2. CTpyKTypa M OPraHM3alnuja Ha pacTUTEJCH FeHOM
Bosen

Cekoja KapaKTepHCTHKA HA €JIeH OpraHnu3aM € KoJupaHa BO MHPOpMaIHjaTa Koja ce COAPKH BO
DNA-MmonekynauTe, OZHOCHO BO TIE€HOMOT. TEXHUKHTE Ha CEKBEHUUMOHUpame Ha DNA
OBO3MOJKMJIE TOOMBAamEe Ha KOMIUIETHM TEHOMCKH CEKBEHIM Kaj pa3jIMYHH MHKPOOPTaHH3MH H
BUIIIM €yKapUOTCKU OPraHU3MHU, BKITyUyBajKH rojeM Opoj pacTUTETHH BUJOBH.

[ToBekeTo reHW Kaj opraHu3MHTE ce HaoraaT Bo jampermte DNA-mosekynum. Mcro Taka,
IUIACTUINTE W MHUTOXOHJPUUTE Kaj pacTeHujata coapkarT concTBeHH DNA-Monekynu 3a
KO/JMpame Ha TEHCKU MPOM3BOIM KOU C€ HEONXOAHM 32 (DyHKIMjaTa HA KICTOYHUTE OPTaHEIH H
penpoayKiujaTta Ha pacTeHujara. Taka Ha Mp., HEKOM OCOOMHM KOHM c€ KOAMpaaT OJf TEHUTE Ha
KJICTOYHUTE OpraHes UMaaT KOMEpIIHjalHa IIPUMEHA Kaj HeKOW PACTUTEIHH KYJITYpH, KaKo IITO
€ ILUTOIUIa3MaTCKaTa Malllka CTEePUIHOCT Kaj cupak (Sorghum sp.) u mueHka (Zea mays).
OcoOMHUTE KOM MIOTEKHYBaaT O] TeHUTE Ha KIIETOYHUTE OPTaHEeIH MOXKAT Ja CE MPETI03HAAT MPEKY
HUBHOTO HAacJeIyBame OJf €IHHMOT poauTen (YHUIApEHTATHO HacienyBame). Kaj mosekero
pPacCTUTEITHU BUIOBH, MUTOXOHPUUTE U XJIOPOIUIACTHTE CE HACJIEIyBaaT CaMo MPEKy HACIECTHUOT
MaTepujall o] MajKaTa-pacTeHHeE.

Bo nmexecerTuTe ronMHN HAa MUHATHOT BEK OMJIO OTKPHEHO JIEKa O/IPEICHH JICIOBH O]l TEHETCKHOT
MaTepHjall MOXKar J1a ce JBMXKAT O] €JHO Ha APYro MecTo BO reHoMOT. Ilojo1iHa G1ito moTBpAEHO
JieKa OBHE€ MOOWITHH T€HETCKH €JIEMEHTH PETCTaByBaaT YHUBEP3AJIHU KOMIIOHEHTH Ha TEHOMUTE.
Cnopen Toa, 0BUE MOOMIJIHU T'€HETCKH €JIEMEHTH MMaaT MOroJieMo BiMjaHHE Bp3 MPOMEHUTE Ha
TEHOMOT BO criopezida co TOUYKECTUTE MYTAllMM M Ha TAKOB HAYMH MMaaT 3HAa4aeH MPUIOHEC BO
€BOJIYLIUCKUTE ITPOMEHM Ka] pacTeHHjaTa.

2.1 CTpyKTypa Ha pacTUTeJeH TeHOM

[IpBOTO KOMIIJIETHO CEKBEHITMOHHPAKHE HA PACTUTEIIHUOT reHOM Omito oojaBeHo Bo 2000 roannaa
Kaj Arabidopsis thaliana. Op Toraii, MOAATOIMTE 32 CTPYKTYypaTa v COAPKUHATA HA PACTUTEITHHUTE
TeHOMH OmIe JOOMEHU CO MPUMEHA Ha ToJeM OpOj TEXHUKHU Kou Oujie pa3BUEHU BO TEKOT Ha 20°
THOT

BEK.

2.1.1 Muxkpockonujata nmpM BHCOKA pe30Jiylldja OTKPUBA JeTajM 3a CTPYKTypaTra Ha
XpOMO30MHUTE

XpoMO30MHUTE 3a MPB MaT Oujie BU3yEeIM3UPaHU HA TIOUYETOKOT Ha 20™™°" Bek M ce cMeTane Kako
HOCHUTENIM Ha HACIeTHUOT MaTepujai. [lomomHa OUI0 OTKPUEHO JeKa XPOMO3OMUTE Kaj BUILUTE
€yKapUOTCKH OpPTaHU3MH COAPIKAT ABOjHOBEpr>kHM DNA-MOJEKyIn KOW c€ OpraHu3UpaHd BO
KOMITAKTHH XPOMO30MCKH CTPYKTypu. OBHE XpOMO30MCKHU CTPYKTYpH 3a BpeMe Ha MeTadasa ox
MHUTO3aTa UMaaT AOKMHA OJf HEKOJIKY MHMKPOMETPH. 3rojeMyBameTO Ha pe3oiylujara Ha
MHUKPOCKOIICKMTE TEXHHUKH OBO3MOXKMIJIO BHU3yeNH3alllja Ha OCOOMHUTE HAa XPOMO3OMHUTE JI0
creneH Ha DNA-ceksenna (CJ. 2.1).

[IpumeHnata Ha CBETJIOCHaTa MUKPOCKOIIH]ja OBO3MOXKYBa BU3yelln3allija HA OCHOBHUTE OCOOMHH
Ha XpOMO30MHUTE BO MeTadasza o1 MUTO3aTa: IEHTPOMEPHU KOU C€ OJIFOBOPHHU 3a Cerperaiuja Ha
CECTPUHCKUTE XPOMATUIU MPU MUTO3a, XpOMO30MCKHU Kpaiu u teiaomepu (Ca. 2.1). Ucro Taka,
XpOMO30OMHUTE MOXAaT Jla c€ BU3YEIU3UpaaT MpyU MOHU30K CTENEH Ha KOHJACH3alllja 3a BpeMe Ha
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MaXHUTEH 0] Mejo3a. Bo oBaa (haza, XpoMO30MHUTE ce€ KOPUCTAT KAKO CYTICTPATH 3a (IyOpeCIeHTHA
in situ xubpunuzanuja (FISH) 3a na ce ompenu nokamujata Ha onapeneHu tunoBu Ha DNA-
CEKBEHIIM BO xpoMo3omute. [Ipu 0BOj CTETICH Ha pe30JIylHja MOXE Ja Ce HalpaBH JUCTUHKIIN]A
MoMery XeTepoXpOMaTHHOT M €yXPOMATHHOT KaKO XETEPOXPOMATHHCKH ja3nu. Bo rpanummre Ha
pe3oiryIjaTa Ha CBETJIOCHaTa MUKpOcKomuja, DNA-HHUIIKATE MOXAT J1a ce BU3yelM3upaar u aa
ce npumenu FISH-meTonmor unu ga ce aurecTupaaT co peCTPUKTHBHH €H3WMH 3a Ja ce nolue
OIITMYKA MalIa.

