOK rayCTOpuu
(Calvaheira, 2000). Bpicokasi cTeneHb IUIOMIHOCTH BO BpeMs JAu(M(EepeHIIMPOBKU TayCTOPHA

sHocnepma, 1536 n, 6puta onucan y Plantago atrata (Czapska-Dziekanowska, 1965).
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2.1.6. Ilo1uTeHHbIE XPOMOCOMBI KJIETOK TameTrymMa

cDOpMI/IpOBaHI/IG MOJIMTCHHBIX XPOMOCOM B KIJICTKAX TallCTyMa IbUJIbHUKA OIIMCAaHbI Yy
daconu Phaseolus acutifolius (puc. 7, a) u Buxu Vigna unguiculata (L.) Walp (puc.7, 6). L{ukist
SHAOPEAYIUIMKAIIMM MOTYT MIPUBECTH K 0OPA30BaHUIO ABYX PAa3HBIX TUIIOB SJEP: MOTUILIONIHBIX

sIep WK saep ¢ noauTeHHbIMU XpomocoMamu (Carvalheira and Guerra, 2000).

Puc.7. TlonureHnpie XpoMocoMbl Tanieryma Buku Vigna unguiculata (a) u daconu Phaseolus
acutifolius (6). Oxpacka arieroopcenom (Carvalheira, 2000).

Bo Bpemst Meii03a reHOM KIIETOK TareTyMa IO/IBEPraeTcs payH1aM dHI0PEAYIUIUKAIIUH JI0
MOMEHTa O0pa30BaHMsI CTaJUM TETPaJ Y IMbUIbIBI, KOTJa MPOUCXOIUT JEreHepalus TKaHU
taneryma (Carniel,1963, D’Amato, 1984; Pritchard and Hutton,1972). Oanako 3ame4eHo, 4TO
UMCHHO Ha O3TOW MMOCHeaHEH craauu sapa TameTyma Buaa Phaseolus u Vigna mocruranu
HAWBBICIIIETO YPOBHS Pa3BUTHS, XOTsI KOJIMYECTBO SJCP YMEHbBINIAIOCH.

beuta mpemiokeHa kinaccudukamnus sep C TMOJMTEHHBIMH XPOMOCOMAaMH  KJIETOK
tanietryma (Carvalheira and Guerra, 1998). IlepBbiii Tunm — sjApa ¢ WHIUBUIYaJTbHBIMA
XpOMOCOMaMH, B KOTOPbIX HHTH XpPOMaTHHA CKOHICHCHPOBAaHBI B NMPOKCHMAJIBHON YacTH |
pacIuieTeHbl B TUCTATIBHOM YyacTu. BTopoii — siapa, rlie XpOMOIIEHTPBI aCCOIIMUPOBAHBI C TTyYKaAMH
xpomaruHa. TpeTuii — spa, rie XpOMOIICHTPBI HE CBSA3aHBI C ITyYKaMHU XpOMAaTHHA.

B sapax Tameryma Vigna unguiculata BBISBIISIOTCSI XpOMOIIGHTPBI, HE aCCOIMMPOBAHHBIC
C XpOMaTHHOBBIMH (PUOpHUIITIaMU, MOJUTEHU3AMs HabromaeTcs He BO Becex kierkax (Kumar,
Verna, 2011).

bbuta mpoaHanu3upoBaHa OpraHU3aIMs XpOMaTHHA B sIPax KJIETOK TaleTyMa pPa3HbIX
Buz0oB poaa Phaseolus. B pesymbrare SHAOpPEQyIIMKAIMM B SApax TameTymMa MOTYT
bopmMupoBaThCS OONBIITNE SHAOXPOMOIICHTPHI U Pa3HOM CTENEHH KOHACHCHPOBAHHOCTH YYaCTKH
Xpomatu (BU3yalU3yIOTCs KaK MOJMTEHHbIE XpoMocoMbl). Hanbosiee BbIpaskeHbl MOJUTCHHBIC

xpomocombl y P. coccineus u P. vulgaris, y P. acutifolius, P. lunatus, P. microcarpus and P.
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peduncularis, u 53HIOXPOMOIIEHTPHI, aCCOIMMPOBAHHBIE C IMOJUTCHHBIMH XPOMOCOMAaMH.
[Toxazano u3mMeHeHue MOp(HOJIOTUH MOJMTEHHBIX XPOMOCOM, OT Oosee 11 y3HOro cocTosIHUA K
0oJiee KOHJCHCUPOBAHHOMY, YTO MOXKET OTpaXKaTh HAIMYHE IMKJIOB KOHIeHcalnu. Habnronaercs
YBEJIMYCHUE Pa3Mepa XPOMOLEHTPOB 03 M3MEHEHUS MX KOJIMYECTBA. BBIABICHBI MOJMTEHHBIC

XPOMOCOMBI pa3H01>i TOJIIIUHBI.

2.1.7. llonuTeHHbIE XPOMOCOMbI SIMIIEKJIETKH U 3UTOThI

ITokazano, 4TO saApa sHICKIETKH M 3Mrotel pactenmii  Ornithogalum caudatum,
Haemanthus albiflos (Morozova, 2002) u Allium tuberosum (Kojima and Nagato, 1992) takxke
MOTYT MOJBEprarbcs mnosuTeHu3anuu. OOCyKIaeTcs pojib TMOJIUTEHHH B HOJMMOpdU3Me
MOJIYYCHHBIX 0€3 y4acTHsl MbLIBIIEBOTO POAMTENSI araMOCIepMHBIX motomcTBax (Jleutec u np.,
2015).

[TomuTeHus MoXKeT ObITH MHIYIIMPOBAHA B YCIOBUSX in Vitro. Tak, B KJIIETKax MEPUCTEMBI
KopHe#t Triticum aestivum GopMupyrOTCs OIUTEHHBIE XPOMOCOMBI B OTBET Ha JICHCTBHE BHICOKOM
temneparypbl (Shang and Wang, 1991) wium B kopemkax Pisum sativum npu BBemeHuu
peryJisaTopoB pocta — aykcuHOB M nutokuHuHOB (Marks and Davies, 1979; Therman and
Murashige, 1984).

2.1.8. Bapua6eJbHOCTb CTPYKTYPbI HOJIUTEHHBIX XPOMOCOM PaCTeHHUIt

Yucno KIETOK C MOJMTEHHBIMH XPOMOCOMAaMH Y BHEIIHUH BHJ OJUTEHHBIX XPOMOCOM
MOJKET BapbUpOBaTh B Mpezenax oAHOM TkaHU. MHTepdasHble sapa aHTUIOAAIBHBIX KIETOK Y
Papaver rhoeas omnnyaroTcs MO OpraHM3alMd XpOMaThHa. B 9acTu siiep NPHCYTCTBYIOT
MIOJIUTEHHBIE XPOMOCOMBI, B IPYTHX SIIPax KOPOTKUE CIUpPATH (GUOPHILT, HEKOTOPBIE SIpa UMEIOT

GUOPMILTAPHYIO CTPYKTYPY WK XpOMOIIEHTpHUUECKyt0 opranuzanuto (puc.8) (Hasitschka, 1956).
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Puc.8. ITlonuTeHHbIE XpOMOCOMBI B KJIETKAaX aHTUMOAAIBHOIO KOMIIJIEKCA 3apO/IbIIIEBOIO
Mmenika maka (Hasitschka, 1956)
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ITo xknaccudukaruu, npeayoxenHo Hasischka, B sigpe anTHON Maka BBIIEISETCS MSTh
OCHOBHBIX MOP(OTHUIIOB PACIIOJIOKEHUSI MOJIUTEHHBIX XpomocoM (puc.9) (Hasitschka-Jenschke,
1959). ITox HOMepowMm I mpeacTaBieHO PO B HAYAIE YHAOMOIUIIIIONIU3AINH, 1101 HoMepoMm II1 —
PO, C XPOMOCOMAaMH, KOHBIOTUPOBAHHBIMH B 00J1aCTH IICHTPOMEPBL. ABTOP MPEAIOJIaraeT, 4To
u3 cocrosiHus 111 Bo3MokeH mepexo B TpH OCTaBIIUXCS COCTOsSHUS: B HOMep 11, korma B simpax
KOHBIOTAIUS XPOMATHUJ[ COXPAHSIETCS TOJIBKO B XpOMOILIGHTpax, B HoMep IV, xorma B sigpax
HAOJI0TAETCs paciaj MOJIMTEHHBIX XPOMOCOM Ha OTACIbHBIC XPOMATHIbI, B HOMEp V — B sapax

KOTOPBIX COXpaHsETCsl KOHBbIOralus KoHaeHcupoBaHHbix xpomaru (Hasitschka-Jenschke, 1959).

Puc.9. Bapuantsl cTpyKTYpBbI siiep anTHIo Maka Papaver rhoeas. | — pudpusiproe sipo; 11,
V — xpomonentpuueckue sapa; Il — nonurennsie xpomocomsl; IV — crimpanbhble GpuOpULIbI
xpomatuna (Hasitschka, 1959).

ITpoueccn! permukannu JIHK B siapax moasecka pactenuid cxoaubl ¢ cuaTe3om JIHK B
CIIIOHHBIX JKele3aX JABYKpbUIbIX. BrepBble ObUIO TMOKa3aHO, YTO B SApax € MOJUTECHHBIMU
XpomMocomamu TojiBecka Phaseolus HekoTopbie 001aCTH MOJIUTEHHBIX XPOMOCOM MOTYT OBITH
aMITM(UIIMPOBAHBI, B TO BpeMsI KaK ApYrHe 00JaCTH MOTYT ObITh PEIUIMIIUPOBAHbI HEIOCTATOYHO
(Avanzi, 1970). Henoperukamus xpoMatuHa ObUla MOKa3aHa W y TOJUTEHHBIX XPOMOCOM B
KJIeTKax mnojBecka Hactypuuu. [Ipm wm3ydenum pernukanuu JIHK B sHAOMHUTOTHYECKOM
KJIETOYHOM IMKJIE KJIETOK cycrneHzopa Phaseolus ¢ momomipto MeTona aBropanuorpaduu, ObUIo
MIOKa3aHO, YTO TE€TEPOXPOMATUH PEIUIMIMPYETCS B KIETKE B IOCIEIHIO O4Yepeab. OJTO
COOTBETCTBYET OCOOEHHOCTSIM MpOIlecca HHA0PETYUINKAIIMY TOJUTEHHBIX XPOMOCOM >KMBOTHBIX
(Calvalheira, 2000).

ITpu Bo3aeiicTBUU (PAaKTOPOB CpEIbl CTPYKTYpa MOJIUTEHHBIX XPOMOCOM PACTEHUH MOXKET
meHaTbes. [Ipu Hu3kux temneparypax (12° C nnem, 8° C HOYBIO) TMTAaHTCKHE XPOMOCOMBI

KOHJICHCHUPYIOTCS, TIPU ATOM TIPOSIBISIOTCS qucku 1 mesxxaucku (Nagl, 1969, 1970). Ananornynas
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KOHJIEHCAIUs HaOMIoAaeTcsi mocie OoOpaOOTKH TMOJIMTEHHBIX XPOMOCOM KIIETOK TOJBECKa
. . 2+

aKTUHOMUITMHOM D U mocie o0paboTKM M30JMPOBAHHBIX KIETOK in vitro monamu Ca“" (Nagl,

1969; 1974). CrpykTypHble MOAM(UKAIMU TOIUTCHHBIX XPOMOCOM 3apeTUCTPUPOBAHBI B

OYXPOMATUUCCKHUX, TETCPOXPOMATHICCKUX U AAPBIIIKOOPTaHHU3YIOIIHUX paﬁOHax.

2.1.9. IlotuTeHHDBIE XPOMOCOMBI aHTHIIOJAJBHBIX KJII€TOK 3/IaKOB

Koporkast xapakTepucTHKa CTpOEHHS sSiAep C  IMOJUTEHHBIMH  XPOMOCOMaMU
AHTUNOJANBHBIX KJIETOK MIIEHUIIbl Obla JaHa B pabore Bennett. ABTOp BBIIENIMI Ba TUIIA
SHJIOTIOJIUTUIONIHBIX SIJIEp AaHTUTIOJAIBHBIX KJIETOK IIIEHUIIBI - «resting type» (TIOKOSIIUIACS THIT)
u «prophase-like» (mpodazomnonoOueii THI). B snpax MOKOSIIErocss TUMAa HE BbISBISLIIHN
oTnpeAeNEHHBIX TUIIOB OPraHU3AIMH XPOMOCOM, a B SAPax C BHICOKON CTETEHbBIO MOJIUTEHU3AIINY,
npoda3onoao06HbIe XPOMOCOMBI ObUTH 00BETUHEHBI MEXy cOO00U Kak B Oykere (cuHarcuc). B
TaKUX Apax MOKHO ObUIO BHUJETh 21 IUIBIOKY MJIOTHOYNAKOBAHHOTO XpOMATHHA, KaXKias U3
KOTOPBIX COOTBETCTBOBaJIa obsactu nentpomep (Bennett et al., 1973).

Bbuta naHa xapakTepUCTHKA IMOJIUTEHHBIX XPOMOCOM aHTHIOAAIBHBIX KJIETOK IMIICHUIIBI
Triticum aestivum (MBanosckas, 1973; bmromenos, Komapes, 1978) wu Triticum durum
(MBanosckas, 1973). B pabore VBaHOBCKOI OMHCAaHBI TPU BapuaHTa YKIAJAKH XPOMOHEM B
MOJIUTEHHBIE XPOMOCOMBI SIIEP AaHTUMOJAIBHBIX KJIETOK. [IepBbIi THIT - MeTNIM, OTXOSIINE OT
NPULIEHTPOMEPHBIX YYaCTKOB TIOJIMTEHHBIX XPOMOCOM B CTOpPOHY oOomouku siiapa. Ha
OOJBIIMHCTBE HUTEH, 00pa3yoLUMX METiIH, ObUIM Pa3IMuMMBbl CIHMPAIU30BaHHbIE XPOMOMEPHI.
Bropoii Tun — napauieabHO pacroyioKEHHbIE XPOMOHEMBI, JHUIIEHHbIE TeTedb. XPOMOHEMBI B
TaKUX y4YacTKax HE CIUPAIM30BaHBI M, TI0 MHEHHUIO aBTOPOB, COOTBETCTBYIOT JyXPOMATHHY.
Tperuit TMOD — pa3o0IIeHHbIE XPOMOHEMBI Ha KOHIAX XpomocoM. Ilpenmosaraercs, d4to
HPULIEHTPOMEPHBIIM reTepOXPOMATHH CIIOCOOEH K YaCTHUHOW JIEKOMITAKTU3ALMH U 00pa30BaHUIO
KPYIIHBIX TeTelb (MepBblii BapuaHT YKJIaJIKW), a B TEIOMEPHBIX pailoHax HaOltoJaeTcs MOJIHOe
pacxok/ieHue XpOMOHEM ¢ 00pa30BaHHEM BEEpOOOpPa3HBIX CTPYKTYp (TpPETUH THUN YKIaIKH)
(BanoBckast, 1973). OcHOBHOI CTPYKTYpHOW €IUHHIIEH sApa aHTUNOJNAIBHBIX KJIETOK Oblia
xpomoHema 0,2-0,3 MKM, OpH 3TOM TOJIIMHA XPOMOHEMBI COOTBETCTBOBAJAa TOJIIUHE
XpOMOHEMEI B aape sHjocriepma B G2 nepuone (bmtonenos, Konapes, 1978).

Beuto oxapakTepu30BaHO CTPOEHHE TOJIMTEHHBIX XPOMOCOM B SApax aHTHITONATBHBIX
kiaerok ssamens Hordeum vulgare (IletpoBa u ap., 1985; Ilymkuna, 1989; Xpycranesa u np.,
2010).

XPpOMOCOMBI aHTHITOAATBHBIX KJIETOK SSUYMEHS COCTOSUIN U3 XpoMoHeM ToimuHoit 0,3 — 0,6

MKM, aHaCTOMO3HpYyHmux Apyr ¢ apyrom (puc.10). nst cpaBHeHHsT - CpeIHH aHAMETP
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XpoMoHeMHI B 3Hocniepme — 0,3 MkM. PaccTosinue Mexay neTisiMi XpoMOHEMBI cocTaBiisuio 0,5
MKM. Mex 1y neTyIsiMi XpOMaTHHA BbISBISUINCH JaKyHb! IUpHUHOi 1-3 MxM (IletpoBa u ap., 1985).

B pa6ore IlymkuHOW ¥ COaBTOPOB OBLIO OMHCAHO CTPOCHHE MOJIUTEHHBIX XPOMOCOM
AQHTUNOJANBHBIX S7Iep TUYMEHS B IEPUOJ UX aKTUBHOTO GYHKIIMOHUPOBAHUA. BbLIO MMOKa3aHo, YTO
pa3Mep NOJIMTEHHBIX XPOMOCOM YBEJIMYMBAJICS C BO3PACTOM 3apojbllieBoro memka. Camble

KpyNHbIE IOJUTEHHBbIE XpoMOcoMbl uMenu inHy 30-45 MkMm. OrthenbHble MOJUTEHHBIE

Puc. 10. YapTpacTpykTypa 4acTH TOJUTEHHONW XPOMOCOMBI M SIPBIIIKA SIAPAa aHTUIIOAATIBHON
KJIETKHU 3apojibiieBoro memika sumens (Ilerposa u ap., 1985)

XPOMOCOMBI OBUIH CBSI3aHBI MEKIY COOON TOHKUMH HUTAMH. Ha 31€eKTpOHHOMHUKPOCKOITMUECKOM
YPOBHE XPOMOCOMBI COCTOSUIM W3 (puOpmiu1 ¢ MuHUManbHOW TommuHoM 20 HM. B kierkax,
CoJIepKalliNX YaCTUYHO JEKOHJIEHCUPOBAHHBIE XPOMOCOMBI, ObLIO BUJIHO, YTO OHU 0Opa3oBaHbI
NyYKaMH CECTPUHCKUX XpOMAaTHJ, CBSI3aHHBIX B paifoHe LEeHTpoMep M pa3oOIIeHHBIX B
JUCTAJIBHBIX TEJIOMEPHBIX ydacTkax. B snape mpoucxoauin npouecchl aktuBHoro cuuresa PHK,
HaOmonanuch mecra ckorieHus rpanyn PHIIL. Jlannele pagmoaBTorpaduu mokasainu, 4TO
pelMKanys HWAET B IIOJHOCTBIO JIEKOHJICHCHPOBAaHHOM SApax, TI€ HE YJIAeTCs BBIIBUTH
UH/IUBUyalbHble XpOMOCOMBL. HeOonpImoe KOMMYECTBO METKHM OOHapyXXHBaeTcsi B

HYXPOMATHYECKUX paioHax MHIUBUAYaIbHBIX XpoMocoM (Ilymkuna, 1989).
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B paGote XpycraneBoil mNpoCieKEHBI HW3MEHEHHUS CTPYKTYpHI SACp aHTUIIOHAIBHBIX
KJIETOK B CEMANOYKax suMeHs. bbuto ommcano 6 craauii pacmojOXKEeHHs XpOMaTHHA U
HOJUTEHHBIX XpoMocoM. Ha niepBoif cTaguu XpoMaTHH paciojaraeTcsi OKoJIO SAEpHON 000JI0UKH,
HAa BTOpPOWM cTaauu HaONIOAaeTcs KOHACHCAllMs BBINETIMBAHUS HHUTEH XpPOMATHHA,
KOHTaKTUPYIOLUX JIpyr ¢ apyroM. Ctaguu 1 v 2 BBISBISUIA B AaHTUIIOAATBHBIX SAPAX CEMSIOYEK
pasmepom 0,3 mMm. B cemsnoukax pazmepom 0,5 MM, HOJUTEHHBIE XPOMOCOMBI CHIIBHO
KOMITAKTH30BaHbl ¥ MHIMBUAYAIN3UPOBAHBI (TPEThsl CTAAMS), aBTOPBI MPEAIOIOKUIN, YTO Ha
9TOM CTaJWM AHTUIOJAAJbHBbIE KIETKW Hambosee akTuBHBL. Ha cramum 4 XpoMocoMmbl ObLIH
cONMMXKEHBI U CKOHLIEHTPUPOBAHBI HA OJIHOM ToJifoce Aapa. Ha craguu 5 oTaenbHble XpOMOCOMBI
HE BBIIBISUIMCH, XPOMATHH pacronaraics Ha nepudepun sapa. Craguu 4 u 5 BBISABISUIM B
cemsnoukax pazmepoM 1 mm. Ha craausax 1 — 5 B sapax BbIABISUIM 1-2 OKPYIVIBIX SIIPBILIKA.
XpoMaTuH JOKAJIM30BaJICs MPEUMYIIECTBEHHO Ha OJHOM CTOPOHE SiApa, HAa MPOTHUBOMOIOKHOU
CTOpOHE siipa Menkue 0y0ku xpoMmatuHa. Ha ctaguu 6, Habmonanuch CTPyKTypHbIE U3MEHEHUS
XpOMaTuHa, ero (pparMeHTAIHsI, XaOTUYHOE PACIOJIOKEeHHE (PparMeHTOB B S/ApE, SAPBIIIKO HE

BU3yaJIU3UPOBaATIOCH (XpycTanesa u ap., 2010).
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2.2. Oco0eHHOCTH CTPOeHUs U (P)OPMHUPOBAHUSA 3aPOAbIIIEBOr0 MEIIKA 3J1aK0B

I1pu paboTe Ha/ JaHHBIM Pa3AeIOM AUCCEPTALNH UCIIOIB30BAHEI CIICAYIOIIME TyOIMKALMK aBTOPA, B KOTOPBIX, COTTTacHO 110710KeHII0
0 IPHUCY>KICHUH YUeHBIX cTeneHell B MI'Y, oTpaxxeHbI OCHOBHEIE Pe3yJIbTaThl, IIOJI0XKEHHS U BEIBOJIBI HCCICI0BAHUS:

Joponuna T. B., lllesans E. B., Jlazapesa E. M. [Iporpammupyemast kiaeTouHasi rudesib npu GopMUPOBAHHH 3apOIBILIEBOrO MEIIKa U
cemenu // Ourorene3. — 2020. — T. 51, Ne 3. — C. 163-176.

2.2.1. ®opMupoBaHMe 3apPOAbIIIEBOTI0 MELIKA 3J1aKOB

Pa3BuTHe 3apojblieBoro Memika y 3nakos (puc. 11, a) nporcxoaut o tumy Polygonum
(Johri, 1984). IIpu Takom THUIIe pa3BUTHUS 3aPOJIBIIIEBOIO MEIIKA METacIopa JICIUTCS MEHO30M 1
(bopMUPYIOTCS YETBIPE JOUEPHUE METacTiopbl. Tpu U3 00pa30BaBIIUXCS METACTIOP JETCHEPUPYIOT.
OcraBmiascst Meracrnopa, paclioJIOKEHHas Ha Xala3aJbHOM KOHIIE 3apOJbIIIEBOr0 MEUIKa,
nenutcss mutoTudecku (bateirmna, 1994). B pesynbrate MHUTOTHYECKHMX JCJICHHH saep
dbopMupyercsi HEKJIETOUHBIN 3apOJbIIIEBBIA MEIIOK, cojaepkamuii BoceMb siaep. I[lozxke
3aKJIabIBAIOTCS KJIIETOYHBIE CTEHKH MEXY SApaMHu U POPMUPYIOTCS CEMb KIIETOK — STHIIEKIIETKA,
CHUHEPTH/IbI, TPH aHTUIIOAJBLHBIE KJICTKU U LIEHTpalbHas KJIeTKa. SIMIeKIeTKa U JBE CUHEPTHIbI
dbopMupyloT siflleBOM ammapar, pacloyiaraloliuiics Ha MHKPONWUIApHOM KoHie. Ha
MIPOTUBOIMOJIOKHON SHIEKIETKEe Xaja3albHOM KOHIIE 3apOABIIIEBOIO MEIIKA HAaXOAATCA TPHU
AHTUTIOAAIbHBIC KJIETKH. JIBysiepHas IIeHTpajbHas KJIETKa pacrojlaraeTcsi B IICHTpE

3apOJIBIIIEBOTO MEIIIKa, MO3Ke sijipa MOryT cimBartbes (Schnarf, 1929; D3ay, 1980).

2.2.2. JIBOiiHOE OILIOIOTBOPEHUE

JIBoiiHoe omnonoTBopeHue y pactenuid (puc. 11, 6) Brirodaer B cebst Tpu (daszpl —
IPOraMHYyI0, TaMOreHe3a U nocrramuyto. [Iporamuas ¢asza — ¢daza B3auMOJICHCTBUS MBUIBIBI U
TKaHEH TeCTMKa W TIPOpacTaHusl MBUIBIIEBBIX TPyOOK K ceMmsAmnouykam. [amorenes — 5To
B3aMMOJICHCTBHE TMBUIBLIEBBIX TPYOOK C TKAHSIMH CEMSIOYEK U JBOMHOE OIUIOJOTBOPEHHUE.
[Toctramuas ¢aza (OpiBaeT He Bceraa) — (ha3a B3aUMOACHCTBUS Pa3BUBAIOLIETOCS 3apOJIbIIIA C
MIPOHUKIITUMHU B N30BITOUHOM KonndecTBe ciepmarozousiamu (Koparom, 2008).

C MomeHTa omnbUIeHUs (TOIaJaHue TBUIBIBI Ha PBHUIbILIE MECTHUKA) 0 OIUIOJOTBOPEHUS
(cmusiHue SHUIEKTIETKH U CIEPMAaTO30M/1a) Y MOKPHITOCEMEHHBIX PACTEHUI MPOXOAUT KOPOTKHIA
MIPOMEXKYTOK BPEMEHH, Yy MIIeHUIbl oH cocTaBiseT 15 mun (Kopmarom, 2008). 3a aTo Bpemst aBa
CIEpMHUs CITyCKaloTCA MO MbUIBLEBOHN TpyOKe, JocTUraroiieii 3aposimeBoro memka (Hamamura
et al., 2012). IMocne 3TOrO CONMEPKUMOE MBLIBIIEBON TPYOKH MOMAAACT B OJHY M3 CHHEPTH] H
pazpymaer ee (Dresselhaus, 2006; Hamamura et al., 2012). Onus U3 ciepMueB CTUBAETCS C SAPOM
SUIEKIIETKH, APYToi — ¢ siapoM neHTpanbHoi kietku (Koparom, 2008). B pesynbrate nenenwmii
3UTOTHI (DOPMHUPYETCS 3apOJIbINI, a B pe3yJbTaTe MEJICHUN OIIOJOTBOPEHHOU IIEHTPATbHON
KIeTkn ¢dopMupyercs HsHAocnepM. Takum o00pa3oM, B 3apOoJbIIIEBOM MEIIKE IOCTe
OIUIOJOTBOPEHUS TPUCYTCTBYIOT TKAHU, COJIEPKAIIME Sapa PA3IUNYHON TJIOUTHOCTH — 3aPO/IbIII
C JAWIUIOWJHBIMHU SIAPAMH, SHIOCHEPM C TPUIUIOUIHBIMHU SIApaMU M aHTUIOJAJIbHBIE KJIETKU C

TaruIOUIHBIM YHCIIOM XpomocoM (puc. 11 B; puc. 12).
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Puc. 11. HauansHusle 3Tamnsl sMOprorenesa cemenu y Arabidopsis thaliana u 3maxos.

a — 9Tanbl (OPMHUPOBAHUS 3aPOBIIIEBOTO MEIIKa. MeracrnopouuT AETUTCS MEHOTHYECKH, U3
o0pa30BaBIIMXCS 4YeTbIpex Meracnop Tpu THOHYT. OcraBmiasics Meracrnopa B pe3yJbTaTe
MUTOTHUYECKUX JEJIEHWH [JAeT HadajJo BOCBMM sApaM 3apoJbllIeBOro Memka. B xoze
LEeJUTIONIpU3aul (POPMUPYETCS CEMb KIIETOK — SHUILEKIIEeTKa, B CUHEPTH/IbI, IEHTpaIbHas KJIeTKa
C IByMsI MOJIIPHBIMHU SIJJpaMH U TPU aHTUIIOJIAJIbHBIE KJIETKH.

0 — nBoiiHOE ormogoTBopeHue. [IbutbiieBas TpyOka moaxoauT K cuHepruae. OauH U3 CIEPMHEB
CIIMBAETCS C IMLIEKJIETKOM, AaBasi Ha4yajo 3Ur0Te, a IPYrou — ¢ HEHTPAJIbHOM KIETKOM 3apObILIEBOTO
Melika, opMHUpYS SHIOCHEPM. B — CXeMa CTpoeHus cemsnoyku. (Joponuna u ap., 2019)
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Puc. 12. CtpoeHue ceMamnoyKy MIeHUIIbI

[Tocne ABOMHOTO OMJIOMOTBOPEHHS U3 CEMSITIOYKH HAYMHAET Pa3BUBATHCS CeMs. DTaIlbl
(bOpMUpPOBaHUS CEMEHH M TOCIIE0BATEbHBIE CTAIUN (POPMHUPOBAHKS TKAHEH CEMEHH HMEIOT
CBOM OCOOEHHOCTH Y Pa3HBIX IPYIII PACTCHHUH.

Xopoliio u3ydeHo cTpoeHue Tkanei cemsmouku y Arabidopsis (puc. 13, a) u 31akoB (puc.
13, 6). Ilpu nemeHun 3WTOTHI OJHA W3 KJIETOK JAaeT HAYAJIO 3apOJIBINTy, Ipyras — TOJBECKY.
IToaBeCOK BBIMOJHSAET TPOPHUUECKYIO (YHKIMIO, W CBS3BIBAET 3apOJBII C TKAHAMH
dopmupytromerocsi cemenu (Peng, Sun, 2018). 3apoasimn B pa3BUTUU MPOXOAUT HECKOIHKO
craauii. Jlanubie o auddepeHInpoBKe IEHOIKUTA SHI0CTIepMa Y 371akoB 1 Arabidopsis 060061eHbI
B 0030pe Olsen (Olsen, 2004). Ilocie ABONHOTO OIJIOJOTBOPEHHS SIAPO MEPBUYHON KIETKH
SHIOCTIEpMA siApa 37aKOB JEAWTCS 0e3 IUTOKWHE3a, 3areM HAYMHACTCS  POIECC
HesuTroNsipu3anun. 1lo3nHee B YacTH KIETOK MHOTOCIOWHOTO 3HIOCIEpMa HAKAIUTHBAKOTCS
KpaxMalibHbIC 3epHa, Ipyrue KieTku nuddepeHunpyoTes B aneiipoHoBsiil cioi. Y Arabidopsis
[ICHOIUTHBIA DHIOCIEPM TaKXKe MpPETepIeBacT MPOIECC MEJUTIONIAPU3AIINK, BIIOCIEACTBHH
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Puc. 13. PasButue cemenu Arabidopsis thaliana u Zea mays. Ha cxeme mupeacTaBiieHbI
1ocje0BaTeNNbHble CTauu AU HepeHIUPOBKY TKaHEH (GOPMHUPYIOLIETOCS CEMEHH.

a — ¢opmupoBanue cemenu Arabidopsis thaliana. TTo mepe pocTa 3apojpima OobIIast 4acTh
srnocnepma nojasepraercs [IKI n abcopOupyercs, octatoTcst Tpu o0aacTu — nepudepudeckas,
MUKpONUJISIpHAS U XaJla3ajbHasl.

6 — popmupoBanme cemenu Zea mays. B mporecce pa3BUTHsI CEMEHU HIOCIIEPM pa3pacTaeTcs
u guddepeHnupyeTcss Ha IEHTPAIBbHYIO 00JacTh W anedpoHoBwld cioi. [lo3muee, mpu
IIPOpacTaHnu, KJIIETKH aJIEHPOHOBOTO CJ10s SHI0CTIEPMa BBIAEISAIOT T'HIPOJIa3bl, KOTOPBIE IETAt0T
BEleCTBa KPaxMaJIbHOTO 3HJI0CTIEpMa TOCTYITHBIMHU JUIs 3apoabiiia. (loponuHa u nip., 2019)
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— OoJHOCIJIONHas mepudeprdeckas 00J1acTb, 00JaCTh, OKPY’KArOIIas 3apOJbIII, W Xajla3albHast
obnacts (Olsen, 2004; Locascio et al., 2014).

Ha mpoTshkeHn# cTainu akTUBHOTO (DYHKIIMOHUPOBAHUS aHTHIIOJAIBHBIX KJIETOK 3]IaKOB
JTarbl OHTOI€HE3a aHTUIIOIATbHBIX KJIETOK TECHO CBSI3aHBI C OHTOTEHE30M 3Hocnepma (puc. 14,
a-r). OcHoBHas (pyHKIMS SHIOCIIEpMa — STO HAKOIUJICHHE MUTATENbHBIX BEIIECTB - OEIKOB B
dopMme aneiipoHOBBIX 3epeH, TunuaoB U kpaxmana ([lognyOnas-ApHonsau, 1976) mist nmuTaHus
3apojsiiia. B xo/ie OHTOreHe3a 3H0CHepM 371aKOB IPOXOIUT HECKOJIBKO CTaINi: CTa U0 PAHHETO
pa3BuTHs (BKJIIOYAIOIIYI0 B ce0si JBOITHOE OIUIOAOTBOpEHHE, (HOPMUPOBAHME CHHILIUTUS U
KJIETKOOOpa3oBaHue); cTtaauio Tud@epeHIpOoBKH (BKIIOYAIOIIYI0 MPOTH(EPANIO) U CTAIUIO
porpaMMUpOBaHHON KieTouHou rubenu (Sabelli, Larkins, 2009).

DHJOCIIepM y THICHHUIBI OTHOCUTCS K HYKJIIGAPHOMY THUIy — T.C. IEPBBIC HECKOJIBKO
JECSATKOB JICTICHUN MPOXOAAT 63 IUTOKMHE3a, TUIIb 0 JOCTH)KEHUH OIPEIeJICHHOT0 Yncia saep
HauMHaeTcs nporecc nemmnongpusanuu (Sabelli, Larkins, 2009).

Ha HykneapHOW cTaaumu MOXXHO HAOIIOJATh MUTOTHYECKHE BOJHBI — TPYIIIBI sIACp
SHIO0CIEPMA, HAXOASIMXCS Ha ITOCIEA0BaTENbHBIX cTaausax Muto3a (barsiruna, 1987).

[lepBrle feneHUs KIETOK DSHIOCIEPMA XapaKTEPU3YIOTCS KOPOTKUM  IEPUOJIOM
npoxoxaeHuss uHTepdaspl 0e3 cHHTe3a MUTATeJIbHBIX BellecTB. Ha HykieapHOW cTanuu B
CUHTHIIUTHH SHJO0CIIEPMa BBISIBIISTFOTCSI MHOTO BaKyoJiei, HEOOJIBIIOE KOJUIECTBO JUKTHOCOM, U
OIIP, nmeromuii Buj KoHueHTpuueckux kosel (bateiruna, 1987). Cuntarot, 4To NUTATENBHBIMU
BEIIECTBAMH B 3TOT MEPHO/]] DHIOCTIEpPM 00ECIIEUNBAIOT AHTUTIOAATFHBIC KIIETKU, TPAHCIIOPTUPYS
aMUHOKUCIIOTHI, BUTaMuHBI U apyrue BemectBa (Hoshikawa, 1960; Bennet et al., 1973; Huber,
1984; Sabelli, Larkins, 2009; Ya6an, 2008; Yaban u ap., 2011).

[Iponecc kierkooOpa3zoBanusi HaunHaercs crycts 40-50 yacoB mociie OmMbUICHUS, KOT/Aa
sHAocnepM coaepxut okono 100 smep. IIpu 3Tom, B o0mactu sHAOCHEPMA, PACTIONOKECHHOM
BOJIM3U 3apOJbIlIa, KIETOYHbIE CTEHKH (OPMHUPYIOTCS paHbIE, YEM B YacTU DHJAOCIEpMA C
MPOTHUBOIIOJIOKHON CTOpoHBI OT Mukponwie (Huber, 1984). OmHoBpeMEHHO MOBBIIIAETCS
KOJIMYECTBO JIUKTHOCOM B IIUTOINIA3Me, a BaKyoJied CTAaHOBUTCS MeHbIne. dparmoruiact, B
o0macT KOTOporo, Oy 1yT GOPMUPOBATHCS IEPBUYHBIE KIIETOUHBIE CTEHKH, BOSHUKAET KaK MEXKIy
CECTPUHCKHUMH, TaK U MEKy HECECTPUHCKUMH sapamu dHAocniepma (bateiruna, 1987).

Ha 3-4 cyTku nocie ormiogoTBOPEHUs B KIETKaX SHA0CIEPMA HAYMHAETCS IPOLECC CUHTE3A
kpaxmana. Ha 5-7 cyTku mporuiecc kiaeTkooOpazoBanus sHA0cepMa 3aBepinaercs. Ha 10-12 cytku
uMeeTcsl yxke cOopMHpOBAaHHBIA KIETOYHBIA SHAOCHEPM, M HauuHaeT TuddepeHIpoBaTHCI

aseiipoHoBbIi cinoit (bateiruna, 1994).
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Puc. 14. TpexMepHass peKOHCTPYKIMS TKaHEH 3apoJbIIIEeBOrO MeIIKa MIIEeHUIbl. 0 — sjapa
AQHTUIOJANBHBIX KIJIETOK M SIMIIEBOrO ammapara, siipa TKaHe 3apojbIIIeBOro MeEIIKa Ha
BTOpOIi (a), TpeTHii (B) M ueTBEPTHIii (T') IeHb mocie oroaoTBopenus. (Wegel at al., 2005)
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2.3. AHTHIOAAJBHEIE KJIETKH 3J1aKO0B

AHTUIIOIANIbHBIE KJIETKM TPUCYTCTBYIOT B 3apojpliieBoM Memke 80% LBETKOBBIX
pacTeHuil, B T.4. B 3apOJIBIIICBBIX MEIIKaxX Tra Polygonum, k KoTopoMy OTHOCSITCS 371aKkud. Y
MHOI'MX 3JIaKOB AHTUIOAAJbHBIE KJIETKH JENATCS U 00pa3yl0T MHOTI'OKJIETOYHYIO 3(eMepHYIo
TkaHb (bateiruna, 1994). KomnuecTBO aHTUIOMATBHBIX KJIETOK B 3aPOJIBIIICBBIX MEIIKAX 3JIaKOB,
a TaKXe KOJIMYECTBO sJep B KJE€TKax 3HauuTenbHO BappupyeT (Tabmmua 2). Bonpmas yacts
MMEIOLINXCS HA CETOIHALIHMI MOMEHT JJAHHBIX O KOJIMYECTBE aHTUIIONATIBHBIX KJIETOK U UX SAEp
B3STO M3 PaHHHUX PabOT, PaKTUUYECKH HE COAEpKAIIUX OMUCAHUS OCOOCHHOCTENH aHTUIIO1aIbHbIX
KJIETOK, & ITOCBSILEHHBIX OIMUCAHUIO CTPYKTYPBI 3aPO/IbIILIEBOIO MEIIKA B IIEJIOM.

Cenenuss 00 aHTUNOJANBHBIX KIETKaX AMKOPACTYUIMX 371aKOB (parMEeHTapHbL. Y
HEKOTOPBIX BHJIOB JHKOPACTYIIUX 37aKOB HAOIIONAeTCs yBETHMYEHHE YHCIa aHTHIIOAATbHBIX
KJIETOK U BBISBJICHBI ITOJUTEHHbIE XPOMOCOMBI. AHTUIIOJAJIbHBIE KJIETKH KYJIbTYpPHBIX 3JIaKOB
oXapakTepu30BaHbl yuiie. B pse pabot Obl1a JaHa KpaTKas XapaKTepUCTUKA YIbTPACTPYKTYPhI
AHTHUIIOJ pa3HbIX 37aKoB — Kykypy3sl (Diboll and Larson, 1966; Diboll, 1968), puca (Maeda and
Miyake., 1996; Maeda and Miyake., 1997), sumenst (Engell, 1994) u menurs: (Morrison, 1954;
Hoshikawa, 1960; You and Jensen, 1985). Tem He MeHee, CyHIECTBYIOIIME HA TaHHBI MOMEHT
JTaHHbIE 00 aHTUIIOJAIBHBIX KIJIETKaX 3apOJIbIIIEBOI0 MEIIKa 3JaKOB HE AT HCYEPIbIBAIOIIErO
IIPEJICTaBJICHUSI O CTPYKTYPE 3TUX KJIETOK Ha pPa3HbIX dTanax UX pa3BUTHUS.

KonnuecTBo, mpoaomKUTEIbHOCTD )KU3HU U pa3Mepbl aHTUIIOIaIbHBIX KJIIETOK 3aBUCST HE
TOJIBKO OT KOHKPETHOTO BHJA PAaCTEHHs, HO U OT COPTa M YCJIOBUH, B KOTOPBIX MPOU3PACTAET
pacTeHHe. bpUIM TpPOBEAECHBI MCCIENOBAaHUSA, B KOTOPBIX CPaBHUBAJIOCH KOJHNYECTBO
AQHTUIOJANBHBIX KJIETOK ABYXpSIHOTO W mectupsanHoro sumeHs (bnankosceka, Ilectoman,
2002), mueHunsl, p>xu 1 ux rudpunos (TpounHebka, biankosebka, 2006), a Takke ABYXPSIIHOTO
suyMmeHs pasHbiX copToB (LLlectoman, bmankoBceka, 2006), B ycIOBHSAX BBIpPALIMBAHUS UX B
teruuie U B nojne (Illecroman u np., 2004). ABTopamu OblTa BbICKa3aHa UAEs, YTO KOJIUYECTBO
AQHTUIOJANBHBIX KJIETOK MOXET BapbHUpOBaTh, a HEOOXOIUMBIM ypOBEHb UX (PU3MOIOTMUYECKOM
AKTUBHOCTH MOXKET JOCTUTaThCs COOTHOILIEHUEM OIPENIEICHHOIO YHcia KIETOK U pa3MepoOB UX
aapa u sapeimka. [Ipy HeOIaronpUsATHBIX YCIOBHUSX CpPEAbl, TAKUX Kak HHU3Kas TeMIepaTypa,
ciaboe OCBElICHHE, ONTHUMAJIbHBIA YPOBEHb AKTHUBHOCTH AHTUMOAAJIBHBIX KIETOK MOXKET
JIOCTUTAThCSl YBEIMYEHUEM YHKCia KJIETOK IMPH YMEHBUICHHH UX 00beMa WIM YBETHYEHHEM HX

obbema npu ymeHsieHuu ux konnuectsa (Illecronan u np., 2004).
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Tabnuua 2. Yncno aHTUIMOJANBHBIX KJICTOK y pasiuyHbIX 31akoB (mo Slover, 1937

JOITOJIHCHUAMU U I/I3MCHGHI/IHMI/I).

Koin-Bo
Jlatunckoe Koin-Bo
Pycckoe Ha3BaHue AQHTUIOJAIBHBIX | ABTOp
Ha3BaHUeE AHTHUIION
snep
Aegilops ovata OTUIONC ANLIEBUIHBIN Schnarf, 1926
o Shadowski,
Agrostis incana [onesuna 6 2 anpa
1926
] [Tonesuna ]
Agrostis perennans 3 2 snapa Guignard, 1882
KpyHIHOMeTenbuaTast
Alepecurus .
] JlucoxBoct nyroBoit | 3 3-4 sypa Fischer, 1880
pratensis
Andropogon Shadowski,
) boponmau xaBkazckuii | 4-6 1 smpo
caucasicum 1926
Andropogon boponau Shadowski,
) 5-16 1 smpo
ischaemum OOBIKHOBCHHBIM 1926
Avena fatua Ogec mycroit 25-30 Mtuorosnaepusie | Cannon, 1910
) Tannert, 1905,
Avena sativa 11-30 MHorosiepHbie o
OBéc nmoceBHOMN Golinski, 1893
Avena pubescens OBcerr MyImMCTHIN 3 1 smpo Lotscher, 1905
TpureTHHHUK Shadowski,
Avena flavescens 5-16 MHorosepHbie
YKEITOBATHIN 1926
Bambusa bambos | Kontounit 6amOyk 60 Schnarf, 1926
Briza media Tpsicynka cpeassis Meuoro | Muorosinepusie | Fischer, 1880
) ) Westermaier,
Briza maxima Tpsicynka 6ombImas Muoro MHorosiiepHbIe 1890
) Beck and
Bromus villosus Koctép Ge3ocThlii 3-10
Horton, 1932
) Beck and
Bromus marginatus | Koctép ropusrit 3-10
Horton, 1932
Beck and
Bromus rubens Koctép kpacHbIit 3-10

Horton, 1932
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Cleistogenes

serotina Shadowski,
) 3MeeBKa MO3HIS 8-14 1 sipo
(vemap. Diplachne 1926
serotina)
) Shadowski,
Chloris gayana PoncoBa TpaBa 6 MHorosepHbie 1926
_ Hofmeister,
Coix lacryma Hosnesbl ciié3n 3 MHorosiepHbie 1861
o BrnaraaumenseTHuk
Coleanthus subtilis y 3 Mmuorosinepubie | Schnarf, 1926
MaJICHbKUN
Shadowski,
Cynodon dactylon | Csunopoii manpuaTeiii | 6-10 MHorosaepHbie 1926
. Shadowski,
Dactylis glomerata | Exxa coopHast 5-8 2-3 aapa
1926
] Opxapta )
Ehrharta panicea 3-6 2 siapa Fischer, 1880
MPSMOCTOSYAsT
Eleusine indica Dnes3nHa MHOWICKag | 3 Cummins, 1929
Elytrigia repens
(vemap. [Teipeit mon3yunii 10-16 Mowery, 1929
Agropyrum repens)
Eragrostis [MoneBnuka
. ) 4-6 1 aopo Stover, 1936
cilianensis YHITHAHCKAsI
Eulalia japonica i
) MuckaHTyc Shadowski,
(Miscanthus 15-24 2-3 simpa
) ) KUTaWCKUM 1926
sinensis)
Gynerium Shadowski,
[TamnacHas TpaBa 8-13 1 sanpo
argenteum 1926
o Westermaier,
Hordeum distichum | Slumens aBypsinHBIA MaHuoro
1890
Hordeum murinum | SluMeHb MBIILIMHBII 5 Lotscher, 1905
Hofmeister,
Sumenb
Hordeum vulgare 6-20 1861, Lotscher,
OOBIKHOBEHHBIN

1905
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IIerposa u np.,

50-70 1 smpo
1985
35-55 1 sapo Engell, 1994
bnankoBchKa,
4-40 1 ssapo [llecromnann,
2002
IIecTomann,
~40 1 spo
2004
Hordeum vulgare
Slumenb o
(vemap. Hordeum MHoro Golinski, 1893
) OOBIKHOBEHHBIN
tetrastichum)
Leymus arenarius Hofmeister,
(vemap. Elymus Konocusik mecuanpiii | 6-12 1861,
arenarius) Fischer, 1880
S [Tneen Westermaier,
Lolium italicum 3 MHorosiaepHbie
MHOT'OIIBETKOBBII 1890
Lolium Westermaier,
[IneBen onbsgusrommn | 3 MHorosiiepHbie
tremulentum 1890
Luzula pilosa O’xuKa BOJIOCUCTAsI 3 Fischer, 1880
) ) ToHkoHOT .
Koeleria cristata 4 Meuorosiiepubie | Fischer, 1880
KPYITHOL[BETKOBBIN
) [IepnoBHuk .
Melica nutans 3 Fischer, 1880
MMOHUKIITHH
Melica altissima [lepnoBHUK BbICOKUH | 3 Fischer, 1880
. Shadowski,
Molinia coerulea Monunus ronyoas 11-43 2 spa
1926
Nardus stricta besnoyc Topuarimii MHoro Coulon, 1923
6-20 1 smpo Kuwada, 1910
Terada, 1928
. Juliano and
Oryza sativa Puc noceBHo
Aldama, 1937
Kono and
5-10 .
Ohashi, 1967
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Jones and Rost,

10-15
1989
Hoshikawa,
3-5
1993
Oplismenus OcrsHKa Shadowski,
o 10-18 2 snpa
undulatifolium Kyp4aBOJIMCTHAS 1926
Paspalum Shadowski,
) I'peuka pacmupennas | 5-14 2-3 sapa
dilatatum 1926
Poa annua Msnuk ognoietauin | 12 2-4 sanpa Golinski, 1893
Nishimura,
Poa pratensis MsTauK JIyroBoit 3-6 MHuorosnepubie | 1922,
Anderson, 1927
Poa compressa MSTHHK CIUTFOCHYTBIA | 3-5 Anderson, 1927
Saccharum Artschwager,
o CaxapHblii TPOCTHUK | 5 MHorosiiepHbIe
officinarum 1929
Hofmeister,
1858-61,
Fischer, 1880,
20 Golinski, 1893,
Westermaier,
Secale cereale Poxp nmoceBHas
1890,
Lotscher, 1905
TpounHcbKa
16-32 1 sanpo bnankoBchKa,
2006
Sesleria coerulea | Ceciepus romyoOast 3 Meuorosiiepubie | Fischer, 1880
) Hofmeister,
Sorghum bicolor Copro JABYIBETHOE MHoro
1842
4 Fischer, 1880
Hofmeister,
Sorghum helpense | Copro anemnrckoe MHoro MHorosaepHbie 1861
Stephens, 1934
Shadowsky,
Tragus racemosus | Ko3smier kuctuctorit 3-5 1 siapo 1926
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Triticum .
[Mmenwnia kapiukoBas | 36 Mmuorosinepusie | Koernicke, 1896
compactum
Triticum repens [Mirenura 10 2-3 aapa Lotscher, 1905
Hofmeister,
Muoro MHorosiiepHbIe
1861
36+ Jensen, 1918
4 Percival, 1921
8-12 Mmuorosinepusie | Golinski, 1893
- ) 8-20 Morrison, 1955
Triticum aestivum
o 15-25 Bennett, 1973
(vemap. Triticum ITmennna Msarkas
20 Wei-Cheng et
vulgare)
6ouee al., 1988
TpounHChKa,
24-36 BnankoBchKa,
2006
Yaban u ap.,
25-27
2011
Hofmeister,
25
1849
Westermaier,
1890
Golinski, 1893
Kyxkypysa
Zea mays i Guignard, 1901
OOBIKHOBEHHAS
Lotscher, 1905
Miller, 1920
Weatherwax,
25 5-6 siep
1926
20 Mmuorosiaepusie | Dibol, 1968
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2.3.1. AHTHNIOAIbHBIE KJIETKH KYKYpY3bI (Zea mays L.)

AHTUTIOIaTTFHBIC KJIETKH KYKYPY3bl, B OTJIMYHE OT AaHTUIIOAATBHBIX KIIETOK IPYTHX 371aKOB
ABISIIOTC MHOTOsiepHbIME (baTeiruna, 1994). B 3aponbliiieBoM Melike KyKypy3bl BBISBISETCS
20-25 MHOTOsAIEPHBIX aHTUTTOAATBHBIX KieTok (Diboll, 1968).

Onucana CTpyKTypa aHTUIIOJAJbHBIX KJIETOK B COCTaBE 3pENoro raMeTo(ura KyKypys3bl
1o (Diboll and Larson, 1966) u nociie (Diboll, 1968) nBoitroro omnonorBopenus (puc.15 a, 6; 16
a, 0). Kierounble CTEHKM aHTUIOJANBHBIX KJIETOK, TPAaHHYAIIUX C HYLETYCOM, (hOpMHUPOBATIN
CKJIaJIKM, B 3peJIoM TraMeTopuTre OO0 OIUIOJAOTBOPEHHUS KIJIETOUHBIE CTEHKH MEXIy
AHTUINOJANBHBIMU KJIETKaMH ObLIM CPOPMUPOBAHBI HE MOJHOCTHIO, YTO BEJIO K IOSBICHHUIO
MHOTOsIZIEpHOTO TIpoToIuIacTa. 1o MHEHHUIO aBTOPOB, Takasi CTPYKTypa 00OJIOYKH KJIETOK CBA3aHA
C AKTUBHBIM TICPEMEIICHHEM IHTATEIBHBIX BEIISCTB depe3 kierounyio creHky (Diboll and
Larson, 1966). Opranemibl ObUIM MHOTOYHMCIICHHBI, TUIOTHOCTh paclpeAeNieHus] opraHesun Oblia
BBIIIIE TIO CPABHEHUIO ¢ ApyruMu kietkamu ramerodurta (Diboll, 1968). B aapsiike npeobnaman
TPaHyJISPHBIA KOMIIOHCHT. MUTOXOHAPUU OBUTH OKPYTJIBIMA WJIM OBAJIbHBIMH. [LmacTumbl
CoJIeprKaIl HE3HAUUTEIbHOE YUCIIO KpaXMalbHbIX 3€peH. JIMKTHOCOMBI OBl COPMUPOBAHBI 6-
8 HmucTepHaMH C MHOTOYHUCIEHHbIMH Besukynamu. Lluctepusr DIIP oyens pa3zHooOpasHbI MO
CBOEMY pa3Mepy — OT LUCTEPH, MPEBBIMIAIOIINX UIMHY TUKTHOCOM, 10 IIUCTEPH, CPABHUMBIX I10
pa3mepy ¢ IMKTHOCOMaMH. B aHTUTIOJANBHBIX KIETKAaX COACPIKAINCh MO0 O Ha KpyHHast, 100
MHOTO Hebonbimux Bakyosen (Diboll and Larson, 1966).

bbuto moka3aHo, YTO B aHTUIOAAX KYKYpy3bl JKCIPECCHUPYIOTCS TEHBI, CBSI3aHHBIE C
AyKCUHOBBIM CHUTHANBbHBIM MyTéM. [Ipenmonaraercs, 4ro Ha paHHUX CTaAMSIX Pa3BUTHSL
3apOJIBIIIEBOTO MEIIKa ayKCHH CHHTE3UPYETCs B IEHTPAIbHOW KIIETKE, KOTOPast, TPAaHCTIOPTUPYET
ero antunoaaM. [locine nponudepanny aHTUTIONBI, KaK TPAH3UTOPHAsS TKaHb, IEPEJAIOT AyKCHH B
JIpyTHe YacTH CeMSMOYKHU. AHAIN3 MyTaHTOB Mo reHy Laxmidribl mokasain, 4To B OTCYTCTBUE
ayKCHHa MpoJudepaluy aHTUTIO HE TPOUCXOIUT, YTO COMPOBOKIAETCSI CHUKEHHEM IKCITPECCUU
resoB DR5 wu PINla, cBs3aHHbIX c Merabonu3mMoM aykcuHa. llpu sToM Mopdosorus
AHTUTIOJANBHBIX KJIETOK y MYTaHTHBIX pPACTEHWH OblIa HOpPMallbHAs, ITO3TOMY aBTOPBI
MpeJInoiaraiy, 4To ayKCUH HY)KeH UMEHHO IS POCTa U poirdepaui aHTUTIOIaIbHBIX KIIETOK,

a He ms ux auddepenuporku (Chetoor and Evans, 2015).
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Puc. 15. YapTpacTpykTypa sifiep ¥ IUTOIIa3Mbl aHTHUITIONATBHBIX KJIETOK KYKYPY3HI.

a — Ha TIOMEPEYHOM Cpe3e MPEACTABIEHBI KICTKH aHTUIIOAILHOTO KOMIUIEKCA KyKypYy3bl, B
JBYX KJIETKaxX KoMmIutekca BuaHbI ABa sapa (N).