Kparok pernon on
asoed DNA-xe1nke

Hyxiaeosomu Bo dopma Ha
»epaaH co Gucepu™

XpoMaTHHCKH BJIAKHA 01
CHAaKyBaHH HYKJI€030MH

HEJ'[ 01 XpoMO30M BO
H310/KeHa hopMa

KOHJIEH']HPH.H JeJI Ha
MeTadaszeH XPoMO30M

. _ A SR INE
Iles1ocen metadasen & . vﬂ
RO avEs - i

Cuamka 2.1 Opranunzainmja Ha DNA 1 npoTenHr Bo XpOMaTHH IIPU pa3jIMyHU CTEIIeHH Ha KOHJeH3anuja. Ha j1eBuor
MIaHeJ ce MPEeTCTaBeH! IeMaTcku nprka3u Ha DNA, Hamotana DNA okoiy HykjI€030MHTe, ClIaKyBaHU HYKJI€030MH,
W3JI0JDKEHU jaMKH O CIIaKyBaHH HyKJe030MH, KoHleH3upaHa DNA Bo MeradazHu XpoMO30MH U LelH MeTa(a3Hu
XxpoMo30oMH. CIIMKUTE Ha JIECHUOT ITaHell Ce CKeHUHT-EIEKTPOHCKN MUKpOTpaduu O pa3iiMueH CTEIeH Ha pe30iIylLyja
(Buchanan u cop., 2015).

IIpy HajBHCOK CTENEH Ha pe30ylldja MOXKAT Ja Ce BH3YENIM3UpAaT LENIU XPOMO3OMH IPEKY
CKEHHMHI-EJIEKTPOHCKa MHUKpOCKonMja. BeymHocT, XpoMO30MUTE MOKaT HapLyjaiHO Ja ce
JE3UHTETpUpaaT co IeJd Ja Ce OTKPHE HHUBHUOT HYKJICONPOTEHMHCKH MATpPHKC 3a KOj ce
npukpenyBaaT DNA-Bepurute. Mcro Taka, XpoMO30MHTE MOXKaT Ja CE€ BHU3YEIM3HpaaT Kako
,,FepllaH co Oucepu*, Mpu MTO Ce OTKPHUBA HAYMHOT Ha KOj XUCTOHUTE YUIECTBYBAAT BO MAKyBambe
Ha DNA Bo xpomatuH (Cu1. 2.1). OCHOBHHOT CTEIIeH Ha XpOMaTHHCKATa CTPYKTYpa € HyKJIe030M,
KOj MpeTcTaByBa KOHAEH3alMja O MPB CTEIIEH 3a /1a C€ pa3InKyBa OJf HATAMOIIHUTE TTOBUCOKU
CTENEeHHN Ha KOHJEeH3alMja. BeylHoCT, HyKII€030MOT ce cOCTOM O[] BOjHO HamoTaHa DNA (166
bp) okoisry r00ynapeH oKTamMep OJ XMCTOHCKH NPOTEHHH, KO COYMHYBAaT IBa TETpaMepH, a
CeKoj TeTpamep e coctaBeH o1 xucronute H2A, H2B, H3 u H4.
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2.1.2 Kaj ckpueHoceMeHNTe pacTeHHja MOCTOM 3HAYajHA BapHjauMja BO roJieMHMHATa Ha
TeHOMOT

['onemuHaTa Ha jaJpeHUOT T€HOM TOMely OpraHM3MHTE CO XarutouaHa coapkuHa Ha DNA (C-
Bpeanoct) Bapupa o 107 1o 10'! 6asuu maposu (bp). XyMaHHOT reHOM UMa MHTEpMEUEpHA
BpEIHOCT O]l OBOj oncer koja m3HecyBa 3 X 10° bp. Cropej mopaHelmIHHTE MPETHOCTABKH,
KOMIUIEKCHOCTa Ha OpPTaHM3MOT € BO KOpelanuja co TOoJIeMHHATa Ha TeHoMmoT. Taka Ha mp.,
XyMaHara ToMyJialrja uMa MorojieM reHOM O/ TOBEKETO MHCEKTH, J0JIeKa MMaK, MHCEKTUTE UMaaT
TIOTOJIEM TeHOM BO criopenda co ¢ynrute. Cemak, oBaa Kopenaiuja He € yHUBep3ajlHa Ouaejku
HEKOM BOJO3eMIM MMaaT peuucd 50 maTu MOrojaeM reHoM BO cropenda JyreTo, Kako U
‘pPCKaBUYHHUTE pUOW KOW MMaaT MOTOJIEM I'€HOM O] KOCKeHUTe pubu. PacTurenHure reHoMu ce
KapakTepu3upaaT co MIMPOKa BapHujalyja Bo roeMruHara. Taka Ha 1p., HajMaJTuoT TeHOM IpHIara
Ha Arabidopsis thaliana, noneka mak, eeH O]l HAjTOJEMHUTE T€HOMM ce Haora Kkaj Fritillaria
assyriaca on pammnujata Liliaceae (Ca. 2.2).

Antirrhinum
Arabidopsis | Opn3s Ivennua Fritillaria
IMuenka
PacTennja ||
E. coli
—
Dbyara
Keacum  Drosophila Taymen
KapoTHH |
Caenorhabditis Yopek Amphiuma
elegans (Bogosemen)
10° 10¢ 107 10¢ 100 10 10"

bpoj Ha HYK/JI€OTHIHH NapOBH BO XalJIOHJeH reHOM

Cauxa 2.2 T'oneMyHa Ha XamjIOWAEH reHoM Bo 0a3Hu mapoBH (C-BpeaHOCTH) Kaj pa3nuyHu opraHui3Mu. IloBekero
€yKapHOTCKH OPTaHW3MHU MMaaT XaILIOMIEH FeHoM co rojtemuna Ha DNA ox 107 mo 10!! bp (Buchanan u cop., 2015).

Bo cpenunara Ha 207™°" Bek Oni1 BOBeJIeH TEPMUHOT Mapaaokce Ha C-BpeaHOCTa 32 J1a CE OMUIIIe
HEIOCTaTOKOT Ha TUPEKTHA KOpelnalyja momMery rojeMHHaTa Ha TEHOMOT M KOMIUIEKCHOCTa Ha
opranuzmute. CEeKBEHIIMOHMPAHETO Ha ToJieM Opoj T€HOMH Kaj OpPraHU3MHTE OBO3MOXKMIIO
OTKpHUBame Ha OCOOMHUTE HAa CEKBEHIIUTE Kaj pa3innyHu kinacu Ha DNA Kou mMmaat npujoHec BO
0BOj Mapaiokc. Bapujanujara Bo roneMuHaTa Ha FeHOMOT Kaj pacTeHHjaTa MOXe Jia ce JOJDKU Ha
elHAa WIM TIOBEKE CEepHuM Ha TeHOMCKa IyIUIMKalWja, eKClaH3dja Ha (QaMIIUUTEe Ha
(peTpo)TpaHCIO30HH, KaKO M Ha CeraliHaTa MOJUILIONIHja.

CexBennmonnpamero Ha DNA mpercTaByBa epuKacHa TEXHOJIOTHja 32 MPEIHU3HO MPECMETYBAbHE
Ha ToJIEMUHATa Ha pacTUTEeIHUTE reHoMU. Cenak, Kaj rojeM Opoj pacTUTETHU U aHUMAJIHU T€HOMHU
BOOMIITO HE ce jocTtanHu nojaTouu 3a DNA-cekBeHin. Bo oBue ciyuau, mpecMeTyBamEeTO HA
coapxuHata Ha DNA Bo n3onupaHo jaapo koe € 000eHo co (uyopeclieHTHa 00ja MpeTcTaByBa
pENaTUBHO MpEeLU3Ha TEXHUKA 3a OpeyBakhe Ha TOJIEMUHATa HAa TEHOMOT.
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2.2 Opranmu3anmja Ha pacTUTeJIeH FeHOM

2.2.1 JaapeHnTe reHOMM COAP:KAT eIMHMYHU KONUM HA CeKBeHUM W peneruTuBHU DNA-
CEeKBEHIHN

IIpen BoBemyBame Ha TexHosorujata Ha DNA-CeKBEHLIMOHHpPaWmE, COCTABOT Ha I'€HOMCKHUTE
cekBeHIIM Omn mpoydyBaH co Cot-ananmmsa. BceymHoct, oBaa aHanmm3a ce TNpPUMEHyBa 3a
OJpelyBame Ha COJApXHHATa Ha peneTUTUBHU DNA-cexBeHIM BO mpuMepouu. IIpuHuunor Ha
Cot-ananu3ara ce 0a3upa Ha KMHETHKA Ha peaconnjanrja Ha DNA, koja BKITydyBa JACHATYpaInja
Ha DNA-npumepok, a moroa ce OBO3MOXKYyBa HETOBO DPEAHWIHPAWkE, MpPU IUTO C€ CIEAH
npeoctaHata (paknuja Ha eqHoBeprmxkHa DNA Bo (yHkmmja om Bpemero. TepmmuOoT ,,Cot™
npousnerysa oj rpa¢puukuoT npuka3d Ha Cot-aHanm3aTa KOj ja HpeTcTaByBa (pakiujata Ha
ennoBepmkHa DNA Bo gyHKIHMja o1 KoHIIeHTpanujata Ha DNA npu HynTa Bpeme (Co) ¥ BpeMe Ha
Mepewe (t). OBa mpercTaByBa peaklidja O BTOp pel, NMpH KOja €THOBEPHKHUTE MOJEKYIH
3aJJOJDKUTEITHO Ce PEHaTypHpaaT cO HUBHHUTE KOMIUIEMEHTapHH MoJieKynu. Kako pesynrar Ha
3rojieMyBambe Ha TeHOMOT, OpOjOT Ha KOIMM Ha ceKoja cekBeHla Ha rpaMm DNA ce HamanyBa, rpu
IITO peHaTypalyjara ce 0JIBUBa MO0JIT0 BpeMe.

Co mpumeHa Ha OBOj METOJl, TEHOMOT MOXe€ Jla C€ MNOJEIM Ha TPU KOMIIOHEHTH: BHCOKO
penerutuBHa DNA, untepmenuepno penerutuBHa DNA u enunnuynu xomuu Ha DNA. Haxo
nocrojatr rojgemM Opoj Ha gocrtanHM DNA-CeKkBEHIM, OBHE IIMPOKU KaTerOpHMM Ha T'€HOMCKH
KOMIIOHEHTH C¢ YIITEe C€ KOPHCTAT 3a OJpENyBame Ha CTPYKTypaTra Ha PAaCTUTEITHHOT T'€HOM.
Cenak, rpaHuIMTe IOMEly CeKoja 0Jf OBUE KOMIIOHEHTH Ha T€HOMOT HE c€ IeJIOCHO pa3jaCHETH.
Ennanannte xommm Ha DNA (single-copy DNA) ce mpucyTHH camMo BO €IHA KOIHja BO
XaIJIOUAHUOT TEHOM M C€ CMeTaaT Kako HU30kK Opoj Ha konuu Ha DNA (low-copy DNA). OBaa
kimaca Ha DNA-CeKkBeHI I' COpKAT PEYHCH CUTE KOAMPAUYKH TeHCKH CEKBEHIIN BO reHOMOT. Kaj
IIOBEKETO PACTUTENIHU F€HOMH, TI0OJIOBUHA O] TEHUTE MpHUIMaraaT Ha TeHCKU (paMUIMU CO pa3IuyHa
rojemMuHa. Bo 3aBUCHOCT 01 KpUTEPUYMOT 3a CIMYHOCTa BO TE€HCKUTE cekBeHUu (>80%
UAECHTUYHOCT BO HYKJICOTHAUTE), CPOJHUTE T'€HU MMaaT CIOCOOHOCT Ja XUOpHIM3UpaaT U He
MOJKaT Ja ce Kiacu(uupaaT Kako eIMHUYHA KOTIHja.