0 — ¢parMeHThl UUTOMIA3Mbl TpPEX AHTUNOJANBHBIX KIETOK C MHOTOYHCICHHBIMU

mutoxouapusmu (M), miactugamu (P), muktnocomamu (D) u Bakyomsmu (V) (Diboll and
Larson, 1966).

44



Puc. 16. yJ‘ILTpaCTp}IKTypa AACP U HUTOINIa3Mbl AHTUTIOAAJIBHBIX KJIICTOK KYKYPY3EBI. a
- (bparmMeHT KIE€TKHM C ¢parMeHTamMu saep C JUCHEPCHBIM XPOMATHHOM,
MUTOXOHAPUAMHU, AUKTUOCOMAMH, JIMIIUAHBIMU KalllIIMA U Pa3BUTBIM TJIAAKUM
PETUKYJyMOM IUTOIUIa3Mbl; 0 — (parMeHThl IUTOIUIa3MbI JIBYX KJIETOK, BHJIHBI
JAUKTUOCOMBI, MUTOXOHAPUHU, IIJIACTUIABI WU HWHBArMHAIIUU KJIIETOYHOM CTEHKH (W)
(Diboll and Larson, 1966).
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2.3.2. AuTunoaajbHble KieTku puca (Orysa sativa L.)

XapakTepucThKa aHTUNOJAIBHBIX KIETOK pHCa Ha OTICNBHBIX JTamax OHTOTeHe3a
3apOJIBIIIEBOTO MEIIKA, U3YYCHHBIX METOJAAMH CBETOBOW MHKPOCKOIHUU JlaHa B paHHUX paboTax
(Kuwada, 1910; Terada, 1928). B 3apoasimeBoM MeNIKe puica BBIABICHO OKojio 20
anTunofabHbIX Kietok (Kuwada, 1910). [{uTomiasma MOI0ABIX aHTUIIOAATBHBIX KJIETOK ObLIa
3aIoJTHEHA MHOXXECTBOM OCCIIBETHBIX TpaHyJs, KOTOpble TpH 0O0padOTKEe XJIOPHAOM ITMHKA
CTaHOBHJIUCH KPACHOBATO-KOpUYHEBBIMU. [10100HBIC TPaHYIIBI BCTPEUAIHCH TAKXKE B SUIICKIICTKE,
CHUHEpPryax U IEHTPAIbHON KJIETKE, OJJHAKO OBICTPO Mcue3anu. B aHTHUMOJaNbHBIX KJIETKaxX 3TU
TpaHyJIbl COXPaHSJINCH 0Jblie Bcero. 1o MHEHUIO aBTOPOB, COAEPKUMOE IPaHyIl MPEACTABIISIO
coboii amupoaekctpun u ammio3y (Terada, 1928). [lereneparius aHTHIIOAATBHBIX KIETOK prca
HAYMHAJIACh HA CEJIbMBIC CYTKH MOCIIE OIJIOIOTBOPEHUs. Ha sTane nereHepanuy aHTHITO] pyca B
KJIETKaX UMEJIHUCh OTPOMHBIEC BaKyOJH, SApa KIETOK coAepk alld OO0JbIIOEe KOJIUYECTBO KPYITHBIX
XPOMOIIGHTPOB, H3-32 YEro SAPHIIIKO CTAaHOBWJIOCH HE3aMETHBIM. AHTHUIIOJAJIbHBIC KIETKU
COXpaHsLIH )KU3HECTIOCOOHOCTh 0K0JI0 11 aHel mocie omnonorBopenus (Terada, 1928).

B cepum pabor TpoOBEACHO CpaBHEHHUE YIBTPACTPYKTYPhI KIETOK aHTHUIIONATBHOTO
KoMmIuiekca puca 10 (Maeda and Miyake, 1997) u nocne onsutenus (Maeda and Miyake, 1996).

Jlo ombuleHUs aHTUIIOAAJbHBIE KJIETKHM WMENIH KPYIHBIE fapa C BaKyOIW3HPOBAHHBIM
SITPBITIIKOM, B SIJIPaxX BBISBISIIOCH HEOOIBIIIOE COACpKAHKE TeTepoXxpoMaTiHa. S nepHas o0oouka
00pa30BbIBaJIa MHOTOYHMCIICHHBIC MHBarMHAIIMH. B si7iepHOM 0007109Ke PUCYTCTBOBAIO OOJIBIIIOE
KOJIMYECTBO SJIEPHBIX TMOPOBBIX KOMIUIEKCOB, BOJH3U SACPHOM OOONOYKH BBISIBISLTUCH
MHOTOUYHCJICHHbIE OCMUO(HIIbHBIE TPaHylbl. ABTOPHI MPEAINOaratoT, YTO sApa HaXOIWIHCh B
AKTUBHOM COCTOSIHUY M aKTUBHO TpaHcmoptupoBasii PHK B muToruiasmy Mex 1y MHBariHAIASIMA
anepHor oOonouku. Tam wyacto BbIsABIsUIMCH 1UcTepHBl OIIP. D'panynsapusiii OIIP  Obun
MPEJICTAaBICH KaK KOPOTKUMHU IIUCTEPHAMHU, TaK M KOHIICHTPUYECKHUMH KpyraMu IUCTEpH.
Konnentpruyeckue Kpyru HUCTEPH YaCTO OKpYXalu ()parMeHThl UTOMIIA3Mbl C IIACTHAAMHU.
Enuanynbie mapamienbable ucTepHbl DI1P yarnie BEISBISUIACH B YaCTSIX aHTHITOAATBHBIX KICTOK,
COCEJCTBYIOUIMX C UEHTPAJbHOW KIETKOM. B 1murTomnasmMe HMMEIuch MHOTOYHMCICHHBIE
MUTOXOHJIPHH C XOPOIIIO PA3BUTHIMHU KPUCTAMU U TUIACTUABI C HEOOIBIIIUM KOJIMYECTBOM JIAMEJLIL.
KpaxmanbpHbie 3epHa B IIaCTHAAX OBLIM €AMHUYHBIMU, THOO HE BRIIBISLTUCH BoBce (Maeda and
Miyake, 1997).

s m3y4deHus: MOP(OJIOTHH aHTHITOAATBHBIX KIETOK ITOCIIE TBOHHOTO OIUIOAOTBOPECHHUS
OBLITM B3STHI CEMSIMIOYKH HA CTaIuU 4-5 4acoB MOCJE ONMbUICHHUS. AHTHIIOJATbHbIE KIETKU ObLIN

OYCHb KPYIIHBIMHU, TTOpAAKA 40 MKM B AUaMETpe (B CpaBHCHHHU C KJICTKaAMU HYLCILTYCa 4 MKM B
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Puc. 17. Snpo (a) u yuactok nuroruiazmsl (0) aHTuoganbHbIX KiieTok puca (Maeda and Miyake,

1997).

nuametpe). KpynHele siipa aHTUIIOANbHBIX KJIETOK Pa3MEPOM OKOJIO 25 MKM B TUaMeTpe UMeENH
MHOI'OYMCIIeHHble MHBaruHauuu (puc. 17, a). B snape nmpeobnanan syXpomMaTuH, BCTpEHaIUCh
OTJIeIbHBIE OJIOKM TeTepoXpoMaThHa. B nuromiasMe BBISBISUIM MHOTOYHMCIIEHHBIE OpraHelbl
(puc. 17, 6) — rpamynspabiii OIIP, rutacTuael, MUTOXOHAPUH, IUKTHOCOMEI. B ruractumax
coJiepKalluCch HEOOJbIIME KpaxMajbHble 3epHa. JlukTuocombl ObUIM TpeacTaBieHbl 4-8
nuctepHamu. ['panynsapueiii OI1P yame Bcero ObLT MpelncTaBiIeH KOPOTKUMH IHCTepHamu. B
LUTOIIJIa3M€ NPUCYTCTBOBAIM Junuanble Kamm 0,4 MKM B IuaMeTpe, C IJIOTHBIM FOMOT€HHBIM
COJIEP)KUMBIM. ['paHyIJISIpHBIM PETHKYJIYyM B OTJENbHBIX MECTaX COEAMHSUICS C IJIa3MaTH4YEeCKON
MeMOpaHO BOJM3M KJIETOYHOM CTEHKH HYyLEJIyca, MO3TOMY aBTOPBI IPEANOJIOXKUIIHN, YTO
CYLIECTBYET Ileperada BEUIECTB OT HyILEIIyca K aHTUIOAAJBHBIM KiIeTKaMm. B nuronnaszme
AQHTUIOJAIBHBIX KIETOK 10 ABOWHOIO OIUIOJOTBOPEHMSI, COCEIACTBYIOIIMX C LEHTPaIbHOU
KJIETKOM, BBISIBJISIIOTCS. MHOTOYHUCIIEHHBIE TUKTHOCOMBI, a Takke Menkue uucrepusl 0,1-0,2 MkM B

IuameTpe, ¢ pubocomamu Ha moBepxHocTH (Maeda and Miyake, 1996).
2.3.3. AuTunoaanbHbie kKieTkn Tputukadie (Triticale)

B pabote Kaltsikes (Kaltsikes, 1973) usyuanu tputukane coptoB 6A190 u 6A250
(pxanbie amduruionsibl) U Rosner, Armadillo 458, u 6517 (pe3ynbTaT HCKYCCTBEHHOM CEIEKIINUN).
Jlo OIUTOIOTBOPEHMSI AHTUIOAAIBHBIE KJIETKH TPUTHKAIE HPETEPIEBAIN PSAJ MUTOTHYECKHX
JIeNIeHUH, TOoCie Yero HauyMHaJCS MPOLECC SHAOPEAYIJIMKAIMA M KIETKH 3HAYUTEeNIbHO
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YBEIUYUBATUCH B paszmepax. [Ipommdepanus antumnosn mpoaonkaiack 10 15-20 gacoB mocie
OTIBLIICHHUS.

Uuciio aHTUIIOAANIBHBIX KJIETOK B KOMIUIEKCe BapbupoBaio oT 10 10 30 B 3aBUCHMOCTH OT
cTaauu pazBUTUS M copTa. Cpenu aHTUNONANbHBIX KJIETOK BBIABISIIUCH HECKOJIBKO TPYII,
pa3IMYHBIX 110 pa3Mepy 1 00beMy. B 60Jb1110# yacTH COPTOB C TEUEHUEM BPEMEHU 00bEM KIIETKH,
MU3MEPEHHBIA MUKPOJICHCUTOMETPOM BO3pacTtaj. B OoJbIIMHCTBE siAep KIETOK U3yUEHHBIX COPTOB
HAOJI0/1AT0CH 7 TETEPOXPOMATHHOBBIX OJIOKOB, COOTBETCTBYIOIIMX TEJIOMEpPaM XpOMOCOM pxku. B
Apax BBIABIECHBI OJHO, PEXE HECKOJBbKO SAPHINIEK. AHTUIONATbHBIE KIETKH JOCTUTAIIU
mmougHoctu 256 C, B cpeaneMm coaepxkanue JHK Ha KieTKy aHTHMNOAAIBHOTO KOMILIEKCa
cocraBnsuio 80C. AHTHIOAANBHBIC KIETKH COXPaHSIM CBOIO MopdoyioThro 72 dvaca mocie
onbuieHus. [Iporecc rubenn aHTUNONATBHBIX KJIETOK HAYMHAJICS Ha 3-5 CyTKHU MOCTE ONBUICHUS
B 3aBUCHUMOCTHU OT COpTa TPUTHUKAJE, 3aTEM aHTUIOIaTIbHbIEC KIETKU JETPaupOBalli, UX KIETKU
YAJIUHSIINCH, UCTOHYANUCh u cMopimBanuch (Kaltsikes, 1973). [lo npennonoxeHuo aBTOpPOB
AHTHUIO/JATBHBIC KJIICTKH BOBJICYCHBI B META0OJINICCKYIO aKTHBHOCTS, poaykiuio PHK, mostomy
CYIIECTBOBAHNE AHTHUIIONAIBHBIX KJICTOK HEOOXOIUMO ISl Pa3BUTHS ITOJHOIIEGHHOTO 3epHa

(Kaltsikes, 1973; Kaltsikes et al., 1975).
2.3.4. AuTunoaaabHbie Kierku ssumens: (Hordeum vulgare L.)

[TetpoBa ¢ coaBTOpaMu HAONIOAATU B 3pEJOM 3apoiblllicBoM Memke sameHs 50-70
AQHTHUIOJANBHBIX KJIIETOK M HCCIEA0BAIN CTPYKTYpYy TMTaHTCKUX XxpoMmocoM siaep (Ilerposa u np.,
1985). SAnpa anTUIONANBHBIX KJIETOK ObUIM OYE€Hb KPYMHBIMHU, 10 60 MKM B auametpe (puc. 18,
a). Ha cramum /110 (nmo uumcny sigep sHAOCHEpMa) 3pesioro 3apojblIeBOr0 MEIIKa B sIpax
AQHTUIOJANBHBIX KJIETOK ObUIM pa3IN4UMbl 7 TUTAHTCKUX XPOMOCOM, KOTOPBIE€ TOCTUTAIA CBOEH
MaKCHMaJbHOW BEIMYMHBI U HUMENH YIUIOUEHHYI0 (opmy. [lonoxeHne KOHJIEHCHPOBAaHHBIX
Y4acTKOB XpOMAaTHHa IO JUIMHE KaXKIOW XpOMOCOMBI pasnuuanack. lleHTpanbHbIE YacTh
XpoMocoM OblIM Oosiee KOHACHCHUPOBaHbI, B 00JacTH TeJIOMEp CHJIBHO pPAa3phIXJEHBl H
KOHTaKTUPOBAJIM C SAJEpHON 00osoukod. B kaxnom spe ObulM BBISBIEHBI 1-2 KPYIHBIX
aapbika. [Ipy M3ydeHuu ynbTpacTpyKTyphl siiep ObLIO BBISBIEHO, YTO siiepHas 000J0YKa
o0pa3yeT riy0oKHre MHBarMHAIMK U COAEP>KUT MHOTOYHCIICHHbIE TOPbI. XpOMAaTHH KOHTAaKTUPYET
C sJIepHOM 000JI0YKOM ML B OTJEIBHBIX MECTaX. XPOMOCOMBI UMEIOT XPOMOHEMHOE CTPOCHHE,
tonuHa xpomoneM 0,3-0,6 MKM U NpeACTaBIAIOT COOOM SYEHCTYIO CeTh. XpPOMATHH 3aHHUMAET
HE BCIO TeppUTOpHIO siapa. [loMuMo XpoMaTuHa B siipe BCTPEUAIOTCS TpaHylbl U GUOPHILIBI
pPasNIMYHON  BENWYMHBL  SIAPBIIKM  cofepXaT  JJEKTPOHHO-IUIOTHbIE — QUOpWIUIBI |
nepuepuyeckylo TpaHyJIspHYl0 30HY. Kpome KpymHBIX SAPBIIIEK BCTPEYAIMCh MEJIKUE

AIPBIIIKONO00HBIE 00pa30BaHMs, KOTOPHIE pAaCIOarajuch MEXIy MeTelb XpOMaTHHa,
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OUTOIIIIa3MBbI

XPOMOIIEHTpHYECKOe sApo  (a) W OpraHesuIbl

. XpOMOHEMHO-
AHTUINOJANTBHBIX KIIeToK stumeHs (Engell, 1994)

18

Puc.
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collepkaiy Kak (pUOpHIUIBI, TaK U TpaHyjbl U (HOPMHUPOBAIN HYKJICOJIOHEMBI U Telblla UHOMN
Mopdonorun u3 ¢GUOPHWILUT W TpaHyl Ha mnepudepud. Y TaKUX SAPBIIIKONONOOHBIX Teer
BBISIBJSUIMCH CBETJIBIC «IIAMOYKW». BeTpedyanuch HeaKTUBHEIE, IO MHEHHUIO aBTOPOB, SPHIIIKU C
HEOOJBIIMM YHCIOM TpaHyl WIA BOBce 0O€3 HUX. ABTOPbl MPEANONOKHINA, YTO 3THU
pa3zHoOoOpa3Hble SAAPBIIIKONOAO0HBIE CTPYKTYPbl MOTYT OBITh pPE3YyJIbTaTOM aMIUIU(pUKALUN
pubocomubix renoB (Ilerposa u ap., 1985).

[Tompo6HO MpoCiIekeH OHTOTeHE3 aHTHITOAATBHBIX KIETOK 3apO/IBIIIEBOI0 MEIIKa SIMEHS
(Hordeum vulgare), urciao aHTHIOAAIBHBIX KICTOK gocturaino 35-50 kiaerok (Robertson, 1986;
Engell, 1994). Dran nponmdepanui HCXOTHBIX aHTUIIOJANTBHBIX KJIETOK HEe ObLT n3ydeH. KieTku
coxpanstuchk 60-70 uvacoB (5-6 nHeii) mocne omnbuleHUs. Ha HauyanbHBIX 3Tamax pa3BUTHSA
KOMILIEKC uMen Buj Beepa. Jlo u eme 30 yacoB mocie Oriog0TBOPEHHS aHTHITOAATIBHBIE KIETKU
UMENH MPSMOYTOJIbHYI0 (POpMy, 3aTe€M KIIETKH BBITATUBAIKCH, STOT MPOLECC COMPOBOXKAAICS
BaKyoJlM3alMed IHUTOIUIa3Mbl. KpymHble Bakyolu MOSBISUIMCH YxKe uepe3 45 MHH Tmoclne
ombuteHus (Engell, 1994). B pa6ote (Engell, 1994) npociienuimm 3a 3MEHEHHEM pa3MepoB sjapa
U sApeimKa. Jlo ¥ cpasy mocie omiof0TBOPEHUS sApa aHTHITOAATBHBIX KIETOK OBLTH CPaBHUMBI
Mo pa3Mepy C JpyrMMH KIETKaMd 3apOJbIIIeBOr0 MeEMIKa. AHTUIOAANBHBIE KIETKU
YBEJIMYUBAINCH TOYTH B 2 pa3a uepe3 20 yacos, u B 5 pa3 uepe3 50 yacoB mocie OMbLICHHUS.
SIApBILIKO TakKe YBEIMUMBAJIOCh B pa3Mepax, B 2 pasa k 20 yacam, u B 8 pa3 k 50 yacam nocie
ombulcHHs. YUepe3 JEHb IMOCIE OMNBUICHUS SIPBIIIKA CTAHOBWIHNCH JIOMMACTHBIMH M B HHX
BBISBJISUTHMCH Bakyonu. Dopma sipa Takke MeHsach, yepes 43-50 yacoB mocie omio0TBOPEHUs
MOSIBJISUTMCH MHBAarMHAILMKU siAepHOM 000104YKku. Ha paHHMX cTamusx pa3BUTUS TE€TEPOXPOMATHH
ObUT paBHOMEPHO pachpenenéH Mo HyKJIeOoIUla3Me, MO3Ke B SApPe BBIABISUIM  KIIACTEPHI
rerepoxpomaruna (Engell, 1994). Uepes 45 mun mociie onpuieHUs Ha nepu(epun UTOIIa3MbI
AHTHUNOJ HAOMIOIaMUCh KpyIHbIe Bakyonau. C Te4eHHeM BpEeMEHHU OJIHa-I[B€ KPYIHBIX BaKyOIlH
BBISIBJSUIACH HA KaXI0M M3 KOHIIOB KJIeTKU. C TeUeHUEM BPEMEHHU KIETKU CHIIBHO YJIMHSAIOTCS U
3HAYMTEIBHYIO YaCTh IUTOILIA3MbI 3aHUMAIOT KPYITHOE apo U KpymHbie Bakyonu (Engell, 1994).

KieTounble CTCHKH aHTUIION SYMEHS HWMENH PBIXIYI0 CTPYKTypy. TommuHa wu
MOp(hONOTHsT KIETOYHBIX CTEHOK AHTHUIOJ OTIMYalach B 3aBUCHMOCTH OT TOTO, C KaKUMHU
KJIETKaMH aHTUIOJbI KOHTaKTUPOBAIH, - C aHTUNOJATBHON KIIETKOH, IEHTPaTbHOU KIIETKOH,
DHJIOCTIEPMOM, HIIM KIIETKaMH Hyleiutyca. Hambomnee ToncTeie KiIeTOUHbIE CTEHKH HAOII0IaIH B
MecTax KOHTAaKTa aHTUIIO] C KiIeTKaMu Hyteiuryca. Co BpeMeHeM KIIETKH HyIIeUTyca IIOrH0aroT U
AHTUMOJANbHBIE KJIETKH KOHTAaKTUPYIOT YyKe€ C OCTaTKaMHu KIETOK Hylesuryca. boimee ToHkue
KJIETOYHBIE CTEHKH C OONBIIUM KOJIMYECTBOM IUIA3MOAECM OBUIM MEXAY KOHTaKTUPYIOIIUMHU
aHTUNOoaMU. HauMEeHBIIIyIO TONIUHY UMENT KJIETOYHBIC CTCHKU aHTHUIIOJ, KOHTAKTHPYIONIUX C

LEHTPAJIbHOM KIIETKOM, a B OCJIEAYIOIIEM, C SHAOCTIEPMOM. TaKkue KIE€TOUHbIE CTEHKHU COAEP KN
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Maiio miaazmojecM. C TedeHHeM BPEMEHH, OHU YTOJIIAIKNCh, IpUoOpeTanyu 0ojiee peryssspHyro
CTPYKTYPY, KOJMUYECTBO M1azmojiecM yBenuuuBaiock (Engell, 1994).

Cynpba OTIeNbHBIX OpraHesul MPOCIIeKEeHa Ha YIbTPACTPYKTYpHOM ypoBHE (puc. 18, 0).
MHorouucaeHHble OpraHesulbl BhISABIISUINCH HAa BCEX ATANax pPa3BUTUSA KJIETOK KOMIUIEKCA, 4acTo
MEXIy HWHBaruHalMi siiepHOM 000510uKM. MUTOXOHAPUM W IUIACTUIBI cepuuecko u
SAWLEBUAHON (POPMBI OBLITH CXOXKH U UX OBUIO TPYTHO OTJIMYUTH APYT OT Apyra. OIHAKO MIaCTHIbI
OBLIM KpyIIHEE, UX MaTpPUKC TeMHee. MUTOXOHApPUU pacHpelessuIuch 10 Beed Luromiame. B
AQHTUIIO/ABHBIX KJIETKAX, KOHTAKTUPYIOLIUX C KJIETKaMH HYILeJUTyca, MUTOXOHIPHHU B OCHOBHOM
JIOKaJIM30BATIMCh Ha iepudepun kietok. Gopma MUTOXOHIPUI BapbUpOBaia, OT chepuyecKoi 10
NAJIOYKOBUJAHOM W KOJBIEBHIHOW (YTO COOTBETCTBOBAJO, BEPOATHO, YalIeoOpa3HBIM
MuTOXOHIpUsAM). Ha cpe3ax yacto BcTpedanuch ranreneoOpasHble MUTOXOHApuU. [Ipu 3ToM
KPYIJIble MUTOXOHJPHM Yallle paclolarajuch Ha Mepu(epur KIETOK, OTACISIOIIUX COCETHHE
AQHTUIIO/AIbHBIE KIJIETKH, a MUTOXOHAPUM HMHOM MOp(OJOTHM yallle BCTPEYaIMCh 10 BCEMY
00bpemy kiieTku. KpucThl nMenu B MEIOYKOB. Yepe3 HECKOJIBKO JHEH 1ociie OmI010TBOPEHUS
(48-50 yacoB) YKCII0O MUTOXOHAPUI YMEHBIIAIOCH. [1MacTH/IBI TAKKE PACHIPEACIISIIMCH 0 BCCH
LUTOIUIa3Me, UX (opMa BapbUpoOBasia OT OKPYTJION 10 siifueBuaHOM. [IpocTpancTBa THIIaKOUI0B
ObUIM HEPAaBHOMEPHBI 110 TOJILIMHE, KPaxMallbHbIe 3€pHA B IJIACTUAAX HE OTKJIAABIBAINCH. Yncio
IUIaCTU] YMEHbLIAIOCh uepe3 24 yaca nocie onslieHus (Engell, 1994).

Ha Bcex sramax OHTOreHe3a aHTUIIOAAIBHOTO KOMIUIEKca suMmeHsl BblsaBisuica OIIP.
[lepoxosatsiif DIIP Obu1, Kak MpaBUIIO, MPEACTABICH IIMHHBIMU MAapaUIEIbHBIMU [IUCTEPHAMH,
a TIIAJKUN — KOHIIEHTPUYECKUMH Kpyramu. Yepes 68 4acoB mociie oriog0TBOPEHUs KOJINYECTBO
unuctepH JIIP ymensianocs, Habmoganuce DIIP ¢ pacimmpeHHbIMU UCTEpHAMU. BhIABIAINCH
TaK)K€ MHOTOYMCIIEHHbIE IMKTUOCOMBI ammnapara ['oyb1xu, chopMupoBaHHble U3 3-4 IUCTEPH B
dopme mnomymecsana. HauGombinee 4YMciIO AMKTHOCOM pacmojiaralioch BOMW3M slpa U B
LEHTPaJIbHOW 00JIaCTH aHTUIOJAIBHBIX KIETOK, FPaHUYAIMX C HYLEJUIIPHBIMH KIETKaMH U
KJIETKaMU 3HJo0cTepMa TUKTHOCOM Obuto Oosbiie. Yepes 20 yacoB mocie ONBUICHUS YHUCIO
LUCTEPH B COCTaBe JWKTHOCOM YBEIMYMBAJIOCH N0 5-6 nucrepH. BOmu3u auktuocom
HaOroanuch Be3uKybl. L{uTomnasma copeprkana MHOTOUMCIIEHHBIE pUOOCOMBI, Kak B (hopme

CBOOOTHBIX MOJIMPUOOCOM, Tak H B cBsizu ¢ mepoxosarkiM DIIP (Engell, 1994).
2.3.5. AuTunonanbHble KJaeTku mmenunsl (Triticum aestivum L.)

B pannux paborax (Morrison, 1954; Hoshikawa, 1960) Opima pmana kpaTkas
XapaKTePUCTHKA AHTUIOAANBHBIX KJIETOK MIIeHUIbl. KoJIM4ecTBO aHTUIOAATbHBIX KIETOK
cocraBnsio 8-20 (Morrison, 1954) umn no 40 (Hoshikawa, 1960) kmeTok, oHHM 3aHUMAIU

SHAYUTCJIBbHYIO 4aCTh 3apOAbIIICBOI0 MEIIKA, JCJICHUA aHTUITOAAJIBHBIX KJIIETOK 3aBCPHIAJIMCH CIIEC
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JI0 OIUIOJIOTBOPCHHS. B aHTHUIIOAABHBIX KJIETKAX BBIABISIIM KPYITHBIC sipa C OOJBIIUMHU
BaKyOIIM3UPOBAHHBIMHU SIIPBIIIKAMU. XPOMOCOMBI COCTOSTM W3 MHOTOUYMCIICHHBIX (UOPHILI,
0o0BeIMHEHHBIX B Tyuku. Ha 3-5 j1eHp mocie onbuieHus: HAOMI0JaIiCh MPU3HAKK TTUKHO3a sep,
XpoMaTHH saep o0benuusuics. Ha 5-7 neHb aHTUIOJANBHBIC KICTKH pa3pylIanch, HA 9 JIeHb
MOCJIE OTUIOJOTBOPEHUS AHTUIIOAAIBHBIX KJIETOK He HaOmomamock (Morrison, 1954). B
muccepraruu ['yoepa (Huber, 1984) nocpsimenHo#M SHA0CTIEpMY MIIICHUIIB, TPUBEACHA KOPOTKAS
XapaKTePUCTHKA CyIbObI aHTUITOAATBHBIX KJIETOK. [0 MHEHHIO aBTOpA, 3TH KJIETKH IIPEeTEPICBAIN
psAA JCNeHWH, 3aTeM MPUHUMAIM ydYacTHEe B IUTAaHUM (DOPMHPYIOIIErocs SHAOCIEpMa U
nerpagupoBanu (Huber, 1984).

CrtpoeHre aHTUTIO] MIIICHHIIBI OBLJIO 0XapaKTEepPU30BaHO B 3penioMm Meraramerodure (You

and Jensen, 1985) (puc.19).

Puc. 19. ®parmMeHT aHTHIIOAaIbHON KICTKHU IIICHUIIBI C JIONACTHBIM SAPOM U siapbiikoM (a), DTIP
aHTHONANbHOM KieTke mireHuis! (0) (You and Jensen, 1985).

Snpa aHTUNONANBHBIX KJIETOK OBUTH KPYIMHBIMH, HEMPABUIBLHOW (GOPMBI, HMETH
WHBarMHAIMH SJCPHON 000JI0YKH, COAECPKATN HECKOJBKO SIPBIINIEK M Pacrojiaraiich B IEHTPE
KJIETOK. B nuTomnasMe aHTHMOJAIBHBIX KIETOK COJEpKajach OJHA WM HECKOIBKO KPYITHBIX
BaKyollel M HeCKONbko Menkux. OpraHeminsl ObUIM CKOHIICHTPHUPOBAHBI BOIHM3M  SIEPHOMN
o6omouku. OIIP Obur mpencraBiieH nHOO NTWHHBIMHU TAapaUICIbHBIMU ITUCTEPHAMH, JTHOO
KOHI[EHTPUYSCKUMHU Kpyramu. YacTo KOHIIGHTpHYeckne Kpyru IwcrepH OIIP oxBaTeiBan
y4acTKH UTOIUIa3MbI ¢ opraneiuiamu (You and Jensen, 1985). XnopomiacTel B aHTUIIOAATBHBIX
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kieTkax orcyrctBoBanu (bareiruna, 1994), omnako 01 00HaApPY)eHBI amuiomiacTsl (You and
Jensen, 1985).

B pabote Jlazapesoit u Yennona (JlazapeBa u Uennos, 2004) BrepBbie ObUIO MOKa3aHO,
YTO AHTUIIOAANLHBIE KOMILUIEKCHI MEHSIOTCS B T€UCHHE PAa3BUTHS, a aHTUIIOJAJbHbIE KIETKH B
npeJienax 0JHOTO KOMIUIEKCa UMEIOT Pa3inyHyto Mopdosoruio. ABTopamMu ObUIO BBIAECIECHO TPU
TUIA SIep aHTUMOAANBHBIX KJIETOK. [IepBbIil THII KJIETOK MMeN HeOOJIbIINe OKpYTJbie sapa. B
Aapax ATOTO TUMNA BBIABISUIA OIHO SAPBIINIKO, HECKOJIBKO MHHHUSAPBINIEK, MHOTOYHCICHHBIE,
nepereTaomuecs GUOPHILIBI - XPOMOHEMBI, UHAWBHUIyallbHbIE MOJIUTEHHBIE XPOMOCOMBI HE
BbISBIsUIMCh. KileTku BTOpOro THIA HMMENM KpyIHbIE OBajbHBbIE siipa ¢ 000COOJIEHHBIMU
TUTAaHTCKHUMU XPOMOCOMaMH, TEJIOMEPHbIE YYaCTKH KOTOPBIX BEepoOoOpa3HO pacIUIeTANINCh Ha
XpPOMOHEMBI BOJM3U SIEPHOH OOOJOYKH M OT OJHOTO IO YEThIpeX SAPBIMIEK M HECKOIBKO
muHusApsbIek (puc.20, a). J[ucku B cocTaBe MOJIUTEHHBIX XPOMOCOM HE BBISBIISLTUCH. B KieTkax
TPETHETo THMA SApa ObLIN CUIIBHO YIUIOIIEHBI, XPOMOCOMBI arperupOBaHbl, XPOMOHEMBI B COCTaBE
XPOMOCOM HE BBISIBISUTUCH. B TakuX siipax sIIPBIIIKE UMENH HEMPAaBIIIBHYIO JIOTIACTHYIO (hopMy,
KOMITOHEHTHI SIIPBIIIKA B BU/IE TJI00YIT 00HAPYKUBAIHCh HA IEpU(EPHUN WITH B JIAKYHAX XPOMOCOM
(puc.20, 6). IlokazaHo, YyTO Ha HAYaNbHBIX OSTamax pa3BUTHS KOMILIEKCA BCE SApa HMMETU
MOp(}OJIOTHIO TEPBOrO THUIA, 3aT€M B KOMIUJIEKCE HayMHAIW MpeoliafaTh KIETKU C siApamMu
BTOPOTO THMA U Ha (PMHAIBHBIX CTAIMIX PA3BUTHUS IOYTH BCE KIETKHA UMEIH s/Ipa TPEThEro THIIA
(JIazapeBa u Yenios, 2004).

IIpu Ag-Nor okpamMBaHMM O€NKOB SAPBIIIKA AHTUIIONAIBHBIX KJIETOK TI'MTaHTCKHUE
SIPBIIIKA OKpAIIMBAINCh HepaBHOMEpHO. KpoMe KpymHBIX SApBIIIEK B KIETKAaX MEPBOrO M
BTOPOTO THIIA BBIABISUIMCH MUHUSAPBINKK. VX Hamu4me CBsI3aHO, BEPOATHO, C HAINYHEM
JATEHTHBIX S/IPBIIIKOBBIX OPraHU3aTOPOB. B KiIeTKax TpeThEero THIa KPOME JIOMACTHBIX SIPHITIEK
B 00JacTAX XpOMOCOM  BBIABIISIIUCH ~ MHOXKECTBEHHBIE  apreHTO(QMIbHBIE  TJIOOYIIBI.
MuHUAIPBIIKYA HAOIIOAANINCE B sIpax aHTUIIOJAIBHBIX KJIETOK IEPBOrO M BTOPOTO TUIIA, €CIIU B
DHJIOCTIEPME 3apOJBIIIEBOr0 MeIIKa He HaOiromanuch MUTO3b. Ecim ke siapa sHocmepMma
JIeNTWIIACh, TO BbICEpeOpHBaIach MOBEPXHOCTh XPOMOHEM B COCTaBE MOJUTEHHBIX XPOMOCOM.
Oubpusutapus u 6estok P53 B KIeTKax MEpBOTO THIIA U BTOPOTO THIIA BBISBIISJICS TOJIBKO B 30HE
SAPBIIIEK ¥ 30HE MUHUSIPBINIEK. B KiIeTkax TpeThero Tuma, KpoMme sIpbliika, GUOpHIIapuH
BBISIBIISUICS B 00JACTH XPOMOCOM, B HEKOTOPBIX KJIETKaX HAXOAWJICS TOJNBKO B JIaKyHax
MOJUTEHHBIX XpoMocoM (JIazapesa u Uenios, 2004).

B pabore Yaban u coaBropoB (Haban u ap.2011) npociexeH OHTOT€HEe3 U apXUTEKTypa
KJIETOK aHTHIIO/IaIbHOTO KOMITJIEKCa 3apO/IbIIIEBOr0 MeIKa MieHuIbl. Ocoboe BHUMaHue ObLIo
yJIEJIeHO 3Tamny npoirudepannuy TpeX HHUIMATBHBIX aHTUIOJATBHBIX KIIETOK (puc. 21). BriepBeie

Ha CCpUH IIOJIYTOHKHUX CPE30B IPOCICIKECHBI IIOCICAOBATCIIBHBIE MHTOTHUYCCKUC JCICHUA
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ubpunnapux HanoXeHue

Puc. 20. VIMMyHOIIMTOXMMHUYECKOE BBISABICHHE (UOPHIUIApHHA B SApax aHTHUIOAAIBHBIX
KJIETOK, a — Si7jpa BTOPOTo TUIA HAa CPEAHUX CTAIUAX PA3BUTHS KOMILIEKca, O — siipa TPEThEro
TUNa Ha GUHATBHBIX CTaIUAX pa3BUTHA KomIuiekca (Jlazapesa u Uenios, 2004).
AQHTHIIONATBHBIX KJIETOK, IPUBOIAIINE K (POPMUPOBAHHIO TPEX SPYCOB KIETOK aHTUIIOJAILHOTO
koMmriuiekca (Yaban, 2008; Yaban u ap., 2011).

bru10 mokaszaHo, 4To B pa3BUTUH aHTUIOAATEHOTO KOMIUIEKCA MIIICHUIIBI BBIACISAIOTCS TPU
MOCNE0OBATENbHO CMEHSIOIIME APYr Jpyra dTambl — mnponudepanuu, AUPGEpeHIUPOBKU U
rubenn. Y NIIeHusl 3 HHUIMATbHBIE aHTUTIOJANIbHBIE KIIETKH, PACIIONIaratoTCs APYT HaJ JPyTroM
B Xaja3ajbHOM 00JaCTH 3apoaAbIeBOTO Menika (puc. 21, a). Huxuss 6a3anbpHas KieTKa IeTUTCs
nepBoi. OcTaBirecs JBe KIETKU MPOXOJAT 3-4 UKIIA JeNIeHUs, IPU STOM JEJICHUS TPOUCXOISAT
acuHxpoHHo (puc. 21, 0). Kaxnmas w3 HHHIMATbHBIX KIETOK, NEISICh, (opMHpyeT spyc
aHTunoAabHOro komruiekca (Yaban u np., 2011).

[To oxoHuYaHHMM 3Tarna MpoauQepari aHTHITOAATBHBIA KOMIUIEKC COJCPKHUT 2 KIETKH B
0a3anpHOM sIpyce, OKOJIO 8 B CpeHEM U He MeHee 16 KIIeTOK B anmMKalbHOM sipyce. B cpennem B
AHTUTOJATBHOM KOMITJIEKCE MINEHUIIBI BBIABISETCS 25-27 KIETOK, TPYIMIaMU PaCTONOKEHHBIX
Ipyr Haja ApyroM (puc. 21, B). Snpa nponudepupyomux aHTUIION TI0 pa3Mepy HE OTIUYAIOTCS OT
aIep KJIETOK HyILeulyca, OKpY)KaloluxX 3apoiblmieBblid  Memok. [uddepennuponka
AHTUTOJANBHBIX KJIETOK HA4YMHAETCS IMOCie MoBOpoTa cemsmnouku (puc. 21, r, m). Ha osrame
T PepeHIIMPOBKH KOMILUIEKCA IMPOUCXOAUT TPOTPECCUBHBIM POCT KIETOK M 3alycKaercs
MPOLIECC SHAOPEAYIUIMKAIINKI. DHIOPEAYIUIMKALMS COMPOBOKIACTCS IEPECTPONKON XpOMAaTHHa,

YTO MPHUBOJIUT K (DOPMHUPOBAHHMIO TUTAHTCKUX IOJMTEHHBIX XpomocoMm. B pabore moxazana
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MOJIOKUTENbHAS KOPPEISALMSA MEXKIYy Pa3MEepOM aHTUIIOAAIBHBIX KIETOK M MX IUIOMJHOCTBIO.
Pasmep u conepxanune JJTHK pa3HbIX KIETOK B COCTaBE KOMILJIEKCA OBLJIO HEOAMHAKOBBIM, YTO
MO3BOJIJIO ABTOpPaM IMPEAIOIOKHUTh, YTO AHTUIIOJAAJbHBIC KIETKH IPOXOIAT PA3HOE YHUCIIO
paynoB sugopenymnkanyu (Yaban u ap., 2011).

BHepBBIC IIOATBEPKIACHA CCKpETOpHad poJib AHTHUIIOAAJIBHBIX KJICTOK n

Puc. 21. Jlunamuka pa3BUTHS aHTHIIOAAILHOTO KOMITIEKCA OT Havaja mpoindepariy aHTUTION
JI0 OTUIOAOTBOPEHUS 3apPOJIBIIIIEBOTO MEIIKa U (POPMUPOBAHHUSI 3UTOTHI.

a, 0, 8, 2 — 3apOJIbIIIEBbIE MEIIKU JIO OTUIO0TBOPEHUSI.

a — Hayvayno nponudepanuy HHUIHATFHBIX aHTUIIOAATBHBIX KIIETOK;

06, 6 — HTambl mponudepanuu aHTUMONATBHBIX KIETOK, MPUBOJANME K (HOPMUPOBAHHUIO
TPEXBAPYCHOTI'O KOMILJIEKCA;

6 — 3aBeplleHue Mpoliecca npoyrdepanuy, Hayaao FHAOPEIYIUIMKALNN SA€p aHTUIIOAATbHBIX
KJIETOK;

2 — chOpMHPOBAHHBIN 3apOBIIIEBBI MEIIOK C TOJUIIJIONIHBIMHA aHTUMIOJATBHBIMHA KJIETKAMH,
TOTOBBIN K OIUIOJOTBOPEHUIO;

0 — 3apOJBIIIEBBIA MEMIOK, C BBICOKOMOJHMIUIOUAHBIMA AHTHUIIOAAIBHBIMU KJIETKaMH, TOCIIe
OILJIOJIOTBOPEHHS U 00pa30BaHMsI 3UTOTHI (3) M MIEPBBIX sIep dHAOCTepMa (513).

Ha cxeme: monsipabie simpa — I1s1; IEHTpajibHas BaKyoJb — IIB; STWIIEBOM ammapar — sia. Macmmrab
100 mxm. (Yaban u ap., 2011).

MPOWJUIIOCTPUPOBAHA DJKCTPY3us XpomaTuHa (puc. 22) M TpaHyISPHOTO KOMIIOHEHTa B

UTOIUIa3My HyKJIeapHoro suiocnepma. (Habaun u ap., 2011).
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Hekotopble 0COOCHHOCTH YJIBTPACTPYKTYPhI aHTUIIONAIBHBIX KJICTOK HIICHUIIBI B XOJIE
IIKT omucansl B pabore Wei-Cheng (Wei-Cheng et al., 1988). bruto nokaszano, uTo Ha 3Tamax

rubenu YMCHbBIIACTCA OTJIOKCHHEC KaJlJIO3bl B KIJICTOYHBLIX CTCHKAX MCKAY AHTHUIIOAAJIbHBIMH

Puc. 22. Dxcrpy3ust siIphIIKa W XpOMaTWHA M3 KIETOK AHTHIION B CHHIUTHHA JHIOCIEpMA.
DKCTpy3Husl yU4aCTKOB XpOMaTHHA (XpH) U MaTepHuala sSApbIIKa (SK) U3 siApa aHTUIOAB! (aHT) B
BaKyOJH HYKJIEapHOTO OJHJIOCIIEpMa Ha JOPCOBEHTPAILHOM cpe3e ceMmszadarka. KieTku
Hyuemryca — Hyu. Macmra6 20 mxm. (Haban u ap., 2011).

KIETKaMHd W DHAOCHEPMOM. ABTOPBI MPEANONaraloT, 4YTO pa3pylIeHHbIE B XOAe TuOenu
¢dbparMeHTHl IUTOMIA3MbI AHTHIOJAIBHBIX KIETOK MHUTPUPYIOT B (pOpME MaKpOKOMIUIEKCOB B
sHaocnepM. Kpome 3Toro, aBTOpbl MOKa3ajid, YTO B JHAOCIEPM uepe3 LIMPOKHE KaHalbl B
KJIETOYHBIX CTEHKaX IEePEeMEIIaloTcsl sAepHbId Matepuan, nuctepHsl OIIP, mmactuasl u
MUTOXOH/IpHH. BBICKa3aHO TPEANONOKEHHE, YTO OJTOT NPOIECC MOXKET HUrpaTh poJib B
obecrieueHny mutanus u pasputus supocnepma (Wei-Cheng et al., 1988).

[Toka3zaHo, 4TO Mporpamma rubenu aHTUIMOAAIBHBIX KIETOK MPOUCXOAUT MapajlieIbHO C
HEJUTFOIIIpU3aell dH0cepMa. JTOT MPOIEcC COMPOBOXKAAETCS KOHICHCAIMEH XpOMaTHHA,
pacmajoM sapsIiek (puc.23) U AKCTpYy3Ue XpoOMaTHHA U KOMITOHEHTOB SIIPBIIIKA B IIUTOILIA3MY
AHTHUIIOJ, U 3aTeM, B dHJ0cnepM. [IepBbIMU HAYMHAIOT Pa3pyIIaThCS AHTUIIOABI, TPUMBIKAIOIIUE

K xanase 3apojsimeBoro Mmemnika (HYaban, 2008). BrickazaHo NmpennoyokeHue, 4YTo UHIAYKTOPHI
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rubdenu AHTUIIOAAJIbHBIX KJIICTOK ITIICHUIIBI Bblpa6aTI>IBaIOTC${ B JHAOCIEPME B IPOLECCE €TI0

nemtonspusanun (Yadan u ap., 2011).

Sy e, i
‘N)’! et A
"‘“v. au 2 ’!?"M -

Puc. 23. DxcTpy3us mMatepuana sIphIIKa U3 siipa B IIUTOIUIA3MY aHTHIIOAAJIBHBIX KJIETOK
nieHuIbl. Beixox yactu Matepuana sapblika (MsAK) B UTOIUIA3MY(11) @aHTUIIObI, (3JIEKTPOHHAs
MuKpodoTorpadus pparmenTa antunoanbHou kiaetku, x5000) (Yaban u ap., 2011)

B nonp3y npeanosnoxeHust o KIUEBOM posid aHTUMOAAIBHBIX KIETOK B (POPMHPOBAHUU
9HJOCTIEpPMA, M O pOJIM DHJIOCIEpMa, KaK MHIYKTOpa THUOETW aHTUNOJATBHBIX KIETOK
CBUJICTENILCTBYET aHalU3 YJIbTPACTPYKTYPhl AHTUIIOAAIBHBIX KIETOK HEOIIOJA0TBOPEHHBIX
3apOJBIIIEBBIX MEIIKOB. B HEOIUIOZOTBOPEHHBIX 3apOABINIEBBIX MELIKAX, BBIIEICHHBIX U3
CeMsIOoYeK KOJ0ca, B KOTOPOM OCTaJIbHbIE CEMSMOYKH ObUTM OIJIOJOTBOPEHBI, HE MPOUCXOAUT
(dbopMHpOBaHUs SHAOCIEPMA, OJHAKO, BBISBISIOTCS TOJHOCTBIO COPMHPOBAHHBIE KOMIUIEKCHI
QG GepeHIIMPOBAHHBIX AHTUIOJATBHBIX KIETOK (puc.24). Kaxmoe sSApo COMEPKHUT aKTUBHO
(YHKIMOHUPYIOLIE TUTAHTCKUE TIOJIMTEHHbIE XPOMOCOMBI, C YETKO BH3YyaJIU3UPYEMBbIMHU
XpOMAaTUAAMU M KPYNHBIMU siApbIIIKamMu. [Ipu 3ToM BOKpYr siiepHON OOOJOYKH BBISBISIOTCS
MHOT'OYMCIICHHbIE MEJIKHE BaKyOJH, a B LIUTOIUIA3ME — KPYIIHbIE BAKYyOJIH, C IPUMBIKAIOLUINMHU

MenkuMH Bakyosisimu. (Yaban u ap., 2011).
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Puc. 24. CrpykTrypa aHTHIOJl HEOIUIOAOTBOPEHHBIX 3apOABILIEBBIX MELIKOB. B snpax kieTok
aNMKaJIHOTO sIpyca TUTaHTCKHE XPOMOCOMBI JJEKOMIIAKTU30BaHbI (XPC, CTPEIKH), B IUTOILUIa3Me
MHOT'OYHCJIEHHbIE MEJIKHE BaKyOJIM JIOKAJIM30BaHbl BOKPYI SJ€p M KPYNHBIX BakyoJied, 4TO
OTpa’kaeT, M0 MHEHHUIO aBTOPOB, BHICOKYIO (DYHKIIMOHAIbHYIO AKTUBHOCTb aHTHIIOAATIBHBIX KIIETOK.
MacmTab 50 mxm. (Yaban u ap., 2011)

B pabote (An and You, 2004) uzyuanu okpamerasie DAPI sipa aHTHITOTaTBHBIX KIETOK
3apoasinieBoro memka mnmeHunsl B npouecce [IKITT (puc.25). Ha panHux sTamax pa3BUTHA
AHTUIIO/IABHOTO KOMILIEKca, (hopMa siiep KIeTOoK Obl1a okpyrioi. [To3nHee, y HEKOTOPBIX KIETOK
KOMIUJIEKCA, BBISIBISUTUCH SIpa C M3PE3aHHBIM KOHTYPOM, a CBEUYEHHE HEKOTOPBIX siiep ObLIO
MHTCHCUBHEE, YeM B KJIacTepax, HaXOMALINXCS Ha 0ojee paHHUX dTamax pa3BUTHS KOMIUIEKCA.
ABTOpBI OTMEYaIM, YTO Ha 3TOW CTaMM MPOMCXOIMIO 0Opa3oBaHUE KIETOK 3HJOCIEpMa (He
WITIOCTPUPOBAHO), U HAUMHAJICS IIPOLECC THOETN aHTUIO/. YKa3bIBaJIOCh, UTO: «B OOJIBIINHCTBE
AJIep aHTUIOAATIBHOIO KOMIIEKCa XPOMaTHH CUIIbHO KOHAEHCUPOBAJICS U arperupoBall, B TO e
BpeMs, B JIPYI'MX KIETKaX KOHJAEHCHUPOBAHHBIM XpPOMAaTWH HAdyMHAJI HMcye3aTb, U JIMIIb YacTh

XpOMaTHHa OCTaBajoCh Ha nepudepun sapa» (An and You, 2004).
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Puc. 25. Slnpa antunomansHeIx KieTok ninenuis B mporecce [IKT', DAPL

a — HOpMaJIbHBIE siapa, O — Hayajo JereHepaliy aHTHUIO/, HENpaBWiIbHas ¢dopma sjapa
(cTpenka), B, T — KOHACHCHUPOBAHHBI XpOMAaTHH, OOBEAMHEHHBI B KOMIAKTHBIC KIacTephl
(ctpenxka), 1, € - XxpomaTuH Ha niepudepun sapa (ctpenku). (An and You, 2004).
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2.4. Iyt nporpaMmmMupyemMoii KJIeTOYHON rnde/ii pacTUTENbHBIX KJIETOK

ITpu paboTe HaJ AaHHBIM PA3/EIOM AUCCEPTAIUH HCTIONB30BaHBbI CIIEAYIONINE Ty OJIMKAuK aBTOPa, B KOTOPHIX, coriaacHo Ilonoxennio
0 IPHUCY>KICHUH YUeHBIX cTeneHell B MI'Y, oTpakeHbI OCHOBHBIE PE3yJIbTaThl, IIOJI0KEHHS M BEIBOBI HCCICIOBAHNS:

Joponuna T. B., lllesans E. B., Jlazapesa E. M. [Iporpammupyemast KiieTo4qHast rubesns npu (OpMUPOBAHHHU 3apOBILIEBOTO MEIIKa U
cemenu // Ourorenes. — 2020. — T. 51, Ne 3. — C. 163-176.

2.4.1. BapuaHThl KJIETOYHOM rude/id ;)KUBOTHBIX KJIETOK

Knerku, monBeprimecs BO3JACHCTBUIO IKCTPEMAIBHBIX (PH3UUECKUX, XUMUYCCKUX WU
MEXaHUYECKUX Pa3JpakKUTENICH, pa3pylIaloTcsi HEKOHTPOIUPYEMbIM 00pa3oM, TaKHE BapUaHTHI
rubenu 0003HAYAIOTCS TEPMUHOM «ClTydaiiHas KietouHast ruoesb» (accidental cell death, ACD).
HampotuB, rtHOens KIETOK MOXET ObITh HMHIYLIUPOBAaHA T'C€HETUYECKHA 3aKOAMPOBAHHBIM
MexaHu3MoM. Ha TeueHne BapuaHTOB «peryaupyeMoit kinerounoi rudenn» (regulated cell death,
RCD) moryt BausTb, KOHKpPETHbIE (DapMaKOJIOIMYECKHE WJIM TCHETHYECKHE BMEUIaTelIbCTBA.
Tepmun «mporpammupyemast rudens kierok» (programmed cell death, PCD) ucnone3yercs aist
0003HaUECHHMSI CITyYacB KJICTOYHOM TMOEIN, KOTOPBIC IPOUCXOIAT KaK YaCTh POTPAMMBbI Pa3BUTHUS
WK JJ1s1 COXpaHeHus (PU3HO0I0rHIecKOro roMeocTasa TKaHei B3pocioro uenoseka (Galluzzi et al.,
2015). TIlporecchl MpoOrpaMMHpPyeMOM KJICTOYHOM THOCIM WIpalOT BAXHYIO pOJIb TMIPH
(GopMUpPOBaHUY ¥ OOHOBJICHUU TKAHEH MHOTOKJICTOYHBIX OPraHU3MOB, OTBETE Ha TPOHUKHOBEHUE
NaTOreHoB U crpeccopHbie BozzaericTBus. [IKI', oOecnieunBas 3IMMHUHAIMIO KJIETOK M TKaHEH,
BBIMOJIHUBIIIMX CBOIO (DYHKIMIO, SIBIISICTCS KJIFOYEBBIM MHCTPYMEHTOM MHOTHX MOP(OTreHE30B
(Galluzzi et al., 2015).

OCHOBHBIM U HauOoJiee U3yYCHHBIM BApUAHTOM MPOTPAMMHUPYEMOH KJICTOYHOW THOEITH
KMBOTHBIX SIBJISIETCSI amonTto3. [Ipw amomnro3e KiIeTKa pacHIHYpOBBIBACTCS Ha OTIEIbHBIC
aIMoONTOTUYECKUE TeJblia, TOTJIOoMaeMble Makpo(daramMmu, Mo3TOMY BOCIAIHUTENbHAS PEaKIus He
pa3BUBaeTCI. ATONTO3 MOXET OBbITh WHIYIUPOBAH BHEIIHMMH CHUTHAJIAMH Yepe3 pPEeIenTOpbI
CMepTH, MO0 BHYTPEHHHMH CHI'HAJaMHU C BOBJICUCHHEM MHTOXOHjapui. Kpome amonro3a mo
BHelIHeMy (intrinsic apoptosis) # BHyTpeHHeMY (EXtrinsic apoptosis) IyTH Y )KUBOTHBIX BBICIISIOT
CIIEYIOIME THUMBI TMPOTPAMMHPYEMON  KJIETOYHOW T'MOENH: HEKpo3, 3aBHCHUMBIH  OT
npoHuaemoctd Mutoxouapuii (MPT-driven necrosis); HekponTo3 (Necroptosis); 3aBucumas ot
aytogaruu kierouHas rubens (autophagy-dependent cell death, ADCD); 3aBucuMast OT JH30COM
kierounas rudens (anra. lysosome-dependent cell death, LDCD); uMMyHOreHHasi KJIeTOYHAS
rubenb (immunogenic cell death, ICD); depponrto3 (ferroptosis); muponTos (pyroptosis);

napradaro3 (parthanatosis); suto3 (entosis); Heto3 (NETosis) (Galluzzi et al., 2018).

2.4.2. BapuaHTBbI KJIETOYHOM ru0eIu pacTUTEJbHBIX KJIETOK

[Iporpammupyemasi kieTroyHass rubeinb HeoO0XOoAMMa JJsl OCYLIECTBICHHS MHOTHX
IpOIIECCOB M B JKU3HU pPACTEHUH — OTBET€ Ha AaOMOTHYECKHMI M OMOTMYECKHH CTpecchl,
muddepeHIIMPOBKE TKaHEH, CTapeHHH.
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HecmoTpss Ha 3HAUMTENbHBIA HPOrpecc METOJOB TECTUPOBAHHS TUOHYIIUX KIETOK,
JOCTUTHYTHIA B MOCIIEAHNUE JECATUIICTHUS, 3HaHHsI 0 Mopdororuu u perymsiun [IKI y pactenunit
OCTAalOTCA OrPaHUYCHHBIMH, II0 CPABHEHUIO C XOpOIIO u3y4eHHbIMH BapuanTamu IIKI y
*uBoTHBIX (Galluzzi et al., 2018).