Bucoxo penerutuBHuTe DNA-CEKBEHIIM MOXKAT JIECHO Ja ce AehUHUpAAT U KapaTepUCTUUYCH
IpUMEp C€ PENETUTUBHUTE TAaHJEM-CEKBEHIM, KOM C€ MPUCYTHH BO IICHTPOMEpPUTE Ha
pacTUTENIHUTE XpOMO30MH. Hekon BUCOKO pENeTUTHBHHM CEKBEHIM MMaaT 3HA4YajHO pa3iIvyueH
cocTaB Ha 0a3W BO crmopenda co TEHOMOT M ce HapeKkyBaar carenutrcka DNA, Ounpejku oBue
CEeKBEHIIM Ouse cemapupaHM CO NPHMEHA Ha IPaJUeHT Ha IyCTHHA co Le3uyMm xjopun. Kaj
IMOBEKETO »KUBOTHM M KBaciy, careiaurckata DNA e Oorata co Oasute AT, momeka Imak,
catenutckata DNA kaj pacteHujata uma BUcoka coapkuna Ha 6asute GC. Carenutckara DNA
IPUMapHO € acolMpaHa Co LIEHTPOMEPOT WM CO TEJIOMEPHUTE Kaj pacTeHHjaTa W HajuecTo uMma
XeTepoxpoMaThyHa cTpykrypa. Cnopen Toa, carenutckata DNA nma KoHAe3UpaHa CTPYKTypa U
OCTaHyBa HEaKTHBHA BO MHTepda3aTa 011 KJIeTouHaTa Jaenoa.

Nutepmenuepuure penetuTuBHU DNA-CEKBEHIIM c€ MNPUCYTHH OJf HEKOJKY JECETUILH 10
JieceTUHA WijaJd KOIHMHU BO TeHOMOT. IlocTojaT HEeKoIKy uijanu (paMWIMU Ha UHTEPMEIHECPHH
penerutuBHM DNA-cexBeHIM, Kaje HITO NMPETCTaBHULMTE OJ €AHa (aMHiIMja UMaaT MHOTY
CIIMYHM CEKBEHIIM KOM HE ce WAEGHTHYHHU momery cebe. [Ipuroa, mpercTaBHHUIIUTE OJ €IHA
(hamMmIMja MOKaT BKPCTEHO Jia ce XUOpuaAn3upaaT rnomery cebe Ouaejku ce KapakTepusupaar co
noseke of 80% HMAEHTUYHOCT BO HYKJIEOTUAHMTE CEKBEHLHU. Bo pamkuTe Ha OBaa IIMpOKa
Kateropuja Ha pernieTuTuBHU DNA-cekBeHIIM ce BOpOojyBaaT: TPAHCIIO30HU, PETPOTPAHCIIO30HH,
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cTpyktypar RNA Monekynu, Kako mTo ce puO030MalHu, TpaHCIOpTHH U aApyru RNA-dopmu,
KaKO U HEKOM T'0JIEMU MPOTEUH-KOIUPAYKU TeHcku (pamuiuu. ['onem 6poj on oBue dpamMuiIuN Ha
PETIETUTHBHH CEKBEHIIM CE jaByBaaT KaKO TAHAEMCKH MOBTOPYBamba, KAKO HITO € TMPUMEPOT CO
pubo3omanauTe RNA MoseKkyu Bo HyKJI€0JIapHUOT OpraHUu3upayky peruoH (nucleolar organizer
region-NOR) u 5S RNA-knactepute. Hekou npumepu on1 rojaemMu NpoTEUH-KOAUPAUYKU T€HCKU
(damMHuIUN KOM Cce jaByBaaT KaKO TaHJIEMCKHU IOBTOPYBamba C€ FeHUTE 32 XUCTOHH, KAaKO U T'eHUTE
3a PE3UCTEHTHOCT KOH 3a00JTyBamba.

2.2.2 I'enercknure W (PU3MYKHTE MANU OBO3MOXKYBAaT KOMILIEMEHTApPeH IMperJjea Ha
OPraHM3anMjaTa Ha TeHOMOT

I'eneTckuTe Manu MpeTCTaByBaaT OPraHU3UPAHU JUCTH HA TUCTUHKTUBHU OCOOMHH (MapKepH)
M0 JIOJDKMHATA HA CEKOj] XPOMO30M, KaKO W PEJaTHBHOTO pacTOjaHWe TOMery HUB (OJpelIeHO
npeky (pekBeHIMjaTa Ha peKkoMOMHaIMja momery HHMB 3a BpeMme Ha Mejo3ara). OBUe MapKepH
MoKaT 1a ce 6azupaat Ha DNA-cexBeHIM wim (peHOTUTICKKM 0COOMHU (TIp. BUCHHA HA pacTEHUE,
¢dbopMa Ha JTUCT, PE3UCTEHTHOCT KOH 3a00TyBamba WK JPYTH cTpec (PakTopu).

[Tpu ciopenyBame Ha TEHETCKATE MAlM CO CEKBEHIIMOHMPAHUTE TEHOMH, TIOCTOU BHCOK CTENCH
Ha KOH3UCTEHTHOCT MOMery pPelocieIoT Ha MapKkepuTe Kou ce 6asupanu Ha DNA-cexkBeHIU BO
TeHETCKaTa Malla U I0jaByBameTO Ha OBHE MAapKepH BO CaMHOT TeHOM. Bo HekoW MpoeKTH Ha
CEKBEHLIMOHUPAKE HAa T€HOMH, T'C€HETCKHTE Malu MOXaT Ja To OJIeCHAT OJpelyBameTo Ha
penocnenot u opueHrtanjatra Ha DNA cexeBHIuTe. CHHXpOHU3HUPAKHETO HA TEHETCKaTa Mama co
COOZIBETHA TE€HOMCKAa CEKBEHIIa OBO3MOXYBa WICHTH(HKAIMja HA TEHHUTE-KaHIUAATH OJf
TeHETCKaTa Mara 3a oApe/eH GeHOTHN o UHTepec (TIp. MPUHOC Ha CEME HJIM COCTaB Ha Maclo).
Hcro Taka, rojzem Opoj HA METOIM MOXKAT Ja Ce KOPUCTAT 3a Ja ce WACHTU(UKYyBaaT reHUTe-
KaHIUJIATH KOU IO KOHTPOJHpaaT (GEHOTUTIOT O] HHTEPEC.