B 2005 romy Obul opraHM3oBaH HOMEHKJIATYPHBIM KOMHTET I10 KJIETOYHOH THOenn
(Kroemer et al., 2005). Knaccudukanus IIKI' y KUBOTHBIX MOCTOSIHHO NEPECMaTpPUBACTCA U
yrounsiercs (Kroemer et al., 2009; Galluzzi et al., 2012, 2015, 2018). OxHako kKiaeTodHasi THOEIb
pacTeHU KOMUTETOM HE paccMaTpuBaeTcs, U odmenpuHaTon kinaccudukanuu [TIKI pacTenuii B
HACTOsAIIEe BpEeMs HE CYLIECTBYET.

IepBoie BapuanTsl knaccudukanuii [IKI™ pactennii 6a3upoBanuch Ha OCHOBaHUH PUYHH,
BbI3BIBatONINX KieTounyro rubens. KD npu nuddepenupoBke TkaHeH (KCUIEMBI, (elieMsl,
OoTYacTH (PJIOOMBI, CKJIEPEHXHMMBI, HYIEIIyca, Tarneryma, MOABECKa, MHTETYMEHTOB U Jp.) U
mpolecce crapeHus Bbiaesuiack B otAenshyto rpymnmy [IKID, BeizBanHON nuddepeHpoBkoit
(developmental-induced programmed cell death (dPCD)) (Daneva et al., 2016). B apyryto rpymimny
Beiersn [IKD, wHaynupyemyio AEWCTBHEM pa3IM4YHBIX CTPECCOBBIX (DaKTOPOB CpEnbl, B
KOTOpOi mpouspactano pacrenue (environmental-induced programmed cell death (ePCD))
(Maizel, 2015). Unoraa Bo BTOpO#i TpyIiNe OTAEIBHO BhIIEIIIACH KIETOYHAs THOEIb, BRI3BAaHHAS
neiictBusimu natorenoB (pathogen-induced programmed cell death (pPCD)). B pesynbrate
aHaJIM3a TPAHCKPUIITOMOB pacTeHHWid ObUIO TOKazaHo, 4ro B ciaydae dPCD wm ePCD
sKcrpeccupyroTest pazusie TeHbl (Olvera-Carrillo et al., 2015), ciemoBaTenbHO, STH BapUaHTHI
[IKI" umeroT cyliecTBeHHBIE paziMuusi B MOJIEKYJISIPHBIX MeXaHHM3Max MpoTekaHus. OmHako
JaHHas KJaccUuPUKaus HE YUYUTHIBAET HEOHOPOAHOCTH pa3HbIX BapuanToB IIKI', BkitoueHHbIX
B OJTHY TPYIIITY.

Ha ocHoBaHnu MOp(OJOrHUECKUX XapaKTePUCTUK OBUIM NMPEJIOKEHbI JIBE KaTeropuu
[1KT" y pactenuii (puc.26 a, 6): BakyosspHast KJI€TO4Hasi THOeb, COMPOBOXKAAOIAsICS Ay TOTU30M
cozepxkuMoro kietku («ayronutuyeckas» IIKI, puc. 26, a) u mporpammupyemblii HEKpO3
(«neayronmutuyeckas I[IKI», puc. 26, 06), CONpPOBOXKAAOIIMNCA CKAaTUEM IPOTOILIACTA,
OTXOXJIEHUEM IPOTOIUIACTa OT KJIETOYHOU CTEHKHU M jAerpanauueil opranemn (Van Doorn et al.,
2011; Van Doorn, 2011). HekoTopbie BapraHThI KIETOYHOW THOEIHM PacTEHUH COYeTaloT B cede
4epTHI KaK «ayTOJIMTHUECKO», TaK U «HeayToauTudeckoi» rudemn (Van Doorn et al., 2011).

Yactpio (hM3HOJIOTMYECKHX TMPOIECCOB 3J0POBOrO OpPraHuM3Ma y pacTeHUM, Kak U Y
KUBOTHBIX, SIBIIsIeTCSI (OpMUpOBaHUE ayTo(arocoMm Ui CEIEKTHBHOM Jerpajanuy OpraHell.
AyTodarocomsl GOpMUPYIOTCS M B XOJ€ BAKYOIAPHOM Ki1eTounoit rubenu y pactenuit (Ustiin et
al., 2017, Wang et al., 2018). bsma ommucana mutodarus — aerpaganust MUTOXOHIAPHUIA;

xjopodaruss — JAerpajamus XJIOporuiacToB wiu  yactedd xmoporutactoB (PYBUCKO —
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pubyno3oouchochaTkapOOKcuIaza-coaepKamx  Tenem); nekcodarus —  Aerpamamnus
HEPOKCHCOM; peTUKylIodarus — nerpajganus (GparMeHTOB HJOIIA3MATUYECKOTO PETHUKYIyMa
(OIIP); mpoteadarus — Aerpaganus npoTeacom, arpedarus — rerpaganus yOUKBUTHHUPOBAHHBIX
arperatoB 6enkoB M KceHodarus — gerpajgarus supycubix uactun (Ustiin et al., 2017). Ipu
MakpoayTo(aruy MpoucxoauT (popMHpoBaHHUE MeMOpaHbl ayTo(arocombl, KOTOpas OKpyXkaer
KJICTOYHBIM MaTepuaj, oOpedeHHBI Ha aerpagauuto. [Ipenmonaraercs, HICTOUHUKOM MeMOpaH
i ayrogarocom sisisiercss DIIP (Zhuang et al., 2017). Ayrtodarocoma TpacmopTHpyeTcs K
JUTUYECKOM BaKyOJM M CIMBAeTCA C HEM, M TaM HPOMCXOJUT OKOHYATeJIbHAs JAerpajauus
kierounoro marepuaina (Hofius et al., 2011). Kak u y )XMBOTHBIX, Y PAaCTCHUH B PETYJIAIHIO
ayrodarun BoBieueHsl ATG-rensr (autophagy-related genes) (Hofius et al., 2011). Ilpu
WHIYKIIUH BaKyOJISIPHOH KJIIETOYHOHN THOENH MPOUCXOANUT (POPMUPOBAHKE OOJBIIOTO KOJINYECTBA
aytodarocom, BIIOCIIEJCTBUU CIMBAOIIUXCs ¢ Bakyolsbio (Minina et al., 2013). Ha ¢unanpubix
JTanax MpOMCXOIUT Pa3pblB TOHOILIACTA W JIErpajalis BCEro MpOTOIUIacTa C OpraHelaMH, a
uHor1a U KietoyHou creHku (Van Doorn et al., 2011). Heobxoaumo 0TMETUTD, YTO Y KHUBOTHBIX
aytodarus BbIJICNICHA B OTACIbHBIN B KieTouHou rudenn (Galluzzi et al., 2018). Hexoropsie
aBTOPBI HA3bIBAIOT BaKyOJSIPHYIO KJIETOUHYIO I'mbenb y pacreHuil ayrodaruueckoid. TepMuH
«BaKyOJISIpHasl KJeTOYHas rulenb» yrnoTpediseTcs 3HAUUTEeNbHO 4Yallle, 4eM «ayTodaruyeckas
ru0enb», OJHAKO HEJb3sl UCKIIOYUTh, YTO 3TOT BapUaHT rudenu (WM Kakas-TO 4acTh CIy4yaes,
OTHOCHMBIX ceiiuac K tomy BapuaHTy IIKI') siBistroTcs anamorom ayTtodarudeckoi rudenu y
KUBOTHBIX (puc. 27).

IIpu HeayTOMUTHUYECKOW KIJIETOYHOH THOEnu («IporpaMMHpPYEeMOM HEKpo3e» II0
knaccudukanuu Van Doorn (Van Doorn et al., 2011) nmnazmatudeckast MemOpaHa pa3pblBaeTcs U
OTXOJUT OT KJIETOYHOU CTeHKH, mpoTtoracT cxumaercs (Reape and McCabe, 2008, Kacprzyk et
al., 2011). Ilpu 5TOM IPOMCXOIUT 3HAUUTENbHAS KOHIEHCAaLUsl XpoMaThHa, (pparmentanus JHK,
pacupenue nuctepH IIIP u Bbixon nuroxpoma ¢ u3 Mutoxouapuit (Reape and McCabe, 2008).
Reape u McCabe BwicTynuam ¢ KpuTUKOW mpemaoxkenHoro Van Doorn Ttepmuna
«TpOrpaMMHpYyeMbIii  Hekpo3». [lo HWX MHEHHIO, HEKpO3 KpoMme pa3peiBa MeMOpaH
COIIPOBOJKIAETCS HAOyXaHWEM OpraHell W KIETKH, BaKyoJH3alMed LUTOIIa3Mbl, a BapHaHT
rubenu, onucaHHbli Van Doorn, XapakrepusyeTcs, HAalpOTHB, CXXAaTHEM HPOTOIUIACTa M €ro
OTXOXJIEHUEM OT KJIETOYHOW CTEHKH, a TaKK€ BBIXOJOM IIHTOXpOMa C M3 MHTOXOHIpPHWH, UTO
POIHUT 3TOT TUMN TruOenu ¢ amnonto3oM. [loaTomy uMH OBLT NMPEASIOKEH TEPMUH «aloNTO3-
no700Has TH0eIb) BMECTO TEPMHHA «IIpOorpaMMHpyeMblii Hekpo3» (Reape and McCabe, 2013).

Oo6menpunsroit knaccuduxanuu [IKI pactenuii B HacTosimiee BpeMs He co3/1aHo. B 31oi

CUTyallud MHOT'MC aBTOPBI JaKC HE IMMBITAIOTCA OTHECTHU KOHKPETHBIC BAPHUAHTEI K OITPEACIICHHOMY
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Puc. 26. CtpoeHue KJIeTOK pacTeHUI B MpoIiecce IporpaMMUPyeMOil KIIETOUHOM rudeny.
a — BakyoJsipHast kiaetounas rudens (Van Doorn et al., 2011) unu ayTonuTryeckasi KJIeToUHas THOETh
(Van Doorn, 2011). B ximerkax HaOmogaeTcs WHTEHCUBHAS BaKyOlHW3allds I[UTOILIA3MBI,
¢dbopMupoBaHue aytodarocoMm, CIMBAIOMIMXCA C JIMTUYECKOM BaKyouslbio, (pOpMHpOBaHHE JIIMHHBIX
TsOKEH  aKTMHOBBIX — (puyamMeHTOB. 3aTeM  MHUKPOTPYOOYKM W aKTHHOBbIE  (DMUIAMEHTHI
nenoaumepusyrores, npoucxoaut ¢parmenrtanus /IHK, pa3pbiB ToHOmIacTa Bakyojlu MPUBOIUT K
Jerpajganuy OpraHes.
0 — mporpammupyeMbrii Hekpo3 (Van Doorn et al., 2011), win HeaBTOTUTHYECKAs KJIETOYHASI THOEITH
(Van Doorn, 2011), unu anonro3-nogo6nast rudens (Reape, McCabe, 2013). B kineTkax mpoucxoaut
HaOyxaHWe MUTOXOHIPHH, pa3phIB IIa3MaTudeckoir MmemOpansl, pparmenrtanus JJHK. Kitetka tepsier
Typrop, MPOTOIJIACT OTXOAUT OT KIJIETOUYHOM CTEHKH U CXKUMAETCS, OpPraHeUlbl JerpajupyroT.
(doponuna u mp., 2019)
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Pannsag cramus  —» Cpenssas craaus — Ilo3nHadg cran

Knetxku noasecka

Knerkn xcumemsl

Puc. 27. Bakyonspnas xierounas rubens (agant. M3 Van Doorn et al., 2011).

I'uGens kietok mojaBecka Picea abies (macmirad 5 um) u kinerok kcuiemsl Arabidopsis thaliana
(macmtad 500 HM). BKC — BTOpHYHAsI KJICTOYHASI CTEHKA, KC — KJICTOYHAsI CTCHKA, JIB — JINTHYECKAs
BaKyO0JIb, T-TOHOILIACT.

Pansa cragua — Cpemaaa ctagua —» [lo3gaAad cTagia
: o R T e P

HeiictBre pearenTa fApusa

JeitcTere 030Ha

Puc.28. Tlporpammupyemsbiii HEKpo3 Mo kiaccudukanuu van Doorn, anonTo3-mogaoOHas
rubens mo kinaccudukanuu Reap and McCabe (agant. u3 Van Doorn et al., 2011).

I'mbens kimetok KymbTypbl Arabidopsis thaliana mox nefictBuem pearenra Slpusa
(OEH3WITITFOKO3KT) ¥ TIPH JICUCTBHH 030HA (MacmTad 2 MKM). B — BaKyoOJIb, KC — KJIETOYHAs
CTCHKa, IIM — IJIa3MaTH4Yeckass MeMOpaHa, T — TOHOILTACT.
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tunty [IKI, orpaHnuymBasich ONMHMCAaHWEM U aHAJIU30M MPOUCXOIAIIUX MOPQPOJOTUYECKUX U
OMOXMMHYECKHX COOBITHH.

[IKT urpaer KiIr04eBYIO pOjb B BBIOJHEHUH MPOTPaMM pa3BUTHS U AU HEpeHITUPOBKU
TKaHe W opraHoB pacTtenus, Takue ciaydau [IKI' BeigensroTcsi B reTeporeHHyro Tpymimy —
developmental-induced cell death (Daneva u ap., 2016). Umenno ¢ stum mytém ITKI cBs3ano
pasBuTHE M (HOPMUPOBAHME CEMEHH pacTeHWi, Tak Kak cynp0a TKaHeH CEeMEHH CTPOro

JETEPMUHUPOBAHA.

2.4.3. ®epmeHTHI M TOPMOHBI — yuacTHUKH 3TanoB IIKI" pacrennii

B npouecce TIKI" pacrenuii B simpax KIETOK TMOHYIIMX TKaHEH OOHApYEHBI Pa3pbIBBI
JHK, npu 3ToM HUKOTJa HE OBLIM BBISBJICHBI allONTOTHYECKHE TEJbIIA, YTO HE COOTBETCTBYET
npoleccaM IMyTH KJIACCHMYECKOIo aronTo3a KMBOTHBIX KJIETOK. Y PAacTeHUN HET LIMCTEMHOBBIX
poTea3 — Kaclas, MPUHUMAIOIIUX y4acTHe B allolTO3€ KUBOTHBIX KJIETOK, a B TMOEIH KIIETKU
YUYaCTBYIOT JIpyTHe IIMCTENHOBBIEC TIPOTEa3bl — METAKACIIa3bl U CEPUHOBBIEC MTPOTEA3HI - (PUTACTIA3BI
(Sueldo and Hoorn, 2017; Buono et al., 2019; Valandro et al., 2020).

[{uctenHoBble MpoTea3bl MeTakacnasbl, OOHApy>KEHHbIE Yy pacTeHUil, POACTBEHHBI
Kacma3aM M HMEIOT psAll CXOXKHMX C HUMHU 4epT. OHM CHUHTE3HPYIOTCS B BUJAEC HEAKTUBHOI'O
NpeIIEeCTBeHHNKA U JIOKamu3ytoTcs B utoruasme (Tsiatsiani et al., 2011), mpu akruBamuu [TKT
MIOJIBEPTal0TCS aBTOKATAIUTUYECKOMY IPOIICCCUHTY U co3peBanuio (Vercammen et al., 2004). Ho
B OTJIMYME OT Kaclas, paclIeIUISIONIMX CyOCTpaT Mmociie acaparnHoBOM KHUCIIOTHI, pacIlerieHne
cyOcTpaToB MeTakacna3zaMH IPOUCXOAUT MOC]IE AMUHOKHCIOTHBIX OCTaTKOB aprMHUHA U JIN3UHA.
(Tsiatsiani, 2011; Bonneau et al., 2008; ®omuuesa, 2012; Escamez et al., 2016). I'pymnma
MeTakKacmna3s mojpas/iessaercs Ha JBa nojkiacca — | — Merakacnasbl, uMeromue N-TepMUHaIbHBIN
Oorateiii mponuHOM KoHenl u Il — merakacmnassl, sToro nomeHa He umeronue (Tsiatsiani et al.,
2011).

[{uctenHOBOM NpPOTEMHA30M SABISETCS Takxke crenuduueckas Uuis pacTeHU mpoTeasa
VPE (vacuolar processing enzyme). VPE conepxutcs B BaKyosu U BBICBOOOXKAAETCS B IpoIiecce
BakyoJssipHoi kiretouHoi rubenu (Hara-Nishimura and Hatsugai, 2011; Shimada et al., 2018).
VPE umeer 6MOXMMHUYECKYIO aKTUBHOCTB, CXOKYIO C aKTUBHOCTBIO Kacmasbl-1 )KUBOTHBIX KJIETOK,
pacuIernJIsis CX0AHbIe CyOCTpaThl U MPUHUMAS yYaCTHE B IIUPOKOM CIIEKTPE BAPHAHTOB KIJIETOUHOM
rubenu, BKJIIOYas OTBEThl HA OKHCIUTENbHBIN, TEIJIOBOM M COJIEBOM CTpecc, YCTOMYMBOCTh K
natoreHam, pasBuTue 1BeTka u craperue (Hatsugai et al., 2015).

B kierkax pacTeHMii TNPUCYTCTBYIOT TIpoTea3bl € acmapTaTHOW cyOcTpaTHOH
cneunuIHOCTHI0, paciiervisitomue cyocrpatsl kacna3 (Chichkova et al., 2012), Ho sBIstOIIMEcs

HEC MNOUCTCHMHOBBIMH, a CCPUHOBBIMHU IIPOTCA3aMM U3 TPYIIIBI CY6TI/IJ'H/IH-HOJIO6HI)IX mpoTeas
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(Zamyatnin, 2015). ®uTacmnasbl BeIpabaTHIBAIOTCS B KIECTKE KOHCTUTYTHBHO, 3peiibie (huTacmasbl
BBIBOJIAATCS M3 IIUTOIUIA3MBbl 3[JOPOBBIX KJIETOK B aloIUIaCT, 3aTE€M MMOBTOPHO BBOJISTCS B KIIETKY
npu uaaykiuu [TKT (puc.29) (Vartapetian et al., 2011; ®omuuesa, 2012; Chichkova et al., 2012,
domuuesa, 2012).

B knerkax pacteHul MPUCYTCTBYET TAK)K€ HIMPOKUX CHEKTP IPYTMX MEHEe M3y4YEeHHBIX

JKnBoTHAY KiIeTKa Pacrureannas kierka

[IponomeH
il

bonbmoiit noMen
~

__ Mamenit nomes

ATIOIUTACTHYECEAS
— HHIEOCTE

PufocoMul

\
\ KnetoHas cTeHEA

)

Anpo MemOpara

Puc. 29. [1ytu aktuBanuu kacna3s u ¢puracnas nocie uuaykuuu [IKI" (amantuposano u3 Chichkova
et al, 2012).

nporeas - CEP1- mogo6ueiMu nipoteassr, RD19A, RD21A, XBCP3 u XCP2-nmogo0HbIe TpoTeass,
CTB3 (CathB) u SAG12-nono0HbIMU npoTeassl u 11p. (puc.30) (Zamyatnin, 2015).

Anonnact Mpw uHayKumm MNKC
UncrenHosble:
VPE p ? &
. MeTtakacnasbi, Tin | :
@& MeTakacnasbl, Tin |l PAnnnapar fonbaxu
CEP1-nogobHbie ”/ Bakyons
@ RD21A- u XBCP3-
ane
nogobHble |~
@ XCP2-nogobHbie
@ CTB3(CathB)-noso6Hsie /ﬂ“po
i) RD19A-noac6Hbie
@ S5AG12-nopoGHble KnetoyHas cTeHKa
AyTodaruHbl (ATG4) Bakyons

CepuHoBble

PyuuymHocombl
@ Cy6TMAM3MH-NoA06HbIE
(B TOM umncne chutacnasbl) FRadparwackas
membpana

AcnaprarHbie
ATMNHUYHbIE NpOTENHA3DI

TpeoHWHOBLIE
@) KoMMoHeHTbI npoTeacom
@ MetansonporenHassl

Puc. 30. Jlokanu3aius nporeas pacTuTenbHoM KieTku (o ®omuyeBoit, 2012 ¢ u3M. u J1011.)
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Baxueimu perynaropamu [IKIT y pacTeHuil ABISIOTCS pAacTUTEIbHBIE TOPMOHBI.
CamunmoBast kuciota (Khan et al., 2015; Mammarella et al., 2015), aGciu3oBas KuCIoTa,
»KacMOHOBas kuciora u 3tmwieH (Kazan, 2017) yqacTBYIOT B KIIETOYHOU THOETH, 00YCIOBIECHHON
IPOHUKHOBEHHEM IIaTOT€Ha, CTapeHHEM WM TI'MOenH KIETOK B pe3yibraTe (OpMHpPOBAHUSA
YCTOMUMBOCTU K abMOTHYECKUM cTpeccaM. J[elicTBHE OJHOI0 rOpMOHA MOJKET MOAABIATh WU
aktuBupoBarth neiicteue apyroro (O'donnell et al., 2001; Tuominen et al, 2004). CymectByer
HECKOJIBKO METENb PEryJIALNU, KOTOPbIE MOTYT OBITh Pa3IMYHBIMHU Ha PA3HBIX dTAlax MPOTEKaHUS
kierounor rudenu (Overmyer et al., 2003).

Takum oOpazom mopdosornueckue mnpuzHaku u peryisatopbl [IK[T y pacteHuit u
KUBOTHBIX CHJIBHO OTJIMYAOTCSI.

Hns  pasButusi ©u  (HOPMHUPOBAHHMS CEMEHH HEOOXOMUMBI  mpoiudepanus u
TuQdepeHIMpoBKa KJIETOK HOBBIX TKaHEH, a TaKkKe YHOPsA0UEeHHas! UX Jerpajalys B pe3ysbraTe
nporecca nporpammupyemoit rudenu kietok (PCD). ITKI Tkaneil ceMeH MPOUCXOAUT B CTPOTO
onpeaenéHHON BpEMEHHON MOCIe10BaTEIbHOCTH, YOupasi BHIIOJHUBLINE CBOE MpEIHAa3HAUECHUE
CTPYKTYPBI U KOOPIUHHUPYS MOTOKH MUTATEIBHBIX BEIIECTB MEXK/TY PA3IMIHBIMUA TKAHSIMH CEMSH.
Pa3BuTue ceMeHM HAYMHAETCS C OIUIOAOTBOPEHUS U 3aBepIlaeTCs 00pa30BaHUEM 3pEIbIX CEMSH.
Ha paHHux ctanusx pa3BUTHS CEMEHH, IIOCJE ABOWHOIO OIJIOAOTBOPEHHS MaT€pUHCKHUE TKaHH,
TaKMe Kak HYLEJUIYC, OKOJOIUIOJAHUK W SICPHBIC MPOEKLWH, MOJBEPraloOTCs JEreHepaluu C
nomotnsio [1KT', uTo mo3Bossier MOOMIM30BATh UX KIIETOYHOE COJACPKUMOE JIJIsl TUTAaHUSI HOBBIX
TKaHel, TakuX Kak 3apoJiblll, KOMIUIEKC AHTUIOJAJIBHBIX KJIETOK M CHayajla HEKJIETOYHBIN
CHHIIMTHH, 3aTeM KJIeTOuHbIi sH10cepM (AN, You, 2004; Radchuk et al., 2009; Dominguez and
Cejudo, 2014;). [loaToMy TKaHU CEMEHHU 3JIaKOB SIBISIOTCS MOJEITBHBIMHU CHUCTEMaMH JIJist
n3yuenus npoueccos [IKI' y pactenmii.

Mopdoornorust aHTUIONATBHBIX KieTok 31makoB mpu [IKI™ mano usydena. Tak, y Hordeum
vulgare u Orysa sativa mpu rubenu siiepHas 0007104ka (GOpMHPYET MHBArHHAIIUH, XPOMATHH
arperupyet (Engell, 1994, Maeda and Miyake, 1996). ¥V ruOHymux aHTHIIOAATBHBIX KIETOK
MIICHUIIB! HAOJI0AaeTCs YIJIOTHEHHE XpOMAaTHHA, YIUTOoIeHue siiep, pa3pbissl JJHK, BeisBisiembie
metonoMm TUNEL (Yaban u np., 2011). [Ipeanonaraercs, uto uagykropom [IKI™ anTHIOAaIBHBIX
KJIETOK 3JIaKOB SBJISI€TCS LEJUTIONApU3alins ieHouuTa sHocrepma (Yaban u ap., 2011; loponuna
u ap., 2019; Doronina and Lazareva, 2021). OaHako, B COBPEMEHHOM JINTEPATYPe OTCYTCTBYIOT

Kakue-muoo onoxumuueckre xapakrepuctuku [IKI™ aHTUNOJanbHBIX KIIETOK 371aKOB.

67



Omnrcanbl HEKOTOPBIE ACMEKThI PEryJISAINUN THOETH aHTUIOJAIbHBIX KieTok Arabidopsis,
norudarommx no onbuteHus (Heydlauff and GroB-Hardt, 2014). [Toka3ano, 4TO y HOKayTHBIX
MyTaHTOB 10 reHam ¢QaktopoB cruaiicuara M-PHK LACHESIS, CLOTHO u ATROPOS
aHTUIOAJIbHBIC KJIeTKH Arabidopsis sokanu3oBaHbl B IIEHTPE 3apOJBIIICBOIO MEIIKa, HX
MeMOpaHbl M spa OOBEIWHEHBI, 00pAa30BABINASACS KJIETKA CXOAHA C ICHTPAJIBHOW KIIETKOH
(Heydlauff and GroB3-Hardt, 2014). Ilpeamonaraercs, uro Oeinok GCD1 (GAMETE CELL
DEFECTIVE 1) u TPHK-cunraza SYCO ARATH (xomupyemas reHom FIONA) mutoxonapuii
[EHTPAIILHON KJIETKU CIIOCOOCTBYIOT CO3PEBAHUIO STMIIEKIICTKH M THOCITN aHTHUITONAbHBIX KIIETOK,
T.K. y mytanToB 1o reiam FIONA u GCD1 antunonansusie KieTku BepkuBaroT (puc.31) (Kagi et
al., 2010). Dkcnpeccust MUTOXOHApUAIbHOTO Oesika aaC2A199D B siiliekiIeTKe BhI3bIBACT IMOEIb
AQHTUTIOAAJTIBHBIX KJIETOK, @ €r0 JKCIPECCUS B IIEHTPAILHON KJIETKE MPENOTBPAIIACT UX TUOeNb

(Wu et al.,, 2012). IlokazaHo, 4TO y TpacreHHBIX pacteHuii ArabidopsiS ¢ MOBBIIICHHOM

[lenTpanbHas KneTka

Aiinexnerea
ec maturation
factor

[t o TR

CHHEpPTHOBI

“ AHTHIONBL

cc maturation &

GCD factor . = Y
"'.*. |

Puc. 31. YuacTHHKH peryisiun ruOeliu aHTUIoNabHbIX KieTok y Arabidopsis thaliana. bemok
GCD1 (GAMETE CELL DEFECTIVE 1) u TPHK-cunTaza SYCO ARATH (komupyemasi reHOM
FIONA) MUTOXOH/IpH# LICHTPAIBHOM KJIETKH CIIOCOOCTBYIOT CO3PEBAHMIO SIMIICKIICTKU U THOCITH
aHTUnoAabHBIX KieTok. (Heydlauff and GrofB3-hardt, 2014)

JKcIpeccuer reHa OmocnHTe3a aykcnHa YUC kiretouHass ruOenh aHTHUIONANBHBIX KJICTOK HE
Hactymaer. I[lodTOMy Tpeamonaraercsi, uYTO CHHTE3 ayKCHHOB MPEMIATCTBYET T'HOen
aHTHITONABHBIX KiIeTOK Y Arabidopsis (Pagnussat et al., 2009). 1o cux nop He moKa3aHO y4acTHe
npoteas B [IKI" aHTUIOAaIbHBIX KIIETOK.

B mporecce hopMupoBaHus CeMEHH KJIETKH, CTPYKTYPbl M TKaHH IOCICIOBATEIBHO
CMEHSIIOT JPYT Apyra, IPH 3TOM OJHH 00ecreunBaroT GyHKIIMOHUPOBaHUE apyrux. Hampuwmep, y

paCTCHI/Iﬁ C XOpoUIO Pa3BUTHIM IMOJABECKOM OH OCYHICCTBJISACT NOAACPKKY U TUTAHUEC 3apOJblIlIa,
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AHTUIIO/AIbHBIE KJIETKU 3JaKOB 00ECHEUMBAIOT CYLIECTBOBAaHME U MPAaBUIbHOE (POpMUpPOBaHHE
OHJOCIIEPMA, KOTOPBIM aKKyMYJIUPYET NMTATENIBHbIE BEIIECTBA I IOCIEAYIOLIEr0 pPa3BUTHUS
3apozsima. [Ipu cospeBanuu cemenu [IKI sBisseTcs MHCTPYMEHTOM Yy1aJI€HUSI HEHYKHBIX KIIETOK
U TKaHed, 0cBOOOXKIasi MPOCTPAHCTBO U, BEPOATHO, oOecrneunBasi JOCTYIHOCTb HMUTATEIbHbBIX
BellecTBa A (OpPMHPOBAHUSA HOBBIX TKaHeH. bHOXMMMUEcKHe XapaKTepUCTHKU TIubenn
AQHTUIIOANBHBIX KJIETOK KyJbTYpHBIX 3J1aKOB, IIOJBECKa M SHAOCHEpMa OOJIBLIIMHCTBA
MOKPHITOCEMEHHBIX PACTeHUH HEOOXOOUMBI /Il TOHUMAaHHUS MEXaHW3MOB (OPMHPOBAHUS
CEMCHH.

K coxanenuro, MHOrue acnekTs! IIKI' KJIeTOUHBIX TUITOB 3apOABILIEBOIO MEIIKA U CEMEHH
JI0 CUX IIOp OCTAIOTCs Hen3ydeHHbIMU. HetocTaTouHOo n3yueHsl MoJieKyJ isspHble Mexanu3msl [IKT'.
Brisiinenst otnensHbie Oenku-peryistopbl mporeccoB [IKIT, ogHako curHampHbIE KacKabl,
YYaCTHUKAMHU KOTOPBIX SBJISIOTCSA 3TU OEJIKU, OCTAI0TCS HEM3BECTHBIMU.

OTpeIBOYHBI JaHHBIE 0 (PYHKIIMOHUPOBAHUH NpoTeas, peryiaupyrounmx [IKI'. He uzsectHo,
yuacTBYy10T 1 npoteassl B [IKI' mMeracnop, cuHepruj U aHTUNOAANBHBIX KJIeTOK. CUTHaJIbHBIE
KAaCKaJpl, IPUBOAAIIME K aKTUBALlMM W3YyYECHHBIX NpPOTEa3, IO CHUX HE BBIICHEHBI. [3BecTHa
cyOctpaTtHas crneuupu4HOCTh NpoTeas, npuHumMaroumx ydactue B IIKI, TeM He MeHee B
OOJIBIIMHCTBE CIy4yaeB JerpaJoMbl (IPUpPOAHbIE CyOCTpaThl) MeTakacmas, guracnas U Apyrux

npoTea3 pacCTEHHUM JI0 CUX HE OINPEICIICHBIL.
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2.5. 3akaouenne

1. TlonuTeHHBIE XPOMOCOMBI SIBJISIFOTCS CIIELUAIM3UPOBAHHBIM TUIIOM HHTEP(a3HBIX
XpoMocoM, (OPMUPYIOIIMMHUCS B  KIETKAaX, BBIMOJHAIOMNX CHHTETHYECKYIO U
CeKpeTOpHYI0 QpyHKLMIO. CTPYKTYpa MOJIMTEHHBIX XPOMOCOM KJIETOK KHBOTHBIX U KJIETOK
pacTteHuii pasinyaerca. [[oaUMTeHHbIE XpPOMOCOMBI PACTEHUHN YCTPOEHBI HEKJIACCUYECKUM
0o0pa3oM — OHM HE HMMEIOT KapTHUHBI JMCKOB U COMAaTHYECKOH KOHBIOTALUU MEXIY
TOMOJIOTMYHBIMM ~ XPOMOCOMaMHU. AHTHUIIOAAJbHBIE KIETKH SBISIOTCA I[PUMEPOM
PACTUTEIIBHBIX KJIETOK C IOJUTEHHBIMUA XPOMOCOMAMH.

2. AHTHUNOnANbHbIE KJIETKM paclojararoTcs B 3apOJbIIIEBOM MELIKE W JO JIBOMHOIO
OILTOIOTBOPEHUST (HOPMUPYIOT CIIOKHBIM TpexsApyCcHbI Komiuiekc. Ilocime aBoWHOTO
OILJIOJIOTBOPEHUS] AHTUIOJAJIbHBIE KJIETKU MUTAIOT SHAOCHEPM Ha CTaAuM IEHOLUTA.
Hemnronapuzanys SHAOCIEPMA 3allyCKaeT IMPOrpaMMHPYEMYI0 KIIETOUHYIO THOesb
AHTUIOJAJIBHBIX KIIETOK.

3. Ilporpammmpyemasi kieroyHass THOeNb PACTEHHH OTIMYAETCS OT IMPOrPaMMHPYEMOM
KJIETOYHOW THOEeNM XKUBOTHBIX. Y PpacTeHUl OTCYTCTBYET KJIACCHUUYECKHUH aronTo3, HO
BBIJICJIACTCSl [1BA BapUaHTa KJIETOUYHOW TuOenu — ayTolnuTHdecKas (BaKyoJisipHas) U
HeayToJIMTHYecKas (alonTo3-10100Has U IporpaMMupyeMblil HeKpo3). B 3aBucumMoctu ot
NOPUYHH, BBI3BIBAIONIMX KJIETOUYHYIO THOENb, BBISBISIOTCA KIETOYHAs T'HOENb,
obycnosnennas auddepennuposkoit kietok (APCD) u knerounas ruGeinb, BbI3BaHHAS
(akropamu okpyxatomeir cpenpl (ePCD). I'nbenb aHTUMONATBHBIX KICTOK SIBISICTCSI

npumepom dPCD.

70



3. MATEPHUAJIBI U METO/IbI

ITpu paboTe Ha/l JaHHBIM Pa3IeIOM AUCCEPTALNH UCIIOIB30BAHbI CIICAYONIME ITyOIUKALMK aBTOPA, B KOTOPBIX, coriacHo ITonoxeHuto
0 NPUCYKIEHUU Y4eHbIX crerneHeld B MI'Y, oTpaskeHbl OCHOBHbIE PE3yJIbTaThl, II0JIOKEHHUS U BbIBOJIbI UccienoBanus: loponuna T. B., Yaban U.
A., JlazapeBa E. M. CtpykTypHO-()yHKIHOHAJIBHBIE OCOOCHHOCTH KJIETOK aHTHIIOAAIBHOTO KOMIUIEKCA 3apOABIIICBOTO MEIIKA IMIISHHUIB! Ha
craauu quddepennuposku // Onrorenes. — 2019. — T. 50, Ne 4. — C. 251-267

3.1. O0beKT uccjaen0BaHus, B3ATHEe MaTepuaJa U pukcanus
3.1.1. O0BLeKT ucciiefoBaHUA

OOGBEKTOM HCCICIOBaHMS ObLIM BBIOPAHBl TaIUTOWIHBIE KIETKH AHTHUIIOJAIBHOTO
KOMILJIEKCa 3apOJBIIIEBOr0 MeEIIKa rekcarionanoi mmenursr (Triticum aestivum L.) copma

Mockoeckas 39 (n=21).

3.1.2. MarepuaJ Ajs1 u3y4yeHusi MOP(}o10rnu aHTHNOAAIBHBIX KJIETOK

Marepuan s uccnenoanuii momyden B TCXA um. Tumupsizea.

B pabote ncnonbp3oBany GUKCHPOBAHHBIC CEMSIIOYKH TIICHUIIBI, B3AThIC HA 3 - 10 1eHb
nociie OIUIOJOTBOPEHHUS, 3aHUMAIOUINE OT OJHOM TpPeTH A0 MOJOBHHBI pa3Mepa KOJIOCKOBOM
yemryn. s uWccleqoBaHMi  ObUIM  MCIOJB30BaHBI KAk  OIJIOJOTBOPEHHBIE, TakK U

HEOTUIOJJOTBOPEHHBIE CEeMSTIOUKH (puc. 1).

3.1.3. dukcanusa Mmatepuaja

Jnsi  TpoBeACHWS ~ MMMYHOIIUTOXMMHYECKOTO  OKpAIIMBaHUS, THCTOXHMHYECKHX
okpammBanuil u FISH rubpunuzanum cemszauatku ¢ukcupoBanu B 4% mnapadopmaibaeruie
(Sigma) na PBS (pH=7,2) u PHEM (pH=6,9) 6ydepax (PHEM — 60MM PIPES, 25MM HEPES,
10MM EDTA, 2mMM MgSO4) (Sigma). Jlns Ag-Nor oOkpaliMBaHHs ¥ TMPHUTOTOBJICHUS
XPOMOCOMHBIX IpPENapaToB ceMs3ayaTKu (PUKCHUPOBAIM B CMECHU 3TaHOJA U JIEASHOW YKCyCHOU
KUCIOTBl B cooTHomeHnu 3:1. Jlnsd u3ydeHHs YJIbTPAaCTPYKTYpbl KIETOK CeMs3auaTKu
¢ukcupoBanu B 2,5% pactBope riyrapoBoro aipaeruaa (Sigma) va 0,1M docdarHom Oydepe
3opencena (pH=7,3) ¢ nobasnennem caxapo3s (0,015r/mi) (Sigma).

Pukcanys NpOBOAWIACH B TEUEHHE 2 YACOB.

3.1.4. IlpuroroB/ieHHe TOTAJIBHOIO Npenapara

ToranpHBIN NpenapaT 3apOABINIEBOTO MEIIKa, COAEPXKAIIMK HHAOCIEPM, 3apOAbIIl H
AQHTUIIOJAJIbHBIC KJIETKH, BBIACIUIA U3 TKAHEH CEMAINIOYKU IPU IIOMOIIU IIPENapOBAIBHBIX UIJI

noJ OMHOKYJIsipHOH J1ynoit o merony [lerposoii (ITerposa, 1970).
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AHTANOAGNbHBI 1 KOMIMISKC

SHgocnepMm ———

ARTMNOAANBHBIA

KOMNAEKC

Irfocnepm

AHTUNOAANBHBIE KOMNAEKS

Puc.32. O0BekT uccienoBanus. a — oOIIMiA BU pacTeHuit Triticum aestivum; 6, B — BbIICJICHHBIC
CeMSIOYKH B damke llerpw; OIUIOOTBOPEHHBIE  CEMSNOYKM  (CHHUE  CTPEINKH),
HEOIUIOZIOTBOPEHHbIE (KpPacHbIE CTPENKW); T —TOTAJbHBIA Mpernapar OIJIOJOTBOPEHHOTO
3apOJIBIIIEBOTO MEIIKa MIIEHUIIBI Ha cTaauu quddepeHunpoBku aHTunoj (macmrad 300 Mxm);
I - TOTAJbHBIA TpemnapaT 3apoJbIIIEBOI0 MEIIKa MIIEHWIBI Ha cTaauu AuddepeHunpoBKu
aHTUNoJ, mponuauii woaun, light-sheet wmukpockonus; € — TOTalbHBIM mpenapar
OIJIOJJOTBOPEHHOT'0 3apO/IBIIIEBOr0 MEIIKa MIIEHHUIIBI Ha CTauu rubenu antunoa (Macmrad 300
MKM); 5K — TOTQJIBHBIN ITPeTrapaT OTuIoI0TBOPEHHOTO 3apOIBIIIIEBOT0 MEIIKA IMIIICHUIIBI Ha CTaINN
rulenu aHTUIoONA, mponuauid wmomua, light-sheet mukpockomusi; 3 - TOTadbHBIN mNpemnapar
HEOTUTOJJOTBOPEHHOTO 3apOJBIIIEBOTO MEIIKa MIIEHUIbI, (Ha30Bbiii KoHTpacT (Mmacmrtad 100
MKM); U — TOTaJbHBIH Mpernapar HEOIIOJOTBOPEHHOI'O 3apOJbIIIEBOTO MEIIKA MIICHULBI,

nponuauii noaun, light-sheet Mukpockomnus. oo



Puc. 33. I/IJ'IJ'IIOCTpaHI/ISI METO/Ja I10 ICPUOAU3AIINU PA3BUTUSA KIICTOK aHTHITIOJAJIbHOI'O KOMIIJICKCA

TIIICHUTIBL.
a — MaTepUHCKUE PacTeHUs, 0 — MATEPUHCKHUE PACTEHUS C yJIaTCHHBIMU BEPXHUMHU U HIKHUMHU
KOJIOCKAMH ¥ YAaJCHHBIMU IICHTPAJbHBIMH I[BETKAMH, B — MAaTEPUHCKHAE pACTEHUS C
OTpPE3aHHBIMH OCTSMH U BEPXHHMH YaCTSMHU KOJIOCKOBBIX YEIIyi, T — IIBETOK MATEPUHCKOTO
pacTeHus, COAEp)KalUi THIYMHKUA (T) U MECTHKU (1), J — KacCTPUPOBAHHBIE MATEPUHCKUE
pacTeHusi, CoJIepsKaIlre TOJIbKO MECTUKH (1), € — MAaTePUHCKHUE PACTEHUS O] H30JIATOPaAMHU, K —
THIYUHBI C OTIIOBCKUMH PACTCHUSIMH, 3 — MATEPHHCKHE U OTIIOBCKUE PACTEHHUS TTO/] H30ISITOPAMHU.
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3.1.5. llepuoau3zanusi pa3sBUTUS AHTUNOJAIbHBIX KJIETOK

B kauecTtBe MatepuHCKuX pacteHuit (puc. 33) BeIOMpaIl pacTeHUs, TOJIBKO BHIIIECIIINE U3
BJIaraJIMILA JIUCTA C €I1€ 3€JICHBIMU MTbUIbHUKAMU U HEPACIyIIMBIIMMHUCS phlIbliaMu. B npouecce
MOATOTOBKHU K KaCTpalluu ¢ MAaTEPUHCKUX PACTEHUH MILIEHUIIBI YAISUIM BEPXHUE U HIXKHHE C1a00
pa3BUTBIE KOJIOCKH, Y OCTABILMXCS IMUHIETOM yIalsUld LIEHTPAJIbHbIE LIBETKU # OCTaBIISIM J1Ba
OOKOBBIX I[BETKA, OCTHM W BEPXHHE YacTHU KOJIOCKOBBIX 4ellyil oOpesanu. ThIYMHKH I[BETKOB
YAQISJIA MHAHLETOM, OCTABJUIM TOJBKO NECTUKH. MaTepUHCKHE pacTeHHs IMOMEIIAIN MOJ
U30JIATOPBI, COJIOMUHBI KOJIOCHEB, MOMEIICHHBIX IO/ H30JSATOPbl B HID)KHEH YacTH CTeOu,
oOMaThIBaJIM BaTOW M 3aBS3bIBAJIM CYpOBOM HUTKOW. [l ruOpuausanuu HMCIOIb30BAIU
OTPaHUYEHHO CBOOOHOE OMbUICHHE. PAIOM ¢ MAaTEpUHCKUMHU PACTEHUSMHU YKPETUISUIM THIYUHBI C
npoOupKamMu JUIsl THOpUAM3AIUU. 3aTeM OTOMpald KOJOChS OTLOBCKON (POPMBI, Y KOTOPBIX
HAyYajy 1IBECTH OJMH-[BA I[BETKAa, U3 pacyeTa JIBa OTIIOBCKUX PACTEHUS HA OJHO MaTEPUHCKOE.
Konocest oTmoBckoit opMbI cpe3ainu, 00pe3aan OCTH M BEPXHHE YaCTH KOJIOCKOBBIX denryi. B
OpOOUpPKHU Ui THOpUIU3allMU CTAaBUJIM CPE3aHHbIE OTI[OBCKME pAacTEHHUs, pa3Melas UX Ha
MOJIOBHHY KOJIOCA BBIIIE MAaTEPUHCKUX PACTEHUH, U MOMELIAIN UX BMECTE C MAaTEPUHCKUMHU MO
o0t u3onsaTop Ansa rudpuanzanuu. COJOMHUHBI KOJIOCHEB, MOMEIICHHBIX MOJ H30JSATOPHI B
HWOKHEH 9acTH cTeOlield, 0OMaThIBaIM BaTON ¥ 3aBS3BIBAIIM CYPOBOI HUTKOM.

[Tocne rubpuauzanmu pukcupoBanu ciaenyronime touku —0, 1,2,3,4,5,6,7, 8,9, 10 gaeit

MIOCJIC OIIBIJIICHHA.

3.2. CBeToBasi MUKPOCKOIUSI: MPO0OONOATOTOBKA, MOJYyUYeHHE H AHAJIU3 H300paKeHUH

3.2.1. OxkpammuBanne JJHK saxep DAPI

JInst u3y4yeHust CTpyKTyphl siIep aHTUIIOAANBHBIX KIeToK, JIHK okpammBanu B Teuenue 5
munyT B 0,05% BomHOM pactBope (iyopoxpoma DAPI (4,6-diamidino-2-phenylindole) B
pasBeneHnu 1 Mxim Ha 1 wut, oTMbIBanM | 3akmodand B Mosuoa (Mowiol U 44, Hoechst,
['epmanus).

OxkpareHHble KJICTKH U3y4YaJld C TOMOIIBI0 (IyOpECIEHTHOTO MHKpOCKoma Axiovert
200M, wucnonb3ys CTaHAApTHBIH HaOop ¢wibTpoB u o0bekTHBBHI Plan Apo %20 u x63.

N300pakeHust 3aMCchIBaINCh ¢ TOMOLIbI0 H(poBOil kamepsl Axiocam HRm.

3.2.2. Onpenenenne koaudectsa JJHK simep aHTunoaaabHbIX KJIeTOK B mporpamMe ImageJ

Hurodoromerpuro kommuectBa JIHK snmep anTumon mnpoBoawim Ha Tpemaparax,

okpameHHbix peaktBoM Illudda mo dénpreny Ha crektpodoromerpe SMP-20 (Opton,
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['epmanmsi) ¢ UCMOIBL30BaHUEM 30HA 2,5, TpH yBenudeHnn oobekTuBa X 10, okynspa x10 u nmpu
ocpemieHuu 2B. B kauecTBe KOHTPOJIS ObLUTH BBEIOpaHBI TPUILIOUIHBIE KIIETKH dHI0CTIepMa (OTHO
u3 syep renodasznoii kinetkn). OkpanieHHble o Denbreny sapa u3ydaid ¢ IOMOIIBI0 CBETOBOTO
mukpockoma Olympus BX50 (puc. 34, 0).

Komnuecteo JIHK spaep aHTUNOAANBHBIX KIETOK OLICHMBAIM HA CHUMKAX sjaep
AHTUIIOJAIBHBIX KOMIUIEKCOB, okpaieHHbIx DAPI (na yB. xX20) B nporpamme Imagel. Ilocne
BerunTanus (oua («Tresholdingy), Beyiensm WHAMBHIyalbHBIC siapa kKiactepa («Analyse
particles») W ompeaessuId MOKa3aTejlb WHTCHCHMBHOCTH CBEYEHHUS Kakaoro sapa «Integrated
Optical Density». B kadectBe pemepa MJIOMJAHOCTH Ha TeX JK€ CHHUMKAx BBIOpaHBI sjpa
TPUILIOUIHBIX KJIETOK 3H7O0cHepMa (puc. 34, a).

Hanusie o coaepxanuto [IHK mpeacrasmsuiicy B Bujge cToiadyaTbix THCTOTpamMM, IS
OmpejieNieHusl pa3Mepa KapMaHa THUCTOrpaMMmbl Obula HcHoib3oBaHa ¢opmyna Dpuamana-
JlnakoHwuca.

Ompenenenue copepaHus 00OMMH METOJaMHU TOKa3bIBAJIO AHAJIOTMYHBIE PE3YJIbTaThI,
MOATOMY JUJIsi cOOpa CTAaTUCTUYECKUX JaHHBIX B JlaJbHEUIIEH HMCIOJb30BAJICS TOJBKO METOI

onpexenenus coaepxkanus JJTHK ¢ momorsto nmporpamMmel Imagel.

- K& .5 e e
DAPI % .o ‘, ® £%s
y ", 0 P, % " 28 0
'|‘ \0" S Lo J‘",?" . '
s * e Y .‘ '(\‘.‘
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Puc. 34. a. AAnpa antunogansHeix kietok JHK, oxpamennsie DAPI. CHUMOK ucnonas30Baics
s orieHku konudectBa JJHK B mporpamme Imagel. Liudpamu ykazano konmdectBo C B KaKJI0M
anape. Sapa kierok sHaocnepMa (cTpenku). 6. Sapa, okpamieHHble o MeTtony DEnbreHa amns
MOCJEIYIOLIEr0 MPOBEACHUS IUTOHOTOMETPUN

75



3.2.3. Onpenesienne MJIOHIAAU M OKPYIJIOCTH si/iep AHTHIOJAJbHBIX KJIETOK B MporpaMmme

Image J

[Inomane U OKPYTJIOCTh siA€P AHTUIOAAIBHBIX KIIETOK OLEHUBAIM HAa CHHUMKAX sjep
AHTUIIOJAIbHBIX KOMILUIEKCOB, okpameHHblx DAPI (nma yB. %20) B mporpamme Image]. Ha
CHUMKaxX BBIACISUIM WHIUBUAYalIbHBIC sipa kiactepa («Analyse particlesy) u ompenensau
nokazarenab riomann («Area») u okpyrimoctu («Circularity»). Jlanaple momamy saep
NPEJCTaBsUINCh B BUJE CTOJOYATBIX TUCTOIpaMM, JUIsl OMNpEIENIeHHs pa3Mepa KapMaHa
TUCTOrpaMMBbI ObLTa HcIoNib3oBaHa (Gopmyna Ppuamana-/[nakoHuca, JaHHBIC MO OKPYTIIOCTH

AACP — B BUAC JUArpaMMbI pasMaxa.

3.2.4. OxpamnBanue remaTokcuwiinaom Kappaun

ToranpHBIE TIpemapaThl 3apOABIIICBHIX MEIIKOB MOMEIIAIA B PACTBOP T'e€MaTOKCHIMHA
Kappauu Ha 10 MuH, 3aTeM IPOMBIBAIN B JIBYX CMEHAX JUCTUILUTUPOBAHHON M MPOTOYHOM BOJIBI
10 5 MUH U 3aKr0yaii B Mowiol.

Knerku n3yyanu ¢ momompio cBeroBoro Mmukpockona Leica DM 1000 ¢ oobexktuBamu N

ant x4, x10, x40, x100.

3.2.5. BoisiBiienue pa3pbiBoB B JJTHK no merony TUNEL

Jns BeisBieHus paspsiBoB B JIHK mo meromy TUNEL (terminal deoxynucleotidyl
transferase dUTP nick end labeling) ToranpHble mnpenapaTsl 3apOABIINIEBBIX MEIIKOB
nepmeadummuzoBaiu B 0,5% pacteope Triton X100 (Molecular Probs, UK) na PBS (Dxo Cepsuc,
Poccusi) B Teuenue 30 MuH, 3areM, mocie JBYKPAaTHOM OTMBIBKM Oydepom, MOMemand B
KOKO/JI€JIaTHBIN oydep (pH=7,4), coJiepKalinii TEPMUHAIBHYIO
ne3okcunykineotuauiTpancdepasy 20 en/mkn (Cunekc, Pocenst), 3’ -KOHIIEBbIE MEUEHBIE 30H/1bI
10MM dATP (Cunekc, Poccus), ImM ¢ayopecuienn (Cunekc,Poccus). OCcTaHOBKY peakiuu
MIPOBOAMIIN, TTOMEIIIast 3apo/ibliieBble MemKu B pacTBop 2XSSC Ha 15 muH. Ilocne nBykpaTtHO#
OTMBIBKH OyQepom npenapatsl 3aKiaroqanyd B Mowiol.

Knerku nzydanu ¢ momonuipo (piyopecreHTHOro Mukpockona Axiovert 200M, ucnonb3ys
cTaHAapTHBIA Ha0op GuinbTpoB 1 00bekTUBEI Plan Apo x20 u x63. M300pakeHus 3amuchIBaII C

nmoMoInbo IudpoBoit kamepsl Axiocam HRm.
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3.2.6. Ag-NOR okpamuBanue apreHTopuJIbLHbIX 0eJK0B sapbIlika mo meroay Howell and

Black, 1980

Brigenennbpie U3 ceMsArnoveK, GUKCHPOBAHHBIX B CMECH 3TAHOJIA U JICISHOW YKCYCHOU
KHUCJIOTHl B COOTHOILICHUM 3:1, 3apojblllieBble MEIIKKA MPOMBIBAIU B Tpex cmeHax 70° chnupra,
MPOBOJMIM TI0 CIOHpTaM TOHWXKaromehcs koHueHtpanuu (50°, 40, 30°, 20, 10) no
JTUCTHILTMPOBAHHOM BOABI. [[poMBIBaIN B TpeX CMEHAX OUIUCTIIIUPOBAHHOM BOJbI 110 10 MUH B
Ka)XJI0OM CMEHE M MOMEILAIN B KAIUTIO KpacsIie CMecH.

Jlia npurotoBneHus: kpacsiei cmecu K 2 yactsm 50% AgNO3z noGasisuiu 1 gacts 2%
JKEJaTuHBI, conepxamieil 1% MypaBbUHOMN KUCIOTHI (110 00beMy), AocTuras pH=3.

OkpaimBanue TpOBOJIMWIN BO BlaxHOW kKamepe npu 37°C 10 npuoOpereHus Kpacsuiei
CMECBhIO TEMHO-KOPHUYHEBOTO 11BeTa. [IpernapaTsl MpoMbIBaHUH B S CMEHaX JICHOHU30BAHHOM BOIbI
1 3aKIro4anu B Mowiol.

Krnerku uzyvanu ¢ nomoriisio cBeroBoro Mukpockona Leica DM 1000 ¢ o6bekTuBamMu

N Plantx4, x10, x40, x100.

3.2.7. OxkpamiMBaHue KJIETOK AKPHANHOBBIM OPAHKEBBIM

Jns onnoBpemenHoro BoisiBiaeHus JJHK n PHK B aHTHIIOTAJIBHBIX KIIETKAX 3apO/BIIIECBBIC
Memku nepmeadbunuzosanu B 0,5% pacteope Triton X100 na PBS B Teuenue 30 MuH u mociue
JIBYKpaTHOM OTMBIBKU KUCIBIM ocaTHbM Oydepom (PBS, pH=3,8), nomemanu B kamto 0,01%
pacTBopa akpuIuHOBOTO opamkeBoro (Merck) na kuciom dpocdaranom 6ydepe (PBS, pH=3,8) na
1 muH, 3aTeM oTMBIBaNIK B KUcIoM (pocharaom Oydepe (PBS, pH=3,8).

OkpalieHHble KJIETKH H3ydald C MOMOINBI0 (UIyOpecleHTHOro MHKpockoma Axiovert
200M, wucnonp3ysi CTaHAApTHBIA Habop ¢uiabTpoB u oObekTHBBI Plan Apo x20 u x63.