3a pa3nuka o/ reHeTCKaTa Marna Koja T 1e(uHupa XpOMO30MHTE BO OJHOC Ha peKOMOWHaIMjaTa
nmomery JIOKyCHTE 3a Ja ce Jo0ue pelaTHBHOTO INeHETCKO pacTojaHue MoMery HUB (T€HETCKH
poCTOp), (pM3MUYKATA Mamna NMPETCTaByBa OpPraHU3UpPAH NpPHKa3 Ha rojieM Opoj rojmemu DNA-
¢parmentu (100 kb) kou ce 1o6HeHH co Aerpaganyja Ha FreHOMOT. YecTo nmaTH, TI1aBeH MpeyciioB
32 CKEBEHIIMOHUPAaWkE HAa DPACTUTEIIHUTE T€HOMHU € MOAroToBKaTa Ha (usmuka mama. [lpu
(U3NYIKOTO MaNMPaAE CO BHCOKA PE30JIyIHja Ce KOPHCTAT KIIOHUpaHH ceKBeHI Ha DNA co nen
1a ce moOujaT Mamu o] CocedHH, mpenokpuBaduku DNA-dparMeHTH, KoM MOXaT Aa ordarar
MHOTY A0Jrd pacrojanvja. OBOj perroH oxa mnpenokpuBadykd DNA-¢pparMeHTH ce HapeKyBa
KOHTHT (contig), Ounejku ce popMupa o1 COCETHN Te€HCKH KJIOHOBH.

Mertoponoryjata 3a MOArOoTOBKAa Ha (U3MUYKa Mama ondaka KOHCTPYKIMja Ha OMOIHOTEKa Of
OakTepucku Bemrauku xpoMosoM (bacterial artificial chromosome-BAC). Osue BAC ce BexkTopu
3a KJIOHUpPamke Ha IJIa3MHUIU, KOU TO KOPUCTAT U3BOPOT Ha perunkanuja Ha F-¢pakropure u Ha
TaKOB HaYMH Ce Mpornarupaar Bo E. coli kako eTMHUYHY TUTa3MUIN WU IJIa3MUAN CO MHOTY HU30K
Opoj Ha xoruu. HuckuoT 6poj Ha KONUM U IPUMEHATa Ha KJIETKU-JI0OMaKHH KOU ce Je(PUIUMEHTHH
BO peKOMOMHAIIM]a UMaaT 3HayaeH MpuaoHec KoH ctabuimnocta Ha DNA-monekynure. [ToBekeTo
BAC-6ubmmorexn umaar uncepuuu on 100 mo 150 kb renomcka DNA. Iloroa ce xopuctu
TEXHUKaTa Koja € HapeueHa (PUHTeppuHTHHT ,,fingerprinting® 3a 1a ce opean HAYMHOT CTIOPE]
KOj OBHE CITy4yajHO KJIOHUpaHU (parmMeHTH ce mpeknokpuBaar. Criopen oBaa TexHuka, DNA-
MOJIeKyJIOT o7 cekoj BAC ce murectupa co €eH WIM TMOBEKE PECTPUKIMCKH €H3UMU U Ce
oapeayBa TosieMuHaTta Ha go0uenute ¢parmentu. Ilputoa, cexkoj BAC mnpoxyuumpa
KapaKTEepUCTUYEH CET Ha pparMeHTH, ipu 1mTo ABa BAC-¢dparmMenTu ce npenokprpaat (HUBHUTE
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DNA-uHCepTH poU3IeryBaar 01 UCT PETHOH HAa TEHOMOT) aKO MMaaT OJpeieH Opoj Ha OaHIOBH
CO UCTa TOJIEMUHA.

Kommnapanmjara Ha rojreMuHuTe Ha OaHIOBUTE Ce OJBUBA HA arapo3eH rell, HaKo MOXE Ja ce
KOPHCTH M HOBA TEXHUKA ITO3HATa KaKO (PMHTEePIPUHTUHT CO BUCOKA HH(OpMaIIH]ja 3a COAP)KUHATA
(high information content fingerprinting). [Ipu oBaa TexHHKa ce KOPUCTH KOMOWHAIIH]a Ha TOBEKE
PECTPUKIMCKY €H3UMHU M 03HauyBame CO YeTHpH OOH, IITO € MpociefeHo co kanuiaapHo DNA
CEKBEHIIMOHMPAE 3a JIa ce T0OUjaT morojieM Opoj Ha PparMeHTH CO MPEIH3Ha roJIeMUHA, KaKo U
Marna co HoBHcOKa pe3ostynja. OBoj METOJI Ha OJPEyBambe Ha MPEIOKPUBAKHETO HA (pparMeHTH
€ 3aMEHET CO CeT O] TEXHUKH 32 03HAUyBamkhe Ha CEKBEHIUTE 3a cekoj BAC, Kako u KopucTeme Ha
MYJTHIIEKC CEKBEHLIMOHUPAbE (T€HOMCKO MPO(UIHPAE).

OnTHYKOTO Manupame MPETCTaByBa HaTaMOIIHA 00paboTKa Ha pu3NIKOTO Manupame. [Ipuroa,
n3zonupann DNA-mosnekyan (0]l HEKOJKY CTOTHUIM KHJI00a3HU MapoBU BO JOJDKMHA) Ce
MMOOMIIN3MPAAT Ha CTaKJICHA TIOBPIIIMHA U CE JIUTECTUPAAT CO PECTPHUKIIMCKH eH3UMH. He3aBrcHO
0]l METOJIOT LITO C€ KOPUCTHU 3a 03HauyBame Ha cexko] BAC unu DNA-cekBeHIa, KOHTU3UTE Ha
npernokpuBadkute BAC nimm DNA-cekBeHIn ce aceMOnupaar Bp3 0a3za Ha 3aeJHUYKUTE O3HAKH.

2.2.3 CeKBeHIIHOHMPAKBETO HA PACTHTEJHHOT F€HOM OBO3MOKYBa IperJie] Ha FeHOMCKaTa
CTPYKTYpPa €O BUCOKA pe30Jiylnuja

CeKBEHIIMOHUPAKETO Ha jaJpeHUTE TEHOMU Kaj pacTeHHjaTa 3anoyHano Bo 1997 ronuna. Bugor
Arabidopsis thaliana Oun npudaTeH Kako MOJEN 3a pacTUTEHA TEHOMUKA TMOpagu [IBE
€CeHIIMjaTHu ocoOMHU: Mal reHoM (<120 Mb) u man 6poj Ha penetutuBHM DNA-cexBeHuu. Bo
TEKOT Ha CcleqHaTra JeleHuja Owi 3alenekaH 3HAYaeH HaANpeJOK Ha TEXHUKUTE Ha
CEKBEHIIMOHHUPaE, aceMONIMpame Ha CEKBEHIIU 1 TeHOMCKa OnonH(opmaTrka. OB0j Halpe10K BO
TEXHOJIOTUUTE OBO3MOXKMJI CEKBEHIIMOHUPAE HA PACTUTEITHH BHIOBH CO KOMIUIEKCHU T'€HOMH,
Kako mro e maeHurnara (7riticum sp.), (Ca. 2.2). Bo cnegHHOT TEKCT ce MpUKakaH! TPUHITUITUTE
Ha Pa3JIYHU TEXHOJIOTUU IITO C€ KOPHCTAT 3a TOOMBAmke Ha CEKBEHIM Ha IEJIOKYITHUOT FeHOM,
KaKO U IPETHOCTUTE U HEJIOCTATOIIUTE HA PA3IUYHUTE METO/IH.