N3006paxeHus 3aniCchbIBaINCh C MOMOIIBI0 1M poBoii kamepbl Axiocam HRm.
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3.2.8. [IpuroroBjieHHue XPOMOCOMHBIX NPENapaToB

Cemsrnouky, (UKCUPOBaHHbIE B CMECH JTaHOJA U JIEASHOM YKCYCHOW KHUCIOTHI B
cooTHoweHUH 3:1 TUIpaTUpOBalM B CHUPTAX IOHMXKAIOIIEHCS KOHICHTPAIMH, MPOMBIBAIIN
BOJIOM, U3 CEMSIIOYEK BBIJCISUIA 3apO/IbliieBble MEeIIKH (puc. 35). BoigeneHHbie 3apobllleBbie
mernku nepmeadbunmsuBanu B 0,5% pacteope Triton X100 (Merck) na PBS B Teuenue 30 muH - 1
yaca, OTMbIBaIM U oOpabateiBasiu depmeHToM 4% uemnona3oil B tedenue 1-2 gacos. [locne
OTMBIBKM TKaHM MalepUpOBAIM METJIEH B CTEKISIHHOM mIpobupke, 3ateM u3 45% ykcycHoit

KHUCIIOTHI pacKaIlbIBJIM HA CTEKJIa U TOTOBHIIH JIaBIICHHBIC TIpermapaTsl XxpomMocoM (puc. 35, a, 0).

Dukcauna Bogenerune 0.5% Touton X100 Depment 4% uennionaza
3 cnupr: 1 yKc.KUCOTa 3APOABILEBLIX MeWKoB 0,5- 1yac 1-2 yaca

OTMuBKa '@
—_— {

Mmaparaumns B Crmprax
NOHIKRIDWEHCA KOHLIEHTPALIAM o

Ormuieka

| —»

Mauepayuws 45% YKCYyCHan K-13 Packansganue Ha crexna [puraToenen e paeneHHoro nNpenapara

Omisieka

- Y

Puc. 35. IlpuroroBiienne npenapaToB BBIAEIEHHBIX MOJUTEHHBIX XPOMOCOM AHTHUIIOJATBHBIX
KJIETOK. a — BBIJICJICHHBIE XPOMOCOMBI AHTUINOJANbHBIX KJIETOK Ha CTaguu CpeaHen
mudGepeHIpPOBKH, O - BBIJICICHHBIE XPOMOCOMBI aHTHIIOIATTFHBIX KJIETOK Ha CTaJIMH TO3THEHN

i epeHITMPOBKH
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3.2.9. dayopecuentHas rudpuausamus in situ (FISH)

Brigenennsie 3apoapinieBsie Meniku nepmeadunuzoBanu B 0,5% pactBope Triton X100
(Merck) na PBS B teuenue 30 muH, ormbiBaan PBS, o6pabarsiBaan PHKa3zo0it Bo m30exanue
rubpuu3anun 308108 ¢ PHK-niocnenosarensnoctsimu B redenne 30 munyt npu 37°C, oTMbIBaIH
2xSSC. [anee 3apoppliieBbie Meku nomemmanu B cMech 50% ¢gopmamuaa u 2XSSC Ha 30 MunyT
npu 60°C, 3aTemM noMenaiv B THOPUIN3ALIMOHHYIO CMech, coaepxaiyto 50% dopmamun, SDS,
noaenwiicynbdar Hatpus, SSC u onmronykineotusl. anee npoBoaunu nenaryparuto npu 92°C
B TE€YCHHE 3 MHHYT. 3aTeM MpOoBOAWIM TuOpuam3anuio B Teuenue Houm npu 37°C. Ilocne
ruOpuIu3aniy npoBoauiIu ceputo oTMbIBOK — 4XSSC npu 40°C, 2xXSSC npu 37°C, 2xXSSC npu
KOMHATHOU TemrepaType. 3aposiiieBbie Memku gokparmband DAPI u 3akirouanu 8 Mowiol.
B kauecTBe 30H10B ObUTH BHIOPAHBI TOCIIEIOBATEILHOCTH KOHCEPBATUBHOIO AJISI PACTUTEIBHBIX
tesiomep nostopa 5S-CCCTAAACCCTAAACCCTAAA-3, koubtorupoBantbie ¢ Cy3 (Cuadrado
Aetal., 2009).

OxpaleHHble KJIETKH H3ydald C MOMOINBI0 (UIyOpecLeHTHOIO MHKpockoma Axiovert
200M, wucnosip3ysi CTaHAAapTHBIA HaOop ¢GwibTpoB U o0bekTHBBI Plan Apo %20 u x63.

N300pakeHst 3aMMChIBAIMCh € TIOMONIBbI0 H(poBoii kamepsl Axiocam HRm.

3.2.10. UMMYHOIIUTOXMMHYECKOE BbISIBJICHHE KJIETOYHbIX OPraHeJLI

s BeisiBienust saapeiek, OIIP, anmapara [Noiabaku, MUTOXOHApPUN 3apOJbIILIEBbIE
Mmemku nepmeadbunuzosanu B 0,5% pactBope Triton X100 Ha PBS B Teuenue 30 muH. 3atem,
nocjie JBYKpaTHOH OTMBIBKM OydepoMm u momemanu B kamito PBS, conepxainyro nepsble
aHTHUTENa, Ha HOYb BO BJIAXKHYIO KaMepy B TeMHOTe Ha croiie. [locie mHKyOauuu mpenaparbl
OTMBIBaJIM B IBYX cMeHax PBS mo 10 Mun B kax0ii u nepeHocuin B karwto PBS, conepkaiyto
BTOpHBIE aHTHUTENA, Ha 1 yac npu 37°C. IIpenapaTsl oT™MbIBainu B 1ByX cMeHax PBS mo 10 mun B
kaxaoi u 3axsrouand B Vectashield with DAPI (Vector Laboratories, CIIIA).

B xauectBe mnepBBIX AHTUTEN ISl BBISBICHUS SIPHIIIEK HCIOJB30BAJIU MBIIIUHbIE
MOHOKJIOHQJIbHBIE AHTUTENa K Ma)XXOPHOMY O€JIKy IJIOTHOTO (UOPHIUISIPHOTO KOMIIOHEHTa
sapeimka Gudpumapuny 38F3 (Invitrogen), B pasBenenuu 1:50, ans BeisBiaenus OIIP -
MBIIIMHbIE MOHOKJIOHAJIbHBIE aHTUTeNa MPOTHB Mapkepa pe3uaeHTHBIX OenkoB OIIP KDEL B
pazBenennn  1:50, U1 BeIABIEHMS —anmapara [ OappKM  HMCHOJIB30BAIIM  MBIIIMHBIE
MOHOKJIOHAJIbHBIC aHTHTeNa K Oenky Mapkepy S8K/FTCD (formiminotransferase cyclodeaminase)
(B pazBenenuu 1:100), 1151 BBISIBICHUSI MUTOXOHAPHUI MCTIOIb30BAIHM KPOJIMYBH MOJUKIOHATBHBIE

aHTHTena K uroxpomy € (Agrisera, llsenus) B pazseacauu 1:100.
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B kauecTBe BTOpPBIX aHTUTEN UCIOIH30BAINA OCIMHBIE UMMYHOTJIOOYIMHBI IPOTHB MBIIIH,
koHbtorupoBanHbeie ¢ Alexa 488 (ReadyProbes) B passemenun 2:1000 m KO3bM aHTHTENA K
UMMYHOTJIOOYJIMHAM KpoJinka, koHbtorupoBanubie ¢ TRITC (Jackson Immuno Research, CILIA)
B pazBenenuu 1:100.

Jlis BBISIBIEHUS MUKPOTPYOOUEK W aKTHMHOBBIX (DMIAMEHTOB, 3apOABIIIEBbIC MEIIKH
nepmeabunmnzoBanu B 0,5% pactBope Triton X100 na PHEM B Teuenne 30 mun. 3aTem, mocie
JBYKpaTHOH OTMBIBKM Oydepom momemnianu B kammo 10MM Tpuc (pH=7,6), conepxamryio
MBIIIHHBIC aHTUTENa KiIoH DM 1 -0 mpotuB a-tyOynuHa (Sigma, CILIA) nis BeIsiBICHUS TYOyJIMHA
(pa3Benenue 1:100) Ha HOYBP BO BJIIAKHYIO KaMmepy B TeMHOTe Ha crose. Ilocie mHkyOanuu
npenaparsl oTMbeiBasi B 10 MM Tpuc, 3atem B 20MM Tpuc (pH=8,2) no 10 MuH B Kaxx10M U
nepeHocwn B karwmio 20MM Tpuc, comepikayto OCIHHbIE HMMYHOTJIOOYJIMHBI IPOTHB MBIIIH,
KoHblorupoBaHHbie ¢ Alexa 488 (Invitrogene, Kanudopuus) na 1 ygac npu 37°. Ilpemapatsl
oTMbIBaH B JIByX cMeHax PBS mo 10 mun B kaxknoii u 3akmouanu B Vectashield with DAPI
(Vector Laboratories, CILIA).

Jlist mpoBepKy CIenu(PUIHOCTH UMMYHOLIUTOXUMHUYECKOTO OKPAIIMBAHUS OBLIH CCTaHbI
COOTBETCTBYIOIIIME HEraTUBHbBIE KOHTPOJIH (OKpacka TOJIbKO BTOPHIMH aHTHUTENIAMU - OCITUHBIMU
UMMYHOTJIO0YTHHAMH TIPOTHB MBIIIH, KOHbIOrHpoBaHHbIMU ¢ Alexa 488 (B passenenuu 2:1000)
npu BeisiBIeHHUU sapeiniek, JI1P, anmapata ['onbpky M KO3bUMHU aHTHTEIAMU MPOTUB KPOJIKKA,
koHbtorupoBanHbiME ¢ TRITC (B pa3zseaenuu 1:100) npu BBISIBICHUH MUTOXOHIPHIA.

OkpalleHHbIe KJIETKH H3y4aid C MOMOMLIBI (DIyopecleHTHOro MHKpockoma AXiovert
200M, ucnonb3yst cTaHgapTHeIH HaOop QuibTpoB U 00bekTHBBI X20 m x63. M300paskeHus

3aIUCHIBAIIMCH C TOMOIIBIO IUPPOBOH kKamepsl AXiocam HRm.

3.3. DJIeKTPOHHAsi MUKPOCKONHS

JIJis u3ydeHus yabTPacTPYKTyPhl aHTUTIONATBHBIX KJIETOK U3 (PUKCHPOBAHHBIX CEMSITIOUEK
BBIJIETISUIN 3apOIbILIEBbIE MEILIKH U JO(DUKCUPOBAIN UX B TeueHue 2 4acoB B 1% BOAHOM pacTBope
OsO4 (mipu BeisiBnenun PHK mo metony bepnapna mpemnapatsl He OCMUPOBAIUCH), TMOCIIE YETO
o0e3BoxkuBaiy B cepuu ciupToB 10°— 20°— 30°—40°— 50°— 60° nmo 30 MUH B Ka)KI0l CMEHE.
B 70° cmmpre c mobGaBnenmem 2% ypaHuianeraTa MpernapaThl OCTABISUTM Ha HOYb B
XOJIOAWIbHHUKE. 3aTEM MPOAOKAIM 00€3BOKHBAHUE B CITUPTAX BOCXOIAIIEH KOHIICHTPAIIUA —
80°, 96° mo 30 MHUH B KaXJ0il CMEHE, U JBYX CMEHax aleTroHa no 60 MUH B KaxJOW CMEHE.
[IpemapaTsl TPOMUTHIBAIM TOCIEAOBATENBHO B CMecsX areToHa:smoHa (3:1), ameroHa:dmoHa
(1:1), atrerona:smona (1:3) B TeueHue 2 4aCOB B KaXKI0M CMECH M MEPEHOCHIIA B UUCTHIH A10H 812,

B KOTOpOM mosumepu3oBaiu 24 gaca ipu 37°C u eme 24 waca npu 60°C. YIbTpaToHKHE Cpe3bI
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noydaym ¢ nomoibio Mukporoma LKB—III (IlIBemus), momernianu Ha MOKPHITHIE (GOPMBApOM
OJIEH[IbI, OKpPAIIUBAIM LIUTPATOM CBUHIA MO PeliHonmbAcy. YIbTpaToOHKHE CPe3bl U3YYaIUCh C
MOMOIIBI0  TPAHCMHUCCHOHHOTO  AJIeKTpoHHOTO Mukpockona JEOL-1400 ¢ uudposoit
dorokamepoii Quemesa (Olympus), tpancmuccronHoro Mukpockomna JEOL-1011 ¢ mudposoi
dotokamepoit GATAN ES500W, paGotaromieii monx ympaBieHueMm mporpammbl  Digital
Micrograph ¢upmsr GATAN.

3.4. Onpenesnenne ypoBHsi Ikcnpeccuu renoB metogom RT-TTLP

st momyuenust PHK o6pasiisl aHTUIOJabHBIX KIETOK, 3aPO/IbIIIEBBIX MEIIKOB, YYaCTKU
KOpHEll B BUJIE MEJIKHUX (pparMeHToB (puKkcupoBaiu B pactBope s coxpaneHus PHK (RNAlater,
Qiagen, Germany). Jlns Boeimenenus PHK ¢ukcupyromuit pactBop yaansiv, K oOpasiam
n00aBysLTH au3upyronmii 0ydep ¢ Oera-MepkamnrostaHosioM U3 Habopa Spectrum Plant Total
RNA Kit (Sigma-Aldrich, USA) u pactupasnu TkaHu Te(IOHOBBIM IECTUKOM HEMOCPEACTBCHHO B
MUKporipoOupkax. JlampHelve omnepanuu OCYIIECTBISIA IO TMPOIMUCH, PEKOMEHIYEeMOMH
¢dupmoii-nponssoaurenem Habopa. Ilepyro Hute K/IHK cunTe3upoBanu ¢ momouipio Hadbopa
MMLV RT (EBporen, Poccust). PaBHbIe amuMKBOTBHI PEAKIMOHHBIX CMECEH HCIOJIb30BAIH
HEMOCPEJICTBEHHO B KadecTBe MaTpull B peakius koiudectBeHHOoU I[P ¢ umcmonpzoBanuem
HabopoB JPCRmIix-HS SYBR (EBporen, Poccus) u amrmumgpukaropa LineGene 9660 (Bioer
Technology, China) B pexume 95°C—5 wmun (nenaryparmss marpuibl u aktuBaius JIHK
nonumepassl) U 40 nukinoB [94°C—15 cex (menarypauus) u 60°C—1 mMuH (0TXKUT/37M0HTAIMS)].
YPOBHU 3KCIPECCUM T'€HOB OTHOCUTENbHO pedepeHcHoro reHa T1a54227 — ATdazsl,
y4dacTBymIIel B KoHTpose kierouHoro 1ukia (Mu et al., 2019), Berumcisumn metogom ACq. dist
KaXIOTO TEHAa TMPOBOMWIM TPH HE3aBUCHMBIX  OINPEACICHUS YPOBHS  DKCIPECCHH.

Craructiueckyro 00paboTKy pe3ysibTaToB OCyIllecTBIsuM B mporpamme Microsoft Excel.

3.5. OopabdoTka n3odpakeHui

3.5.1. O6padoTKa u300paKeHHii CBETOBOM M 3JIEKTPOHHOI MHUKPOCKONMH

O06paboTka n300paxeHuit mpou3BoAuIack B mporpamMmax Imagel u Photoshop CS6.

3.5.2. JlekOHBOJIIOIUS

UroOBl  TIOBBICUTH  KA4eCTBO  IOJYYCHHBIX C  TIOMOIIBIO  ITUPOKOIOJIBHOTO
(ITyOpecieHTHOTO MHUKPOCKOTA M300paKEHUH TPOBOAMIIN JICKOHBOIOIHUIO C HCIOIB30BAaHHEM
nporpamMbl  ImageJ. C mnomompro miaruHa Diffraction PSF 3D ¢ yuetom onTHueckux

XapaKTepUCTUK MUKPOCKOMA U JJIMH BOJIH 3Muccuu (uryopodopos coznasanack PSF (dpynkims
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TOYKHU cBeTopaccessHus). [lonmyuennyto PSF B manbHeIeM HCOIb30BaIH JIJIs1 IEKOHBOJIIOINH C

rnoMmolIneko rwiaruua lterative Deconvolve.

3.6. CraTucruyeckasi 00padoTKa JaHHBIX

Cratuctudeckas o0paboTka npousBoauiack B nporpammax MS Excel, GraphPadPrism 9.

Pasnuyus pe3ynbTaToB CUMTANIM CTAaTUCTHYECKU 3HaYUMbIMU Tipu p <0,05.

3.7. CxeMbI

J11s IOATOTOBKY aBTOPCKHMX CXeM ObLIHM MCIOJIb30BaHbl IporpamMbl BioRender, Adobe

Ilustrator u Adobe Photoshop CS6.
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4. PE3YJIBTATBI

HpI/I pa60Te Hal TaHHBIM pa3ZICiOM JUCCEPTALUX UCII0JIb30BAHBI CICOYIOMNEC Hy6J'H/IKaI_II/II/I aBToOpa, B KOTOPBIX, COTJIACHO Tlonoxxenuio
O IPUCYKIOCHUHN YUYCHBIX CTEIICHEH B MFY, OTpPa’XCHbI OCHOBHBIC PE3YyJIbTAThI, IIOJIOKCHUS U BBIBOJIbI UCCIICIOBAHUS .

Joponuna T. B., Yabaun U. A., JlazapeBa E. M. CtpykTypHO-(DYyHKIHOHATIbHbIE OCOOCHHOCTH KJIETOK aHTHIIOJAIBHOIO KOMILIEKCa
3apOIBIIIEBOr0 MEIIKa MIIEHUIB! Ha cTaquu nuddepenuuposku / Onrorenes. — 2019. — T. 50, Ne 4. — C. 251-267

Doronina T. V., Lazareva E. M. Structure of antipodal cells nuclei of wheat embryo sac during programmed cell death // Planta. —
2021. — Vol. 254, no. 48.

Doronina T. V., Ashapkin V. V., Lazareva E. M. Wheat antipodal cells with polytene chromosomes in the embryo sac are key to
understanding the formation of grain in cereals // Biology. — 2022. — Vol. 11, no. 9. — P. 1340.

BbutH TakKe UCTIONBb30BaHbI TE3UCHI JOKIIAIO0B (cM. paszen 8.2)

4.1. OOmas CTPYKTypa KOMILUIEKCOB AaHTHIOAAJbHBIX KJIETOK Ha  CTaguu

au¢depeHIUPOBKY U KJIETOYHOH rudesiu

B pabore wu3ydanuch KIETKH MHOTOYHMCIEHHBIX (153) 3apopbllIeBBIX MEIIKOB,
BBIIEJICHHBIX W3 CEMSA3ayaTKa KOMILJIEKCOB AaHTUIIOAAJIBHBIX KIETOK, KOTOpPbIE HMEIOT
TPEXYPOBHEBYIO CTPYKTYpPY U OTIMYAIOTCS APYT OT Apyra no Mop}osioruu sapa v HUTOIIA3MBI.
KomMmmneke aHTUNONANbHBIX KIETOK comepkuT or 20 mo 27 xnerok. Ha pannei cramum
T GEepeHIIMPOBKN BCE KJIETKHA AHTHIIOAAIBHBIX KOMIUIEKCOB MMEIOT OJWHAKOBYIO BEIHUUHY
s1ipa, HECTPYKTYPHUPOBAHHBIN XpOMATHH U JIBE BaKyoJu B ruTomuiazme (puc. 36, a). Ha cpenneit
craguu 1uhHepeHIUPOBKY B YaCTh S/I€P alMKAIBHOTO SPYCe WHANBHIYaTH3YIOTCS TOJUTEHHBIC
xpomocoMbl. Ha mo3aHelt craaun qudpepeHIrpoBKU MOJUTEHHBIE XPOMOCOMBI BBISBIISIOTCS B
Aqpax anuKajJbHOrO U cpenHero sipyca (puc. 36, 6). Ha cragum knetouHoil ruGenu KIeTKH
3aMETHO YBEIMYMBAIOTCS B pa3Mepax, YIUIOIIAIOTCS U BhITsAruBatoTcs (puc. 36, B). Ha mo3aHux

cTagusax rubenu IMPOUCXOONUT I[aJ'IBHCI\/JIIHCC BBITATMBAaHHUEC KOMIIJICKCA Ha (1)0H€ MHOTI'OKJICTOYHOI'O
Es - 1o e S T g

Puc. 36. CTpykTypa aHTHIOJAIBHBIX KOMIUIEKCOB B X0JI€ OHTOT€HE3a, TOTaIbHBIC MTpermapaThl.
a — paHHss craaus nuddepeHupoBkr, 6 — cpenHss ctaaus TudOEepeHIIMPOBKU, B — MO3THSISA
ctanus quddepeHIMPOBKY, T — HaYallbHAs CTaAus THOeNH, 1 — puHambHAs cTaaus THOenn
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sHpocnepma (puc. 36, r). PazmMep ogHOCIONHOTO 3apOJBIIMIEBOTO MENIKa C KJICTOYHBIM

sHpocnepMoM coctasisieT 600x1700 mxMm, ero antunoganbHoro komruiekca 200x600 Mkm.

4.2. CTpyKTYypa siiep aHTUNOJAJIbHBIX KJIETOK Ha cTaauu Ju(depeHIHPOBKU U KJIETOYHOH

ruoen

4.2.1. CTpyKTypa sijiep aHTUNOAIbHBIX KJIETOK OIJI0I0TBOPEHHBIX 3apO/IbIIIEBbIX MEIIKOB
Ha pucynkax mnpeactaBieHsl s/ipa aHTUIOIaJbHBIX KOMILIEKCOB 3apO/IbIIIEBIX MEIIKOB
MIICHUIIBI HA paHHel (puc. 37, a), cpenueit (puc. 37, 6) u no3aHel cragusx AU PepeHIUPOBKU

(puc. 37, B).

Puc. 37. Slnpa aHTUNOAAIBHBIX KOMIUJIEKCOB 3apOBIIIEBBIX MEIIKOB IMIIEHHIIbI, HAXOIAINXCA
Ha craguax auddepenumpoBku. DAPL. Cramuu: panuss auddepeHuupoBka — a; cpenHss
muddepeHrpoBka — 0; mo3aHssA quddepeHIMPOBKa — B. aHT - AHTUIIOAATIBHBIC s1/Ipa; 3 — sApa
sHJI0cTIepMa. MaciTabHbIi 0Tpe3ok — 30 MKM.
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3amMeTHO, 4TO B TeueHue TU(PEpeHIIMPOBKH KPyTIbie sapa ¢ auaMmeTpoMm 10 20 MKM
KJIETOK KOMIUIEKCOB YBEIWYHBAIOTCS B pasmepax (mo 30 MxMm), To3aHEe sapa MpHOOpeTaroT
oBaJIbHYIO (hopmy 110 30 MkM Ha 80 MKM.

Ha panneit cranuu nuddepeHupoBky B sipax aHTUIIOAATIBHBIX KJIETOK HE BBISBISIOTCS
OTJIeNIbHBIE TOJIMUTEHHBIE XpoMocoMbl (puc.37, a). HebOonpmuMu OKpyriabie sjpa ¢
(GUOPHIUISIPHBIM XpOMAaTHHOM 0a3aJBHOTO Spyca KOMIUIEKCAa COXPAHAIOT CBOIO MOP(OIOTHIO 10
KOHIIa cpeHeii cranuu nuddepenmponku (puc. 38, a, T). Sapa KIeTOK CpeHero U aluKaATbHOTO

APYCOB Ha cpeliHel U Mmo3aHel cranuu quddepeHInPOBKY 3aMETHO YBEIIMYMBAIOTCS B pa3Mepax

Y B HUX BBISBJISIIOTCS] TUTAHTCKHE MMOJUTEHHBIE XpoMocoMbl (puc. 37, 0, B; puc. 38, 06, B, T, ).

Puc.38. Snpa anTunoganbHeIX KJIETOK Ha cpenHelt craauu auddepenuuposku. DAPI. a, B, T, 11—
slipa aHTUMNOJAIBHBIX KJIETOK; O — KOMIUIEKC aHTUIOAANBHBIX KIIETOK. Os — sAapa KJIEeTOK
6a3zaimpHOTO fpyca, cs — Apa KIETOK CPeIHEro sipyca, as — sijipa KIETOK almuKaJlbHOTO spyca.
MacmtabHbiif 0Tpe30K — 30 MKM.
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Ha no3aneii ctaguu auddepeHIUpOBKY TOTUTEHHBIE XPOMOCOMBI HAOTIOJAIOTCS B sIApaxX
KJIETOK BCEX SIPYCOB W sJpa MpUOOpeTaroT oBaibHYI ¢opmy (puc. 37, B; puc. 39 a, 0, B).

Oco0eHHO 3TO 3aMETHO B KPYITHBIX Spax KJIETOK anuKaibHOro sipyca (puc. 39, 6, B)

Puc. 39. flnpa anTHnonanbHBIX KIETOK Ha cpeanelt craauu auddepennuuposku. DAPI. a — kommeke
AHTUIOJAJIBHBIX KJIETOK; 0, B - A/Ipa aHTUIOJAJIbHBIX KJIETOK; 05 - siApa KJIETOK 0a3aJIbHOTO sipyca, Csi
- 7ipa KJIETOK CPEIHEro sipyca, as - Aapa KJIETOK aluKalbHOro sipyca. MacmrabHbiit oTpe3ok — 30

MKM.
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Ha craguu rubenu spa aHTUTIONATBHBIX KOMIUIEKCOB BhITsATHBatoTCs (puc.40, a) (1o 100

MKM JJIUHOU, mupruHoi 10 Mkm). IHauBHyanbHbIE TOIUTEHHBIE XPOMOCOMBI HA CTAAMSIX THOEIN

conmmxkarotcsi, o0benuustorcs (puc. 40, 0) u, mo3aHee, GParMEHTUPYIOTCS.

Puc. 40. Snpa k1eToK aHTHIMOJAIBHBIX KOMIUIEKCOB OIUIO0OTBOPEHHBIX 3apO/IbIINIEBBIX MEITKOB
Ha aTane rudenu, DAPI. a —10THBIE XpOMOCOMBI sifiep KOMIUIeKca; O — THOHYITUH KOMIIJIEKC
AHTHUIIO/, siipa ¢ 00BEAMHEHHBIMU XpoMocoMaMHu sifipa. Macmtad — 100 MxMm.
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SApxuii npuMep KOMITJIEKCOB ¢ (PparMeHTUPOBAHHBIMHU siipaMu (puc. 41, a) ¥ BBITAHYTHIMHU

BEPETCHOBUIHBIMU sigpamu (puc. 41, 6) mpencrasien Ha puc. 41. Ha ¢uHanpHBIX dTanax rudenu

BCE sJ[pa KOMILIEKCa COMMKAIOCS B Y3KYIO TIOJIOCKY pazMepom 1-2 Mm.

Puc. 41. SInpa kJ1eTOK aHTUIIO1aTbHBIX KOMIUIEKCOB OIIOIOTBOPEHHBIX 3apPOBIIIEBbIX MELIKOB
Ha mo3gHuX sTanmax rudenu, DAPIL. a — sapo ¢ oObequHEHHBIMH XpOMOcOMaMu (KpacHas
CTpenka), GpparMeHTUPOBAaHHBIE siipa (CUHHME CTPENKH), 0 —00BEANHEHHBIE XPOMOCOMBI SIAEP
(KpacHble CTpeNKH), YIUIOLCHHbIE BEpEeTeHOBUAHbIE sapa (okenTble crpenkn). Macmrabd — 100
MKM.

NunuBuayanbHble aHTUIOJAIBHEIE SIpa HA CTaauU THOEIH KOMILJIEKCOB MPEACTaBICHBI
Ha puc. 42, 43. Ha panHux 3Tanax ru0eiau KJI€TOK aHTUIIOAATbHOTO KOMIUIEKCA Tejla MOJTUTEeHHBIX
XpoMocoM 0Oojiee MJIOTHBIE IO CPaBHEHHIO C XpOMOCOMaMH fJep Ha CTaAuM MO3JHEH
muddepennupoBku (puc. 42, a, 6), XpOMOCOMHBIE TeppuUTOpUU cOmmxkensl (puc. 42, B, T). B
AHTUTOJANBHBIX KIIETKAX, HAXOSIINXCs Ha O0Jiee TIO3IHUX CTAUsIX THOCIH, BRISIBISIOTCS SIpa C
pa3Hoil cTeneHb0 00bEIMHEHUSI XPOMOCOMHBIX TeppUTOpHil (puc. 43, a, 0), B Te1ax XpOMOCOM
BBISIBJISIFOTCS. MHOTOYHMCIIEHHBIE JIaKyHBI pa3HOro pasmepa. BerpedaroTcst siipa, B KOTOPBIX
00BbEeTMHEHBI HECKOJIBKO XpOMOcoM (pHc. 43, a) U sapa, B KOTOPHIX OTIENIbHBIE XPOMOCOMHBIE
TEePPUTOPUHU Hepa3muuuMsl (puc. 43, 6). Ha mo3nHux 3Tamax rudeinu 4acTh KIETOK aluKaIbHOTO

U CPEJHETO sipyca, YIUIOIIEHbI U BBITSHYTHI (pHcC. 43, T).
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Puc. 42. SInpa aHTUNOJATBHBIX KJIETOK OIUIOJOTBOPEHHBIX 3apOJIBIIIEBBIX MEUIKOB Ha CTaIUSAX
¢ depeHIIMPOBKU U porpaMMupyeMoit kietouHoit rudenu. DAPI. a — AnTunonansHoe sapo
Ha cTaguu cpenHeil nupdepeHIupoBKY, BUAHBI OT/ENbHbIE (PUOPUIIIBI - XpOMATHABI B Telax
MOJINTEHHBIX XpoMocoM; O — SAIpO aHTUNONAIbHOM KIETKM Ha TO3JAHEH CcTaauu
1 epeHIIMPOBKH, BUIHBI IJIOTHBIE TeJla MOJIUTEHHBIX XPOMOCOM; B — SIIPO aHTUIIONATBHOM
kietku Ha cpenned crtaguu IIKT, ciuBmmecss oO0beAWMHEHHBIE SYEUCTHIE TIOJUTEHHBIE
XpOMOCOMBI; I' — SApO AaHTUNOAAIBHOM KieTkun Ha craauu nosgHed [IKI, muioTHbIE
OoOBbEIMHUBILINECS MOJMTEHHBIE XPOMOCOMBI siipa; A — (parMeHTHUPOBaHHOE SIPO
AHTUIOJAJIBHOM KiIeTKH Ha no3aHel craauu IIKI'; Xp — moauTeHHbIe XpOMOCOMBI; JT1 — JJaKyHbI B
00J1acTy MOJIMTEHHBIX XpOMOCOM. MaciTabHbIi 0Tpe30k — 10 MKM.

B HCKOTOPLIX Apax KICTOK AlIMKAJIBHOI'O ApycCa Ha6J'IIOIlaeTC$I qJacTU4Hasa (I)paFMCHTaI_[I/IH

XpoOMaTHhHa, Ha Ooiee IO3AHUX  JTarax rudenn BCTpPCHAIOTCA dJpa C MOJHOCTBIO

dbparMeHTHPOBaHHBIM XpoMmaTHHOM (puc. 42, T, puc. 43, n). Haubonee CHIbHBIM N3MEHEHHUSIM
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MOJIBEPIaloTCsl KPYMHBIE si/ipa KJIETOK alUKaJIbHOTO Apyca, B MEJKUX sJIpaX KJIETOK 0a3albHOTo
spyca 00beIUHEHNE XPOMOCOMHBIX TEPPUTOPUNA MPOUCXOIUT MO3XKE, OHM YIUIOIIAIOTCS, HO HE

dparmenTupyrorcs. Ha ¢uHaNBHBIX dSTamax ruOenu BCe saApa KOMIUIEKCA BBITSHYTHIE U

pacojiararoTca B y3KOI>i obiacTH Ha IMOBEPXHOCTHU MHOT'OKJIETOYHOI'O SHAOCIIEpMA.

Puc. 43. Tunsl sigep aHTUTIOJATBHBIX KJIETOK Ha CTA/INU THOENHU. & — CONMKEHHBIE XPOMOCOMBI,
0 — s71pO CO CIAMBIIUMHUCS XpPOMOCOMaMH, B — (hparMeHTalusi XpOMaTHHA, T — YIUIOIIEHHOE U
BBEITSIHYTOE sI/Ipo. JIaKyHBI B sijpax aHTHITIOAATBHBIX KIETOK (cTpenkn). MacmTab — 10 Mxwm.
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4.2.2. CTpyKkTypa siiep AHTHNOAAJBHBIX KJIETOK HEOIJI0J0TBOPEHHBIX 3apOAbIIIEBbIX
MEIIKOB

Snpa aHTUNONANBHBIX KJIETOK, BBIIEJICHHBIE U3 HEOIUIOJAOTBOPEHHBIX CEMSIIIOYEK, UMEIOT
CBOM OCOOCHHOCTH II0 CPAaBHEHHMIO C fAJ[paMU AHTHUIOJAIBHBIX KJIETOK OILIOJI0TBOPEHHBIX
3apOABIIIEBBIX MEIIKOB. Pa3zMep HEOII0I0TBOPEHHBIX 3aPO/IBIIIEBHIX MEITKOB BCETa COCTABIISAET
400x600 MKM, TUaMETp aHTUIIOJATIBLHOIO KOMILIEKca 0koy10 300 MKMm.

Buemnuii BuA siiep KOMIUIEKCOB aHTUIIOAAJIBHBIX KJIETOK HEOIJIOIOTBOPEHHBIX CEMSITIOUEK
Ha craguu cpenaHent (puc. 44, a) u mo3nued (puc. 44, 6) nuddepeHTUPOBKY MPEACTABICHB Ha

puc. 44.

Puc.44. Slnmpa KIIETOK aHTUTIOJAIBHBIX KOMILIEKCOB HEOIIOJOTBOPEHHBIX 3apOJIBIIIEBBIX
MEIKOB Ha cTanuu nupdepenuuposku, DAPI. a — sjapa KIETOK Ha CTaJuu CpenHen
nuddepeHIpoBKU; 6 — sAapa KIETOK Ha CTaaud no3aHen nuddepennupoBku. MacmtaOHbIH
otpe3ok — 100 MkMm.
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Ha craguu panneit nuddepeHImpoBKY sapa uMer0T GUOPHUILISIpHYIO CTPYKTYPY (pHc. 45, a,
06, B, r). Ha cramum cpeaneit u mno3mHedt audQepeHUUpOBKH B spax BBIABISAIOTCS

VHMBUYaJIbHbIE IOJUTEHHBIE XPOMOCOMBI (puc. 45, 1, €).

Puc.45. Slopa KkIeTOK aHTUMOJANBHBIX KOMIUIEKCOB HEOIUIOAOTBOPEHHBIX 3apOJbIIIEBHIX
MemkoB Ha ctaanu auddepenuposku, DAPI. Sapa kinerok 6azansHOTO (a), cpenuero (0), u
anuKagbHOrO (B) SPYCOB KOMIUIEKCAa Ha CTaJuu paHHed muddepeHnupoBKu. Snpa KIeToK
OazanpHOTO (T), CpemaHero (), ¥ amuKaJIbHOTO (€) SPYyCOB KOMIUIEKCA HAa CTAaUU TO3JTHEH
muddepeHpoBkU. BuaHbl xpomatuibl HeaudGepeHITnPOBAHHBIX MOJTUTEHHBIX XPOMOCOM B
snpax 0azanpHOTO sipyca. [[1oTHBIE Tema XpOMOCOM 3aMETHBI B sIIpax amuKadIbHOTO spyca (€).
MacmtaGHbIi oTpe3ok — 10 MKM.
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Ha cragmsax rubenu aHTHUIIONANTBHBIX KOMIUIEKCOB HEOIUIOJOTBOPEHHBIX 3apOJIBIIICBBIX
MEIIKOB B KJIETKaX KOMILIEKCA BBISIBIISIFOTCS siipa ¢ (hparMeHTaMu XPOMOCOM, SiAipa C IIOTHBIM
TETaMH XPOMOCOM W HECKOJBKUMHU OOBEIMHEHHBIMU XpomMocomamu (puc. 46, a), sapa ¢

JErpajiupoBaBIINM XpoMaTUHOM (puc. 46, 6). [Ipu 3TOM CTPYKTYpHBIE U3MEHEHHUSI 3aTParuBaoT

BCC sA1pa KOMIIJICKCOB Ha CTaluKU rudesm.

Puc. 46. flgpa KIeTOK aHTHIOAATBHBIX KOMIUIEKCOB HEOIIOAOTBOPEHHBIX 3apOJIBIIIEBBIX
MEIIKOB Ha CTaauu THlenu; a — aapa ¢ pparMeHTaMu XpoMocoM (3KeIThIe CTPENKH), siApa C
MJIOTHBIM XPOMAaTHHOM M HECKOJIbKUMU 00BETMHEHHBIMU XPOMOCOMaMHU (KpacHBIE CTPENKHU); O
- siipa ¢ ()parMeHTaMH XPOMOCOM (KENThIe CTPENKH) U C JErpajupOBABIIMM XPOMAaTHHOM B
[EHTPATBHOM YacTH siipa (CMHHE CTPENKH), (UHATbHAS CTaaAus Jerpajanuu saep (3ejieHble
cTpenku). MacmtabHblif oTpe3ok — 10 MKM.

93



AHanu3 CTPYKTypbl MHAMBHAYAJIBHBIX sI€pP AHTUIOAAIBHBIX KOMIUJICKCOB HAa CpEIHEH
CTaJau¥ THOEIU MO3BOJISET YBUACTh AApa C CHIIBHO YIUIOTHEHHBIM XpoMaTtuHoM (puc. 47, a, ©6) u
A1pa, B KOTOPBIX HEKOTOPBIE XPOMOCOMBI 00BETUHEHBI B OHOPOIHBIE IUIOTHBIE MacChI (puc. 47,

B, T'), 00bEIMHEHUS BCEX XPOMOCOMHBIX TEPPUTOPUIL HE OOHAPYKEHO.

Puc.47. SInpa KIeToK aHTHITOAaTbHBIX KOMIUIEKCOB HEOTIOJOTBOPEHHBIX 3apPOIBIIIEBBIX
MenikoB Ha ctaguu rudenu, DAPI. fnpa knetok anukansHOTO (2, 0) IPYCOB KOMILIEKCA C
MJIOTHBIMU, OJHOPOJHBIMU TEJIaMHU XPOMOCOM; siipa KJIETOK CpemHero sipyca (B, T) ¢
KPYITHBIMU (pparMeHTaMH XpoMocoM. Meinkue (parMeHThl XpOMaTHHa Ha nepudepuu
aapa (a, T, KpacHbIe CTPENIKHM) U XPOMOCOMHBIX TEPPUTOPHIl (@, *KENThle CTPENKH).
MacmtaGHbii oTpe3ok — 10 MKM.
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Ha Oonee mno3guuMx »sTamax THOETM XPOMAaTHH HEKOTOPBIX AHTUNOAAIBHBIX S/Ep
¢parmentupoBan (puc. 48, a, 6, B), MHOrOYHCIEHHBIE ()parMeHThI XPOMOCOM OOHAPYKUBAIOTCS
3a IpeieTiaMy si/ipa B IUTOIUIa3Me KIETOK. Y HEKOTOPBIX KJIETOK 3aMETHA JIeTpaJalist XpOMaTHHA

B LIGHTPE SApa, a XpOMaTHH Ha niepudepuu sapa coxpansercs (puc. 48, r, 1, e).

Puc.48. Snpa xi1eTok aHTHIOAAIbHBIX KOMILJIEKCOB HEOIUIOJOTBOPEHHBIX 3apOJIBIIIEBBIX
MentkoB Ha ctaauu rudenu, DAPI. Aapa knetok 6a3zansHOrO (2), cpennero (0, B) PycoB ¢
¢parmenTanuei xpomaruna. @parmentsl JJHK xpomocoM B 1UTOILIIa3ME aHTHIIOAATIBHBIX
KJIETOK. Sipa Ki1eTok 6a3abHOTO (T), CPETHETO (1) U aUKaJIbHOTO (€) IPYCOoB, erpagarus
XpOMaTHHA LIEHTPaIbHOM 001acTu siep. MacmrabHbIi 0Tpe3ok — 10 MKM.
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Ha ¢unanpHBIX 9Tammax rudenu KJIeTOK KOMIUIEKCa B HEKOTOPBIX siapax He BoisiBisercs JJHK
(puc. 49, a, B), OHAKO, B 3TUX AApax Ha (a30BO-KOHTPACTHOM M300paKEHUU OTUYETIMBO BUIHBI
coxpaHmBineecss sApeimku (puc. 49, 6, 1), MHOrouucieHnele Menkue Qparmentsl JHK

BBIABJISIIOTCA B HUTOINIa3ME.

Puc.49. fInpa k1eTok aHTUIMOAATEHBIX KOMIUIEKCOB HEOIIJIOJOTBOPEHHBIX 32O IBIIIEBHIX
MEIIKOB Ha cTaauu rudenu. a, B — DAPI; maorouncinennsie JJHK-mo3uTHBHBIC 9acTHITHI
B [IUTOIJIa3ME U OOJIACTH si/ipa, MPUJIETAIOIEH K SAPBIIKY. O, T — ¢a30BbIid KOHTpacT. B
o0yacT  sA/npa TPHUCYTCTBYIOT COXPAHUBIIHUECS SAPBINIKUA (KpAacHBIE CTPENKH).
MacmtaGHblit oTpe3ok — 10 MKM.



4.2.3. CprKTypa MOJIUTECHHBIX XPOMOCOM AHTHINOAAJBHBLIX KJIIETOK OIIIOAOTBOPCHHBIX
3apoAbllIeBbIX MECIIKOB

UroObl TMOHATH CTPYKTYpy TIOJMUTEHHOM XpPOMOCOMBI ~AQHTUIIOJAIBHBIX KIIETOK,
HEOOXOIMMO OTIPENIeIUTh U 0XapaKTEePU30BaTh UX CyOBbEINHUILY, T.K, IIOJIMTEHHBIE XPOMOCOMBI
dbopMupoBanuUCh, B pe3yJbTaTe payHAOB AHAOPEAYIUIMKAIIMM  XPOMAaTHA  HMCXOJHBIX
AQHTUIIOAAIBHBIX KIETOK. MBI CpPaBHWIM TOJIIMHY [OJUTEHHOM XPOMOCOMBI C TOJIIHHON
¢ubpmn xpomaruna sHpocrnepma. OnpeaenuTh HMX pa3Mepbl MOXXHO Ha H300pakKeHUsIX
YJIBTPATOHKHUX CPE30B SEP.

N3mepena TtommuHa GUOpWIUT B SApax aHTUIONAIBHBIX KIETOK M sApax IEHOIMTA

suocnepma (puc. 50). U3mepenus npoBoAWIUCH B porpamme Imagel.

Puc.50. ®ubpmiutel XpoMaTHHA sijipa dHA0CIepMa (2, 0) ¥ MMOJIUTEHHBIX XPOMOCOM aHTUIIOIATbHON
KIeTK! (B, T) Ha ctaauu paHHeil nuddepenimporku. TOM. YXKenTble CTpenku — caMble TOHKHE
(buOpMILIBI, CHHHE CTPETIKH — OoJiee TosicThie (uOpuiiIsl. MacmtaOHbIi 0Tpe3ok — 10 MkMm (a), 20
MKM (B).
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[Tocne kamuOpoBkM u300pakeHU, WHCTpyMeHTOM «lM3MepeHue» Ha maHenw 3amad
U3MEPSIICS JuaMeTp Hanbojee TOHKUX (PUOPHILI, UMEIOIIUX OKPYTIYIO B ce4eHuH (popmy (4TOOBI
n30exarb W3MEHEHHUS TaHTeHIMAJIbHBIX cpe30B). beutn u3mepensl ¢ubpumuibel y 10 saep
AHTUINOJAIBHBIX KJIETOK U 10 siaep sHaocnepMa, mo 25 u3MEHEeHM Ha Kaxa0¢e sSapo. B pesynbrare
U3MEpeHU MUHHMMAaJbHAs ToimuHa Guopusiel cocraBuiaa 0,09 — 0,15 mxm (meauana 0,122).
Haubonee vacto nanaple GUOPHIUIBI OOBEIUHSIINCH MEXAY COOOU, 00pasysi Ooiee KpyIHBIE
¢bubpmmiel Benmuunuoit 0,2 — 0,3 MM (memuana 0,263). Camble TOHKHE (HOPHIUIBI B siApax
sugocnepma 0,09-0,14 mxm (Menunana 0,13), 6onee kpynubie Gudpuiuibl BenuuuHoit 0,2 — 0,3 Mkm
(Menmana 0,225). JlaHHbIe BBIOOPKH JOCTOBEPHO HE Pa3IMUYaIMCh IO KPUTEPUIO MaHHa-YUTHU
(p>0,05), uro CBHIACTEALCTBYET O TOM, pa3mep GUOPUILT B siApax 3HIOCIEPMA COOTBETCTBOBAI
TonuHe GUOPHILT B COCTaBE MOJUTEHHBIX XPOMOCOM aHTUIOAABHBIX KIETOK.

@Oubpubl  XpoMaTuHa OBUIM  WACHTU(GUIMPOBAHBI B COCTaBE WHTAKTHBIX SCP

AHTHIIOIATBHBIX KJIETOK, OKpameHHbIX peaktuBoM Lludda (puc. 51, a, 6) u DAPI.

b

Puc. 51. ®ubpusiipl MOJTUTEHHBIX XPOMOCOM aHTUIIONATBHBIX KJIETOK Ha paHHEH (a) U cpeaHen
craquu juddepentupokn  (0). Okpacka peaktuBoM Illupda mo meromy DEnprena.

MacutaOneblii oTpe3ok 10 MKM.

CyObenuHUIBl MOJUTEHHBIX XPOMOCOM OBUIM BBISIBJIEHBI B COCTaBE BBIIEIEHHBIX
MOJIMTEHHBIX XpOMOCOM Ha Ipemnaparax, okpameHHbix DAPI (puc. 52, a). CrieninaibHO A1 3TOTO
OblTa pazpaboTaHa METOIMKA BBIACIECHHS ITOJUTEHHBIX XPOMOCOM aHTUIOAATIBHBIX KIETOK (pHC.
35). Ha puc. 52 npencraBieHbl pa30pocaHHbBIE XPOMOCOMBI HECKOJIBKUX aHTHIIOJAIBHBIX SIep,

00pa30BaHHBIX U3 HECKOJIBKUX OTJEIBHBIX U NEeperuieTeHHbIX Gudpuit (puc. 52, 6, B).
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Puc.52. BeiieneHHble TOJUTEHHBIE XPOMOCOMBI AHTUIIOJATBHBIX KIIETOK. JKenThie CTpenku
YKa3bIBalOT HAa XpOMAaTHUJIbl B COCTaBe MOJUTEHHbIX XpoMocoM. Okpacka DAPI. Macutabublit

oTpe3ok 10 MkMm.

AHanu3 CTPYKTYpbl MOJUTEHHON XPOMOCOMBI aHTHIOJANBHBIX KIETOK MOKA3bIBAET, YTO
TEJIO XPOMOCOMBI TIOCTPOCHO M3 MapajlIeIbHO PACIIONOKEHHBIX XPOMATHI, 00Pa30BAHHBIX IBYMSI
TOHKMMH TMeperieTaloluMucs ¢GuopuwiaMu. XpoMaTubl, MeperieTasch Mexay coOoii,
00pa3yroT KpyIHbIE 1IeMoukH (puc. 53, a-kx). B nanpHeiimeM Bce GpuOpULIbI, 00pasyromue miedo

XPOMOCOMBI, TIOJIBEPTarOIIUECs JOMOJHUTEIBHON crinpanu3aimu (puc. 54).
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Puc.53. 10 mocienoBaTebHBIX ONTHYECKUX CPE30B XPOMATHJI B COCTaBe (hparMeHTa JUIMHHOTO
ieya MoJIMTEHHON XpOMOCOMBI aHTUIIOIaIbHOM KiIeTKU Ha ctaguu auddepenupoku. DAPI,
Z-cTaK, mar ckanupoBanus 0, 2 MKM. a-B — WHAMBHyaJbHBIE (GUOPHIUIEI XPOMOCOMBI, T-K —
neperuieTeHre GudpuiT XpoMocoM. MacTaOHbIN OTpe3oK — 1 MKM.

-
.
.

Puc.54. TlonuteHHbIE XPOMOCOMBI AHTHIOJANBHBIX sAep Ha craguu auddepeHIIMpPOBKY.
Oxkpacka rematokcunmHoMm Kappaun. Ha Bpeskax — chnmpanuzamusi Tuieda TOJUTEHHOMN
XpoMocoMbl. MacuitabHbIi 0Tpe30K — 10 MKM.
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Meronom FISH Obimu BBISBICHBI TEIIOMEPHBIE yYaCTKH XPOMOCOM Ha BBIJCICHHBIX
XpoOMOCOMax U B SiAJpax aHTHIIOAATBHBIX KJIETOK U B COCTaBE MHTAKTHBIX SIACP dHIOCTIEpMA.

Meuennble (IyOpOXpOMOM 30HIBI TMO3BOJIMIN JIOKAU30BAaTh TEJIOMEPHBIC YYAaCTKH
xpoMocoM HuHTep(ha3HeiX (puc. 55, a, 60) W muTOTHUECKHX (puC.56) KIETOK 3HIOCHEpMa
3apOJIBIIIEBBIX MEIIKOB. B MHTEp(]a3HBIX sIpax sHI0CIIEpMa HAOI0AaI0Ch pab0II-pacnooKeHHE

XpOMOCOM, COOTBCTCTBCHHO BCC TCIIOMCPHI BBISABJIAINCH C 0HHOI71 CTOPOHBI gapa.

Puc. 55. TenomepHble y4acTKu XpoMOCOM UHTep(Da3HBIX siiep sHAocnepma Ha ctaausax Gl (a) u
G2 (6), BeisBienHble ¢ nomouisio FISH-rubpuanszanuu. IN'ony6oit — JJHK (DAPI), kpacHbrit —
TEJIOMEPHBIE YYaCTKU XpOMOcoM. MaciTaOHbIH 0Tpe30K 15 MKM.
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Puc. 56. FISH-ruOpumm3ammsi TeIOMEpHBIX YYacTKOB XPOMOCOM MHTOTHUYECKHX KIIETOK
sHAocnepma, Metadasa (a), Z-npoekius, 34 ontudyeckux cpesa, mar 0,25 mxwm, anagasa (0, B),
Z-npoexuusi, 42 ontuueckux cpesza, mar 0,25 mxm. Tomy6oit — JJHK (DAPI), xpacubrii —
TEJIOMEPHBIE YYaCTKA XpOMOCOM. MacITaOHBI OTPE30K - 5 MKM.
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Bo Bcex wu3ydenHwix aHadasubix kieTkax (100 KIeTOK), OTCHATBIX Z-CTOKAMH |
MPOCTPAHCTBEHHO PEKOHCTPYHUPOBAHHBIX, TEJIOMEPHBIE YYAaCTKH XPOMATH] MapKHPOBAIINCH
JIBYMS CUTHaJIaMU 1iociie npoeaenust FISH-rubpunuzanuu (puc.57, 6), 4T0 CBUACTETBCTBYET O

TOM, YTO Ka)KIasi XpoMaTUAa XpOMOCOMBI PACTEHUI COCTOUT U3 IBYX cyOxpomMatuj (puc. 57, a).

Puc. 57. FISH-rubpunuzamus TeIOMEpHBIX YYacTKOB XPOMOCOM MHTOTHUYECKUX KIIETOK
sHAocnepMma, anadasa. ['omyboit — JIHK (DAPI), kpacHblil — TeTOMEpHbIE YYACTKH XPOMOCOM. a
— Xpomatupsl (Oenblie CTPENKN) U UX CyObeTMHHIIBI (KEIThIe CTPENIKH). O — J1Ba 30Ha Ha KOHIIaxX
XPOMATHUJIBI (GKETHIE KPYTH).
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MHOrounciacHHble METKH B TEJIOMEPHBIX Y4YacTKax IUIeY IIOJMTEHHBIX XPOMOCOM
MapKHUpYyIOT OTHAEIBbHBIE XPOMAaTHAbl B COCTAaBE IOJUTEHHBIX XpoMocoMm. Ha cramgum pannen
T GEepeHIIMPOBKH B sIpax € HEWHAWBUIYAIM30BaHHBIMU IMOJUTCHHBIMH XPOMOCOMaMH BCE

MEUYEHHBIC TEJIOMEPHBIC TOBTOPHI JIOKAIU3YIOTCS BOJIU3H ApyT Apyra (puc. 58, a, 0).

Puc. 58. TemomepHble y4acTKM TIOJUTEHHBIX XPOMOCOM B AaHTHUIIOAAIBHBIX SAApPax
Ha pasHeid cragun auddepernupoBku. DAPI  (romy6oit), FISH (kpacueiii). a - 3D
pexoHcTpyKIus, 40 onTudeckux cpe3os, mar 0,25 mkm; 6 - 3D pekoHCTpyKIus, 47 ONTHYECKUX
cpe3oB, mar 0,25 MkMm. MacmtaGHbli oTpe3ok - 10 MkM.

104



Ha no3aueit cranun nuddepeHnnpoBKH B sipax HaOM0gaH 000CO0ICHHBIE TOJTUTEHHBIE
XpOMOCOMBI, y KOTOpBIX TeJ'IOMepHBIe HOBTOpBI BBIABIISJIINCH B 06HaCTHX KOHIOB IIJICY XpOMOCOM

(puc. 59).

Puc. 59. TenomepHble y4YacTKM TOJMUTEHHBIX XpPOMOCOM B AaHTUIIOJANBHBIX s/Apax
Ha no3aHed cramuu nuddepennupoku. DAPI (cunmit), FISH (kpacHsiif). a, 6 — oT/aenbHbIC
orntudeckue cpesbl, B - 3D pexoHcTpykuus, 41 ontuueckuit cpes, mar 0,25 mkm, T - 3D
pPEKOHCTPYKIUsA, 47 onTHYECKUX cpe3oB, mar 0,25 MxM. MacmTabHbIii 0Tpe30oK - 10 MKM.
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B TenomepHBIX 007aCTAX TOJIMTEHHBIX XPOMOCOM XPOMATHABI HE OBLIM OOBECTUHCHEI,
dbopMupOBaTH BEePOOOPA3HYIO CTPYKTYPY M MO OTIACIBHOCTH KOHTaKTUPOBAIU C SICPHOMN
obosoukoit (puc.60). Takas kaptuHa ObLTa OCOOCHHO BBIpAKEHA HA CTAJUU CpPEAHEH
nuddepennupoBku. Ha ctagum rubenn TenoMepHbIe MOBTOPHI 3aHUMAJIN JIOKAJIbHBIE 00JIaCTH B

coctaBe 00BEAMHEHHBIX XPOMOCOMHBIX TEPPUTOPHIA.