[IpBHTE MPOEKTH 3a CEKBEHIIMOHUPAkEe Ha TeHOMOT ce O6a3upaie Ha BAC-meronor, npu mro 6uia
KOHCTpyupaHa ¢usnuka mana oj BAC-cekBeHIM KoM Onie MHIWBUIYATHO CEKBEHIIMOHUPAHHU.
NunuBunyanaure BAC-cexBeHIn Oune oBOCHO aceMOMpaHu, a MOTOa CIOCHU Bp3 0aza Ha
MPEKJIONYBAKETO HAa CEKBEHIIM CO MOMOII Ha (M3WYKKM M TEHETCKHM Mamlu 3a Ja ce aobujar
KOMIUIETHH XpOMO30MH (TIO3HATH Kako mceBaoMoiiekysn). Co orjen Ha Toa MITO OBOj MPUCTAI
BKJIy4yBa MHTE€H3HMBHA J1a0OpaTOpUCKa paboTa U € HEOMXOJHO CEKBEHLIMOHUPAE Ha WITjaJHUIIH
BAC-cekBeHIM, HaTaMOIIHUTE HUCTpaKyBamba OWJIE HACOYCHHM KOH DPAa3BHUTOK HAa METOAM 3a
,,III0TraH Ha 11e;1 reHom*“ (whole genome shotgun-WGS).

OBoj WGS-Meron ondaka (parmeHraiyja Ha IEIUOT T€HOM M CeKBeHIIMOHUpame Ha DNA Bo
€/ICH YEKOP 1 3all04YHyBa MHTEH3UBHO J]a C€ KOPUCTHU MOPAIU 3T0JIEMYBak-E HAa COPUCTUIIMPAHOCTA
Ha AJITOPUTMUTE 32 aceMOIIMpame Ha CEKBEHIIM M MOKTa Ha KOMIIJyTepCKUTE TEXHUKH. | 1aBeH
HenocTaTtok Ha WGS-MeTo10T nmpeTcTaByBa KO-aCEMOIMPAETO Ha CEKBEHITH CO BUCOK CTETIEH Ha
CIIMYHOCT KOU MOTEKHYBAAT O] Pa3IUYHU JIeI0OBH Ha reHOMOT. OBOj HEJIOCTATOK CE jaByBa U Kaj
texHosioruuTe Ha DNA-CeKBEHIIMOHUPakE CO BUCOKHU TIEPPOPMaHCH KOU C€ KapaKTepru3upaar co
BHCOK CTETICH Ha TPEIIKa ¥ YUTamhe Ha KPATKU CEKBEHIIU.

Hcro Taka, MpoeKTUTE 3a CEKBEHIIMOHUPAaHkE Ha TEHOMOT omdakaaT CEKBEHLHOHHpAHE Ha
KpaeBHUTE Ha pa3IMyHH (parMeHTy co AepuHupana roJeMuHa co Iel fa ce J00HjaT T.H. CeKBEHIIH
Ha ,,coceneH map* (“mate pair’’), kou ce KopucTaT 3a uaeHtudukanyja Ha DNA-peneTutuBHUTE
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CeKBeHLU. Bo moBekero ciyyau, reHOMUTE CO HUCKA COJpKHMHA Ha peneTUTUBHU DNA-cexBeHIn
HE MOXarT LIEJOCHO J]a ce aceMOIMpaaT U Ha TAaKOB HAYMH 3HAYaeH /I OJ] TEHOMOT IpeTCTaByBa
KOJIEKIIMja Ha HETPOYUTAaHU CeKBEHIH. | eHeTCKuTe M (pU3MyKuTe Manyu KOWM WHHIMjATHO Onie
KOPHCTEHH 3a BaJIU/allija Ha CEKBEHIIMOHUPAkETO Ha TeHOMOT Bp3 6a3a Ha BAC-cucremor, nenec
MMaat BaXkKHa yJIora BO peJ0C/IeOT U OPUEHTALjaTa Ha aCEMOJIMPAaHUTE CEKBEHIU Ol TEHOMOT.

2.2.4 T'eHoMcKaTa aHOTAIMja T'M OTKPHBA OMOJIOIIKHTE (PYHKIHM KOM ce KOAMPAHH BO
DNA-cexkBeHIuTE

I'enoMmckaTta aHoTauMja ¢ mpoiec Ha uACHTU(UKAIMja Ha JOKalMjaTa HAa TEHUTE, Kako H
OJIpeyBame Ha CTPYKTypata (€r30HU, HHTPOHH U APYTH OCOOWHM) M PYHKIIMjaTa HA KOTUPAYKUTE
peruoHu Bo reHoMoT. CTpyKTypHUTE OCOOMHU Ha TEHHUTE CE OJpeayBaaT cO MpUMEHa Ha JBa
metoza. [IpBroT MeTox ce 6a3upa Ha gocTanmHuTe ceKBeHIM HAa MRNA (CEKBEHIIMOHUPAHU KaKO
cDNA) u mnporeuHute (OApPEACHH OJif HYKICOTUTHUTE CEKBEHIM WIA OJf JIUPEKTHO
CEKBEHIIMOHHMpAkhEe HA TPOTEMHH). Pa3nuyHu anropuTMu ce KOPHCTAT 3a MOJpeIyBame Ha Ipe-
MOCTOCYKUTE CEKBEHIIM KOH HOB reHOM. ['onieM Opoj o1 0BHE alrOpUTMH MOKAT Jla Mperno3Haat
koH3epBupanu cruiajcuar mecta (GT....AG) 3a 1a ce nedmHUpaaT rPaHUIIUTE TIOMETy €r30HOT U
UHTPOHOT. [Ipenu3HuTe reHcku CTpyKTypu ce nedunupaat npeky cDNA-Monekyau Kou [eI0CHO
ja omndakaaT TPOTEHH-KOIUpAUYKaTa CEKBEHIIAa Ha onpeneH TeH. [lompenyBamero Ha
HYKJICOTUAHUTE W MPOTEUHCKUTE CEKBEHIM OJl JPYTH BHIOBM MMa MHGPOpPMATUBEH KapakTep,
MeryToa CTaHyBa MOMAJIKy 3Ha4ajHO OWJICJKU CE 3rojieMyBa €BOJIYIIMCKATa JWCTAHIA MOMEry
HOBHOT I'€HOM U JOCTAITHUTE CEeKBEHIM. VICTO Taka, [eNOKyMHOTO MOApeIyBamke Ha 1Ba CIIMYHU
reHOMa MOXK€ Ja uMa MH(pOpMaTHBEH KapakTep, OWIejKM KOH3EPBHUPAHUTE CEKBEHIM IOMeEry
JIBaTa TEHOMA HajBEpPOjaTHO MMaaT (HYHKIMOHAIHO 3HAYCHE U KOAUPAAT TeHHU WM PEryJIaTOpHU
CeKBEHIIM. BTOpHOT MeTon 3a JeuHHpame Ha CTPyKTypaTa Ha TEHUTE € 3aJ0JDKUTEITHO
KOMITjyTepCcKa TEXHUKA Koja ce 0a3upa Ha pa3IMKUTE BO COCTABOT Ha 0a3uTe U PpeKBEHIIMjaTa HA
COCEJIHUTE HYKJIEOTHIW (AM-, TpHU-, TETPa-HYKJICOTHIW), KaKO M BEpOjaTHOCTa 3a HHBHA
TpaH3ulMja MOMely er3oHWTe, MHTPOHUTE M HMHTEPreHCKUTE CEKBEHUU. YecTo maTH, OBHUE
co(uCTHIIMPaHU TPOrpaMH BKIydyBaaT T.H. ckpuenu Markov-u monenu (hidden Markov models).
OBue Mozaenu ce UMIUIEMEHTUpaaT Ha Majiud M JAeQUHHpAaHU CTPYKTypu Kou Owie
UACHTU(PHUKYBAHN BO HOBUOT I'€HOM (MJIM CIIMYEH T€HOM) CO KOPHCTEH-E Ha TIOCTOCUKH CEKBEHIIH.
OBue nBa METO/AA Ce KOpUCTAT 3a MACHTU(UKALMja Ha CTPYKTypUTE HAa F€HH HU3 LIETUOT HOB
T'€HOM, OJIHOCHO BO PETMOHUTE 32 KOM ILTO IOCTOjaT €BUACHTHU MOJATOIM O] HYKJICOTHIHUTE U
MIPOTEUHCKUTE CEKBEHIIM, KaKO M BO PErMOHUTE 3a KOM HE TOCTOjaT HUKaKBU nojaaroru. Cemnak,
CTPYKTYpHUTE HA T€HUTE KOU C€ MOTBPACHU UCKIYYHBO CO MIPUMEHA Ha KOMIIjYTEPCKUTE METOIH
HE Ce CMEeTaaT 3a CUTYPHHU MOJIaTOLIM BO paCcTUTEJIHATA T€HOMHUKA.

[IpenBuayBameTo Ha TEHCKATa CTPYKTypa OBO3MOXKYBaA Je(QHHUpamE Ha MPOTEHH-KOAUpAaYKaTa
CEKBEHIIa 3a cekoj reH. Mnentudukanujara Ha GyHKIMjaTa HA OBUE TeHH ce Oa3upa Ha HUBHOTO
CIIOpeayBame CO JAPYTUTe TeHU BO aarabasure, kako mro ce GenBank mim SwissProt. Bo oBoj
CIy4aj, CHOpPEAYyBamETO C€ BPIIM HAa HWUBO HAa AaMHHOKHCEIMHCKHOT COCTaB, OWACjKH
MIPOTEUHCKUTE CEKBEHIIM CE IOKOH3EPBUPAHU IMOMel'y BUJOBHUTE BO criopeida co HyKICOTHIHUTE
cexkBeHIy. [lotoa, pyHKIMjaTa Ha cIOpeAyBamke Ha 1ataba3aTa ce MpeHecyBa Ha HOBUOT ITPOTEHH.
OBoj MeTon MOXe J1a uMa MOTEHLHUjaJHO MOTpellHa aHoTauuja, Ouaejku camo kaj man Opoj
MPOTEHHM O] JaTaba3uTe € yTBpJeHa HUBHATA (YyHKIIMja TIPEKY eKCIIepUMEHTaTHU Jokazu. OBoj
(deHoMeH Ha ,,Iporarainyja Ha MUHJIMBA Ipemka‘ (transitive error propagation) ke ce HaMajaHl BO
WHUHA, OMIEJKU €KCTIEPUMEHTAITHO CE TIOTBPyBaaT (YHKIIMHUTE HA TOJIeM OpOj MPOTEHHHU.
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2.2.5 CexBenumonupamwero Ha DNA wuma 3HayaeH yaeJd BO O/pelyBameTo Ha
OPraHM3anMjaTa HA TeHOMOT

Opranu3zaiyjata Ha TeHOMOT oJ1 Arabidopsis peTcTaByBa eprKaceH MOJICII U T10jI0BHA TOYKA 32
OJlpelyBam-€ Ha CTPYKTypaTa Ha TosieM Opoj pacTUTeIHU reHOMHU. [IpOeKTOT 3a CEKBEHIIMOHUPAHHE
HAa TEHOMOT Kaj Arabidopsis oBo3moxun pnobuBame Ha 105 Mb ox DNA-cekBeHma co
HECEKBEHIIMOHHUPAH JIeJ OKOJIy IIEHTPOMEPHUTE KOj U3HecyBa okony 15 Mb ox 1enuoT reHoM co
BKymHa rojiemuHa on 120 Mb. HaramomHuTe aHAIM3W CO T€YHA IIUTOMETPHja IMOKaXKaIe JeKa
COJIp’)KMHATa Ha HecekBeHIMOoHMpaHa DNA e moroneMa M ce OJHECYBa 3a T'€HOM CO BKYITHA
roemMuHa on okoiy 150 Mb. Cemak, oBHe HCTpakyBama HEMaaT 3HAYajHO BIIMjaHHE BP3
OCHOBHHUTE OCOOMHH Ha TEHOMOT Kaj MOBEKETO APYTU pACTUTENIHU reHOMU. Ha ciiideH HauuH Kako
M Kaj MOBEKETO pacTeHHja W >KMBOTHHU, MajlaTa TOJEMHHA Ha TEHOMOT Kaj Arabidopsis e BO
KOpelnaiyja co HEroBUOT KPaTOK KMBOTEH IUKIYC, OJHOCHO PacTeHHjaTa CO TOJEMH T€HOMH
MMaat TeHJICHIIM]a 32 OaBEeH pEeNpOayKTHBEH IUKITyC. JleHec, TIIaBHUTE OCOOMHN Ha XPOMO30OMHUTE
MOXaT na ce onumiat Ha HuBo Ha DNA-cekBennu (Cur. 2.1).