Puc.60. TenmomepHble y4acTKH TOJUTEHHBIX XPOMOCOM aHTHUIOMANBHBIX KIJIETOK Ha CTaIuu
muddepertmpoBku. Okpacka remaTokcunnaoM Kappauu. MacmtabHbiit oTpe3ok — 10 Mxwm.
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4.2.4. SIApbIIIKY AHTUNOAAJBHBIX KJETOK OIJIONOTBOPEHHBIX U HEONJI0JI0TBOPEHHBIX
3apoAbIlIEeBbIX MENIKOB

C moMOIIbIO OKpAIIMBAHUS S/I€P aHTUTIONATBHBIX KIETOK reMaTokcuianHoM Kappaun, Ag-
Nor okpamuBaHusi apreHToQuiIbHBIX OenkoB  speimka (puc. 61, a, 6, B) u
MMMYHOITUTOXHUMHYECKOTO BBISIBJICHHS Ma)KOPHOTO Oelika siaphIika pudprwniapuHa (puc. 62, a —
1), TIOKa3aHo, YTO sipa Ha BCEX CTAAUAX TUPPEPEHIIUPOBKU COACPKAT OT OJHOTO JI0 YEThIPEX
TUTAHTCKUX SAPBINIEK U HECKOJIBKO 30H JIOKATM3AIMA MUHU -SPHIIICK (JTATCHTHBIC SIPHIIITKOBBIC

OpraHu3aTophl).

— inatinal

Puc. 61. Jlokanu3auus sApbIIeK B aHTUIOAAIBHBIX KJIETKAaX Ha cTajuu JuddepeHIMpoBKU. Ag-
Nor okparmmBanue. Sk — SAPBIIIKH, MK — MUHU-SIPBIIKA. MacmTaOHbIi 0Tpe3ok — 20 MKM.

Cosmenenne

Puc. 62. Jlokanu3anus sApbIIEK B aHTUMOAAIbHBIX KJIETKaxX Ha CTaguu AU(QepeHIIMPOBKH.
NmmyHouutoxumuyeckoe BbisiBieHue ¢uodpuuiapuna. JIHK okpamena DAPI. Crpenku
YKa3bIBalOT Ha 30HBI JJOKAIM3ALUU MUHU-SAPBIIIeK. MaciTaOHbIH 0Tpe30K — 30 MKM.

107



,HJ'IS[ craauu rudenu AHTUIIOJAJIBHOI'0 KOMIIJICKCA XapaKTEPHO HATUYNEC MHOT'OYHCIICHHBIX

JaKyH Pa3HOTo pa3Mepa MEXIy XpOMaThIaMH MOJUTEHHBIX XpOMOCOM (puc. 63).

Puc. 63. Snpo aHTUnoOnanbHOW KJIETKM Ha craguu rubenu. JlakyHbl (CTpenku) B Tenax
MOJUTEHHBIX XpoMocoM. OKpacka reMaTOKCHIMHOM. MacmTaOHbIi 0Tpe30K — 30 MKM.

Ha cTaguu ru0eiau BBISBIICHA cerperanysa  OTACJIBbHBIX KOMIIOHEHTOB SAApPBINIKA U
nepepacnpeaciiciue Mux B TEJIa IMOJIUTECHHBIX XpPOMOCOM. CCI’peI‘I/IpOBaHHBIC KOMIIOHCHTBI
SAAPBIIIKA BBIABIIAIOTCA B JIAKYHAX IOJUTCHHBIX XPOMOCOM SAJI€P aHTUIIOAAJIBHOI'O KOMIIJICKCA B

BHUJIE arperaToB Pa3IMIHOTO pa3mepa u Gopmsl (puc. 64, a, 0).

Puc. 64. ApreHTodmiIbHBIC OSIKU B COCTaBe Me(UHUTUBHOTO SIPHINIKA (3€JIeHast CTpENKa) U
CerperupOBaHHBIX KOMIIOHEHTOB SIPBINIKA (KPaCHBIC CTPEIIKU) SIEP aHTUIIOJAIBHBIX KIETOK
OazanpHOTO sipyca (a, 0). Ag-Nor okpammBanue 0ekoB. MacmTaOHbBIH 0Tpe30K — 10 MKM.
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3TO MOTYT OBITh KaK KpYITHBIC, TaK W MEJKHE KPYTJble, OBaJIbHBIC WIIM HENPABUIBHOM
dopmbl T00yIBI. B 3THX CTpyKTypax Ham yJaioch BBIIBUTH HEKOTOpbIE (OPMHUPYIOIIUE HX
KOMITOHEHTBI. ApreHToduibHbIe 0elKu supblika, nocie Ag-NOR okpamnBaHusi, BEISBISIOTCS
Ha TIOBEPXHOCTH TJI00YJI, JIOKAJIM30BAaHHBIX B TEJIaX MOJUTEHHBIX XPOMOCOM, B BUJIE POBHOTO CJIOS
i GopMUPYS OJHY — JBE «IIaroukm» (puc. 65, 6, B). I[lokpbiThie apreHToOPHIbHBIME OeTKaMu
rJI00YJBl  YIOPSIOUEHO PACIONaraloTcsl B Telax IOJMTEHHBIX XpomocoMm (puc. 65, a).
TenoMepHble yU4aCTKH MOJUTEHHBIX XPOMOCOM, TPaHUYAIUE C SIIEPHOI 000JI0UKOH, paciieTeHbI
Ha XpOMAaTH/Ibl, MEXKIY HUMH BBISIBIISIIOTCS CErperupoBaHHbIe I100YIIbI (pHc. 65, r). B nuTomnnazme
AQHTHITOIABHBIX KJIETOK TaK)Ke BBISBIISIOTCS TIOA0OHBIE TIIO0YIIBI, TOKPHITHIC apreHTO(MUIbHBIMA

oenkamu (puc. 65, a).

Puc. 65. Aprenrodmisasie Oenkn 1 PHK B coctaBe cerperupoBaHHBIX KOMIIOHEHTOB SIIPBITITKA
B 00JIACTH MOJUTEHHBIX XPOMOCOM SIJIpa. d — MOJUTEHHBIE XPOMOCOMEBI C CETPETUPOBAHHBIMU
KOMITOHeHTaMH sipbimka (n) (Ag-Nor okpammBanue), 0, B, T — apreHToQuIbHbIE OCIKU Ha
MMOBEPXHOCTH CETPETUPOBAHHBIX KOMIIOHEHTOB (CTpenku). MacmTaOHbIil 0Tpe3ok — 10 MKm.
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[Tocne muddepennmanpaoro okpamuBanust JHK (3emensiit) m PHK  (kpacHbrit)
AKPpUANHOBBIM OPAHKCBbBIM PHK BrigBisieTcs B SAAPBIIIKAaX U B 6OJ'II>H_II/IHCTBG JIAKYH IMOJIMTCHHBIX

xpomocoM (puc. 66).

Puc. 66. PHK B nuromnasme (kpacHble 001acTH), 00IaCTH SIPBIIIKA U MOJTUTEHHBIX XPOMOCOM
AQHTUMOJANBHBIX KJIETOK OIUIOAOTBOPEHHBIX 3apOJBIIIEBBIX MEIIKOB Ha CTaaud Trubenwu,
okpammBanue 0,01% axpunuHoBeIM opanxeBbM. [IHK XpomaTua NONMUTEHHBIX XpOMOCOM
3enenas. PHK sigperimka (a, 0, sxentsie crpenku) u PHK-copepxkaiine KOMIIOHEHTHI B JTaKyHax
MOJIUTEHHBIX XpoMOocoM (0, B, Oemnbie cTpenku). MacmtaOHbIi 0Tpe3ok - 10 MKM.
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C IMOMOINBI0O UMMYHOIUTOXHUMHYCCKOI'O OKpallMBaHWA B SAApPaX aHTUIIOAAJIbHBIX KJIICTOK

BBISIBJICH OEJIOK IJIOTHOTO (PMOPHIUIIPHOTO KOMIIOHEHTA SIphINIKa — puopriniapuH (puc. 67).

Puc. 67. ®ubpwutapvH B sapax aHTHIOAAIBHBIX KieTok Ha craauu rudemu. JJHK, (DAPI,
roy6oit), ¢uOpuiutapuH (KpacHbIi). a — oOIMN BHJI KOMIUIEKCA, O — IJIOTHBIA XpOMAaTHH C
nakyHamu, DAPI; B — ¢QuOpumnapun B SApBIIKAX M CETPETMPOBAaHHBIX TeNbLAX; I —
COBMEIIIEHHE, JIOKaIn3alus (uOpuIapuHa B SAPBIIIKAX U JJaKyHaX XpoMaTHHa. MacimTaOHbIi

oTpe30K — 10 MKMm.
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B HekoTophix smpax xkomruiekca (GuOpUILIapyH JIOKAIM30BaH B 00JIACTH SJIPBINIKA (pHC.
68, a), B Ipyrux, KaKk B SAPBILIKE, TAK U B JAKYHAX MOJUTEHHBIX XpOMOcoM (puc. 68, a, 6). B vactu
saaep (UOpWIUIApUH HE BBISBISETCS B Je(OUHUTUBHOM SAPHIINIKE, a JUIIb B Cerperatax Ha
MOBEPXHOCTH W B JIaKyHax IOJUTEHHBIX XpomocoM (puc. 68, B, r). Ilpu 3Tom Gubpumiapun
dbopMupyer Ooiblilie U MEJIKWE arperaThl HENMpaBUIbHOW (opMmbl. HacTh TaKyH XpOMOCOM HeE
comepxkut PHK u ¢ubpunmnapuna. Ilepepacnpenenenue matepuana siapeimka B xone [TKT

BBIABJICHO BO BCEX A/Jpax KJICTOK aHTUIIOAAJIBHOTO KOMILJICKCA.

Puc. 68. ®ubpmutapuH B sApHIIIKE siep Ha CTAUK THOSIN HEKOTOPHIX KIETOK KOMILIEKCa — a,
0, Ha epudepun SAPHIIIKA - B, T, U CErPErMPOBAaHHBIX TJI00YIax pasHOro pa3Mepa B JIaKyHax
XpoMmocoM - a, 0, B, T. IHK, (DAPI, rony6oii), pubpuninapun (kpacHslit). MacmraGHbli 0Tpe30K
— 10 MxM.

B gApax  KICTOK  HCOIIJIOAOTBOPCHHBIX  3apOJBIIICBBIX  MCIIKOB Ha CTaauu
I[I/I(b(l)epeHI_II/IpOBKI/I TaK)Ke BBIABISIIHNCH 1-4 AAPBIIIKA, COXpPAaHABIIMCCA BIUIOTH OO ITO3JHHUX
cragui T noenu. Cerperam/m KOMIIOHCHTOB  AJpPbIINIKA B  AHTUIIOAAJIBHBIX  KJICTKaX
HCOIIJIOAOTBOPCHHBIX 3aPOABIIICBLIX MCIIKOB HE IIPOUCXOIHIIO.
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4.2.5. PazpseiBbl JJTHK, BoisiBisiemble MeToqoM TUNEL B sizpax aHTHNOAAJBHBIX KJIETOK
OIJI0J0TBOPEHHBIX H HEONJI0J0TBOPEHHBIX 3aPObILIEBbIX MELIKOB

Ha cragum rubenu aHTHIIOAAIBHBIX KJIETOK OIUIOAOTBOPEHHBIX 3apOJBIIIEBBIX MEIIKOB
meroaoM TUNEL BeusiBisitorcst 3°-konneBbie paspbiBbl JJHK (puc. 69). Ha HayanbHBIX cTamusx
rudenu HeKOTOpbIe Aapa aHTUIOJAIBHBIX KOMIUIEKCOB HE COJEpKaT pa3pbiBoB. B oaHux siapax
AQHTUIOJAIBHOIO KOMIUIEKCAa pa3pbIBbl 3aTParvBalOT TOJBKO YacTh XPOMOCOM S7pa, HX
oIpe/ieNIeHHY0 00aacTh (puc. 69, a-B). B npyrux sapax pa3pbIBbl 3aTparuBaloT BCE XpOMOCOMBI
sapa (puc. 69, r-e). B kierkax ¢ 00beIUHEHHBIMH XPOMOCOMHBIMH TEPPHUTOPHSIMHU Pa3pbIBbI

BBISIBIIIIOTCS BO BCEM 00BEME XxpomaruHa (puc. 69, x-n).

TUNEL MERGE

Puc. 69. Paspemer B JIHK momuTeHHBIX XpOMOCOM siiep AaHTHUIOJAIBHBIX KIIETOK
OIJIOJJOTBOPEHHBIX 3apOJIBIIIEBBIX MEUIKOB Ha craauu rudenu, meroq TUNEL. a, 6, B —
JIOKaJIU3alysl pa3pblBOB B HEKOTOPBIX XPOMOCOMAx sAep, T, 1, € — JOKAIN3alus pa3pblBOB BO
BCEX XpOMOcOMax sjpa, K, 3, M - JIOKAIM3aLUs pa3pblBO B sApe € OObEJUHEHHBIMU
xpomocomamu. MacitaOHbIi 0Tpe3ok — 10 MKM.
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Ha HavanbHBIXOM M CpEJHEM J3Tamax THOETH aHTHIIOAAJIbHBIX KJICTOK JIOKATU3AIUs U
pa3Mepbl obiacTell pa3pbIBOB B siApax KOMILIEKca pasnuuatorcs (puc. 69, a-u). Ha dunansHOi

CTaJu¥ TUOETH pa3pbIBBI BHIBISIOTCS BO BceM 00bEMe XpoMaTHHa sifiep puc. 70, a-r).

Puc. 70. PaspeiBel B JIHK MONMMTEHHBIX XpPOMOCOM B Sipax aHTHUIOJAIBHOTO KOMILIEKCa
nieHuIpl, BbIsiBIIeHHbIE MeTogoM TUNEL nHa crammsx ux IIKT. fapa anTunomanbHOro
KOMIUIEKCa ¢ pa3nuuHoi creneHbio nopexaenus JJHK (a), 601bpInHCTBO pa3pbhIBOB BISIBICHbI
B JIHK Ha nepudepun siapa (0, B, T'), WK BBIABISIOTCSA BO BCEM 00bEMeE sipa (a). MaciutaOHbIi
OTpe30K - 10 MKM.
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Ha craguu ruGenu aHTUNOJANBbHBIX KJIETOK HEOIUIOJOTBOPEHHBIX 3apOJIbIIIEBBIX MEIIKOB
metoqom TUNEL Taxke BbiBistorcss 3’-koHueBble paspbiBel JIHK. B pasnbix sjgpax
aHTUNOJAIBHOrO KoMIuiekca pa3pbiBbl [JHK nokanusyrorcs neonunakoBo. Hekoropeie siapa He

coaep kar pa3psiBoB (puc. 71, a, 6).

DAPI TUNEL DAPI

Puc.71. Pazpeieei JJHK B sapax KJIETOK aHTUIONATBHBIX KOMILJIEKCOB (a, 0)
HEOTUTOJJOTBOPEHHBIX 3apOJBIIIEBBIX MEIIKOB Ha paHHeW crtaamu TmbOenmu, meron TUNEL.
MacutaOHblii oTpe3ok — 100 MKMm.
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YacTto pa3phIBbI 3aTparuBaroT 4acTh XpOMOCoM sizipa (puc. 72, a, 0, B). B siapax, rie pa3pbIBbI
JIHK nokanu3yroTcst B IEHTpaIbHOU 00IacTh sapa, BOJIMU3H SIPHIIIKA, HAOTIOAaeTCs JeTpaanus

xpomatuHa (puc. 72, r). Takas kapTuHa HAOIIOJACTCS B SAAPAX KIETOK BCEX SIPYCOB KOMILJIEKCA.

DAPI TUNEL DAPI

Puc.72. Pa3peisel JIHK B sipax aHTHITO HEOTUIOAOTBOPEHHBIX 3aPO/IBIIIEBBIX MEIIIKOB,
metox TUNEL. a — sipo kietku 6a3anbHOro sipyca; 6 — apo KJIETKH CPeIHEro spyca; B
— SIIPO KIIETKH alMKaIILHOTO SIpyca; T — JIerpajialiieil XpoMoCOM IIEHTPAITBHOM 00acTh
A7pa KIETKHU alMKaJIbHOTO sipyca. MacmTaOHbIi oTpe3oK — 10 MKM.

116



4.2.6. YabTpacTpyKTYypa siiep aHTHNOJAJIBHBIX KJIETOK OMJIOT0TBOPEHHBIX 3aPO/IbIIIEBbIX
MEIIKOB

AHanu3  yJAbTPacTPYKTYyphl — KIIETOK AHTUNOJAIBHBIX KOMIUIEKCOB Ha  CTaJUU
¢ GepeHIMPOBKH U THOEIH, TIOKa3all, YTO B TeUEHHE BCeX CTaauil Au(PpepeHIIMPOBKH U THOETH

YIIBTPACTPYKTYpa OCHOBHBIX KOMIIOHEHTOB aHTHITOIANIBHBIX siiep MeHsiercs (puc. 73 a, 0, B, T).

Puc. 73. YnpTpacTpyKTypa siJep aHTUIOAATIBHBIX KIETOK 3apOIbIIIECBBIX MEIIKOB MIIICHHUIIBI HA
cramusix auddepeHpoBku. Kpyrible sapa aHTUNONATBHBIX KJIETOK Ha CTaIWHM paHHEH
i depeHIMpoBKY - ; BBITSHYTHIC spa aHTUIOJATBHBIX KJIETOK Ha CpelHel — O, U MOo3aHel
cramusx TuhGEepeHIUPOBKU — B, T. Xp — MOJUTEHHBIC XPOMOCOMBI, 51 — SPBIIIKO; B - BAKYOJIH.
MacmrabHbIii 0Tpe3ok - 10 Mm. 117



Ha panneit cragum pazButus GUOPWIIBI XpOMaTHHA JIOKAIU30BAaHBI BOJIM3H SIEPHOMN
000JIOYKH, BOKPYT SIApBINIKA BBIACISACTCS CBETJIBIM <«JIBOPUK», siJepHas 000JI0YKa HMEET
u3BWIKCTYIO opmy (puc. 73, a). Ha cpeaneli ctaauu BbISBIAIOTCS TJIyOOKHE WHBArvHaIMH, B
Sapax 3aMeTHBI 00JIAaCTH JIOKAIW3aIl[MM OTAEIbHBIX IMMOJUTEHHBIX XpomocoMm (puc. 73, 6). Ha
no3aHei craguu quddepeHIIMPOBKY HAOII0AAI0TCS BBITAHYTHIE S/Ipa C THTAHTCKUMU SIIPBIIIKAMU
HEMPaBUWIBHOW (OPMBI, XPOMATH/IBI T MOJUTEHHBIX XPOMOCOM (POPMHUPYIOT SYEHCTYIO CETb,
BOJIM3U AJIEpPHON 000JIOUKH HAOIONAIOTCS YYaCTKU MOJIMTEHHBIX XPOMOCOM C Pa300IIeHHBIMU
xpomatuaamu (puc. 73 B, T). Ha Bcex sramax nuddepeHIUpOBKH B SApax BBIABISIOTCS
TUTaHTCKUE SIAPBIIKH C MHOTOYUCIEHHBIMH T€TepOreHHbIMH (GUOPWIUISIPHBIMU LIEHTpaMH,
NOTPY’)KEHHBIMH B OOIIMPHBIA  TUIOTHBIH ~ (QUOPUIUIAPHBII ~ KOMIIOHEHT, OKpPY’KCHHBIN
MHOTOYHUCIICHHBIMU IpaHysamu (puc. 73 a, 0, B, T).

SnepHas 000J104Ka MPOHU3aHA MHOTOYHCIIEHHBIMU OPOBBIMHM KOMIUIEKCAaMHU U 00pa3yer

riyOoKue nHBaruHaiuu (puc. 74 a, 0).

Puc. 74. VlaBaruHanuu siiepHON 0OOJIOYKH SIEP aHTHUIOJATBHBIX KJIETOK. A-aHTUIIOJATbHAS
KIJIeTKa Ha cTaauu cpenHedt auddepenuuponku, 8000, b-anTunoganbHas KieTKa Ha CTaUU
no3aHer muddepermuporku, x2000. XPC — xpomocoma, 0 — saepHas o6osiouka. CTpeinku
YKa3bIBalOT Ha IOPOBBIE KOMIUIEKCHI
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Ha panneit ctaauu nuddepeHIMpoBKY B 00JIACTH MOJIUTEHHBIX XPOMOCOM BBISBIISIOTCS
nonuMop(dHBIE CTPYKTYpHI, coaepkariue PHIT, acconumnpoBaHHbIe ¢ TOBEPXHOCTHIO MOJTUTEHHBIX

xpomocoM (puc. 75, a, 0, B), uaeHTUGHUIIMPOBaHHbBIE 110 MeToy bepHapaa (puc 75, r).

Puc. 75. Tlomumopdusm ctpykryp, comepkamux PHII B smpax KI€TOK aHTHIOIATBHBIX
KOMIUIEKCOB Ha cTaguu JaudQepeHIupoBKH. a—B — CTPYKTYPBl, AacCOIMUPOBAHHBIE C
MMOBEPXHOCTBIO XPOMOCOM (CTpENKH) B sApax aHTUNOAAIbHBIX Kietok. T — PHII sapa
AHTHUNOJAIBHON KieTku (MeTron bepHapaa). Xc — XpOMOCOMBI, pHI — PUOOHYKIIEOMPOTEUIBI.
Macmrabnast TMHEHKA: a, — 3 MKM; 0—T — 1 MKM.
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Ha no3aneit craguu auddepeHunpoBKH U Ha4aabHBIX 3Tanax TMOeIn MHOTOYUCIICHHbIE
PHII-comepxkamipe CTPyKTypbl JIOKAIU3YIOTCS MEXAY METIAMM XpOMaTHJ IOJUTEHHBIX

xpomocoM (puc. 76).

%
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Puc. 76. CtpyxTypsl, cogepxkaniie PHIT Mexay meTissMu MOJUTEHHBIX XPOMOCOM (Xpc) B sipax
KJICTOK AHTUIIOJAIbHBIX KOMILJIEKCOB Ha MO3JHEH craguu JuddepeHrupoBkr. MacumtaOHbIN
OTpe30K — 1 MKM.

[IpoTsok€HHBIE MHBaruHaMM — SA€PHOM  000704YkM ¥ MHorouucieHusle PHII,
JIOKaJIU30BaHHBIE B JIAKYHAX SYEUCTBIX MOJIMTEHHBIX XPOMOCOM, BBIABISAIOTCS BIUIOTH 1O KOHIIA

CpemHeu cTaauii Tuoeu.
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Ilonutennasie XPOMOCOMBI YETKO BU3YATIU3YIOTCA B AApax BIVIOTH 4O HAYaJIbHBIX CTaI[I/Iﬁ

rubenu (puc. 77).

Puc. 77. ®parMeHT aHTHNOAAIBHOM KIETKH KOMIUIEKCA OIIOJOTBOPEHHOI'O 3apOJIbIIIEBOIO
MelIka Ha ctaauy rudenu. OTaenbHbIe TOJTUTEHHBIE XpPOMOCOMBI (KpacHbI€ CTPENIKH ), SAPBIIIKI
(sIK), cerperaTsl SAPHINIKA (KETIThIE CTPENKH), siuepHast 000s10uka (Oeble CTPENKH), KIeTOYHAS
cTeHKa (KC), BaKyOJIH ITUTOIIa3Mbl. MacmTaOHBIN OTPE30K - 5 MKM.
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Ha cpemneit cramum rHOenH BBIABISIOTCS BBITSHYTHIE sApa CO  COJNMIKCHHBIMU
MOJUTEHHBIMU XpoMocoMaMu. Ha cTamusx rubenu aHTHIOAAIBHBIX KJIETOK, YIBTPACTPYKTypa
snep Mensercs (puc. 78, a, 6). Sapeimkd mpuoOpeTaroT HEoOBIYHYIO (opMy, YacTh HUX
KOMIIOHEHTOB BBISIBISIETCST MEXIy Xxpomatun (puc. 78, a, 0), SKCTpy3uu TIpaHyISIpHOrO

KOMITOHEHTA si/IpbIKa (puc. 78, a, 0) u xpomatusa (puc. 78, 0) MPUCYTCTBYIOT B IIUTOILIA3Me.

M

<
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Puc. 78. Snpa aHTUHOJANbHBIX KJIETOK MIICHMIBI HA CTAAMSIX CpPEeIHEH MporpaMMupyeMoi
kiaetoyHoil rubemn. CerpernpoBaHHBIE KOMIIOHEHTHI SIIPHINIKA B JIAKyHaX ITOJHTEHHBIX
XpPOMOCOM aHTHUIIOAANBHBIX sifep — (a, 0, B) U AKCTPY3US SAPBIIIKA - (3KC) Yepe3 pa3phIBbI
anaepHoil oOonoukn. Snpemiko — s; CerpernpoBaHHBIE KOMIIOHEHTHI SIAPBINIKA — CKSIK.
MacutaOHbli 0Tpe3ok - 10 MKM.
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CerperupoBaHHble KOMIIOHEHTBI SJpBIIIKA PACIOiararoTcs MEXIy XpoMaThj u
pa3nuyaroTcs 1o pasmepy u popme. B pasHBIX smpax ux CTpyKTypa MOXET pa3nuyarbes. YacTh
U3 HHUX BBITJSIUT Kak OKPYIJIbIE OJHOPOAHBIE Tenbua (puc. 79, B, T), JApPYrHe HMEIOT
HENpaBWIbHYIO (OPMY, @ HEKOTOPbIE UMEIOT CI0XKHYIO CTPYKTYPY, KOT/Aa K LIEHTpaIbHOI MeHee
IUIOTHOM 00JIaCTH NMPUMBIKAIOT OAMH WM JABa Oojee IUIOTHBIX CErMEHTOB CErperupoBaHHOIO

matepuana (puc. 79, a, 0).

Puc. 79. YabpTpacTpyKTypa cerperupoBaHHBIX KOMIIOHEHTOB SPBINIKA aHTHITOAATbHBIX KIETOK
Ha Pa3HbIX CTAUAX KJIETOYHOM I'HOeNu. a, - y4acTOK JIOACTHOIO SAApa aHTUIIOAIbHOM KIIETKU
C CerperupoBaHHBIMU KOMIIOHEHTaMM (CKsK) sApblmika. SnepHas memOpana (s0), © —
HEOJTHOPOJHBIE CErPErMpOBAaHHBIE KOMIIOHEHTHI C «IIANIOYKaMU», B - Y4aCTOK IOJUTEHHOMN
XpOMOCOMBI (Xp) SApa aHTUNONAIbHOM KIETKH C OJHOPOAHBIMU CETrperupoOBAHHBIMU
KOMIIOHEHTaMH SJIPBILIKA, I' — OJTHOPO/HBIN CETPErMPOBAHHBIN KOMIIOHEHT B TEJIE€ MOJIUTEHHON
XpoMOocOoMBbL. MaciTaOHbIN OTPE30K - 5 MKM.
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Ha cpenneit cragum rubGenu B OOJBIIMHCTBE KOMIUIEKCOB HAOJIOMACTCS JKCTPY3HUS
rpaHyJIIpHOTO KoMmoHeHTa sapbiika (puc.80 a, 6, B, T) u xpomaruHa (puc.80, 1, e). [lenoctHOCTH

SIICPHOM 000JIOYKH B MeCTax 3KCTPY3Ui MaTepuala sipa u sapsbiiika HapyuieHa (puc. 80, B, r).

Puc. 80. BapmaHTBl SKCTpY3WHM YacTH SAPHIIIKA M YYacTKOB IOJUTCHHBIX XPOMOCOM B
[UTOIJIA3MYy aHTHIOJAILHON KJIETKH. a, 0 — AKCTPY3Hs TPaHYISIPHOTO KOMITOHEHTA SIIPBIIITKA
(351), B, T - 3KCTpPy3Hsl TPaHYJSIPHOTO KOMITOHEHTA SAPBIIIKA Yepe3 pa3phiB SACPHOH 000I0UKH
(cTpenkm); o — SKCTPY3Usl XpOMAaTHHA Yepe3 pa3phiB AAEPHON 000TO0UKH; € — IKCTPY3UPOBAHHBIN
Y4acTOK MOJIUTEHHOW XPOMOCOMBI (9X) B IIMTOIIA3ME aHTHUIIOMAIBHON KIETKH. MaciTaOHbIH
OTPE30K - 5 MKM.
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B npouecce rubenu 00NbIIMHCTBA KIETOK TMTAaHTCKUE SAPBIIIKA aHTUIIOIATIbHBIX KIETOK
CUJIbHO YIUIOIIAIOTCS M PACCIAauBAIOTCS, B HUX BBISABJISIOTCS MHOTOYMCIIEHHBIE T€TEPOTCHHbIC
GuOpUIUIApHBIE TEHTPHL. B spax aHTUMOMANBHBIX KIETOK Ha IO3JHUX CTaJUAX THOETH
MIPOUCXOUT PaccliOCHHE U IiepepacipeiesieHue MaTeprala AphIlKa B 00J1aCTh XpOMOCOM (puc.
81, a). XpomaTuH Ha MO3AHUX CTAAUSIX TMOETN 3HAYUTEIBHO YIIJIOTHEH, OTAENIbHBIE XPOMOCOMBI

He BhIABISIIOTCS (pHc. 81, 0, B).

Puc. 81. a - ¢hparMeHT spa aHTUTIOJATBHON KJIETKH OILIOIOTBOPEHHOTO 3apOJIBIIIEBOTO MEIIIKa
Ha CTaJuu TUOeNu. YTUIOTHEHHbIE CONMKEHHBIE TEPPUTOPHH XpomocoM (xpc). M3meHeHHas
CTPYKTYpa sJIpBIIIKa, MaTepual saphiiika (*) pacpeneneH MeXy TUIOTHBIMH XPOMOCOMHBIMH
TeppUTOpUsAMU. BUIHBI pa3pbIBhI AepHOI 000104KH (CTpenkn). MaciTaOHbINA OTPE30K - 5 MKM.
0 - sAapo aHTHUNOMANBbHON KiIeTKu Ha mo3aHei ctaguu [IKI[' co cOMMmKeHHBIMH TOJUTEHHBIMU
xpomMocomMamu. MacmtabHbiit 0Tpe3ok - 10 MKM. B — y4acTOK MOJTUTEHHOW XPOMOCOMEI siApa
AHTUMONAJILHOW KJIETKM Ha mno3gHed crtaguu [IKIT ¢ cerperupoBaHHBIMM KOMIIOHEHTAMH
STIPBIIIKA (CTPENIKH) B JTaKyHAX MOJUTESHHBIX XPOMOCOM. MaciTabHbII OTPE30K - 5 MKM.
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4.3. Copep:xkanue JIHK, miomans W OKpPYIJOCTH siAep AHTUNOAAJIBHBIX KJIETOK

3apOABIIEBOro0 MelIKA MIIeHUIbI Ha cTaAnu A (PepeHuHPOBKU U rude/n

Komunuectso JIHK, momans 1 OKpyIJIOCTh A1€p aHTUIIOAAIBHBIX KJIETOK OIIPEACIIsIN Ha
TOTAJIbHBIX MpenapaTax 3apoJbIIIeBbIX MEIIKOB, okpameHHbIXx DAPI, B nporpamme Imagel. bouio
npoaHan3upoBaHo 100 aHTUNOIaTBHBIX KOMIUIEKCOB OIJI0IOTBOPEHHBIX 3apOABIIIEBBIX MEIIKOB

(2013 anTUNIOAAIBHBIX KIETOK).

4.3.1. Conepxanue JHK siiep aHTHNOAAJBHBIX KJIETOK OIMJIOAOTBOPEHHBIX 3apo/bIIeBbIX
MEIIKOB

Copepxanne [IHK B gapax KJIETOK sipycOB aHTUIOJAIBHOIO KOMIUIEKCAa Ha Pa3HBIX
cragusax qudQepeHIIPOBKY U MO MPUBEACHO Ha rHcTorpamMMax (puc. 82; puc. 83).

AHanu3 JaHHBIX MOKa3all, YTO B Ipe/eax OJHOI0 aHTUIIOJAIbHOIO KOMIUIEKCA Ha BCEX
ctaauax muddepeHIMPOBKH U TUOeNu sjipa KIETOK oTiaudarotcs mo coxaepxkanuto JIHK. Ha
panHeii ctaqun quddepenipoBku (puc. 82) sapa KIETOK alMKaIbHOTo sipyca conepxanu JJTHK
ot 22 o 64C, 6ombmUHCTBO siaep umeno 32-42C. Snpa KIeTOK CpeIHero spyca CoaepKaiu oT 9
1o 31C, 6onpmuHCTBO siaep umeno 21C. Sapa knerok 6a3ansHOro sipyca coaepxanu ot 9 mo 20C,
6onpimHCTBO siaep umeno 9C. Ha cpenneit cranuu nuddepeHIpOBKY g1pa KIETOK aluKaIbHOTO
apyca coaepxkanu JIHK ot 32 no 92C, 6onpmmHCcTBO siep umeno 32-52C. Sapa KIeToK cpeHero
spyca coxepxkamu ot 21 mo 51C, 6onpmuHCTBO sinep umeno 21-31C. fAxapa kinerok 6a3zanbHOTO
apyca coxepxkamu ot 9 mo 20C, OompmmHCcTBO simep umeno 20C. Ha mosaneit cramuu
T depeHIMPOBKH sApa KIETOK amukaibHoro sipyca coaepxamun JHK or 54 no 212C,
6onbMHCTBO siaep umeno 72-84 C. fnapa kietok cpegHero sipyca coaepxkanu ot 21 go 63C,
OonpmmHCTBO siep umeno 21-32C. Aapa knetok 0azanbpHOTrO sipyca conepxanu ot 9 no 30C,
oosbimHCTBO simep umeno 10-20C. Ha pannei craguu tubenu (puc. 83) B simpax KIETOK
anukanpHoro sipyca conepxkanue JJHK BapeupoBano ot 63 no 221C, G0NBUIMHCTBO SAEp UMEINO
94-115 C. B sapax knetok cpeanero ot 30 mo 93C, 6onpimmHcTBO sigep umeno 42-52C. SAnpa
KJIeTOK OazanpHOro sipyca comepxanu oT 9 mo 30C, GonpmuucTBO snep umeno 10-21C. Ha
CpemHeu crtajauu rudenu sjipa KIETOK amukaibHoro sipyca coaepkanu JIHK ot 64 mo 254C,
oonpmuHCTBO saep umeno 91-115C. Snpa kierok cpemnero sipyca comepkanu ot 31 go 95C,
OonpmmmHCTBO sinep umeno 42-52C. Snpa knetok 6azanbHOrO sipyca cogepxkamu oT 9 go 30C,
OonpmHCTBO siaep umeno 10-20C. Ha mo3nHel craguu rudeny sjapa KIeToK anuKaabHOTo spyca
conepxkanu JJHK ot 63 no 136C, GonpmmHcTBO siaep umeno 85- 105C. Sapa kieTok cpenHero
spyca coxepxkamu ot 31 mo 83C, 6onpmuHCTBO sinep umeno 42-52C. Snpa kieTok 6a3aibHOTO

spyca coaepsxanu ot 21 o 30C, 6onpumHCTBO aep umeno 10-21C.
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bruto npoBeaeno cpapHenue coaepxkanusd JJHK B kineTkax pa3HbIX ipycOB KOMILJIEKCOB Ha
pa3HBIX CTaausAX pa3BUTHs U 3HaueHuM conepxkanus JJHK B knerkax olHOro sipyca Ha pa3HbIX
cramusax muddepermupoBkn u tudenu (puc.84). Ilockonmbky pacmpeneneHuss He ObUTH
HOpMaJlbHBIMHU, [UIsl CpaBHEHHsS ucnoib3oBajics U-kputepuit Manna-Yutau. Paznuuus
PEe3yIbTAaTOB CUUTAIIN CTATUCTUUYECKU 3HAYUMbIMU I1pu p <0,05.

Slnpa KIETOK pa3HBIX SPYyCOB cozepkar paznuuHoe konmdectBo JAHK, snpa G6asansHOro
spyca uMenu HauMeHblee conepxkanue JIHK, snpa kiIeTok anuKalbHOTO sipyca — HauOoJIbIIee.
B xax1om KoMIUIeKce KIETKH ¢ sJIpamMu, cogepxaiiuMu ot 5 10 24 C pacnonaranuch B 6a3anbHOM
Spyce U IOYTH HE MEHSUTH MOPQOJIOTHIO siAep. AHTUIIOAATBHBIC KJIETKH co cpeaHuM (ot 30 1o 63
C) u BeicokuM (ot 63 o 215 C) conepxanuem JJHK pacnonaranuce B cpelHEM U alUKaJIbHOM
spycax KOMIUIEKCA, U CTPYKTypa UX sIep 3HAUUTEIBHO U3MEHSIIACh B X0JIe AU(PepeHIIUPOBKH,
AJipa KJIIETOK YBEJIMUMBAJIUCH B Pa3Mepe, B HUX BbISBIISUIUCH OTJEIbHBIE TOJIUTEHHBIE XPOMOCOMBI.
Knetkn anumkanbHOro sipyca KOMILJIEKCa Bcerjaa ObLIM IUIOTHO acCCOLMHUPOBAHBI C KIIETKAMU
SHIOCIEPMA, U UX SApa MPOXOAUIN HaUOOJIbIIEE YUCIIO PAYHAOB SHI0PEYIIIMKALUU T'eHOMa (10
255 C).

3a mepuon nuddepenuuporku coxepxxkanue JHK sgep kmerox 06azampHOro sipyca
KoMIuIekca Bo3pacraiio B 0, 5 pa3a ot 20 go 30C, B sigpax cpennero sipyca B 2 pa3a ot 31 no 63C
U siipax anuKajlbHOTo sipyca B 3 paza ot 64 no 212C.

Ha nauvanpHbIX 3Tanmax rudenu KOMIUIEKCa HEKOTOpBIE sJipaX KJIETOK aHTUIIOAAIBHOTO
KOMIUIEKCa MPOJI0JKAIH aKTUBHO (DYHKIITMOHUPOBATh, B HUX MPOIOIIKAIACH YHAOPE Ty IINKAIINA,
T.€. TIPOILECC MPOrpaMMHUPYEMOIl KJIETOYHOH rubenu HacTymaja He OJAHOBPEMEHHO B pPa3HBIX
KJIETKaX KOMIUIEKCA, HEKOTOpbIe KJIETKH 3ama3jpiBayii. Ha guHanbHbIX 3Tanax rudenu KIeToK
A7Ipa ¢ MaKCUMalbHbIM cosepkanneM JJHK He BIsIBIISINCEH, BO3MOKHO, OHU (D)parMEHTUPOBAIIUCH

U TIepBBIMU a0COPOMPOBAINCEH SHIOCTIEPMOM.
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Puc.82. Conepxanne /IHK B sapax aHTHIOJAIBHBIX KIETOK Pa3HBIX SIPYCOB Ha
cTagusax AudQepeHInpoBKU
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Pauuan cragua rmbenn

14
A
® 10
g s
N -
= = Ba3anbHblA ApYC
e 6
§ , —— CpeaHuil apyc
-
4 I I \ /L\ \ ANUKaNbHEIR ApYC
i I I \/ A\\/\
0 T T T T T T T T T 1 T T T T T T T T T T 1 T T T T 1

21 42 63 84 105 126 147 168 189 210 231 252
Copepsxanue OHK, ¢

Cpeguna cragua rubean

18

16

14 I\
® 12 \
g \
g10 .
: , \ Ba3anbHbIl apyc
§ & \ —— CpeaHUI apyc
7 3 A \ Y o ) AnNUKanbHbIA ApYC

2 A
0 T T /l |\ ' /lVl l\ L L T L 1) L 1 T =t T 1 L} T L 1
21 42 63 84 105 126 147 168 189 210 231 252
Copepwaune OHK, ¢
Nosgunaa cragun rubenn
i6

[
[ SRS
: i

BasanbHblil apyc

CpeaHuit apyc

Yucno apep, %
(=9
o
/ ‘\N
——""—-‘

A AnNUKanbHBIN ApyC

\
5 W5, T

21 42 63 84 105 126 147 168 189 210 231 252
Copepxxaune OHK, c

(= L ]

Puc.83. Conmepxxanne JIHK B siapax aHTUIIOAANBHBIX KJIETOK pa3HBIX SPYCOB Ha
cTaausx ruoemmn.
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Puc.84. Conepxxanue JIHK B simpax aHTHIOJAIBHBIX KJIETOK Pa3HBIX IPYCOB Ha CTAIMIX
muddepeHMpoBKy 1 THOeH. JInaus — meauana, * p<0.05 mo kpurepuro ManHa-YUTHA

130



4.3.2. llnomaap JHK sizep aHTHNOAANBHBIX KJETOK OIJIOAOTBOPEHHBIX 3apo/bIlIeBbIX
MENIKOB

[Tnomane simep KJIETOK SPYCOB AHTUIIOAAIBHOTO KOMIUIEKCA Ha Pas3HBIX CTaIUsIX
nuddepeHpoBKy 1 THOETH PUBEICHO Ha TUCTOrpaMmax (puc. 85; puc. 86).

AHanu3 IaHHBIX [MOKA3al, YTO B MPE/ENaX OJHOr0 aHTHUIIOJAIBLHOTO KOMILJIEKCa Ha BCEX
craausax qudGepeHIPOBKU U THOCNHU sApa KIETOK OTJIMYAOTCS O Iuiomanad. HanmeHbryro
IUIOIIAAb UMENH spa 0a3aJbHOTrO SApyca, HanOOJBIIYIO — s/[pa anuKaibHOro sipyca. Ha pannei

craguu auddepenuuposku (puc. 84) miomans saep 0azaabHOro sipyca cocrarisiia ot 300 1o

1360 MKMZ, OOJILIITMHCTBO szIep uMero miommaab ot 680 1o 1020 MKMZ, oAb AJ1ep CPEIHEr0

spyca coctapisuia ot 1020 no 3740 MKMZ, 0oJIbIIMHCTBO — OT 1700 mo 2380 MKMZ, Ionaab aep

aNMKANBHOTO spyca cocTapisna ot 2380 1o 6120 MxM?2, GompmmHECTBO — 0T 3060 10 3400 MKM?.

Ha cpenneit ctanuu nuddepeHunpoBKy ioniaap aaep 0azanpHoro spyca coctasisia ot 300 1o

2040 MKMZ, OOJILIITMHCTBO siaep uMmero miomasas ot 1020 mo 1360 MKMZ, IJIOIIA/Ib SAEP CPEIHETO

apyca cocrasisiia ot 1700 no 5440 MKMZ, 00JILIIMHCTBO — 0T 2040 mo 2380 MKMZ, Iomaab saep

aNMMKaNBHOTO sApyca cocTapisa ot 1700 1o 11560 mMxm?, 6ompmuHCTBO — 0T 4080 10 4420 MKM?.
Ha no3aneit craguu muddepeHupoBka miomanb saep 6azamsHoro spyca coctasisuia ot 300 1o

2720 MKM?, GONBIIMHCTBO sep UMeNo mIomans oT 1020 1o 1360 MM, ImTomans Saep CpeTHero

apyca coctasisuia ot 680 1o 7140 MKMZ, OosbIHCTBO — OT 2040 no 2380 MKMZ, IJI0IIaaAb 1ep

anuKalbHOrO Apyca cocrasisuia ot 1700 no 14960 MKMZ, GOIBIIMHCTBO — OT 5100 10 5440 MKM2.

Ha panneii craguu rubenu (puc. 85) mromanp saep 6a3aibHOTo spyca cocrapisiia ot 300
710 2720 MKM?, GOJTBIITMHCTBO siiep umento miomiaab ot 340 1o 680 MKM?, TUTOIIAIb sIIep CPeTHETO

apyca coctapisuia ot 400 10 6800 MkmZ, GombIMHCTBO — OT 2380 10 2720 MKMZ, MIOIIAab A1ep

anuKaibHOTO pyca cocrasisiia ot 1360 no 13600 MKMZ, GOJBIIMHCTBO — OT 3740 10 4080 MKM?.

Ha cpesaeii cTaamy rubeny mIomans saep 6a3ansHoOTo apyca coctasisiia ot 300 1o 2380 Mxm?,

OONBIIMHCTBO siep MMeNo Iuomanb oT 340 mo 680 MKMZ Tmomams saep CpeaHEro spyca

coctaBisia ot 400 go 8160 MKMZ, ooapmuHCTBO — 0T 1700 mo 2040 MKMZ, IJI0IIaAb A1ep

anuKanbHOrO gpyca cocrasisuia ot 1700 no 13600 MKMZ, 60bIUHCTBO — OT 4080 10 4420 MKM?.

Ha mo3zHeit cTauu THOeIN Mmomass saep 6a3aapHoro apyca cocTapisiia ot 300 10 2040 Mxm?,

OOJBIMHCTBO sifep uMeno rmomans or 340 go 680 MKMZ, Ioniaab SAEp CPEeIHero spyca

coctaBistia oT 680 mo 2040 MKMZ, ooapmuHCTBO — OT 1020 1o 1360 MKMZ, IJI0IIaaAb A1ep

anuKanbHOro spyca cocrasisuia ot 1020 go 10880 MKM?Z, GONBIIMHCTBO — OT 3400 10 3740 MKM2.
BeuTO MpOBeNeHO cpaBHEHWE IUIOIMIAAN sJIEpP KIETOK pa3HbIX SPYCOB KOMILJICKCOB Ha
pa3HBIX CTQJAWSIX PA3BUTHS W IUIOMIAJU KJIETOK OJHOTO spyca Ha pa3HbIX CTaJIHIX

muddepenpoBkr u rudenu (puc.87). [lockonabKy pacnpeneneHus: He ObUTM HOPMaJIbHBIMU, JUTS
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cpaBHeHHUs wucnodb3oBasicas U-kputepuit ManHa-YuTHH. Pasznuuust pe3ynbTaTOB CUHTAIN

CTAaTUCTUYECKU 3HAUMMBbIMU T1pH p <0,05.
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Puc.85. Ilnomans saep aHTUNOJANBHBIX KIETOK Ppa3HbIX SPYCOB Ha  CTaausaX
(G epeHITUPOBKH.
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Puc. 86. Ilimomazas siiep aHTHITOAATBHBIX KJISCTOK Pa3HBIX SPYCOB HA CTAHSIX THOCIH.
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Puc.87. Ilnomanp saep aHTUMONANBHBIX KIETOK pa3HBIX SPYCOB Ha CTaAHsIX
muddepeHupoky u Tudenn. JInaus — menuana, * p<0.05 mo kpurepuro ManHa-YUTHH

134



4.3.3. UnauBuayaau3anusi XpoMocoM siiep AHTHNOJAJIbHBIX KJIETOK OIJIOI0TBOPEHHBIX
3apoAbIlIEeBbIX MENIKOB

I'paduk, moka3pIBAIOUINI U3MEHEHNE CTPYKTYPHI SI€pP AHTHIIOAAIBHBIX KIETOK B XOJ€
T epeHIIMPOBKH U MPOrpaMMUPYEMON KJIETOUHOM rubenu, mpencrasieH Ha puc. 88. Ha
panHeil craguu audGEepeHIUPOBKA B SAApax KIETOK BCEX SIPYyCOB HE HACHTUDULIHPYIOTCS
WHIUBHIyalbHBIE XpoMocoMbl. Ha cpenneli craanm auddepenuupoBkn y 91% smep kieTok
6azanpHOTO sipyca, 64% siaep KIeToK cpeHero sipyca, 18% siaep anukaibHOTo sipyca XpOMOCOMBI
HE BBIBIIAIOTCS, B TO BpeMs KaKk WHAWBUyalIbHbIE XpOMOCOMBI HaOmonatoTes y 9% siiep KIeTok
OazanbHOrO sipyca, 36% snaep KIeTok cpenHero sipyca u 82% saep KIETOK alMKalbHOTO Apyca.
Ha nmo3nneit cramuu nuddeperiupoBku Toiabko 14% snep kinetok 6azanbHoro sipyca u 2% saep
CpPeIHEro sipyca HE BBIBISIIOTCS WHAWBHIYaJIbHBIC IIOJIMTEHHBIE XPOMOCOMBI, KOTOPBIC
HaOmonatorcss 'y 86% smep OasanbHOTO sipyca, 98% smep cpemnero sipyca, 100% simep
anukaibHoro sipyca. Ha panneit craguu rudenu tonbko y 9% siep kieTok 0as3albHOTO sipyca
XPOMOCOMBI HE 000C00IEHBI, UHIUBUIYaJIbHbIE MOJUTEHHBIE XPOMOCOMBI IPUCYTCTBYIOT B 81%
SJIep KICTOK 0a3alibHOTO sipyca, 76% KIETOK cpeaHero sipyca, 75% KIeTOK almuKalbHOTO spyca,
00BeIMHCHUE XPOMOCOMHBIX TeppUTOpUi HaOmomaeTcs B 9% kierok 6asanpHOro sipyca, 24%
KJIETOK cpenHero sipyca, 25% kierok anukanbHOro sipyca. Ha cpennell cragum rubdenu
WHAUBUAYAIbHBIE XPOMOCOMBI IPUCYTCTBYIOT B 55% siiep KiieTok 6a3aibHOTO sipyca, 45% kieTok
cpenHero sipyca, 34% KIETOK amuKajIbHOrO spyca, OObEIMHEHHE XPOMOCOMHBIX TEPPUTOPHUI
HaOmogaeTcss B 45% kietok OazanmpHOro sipyca, 55% kieTok cpemHero sipyca, 66% KieTox
anukaigbHOro sipyca. Ha mo3gHedl cranum rubenu oObeAMHEHHE XPOMOCOMHBIX TEPPUTOPUI
IPOMCXOTUT BO BCEX KJIETKAaX 0a3aJlbHOTO M CPEJHEro SpycoB M B 95% KIETOK amuKaabHOTO
apyca, 5% siziep KJIeTOK alMKaJIbHOTO sipyca MO/IBEpraoTcs (pparMeHTaluu.

AHanmm3 KJIETOK C sIpaMH, B KOTOPBIX BBISABIISIOTCS WHAWBHIYaJlbHBIC MOJUTCHHBIC
XPOMOCOMBI TTOKa3aJ, YTO MaKCUMAJIbHOE YUCIIO TAKMX aHTHITOJATbHBIX KJIETOK BBISBISIFOTCS Ha
CTaausaxX no3aHel auddepeHunpoBKy 1 paHHeH rubenu Beex KIeToK KoMIiekcoB. O60co0msIThes
MOJIMTEHHBIE XPOMOCOMBI HAaYMHAIOT B OOJBIIMHCTBE sIep alUKaIbHOTO spyca Ha CTaJIuu
cpenHelt nuddepeHIupoBKH, a 00bETUHATHCS XPOMOCOMHBIE TEPPUTOPUN HAUMHAIOT Ha CpeiHEN

craguu ITKIT" xomImrekca.

135



100

90
80
70
60
50
40
30
20
10
0

(5] (5] (5] (5] (5] (5] [S] (5] (5] [&] (5] (5] (5] (] (5] (5] (5] (5]

== = = = = = = = = = == = = = = = = =

o o o o o o o o o o o o o o o o o o

= = = = = = = = = = = = = = = = = =

= = = = = = = = = = = = = = = = = =

3 = I 3 = I I = 3 I = 3 I = 3 3 = I

i s z i g z : g z i g z z g z z g z

- PS¢ - - 5 ¢ : S ¢

3 z 3 z 3 z 3 z 3 z 3 z

<L <L <L <L <L <L

PaHHAA CpegHas Mo3aHAA PaHHAA rubenb CpenHan rubenb Mo3aHAA

nnddepeHumporka auddepeHumpoBka anddepeHUMpoBKa rmbenb

B Aapa ¢ HeMHAMEW Y ANU3UPOBAHHBIMKA XPOMOCOMaMK

M Agpa c UHAMBKAY ANU3UPOBaHHBIMKM XPOMOCOMaMK

W Aapa c o6be AUHEHHBIMU XPOMOCOMaMK
®parMmeHTMPOBaHHbIE Apa

Puc. 88. nnuBuayanu3anus NOJUTEHHBIX XPOMOCOM B Apax KJIETOK aHTHIIOAAJIbHBIX KOMIUIEKCOB
Ha cTaausax TupdepeHIUpOBKY U IHOeIH.
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4.3.4. Oxpyrjoctb silep AHTHNOJAJIbHBIX KJIETOK OIJIOJOTBOPEHHBIX 3apoAbIlIeBbIX
MEIIKOB

Ha rpadukax mpencraBieHbl XapakTEpPUCTUKH (OPMBI SACp KIETOK aHTUIOJATBHBIX
KomruiekcoB (mokasateins «Circularity, puc. 89). Ha panneit craguu nudhepeHIupoBKY sapa Beex
SPYCOB UMEIOT OKPYTIIYIO (hopmy: Oa3zaimbHBIi pyc — okpyriaocTh oT 0,82 10 0,98, B cpennem 0,95;
cpennuii apyc — ot 0,81 n1o 0,98, B cpennem 0,94; anukansubiii sipyc — ot 0,83 no 0,98, B cpennem
0,92. Ha cpenneii craguu nuddepeHIMpoBKH sapa BCEX APYCOB TAKKE UMEIOT OKPYTIYIO hopmy:
0azanpHbIN sipyc — okpyraocTh ot 0,74 no 0,98, B cpeanem 0,93; cpeanuit sipyc — ot 0,7 mo 0,99,
B cpeaneMm 0,93; anukanbHbid sipyc — ot 0,67 no 0,99, B cpennem 0,92. Ha no3nueir craauu
b hepeHIIMPOBKY Spa KIETOK, 0COOEHHO KIIETOK alUKAIBbHOTO sIpyca CTAHOBSITCS OBaJIbHBIMU:
0azanpHbIN sipyc — okpyraocTh oT 0,61 1o 0,98, B cpennem 0,86; cpeanuit sipyc — ot 0,3 mo 0,98,
B cpenHeM 0,8; anukanbHbii apyc — ot 0,26 1o 0,98, B cpeanem 0,78. Ha panneii u cpenneii craauu
rubenu sapa BHITATUBAIOTCS, OCOOEHHO B KJIETKAaX CPEAHEr0 M amuKajabHOro sipycoB. Ha craauu
paHHe# rubenu cTerneHb OKPYIJIOCTH KIETOK Oa3anbHOro sipyca Bapbupyer oT 0,56 1o 0,98, B
cpennem 0,82, cpennero sipyca — ot 0,27 no 0, 98, B cpennem 0,69, anukansHoro spyca — ot 0,22
1o 0,96, B cpennem 0,63. Ha cramuu cpenHell THOeM OKPYTIOCTh KIETOK 0a3allbHOTO spyca OT
0,53 no 0,97, B cpeanem 0,81, cpenuero sipyca — ot 0,52 1o 0, 97, B cpeanem 0,61, anukaabHOTO
apyca — ot 0,15 no 0,88, B cpeqnem 0,51. Bo BpeMst mo3nHel craauu rubdenu siapa KIETOK BCexX
SAPYCOB, B TOM YHCIIe U 0a3aIbHOTO TEPSIIOT OKPYIJIOCTh U CTAHOBSITCS BBITSAHYTHIMHU, OKPYTIIOCTh
KJIeTOK OazanbHOro sipyca ot 0,53 no 0,97, B cpeanem 0,81, cpenunero sipyca — ot 0,16 10 0,82, B
cpennem 0,52, anukanbHoro sipyca — oT 0,12 10 0,79, B cpeanem 0,46.

[Tockonbky pacrpenencHuss He ObLTH HOPMAJbHBIMU, JJII CPaBHEHHsI UcToNib3oBaics U-
kputepuid ManHa-YuTHu. Pa3nuuus pe3ynbTaToB CUMTANIM CTATHCTUYECKU 3HAYMMBIMU TIPU P
<0,05.

MopdomeTprudeckue NaHHBIC OICHKH OKPYTJIOCTH SsiAep TOKa3alid, 9TO Ha paHHEH H
cpenueit ctaauu AUPQPEPEHIUPOBKHU Aapa BCEX SPYCOB UMENH OKpYriyro (Gopmy, Ha mo3aHeil
ctaauu quddepeHIIMPOBKH HEKOTOPHIE SApa KIETOK CTAaHOBUIIMCH OBaJIbHBIMHU, OCOOCHHO sifipa
KJIETOK alMKaJILHOTO spyca, B TEYCHHUE KJICTOYHOW THOCIH SApa KIETOK CHIIBHO BBITSTHBAIHCH,

0COOEHHO Ha ITO3IHUX CTAANAX THOEIH.
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OkpyrnocTk saep (circularity) Okpyrnoctb saaep (circularity)

Okpyrnoctb agep (circularity)

OkpyrnocTb sigep (circularity)

1.5

1.0

0.5

0.0

*
| [0 BbasanbHbI spyC
B CpepgHuu sipyc

= AnukanbHbIv Spyc

1.5

PaHHAs CpegHas [Mo3gHas PanHaa Cpegxsa NosgHssa
OuchcpepeHumpoBka [MporpaMmupyemas KnetodHas rubens

BOIRORCO

II000C

0.0

1.5

0.0

IR0 C0C

PaHHsasa ctagus andpdepeHymposku
CpepgHsas ctagus auddepeHLpoBkm
MNosgHsa ctagusa auddepeHunpoBku
PaHHsia ctagus rubenu

CpepgHss cragusa rmbenu

[No3aHaa ctagua rnbenun

PaHHsis cTagusa anddepeHLMpoBKU
CpepgHsis ctagus auddepeHLpoBky
MosaHasa cTagusa avddepeHyMpoBKN
PaHHsasa ctagus rubenu

CpeaHss cragus rubenu

Mo3aHssa ctagus rnbenu

PaHHsasa ctagusa auhdepeHympoBku
CpeaHsis ctagus auddepeHLpoBKu
Mo3pHaa ctagus avddepeHLpoBKU
PaHHsas ctagus auddepeHympoBku
CpepgHsis ctagus auddepeHLpoBKkm
Mo3gHaa ctagus anddepeHypoBKu

Puc.89. OxpyriocTs sjep aHTHUIIOAAIBHBIX KJIETOK pPa3HBIX SPYCOB HA CTaIHSIX
muddepernrpoBku u rudenu. JInausa — menuana, * p<0.05 mo kpurepuro ManHa-YuTHH
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4.3.5. XapaKkTepucTHUKH si/iep AHTUIOAAIbHBIX KJIETOK OIJIOOTBOPEHHBIX 3apoAbIlIeBbIX
MEIIKOB

Ha puc. 90 npuBeneH TUMMYHBIA KOMIUIEKC HA cTaguu panHed nuddepennuposku. Bee
anpa okpyrasle (ot 0,832 no 0,97), ¢ HEeMHAMBUAYAIU3UPOBAaHHBIMU XpoMocoMaMu. Kiietku
pasHBIX SApYycoB pasnuyarorcsa mo coxaepxkanuto JJHK (B kimerkax 6aszanbHoro sipyca — 7-11C,
cpennero — 19-24C, anukanpHoro — 28-43 C) u mmomanu (6a3ansHblil - 861,7 — 16523 MKM?,
cpennuii — 2044,2 — 3036,1 mxm?, anukanbHbli — 3250,4-4312,8 MkM?).

28¢
3250,4 mxa®
0832
23¢ %' ’
L2 MEM?
Ll

11c
1616,1 Mxm?
0,961

2

3805,5."' ' 2953 ,3'“- ;2

0,963 0,962

19¢
2904,7 mxm?
0,961

Puc. 90. XapakTepuCTHKH s/Iep aHTHITONATBHBIX KJIETOK Ha CTaIuu paHHed auddepeHnnpoBkH,
CHHHMM LIBETOM OOBEJEHBI sJIpa KJIETOK 0a3aJbHOr0 spyca, KPacHbIM IIBETOM OOBEAEHBI sijpa
KJIETOK CPEJHETO sipyca, 3eJIeHbIM [IBETOM O0BEECHBI pa KJIETOK anukajabHoro sipyca. LHudpamu
0003HaYeHa IIOUAHOCTS S/IEP, TUIOIIAb SJIEP, OKPYIIIOCTD sep.

139



Ha puc. 91 nmpuBeneH TUNMMYHBINA KOMIUIEKC Ha cTaauu cpeanen nuddepeHnupoBku. Bee
aapa okpyrasle (ot 0,839 nmo 0,97), B simpax cpeaHero M AamMKaibHOIO spyca 3aMETHBI
WHVBUIYAIbHBIC IOJIMTEHHBIC XPOMOCOMBI, B YaCTH SIJIEP CPETHETO U B sApax 0a3aibHOrO sipyca
XPOMOCOMBI HE MHANBUAYAIU3UPOBaHbl. KIeTKH pa3HbIX SpyCcOB paziuyaroTCs MO COJEPKaHUIO
JHK, no cpaBHeHuto ¢ paHHeu cranueit coaepkanue JJHK u mmomanu B sapax anvkaabHOTO
sipyca BblIe (B KJIeTKkax 0a3zanbHOro sipyca — 7-16C, cpeanero — 14-25C, anukansHoro — 30-70 C,
6azanpHbli sapyc — 1337,9 — 2015,8 mxm2, cpenuuii — 2589,5 — 3976,2 MKkM?, anMKambHBIH —
3250,4-9715,3 mMxm?).

’ | L 3;0 5\
SV 38 | 46891 pricot
5 103,6 MKM‘ L0979
y_ 0888 | “

Te 16c
1337 9MKm? 2799 8'.uiM- j

A2c
1.999,5 mxcm’
0,955

14¢
3 037.6 Mrm?
0,943 ‘Ul‘@c
2 589,5 mkm’ -
0,921

L 19¢ : e | 47160?&1"

3 583.0 MKM? \ 5 |
0,927 3 ‘4 ‘9’9 ]
’ a0 B
16¢ 160 \5.716,3 micm?
2 972,7 miem’ 31605 M2 1 L 921

\ ¥ .
~q 0963 \ ‘

3 976, ZYKM‘
0,945

Puc. 91. XapakTepucTMKH sA€p AHTUIONANBHBIX KIETOK Ha CTaAMM  CpelHei
g depeHIIMPOBKY, CHHUM I[BETOM 00BEIEHBI Spa KJIETOK 0a3aibHOIO sIpyca, KpaCHBIM IIBETOM
00Be/IEHBI si/ipa KJIETOK CPEAHETO sIpyca, 3eJIEHBIM IIBETOM OOBEIEHBI sApa KJIETOK allMKaJIbHOTO
apyca. Huppamu o603HaueHA INIOUAHOCTD SAEP, IUIOMAb SJIEP, OKPYIIIOCTh SEp.
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Ha puc. 92 npuBenaeH THUNMWYHBIA KOMIUIEKC Ha CTaauu TMo3AHEH nudQepeHInpoBKH.
Knerku cranoBsitcs Oosiee BoITAHYTHIMH (0, 725 — 0, 968), B sigpax BceX spycOB 3aMETHBI
WHAUBUIYAIbHBIC TIOJMTEHHBIE XPOMOCOMBL. KJETKHM pa3HBIX SPYCOB paziUYarOTCs IO
conepxanuto JIHK u mmomanu (B knerkax 6azanpHOTO sipyca — 20-28C, cpeanero — 74-117C,
anukabHOTO — 41-72C, GazanpubIl spyc — 886,3 — 2013,6 MKM?, cpennnii — 2269,2 — 3961,4

MKM?, alIMKaIbHbIH — 3486,5-5676,1 MKkM?).
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3216,745 mxm?
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N /3 >~ §8c
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L 09
o > 53¢
62¢ 2 597,5 mim?
2 269,2 mxm? 0,95 s3c

24 0, T 3961.4 mxm?
1/356, 8 46¢ 0,935
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0, 82 2 62& g ‘9"(“ 3 7459 mxm?
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/
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[ 5271,7 mum? (
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0,73 el

205,2 mxcm?
0,843

Puc. 92. XapakTepucTuku sAep AHTUIONANBHBIX KIETOK Ha CTaAMU  CpelHei
g depeHIIMPOBKU, CHHUM I[BETOM 0OBEIEHBI Spa KJIETOK 0a3aibHOIO sIpyca, KpaCHBIM IIBETOM
00BeIeHBI siipa KJIETOK CPEAHETO sIpyca, 3eJIEHBIM IBETOM OOBE/IECHBI sipa KJIETOK allMKaJIbHOTO
aovca. [lndboamu 0603HaueHA INIOUIHOCTD SAED. IUIOMIAIb SIED. OKDVIVIOCTD SIED.
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Ha puc. 93 npuBeaeH TUNUYHBIA KOMIUIEKC Ha CTaauu paHHed rudemn. Cpenau KIETOK,
0COOCHHO amMKAJIBHOTO spyca BeTpeuaroTcs BhITAHYThIe KiaeTku (0,575-0,961), B sapax Bcex
SIPYCOB BBISBIISIOTCS WHAWBHIyaJIbHBIC TIOJTUTCHHBIE XPOMOCOMBI, B 4aCTH KJIETOK HAOIIOAaeTCs
00bEIMHEHNE XPOMOCOMHBIX TEppUTOpUi. KileTKM pa3HBIX SipyCOB 3HAUUTEILHO Pa3IHYAOTCS 10
conepxanuto JIHK u mutomanum sizep (B kieTkax 6a3anbHoro sipyca — 25-26C, cpenanero — 34-66C,
anukanpHoro — 89-221 C, 6azanbubiit sipyc — 2102,3 — 2292,2 MKM?, cpenuuit — 2453,6 — 4608,5

MKM?, aniKanbHbIi — 5411,2-13864,6 MxM?).

-

42¢
3 251,0 MEMm?
0,688

S0c ©
gfc 3.653,1 mem®
24536 mxm’ 0,909
[N e -
C

25¢

2 1023 mema” 26¢
0,952 %MKM:

Puc. 93. XapakTepuCTHKH sIep aHTHIIOAAIBHBIX KIIETOK Ha CTAIUU pPaHHEW THOENTH, CHHUM
[[BETOM OOBENIEHBI sAapa KIETOK 0a3albHOrO sSpyca, KPaCHBIM IIBETOM OOBEICHBI S/Apa KIETOK
CpeIHero spyca, 3€JIeHbIM I[BETOM OOBEIEHBI siipa KIJIETOK amukajabHoro sipyca. lludpamu
0003Ha4YeHa MIOUTHOCTS S7ep, TUIOMAb SAep, OKPYTIOCTh SAep.
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Ha puc. 94 npuBeneH TUTIMYHBIM KOMIUIEKC Ha CTaauu cpenHel rubdenu. Berpewaercs
MHOTO BBITSIHYTBIX SIZICP, BBIPOKEHBI OTIIMYHS B OKPYTJIOCTH sZCp pa3HbIX spycoB (0a3aibHBIN -
0, 706 — 0,873, cpemuuit — 0,357-0,663, anukanpabli — 0,257-0,68), B OONMBIIMHCTBE sIEp
HaOJr01aeTCsl 0OBETMHEHNE XPOMOCOMHBIX TeppUTOpHiA. KIIETKH pa3HBIX SPyCOB 3HAYUTEIHHO
pasnuyatorces 1o cogepxkanuto JJHK u momanu siaep (B kiaeTkax 6a3anpHOTO sipyca — 32-44C,
cpennero — 30-84C, anukansHoro — 53-244 C, 6azansHslii spyc — 1921,8 — 2903,7 Mxm?, cpenmit
— 1823 — 3673,1 MxM?, anukanbHsii — 2093,0-14756,9 Mxm?).
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" 53¢
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3 487,5 mxm *
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Puc. 94. XapakTepuCTUKH Si7iep aHTUIIONATBHBIX KIETOK HAa CTaJAWM CPEAHEH TMOeNnu, CHHUM
IIBETOM OOBEJICHHBI si/Ipa KJIETOK 0a3ajibHOTO spyca, KPACHBIM IIBETOM OOBENEHBI sipa KIETOK
CpeIHEro sipyca, 3eJeHBIM IIBETOM OOBEIEHBI siApa KIETOK amukaiabHoro sipyca. Lludpamu
0003HaYeHa MJIONIHOCTB SJEP, TUIOMIAIb SJIeP, OKPYTIIOCTH SIED.

143



4.4. CrTpykTypa oOpraHejJ HNUTONJIA3Mbl AHTHNOJAJBHBIX KJIETOK Ha CTaIuHl

au¢depeHINPOBKH H KIETOYHOMH rudesIn.

4.4.1. CBeroBast MUKPOCKONHS OPraHeyl HUTOIIA3MbI

B nuromuiazMe aHTUNOJANBHBIX KIIETOK, HAXOAIIUXCA Ha cTaauu U GepeHUpOBKY, C
IOMOIIIBI0O MMMYHOLMTOXUMHYECKOTO OKpPALIMBAHUS BBIABUIM OCOOEHHOCTH JIOKAJIM3aLUU
IPaHyJIIPHOTO PETUKYJIyMa, IUKTUOCOM ammapara ['oybJKM, MUTOXOHJPHUH, aKTHMHOBBIX
(brI1aMeHTOB 1 MUKPOTPYOOUeK.

Jis ToKanu3ay OpraHelly, yYacTBYIOIIMX B BBINOJIHEHUH CEKPETOPHOM (pyHKIMH, ObL1a
poBe/ieHa TpexMepHas PEKOHCTPYKLUS AQHTUIIOAIbHBIX KJIETOK nocie
UMMYHOLIUTOXMMHMUYECKOTO BBISBICHUS TIPAHYJISIPHOIO PETUKYyJIyMa W JUKTHOCOM. bblIo
IIPOBEJICHO CPaBHEHME JIOKAIU3ALMK 3TUX OpraHeiul B KJIETKAaX PasHbIX SPYyCOB KOMILIEKCA Ha
Pa3HbIX CTalUAX pa3BUTHA. AHaAU3 PACIpEAETCHUS TPAHYJSIPHOTO PETHKYJyMmMa U JUKTHOCOM
II0Ka3aJl, YTO OHU PaBHOMEPHO PACIHOJIAraroTCs M0 BceMy 00bEeMy LIUTOIUIA3MbI B KIETKaX BCEX
SPYCOB, JOCTOBEPHBIX OTJIMYMHA JAJISI KJIETOK Pa3HbIX SIPyCOB BBIABIEHO He Obu10. JnddysHoe
pacnpenenenue DIIP u anmapata ["onbpku Ha panHe cragun AudQepeHInpPOBKH IPEACTABICHBI

Ha puc. 95 u 96.

Puc. 95. Jlokanm3zanus DI1P (KDEL) B kieTkax aHTUNOAAILHOTO KOMILICKCA HA paHHEH CTauu
mudPepeHITMPOBKH. a-KOMIUIEKC aHTHIOJAIBHBIX KIETOK, O, B — aHTHIOIaIbHbIC KICTKHU. O -
KJIeTKH 0a3ampHOrO sipyca, Csl — KIETKH CPEIHEro sipyca, as - KIETKH aluKalbHOTO sipyca.
MacmtabHbiii 0Tpe30K — 30 MKM.
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Puc. 96. Jlokamm3anus anmapata ['onsmku (K58) B kileTkax aHTUIIONATBHOTO KOMITIIEKCA Ha paHHEH
cragun audGepeHIPOBKUA. a - KOMIUIEKC aHTUIOIAIBHBIX KJIETOK, O, B, T — aHTHIIOAAJIbHbBIC
KJICTKH. asi - KJIETKU alluKaJIbHOTO SIpyca, ¢S - KIETKH CPeHero sipyca MacmTabHblil orpe3ok — 30
MKM.

Ha cpenneii m mosmueit cragum auddepenuupoBkn DIIP u auKTHOCOMBI ammapara
l'onpku  pacnpenensiorcs MO LMTOILIa3ME PAaBHOMEPHO BO BCEX KIETKaX KOMILIEKCA.
Pacnpenenenne OIIP u anmapata [onpmku Ha mno3nHed craguu  AUQGEPEHIUPOBKU

npezcTaBieHsl Ha puc. 97 u 98.

Puc. 97. Jlokanuzamus DI1P (KDEL) B kiieTkaxX aHTUIIOAJILHOTO KOMITJICKCA Ha CTa/INH MO3HEH
¢ depeHIIMPOBKU. a - KOMIUIEKC aHTUIIOIAJIbHBIX KJIETOK, O, B, T — aHTUNOAAJIbHbIE KIETKH. 05
- KJIETKH 0a3albHOTO sApyca, Cs - KIETKH CpPEeIHEro sipyca, as - KJIETKH aluKaJbHOro spyca.
MacmtabHbiii 0Tpe30K — 30 MKM.
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Puc. 98. Jlokanmu3zanus anmapara [ompmxu (K58) B kieTkax aHTHIIOAANBHOTO KOMILIEKCAa Ha
no3aHed craaun  IUGQGEpPeHIUPOBKU. a-KOMIUIEKC AHTHIIOJAIbHBIX KJIETOK, O, B, T —
AHTUTIOAAJTbHBIC KIETKH. O — KJIETKU 0a3aJbHOTO sipyca, Csl - KIETKH CPEeTHEro sipyca, as -
KJIETKH alMKaIbHOTO Apyca. MacmTaOHbIid 0Tpe30K — 30 MKM.

Ha craguu rubenu komuuectBo nuctepa DIIP (puc.99) u mukTriocom ammapara [ oiboku

(puc.102) cHmkaeTcst Mo CpaBHEHUIO co cTanueii auddepeHIPOBKY.

DAPI ) DAPI

Puc. 99. Huctepnust DI1P (KDEL) aHTHIOAATBHBIX KJIETOK OIUIOJOTBOPEHHBIX 3apOIBIIIEBBIX

MEIIKOB Ha craauu uddepeHipoBkd (a) u Ha craauun rubemn (6). TpexmepHas

pekoHcTpyKIusa. MacmTad — 10 Mxwm.
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Puc. 100. /Tuxtrocomsr anmapara ['ompmku (S8K) aHTHIONATBHBIX KIETOK OTUIOOTBOPEHHBIX
3apOJIBIIIEBBIX MEIIKOB Ha CTa UK (G depeHIIMpoBKH (a) U Ha cTaguu rudenu (0). TpexmepHas
pekoHcTpyKIusa. MacmTad — 10 Mxwm.
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Ha cragun nuddepeHnpoBkr B IUTOIUIa3ME KIETOK Pa3HBIX SPYCOB KOMILIEKCa
BBISIBJISIFOTCS MHOTOYHCIIEHHBIE MUTOXOHIPHH, PABHOMEPHO PACIIOJIOKEHHBIE 10 BCEMY 00bEeMY

nuroria3mel (puc. 101).

Puc. 101. Jlokanu3zamus MUTOXOHIpH (CytOChrome C) B KJIeTKaxX aHTHITOJATLHOTO KOMILJICKCa
Ha cpenHed craguu U EepeHITUPOBKU. a-KOMIUIEKC AHTUIIOAAIBHBIX KIETOK, O, B, T —
aHTHNoNanbHble KiIeTku. Os1 — simpa (DAPI) kierok Gas3anbHOro sipyca, s - sigpa KIETOK
CpEIHEro sipyca, as - sipa KJIEeTOK alluKaJIbHOTO sipyca. MacimtaOHbIi oTpe3ok — 30 MKM.

Ha cragum rubeny KJIETOK aHTUIOJAIBFHOTO KOMIUIEKCA ITUTOXPOM C BBISBISIETCS B
mutoxouApusx (puc. 102, a) w nwmrtorutazme (puc. 102, ©) HEKOTOPBIX KIETOK, 4YTO
CBHUJIETEJIbCTBYET O BBIXOJE€ LUTOXpOMa ¢ M3 MuUTOXoHApuil. Ha paHHux sTanmax rubenu B
OOJBIIMHCTBE KJIETOK COXPAaHAIOTCS MHTAaKTHble MUTOXOHIpuu. Ha cpenneil cragum ruGenu
BBISBIISICTCS OOJIBIIIEE YUCIIO KIIETOK C JIOKAIHM3AIMeH IUToXpoMa ¢ B rutoruiazme (puc. 102, B).
Ha ¢unanbHbIx 3Tamax rubenu KOMIUIEKCa BBIXOJ IIUTOXpoMmMa ¢ HaOJIoJaeTcss BO BCEX

AHTHITOIAIBHBIX KJIeTKax koMIuiekca (puc. 102, T - u).
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Puc. 103. IlutoxpoM ¢ B MUTOXOHJAPHSIX (2) U aHTUIOAATBHBIX KiIeTkax (0) Ha cTajuu rudeu
KOMILTEKCa (B) OIJIOOTBOPEHHBIX 3apO/IBIIICBBIX MEIIKOB. Sipa aHTHITOAAIBHBIX KICTOK (T, 1)
Y BBIXOJ] IIATOXpPOMA C U3 MUTOXOHIpUH (11, 3), coBMemeHue (e, u). MacmrabubIit otpe3ok — 10
MKM.




Ha cragun muddepennupoBku (puc. 104, a) m rubenu aHTUMOMATBHBIX KIIETOK
HeoronoTBOpeHHBIX (puc. 104, 6) 3apoABIIIEBBIX MENIKOB B IIUTOIIa3ME BBISBISIOTCS
WHTAKTHBIE MUTOXOHJPHUH. BBIXOga MHUTOXpOMA C M3 MUTOXOHIpH HE HAONIOAaeTcs, AaxkKe B
KJIETKaX C MOJHOCTBIO JIerpaupOBaBIIMM XpoMaTuHOM (puc. 104, 6).

Takum o0Opa3oM, MUTOXOHAPUHM YYACTBYIOT B MPOTrpaMMHPYEMON KIETOYHOM rubenu
AHTUTOJAIBHBIX KIETOK W3 OIUIOJOTBOPEHHBIX 3apOJBIIICBHIX MEIIKOB M HE YYacTBYIOT B

KJIETOYHOM ru0eIn AHTHUIIOJAJIBHBIX KJICTOK M3 HCOIIJIOAOTBOPCHHBIX 3apOJAbIIICBbIX MCIIKOB.

DAPI TIIUTOXPOM C DAPI 1LIUTOXPOM C

Puc. 104. a - LlutoxpoM ¢ B MHUTOXOHJPHSX AHTUIOJAIBHONW KIETKH HEOIUIOJOTBOPEHHOIO
3apOABIIIEBOTO MeIiKa Ha craguu auddepeHnmnpoBku. 6 - ILluToxpom ¢ B MHUTOXOHIPHUAX
AQHTUIIO/ATBHOM KIJIETKH HEOIUIOAOTBOPEHHOTO 3apOABIIIEBOT0 MEIIKAa Ha CTaJud TUOEeIH.
MacmraGHslii 0Tpe3ok — 10 MkM.

Ha panselt cragunm 1nud¢epeHIUMpOBKM B LUTOMJIa3Me AHTHIOAAIBHBIX KJIIETOK
0a3aJpHOr0, CPEIHEr0 M aMKAIBHOTO YPOBHEW BBIABIISETCS TOHKAs HEYNOPSIOYCHHAs CeTh U3
MHOTOYHCIICHHBIX ITyYKOB KOPOTKHX MHKpoTpyOodek (puc. 105, a, 6). Ha mo3mneit cragum
¢ GepeHIIMPOBKH BBISIBIISTIOTCS IJIOTHBIE MMPOTSHDKEHHBIE IMyYKH MUKpOTpyOouek (puc. 105, B, ).
B aHTuMnojganpHBIX KIETKax Ha CTaJWU TNPOrpaMMHUPYEMOM KJIETOYHOM rulenu peaxue,
(parMeHTUpOBaHHbIE IYyYKH MHUKPOTPYOOUEK COCPEIOTOYEHBl B LUTOMJIa3Me  MEXIy
WHBarHHAIMN sIEpPHON 000JI0YKH BOKPYT MOJIUTEHHBIX XpoMocoM (puc.106). Ha mo3nueit craaun

rudenu MUKPOTPYOOUKH HE BBISABIISIOTCS.
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Puc. 105. MukpoTpyOOUKH KJIETOK aHTHIIOIaILHOTO KOMILJIEKCA Ha CTaauu AU(HEepeHIIUPOBKH.
a, B — supa (DAPI) aHTHIO#aNbHBIX KJIETOK, O, I — IMy4YKH MHKpPOTPYOOuYeK (aHTUTENa K
TyOynuHy, kj0oH DM1a) B uTomniazMe aHTUIOJAIBHBIX KJIETOK Ha PaHHEH U CpefHel cTagusx
muddepeHmpoBkr. MacmTaOHBIN 0Tpe30K - 20 MKM.

Puc. 106. MukpoTpyOOUKkH IMTOIJIA3Mbl AHTUIONATBHONW KJIETKH Ha CpeIHed CcTaauu
nporpamMmmupyemon rudenu. XpoMOCOMBI siipa aHTUIIOAAIBHON KJIETKU TPE/ICTaBlIeHa Ha JIBYX
ontuueckux cpe3ax (a, B, DAPI). Penkue, ¢parmeHTHpOBaHHBIE MYyYKH MHUKPOTPyOOUEK
COCpPEIOTOUYEHBI B IUTOIUIA3ME MEXIY WHBAarMHAIMH SACPHONW 00O0JOUYKH BOKPYT MOJHTEHHBIX
xpomocoM (0, r, DM1a). MacimraGHbIi 0Tpe3ok - 20 MKM.
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Ha Bcex crammsax nuddepeHIMpoBKH B KIETKaX BCEX YPOBHEH KOMIUIEKCA BBISBISLIACH
pa3BeTBIIEHHAas CeTh AaKTHHOBBIX (QuiaameHToB (puc. 107). [IpoTsokeHHBIE — ITy4YKH
MHUKPO(GUIaAMEHTOB (POPMHUPYIOT KOHLIEHTPUUYECKUE KPYTHU SIEp BCEX AHTUIOJAIBHBIX KIIETOK,
OT/AEJbHBIC yYKH JIOKAIN30BaHbI B KOPTEKCE UTOILIA3MBI IO IJIa3MaTHYecKoii MeMOpaHoii. Ha
JTamax TUOEIM AHTUNOAAIBHBIX KIETOK KOMIUIEKCAa ITyYKHM AaKTHHOBBIX (PHUIaMEHTOB

IIPOPEKNUBAIOTCSL.

Puc. 107. AxTrHOBBIC (prTaMEHTHI IUTOTUIA3MBI AHTUTIOABHBIX KJIETOK Ha CTAIUsIX pPaHHEH U
cpenneit nuddepeHunpoBKU. MUKpO(hUIAMEHTB OKPYXAloT SApa aHTHUIOAAIBHBIX KIIETOK
KOMIUIEKCa (a) M BBIIBISIOTCS MEXIYy BakyoJls MU W Ha Tepudepur IuToriasmMel (0).
MuxkpodunaMeHTsl aHTUIIONANBHBIX KIETOK KomIulekca (B, A, k — DAPI; aktuHOBbIE
duaMenTsI - T, €, 3). MacmtabHbIi 0Tpe30k - 10 MKMm.
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4.4.2. YabTpacTpyKTypa opraHe/u1 UTOMJIa3Mbl AaHTHIIOIAJIBbHBIX KJIETOK

['panynspHbIi pEeTUKYIyM Ha paHHUX CTaauax JTuGGEepeHIMPOBKA HMMEET BUJ
pa3BeTBIEHHON ceTH IIockuX IucrepH (20 um) BOmm3m sapa (puc. 108, a, 6), B nuromnazme
KJICTOK BBISIBIISIFOTCS B MHOTOYHCIICHHBIC ITUCTEPHBI (quamerp 40 HM), OKpBITBEIE prOOCOMaMu
(puc. 108, B). Ha cramuu no3auei nuddepeHIMpoBKH ¥ Ha CTaausAXx THOENIH B IUTOILIa3Me
AQHTUIIO/IABHBIX KJIETOK BBISBIIAIOTCS KOHIECHTPHUECKUE KPYTH TPAHYJISIPHOTO PETHKYIyMa (pHC
108, r, k) u pacmupeHHbie UcTepHbl (Oosee 60 HM) (pHC. A, €) C MEHBUIMM KOJIMYECTBOM

pubocoM.

Puc. 108. YnpTpacTpyKTypa TpaHyIsSipHOTO PETHKYJIyMa IIUTOIIa3Mbl aHTUTIOJATBHBIX KIIETOK
3apOJBIINICBOTO MEIIKa MIICHUIBI Ha CTaausax AUPQPEpeHIUPOBKH U MPOrPaMMHUPYEMOt
kieTouHor rubenmn. CeThb NPOTSHKEHHBIX IUIOCKUX IUCTEpH (a, 0, B) W TpyOouek (B, T)
TPaHyJISIPHOTO PETHKYIyMa Ha paHHel ctaanu auddepenunpoku. KonnenTpuueckue kpyru (T,
’K) U paclIMpeHHbIE IUCTEPHBI TpaHysIpHOro peTukyiayma Ha cramusx [IKID (x, e). SnepHas
000J104Ka - 510; TOTUTEHHBIE XPOMOCOMBI - XP; CETPEerHpOBaHHBIC KOMIIOHEHTHI SAPHIIIKA - CKSIK;
TPaHYJSPHBIA PETUKYIIYM 3IIP; MUTOXOHIPHH - M; TIACTUIBI IT; TUKTHOCOMBI — JI; BaKyOJIH - B;
KJIETOYHAs CTeHKa - K¢. MacmTabHbIi 0Tpe3ok: a, 0, B — 10 MkM; T, 1, €, K - 5 MKM.
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Ha pannux cragusax nuddepeHIMpoBKH aHTHITOAATBHBIX KIETOK JUKTHOCOMBI arapara
lonpmky UMEIOT KpyMHBIE pACHIMPEHHBIC aMITYJIbl C MPO3PAYHBIM COACPKUMBIM Ha KOHIIAX
Kaxoro u3 6 -7 memkoB cronku (puc.109, a, 6). JluckoBHIHBIC IUCTEPHBI B COCTABE arrapara
Tosbku pacmosiokensl 6ojiee peixiio U HeynopsgoueHHo (puc.109, a, 6). Ha Gosee mo3mHux
cTamusix pa3BuTHs koMiuiekca (puc. 109, B-e) ynopsiioueHHbIe (TapauiebHbIC) CTOMKA MEIIKOB
OOJIBIIMHCTBA JUKTHOCOM CHJIBHO M3rHOaroTcs (B, 1), HUCTEPHBI amnmapara [ oJbpIKd UMErOT
pasHyto mpoTsikeHHOCTh (puc. 109, r). Okono TpaHC-IIUCTEPH BBISBISIOTCS MHOTOUYMCIICHHBIE

Be3uKybl (puc. 109, B). 3aMeTHBI MeNKHe aMITyJIbl Ha KOHIax 1uctepH (puc. 109, B-¢).

Puc. 109. VYaprpacTpykTypa ammapara [OJbDKH B IMTOIUIA3ME AHTHIIOAAIBHBIX KIIETOK
3apOJBIINICBOTO MeEIIKa MIICHUIBI Ha CTaausIX IudGEepeHIHUPOBKA W MPOTPAMMUPYEMOI
KyieTouHoi rudenu. Ha panneit cragum nuddepeHIupoBKY OTAEIbHBIE TUKTHOCOMBI COCTOSIT U3
5-7 MIOCKUX UCTEPH C pacUIMpPEeHHBIMH aMITysiaMu (a, 6). Ha craguax mporpamMmupyemoit
KJIETOYHOM THOeIN CTONKH LUCTEPH AUKTHOCOM H3O0THYTHI (B, T, 1, €). JlukTnocomsl — I
TPaHyJISPHBIA PETUKYIIYM - 3IP; MUTOXOHJPHUH - M; BaKyoJu — B. MaciraOHbIii otpe3ok - 100
HM.
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Mutoxounpuu (puc. 110) Ha cramusx paHHed AUPPEPEHIUPOBKH — 3TO HEOOJBIIHE
OKpyrible opranemisl (nuamerp 200 HM) ¢ manmbleBUAHBIMU Kpuctamu (nuamerp 10-100 HM)
(puc.110, a, 6). Ha Oomee mo3aHMX 3Tamax B KIETKaxX 4Yalle BBIABISIOTCS YalleBUIHBIC

MuToXoHIpHH (quamerp 1,5 Mxm) (puc.110, B, T).

Puc. 110. VYaprpacTpykTypa MHUTOXOHAPUH IUTOIUIA3MBI  AHTHUIOJANBHBIX  KIIETOK
3apOJBIIIEBOrO MeIIKa IMIIEHUIbl Ha CcTagusax Au(QepeHuUpoBKM U MpOrpaMMUpyeMon
KJIeTOYyHOW TuOenu. Bce MUTOXOHAPUM aHTHUNOJANBHBIX KJIETOK HMEIOT MajbleBUAHbBIE
HEeymnopsiioueHHble KpUCThl. Ha paHHux sTanax nud¢epeHupoBKH MUTOXOHAPUH KPYTJIbIe C
nuametpom oT 0,5— mo 1 Mxwm (a, 6), BCTpEYaroTCsl YalleBUIHbIE MUTOXOHIPUU C AHaMeTpoM |
MKM, Ha ctagusx [IKI vaie BBISBISAIOTCS YalleBUIHbIE MHUTOXOHIpHUHU (B, T). MacmtaOHBbIHi
otpe3ok - 500 Hm.
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[TmacTuabl B aHTUNIOJATBHBIX KIIETKAX MPECTAaBICHBI JIeHKoITactamu. Ha panHuX 3Tanax
pa3BUTHS KOMIUIEKCA JICMKOILIACTHI AHTUIIOAATBHBIX KIIETOK HMEIOT pa3zHooOpaszHyro ¢GopMmy:
BBISBIISIIOTCSL TaHTENEBUIHBIE C meperTsokkamu (puc. 111, a) u yameBUAHBIMH OONACTSAMH,
KoJblieBuaAHbIE (puc. 111, 6), HECKONBKUMH JlaMe/UIaMH M KpaXMaJIbHBIMH 3€pHaMH, IO3]HEE
BBISIBIISIFOTCSI HEOOJIBIITNE AJIOYKOBUIHBIC TUIACTH/IBI C TEMHOH CTPOMOUN M HEOOJIBIIUM YHCIOM

KpaxMaibHbIX 3€peH (puc. 111, B). Ha KoHIIaX HEKOTOPBIX IUIACTU/I BBISBISIFOTCS OCJIKOBBIC TEJa
(puc. 111, 1).

Puc. 111. VaprpacTpykTypa miaacTuj (JISWKOIUIACTOB) IUTOIIA3Mbl aHTUITOJAIBHBIX KJIETOK
3apOJBIIIEBOr0 MEIIKa MIIeHUIBl Ha cragusx auddepenunpoBku. Ha cragusx akTUBHOTO
(GYHKIMOHUPOBaHUS KIIETOK (hopMa M pa3Mep IUIaCTH] BapuaOeibHBI. Y IJIACTU 3epPHHCTAs
CTPOMa, BBISBIISIIOTCS €AMHUYHBIC JTaMEIUTbl U HECKOJIBKO MEIKUX KpaxMalbHbIX 3E€peH (a-T).
[TmacTuaer MOTYT UMETH TIEPETSHKKH (a), UMETh JameBuaHyo Gopmy (6), popmy mamouxu (B),
WY CIIOKHYIO (hopMmy (T) ¢ GenkoBbIM TenoM (0T). MacmtaOHbIi oTpe3ok - 500 HM.
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MHOro4YnCICHHBIE MacisSHBIC TeNbIla, OKPYXeHHbIe MemOpaHou (puc. 112, a, 0) wm
JTUNHUAHbIE Karmi 0e3 mMeMOpanbl (puc. 113, a) BBISABISIFOTCS B IIMTOIUIA3ME aHTHUIIOJAIBHBIX
KIETOK Ha paHHEH W cpenHed cramusx AuGQGEepeHIIMPOBKHA OKOJIO IUCTEPH TPAHYISIPHOTO
9HJIOTIA3MATHYECKOTO PETHKYJIyMa M BOJM3UM MHTOXOHIpuW. Ha mo3mHux cramusx rubenn

JIMIIMIHBIE KAIUTH MOYKHO YBI/IILGTI: ¥ B MHBarMHalMAX, U B ;mpe (pHc 113, 0, B).

A
~d

Puc. 112. YabTpacTpyKTypa MacjieHbIX Tejiel (MT) aHTHIOAAJIbHbIX KieTok BOim3u OIIP Ha
CTaguu paHHeH J:[H(b(bepeﬁunpOBKH MaCH_ITa6HBII/I OTPE30K - 2 MKM.

Puc. 113. VYupTpacTpykTypa JHMIUAHBIX Karenb AHTUIOJAIBHBIX KIETOK Ha CTaIuix
TG GepeHIIMPOBKH U MPOrpaMMUpYeMON KJIeTouHoM rubenu. Jlunuanele kamiu (JIK) B
[IUTOIJIa3Me KJIETKH Ha CTajuu Au(pGepeHINpPOBKH — a BOJIM3HU sAApa U B SApPE aHTUIOAATBHBIX
kietok Ha ctaauu [IKD — 6, B. IK — IMIUHbBIE KAaIlIM; KJIETOYHAsl CTEHKA KC; sijepHast 000JI0uKa
sI0; BAKyOJI B. MacmTaOHBIN OTPE30K - 2 MKM.
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CTpyKkTypa KJIETOYHBIX CTEHOK MEXIY AaHTHIIOJaIbHBIMH KJIETKaMH HEOIHOPOJIHAS,
TONMHA €€ HEOJUWHAKOBas, B HEW HAONIOMAIOTCS HEYNMOPSIOYCHHbIE MHUKPO(GUOPHILIBI
reMUIIeIUTI0N036! (puc. 114, a, 6), munuaHble Karumm U Be3ukymsl (puc. 114, a, 6), BcTpeuarorcs
SIBIICHHS YK30IIMTO3a MYJIbTUBE3UKYJISIPHBIX TEJIEI] B KIICTOYHbBIC CTCHKH WK anoruiacT (puc. 114,
a). MyJIbTHBE3HUKYJIIPHBIC TEJbIAa YacTO OOBEAMHEHBI C MIa3MaTHUYECKONH MEMOPaHOW U TaKKe

BBISIBJIAIIOTCS B uToriasme (puc. 115).

Puc. 114. YipTpacTpyKTypa KIETOUYHBIX CTEHOK aHTHITOTATBHBIX KJIETOK 3apOIBIIIIEBOTO METIKa
MIIEHUIIBI Ha cTanusax quddepeHmupoBky. Kierounbsle CTeHKH (KC) MEXAy aHTUIOAATbHBIMU
KIETKAMH WMEIOT HEOJAWHAKOBYIO TONMIIMHY H  HEYNOPSJOYCHHO PAaCIOI0KECHHBIC
MUKPOGUOPUILTBEI  TEMHUIEIUTIONO03bI, * - MYyIJIBTUBE3UKYISIPHOE TeNO0, OOBEAMHEHHOE C
Ia3MaTHIeckoi MeMOpaHoii (TTM). MacTaOHBIH OTPE30K - 4 — 2 MKM; 0 — 5 MKM.
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R

Puc. 115. YibTpacTpyKTypa MyJIbTUBE3UKYIISIPHBIX TEJIEIl aHTUITOAATBHBIX KJIIETOK Ha CTAIIHIX
TU(GQGEpeHIMPOBKM B LUTOIUIa3ME AHTUIIOJANBHBIX KJIETOK (a), OOBbEeIMHEHHbIE C
I1a3MaTH4ecKoi MeMOpaHoii (6, B). B 06s1acTH K1€eTOYHBIX CTEHOK 00OHApY>KE€HbI KOMIOHEHTHI
MYJIbTUBE3UKYJISIPHBIX Telell (T, 1, 3Be3/104KkH). Macmrad —a — 2 Mkm; 0, B— 1 MKkM, T, 1 — 2
MKM.

Ha6mo,uanc;1 MNEpCHOC OpPraHeill — IJIACTUua " MI/ITOXOHI[pI/Iﬁ 4gepe3 MIMPOKHUEC KaHaJIbI
KJICTOYHOM CTCHKU MCXKAY KIICTKaMH (pI/IC 116) U MCXKIAY AaHTUIIOAAJIbHBIMU KIICTKAMU U
HOECHOLIUTOM 5HAOCIICPMA.

Puc. 116. IlepeHoc pa3IMYHBIX OpraHEeIUT W3 AHTUITOJATLHOW KJIETKH (aHT) B dHAOCHEPM (3)
yepes MUPOKHUE KaHaJbl (CTPEIKH) B KIIETOYHOM CTeHKe (Kc). MaciTaOHbIN 0Tpe30K - 2 MKM.
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4.5, Ilepuoau3anus pa3BUTHS AHTUNOAATbHBIX KJIETOK

B pabore Obula mocTaBieHa 3ajaya YCTAaHOBJCHUS KOPPESIMHU XapaKTEPHBIX
MOP(OJIOTHUECKUX TPHU3HAKOB KIJIETOK AHTUIOJAIBFHOTO KOMIUIEKCA 3apOABIIIEBOTO MEIIKa
MIICHULIBI Ha dTanax qudGepeHIUPOBKU U MPOrPaMMHUPYEMOI KIIETOUHOM THOen co BpeMeHEM
MocJie OIbUICHUSI MaTepUHCKOTOo pacTeHus. Jlyigs 3Toro Hamu Oblla MpPOBEAECHA KacTpauus U
OTPAaHWYEHHO CBOOOJHOE OIBUICHHE PACTEHWH MIIEHUIBI, W TPOBEACH MHUKPOCKOITMYECKUN
aHaJIu3 TOTAJNBHBIX MPENapaToB 3apOJBIIIEBBIX MEIIKOB, BBIICICHHBIX U3 CEMSIOYEK,
3a(pUKCUPOBAHHBIX Ha PA3HBIX CPOKAX MOCIE OMBLICHUS.

BeisiBunm, uyto paHHssS auddepeHIMpoBKa aHTUIOAANBHBIX KJIETOK (puc. 36, a)
MPOUCXOAUT JI0 24 4acoB MOCIIE€ OMbUICHHUS, HA 3TOW CTAAUU XPOMOCOMBI AHTHUIIOIAJIbHBIX KJIETOK
He WHAUBUAyanu3upoBanbl. Cpenuss nuddepenuposka (puc. 36, 0), mpu KOTOpOH OJHOHN U3
BaXHBIX XapaKTEPUCTHK sjpa SBISAETCA HAIWYME WHIUBUAYATIbHBIX IMOJUTEHHBIX XPOMOCOM,
HacTymaeT 4epe3 48 4dacoB, a mo3aHss ctaausa nuddepenimpoBku (puc. 36, B), Ha KOTOPOU
HaOJromaeTcs yrionieHue saep - depe3 72-96 wacoB. Ha cragum nosnueit auddepenunpoBku
MOTYT HaOJIFOIaThCs SBJICHHS AKCTPY3WHM MaTepHaja SIPBIIIKA ¥ XpPOMaTHHA B IUTOILIA3MY
AHTHUIOJANBHBIX KIIETOK.

Pannss cranus kiaeTounoit rudenu (puc. 36, T) BeIsABisu1ach yepe3 120 gacoB, B HEKOTOPBIX
KJIETKaxX Ha 3TOW cTaauu Habmonanmuch pa3psiBbl JJHK, BbIX0oa nmuToOXpoMa ¢ W3 MUTOXOHIPHH.
Cpennsis cranus rudenu Hactymnana depe3 154-178 gacoB, Ha ATOW CTaaWM BBISIBISUTUCH BCE
XapaKTepHbIC YepThl THOENU B MOJABIISAIONIEM YHCIe KIeTOK KoMiiekca — pparmenranus JJHK,
BBIXOJ IIUTOXpOMa C MUTOXOHJIPHM, pa3phIBbl SAEPHON OOOJNOYKH, Cerperanus sIpbIIIKa,
AKCTPYy3usi KOMIOHEHTOB siapa. [lo3musis cragust rubenu (puc. 36, 1), COMPOBOXKIAIOIIASCS

MOJIHOM abcopOImelt KIeTok, mporucxoaunia Ha 8-10 cyTku mocie onblIeHusI.
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4.6. YpoBeHb IKCNPecCU FeHOB

I[HSI BBIABJICHUS YPOBHA 3KCHIPCCCHU I'CHOB HAMU OBLUIH B3ATHI 06pa3L[BI AHTHUIIOJaJIbHBIX

KJICTOK, 3apOAbIIICBLIX MCIIIKOB U KOpHefI.

B xauectBe wmccinenyembix reHoB Mbl BeiOpasm YUCCA 9 (reH, cBs3aHHBIN C

MeTaboau3mMoM aykcuHa), cytochome p450, AT5G01860 (cymepcemetictBo strimeHa CoHz and

C2HC zinc fingers superfamily protein), Atlg77790 (ren Geiika U3 ceMeiicTBa TTTMKO3MII THAPOJIa3

17) Hsp70 (rem Oenka TtemioBoro imoka), At2g31030 (rer Oenka, CBSI3BIBAIOIIETOCS C

OKCI/ICTepOJ'IOM). I[J'IH JaHHBIX I'CHOB ObLIH HaﬁHeHBI OpTOJIOTH Yy INIICHHUIIBI C ITOMOIIbBIO 0a3nl

nannbix Plaza (tabnumna 3).

Tabnuna 3. Mccnenyemple reHbl M MX OPTOJIOTH Y MIIEHUIIBI.

I'en Arabidopsis OyHKIHS [Ipenmnoaaraemelii 0pTOIOT
y Triticum

Auxin metabolism TraesCS2A02G011500
YUCCA9

(MeTabou3M ayKcuHa)

Cytochome p450 TraesCS7D01G427500LC.1
AT3G12580

(uuToxpom p450, meToKCcHUKaIus)

C2H2 and C2HC zinc fingers superfamily | TraesCS7A02G276700

protein
AT5G01860 (6emox u3 cemeiictBa C2H2 and C2HC,

COZEPIKAILIMM JOMEH IMHKOBBIN MAJIELL,

MeTa00JIN3M ITHIICHA)

Glycosy!l hydrolase family 17 protein TraesCS1A02G312700
Atlg77790 (6enok u3 cemeiicTBa MITMKO3MUII-

TUAPOIIa3)
At3g14630 Hsp70 (ren Gerka TEIIIOBOTO IIOKA) LOC543123

Oxysterol-binding family protein TraesCS4B02G042300
At2g31030

(oxcHCTEPOIT-CBA3BIBAIOIINI OEITOK)

Hcnonb30BaHHbIe TpaiiMepsl peAcTaBiIeHbI B TabmuIe 4.

Tabnuua 4. IIpaiimepsl, HCTIOIb30BaHHBIE B padoTe.

I'en OyHKIHA IIpaiimepsl, Seq 5' to 3’
LOC543123F I'en Gejka TEIJIOBOrO TGAACCCCATCAACACCGTC
I0Ka
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LOC543123R I'eH Genka TEMI0BOTO TTAATGTCACTCTGACAGGGCA
LIoKa
TraesCS7D01G427500LC.1F Lutoxpom p450 CGTGATCGCCGTGATTCTTC
TraesCS7D01G427500LC.1R Lutoxpom p450 TCGAGGCTCTTGAGGACCATA
TraesCS1A02G312700F benok u3 cemeiictBa GGCGTACAACAACAACGTGA
TJIMKO3MWI-THAPOJIa3
TraesCS1A02G312700R benok n3 cemeiictBa GAACAGGTACGTCTCCACGG
TIIMKO3HMII-TUAPOIIa3
TraesCS2A02G011500F MeTtabonu3M aykcuHa TCATGGGCAAGTCCACCTTC
TraesCS2A02G011500R MeTtabonu3M aykcuHa TCTTGTCGACGAACCAGAGC
TraesCS4B02G042300F Oxcucrepon- GCTGTAAGCCCTTCAACCCT
CBSI3BIBAIOIIMI OEIIOK
TraesCS4B02G042300R Okcucrepon- AGCCATTTCCCTCACAGTGG
CBSI3BIBAIOILMH OSNIOK
TraesCS7A02G276700F MeTtabonusm 3THICH GGAGATAGTGGCCAAGCTGC
TraesCS7A02G276700R MeTtabonusm 3THICH CGTGCACACGATGAACGTAG
Tab54227F PedepencHsbrii ren CAAATACGCCATCAGGGAGAACATC
Tab54227R Pedepencusrii ren CGCTGCCGAAACCACGAGAC

OTHOCHUTENBHBIE YPOBHU IKCIPECCHHU I'€HOB B aHTUIIOJAIBHBIX KJIETKAX MPEJACTABICHBI B
tabnuie 5. Haubosee CHIIBHO SKCIIPECCUPYEMBIMU B aHTUTIOJATBHBIX KJIETKAaX OKa3ajluCh TCHBI

mutoxpoma p450 (B 4,6 pasa cunbHee pedepencHoro rea) u Hsp70 (B 10,4 pa3a cuibHee

pedepeHCcHOro reua).

Tabnuma 5. YpoBeHb 9KCIPEeCCUH T€HOB B aHTUTIOAAIBHBIX KIIETKAX.

AHTI/IHOI[aJ'II)HI)Ie KIJIIETKH

Tab4227 1 1 1 MeauaHa
YUCCA 9 — auxin metabolism 0,218 | 0,157 | 0,145 0,157
Cytochome p450 4,8 41 | 4,68 4,68
C2H2 and C2HC zinc fingers superfamily protein | 0,913 | 0,923 | 0,866 0,913
Glycosyl hydrolase family 17 protein 0,703 | 0,498 | 0,55 0,55
Hsp70 11 104 | 9,7 10,4
Oxysterol-binding family protein 2 1,4 1,3 1,4

Jlyi cpaBHEHHUS! Mbl OIPEIENIUIN OTHOCUTEIbHBIE YPOBHHU AKCIPECCUU ITHX K€ T€HOB B
KJIETKaX IEJIOr0 3apOoJIbIIIeBOro Memika u KopHs (puc. 117 u 118). Ecnu cpaBHUTH JaHHBIE 1O
qucTOW (HpakIMM aHTHIOAAIBHBIX KIETOK M (PaKLMI0 BCEX KIETOK 3apOJBIIIEBOTO MEIIKa

(comepakariryro 3apo/blIIll, SHIOCIIEPM U aHTHIOJAIbHbBIE KIeTKH) (puc.117), To sxcnpeccus Bcex
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renoB 3a uckimodeHrnem YUCCA 9 (merabonm3M ayKkCHHA) B aHTUIIOAAIBHBIX KJIETKaxX OOJIbIIIE,

4YeM B KJIETKAaX 3apOJIBIIIEBOTO MeIIKa. DKchpeccus reHa nuroxpoma p450 Gonbme B 1,9 pasa,

reHa Oellka, CBSI3aHHOTO C METa0OJNM3MOM JSTWieHa - B 2,1 pa3za, reHa Oenka W3 ceMmelcTBa

MIMKOMM3-THAposia3 - B 3,9 pasza, HSp70 (rema Oenka TeryioBOro Ioka) - B 9,5 pasa, reHa

OKCHUCTEpOJI-CBsI3bIBaloOIEero oenka - B 6,3 pasa.
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Puc.117. YpoBeHb 3KCTIpECCHU TEHOB B aHTHITOAATBHBIX KJIETKAX 110 CPABHEHHIO C KIETKAMU
3apOJBIIIEBOTO MEIIKa, THHUS — MeauaHa, * - P<0.05 mo kputepuio ManHa-YuTHH

CnenyeT OTMCTUTH, OJHAKO, YTO B KJICTKaX KOPHA YPOBHH SKCIIPCCCHU OOJIBLIIMHCTBA

HCCICAOBAHHBIX HaMHU T'CHOB BBIIIC, YEM B AHTHIIOJAJIBHBIX KIICTKaXx (pI/IC 118) 3aMEeTHBIM

HUCKIIIOYCHHUEM SBJIACTCA JIUIIb I'CH H5p70, KOTOpLIfI SKCHPCCCUPYCTCA B AHTUTTIOAAJIBHBIX KJIECTKAX

B 1,8 pa3a cunbpHee, 4eM B KJIETKaxX KOPHS.

Jlnist cpaBHEHHS UCTIOIB30BaJICS t-KpUTEpHid, pa3nuduns cunTany 3HauuMbiMu ipu P<0.05.
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KOpHs, TuHUS — Meauana, * - p<0.05 mo kpureputo Manna-YutHu
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5. OBCYXKXAEHHUE

ITpu paboTe HaJ AaHHBIM PA3/ENIOM AUCCEPTANUH HCTIONB30BaHBbI CIIEAYIONINE Ty OJIMKAuK aBTOpa, B KOTOPHIX, coriaacHo Ilonoxenunto
0 IPUCY>KIEHUHU yueHbIX cTeneHell B MI'Y, oTpaxeHbl OCHOBHbIE PE3yJIbTaThl, I0J0KEHHS U BBIBOJIBI HCCIIEI0BAHUS:

Joponuna T. B., Yabaun U. A., JlazapeBa E. M. CTpykTypHO-(yHKI[HOHATEHbIE OCOOCHHOCTH KJICTOK aHTHIIONAIBHOTO KOMILIEKCa
3apOJIBIIIEBOTO MEIIKa MIICHUIE! Ha cTaaun guddepennuposku / Onrorenes. — 2019. — T. 50, Ne 4. — C. 251-267

BbItn TaxoKke HCTIONB30BaHbI TE3UCHI HOKIANO0B (CM. paszen 8.2)

5.1. Mopdosorusi KJIETOK 3apoAbIIIEBOr0 MeNIKa MNIIEeHUIbl, KOJUYEeCTBO U

NMpPpOAOIXKUTEC/IbHOCTD )KU3HHU

KoMIuiekc aHTUIONAIbHBIX KIETOK JIOKAIM3YETCs B XaJla3aJbHO-JAaTEepalIbHOM YacTu
3apoJbIIEeBbIX MEIIKOB pacTeHuid (bateiruna, 1994). Jlns aHTUNOAAIbHBIX KJIIETOK Pa3HBIX BUIOB
pacTeHUil XapakTepeH MOIUMOPPU3M - BapuabeNbHOCTh HUX MOPQOJIOTUH, KOJIUYECTBA U
nponospkuTenbHoCTH ku3HU (bateirmna, 1994). AHTHUNOJANBHBIE KIETKH y OOJBIICH 4YacTh
pacTeHuii moru0aroT 10 WM BCKOPE IOCIE OIUIOJOTBOPEHHUS, OJHAKO y HEKOTOPBIX TIPYIIII
pacTeHMii, B YaCTHOCTH, 371aKOB, aHTUIIOIAJIbHBIE KIIETKH COXPAHSIOTCS AJIUTEIIbHOE BpEeMs I10CTIe
OII010TBOpeHusl. Ha paHHUX CTaaMsX pa3BUTHS AHTUIOAAIBLHOTO KOMILUIEKCA 3apOJIBIIIEBOTO
MeIIKa MIIEHUIIbI, MPOTEKAIIUX JI0 OIUIOJAOTBOPEHUS, TPH HHUIUAIBHBIE aHTUIOJATbHBIC
KIICTKH JIEJSITCS U (GOPMHUPYIOT TpH sipyca: Oa3aibHBIN, IPaHUYAIINN ¢ HYIISJUTyCOM, alTMKAIbHBIMH,
FPAaHUYAIIMNA C DSHAOCIEPMOM M CPEIHMM, pACIONaralolIviics MeXay HuMu. B sagpax
AHTUMNOJANBHBIX KJIETOK MOCIE MHOTOYHCIEHHBIX PAyHJIOB SHIOPEAYIUIMKAIUN (POPMHUPYIOTCS
TUTAaHTCKHE MOJIMTEHHBIC XpoMocoMbl (Haban u ap., 2011).

VY Zea mays 65110 BhIsiBIIEHO 20 (Dibol, 1968) — 25 (Weatherwax, 1926) anTumoansHbIX
kiaerok. Y Orysa sativa pasubie wuccienoBarenu Habmomamu 3-5, 5, 5-10, 10-15, 6-20
AQHTUIOJANBHBIX KJIETOK, MPOJOJIKUTENBHOCTh KU3HU KOTOPBIX COCTaBJIsIa TPOE CYyTOK IOCie
ombiienus (Maeda and Myake, 1996). Beutn npoaHanu3upOBaHbl KOMIUIEKCH aHTHUIIOAATBHBIX
KJIETOK pasHbIX COpPTOB Triticale, y KoTOpbIX MPOIOIKUTEIBHOCTD )KU3HH BaphbHpOBaa ot 96 10
120 yacos nocnie onbuienus (Kaltsikes, 1973). ¥V Hordeum vulgare BeisBisutn 35-55 (Engell,
1994), 50-70 antunomanpbix kietok ([lerpoBa u ap., 1985), MPOAOIKHUTEILHOCT KH3HU
KOTOPBIX COCTaBJIsLIA 5-6 CYTOK Mociie onbuieHus, y Secale cereale 16-32 aHTHUIOAaIBbHBIX KIIETOK,
y mrenuisl 8-20 (Morrison, 1955), 15-25 (Bennett, 1973), 20 u 6o1ee (Wei-Cheng et al., 1988),
25-27 (Yabam wm gp., 2011), 24-36 xneroxk (Tpowumnceka, brnankoBceka, 20060) u
POIOJDKUTEIBHOCTD ku3HK 5-7 mueit (Morrison, 1955; Bennett, 1973). IIpomomkuTeIbHOCTD
YKU3HU aHTHUIOJAIBHBIX KJIETOK B HEOTUIOAOTBOPEHHBIX 3apPO/IBIIIEBBIX MEIIKaX HE U3ydaach.

B m3ydeHHBIX HaMU OTUIOAOTBOPEHHBIX M HEOIUIOAOTBOPEHHBIX 3apOJBIIIEBBIX MEIIKaX
MIIEHUIIBI KOJTUYECTBO AHTUIIOAAIBHBIX KJIETOK BapbupoBayio oT 20 1o 27. [TpoaoKUTEeIbHOCTh
KM3HM AHTUIIOJAIBHBIX KIETOK TOCIE OIUIOA0TBOPeHHs (Kak B OIJIOJOTBOPEHHBIX, TaK U B

HCOIJIOAOTBOPCHHBIX  3apOABbIIIICBBIX MCIJ_IKaX) cocraBisuia  okoino 10 JHEH. CTaI[I/ISI
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mddepenpoBky 3aHNMaNa 10 4 CyTOK, IEPBbIE MPU3HAKY THOSIN HAaYNHAIH BBISBIATHCS HA 4-
5 CYTKH MOCJ€ ONBUICHUS.

Ha ocHOBaHMU JaHHBIX, MOJYYCHHBIX MIPH U3YYCHHH CTPYKTYPhI TOTAIBHBIX IPEIapPaTOB
ormto0TBOpeHHBIX (puc. 119) u HeomnomoTBopeHHBIX (puc. 120) 3apobIlIeBbIX MEIIKOB Ha
pasHBIX CpOKax pa3BUTHS CeMsA3adyaTKa HaMU IIOCTPOCHA CXeMa MpeoO0pa3oBaHUS KIETOK
AQHTUTIOAAJIBHOTO KOMIUIEKCA 3apO/IBIILIEBBIX MEIIKOB B X0JI€ UX Ju(depeHIMpOBKY 1 THOEITH.

B omiomoTBopeHHBIX 3apojplieBbiX Memkax (puc. 1179) Ha panHel cragun
mddepeHMPOBKN BCe KIETKH aHTHIIONAIFHOTO KOMILIEKCa MMEIOT Spa CXOAHOTO pasMepa U
LUTOIJIa3My C ABYMs KpYHHBIMH BakyossiMu (puc. 119, a). [To3nHee B 4acTH siep BBIABISIOTCS
WH/IMBUyalbHbIE TOJUTCHHBIE XpoMmocoMbl (puc. 119, 6). Hauano knetkooOpa3oBaHus B

CUHIIUTHH DJHJOCIEpMa COBIAJACT C HAYaJIOM NPOTPAMMHUPYEMOM KJICTOYHOW THOeIn

r

Puc. 119. AHTunonanpHbleé KOMIUIEKCHI OIUIOJOTBOPEHHBIX 3apOBIIIEBBIX MEIIKOB
nreHunbl. KitleTkn aHTHHoqambHBIX KOMIUIEKCOB HA Pa3HBIX CTaauax auddepeHnupoBKkn
(a— panHas, 6 —1103Hss1) U TUOETH (B — PaHHssA, T — TO3/IHSSA).
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AHTUIOJANBHBIX KJIeToK (puc. 119, B), Ha cTaAMM MHOTOCIOWHOTO KJIETOYHOTO 3HJOCIEepMa
AQHTUIIO/IAIbHBIE KJIETKH MOJIHOCTBIO Pe30pOUpyIOTCs ero kierkamu (puc. 119, r).

B HeomnogoTBOPEHHBIX  3apOJBIIIEBBIX  MEMIKAX  BBIBISIIOTCA  IMOJIHOCTBIO
c(OpMUPOBAHHBIE AHTUIOAANIbHBIE KOMILUIEKCHI, KOTOpPbIE TaKKe MPOXOAAT  CTAIHI0
muddepenmupoku (puc. 120, a, 6) u rudenu (puc. 120, B, T). OgHAKO IUIONIAAb, 3aHUMaeMast
KIIETKaMU KOMIUIEKCAa, HE MEHsSeTCs B TeueHue AuQQepeHurupoBKH u rubdenu. ['ubdens
AHTHUIOJANTBHBIX KJIETOK HACTYIACT BCIICICTBUE BHYTPECHHUX MMPUYHH, T.K. B HEOTIOOTBOPEHHBIX
3apOJIBIIIEBBIX MEIIKax dHAocnepM He Gopmupyetcs. [Ipeanonaraercs, YT0 UMEHHO 3HIOCTIEPM
B OIUIOJAOTBOPEHHBIX MEIIKAX SIBJISETCS MHAYKTOPOM KieTodHou rudenu (Yaban u ap., 2011), B
HEOIUIOJOTBOPEHHBIX K€ 3apOJBIIIEBBIX MEIIKaX MPUCYTCTBYET TOJBKO LEHTpPAIbHAs KJIETKa,
KOTOpasi, HAIPOTHB, BBIJCISCT ayKCUHBI JIJIsl pOCTa aHTUIONabHbIX KieTok (Chetoor and Evans,

2015).

Puc. 120. AHTHIIOmATBHBIE KOMIUICKCHI HEOIUIOAOTBOPECHHBIX 3apOJIBIINICBBIX MEIIKOB
nneHuIbl. KieTky aHTUITO1ambHBIX KOMITJIEKCOB Ha Pa3HbBIX CTaaAuax TuddepeHInpoBKY (a
— paHHAA, 0 —I031IHS) ¥ THOEH (B — paHHAS, T —TIO3THIA).
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5.2.1. CTpyKTypa siiep aHTHNOAAJbHBIX KJI€TOK OIJIOJ0TBOPEHHBIX 3aPO/AbIIIEeBbIX MEIIKOB

Ha cTaguu 1M PepeHIUPOBKH U KJIETOYHOI rudenn

AHTHIIOATBHBIC KJICTKH OOJIbIIEH YacTH 371aKoB, B yacTHOcTH, Orysa sativa (Maeda and
Miyake, 1996), Hordeum vulgare (Engell, 1994), Triticale (Kaltsikes, 1973), Secale cereale,
Triticum aestivum (You and Jensen, 1984) umerot oHO sSAp0. AHTHIIOJAIBHBIE KIETKH Zea mays
mHorosiepusie (Dibol and Larson, 1966), B ux kietkax cogepxurcs 5-6 simep (Weatherwax,
1926). ¥V Avena sativa (Krawtczyk, 2016) u Phleum boehmeri (Joachimiak, 1981) B cocrase
OJTHOTO aHTHUIIOAAJIBHOTO KOMILUIEKCAa MPUCYTCTBYIOT KaK OJTHOSJCPHBIC, TaK M JBYSACPHBIC
AQHTHITO/IATbHBIC KIICTKH.

AHTHIIOAATIBHBIE KJICTKH 371aKOB UMEIOT KpynHbIi pasmep (Dibol and Larson, 1966; Dibol,
1968; Kaltsikes, 1973; You and Jensen, 1984; Engell, 1994; Maeda and Miyake, 1996; Maeda and
Miyake, 1997). Tak, y Orysa sativa siupa umetor nuametp 6onee 25 mxm (Maeda and Miyake,
1996), y Hordeum vulgare oxoso 60 mxm (ITerpoBa u mp., 1985). B sapax BBIABISIOTCS OYCHb
KpYIHbIC sSAPBINIKY, conepxkamue Bakyonu (Dibol and Larson, 1966; Dibol, 1968; Kaltsikes,
1973; You and Jensen, 1984; Engell, 1994; Maeda and Miyake, 1996; Maeda and Miyake, 1997).
Snepuas o6onouka GopmMupyeT MHOrouuciaeHHble nHBaruHanuu (Morrison, 1954; Hoshikawa,
1960; Diboll, Larson, 1966; Diboll, 1968; You, Jensen, 1985; Engell, 1994; Maeda et al., 1996;
Maeda et al., 1997).

B sapax aHTUTIONATBHBIX KJIETOK (DYHKIIMOHUPYIOT TUTAHTCKHUE TIOJTUTCHHBIE XPOMOCOMBI,
CTPYKTYpa KOTOPBIX OTIMYAETCS OT CTPYKTYPhI MOJIUTEHHBIX XPOMOCOM KUBOTHBIX OTCYTCTBUEM
COMAaTUYECKOW KOHBIOTAIMK XPOMAaTHJ, U, CJIEIOBATEeNIbHO, CBSA3aHHON C ATHUM MOMEPEUYHOMN
MCYEPUYEHHOCTH - KapTUHOUN JuckoB U MexauckoB (MBanosckas, 1973; Konapes, bmtoneHos,
1978; Iletposa u ap., 1985; I[Mymkuna u ap., 1989; Xpycranesa u np., 2010; Haban u np., 2011;
Joponuna u ap., 2019).

B Teuenue nepruona nudpepeHInpoBKH aHTUTIONATHHBIX KIIETOK IOCIIE MHOTOUHUCICHHBIX
PayHJIOB HIOPEYTUTUKAINN TUIOUIHOCTh aHTHITOAATBHBIX KIIETOK 3HAYUTEIHLHO YBEIHMYNBACTCS
U y TIIEHHUIIBI MOKET MakCHUMaibHO nocturats 256C (Bennett, 1973).

AHTHIIOAATBHBIE KOMILISKCHI KJIETOK Triticum aestivum L. ¢ sapamu pa3Hoii Mophosioruu-
(GUOPUIUIAPHBIMU, C TOJUTEHHBIMH XPOMOCOMaMHU U CHUJIBHO BBITSHYTHIMH OIMHUCAHBI paHee B
pabote JlazapeBoii u Uenmora. C momorpio Ag-Nor OKpamMBaHus  UMMYHOITUTOXUMHUYECKOTO
BBISBJICHHUS (pUOpWILIApHHA B sIpaX aHTUIIONATBHBIX KJICTOK KOMILJICKCOB Ha paHHEH CTaJuu
Pa3BUTHUS BBISBISUIN KPYITHBIC SIAPBIIIKA U JTATCHTHBIE MUHU-SIIPBIIIKA U HA MO3JHUX CTAIUSIX
OHTOT€HE32 KOMIIOHEHTHI S/IPHINIEK B TENaX MOJUTEHHBIX XpoMocoM (JIazapeBa, Uenios, 2004).

Hamm nanHble HOATBEPKIAIOT MOTyYEeHHbIE UMHU (PaKThI.
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B paGore Yaban c coaBTOpamMu BHEpBBIC OMHCAHO (OPMHUPOBAHHE TPEXYPOBHEBOTO
KOMILJIEKCA aHTHIIOAATIBHBIX KJIETOK IMIIEHUIBI M MOKa3aHo, YTO pa3Mepsl SAep aHTHIIOAATbHBIX
KJIETOK Ha craguu AudQepeHunrpoBKH TOCIE OIUIOAOTBOPEHUS OTIMYAIOTCA: HauOOJBIIEro
pa3sMepa JOCTUTAIOT sIpa KIETOK alHMKaJIbHOTO sipyca. B cocraBe T'MTaHTCKHMX XpPOMOCOM
BBISIBJISIIOTCSL OTZENbHBIC (PUOPMIIBI — XPOMOHEMBI, B XOJE Pa3BUTHUS pa3sMeEphl SIPHIIICK
YBEJIMYMUBAIOTCS, KJICTKU yuinHstoTes (Yaban u np., 2011).

Cornacno HammM HaOdrOACHUSAM, MOp(dosoTUs sSAep AHTUNOJAIBHBIX KOMIUIEKCOB

3apOJbINIEBbIX MCIIKOB IMIMICHUIBI MCHAJIACh B XOAC Pa3BUTHA. Ha ocHoBanum XapaKTCPHBIX

CTpyKTypa siiep KJICTOK aHTHUIIOAAIbHOTO KOMILIeKca Ha cTaanu tuddepeHupoBKH

0a3anbHBIN
Apyc

Cpe/HHi
Apyc

anuKaJbHbIH
apyc

a §)

Puc. 121. SInpa aHTHIIOJATEHBIX KJIETOK Ha Pa3HBIX CTaIUAX TUdGepeHITMpOBKH KOMIUIEKCA.
I'emarokcunun Kappauu. a — GuOpuIUIsIpHBIE HIOTOIUILIONIHEIE SApa sIPyCOB KOMILIEKCa
Ha paHHeH ctaauu nuddepeHpoBKu. 0, B — 000CO0ICHHBIC WHINBU Ty TbHBIC TIOJTUTEHHBIE
XpPOMOCOMBI SIIEp CPENHEr0 W AamuKalIbHOTO spyca Ha CpelHed W TO3JHeH CcTaauu
maddepeHmpoBKkr. MacmTabHas auHeKka — 30 MKM.
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U3MEHEHUH s7jpa HaMM OBbLIM BBIJENICHBI TPU cTaauu AU((EepeHInpOBKU — paHHsAA, CPEAHAS U
no3aHsAsA. Ha OCHOBaHMM IMOJyueHHBIX JAHHBIX ObLIa CO3/1aHa cxema MpeoOpa3oBaHUil sep
KJIETOK Pa3HBIX SIPYCOB aHTUIIOAAIBHBIX KOMILICKCOB Ha cTaanuu quddepeniupopku (puc. 121).

AHTHUNIOAbHBIE KJIETKU Ha paHHEH U cpeiHel cTagusax TudGepeHMpOBKY UMEIU OJHO
KPYITHOE S7IpO U OT OJHOIO JI0 YeThIPEX sJpbILIEK. Sapa uMenu oKpyriayoo (GopMy, U auamerp
snep 10 20 MxM Ha panHeid u 10 30 MKkM Ha cpeanel cranuu auddepenunpoBku. Ha pannei
cTaguu TudGEpEeHIIMPOBKH B SIpaxX HE BBIABISUIMCH HHANBUIYATbHBIC TIOJTUTEHHBIE XPOMOCOMBI.
[To Mmepe yBenuueHus pa3MepoB sAEp alMKaJbHOIO spyca, YK€ Ha CcpelHell craauu
T pepeHIMPOBKH, HAOII0AATUCh TOJUTEHHBIE XPOMOCOMBI.

Bo Bcex siapax aHTUMOJAIBHBIX KJIETOK Ha CTaauu JU(PPEepeHIMPOBKH Mbl OOHAPYKHIIN

CTPYKTYpBI, CBSI3aHHBIE C PA3JIMYHBIMU y4aCTKaMU XPOMOCOM, M C IIOMOIIBIO PETPECCUBHOIO

Huddepenmporka [Iporpammupyemas kiaerouHas rubens

5
Ay B
£
¥

~anad
-
To®
R

s
LA

a 0 B ]

Puc. 122. Cxema cTpyKTyphl fep aHTHIOAAIBHBIX KJIETOK Ha cTaausix AuddepeHIupoBKU U
rubenu. a, 6, B — paHHsAA, CpelHssd, MO3AHASA cTaguu AUPGEepeHLUPOBKHU, Sapa KIETOK C
MOJTUTEHHBIMUA XPOMOCOMAaMH U IeOUHUTHBHBIMHA SIAPBIIIKAMM; T, T PaHHSSI U CPETHSS CTaIus

TI/I6CJII/I, sgapa € 06’LC,E[I/IHCHHI>IMI/I XpoMOCOMaMi MU CCrpCrupoOBaAHHBIMU AAPBIIIKAMHU, €, K, 3 —
IO3aHAs CTaaust rudenu.
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koHTpactupoBanuss PHK mo merony bepHapaa BbISISBMIM B HUX M Ha MOBEPXHOCTU XPOMOCOM
PHII.

Ha cragumn no3auedt quddepeHunpoBku u rudenu, siapa BRITATUBAINCH U uMmenu a0 30
MKM B mupuHy U a0 80-100 MKM B MJIHMHY, a Teja MOJUTEHHBIX XPOMOCOM YIUIOTHSUIUCH U
o0benuHsch. Kak Ha aTamax auddepeHIupoBKY, TaK ¥ THOETH BOJIM3H IMOJTUTEHHBIX XPOMOCOM
BBISIBJSUIUCh MHOTOYHCIICHHBIC TPAHCKPUIITBI, & y MHOTHMX KIETOK Ha CTaJud THOenn
HaOOIanach JKCTPY3Usl TPAHYJISIPHOTO KOMIIOHEHTA SIAPHINIKA Yepe3 pas3phiBbl SIEPHOMN
00010ukr. MBI mpejmnosaraeM, 4To TaKMM 00pa3oM KJIETKH 00ECIeUUBAIOTCS HEOOXOIUMBIMU
MPHK u pubGocomamu mis TpaHcisiiuu OenkoB. Ha cramum rubenu BBIABISETCS Cerperarus
KOMIIOHEHTOB SIIPBIIIKA. BapraHTel mpeoOpa3oBaHuil sfiep Ha CTaIuu THOETH PEICTaBICHBI Ha
cxeme (puc. 122). B xoxe rubenn XpoMmMaTHH sIIep CTAHOBUTCSA OoJiee TUIOTHBIM, MOKET
MIPOUCXOUT YIUIOIICHUE SiZiep A0 BEPETEHOBUAHON (hOpMBI K hparMeHTaIIHsL.

[Tony4eHHble TaHHBIE O CTPOCHUU SIIEP KIETOK aHTUIOJAIBHBIX KOMIUIEKCOB Ha CTAIUSAX
(G GepeHIIMPOBKH ¥ THOETH ObLIM CHCTEMATU3UPOBAHBI Ha pe3ysbTUpyIoliel cxeme (puc. 123)

B TaGHHHG 6. Dta cxema SBISETCS MPUHIOHUITHAIIBHO HOBOﬁ,TaK KaKk Ha HeH npeacrasjicHa

Juddepenmposka Ilporpammupyemas KieTouHas rudeib

paHHAs cpeaHas no3aHasn

DazalibHbIi
pyve

cpenumit
Apyc

ANMUKaAbHbIH
Apyc

Puc. 123. CtpykTypa siaep 0a3aibHOTO, CPEIHETO M AMMMKAITLHOTO SIPYCOB aHTHITOAABHBIX KIETOK
OTLIIOIOTBOPEHHBIX 3aPOBIIIEBBIX MEIIKOB B X0/¢ AU(PPEPEHIIUPOBKU U THOESTH KOMILIEKCA.
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KapTHHA ITOCIIeI0BATENIFHBIX H3MEHEHUI MOP(OIIOTHH SIep aHTHITOJATBHBIX KJIETOK BCEX SIPYCOB
KOMILJIEKCa Ha CTagusX OUQQEepeHIMPOBKH U MOCIeayomei rudenu. ABTopsl Oosiee paHHHX

pa60T OrpaHNM4YUBaJIMCh OIMUCAHUCM CTPYKTYPbI aHTUIIOAAJIbHBIX KIICTOK B OAWH U3 MOMCHTOB HUX

OHTOI'CHC3a (qame BCETO AHTUIIOAAJIBPHBIX  KOMIIJIICKCOB, Haxoaamunxcs Ha CTraauu
nudepeHITMPOBKH ).
Tabmuuma 6. OcobeHHOCTH siA€p AHTUIOJANBHBIX  KIETOK  OIUIOJOTBOPEHHBIX
3apOJBIIIEBBIX MEIIKOB Ha CTaAUAX TU(PPEPEHIIUPOBKU 1 THOEIH.
Snpo
Cranus pa3BUTUS ®dopma XpoMOCOMBI S npeiko SnepHas obonouka
Pannss Kpyrias HenuddepeHrpoBaHHbIE 1-4 HEe3HauUUTEIIbHbIC
muddepeHunpoBka WHBaruHaluu
1-3 cyTku nocie
OIIBUICHUS
Cpenusis OBaJIbHAS OTZENIbHBIC XPOMOCOMEI 1-2 riay0okue
muddepeHIIpoBKa WHBaTMHAIAH
3-4 cyTku moce
OTIBIICHUS
[Mo3amsist BBITSIHY Tas1 OTZAENBHBIE XPOMOCOMBI 1-2 riayOokue
muddepeHunpoBka WHBaruHalluu
4 cyTKu mocine
OIIBUICHUS
Pannsist rubens BBITSIHY Tast IUIOTHBIE XPOMOCOMBI C 1-2, cerperaTtsl riayOokue
4-5 cyTku nocine JaKyHAMHU NPOTSDKEHHBIE
OIBUICHUS WHBarnHalIHy,
Pas3phbIBbL, 3KCTPY3UU
SIZpa U SIPBIIIKA
Iozauss BBITSIHYTasl U CONMMXKeHHBIE, TN00 1-2, paccnoenue u IyOOKHe
rubens yIUIOLIEHHAS 00beAMHEHHbIE yIIOIEHNE NPOTSHKEHHBIE
6-10 cyTku mocie XPOMOCOMHBIE WHBardHaIUH,
OIBUICHUS TEPPUTOPHUH, Pa3pbIBbI, IKCTPY3UH
(bparmeHTauus sapa Spa ¥ SAPbILIKA
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5.2.2. CtpykTrypa siiep AaHTHNOAAJIBbHBIX KJIETOK HEOMJOJOTBOPEHHBIX 3apo/bIIIeBbIX

MeNIKOB Ha cTaauu ¢ depeHINPOBKH U KJICTOYHOH rude/in

I[aHHBIe, MOJIYUYCHHBIC HAMU C TIOMOIIBIO CBETOBOU MHKPOCKOIIMH, ITO3BOJINJIN COCTABUTH
cXeMy TMpeoOpa3oBaHMil sAEpP AHTUIOJATBHBIX KJIETOK HEOIUIOJOTBOPEHHBIX (puc. 124)

3apOABIIIEBBIX MEIIKOB B X0JI€ CTaauu TU(PPEepeHITMPOBKU U THOSTH KOMIUICKCA.

AnddepeHumpoBka Mporpammupyemas KneTouHasa rubenb
paHHAs  cpeAaHss nosaHas -~

6azanbHbI e At NS
Apyc ; S g
cpesHui
Apyc

anuKanbHbIA
Apyc

Puc. 124. CtpykTypa siiep aHTUIOJANBHBIX KJIETOK HEOIUIOJOTBOPEHHBIX 3apOJIBIIIEBHIX
MEITKOB B X0/1¢ TU()PEpEeHITUPOBKU 1 THOSTH KOMIUIEKCA.

B teuenwue Bceii ctaann nudGepeHIMPOBKA XPOMATH/IBI B SAPaX aHTUIIOAATBHBIX KIETOK
HEOIJIOIOTBOPEHHBIX 3apOBILIIEBBIX MEIIKOB 0oJiee JEKOMITAaKTH30BaHbl, KaK B COCTaBe s/ep
GbuOpUIUIAPHON CTPYKTYphl, TaK M B COCTAaBE€ WHAMBHUAYAIbHBIX MOJUTEHHBIX XPOMOCOM, IO
CPaBHEHHUIO C AHTUIOAAIbHBIMU KJIETKAMH OILJIOJIOTBOPEHHBIX 3aPOJIBIINIEBBIX MEIIKOB. Takum

06pa30M, KJICTKU 3TUX AHTHIIOAAJIbHBIX KOMIIJICKCOB AKTHBHO BBIITOJHAKOTCA CBOKO IIPOrpaMmy,
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HECMOTpPS Ha OTCYTCTBHUE KJIETOK PHAOCHEpMa. Mbl IpeanoiaraeéM, 4YTo OHU BCTYMAIOT HA MYTh
ru0enu, KOoraa He MOCTYMaeT CUTHABHBIX (DAKTOPOB OT SHAOCIEpMA.

WHuTepecHo, 4To Ha CTagud THOENN 3THX KIETOK CTPYKTypa HX sSaep OTJINYAeTCs OT
CTPYKTYPHI SII€p aHTUIIOAATIbHBIX KOMILIEKCOB OIJIOJOTBOPEHHBIX 3apO/BIIIEBBIX MEIIKOB — HE
Ha0JI0/1a10Ch 00BbEIMHEHUE BCEX XPOMOCOMHBIX TEPPUTOPUIN U cerperauuu sapbiimka. OmnHako
Ha ctaguu rubdenn OpuH BhIsBIEHH! pa3pbiBel JJHK, mapkupyemsie metonom TUNEL. ITpu sTom
BBISIBIISIFOTCS S/Ipa ¢ KPYMHBIMH (pparMEeHTaMu PHIXJIOrO XpOMAaTHHA Pa3HOW BEIWYHHEI, SIpa C
MPOTSKEHHBIMU XPOMOCOMAaMHU U MEJIKUMH (pparMeHTaMu XpOMaTHHA Ha MOBEpXHOCTU. B psne
AJIEp COXPAHSIOTCS SAPBIMIKA U MeJIKHe (parMeHThl XpOMAaTHHA B AJpe U B LUTOILIa3Me, YTO
CBUJICTEJILCTBYET O MPUHIUIUAIGHO JPYyroM TYTH THOENIM aHTUHNOJAIBHBIX KIETOK
HEOIUTOOTBOPEHHBIX 3aPO/IBIIIEBBIX MEIITKOB.

JlaHHBIE O CTPYKType AaHTHMOJAIBHBIX KJIETOK HEOIIOJOTBOPEHHBIX 3apOJIBIIIEBBIX
MEIIKOB MIICHUIIBI SBJISIOTCS HOBBIMH, T.K. paHEE M3Y4allUCh TOJBKO KIETKH AHTUIOAAIbHBIX
KOMILJIEKCOB ~ OIJIOJIOTBOPEHHBIX  3apOJBIINIEBBIX MEIMKOB mmieHunbl. OOmas CcTpykrypa
OTJENIbHBIX AHTUIOJAIBHBIX KJIETOK KOMIUIEKCAa HEOIIOAOTBOPEHHBIX 3apOABIIIEBBIX MEIIKOB
Obuta omucaHa paHee Juiib B paborax Yaban (Yaban, 2008; Yaban um np., 2011), omHako
MOIPOOHOT0 U3yYEHUs CyAbObI aHTUITOJANIBHBIX KJIIETOK TAKMX KOMIUJIEKCOB Ha Pa3IMYHBIX dTanax

QG GepeHIIMPOBKH U KJIETOYHOM THOeNN B 3TUX paboTax HE MPOBOAUIIOCH.
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5.3. CTpyKTYypa NOJIUTEHHbIX XPOMOCOM AHTUIOAAJIBHBIX KJIETOK

Ha wu300pakeHHsIX, NOJXYYEHHBIX C TIOMOILIBI0 TPAHCMHUCCHOHHOTO 3JIEKTPOHHOTO
MHUKpOCKOma, B mporpamMe ImagelJ mpoBeneHsl u3MepeHUs cedeHuid (uOpwin B sapax
AHTUNOJANBHBIX KIETOK M Anpax 3HaocrnepMa TonmuHa Hanbosiee 4acTo BCTpedarollencs Ha
cpesax pubpusiel coctaisiia 0,2-0,3 MKkM, a camoil TOHKOH (GPUOPHILIBI, OJTHOM U3 IBYX B COCTaBE
npensiaymei 0,9-0,15 M.

FISH-rubpuamn3anus TeIOMEpHBIX PallOHOB MOJUTCHHBIX XPOMOCOM aHTHUIIONAThHBIX
KJIETOK 3apOJBIIIEBBIX MEIIKOB MO3BOJWIA MapKUPOBaTh KOHIIBI Pa300IIEHHBIX XPOMATU[ B
COCTaBe KaXKJOW MOJIMTEHHOW XpOMOCOMBI, KaKk 00JIaKO TOYEK.

B cocraBe BbIeNEeHHBIX U3 SACp aHTUIIOJAIBHBIX KJIETOK PACIIacTaHHBIX MMOJIMTEHHBIX
XPOMOCOM MBI BBISIBIUIM OTAEIbHBIE (PUOPUILTBL, 3TH (PUOPHUIUIBI, TIEpeIIeTasch MEXIy coOOi
00pa30BBIBANIM KPYMHBIE KOCHI B COCTABE IIEY XPOMOCOM. DTH KPYIIHBIE KOCHI, COUPATU3YSIChH
(dbopMHUPOBATH MJIEYO XPOMOCOMBI.

Hanwmuaue ¢ubdpmmn rommuHoi 0,2-0,3 MKM B siipaxX KIETOK OBLIO TTOKa3aHO IS TIIICHUIIBI
(bironenos, Konapes, 1978) u ¢ubpwmn tommuaoin 0,3 — 0,6 MKM, aHACTOMO3HPYIOIIHX JIPYT C

npyroM 6b10 okazano Juist stumens (Ilerposa u mp., 1985).
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5.4. Conpep:xkanne JHK, miomans H OKPYIJIOCTh silep AHTHNOAAJBbHBLIX KJIETOK

3apOABIIEBOro0 MelIKA MIIeHUIbI Ha cTaAnu A (PepeHuHPOBKU U rude/n

benner ¢ coaBropamu u3mepsuin kosmuectBo JHK B sapax aHTUNOTAIBHBIX KIIETOK
pa3HBIX 3apOJIBIIIEBBIX MEMIKOB Triticum aestivum L., GuKkCHpOBaHHBIX Yepe3 OIpeieIeHHbIC
BPEMEHHbIE OTPE3KH IIOCe I[BETCHMs, M BBIABWIIA CPEAM AHTUIIOAAIBHBIX SIEp KaKIOro
KOMIIJIEKCa siipa ¢ HU3KKUM U BbIcOKuM cojiepxkanueM [IHK (Bennett et al., 1973). B nameii pabore
MbI BriepBble cBsizanu coaepxkanue JJHK snep anTunonaneHbix kiaerok Triticum aestivum L. ¢ ux
Mopoorueil u Tonojorueil Ha cTaausx AUGGEepPeHIUPOBKU U MPOrPaMMUPYEMON KIETOYHON
rubenyu, MOKa3aB, YTO OHU OTJIMYAIOTCS MO IUJIOWTHOCTH, IUIOUIAIH, CTPYKType fAnaep Hu
PAcCIIONIOKEHHUIO B AaHTUIIOAATILHOM KOMILJIEKCE.

HecmoTps Ha TO, 4TO B HEKOTOPHIX paboTax conepkarcs ceeaeHus o conepxanuu JHK
aHTHITONANBHBIX KiIeToK (Bennett et al., 1973), Hamu BrepBbie OllEHEHA AMHAMHKA U3MCHEHHUS
conepxkanus JIHK snmep kieTok paznuyHBIX SPYCOB aHTUIOAAIBHBIX KOMIUJIEKCOB Ha CTaIUSAX
QG GepeHITMPOBKU U THOEIH.

JlaHHBIE O TWHAMHKE M3MEHEHUs TUIOMAIN U (OPMBI SAEp Pa3HBIX SIPYCOB KOMILIEKCA,
OIICHKE MPOILEHTHOTO COJAEPKAHUS Pa3HBIX MOPGOTHUIIOB sJep Ha Pa3HBIX CTAIUAX PA3BUTHS

SABJIAIOTCA IPUHIOHUIIMAIIBHO HOBBIMU, T.K. HO,Z[O6HLIC JAaHHBIC B JIMTECPATYPC OTCYTCTBYIOT.
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5.5. CrpykTypa opradHeqsl UHUTOIUIa3Mbl AHTUNOJAJBHBIX KJIETOK Ha CTaIuM

nu¢depeHINPOBKH H KIETOYHOMH rude/n

Bce nccnenoBanus, MOCBAIEHHBIE U3YYSHUIO aHTUTIOJAIBHBIX KIIETOK, CBHIETEIBCTBYIOT
0 OOJIBIIIOM KOJIMYECTBE OPTraHesll B UX IIUTOIIa3Me, aBTOPbl OTMEYAIOT HAJTMYKME Pa3BETBICHHON
CeTH DHHJOIUIA3MATHUYECKOT0 PETHKYJIyMa, MHOTOYUCIEHHBIX MHTOXOHAPUH, IUIAaCTUI U
nukTrocoM ammapara [onsmku (Dibol and Larson, 1966; You and Jensen, 1984; Engell, 1994;
Maeda and Miyake, 1996; Maeda, Miyake, 1997). OxHako B oT/iuue OT HaIlel paboThI, aBTOPBI
HE OIKCHIBAIOT IUHAMUKY U3MEHEHUS CTPYKTYPhl OpraHeiu1 B xo/ie AU pepeHInpOBKH.

Mpl HaOmiomanu  u3MeHeHuss (opMbl W pa3Mepa MHUTOXOHAPUN B LUTOIIIA3ME
AQHTUIIONANBHBIX KJIETOK MIeHuIpl. Ha panHux cragusx anddepeHIupoBKH BBISBISUIUCH
HeOonpmme kpyrase (0,5 MKM B [raMeTpe) ¢ HeyNOpsIOYCHHBIMH NaJIbIEBUIHBIMUA KPUCTAMH,
Ha MO3AHUX cTagusax nuddepeHpoBku yameBuanbie Mutoxouapuu (0,8 mMxm). [lnactuasl Ha
Bcex cTaauax nupdepeHIupoBKU U THOeIn ObUTH ¢ TEMHBIM 3€PHUCTHIM MATPUKCOM, OKPYTJIbIE
(0,5 MkM B nMameTpe), BBITAHYTHIE (2 MKM B JJIMHY), 4acTO C MEPETSHKKON M yameBuaHbie. B
IUIaCTUAX MPUCYTCTBOBAJIO HEOOJBIIOE KOJMYECTBO KpaXMajbHBIX 3epeH U oT 1 1o 8
HEYTMOPSII0YCHHBIX JIaMeIlI.

[Tono6uble omucanuss MOP(}OIOTMM MUTOXOHIPHH W IIACTHA ObUIM TpPHUBEIEHBI B
JUTEpaType JUIS AHTUIOAANBHBIX Kierok mmeHunbl (You and Jensen, 1984) u npyrux
KyJIbTYpHBIX 371aK0B - Zea mays (Dibol and Larson, 1966), Orysa sativa (Maeda and Miyake, 1996;
Maeda and Miyake, 1997), Hordeum vulgare (Engell, 1994). Aprops! oTMe4anu pasHooOpasue
dopMmbl Tutactua U MuToxoHIpHid. [lokazaHo cxoncTBO (OpM MIACTHA W MHUTOXOHIPHIA, B
[ATOIUIa3Me aHTUIIOJATBHBIX KJIeTOK mieHulbl (You, Jensen, 1984) u ssumens (Engell, 1994). B
IIUTOILIa3Me aHTUIIOJAILHBIX KiIeToK Triticum aestivum (You, Jensen, 1985), Hordeum vulgare
(Engell, 1994), Orysa sativa (Maeda, Miyake, 1996; Maeda, Miyake, 1997) u Zea mays (Diboll,
Larson, 1966) naGmronanu noarumopusm GopMbl MUTOXOHAPHUIL.

[TmacTiabl CHHTE3UPYIOT AaMUHOKHCIIOTHI, )KUPHBIE KUCIIOTHI, HYKJICOTH b, MUTOXOHIPUN
y4acTByIOT cuHTe3upytoT AT®, yBenndeHne pazMepa U U3MEHEHUE CTPYKTYPBI ATHX OpraHesll
MOYET CBHUJIETEIIbCTBOBATh O BO3pAaCTaHUM UX (YHKIMOHAJIBHOM HArpy3kd B IIpoliecce
(G GepeHIIMPOBKU KOMIUIEKCA.

Mpl mokazanu, 4To B TedeHHe TU(GGEPEeHIIUPOBKH W THOENH aHTUIOJAIBHBIX KIIETOK
MIICHUIIBl CTPYKTYpa SHIOIIA3MATHYECKOTO PETUKYIyMa MEHSETCS — OT CETH MPOTSDKEHHBIX
wiockux 1mcrepH OIIP u kopoTkux TpyOouek Ha paHHeW cTaguu JUGEpEeHIIMPOBKH 10
KOHIIEHTPUYECKHX KPYTOB Ha CpeHeN U Mmo3aHel ctanuu nupdepeHIupoBKY, Ha CTa UK rudenu
nucrepusl DIIP pactmmmpsirores. Ha crapusx TTIKT uncio pubocom, CBSI3aHHBIX C PETUKYITYMOM,

10 HAIIUM BU3yaJIbHBIM OIEHKAaM, YMEHBIIAIOCh.
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B nmurepatype Obu10 0T™MEUeHO, uTo mucTepHsl DIIP BappupoBanu mo aynvuHe u o ¢opme,
OJTHAKO M3MEHEHME CTPYKTYphl OBUIO CBA3aHO HE C 3TanamMu JU(QPEepeHIMPOBKH, a ¢ GaKkToM
omonoTBopenus. Koporkue napainensubie nuctepHsl JI1P BbIABIAINCH A0 OIUIOAOTBOPEHHUS Y
Orysa sativa (Maeda and Miyake, 1996, Maeda and Miyake, 1997) u Hordeum vulgare (Engell,
1994), a KOHIEHTPUYECKHE KPYTH BBIABISUIMCH IIOCIE OILUIOJOTBOPEHHsA. Y Zea mays Obuin
ONMCAHbl TOJIBKO KOPOTKHE M MNpOTsbKEeHHble LuctepHbl OIIP. B aHTHNOmanbHBIX KiETKax
MIIEHUIIBl Ha CTaJIHH 3PENIOT0 MeraraMeTo(uTa BBISBISIINCH KaK MapajliesIbHbIE IUCTEPHBI, TaK U
KOHIIECHTPUYECKUE KPYT'H, OXBAThIBABIIME YYACTKH IIUTOILIa3MbI ¢ opranesiamu (You and Jensen,
1984).

Mps1 HabITIO 1T U3MEHEHUS CTPYKTYPBI IUKTHOCOM ITUTOILIa3Mbl aHTHITOAAIBHBIX KIETOK
nueHunpl. Ha panHux cragusx qudQepeHIMpOBKH KOMIUIEKCa Mbl HAOJIOAIA JUKTHOCOMBI,
cocrosimue u3 5-8§ mapamienbHbIX IUcTepH ¢ Oompmmmu (100%250-300 HM) ammynamu C
MPO3pAavYHbIM COJEPKUMBIM Ha Tepudepun kaxmoil mucrepHsl. Ha cragusx rubenn CTONKU
IUCTEPH TUKTHOCOM MMENHU C-00pa3zHyto ¢popmy mwin GpopMy KOJbIla, aMIIyJIbl Ha Kpasx IHUCTEPH
ObLIM MaJIeHbKME C TEMHBIM COJEpPXKUMBIM, BOIM3M amnmnapara [OnbJKu BBIABISUINCH
MHOTOUYHCJICHHbIE BE3UKYJIbl. BO3MOXXHO, 3TO CBSI3aHO C U3MEHEHHEM CEKPETa, CEKPETUPYEMOTo
anmaparoMm ['onbpku Ha pa3HbIX cTaausax quddepeHInpPOBKY.

MHorouunciaeHHble AUKTHOCOMBI amnmnapara ['oybJKM BBISIBISUIMCH Takxke y Zea mays
(Dibol and Larson, 1966), Orysa sativa (Maeda and Miyake, 1996) u Hordeum vulgare (Engell,
1994). TlpucyTcTBHE pacHIMPEHHBIX aMIyJd IMCTEPH M MHOTOYKMCICHHBIX BE3HMKYJ OKOJIO
anmapata [onpmku Obu10 oTMeueno aiast Hordeum vulgare mocne omnomorBopenus (Engell,
1994).

C mnoMompbi0  TpPEXMEpPHOH  PEKOHCTPYKIMH  H300paKEHHM  KJIETOK  Mocie
MMMYHOIIUTOXHUMHYECKOTO OKpAIIMBaHUs, Mbl BIEPBBIE BBISBWIN JIOKAIU3ALUIO TPAHYISIPHOTO
peTUKyJIyMa M JMKTUOCOM, YYAacTBYIOLIMX B CEKPETOPHOM AakTMBHOCTM KieTok. Ha stame
T depeHIIMPOBKY OHM PAaBHOMEPHO paCIOIaraloTcsi MO 00beMy IUTOIIA3Mbl, BOJIU3U
MJIa3MaTUYeCKOW MEeMOpaHbl W B HMHBArvmHaIUsAX SACpHON 000J0uku. Takoe pacmpeneneHue
OpraHesl XapakTepHO AJi1 BCEX SIPYCOB aHTUNOJAIBHOrO KoMmiuiekca. Ha ctaaum kieTtodHoi
TUOETN YMCII0 ATHX OPTaHeIlT CHUKAETCS.

Hamu Opina BrepBbIe OnMMcaHa CUCTEMa MUKPOTPYOOUeK M aKTHHOBBIX (PUIIaMEHTOB Ha
ctaauax nuddepeHIMpoBKY U THOEIH KIETOK aHTUIIOAAIbHOTO KOMIUIeKca niieHuibl. CHavyana
B [[UTOILJIA3ME BBISBIISUIACH TOHKAS CETh MTYYKOB MHUKPOTPYOOUEK, C YepEeAyIOUTUMUCS Y4acTKaMu
MyYKOB Pa3HOW TOJIIMHBI, MO3/IHEE 3Ta CETh MepecTpanBaiach, (HOPMHUPOBAIUCH MPOTIKEHHBIS
HEOJHOPOJIHBIE TUIOTHBIEC TSHKU. MBI BIIEpBbIe HAOMIOAAIN KOHIIEHTPUIECKUE TTyUYKH aKTHHOBBIX

q)HHaMeHTOB BOKpPYT AA€P KICTOK W MapalyICJIbHBIC ITYYKHW Ha Hepmbepym KJIECTKH Ha CTaluu
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muddepenmupoBku. Ha cragusax TTIKIT myukn MUKpoTpyOOUeK pacmoiaraloTcsi B MHBarMHAIUSAX
SAIEpHON 00O0JIOUKH, 3aTeM MyYKH MHKPOTPYOOUEK M aKTHHOBBIX (PHIIAMEHTOB yTOHYAIIUCh, UX
CETh MPOPEKUBAIACH.

B nuronna3zme taxke HaOII0JaIM MacIsSIHbIE TEJbLIA PA3JIMYHOTO pa3Mepa, OKPY>KEHHBIE
MeMOpaHOW U JTUMHUAHBIE KAIUIM B LIUTOIJIa3ME aHTUIOATIbHBIX KJIETOK MIICHUIIBI, THAMETPOM
0,2-0,4 mxm, gacto BOmM3u mutoxouapuid 1 DI1P. Ha sranax [TKI" nunuaHple Karuid BEISBISUIACH
B sape. Bo3MOXHO, OHU MOMajaiy B SAPO 4Yepe3 pa3phIBHI sIEpHON 000JI0UKH, 00pa3oBaHue
KOTOPBIX XapaKTEPHO JJIs 3TO# craauu rudenn. B muromnasme Zea mays (Dibol and Larson, 1966)
u Orysa sativa (Maeda and Miyake, 1996) Tose BBISBJISUIN JIMITHIHBIE KAILIH.

Kak B HaOmo1aeMbIX HAMU aHTUIOJAIBHBIX KJIETKAX MIICHUIIBI, TAK U B aHTHITOJAIbHBIX
KkiaeTkax Zea mays, Orysa sativa u Hordeum vulgare B nuToriazme npucyTCTBOBAIN BaKyOJIHd OT
OJIHOH OOJBIIOI Ha KIETKY 10 Heckoipkux ManeHbkux (Dibol, 1968; Engell, 1994; Maeda and
Miyake, 1996). Hanuume Bakyosieii Hrpajo BaKHYIO pOJIb B OTUYCTIMBOM IMOJSIPU3AIIAN
aHTUnoAaIbHBIX KieTok (Engell, 1994).

Mpbl HaONIOAAM BAaKyoJIM Ha BceX JTamax AUPQPEpEeHIUPOBKU U THOSIH KOMILIEKCA
AHTHUIOJANBHBIX KJIETOK MieHuIbl. [1o HaneMy MHEHUI0, Ha paHHUX CTagusX AUPPepeHInpOBKU
KJIETOK aHTHUIIOAAIFHOTO KOMILIEKCA BaKyOJIH BBIIIOJIHSAIOT OCMOPETYIISITOPHYIO (PYHKIIHIO, TOTa
KaK Ha CTaAMSIX MO3AHEH MU(HEepSHIIMPOBKU U THOCIIM OHHM UTPAIOT POJIh JCTIO BEIICCTB.

Kierounble CTEHKHM aHTUIOJAlIbHBIX KiIeTOk Zea mays m Orysa sativa co cTopoHbI
uynemryca umenn cocouku (Dibol and Larson, 1966; Maeda and Miyake, 1996).
HeonHOpOAHOCTh TOMIIMHBI KJIETOYHBIX CTEHOK AHTUMOJANBHBIX KJIETOK HaOioaasach y
Hordeum vulgare. Kierounslie cTeHKH, FpaHUYAIHE C HYIEIUTYCOM, OBLIH 3HAYHTEIBHO TOJIIE
KJIETOYHBIX CTEHOK, TPAaHUYAIINX C SHIOCIIEPMOM, U KIIETOYHBIX CTCHOK MEKIY aHTUIIOIaTbHBIMU
KIeTKaMd. B mpoiecce UeUTIONSpHU3aMU  DHJIOCTEpMa TOJIIMHA KJIETOYHBIX CTEHOK
AHTUMOJANBHBIX KIIETOK, TPaHUYAIIUX C SHIAOCIEPMOM, YBETUYHMBAIACh. B KIETOYHBIX CTEHKaX
AHTUTOJABHBIX ~ KJIIETOK, TpPaHWUYAIMX C HYIE/UTyCOM, BBISBISUIA ~ MHOTOYHCIICHHBIC
TTa3MOJIECMBI, B TO BpeMs B KJICTOYHBIX CTEHKAX, FPAHHYAIINX C 3HJIOCIIEPMOM, U KIECTOYHBIX
CTEHKaX MEX/y aHTUIIOAATbHBIMH KJICTKAMHU KOJIMYECTBO T1a3MoiecM Obu10 HebombimmM (Engell,
1994).

Mpb1 HaOMIOAATN TTOXO0XKYIO KapTUHY CTPYKTYPBI KJICTOYHBIX CTCHOK MEXKIY KICTKaMH
AHTUTOJAIBHBIX KOMIUIEKCOB TIICHHWIBI W HYIE/UTYCOM. B KJICTOYHBIX CTCHKaX MEXIy
AHTHUTOJAMU BBISIBISUTUCH HEYTIOPSIOYEHHO PACIIONOKEHHBIE MUKPO(MUOPUILTBI TIEITIONI03bI, YTO
MOJKET OBITH CIIEJICTBHEM HEYMOPSIOYEHHOTO PACTIOJIOKEHUS TOHKOW CETH MUKPOTPYOOUEK Mo
miasMaTuueckor memoOpaHoil. Ha cramusax mnosznHed auddepeHuupoBKH U Tubenu BOIU3U

IUIa3MaTHIEeCKOM MeM6paHI)I MBI Ha6n1011am/1 MYJIBbTHUBE3UKYIIAPHBIC TECJIbIA, KOTOPBIC YacCTO
179



BBISIBJSUIACH B aCCOLMALIMY C KJIETOYHOW CTCHKOW WM BHYTpH €€. MBI npeamnosaraeM, 4ro 1npu
ATOM HaO0JII0JIaeM MPOIECC HKZO0IMTO3a B AMOIIACT AHTUITOAATBHOTO KOMILIEKCA.

N3BecTHO, UTO pacTeHusl HAKAIUIMBAIOT U XPaHAT OEJIKU B CIIELIMATIM3UPOBAHHBIX BaKyOJIsX
PSV-protein storage vacuoles - mynabTHBE3UKYIApHBIX Tenbliax (MBT), HeoOXOAUMBIX st
pasBUTHSL U CO3pEBaHMs CeMsH. OTHU 3amacaroliyecss OelKM MOOMIM3YIOTCS IIO3Ke, JUIs
oOecrieyeHNs NMUTATENbHBIMM BELIECTBAMM IpopacTaroliux ceMsH. llokazaHo, 4To BO Bpems
npopacranusi cemsiH 00008 (Vigna radiata) 6enku peuentopa BakyossipHou coptupoBku (VSR
vacuolar sorting receptor) u ruaponuTHdeckre pepMeHThl cHHTE3upyroTCs de novo. C HOMOIIbIO
UMMYHO3JIEKTPOHHOM MHUKPOCKOIMM YAAJIOCh WACHTU(UIMPOBATH LUCTEUHOBYIO IpOTeasy -
ajieypauH M 1okas3ath, uTo VSR u aneypaun konokanusytorcs B MBT B mpopacTaromux cemeHax.
Taxum o6pazom, MBT B mpopacTaromux ceMeHax BBITOJHSIOT ABOWHYIO (DYHKIIMIO: B Ka4eCTBE
XpaHWIUILIA 715 IpOoTeas, KOTopble pu3ndecku otaenaeHsl oT PSV B 3pennom cemenu, U B KauecTBe
IPOMEKyTOUHOro 3BeHa s VSR (penenTopa)-orocpeloBaHHOM JOCTaBKU NpOTea3 U3 amnmnapara
lonsmxu B PSV nns nerpamauuu 6enka Bo Bpemsi ipopactanus cemsH (Wang et al., 2007). Tak
KaK KJIETKH aHTUIIOAAJIbHOTO KOMILUIEKCAa JEeTEPMUHUPOBAHBI Mbl IIpeamnonaraeM, yto 3tu MBT
BBINOJIHAIOT AHAJIOTHYHYIO (YHKLHIO XpaHeHHs OeJNKOB M OJHOBPEMEHHO TPaHCHOPTUPYIOT
BHOBb CUHTE3MPOBAHHBIE NTPOTEa3bl B S3HAOCIEPM, AJIS MOCISAYIOMIEH 1erpalaliy 3THX OelKOoB
BO BpEMs [IPOPACTaHMSI CEMSIH.

Bosmoxxno, B MBT cozxep:karcsi ¢uTacnasbl, y4acTBYIOIIME B KJIETOYHOW THOenH,
IOCKOJIBKY BO BpeMs, [IOKa KJIeToyHass TruOenb eme He HacTynujia OHM JOJDKHBI
TpaHcnopTupoBatkcs B anormact (Gomuuera, 2012).

Jlanable 00 opraHe/miax LMTOIUIa3Mbl  AHTUIIOAANBHBIX KIETOK B  TEYEHHE

i depeHpoBKY 1 THOETH CUCTEMAaTU3UPOBAHbI B Tabuie 7 U Ha cxeme (puc. 125).
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Nerenga:
Anpo
C AOPBILIK3MK
& Bakyonu
@ @ -
Annapat
@ [onbpmm
() r] MuToxoHapKK
, Maacmabi
PanHas CpeaHan MNozaHAs Panuan Noaawas
avbbdeperumposra  AuddepeHumposKa AnddepeHumposka mbens rmbens
Puc. 125. Cxema mnpeoOpazoBaHWi aHTUNOJAIBHBIX KJICTOK IIIEHUIBI HA CTAaIuN
nuddepeHIIMPOBKY U THOEN
Tabmuma 7. OcoOEHHOCTM IMTOIUIA3Mbl AHTUIMOJAIBHBIX KJIETOK Ha CTagusX
b hepeHIIMPOBKY U THOEIH.
uromnnazma
Cranus pa3BUTUs OIlIP Arnmnapar Mutoxonapun ITnactuas: Iutockener Bakyonu
T'onpmxu
Pannss y3KHe TPYOKH U 5-7 mucrepH ¢ okpyrisie (d [IapOBUIHBIE, TOHKasl CETh Oospme,c
i depeHIpoBKa IIUCTEPHBI pacIIMpeHHBIMA 0,5 MKMm) OBaJbHEIE, 2 CTOpOH
1-3 cytku nocne amITyJIaMu MaJIOYKOBUIHBIE, sapa
OTBUICHHS YalleBU/IHbIE
Cpennsist MIPOTSKCHHBIE 5-7 mucrepu ¢ | oBanbHble (0,5 | mamoukoBHAHbIE, TOHKasl CETh Oounpme
i depeHIpoBKa LUCTEPHEL, pacIIMpeHHBIMA - 0,8 MkMm), YarIeBHHbIe
3-4 cyTku mocne KOHIICHTHYECKHUE aMITyJIaMi YalieBU/IHbIE
OTBUICHHS KpyTH
Moznuss KOHIIeHTpHyeckue | 5-7 uucrepH ¢ | oBaibHble (0,5 | manmoukoBuaHbIE, TOHKasl CeTh Oonbive
mudQepeHIpoBKa | KpPYTH, KOPOTKH | pacIIUpEeHHBIMU — 0,8 Mmkm), YaIeBUIHBIE
4 cyTku mocie TpyOOUKH aMITyJIaMHi YaIreBUTHBIE
OIBUICHUS
Panuss rubens pacLIMpeHHbIe 5-7 nucrepu ¢ | oBanbHble (0,5 | manoukoBHHBIC TSDKH MEXKLY Oonpliue
4-5 cyTku mocie LIUCTEPHBL MaJICHbKUMU - 0,8 MKM), WHBaruHaUsIMHI
OIBUICHUS aMITyJIaMH YalleBUIHbIE aapa
IMo3nHsts pacLIMpeHHbIe 5-7 n3orHyteix | oBanbHble (0,5 | manoukoBHIHBIC peaKue TaKU Oonpline
rudenb LIUCTEPHBL LUCTEPH, - 0,8 MKM),
6-7 cyTku mocne 3aMKHYTbIE B YanIeBU/THbIE
OIBUICHUS KOJIBLIO
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5.6. 'mbesib aHTHNOAAIBHBIX KJIETOK 3aPOAbINIEBOr0 MeIIKa MIIIeHHIbI

['nGenb aHTUMONANBHBIX KJIETOK 3apOJBIIIEBOIO MEIIKA MIIEHHUIB! SBISCTCS SPKUM
npumepom dPCD, T.e. rubenu KiIeTok pacTeHuil B xoae nuddepeHnpoBkr TKaHekl u opranos. Ha
pPaHHMX CTaJMAX Pa3BUTHS 3apOABILIEBOIO MEIIKA KICTKU aHTHUIIOAAIBHOIO KOMILJIEKCA 33 CUET
KPYIIHBIX  BakKyoJIel  BBIOJIHAIOT ~ OCMOPEryJIHpYIOLIyl0  (yHKIMIO, IOciae JBOHHOro
OIJIOJOTBOPEHHsI B Xo4e IU(P(PEPEHIIMPOBKH BBIIOIHIIOT CHHTETUYECKYI0 M CEKPETOPHYIO
¢byHKIMHU, o0ecTieyrBast pa3BUBAIOLINIICS SHIOCIEPM 3aIIUTHBIMU U TUTATEIbHBIMU BEIIIECTBAMHU.
B xoxe memmossipu3anuy LEHOLMTA JHIOCIEpPMa 3aIlyCKaeTCs IpOrpaMMHUpyeMas KJIETOYHas
rulenb AHTUNOJANBHBIX KiIEeTOK. TakuMm o0pa3oMm, cynbpba aHTUIIONAIBHBIX KIETOK YETKO
JETEPMUHUPOBAHA U IPEIOIIPEIEIICHA.

I[IK[' - HeoOXOomMMBIA TpOLECC TPH Pa3BUTHUH JIIOOOTO CEMEHU pACTCHHH,
o0ecrneynBarOIMi MUTATEIbHBIMU BELIECTBAMU 3aHOBO O00pasyrolluecs IOcie JABOHHOIO
OILUIOIOTBOPEHUS TKAHU. Y BCEX KYJIbTYPHBIX 3JIaKOB HAa PAaHHUX CTAaJUAX Pa3BUTHS CEMEHHU
HE0OXO0UMBIMHU IIpoLieccamMu Juisl (popMHupoBaHUs HOpMaJIbHOTO 3H0cniepma (Yaban u ap, 2011)
SBIISIIOTCS: Tposu(epalisi HHUIHUATBHBIX aHTHIIOAAIBHBIX KJIETOK, MU (dEepeHIIUpOBKa, B X0e
KOTOPOH (OPMHUPYIOTCS TMOJIMTEHHBIE XPOMOCOMBI, U YTHUJIM3alMs BCEX HapaOOTaHHBIX HMHU
BEUIECTB B XOJI€ JErpaJalvy KJIETOK aHTUIIOJaIbHOIO KOMIUIEKCA. DHIOCIIEPM BCEX KYJIbTYPHBIX
3JIaKOB — B&KHbIM nuuieBod npoaykr. IlosToMy w3yyas OCOOEHHOCTHM MPaBUIIBLHOIO
dbopmupoBanuss u nociuenyromux dtanoB [IKIT wMeHHO aHTHUMOJATBLHOTO KOMILIEKCa
3apOJBIIIEBOI0 MEIIKA KYJIbTYPHBIX 3JIAKOB MOKHO IOINBITATHCS MOHATh, KAK aHTUIIONATIbHBIC
KJIETKH 00€CIeUnBAIOT 3alUTy ¥ pa3BUTHE TKaHU HYKJI€apHOI'o IIEHOLUTA SHAO0CIepMa.

VbpTpacTpykTypa sA€p AaHTUIIOAANBHBIX KIETOK S4YMEHs Obljia omnucaHa B paloTte
[TetpoBoit u ap. B 1985r. OHu 0OpaTuiaM BHMMAaHHE Ha SYEHCTYIO CTPYKTYpPY IOJHUTEHHBIX
XpOMOCOM WU HAJIWYME MEXIY XPOMaTHIAMH «SIPBIIIKO-TIOJ0OHBIX» CTPYKTYp pPa3JIMYHOMI
MOp(OJIOTHH, HO HE CBSA3AJIM MOSBICHHUE 3TUX CTPYKTYp C Cerperanueil KOMIOHEHTOB SIPBIIIKA
(ITerpoBa u ap., 1985).

Mpbl nosipo6HO U3yunau MOpP(ONOTHIO sep KIETOK aHTUIOJAIbHOIO KOMILIEKCca
3apoasimieBoro Mmemka mmeHuisl B xoxe IIKI. Ha cragum auddepeHuMpoBkr KoMmIuiekca
TUTaHTCKHUE MOJIMTEHHBIE XPOMOCOMBI aHTUIOAAIBHBIX SJEP COCTOSAT U3 OTIENIBHBIX XpOMaTHUs,
KOTOpBIE MO3/JHEE MEPEIIETAIOTCS MEXy COOOW M JOMONHUTEIBHO CHUpPATU3yIoTCcs. B Hauane
rubenu KOMILJIEKCA XPOMaTHAbl TOJMTEHHBIX XPOMOCOM CONMIKAlOTCS, Tella XPOMOCOM
YIUIOTHSIOTCS. B HUX (DOPMHUPYIOTCS JIAKYHBI Pa3IMYHOM BEIWYHMHBI, TJI€ YacTO JIOKAJIU3YIOTCA
CETPErpOBaHHbIE  KOMIIOHEHTBHI  SApBINIKA. SIBIE€HWME  cerperalMy  sApbIIKA  KIETOK

AHTUIIOJAJIBHOI'O KOMIIJICKCA 3apOAbIIICBOrO MCIIKA MIIEHUIBLI U HAJIMYUC B CETPETUPOBAHHBIX
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KOMITOHEHTaX SJIPBIIIKa apreHTOMUIbHBIX OENKOB sApbIKa, GuOpuiapuna u Oenka 53k/la
ObL10 MOoKa3zaHo paHee B pabote Jlazapesoii u Uennona (JIazapeBa u Yenios, 2004).

MbI BBISIBUIN CETPETMPOBAHHBIE KOMIIOHEHTHI SJIPBILIKA, Pa3IMYaOLIUECs 110 BEIUUYHHE,
bopMe M yIbTPACTPYKType MEXKAY XPOMATHAAMHU MOJUTEHHBIX XPOMOCOM TOJIBKO B SIpax
AQHTUIIOAJIBHBIX KJIETOK OIUIOA0TBOPEHHBIX 3aPOBIILIEBBIX MELIKOB MIIEHUIIbI, HAXOIAIMXCS Ha
CTaIusX THOETU aHTHUIIOJATBHOTO KOMIUIEKca. B cocTaBe 3TMX MHOTOYHCICHHBIX 00y, HAMU
UICHTU(PHUIMPOBAHEl HEKOTOpble Oenku sApeimka. Mel  oOHapyxuian, mociae Ag-Nor
OKpaIllMBaHUs MpenapaToB, YTO apreHTO(PUIbHbIE OEJKH AApPbIIIKa PABHOMEPHO paclpeeIeHbl
win GOPMUPYIOT OJIHY - JIBE «IIAIIOYKW» HAa IOBEPXHOCTU CErPErMpoBaHHBIX 1100y1. ITokpeIThIE
apreHTOQMILHBIMU OelKaMH TJ00YJIBl YIOPSAOYEHO pPACIONAraloTCs B TeNax IOJUTEHHBIX
XpPOMOCOM SIJIEp U OJHOBPEMEHHO BBISABISAIOTCA B LUTOIJIA3ME aHTUIOJANbHBIX KieTok. [locie
T pepeHIMaIbHOr0 OKpAIMBaHNs aKPUIMHOBBIM OPAHKEBBIM B aHTUIIOAAIbHBIX KileTkax PHK
BBISBIIICTCSI B BHUJAE MEIKUX TIpaHyJd B JIaKyHaX IOJIMTEHHBIX XPOMOCOM B COCTaBe
CerperupoBaHHbIX II100YII.

NmmyHonMTOXMMHYECKasT NeTeKnus (HuOpwiiapuHa B sApax aHTHIIOAATBHBIX KIIETOK
NIIEHUIIB Ha CTaJuM rH0eny KOMIUIeKca MoKasajia, 4To Gpuopuiiapul nepepacnpeaessercs u3
SJPBIIIKA B JIAKYHBl pe()OPMUPOBAHHOIO XpoMaTHHA. MIHTEpeCHO, 4TO 4acTh JIAKYH OCTaeTcs
cBOOOIHBIMU OT ¢ubOpmwuTapuHa. Ilpu 3TOM B pa3HBIX aHTUIOJAIBHBIX KIIETKAX BBISBISIOTCS
cerperatbl (uOpWwIIapuHa pasnuyaronmecs 1o ¢opmMe W pa3MepamM. MBI U3yYWIH
YIBTPACTPYKTYPY CErperupOBaHHBIX KOMIIOHEHTOB S/IPBIIIKA U OOHAPYKUJIIM, YTO HEKOTOPBIE U3
HUX - OKpPYIJble OJHOPOJHBIE Telbla, JAPYIMe€ HMEIOT HENpaBWIbHYIO (OPMY U CIOXKHYIO
CTPYKTYpY, KOT/Jia K UX LIEHTpaIbHON, MEHEE MJI0THOM 00J1aCTH MPUMBIKAIOT OJMH UJIU /1Ba Ooliee
IUIOTHBIX CETMEHTa (TEMHBIE «IIall0YKW»), B HEKOTOPBIX SApPax CErperaThl MENKUE U IUIOTHBIE,
Kak Oucep.

Panee nmpu u3yueHUM yJIbTPaCTPYKTYpPbl TUTAHTCKMX XPOMOCOM aHTHUIIOAAIbHBIX KIETOK
aumenst (IletpoBa u nap., 1985), OblIM BBHIABIEHBI Pa3HOOOpPA3HBIE «SAPBIILIKO-TIOT00HbBIE)
CTpYKTypbl. OnMicaHHbIE B pab0TE METKUE «SAPBIIIKO-TI0I00HbBIE» CTPYKTYPbI, JIOKaTN30BaHHBIE
B 00J1aCTH MOJUTEHHBIX XPOMOCOM SUMEHS, ObUIM MOXOKU Ha CETrperMpOBAHHbBIE KOMITOHEHTHI
SJPBIIIEK aHTUMOJAIBHBIX KJIETOK MIIeHUIbl. OHAKO, B OTINYUE OT CTPYKTYP, BBISBICHHBIX B
AQHTUIOJANBHBIX KJIETKAX SYMEHS, CErperupoOBaHHbIE KOMIIOHEHTHI SAPBIIIKA aHTUIIO/ MIITEHUIIBI
HUKOI'JIa HE COJIepKalH TpaHys Ha MOBEPXHOCTH, M «IIAMOYKK» Y CJIOXKHO OPraHU30BaHHBIX
arperaToB ObLTH 3neKkTpoHHOIUIOTHBIE. ABTOpHI (IlerpoBa u ap., 1985) mpenmonoxxwiu, 4to
MHOT000pa3Hble  «SAPBIIIKO-TIOJOOHBIE TEeNbL@» B sApax AaHTUIOJ SUMEHS SBIAIOTCA
aMIUTMPUIMPOBAHHBIMU ApbIIIKaMU. Ha Hal B3], UMEET MECTO He aMILTU(UKALUS SIPBILIKA,

a MPOUCXOIUT Cerperanusa-IUuCccolranys MaTepuaia AaphlIiKa.
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B crarbe (An and You, 2004) Gbuta mpoBeeHA MOMBITKA OMUCAHUS U aHAJN3a CTPYKTYPBI
SJIep AHTUIIOAANBHBIX KIETOK MIICHHUIBI 10, B MOMEHT M IOCJE JIBOMHOTO OIUIOJOTBOPEHHS,
oKpameHHbIX (ayopoxpomom DAPI. ABTOpBl yTBEp)KIalld, YTO JE€TCHEpaIusi aHTHUIIOJ
HAUYMHAETCS B MOMEHT, KOT/Ia BCE siJipa KJIETOK aHTUIIOJaIbHOIO0 KOMIUJIEKCAa UMEIOT OKPYTIIYIO
dbopMy U HeOONBIIKME pa3Mephl, apryMEHTUPYS 3TO TeM, YTO «Iepudepus HEKOTOPBIX sIep
CTAaHOBHUTCS BOJIHHCTOW». Ha HAll B3IV 3TO OOYCJIOBIEHO HAIMYHUEM MHOTOYHCICHHBIX
WHBarvHaIMi saepHOi 00onouku. Takue MHBarvuHAIMU XapaKTEPHBI JUIS sIIepP aHTUIIOAATBHBIX
kietok mmeHuIrsl (You and Jensen, 1985; Jlazapesa, Uenmios, 2004; Yab6an u np., 2011) u ssumens
(Engell, 1994). M»pl mnoka3anu, 4YTO AaHTUIONAJIbHBIC KIETKH YK€ Ha paHHEH CcTaauu
muhdepeHIMPOBKYA UMEIOT HHBATUHAIIMH MTOBEPXHOCTH SIJIEP, YTO XOPOIIO BUTHO MPU U3YICHUU
WX YIBTPACTPYKTYPHL. Y CHIICHUE IPKOCTH (DIIyOPECICHIIUU ISP aBTOPHI OIICHUBAIA BU3YyaJIbHO,
YTO, Ha HAIll B3TJISI, HE SIBJISIETCA KOPPEKTHBIM. Y HaKoHell, Kor/ia aBTOpbl OOHAPYKUBAIU SIpa C
MyCTOTaMH BHYTPH, TO OOBSACHSIIN ATOT EHOMEH «MCUE3HOBEHHEM XPOMAaTHHAY THOHYIIUX Sep.
[To HameMy MHEHHUIO, «ITyCTOTBD» 3THX SIACP — MECTA, TJIe PACIOIaraloTCs TMTAHTCKUE SIPBIITKA
AHTHUTOJAITBHBIX KJICTOK MIICHUIBI. MBI cCUUTaeM, 94TO COOBITHS, OUcaHHbIe aBTopamu (An and
You, 2004) HE COOTBETCTBYIOT 3TanaM T'HOENIM aHTHUMOJAIBHBIX KJIETOK, a SBISIOTCA CTaauen
muddepeHIMpoBKY UX saep. Takum 00pa3oM COOBITHS, KOTOPBIE MPOUCXOAAT HETTOCPEICTBEHHO
py TUOETTN AaHTUIIOAATBLHBIX KJIETOK IIIICHHIIBI B pad0Te HE pacCMaTPUBAIUCH.

B pabore Wei-cheng et al., 1988 aBTOpbI M3y4dalid CTPYKTYPY aHTHIIOJAIBHBIX KJIETOK
MIICHUIIBI B XOJ€ Jerpajalii U UX poib B GOpMUPOBAHUU dHAOCHEpMa. B cBoelt paboTte oHu
MOKa3ajdl OTCYTCTBUE OTJIOKEHHUS Kalllo3bl B KJIETOYHOM CTEHKE MEXIy aHTHUIOJaIbHBIMU
KIIETKaMH ¥ SHJOCIEpMOM. Ha yIbTpacTpyKTYpHOM YpOBHE BBISBIICHBI ITUPOKHE KaHAIBI B
KJIETOYHOW CTEHKE aHTHIOJAIBHBIX KJICTOK, TPAHWYAIIAX C SHIOCIIEPMOM. ABTOPHI ITOKa3allH,
YTO TUOHYIIME AHTUNOJANbHBIE KJIETKH MIICHUIBI OTAAIOT COJEPKUMOE CBOEH IUTOIIA3MbI
(OI1P, mnacTuapl, MUTOXOHAPHUN), U siApa (YUACTKHA XPOMOCOM) JJIs MO Aep KaHUsI Tpoudepanun
u pocra 1eHonuTa sunocnepma (Wei-cheng et al., 1988). MsbI Taike HaOII01aTM aHAIOTUYHbBIS
KapTUHBI MEXK]Ty aHTHUITONATFHBIMU KIIETKAMHU M SHJIOCIIEPMOM.

B pabGote YabaH ¥ COaBTOPOB OMUCAaHBI OCHOBHBIC HYEPTHl MOPGOIOTUU TUOHYIIUX
AHTUTOJANBHBIX KIETOK KOMILUIEKCOB OIUIOJOTBOPEHHBIX 3apOJBIIIEBBIX MEMIKOB MIIEHUIBI—
VIUIOIICHHE KJIETOK, KOHJICHCAITUS XpOMAaTHHA, pactal SJIPHIIICK U SKCTPY3HS €ro KOMIIOHECHTOB
B ITUTOIUIa3My CaMUX aHTUIO, U B sHAocnepM (Yaban, 2008; Yaban u np., 2011). Ot nanabie
COTIOCTaBUMBI C TMOJTYYEHHBIMU B Haiei pabore. Mbl HaOIIOaId MHOTOUUCIICHHBIE SKCTPY3UU
TpaHyll SJpHIIIKA U YacTeld XpOMOCOM B IIUTOIIA3My AHTUIIOA YEpe3 pPas3phbIBbI SIEPHON

000JI0YKH.
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SApxuMu Mapkepamu KJIETOYHON TmOenu y pactenmit siBisiercss pparmentanus JHK u
BBIXOJ] ITUTOXPOMA C M3 MUTOXOHJPHIA, YTO M OBLIO BIEPBBIC MPOJEMOHCTPUPOBAHO HAMU IS
KJIETOK aHTUIIOJAIbHOTO KOMILJIEKCA MIIICHULIBI.

EcTth manHble 0 TOM, 4TO B XO/€ KJIETOYHOM TMOETM HEKOTOPBIX TKaHEH ceMs3adaTka
pacTeHui, Hampumep, npu rubenu kiaetok Hynemwryca (Dominguez and Cejudo, 2014) u
srnocnepma mmeHunbsl (Chen et al.,, 2013) mpoucxomutr ¢parmentauus JAHK, BbiBisemas
merogoM TUNEL. Panee, paspsiBel JHK simep anHTUnOAQNIBHBIX KIETOK NMIIEHULIBI, BBISIBIICHHBIE
no merogy TUNEL, Obutn j0Kann3oBaHbl B XpOMOCOMAaX HEKOTOPBIX sJIEp aHTHUIIOJAIbLHOTO
KOMILJIEKCa U B 00J1aCTH TUTaHTCKUX sapbimiek (Yadan u ap., 2011).

Me1 BeisiBUIM pas3pbiBbl JJHK HEKOTOPBIX sAnep KIETOK aHTUIIONATIbHBIX KOMILJIEKCOB Ha
pasHbIX ctamusx rudenu. Ha paHHUX cTamusx, KOrja B siApax BBIABISIOTCS WHIMBHIYaJbHbBIC
XPOMOCOMBI, Pa3pbIBbl JIOKAIU30BAIUCH B OMpPENEIEHHBIX YYaCTKaX XpOMOCOM (4acTto, BOIU3U
AEPHON OO0OJOYKM U OKOJO SIPBIIIKA), MHOT/IAa C Pa3HOW MHTEHCUBHOCTBIO B OTAEIBHBIX
XpOMOCOMax M MO-Pa3HOMY B KaXIOM sipe KoMIuiekca. Ha Gosee mo3aHuUX CTagusx, B siApax C
00BbEeTMHEHHBIMHA XPOMOCOMaMH Pa3phIBbI BBISBIISUIMCH BO BCEM 00BEME sIpa.

Hamu mnokaszano, 4To mpu KJIETOYHOM TuOeIr KOMIUIEKCAa aHTHIOJAIbHBIX KIETOK
HAOMOIaeTCsl BBIXOJ IUTOXpPOMA C M3 MUTOXOHIPHIA, YTO MOKET CBUACTEIHCTBOBATH O
BO3MOXKHOM POJIM LIUTOXpOMA C B IIpoliecce Ux KiaeTouHou rudenu. [1ogo0HbIX uccaenoBaHuil Ha
AQHTHIIONATBHBIX KJIETKAaX pacTeHUil paHee He MPOBOAWIOCH. VIMEIOTCS TaHHBIE O TOM, YTO TPHU
HEKOTOPBIX BapHaHTaxX KIETOYHOW rMOeNn pacTeHUid, HampuMep, THOeIH KJIETOK TaleTyMa Maka
(Yao et al., 2004), raneryma noaconseunnka (Balk and Leaver, 2001), mblibleBbIX TPYOOK Maka
(Thomas and Franklin-Tong, 2004), rubenu KyabTyp KJIETOK PACTCHUH W TPH JCHCTBHU
TEIJIOBOTO III0Ka, MAaHHO3bI, MEHaIMOHA, 1iepamuaa u T.4. (Balk et al., 2003, Balk et al., 1999,
Krause and Durner, 2004, Stein and Hansen, 1999, Sun et al., 1999, Vacca et al., 2006, Yao et al.,
2004), nudpepenupoBke cocynoB keusiembl LuHUM (Yu et al., 2002) Takxke HaO1r01a€TCsI BBIXO[
IIUTOXPOMA C U3 MUTOXOHIPHIA.

CoOpbITHs, KOTOPBIE MBI HAOJIOJAITM B KJIIETKAX aHTUIIO] OTUIOIOTBOPEHHBIX 3aPO/IBIIIIEBBIX
MEIIKOB TIIIEHHUIIBI - BBIXOJ ILUTOXpOMa C HU3 MUTOXOHIpHid, pa3psiBbl JIHK, BbIsBIsIeMBbIe
meronoM TUNEL, ymnoTHeHne XxpoMaTHHA M €ro (parMeHTanusi, poaHIT KJIETOYHYIO THOenb
AQHTHITOATBHBIX KJIETOK C arlonTO3-MO0I0O0OHBIM THIIOM KIETOYHOH THOENH 1O KITacCHU(pUKAIIH
Reape and McCabe (Reape and McCabe, 2013), win ¢ HeayTOIUTHUECKONW KJIETOUHON THOENBIO
no kinaccupukammu van Doorn (Van Doorn et al., 2011). Tem He meHee, kieTouHas THOETb
AQHTUIIO/ATBHBIX KJIETOK IIIEHHUIBI MMEET CBOM XapaKTepHbIE OCOOCHHOCTH: BO-TIEPBBIX —
COIIPOBOXKIAETCST PSIOM CJIOXKHBIX IEPECTPOCK CTPYKTYPHI SIep, BO-BTOPBIX, CeTperaruen

KOMITOHEHTOB SIPBILIKA, U B-TPETBUX, IPSAMON IKCTPY3UEH TPAHYJISIPHOIO KOMIIOHEHTA SIAPBIIIKA
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M 9acTeil XpOMOCOM 4Yepe3 Pa3phIBHI AEPHOI 000JIOUKH B IIUTOIIA3MY aHTUIIOAAIBHBIX KIIETOK,
a 3ateM, B dHAocIepM. BO3MOXHO, 3T OCOOCHHOCTHM OOYCJIOBJEHBI TE€M, YTO THOHYT U
YTWIM3UPYIOTCS I[IEHOLMTOM DJHJOCIEPMa COJEPKHMOE HE IPOCTHIX JUIUIOUIHBIX KIETOK
MaTEepUHCKHX TKaHEeH ceMsA3a4aTka, a BBICOKOIOIMIUIOMJHBIX AHTUNOAAIBHBIX KIETOK |
BEILIECTBA, TPAHCKPUOUPYEMbIe TUTAaHTCKUMH ITOJIMTEHHBIMH XPOMOCOMAaMH.

HHTepecHO, 4TO KOMILJIEKC aHTHUIIOJAITbHBIX KJIETOK B HEOILIO0TBOPEHHBIX 3aPOIBIIICBBIX
MEIIKaX UMEET CBOM XapaKTepPHbIE OCOOCHHOCTH. XOTS B HEOILIOAOTBOPEHHOM 3apOJIbIIICBOM
MemKe He (GOpMHUpYyeTCsl SHAOCIEPM, BO BCEX TaKUX MEIIKAX IPHCYTCTBYET ITOJHOCTHIO
c(OpPMUPOBAHHBIN KOMIUIEKC aHTUTIO, HAXOIAIIUICS Ha PAa3IMYHBIX CTAAUAX TUPHEPECHIUPOBKH
u tubenu. [lonuTeHHbIe XPOMOCOMBI B TaKUX KJIETKax 0oJiee JEKOMITAKTU30BaHbI U B KIIETKAX
BBISIBJISICTCSI OJIHO-/IBA SIIPBINIKA. B IUTOMIa3Me JOKAIU3YOTCS OTPOMHBIC BAKyOJId U MEJIKUE
BaKyoslm B Oumsu sapa. Ha cragusx cBoeil TmOenu B sApax TaKUX aHTUIIOAAIBHBIX KIIETOK
BBIABISIIOTCS. pa3pbiBbl JIHK B o0nact OTAENBHBIX XPOMOCOM HMIIM B YacTSIX HECKOJIBKUX
XpOMOCOM OKOJIO siipbimika. [lo3gHee B siqpaX HE MPOMCXOAUT OOBEIUHEHHS XPOMOCOM, a
HaOJII0JaeTCs pa3pe3aHue XpOMOCOM Ha KpYIHbIC U Mesikue (parMeHThl. [Ipu 3TOM cerperanuu
KOMITOHEHTOB S/IPBIIIKA ¥ BBIX0/1a ITATOXPOMA C U3 MUTOXOHAPHIA. He MPoucXoauT. Ha ocHoBaHuM
9THX HAOJIONEHUH MOKHO TPENNOI0KUTh, YTO THUOEIbh ATUX AHTUIOAAIBHBIX KIETOK B
OTCYTCTBHM HMHJIYKTOpa MO — 3HAOCIEepMa WAET 1O APYroMy IyTH, OTIUYAIOIIEMYCS OT
ruOe  aHTHUIOAAIBHBIX KIETOK OIUIOJIOTBOPEHHBIX 3apOJBIIICBBIX MEHMIKOB. Tak Kak
HaOI0JaeTcsl KapuOpPEeKCUC B SApax AaHTUIOAAIBHBIX KJIETOK M (parMeHTHl XpomMaThHa
OKa3bIBAIOTCS B IIUTOIUIA3ME MOKHO TPEAINOI0KUTH, YTO ITO CKOpEe HEKPOTHUYECKasi THOENb 110
knaccupukanun Reape and McCabe (Reape and McCabe, 2013), unu ¢ HeayTonuTHYECKas

KJIeTouHas rudens no kinaccudukanuu van Doorn (Van Doorn et al., 2011).
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5.7. lIpo¢puab IKcnpeccur reHOB B AHTHIOAAJIbHBIX KJIETKAX 3ap0bILIEeBOr0 MelIKa

NMIIICHUIIbI

Wnentudukaiys KIrOUeBbIX TPAHCKPUIITOB U BBIAICHEHUE MPOQUIICH SKCIIPECCUH TCHOB B
AQHTUIOAAJBHBIX KJIETKaX OYEHb BAXHO U MOHUMAHUS (DYHKIMHA aHTHIIOJATBHBIX KICTOK.
JlaHHbIE O TeHaX, KOTOPbIE MOTYT 3KCIIPECCHPOBATHCS B aHTHIIOMAIBHBIX KJIETKAX MINCHHUIIBI, B
JTUTEpaType OTCYTCTBYIOT, TIOATOMY JIFOOOH MpOTpecc B 3TOW 00sacTh 3HauMTeeH. B kadecTBe
pedepencroro rena 6bu1 B3sT Ta54227. B nurepatype BBISBICHBI T'€HBI, SKCIIPECCUPYIOIINECS B
anTunoganbHbIX kieTkax Arabidopsis (Steffen et al., 2007). Cpean 3TuX reHOB HaMu ObUIH
BBIOPAHbBI T€ T'CHbI, KOTOPHIC MMEJIM OPTOJIOTH Yy MIICHHUIIBI U ONMUCaHHYI0 (yHkuuio. OnHa u3
BO3MOJKHBIX (DYHKIMI aHTHITOJAIBHBIX KIETOK — 3alUTHAS, TIO3TOMY JJISl U3yUYCHHUS MBI BHIOpAJIH
TeHbL: HUTOXpoM p450, KoTopelli dKCcpeccupyercst B antunogax Arabidopsis, u rem Hsp70,
ceMeiicTBa OEJIKOB TEIUIOBOTO IOKA, KOTOPBIA 3KCIPECCHPYETCS B KIETKAX C IOJIUTCHHBIMH
XpOMOCOMaMH JIBYKPBUTBIX. OKa3ajg0Ch, YTO B AHTHIIOJAIBHBIX KICTKAX MIICHHUIIBI 3TH T'CHBI
TaKk)Ke aKTHBHO SKCIPECCHPYIOTCs. bblna m3ydeHa skcmpeccuss reHa ruzapodasel (Glycosyl
hydrolase family 17 protein) u reHa, cBsi3anHOTr0 ¢ MeTabom3MoM crepousioB (Oxysterol-binding
family protein), akTHBHO SKCIPECCHPYIOIIHECS B AHTHUIOAAIBHBIX KICTKAaX apaOuorcuca.
[TOoCKOMBKY pacTUTEIbHBIE TOPMOHBI PEryJUPYIOT (AKTUYECKH BCE COOBITHS B Pa3BUTUH
pacteHuii, Hamu ObUT BEIOpaH T'€H, CBSI3aHHBIN ¢ META00IM3MOM 3THIICHA, SKCIIPECCHPOBABILIUICS
B anTHnoaax Arabidopsis u reH, cBsi3aHHBIH ¢ MeTaOOJU3MOM ayKCHHA, T.K. OBLIO TIOKAa3aHO, YTO
aAyKCHH BJMSET Ha HayalbHbIC CTaJUM OHTOT'CHE3a AHTHIIOJAJbHBIX KICTOK y Zea mays.
Oxkazajoch, 4TO 3TH TeHBI TAK)XE JIOBOJIBHO AKTUBHO OSKCIPECCUPYIOTCS B aHTHIIOAATBHBIX
KJIETKaX MIICHHUIBI.

B nampHelmmx — uccienoBaHusix  ObI0O OBl MHTEPECHO  BBISIBUTH  OoJjiee
TKaHecTIeU(UIECKUE TeHbl W HUCCIEN0BaTh MPOMUIM JKCIPECCHH T'€HOB B aHTHIIOAATIbHBIX
KJIETKaxX MIICHUIIBI B MPeNeinax MOJHOTO TPAHCKPHUIITOMA. JTO — TEXHUYECKH TPYIHAs 3ajadya,
KOTOpasi 10 CETOJHSIIHEr0 JHS HHKEM HE pellIeHa, MOCKOJIbKY MOJy4YeHHe o0pa3ioB

AHTUITIOJAJIPHBIX KJICTOK B JOCTATOYHOM KOJIHMYCCTBE U aHGKBaTHOI\/'I YHUCTOTHI — HCJICTKAaA 3aJa4da.
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5.8. (I)yHKIII/IOHaJIbHOE SHAYCHUEC AHTHINOAAJBHOI0 KOMILICKCA 3apOoAbIIIECBOr0 MEIIKa

NMIIICHUIIbI

AHTHNIOAATBHBIE KIETKH BBIIOJIHSIOT pOJb OapbepHOW M TpoUYECKOH TKaHU B
3apOJIBIIIEBOM  MEIIKE, pacloyiarasich MeXAy MAaTepUHCKUMHU TKaHAMU H  TKaHSIMH,
00pa30BaHHBIMU B XOI€ JIBOMHOTO OMIOA0TBOpeHus. bonbmmHcTBO Mccnenopareneit (Cannon,
1900; Brenchley, 1909; Jensen, 1918; Brink and Copper, 1944; Hoshikawa, 1960; Dibol and
Larson, 1966; Dibol, 1968; Kaltsikes, 1973; Bennett et al., 1973; Kaltsikes, 1975; Huber, 1984;
You and Jensen, 1984; Wei-Cheng et al., 1988; Engell, 1994; Maeda and Miyake, 1996; Maeda
and Miyake, 1997; Sabelli and Larkins, 2009; Ya6an et al., 2011) BbICKa3bIBajIH MIPEINOIOKCHHE
0 CEKPETOPHOU ¥ MUTAIOMICH (YHKIIUU aHTUTIONATBHBIX KJIETOK )KEHCKOT0 rameToduTa. B mons3y
9TOW BEPCUU CBUCTEIHCTBYET HATMYHE MMOJIUTEHHBIX XPOMOCOM B SIIPAaX aHTUTIOIATBHBIX KICTOK,
KpPYMHbIE BaKyOJIM3UPOBAHHBIC SAPHIIIKH, MHOTOYUCIIEHHBIE OPTraHeUIbl IIUTOIIa3Mbl U XOPOIIIO
pa3BuThIi cuHTeTHueckui amnmapaT — OIIP u ammapar Tonbmxu. [lpegnonaraercsi, 4TO
HAKOIUICHHBIC TUTATEJIBHBIC BEIIECTBA MOTYT TEpeIaBaThCs Pa3BUBAIOMIEMYCS HYKJICAPHOMY
supocrepmy (Kaltsikes, 1973; Kaltsikes, 1975; Huber, 1984, Engell, 1994; Ya6au u ap., 2011),
KpOME TOTO, AHTUIIOAATIbHBIE KIETKM MOTYT BBIACNATH AaKTHBHBbIE BellecTBa (BO3MOXKHO,
rOpPMOHBI), HeoOXoauMbIe ais pasButus supocnepma (Engell, 1994; Yabaun u ap., 2011). Brink
and Copper Ha3bIBaIOT aHTUIIOJAIbHBIC KJICTKH CaMOW 3aMETHOW M CaMO¥ aKTHBHOW TKAaHBIO B
sapoasiiieBom wmemike (Brink and Copper, 1944), a Engell merabonuuecKuM HEHTPOM ISt
HOTJIONIEHUST W BBIpaboTKH mutatenbHbiXx BemiectB (Engell, 1994). B pa6orax IlommyOHoii-
ApHonpau W lluHrep TmOKa3aHO, YTO AHTUMNOJANbHBIE KIETKH JalT Oolee spKue
TUCTOXMMHYECKHE PEAKIMK Ha TEePOKCHIa3y, ITUTOXPOMOOKCHIA3y, SH-rpymmbl u Oenkw,
aCKOpOMHOBYIO KHCIIOTY, YEM OCTaJIbHbIE KJIETKH 3aposliieBoro Menika (IloaxyOnas-ApHoabau,
1976). B aHTHmOAanbHBIX KJIETKaX HaMH OBLUIO TMOKa3aHO YBEIMYEHHE JKCIPECCUU TEHOB,
CBSI3aHHBIX C METabOIM3MOM, TOPMOHAMH W AHTHUCTPECCOPHBIM JEHCTBHEM MO CPaBHEHUIO C
JPYTHEMHE KJIETKAMH 3apOJIBIIIEBOTO MEIIIKA.

B nemaBHux paborax (Yaban, 2008; Yaban u mp., 2011, Doronina u Lazareva, 2021)
MPOJIEMOHCTPUPOBAHO SBJICHHUE DKCTPY3UH YYaCTKOB XPOMOCOM U KOMIIOHEHTOB SJIPBIIIKA B
BaKyolld TMPHUIETAIOIIer0 CHHLIUTUS HdHAocnepMa. llpu wu3ydeHHHM  yIBTPACTPYKTYpPHI
AHTUTNOJAIBHBIX KIETOK Ha CTAaUsAX MNPOrpaMMHPYEMO THOETHW MBI Takke OOHAPYKHIIN
OKCTPY3HIO SAPBINIKOBOIO MaTepuajga |3 sapa B IUTOIDIa3My. llepexoj KOMIIOHEHTOB
[IUTOIJIA3MbI U OpPTraHesll yepe3 MIMPOKHEe KaHAIbI KIETOYHOW CTEHKHU OBLI MPOJEMOHCTPHUPOBAH
Ha dTare rudesu aHTuoJaNIbHbIX KieTok mimenuibl (Wei-Cheng et al., 1988). Takue siBneHust Mbl
TakKe HAOII0JAIH Y THOHYITUX aHTUIIOATBHBIX KJIIETOK MIIICHUIIBI. DTH PEIKUE THITHI CEKPEIHN

CBHUICTCIILCTBYECT O OonbIION POJIn MPOAYKTOB, BBIpa6aTBIBaeMBIX AHTHUIIOJAaJIbHBIMU KJIICTKaMHU.
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JUId o0ecrieueHus] HOPMAJIbHOTO Pa3BUTHUA dHAOcIepMa. BO3MOXXHO, OHM BBIPaOaTHIBAIOT Kak
NUTATEIbHBIEC BEIIECTBA, TAaK 1 MHOTOYHCIICHHbBIE aHTHCTPECCOPHBIE (PAKTOPHI, 00ecTIeynBaroIue
HOpMaJIbHOE Ppa3BUTHUE 3HJIOCIEPMA 3€PHOBKH, KOTODPBIH, B CBOIO O4Y€pElb, B JaIbHEWUILIEM
o0ecrneynT HopMaJIbHOE Pa3BUTHE 3aPOAbIILIA.

Ilocne nBOMHOrO OIIOAOTBOPEHUS pa3BUTHE AHTUIOAAIBHBIX KIETOK HAIPSIMYIO
COIIPSDKEHO C OHTOTeHe30M sHiaocmepma. B xome cBoelr nuddepeHIupoBKH aHTUIOAATbHBIC
KJIETKH BbIpabaThIBalOT HEOOXOJUMBIE Ui MPABHIIBHOTO PAa3BHTHUS SHIOCIEpMa MPOAYKTHI, H,
Korja ux pa0oTa 3aKaHUMBAeTCs, YHIOCIIEPM CTAHOBUTCS MHAYKTOpoM ux rudenu (HYaban u np.,
2011; Doronina u Lazareva, 2021). Tem wuHTepecHee H3Y4YUTh STH B3aWMOOTHOIICHHUS TMPHU
AHOMAIIMSAX PA3BUTHS CEMEHH. B piKaHO-NIIEHWYHBIX W PXKAHO-SUMEHHBIX THOpHUIax 00BeM
KOMIUIEKCOB aHTUIOJAJbHBIX KJIETOK MEHbILIE II0 CPABHEHHMIO C MCXOAHBIMU BuAaMH. bbuio
[IOKa3aHO, YTO IPHU YMEHBIIEHUU YUCJIa AHTUIIOJAIBHBIX KJIETOK B KOMILJIEKCE, YMEHBIIEHUU
pasmepa aHTUIIO]] WM NOHMKEHUU MX (PYHKIMOHAJIBHON aKTUBHOCTH SHAOCIIEPM IOJIHOCTBIO HE
pa3BuBaeTcs 1 popMUpYETCs TaK Ha3bIBaEMOE «HEBbIOTHEHHOE 3epHO» (Brink and Cooper, 1944;
Purun u Opnosa, 1977). Hapymenue cTpyKTypbl 3pejioro 3€pHa MOATBEP)KIAeT BaXXKHOCTb U
HEOO0XOIMMOCTh MPOJYKTOB, BbIPA0AThIBAEMbIX KJIETKAMHM AHTHUIIONAIBHOTO KOMIUIEKCa IS
HPaBWIBHOTO pa3BUTHA 3HAocHepMa. CyliecTByeT MHEHHE, YTO criepMuu Secale mpu nBoiHOM
OIIOIOTBOPEHUN U (HOPMUPOBAHUM TMOPUAOB KAaKMM-TO OOpa3oM BJIMSIOT Ha BO3MOXHOCTh
AHTHUTOJAIBHBIX KJIETOK cHHTe3npoBath BemecTBa (Brink and Cooper, 1944). Beiio mokasaso,
YTO €CJIM Yy KIETOK AHTUIIOAAJIBHBIX KOMIUIEKCOB IIIEHUL, TPUTHKAJIE, P’KU, YMEHBIIAIOTCS
pasMepsl AJep aHTHIOAAJBHBIX KIETOK JI0 OIUIOJOTBOPEHHUsS, TO Hapylaercs (GpopMupoBaHUE
HOpMasbHOro 3epHa. [lo3TomMy oneHka oObeMa aHTUIONAIBHBIX sAep OblIa MpEUIoKEeHA B
KauecTBe Mapkepa OyIyliell yposKalHOCTH JaHHBIX PACTEHHM. DTO eIe OJHO CBHUJIECTEIHCTBO
Ba)XHOCTH UMEHHO aHTUIOAAIBHBIX KJIETOK KyJIbTYpHBIX 371aK0B (brankosckas, 1989).

W3BecTHO, 4TO, KOTJa aHTUIIOJAlIbHbIE KIETKH HaXOAATCs Ha cTaauu U epeHIUPOBKU
U aKTUBHO (PYHKIMOHHMPYIOT, HPOUCXOAUT TUOENb KJIETOK Hyuemryca. B psnpe pabor
IpearnoyiiaraeTcsa, 4Yro AaHTUIOJAIbHbIE KJIETKM MOTYT YydacTBOBaTh Kak B CEKpeuuu
THJIPOJIMTUYECKUX (PEPMEHTOB, pa3pylIAOUINX KJIETKH HYIEUlyca, Tak M B HM30MpaTe]bHOM
TIOTJIONIEHUH M TPAHCIIOPTE BEIECTB M3 TKaHW Hylemuryca B sHaocrnepm (Maeda and Miyake,
1996; Engell, 1994). MbI Takxke HaOJMIOIamK SBJICHUS MPOTPAMMHPYEMON KIICTOUYHOW THOen
KJIETOK HYyIEJIITyca BO BpeMs cTauil AuPPepeHINPOBKU aHTUIIOAATILHOTO KOMIUIEKCa MIIEHHUIIBI.
[To mopdonornyeckuM MpU3HAKAM KIETOYHAs TUOETb KIETOK HyIle/ulyca HarmoMHHAET
BaKyOJSIPHYIO KJIETOUHYIO THOenb. YdYacTHe aHTUIOJAIBHBIX KJIETOK B IpOLEcCe KIETOYHOU

rudeNn HyleuTyca KaKeTcs HaM JIOTUYHBIM.
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B Hexotopbix paboTax BhICKa3bIBaJIach U O TOM, YTO aHTUIOAAJIbHbIE KIIETKH MUTAIOT
3apoJbllll, OAHAKO JTa BepcUs IMoJABeprajlach KpUTHKE, T.K. B TMEPUOJ MaKCUMaJIbHOU
CHUHTETHUYECKOM U CEKPETOPHOM aKTUBHOCTH aHTUIIOAAJIbHBIX KJIIETOK B 3apOJIBIIIE HE POUCXOIUT
HU MHTEHCHUBHBIX JI€JICHUN, HU MpoueccoB AUPPEPEeHIUPOBKH, KOTOPbIE HAYMHAIOTCS TOJIBKO
MOCJIC MOJTHOM JIerpalaliii KJIETOK aHTUIoaanbHoro komiuiekca (Brink and Cooper, 1944).

@OopMHUpPOBAHUE KOMILUIEKCOB BBICOKOIIOJIMIIJIOUIHBIX AHTUIOAAJIBHBIX KJIETOK C
TUTaHTCKUMH HEKJIACCHUUECKUMHU NOJUTEHHBIMH XPOMOCOMAaMHU Yy 3apOJBIIIEBBIX MELIKOB BCEX
KyJIbTYPHBIX 371aKOB SBIIETCS TUIHWYHBIM NPUMEPOM (PYHKIHMOHAIBHOW COMATHUYECKOMN
MNOJIMIUIOUAN3AallMY  T€HOMOB. [ 'MTaHTCKHE  IOJUTEHHBIE  XPOMOCOMBI  OCYLIECTBISIOT
tparckpurnuio MPHK, obecieunBaromux npaBuibHOE (GOPMHUPOBAHKE U 3aLTUTY SHAOCIIEPMA, B
KJIETKaX KOTOPOI'0 HAKAIUIMBAIOTCSI BCE BELIECTBA, HEOOXOAUMBIE JJI Pa3BUTHUS 3apojbllia MpU
MIPOpPACTaHUU CEMEHH.

Hamm npennonoxenust 0 BO3SMOXKHBIX (YHKITUSX aHTUIOATBHBIX KIETOK 3aPOIBIIIEBOTO
MEIIIKa MIIEHUIIB Ha cTaanu AudHepeHIUpOBKY 1 THOETH CHCTEMaTH3UPOBAaHbI Ha cXxeMax (puc.
126, 127).

Mpl mpenmnonaraeM, 4To Ha paHHed cTaauu AUQGQGEPEHIUPOBKU aHTUIIOAATbHBIE KIETKU
BBITIOJTHSIOT OCMOPETYJIATOPHYIO (PYHKIIHIO 32 CUET KPYIHBIX BaKyOJIel, B ’TOT MOMEHT B KJIETKaxX
HAYMHAETCs TPOLIECC HIopeayIUMKauu. Ha craguu cpenneit u nmo3aneit qudepeHMpoBK B
AHTHUIOJAJBbHBIX KJIETKAaX aKTUBHO UIYT Ipoliecchl anaopeaynkanuu JIHK u cunTesa BelecTs.
Ha ocHOBaHMM MOJyYEHHBIX HAMU JAHHBIX U JAHHBIX JIMTEPATYphl, MbI MPEAINOIATae€M, YTO 3TO
MUTaTeNbHbIE BEIIECTBA, TOPMOHBI, BUTAMUHBI M AHTHCTPECCOPHBIE (DAaKTOpBL. DTHU BEIIEeCTBa
o0OecreunBarOT HOPMaJbHOE Pa3BUTHE SHAOCIEpPMa Ha HykieapHoW crtanuu. Llemmronspuzanus
HH/IOCIIEpPMA 3aITyCKAET IPOrPaMMHUPYEMYIO KIETOUHYIO IMO€eb aHTUITIOaIbHBIX KiIeTOK. ['nbens
KJIETOK KOMIUIEKCA HACTYyIaeT HEOJHOBPEMEHHO, ¥ HEKOTOPBIE KJIETKH €I11€ IPOI0JIKAIOT aKTUBHO
dbyskmonupoBatb. OTHOBpEMEHHO THOHYIIME KIETKU TMEPEAaroT B DHAOCHEPM (PparMeHThI
XpoMaTHHA U SJpBIIIKA ITyTEM 3KCTPY3UH U OpPTraHesIbl HUTOIIa3Mbl Yepe3 IINPOKHE KaHajbl
MEXJIy OSHIOCIEPMOM M aHTHUNOJAIbHBIMU KiIeTkaMu. Ha ¢uHanbHbIX J3Tamax rudenu

AHTHUTOJABHBIE KJIETKH MOJHOCTBHIO PE30POUPYIOTCS SHOCTIEPMOM.
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CpepHaa U No3gHAA cTagus
PauHsasa cragua gudpdepeHumpoBku PEA A A
onddepeHUMpPOBKN aHTUMOAAIbHOTO
aHTMMNOAANbLHOTO KOMMJIEKCa
KOMrieKca

[OPMOHbI

A

LleHouur 3Hgocnepma LieHouuT anpgocnepma

Puc. 126. ®yHKkMM aHTUIIOAATBHBIX KJIETOK OIJIO0TBOPEHHBIX 3apPO/IBIIIEBBIX MEIIKOB B X0/1€
QG GepeHITMPOBKI KOMIUIEKCA.

Paunss u cpegusas cragua rmbenu

Mo3gusas ctagus rnbenu
aHTUMOAANBLHOIO KOMIJIeKca

aHTUNo4aNIbHOIo KoOMMNJieKca

— 1 | Sparmenrai

o
opraHenn
= ‘T'

[~

UHAayKTop .

UHAayKTOp
lmﬁe{m

rnbenu

KnetouHblit 3Hgocnepm KnetouHslii 3HgOCNepm

Puc. 127. CDYHKHI/II/I AHTHUIIOJAJIBHBIX KJICTOK OINNIOAOTBOPCHHBIX 3apOAbIIICBEIX MCIIKOB B XOAC

IpOorpaMMHUpPYEMON KJIETOYHOU THOen KOMITIeKca.
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6. SAK/IIOYEHHE

B macrosimem wuccieoBaHUM BIIEPBBIE YAAJIOCh OXapaKTEPU30BATh MPEOOpPa3OBAHHS
CTPYKTYpPBI KJIETOK QHTUIOJAIBHBIX KOMIUJICKCOB OILIOJOTBOPEHHBIX M HEOIUIOAOTBOPEHHBIX
3apO/IBIIEBBIX MEIIKOB IMIICHUIIBI Ha dTanax ux auddepeHnupoBku u rudbenu. B redenne craauu
TG PEPEHITMPOBKH B SIPAX KJIETOK HEOTUIOIOTBOPEHHBIX 3aPOJIBIIICBBIX MEIIKOB HAOIIOAA0TCS
MaKCHMaJbHO  JIEKOMIIAKTU30BAHHBIC  TIOJUTCHHBIE XPOMOCOMBI, a B  IIUTOILIa3Me
MHOTOYHCIICHHbIE Bakyonu. CpaBHeHue wmapkepoB u mnpusHakoB [IKIT aHTHIOmambHBIX
KOMIUIEKCOB 3apOBIIICBBIX MEIIKOB B MPUCYTCTBHH HYKJICAPHOTO JHAOCIEpMa U 0e3 HEero
MO3BOJISICT TPEIIOJIOKUTh, YTO MBI OOHAPYXHIU JBa Pa3IUYHBIX MYTH MPOTPAMMHUPYEMOU
ruOeny aHTUIIONANBHBIX KJIETOK — MPOTEKAIIWX B MPUCYTCTBUU HMHIYKTOpa TUOEIn
(mesTropu3anys dHa0cIepma) u 0e3 Hero.

YBenudeHre ypoBHS SKCIIPECCHU TeHOB, 00SCTICUNBAIOIINX 3AIUTHBIC H META00INYECKUE
(GYHKIMM B KIETKaX AaHTUIOJNAIBHBIX KOMIUIEKCOB, MPEINOJaracT JAabHEHININA TMOUCK U
BBISIBJICHHEC TEHOB, YPOBEHb OJKCIPECCHU KOTOPBIX obecreunBacTcs (HOPMHPOBAHHEM U

q)yHKI_II/IOHI/IpOBaHI/ICM IMOJIUTCHHBIX XPOMOCOM.
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7. BBIBOJbI

1. JuddepenurpoBka aHTUMIONANBHBIX KJIETOK CONPOBOXKIACTCS IONUIUIONAM3ALUEH s7ep,
YBEJIMYEHUEM UX pa3Mepa U u3MeHeHHeM (hopMbl. BbIpaXKeHHOCTb 3TUX U3MEHEHHUH 3aBUCUT
OT JIOKAJIN3ALUN aHTUIIOAAIBHBIX KIIETOK B KOMILIEKCE.

2. TlpuzHakamu mporpaMMHpyeMOH KIETOUYHOW IO aHTUTIOJAIBHBIX KJIETOK SBIISIOTCS:

a) JUisl OIUIOJIOTBOPEHHBIX 3apojbllieBbIXx MemkoB —  paspeiBel  JIHK, cerperamus
KOMIIOHEHTOB SIJPBIIIKA, 3KCTPY3HMsl KOMIIOHEHTOB s/ipa, OOBEAMHEHHE XPOMOCOMHBIX
TEPPUTOPUM, BBIXOJ LUTOXPOMa C U3 MHUTOXOHJIPUH M IEPEHOC OpraHeill U3
AQHTUIIOAAJIBHBIX  KJIETOK B  ILEHOLMT DJHJIOCHEpPMAa 4Yepe3  LUTOINIa3MaTUYECKUE
KaHaJbl. DTO MO3BOJISIET OTHECTH 3TOT BAPHAHT KJIETOYHOW THOENIH K armomnTo3-1moJo0HOMY.
0) [Uld HEOIIOJOTBOPEHHBIX 3apoAbliieBbIXx MemkoB — paspeiBbl JHK u ¢parmenranus
XpoMocoM. Bpixoga wnurToxpomMa ¢ U3 MUTOXOHAPHUM, OOBEAMHEHHS XPOMOCOMHBIX
TEPPUTOPUH, CEerperaluu U 3KCTPY3UM SAPBIINIKA HE MPOUCXOIUT. DTO MO3BOJIIET OTHECTH
STOT BapUAHT KIJIETOYHOU TMOENN K HEKPO3-TIOJJOOHOMY.

3. YpoBeHb 53KCIpPECCHU TE€HOB, CBS3aHHBIX C META0OJMYECKUMH, AHTUCTPECCOPHBIMU U
TOPMOHAJIBHBIMU ~ (YHKUMSMM B  AHTUIIOAAJbHBIX KJIETKaX Ha CpeiHed craauu
mQepeHIIMPOBKH BEIIIE, Y4eM BO (PpaKLIUHU KIETOK 3apOJIBIIICBOIO MEIIKA.

4. llpennoxena nepuoau3anus pa3BUTHs AaHTUIIOIATbHBIX KJIETOK. [Ipo10IKUTENBHOCTD JKU3HU
AHTUIOJAJIBHBIX KIETOK I10CJIE ABOMHOIO OIJIOJOTBOPEHMs cocTaBisAeT A0 10 nHel, craaus
I QepeHIMPOBKH COCTaBISIET 0 4 CyTOK, IepBble MPU3HAKKU TMOeNN BBIABISAIOTCS Ha 4-5

CYTKHU ITOCJIC OIBUIICHUA.
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10. BJIATOJAPHOCTH

[Ipexxne Bcero, BbIpakaro TITyOOKyIO OJarogapHOCTh MOEMY HayYHOMY PYKOBOJIUTENIO —
KaHauaary Ouosnormdeckux Hayk JlazapeBoii Ejene MuxaiijioBHe, KOTOpas Ha MPOTSIKEHUU
BCEro CpOKa BBHITIONHEHUS JTaHHOW pabOThl OKa3biBaJla HEOIECHUMYKO MOMOIIhL W o0ydalia

HEOOXOAMMBIM HABBIKAM HAY4YHOU JESTEIBHOCTH.
Takxe xouy BbIpa3uTh OJAroJapHOCTb:

Yaboan UnHe AHATO/IbEBHE — 32 JIOJITO€ U IIOAOTBOPHOE COTPYIHUUYECTBO MO MCCIEAOBAHUIO

OHTOI'CHE3a aHTHUIIOJaJIbHBIX KJICTOK,

Hropro Uropesuuy KupeeBy — 3a moMmols B OCBOGHUU CTATUCTUYECKUX METOJIOB U METOJ0B

00paboTKu n300paxeHuii U 00CyXJIeHUE pe3yIbTaToB,
Bacusmmio BacunbeBnuy Amankuny — 3a nomouib B nposenenuu RT-TILP,

EBrenuio BajepneBuuy IlleBasiio — 3a cCOTpyIHHYECTBO B MpOIECCe HAMHCAHUS O030PHOMN

CTaThH,

MO@My PCLUCH3CHTY — TI'anune EBrenbeBHe OHI/IIJ.IEHKO, 3a O0BEKTUBHBIE U FJ'IY6OKI/IG 3aMCYaHUsA

10 IPO/IeTIaHHOM paborTe,
Enene AnexcanaposHe CMHPHOBOI1 — 32 3aMeUaHus 110 IpojeaHHON padoTe,

Baagumupy Hukonaesuuy Uronnny, corpyaauky TCXA um. Tumupssesa 3a Mpe1oCTaBICHNE

PACTUTCIIBHOTO MaTCpHralia IJjisd UCCIICAOBAHUA,

EBrenuio IlaBiaosuuy KazakoBy - 3a 105roe U MI0J0TBOPHOE COTPYAHUYECTBO U OOCYXKACHUE

pE3yJIbTaTOB,

Moum KoJu1eraM c Ka(bez[pbl KJIETOYHOW OMOJIOTMH U THCTOJOTHH OHOJIOTHYECKOTO (l)aI(yJ'II)TeTa

MI'YV nmenu M.B.JlomoHOCOBaA.

Enene HukosnaeBne KaaucrparoBoii — 3a moMoIilb B MOATOTOBKE JOKYMEHTAIIMH, HEOOXOIMMOM

AJId 3allTUTBI AUCCEPTANU.
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