IToBekeTo renu ce JIOKAJIU3UPAHHU BO €YXPOMATUHCKUTEC XPOMO30MCKH Kpalu

XPpOMO30OMCKUTE Kpaly KOU ce MpoTeraar ol TeIOMEpUTE 10 MEePULIEHTPOMEPHUTE PETHOHU BO
ONMM3MHA Ha MEHTpOMepHTe omdakaaT cekBeHIM oa okoiry 100 Mb u ce kapakrepu3upaar co
yHU(pOpPMHA COApKUHA Ha TeHu. ['eHomor Ha Arabidopsis xomupa okomy 30 000 mpoTteuwH-
KOJMPaUYKU T'eHH, KaKo U ToyieM Opoj reHu 3a TpaHcoptHd RNA-monekymu (tRNA) u paznunaau
KJ1acu Ha Hekoaupauku RNA-renu co perynatopau ¢pyHkuuu. OBoj 6poj HOCTOjaHO ce 3rojieMyBa
KaKO pe3yJiTaT Ha OTKPHUBAKETO HA HOBU MaJld T€HU KOM MOXKAT Ja OuAaT MpOTEeHUH-KOJIUPAuKU
T'€HU WJIM PEryJaTOpHU reHu. Bo nmpocek, NpoTenH-KOANPAUKUOT I'eH Kaj Arabidopsis coap»u net
er3oHu ¥ ondgaka okoiry 2 kb o1 reHOMCKaTa CeKBEHIIa O] CTapT JI0 CTOI KOJOHOT. Perynaropuute
CEKBEHIIM Ha I€HOT MOXKAT Jla C€ HaoraaT CIPOTHUBOAHO, HU3BOJHO WJIM BO PaMKHUTE Ha OBOJ
IIPOTEUH-KOUpadyku perroH. Cemnak, MOBEKETO IPOMOTOPH CE€ JIOKATU3UPAHU CIIPOTUBOAHO O]
TPAHCKPHUILHUCKOTO CTAPTHO MECTO.

EYD:gguhaJ [ IS —

GT...AG
5 13
3] 15"

Cauxa 2.3 ['eHnTe (IpOTEHH-KOIUPAYKH CEKBEHITN) C€ HaoTaaT BO exHaTa win apyrata DNA-Bepura, a mopeTko Bo
HCTHOT peruoH ox jasere Bepuru. Co oriyien Ha Toa IITO TPAHCKPHIILIMjaTa CEKOralll ce OJBHBa BO mpasel 5’—3’,
TeHHTE OJ CIPOTHBHHUTE BEPUIUW CE€ TPAaHCKPUOMpAaT BO CHPOTHBEH INpaBell. TpaHCKpHIMjaTa MOXKe xa Ouue
KOHBEPIreéHTHa WIN IUBCPIreHTHA. Ha cnukara ce IMpUKa)XaHu OPUCHTAIIUNUTEC HAa TPAHUYHUTC MECTa Ha CHijBaH)e Ha
JBCTC BEpUT'H. 3eeHHUTE MOIUbA TO MMpeTCTaByBaaT NPOTCUH-KOAUPAYKUOT PET'MOH HAa TPAHCKPUIITHUTE, JOACKA IaK,
CHUHHTE NOJMba TH 03HaUYyBaaT 5° U 3° HENpeBOIIUBUTE peTHOHHU. Bo peTku ciydan, Bo uct peruon Ha DNA moxar
Jla ce Haor'aaT Ba r'eHa Ha CIIPOTHBHY BEPHTH, ITPU LITO €THUOT I'eH ce Haol'a BO MHTPOHOT Ha Apyruot reH (Buchanan
u cop., 2015).
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I'enute ce ogBoenu co DNA-cexBeHma ox okoiy 2,5 kb (BKiIy4yBajku peryiaTopHU PETHOHN),
MY LITO TyCTUHATA HA T€HU WM3HECyBa efieH reH Ha cexou 4,5 kb-cexkBenuu. OBa e mpumep 3a
HAQjBUCOKAa TYCTHHA HA TE€HM Kaj pacTeHHjaTa M MOXKE Ja CE CIOpeAd CO TCHOMHTE Kaj
Brachypodium (Poaceae), Physcomitrella (Bryophyta) u eaHOkiIeTouHaTa 3eleHa anra
Chlamydomonas. Co HEKOIIKY UCKITYYOIIH, CAMO €HaTa BepHura o1 OWJIO KOj PETHOH HA JBOJHHOT
Xenuke komaupa mporeuH. Criopea Toa, MPOTEHH-KOAUPAUYKUTE T€HH MOXKAT Ja ce HaoraaT Ha
e/IHaTa WM Jpyrara Bepura u Moxar Jia ce TpaHCKpuOupaar Bo 6miio koj mpaser (CJ. 2.3).

TesomepuTe ru 3alITUTYBAAT KPaeBUTE HA XPOMO3OMHUTeE

XPOMO30OMCKUTE Kpall 3aBpIIyBaaT CO TEJIOMEpPH, KOW TIPETCTaByBaaT CIENHjaTH3HpaHH
CTPYKTYpH 3a 3aIUTUTA Ha XPOMO30OMCKHUTE KpaeBU. McTo Taka, TeoMepuTe OBO3MOXKyBaaT HUBHA
Ipelu3Ha peIUIMKalKja W OHEBO3MOXYBaaT CKpaTyBamkbe Ha XPOMO3OMHUTE 3a BpeMe Ha
nocienoBarenHuTe nukiaycu Ha DNA-cuntesa. Kaj peuricu cute pacTUTETHM BHIOBU €
UAeHTU(UKYBaHa U CEKBEHLMOHHMpaHa KoHceH3yc penerutuBHa cekBeHua (TTTAGGG) Bo
tenomepute. Tenomepure kaj Arabidopsis imaat gomkuHa on okomy 2-3 kb.

Kaj eykapuoture e wuaeHTH(UKYBaH CHENHMjaJM3UpaH €H3MM HapedyeH TejaoMepasa Koj
OBO3MO’KYBa O/Ip>KyBar€ Ha €THOBEPHIKEH PErnoH 1o perukanujata Ha DNA. Ha TakoB HauuH,
TeJoMepa3aTa y4ecTByBa BO 3aIlITHTA HA XpPOMO30MOT OJ] CKpaTyBambe IPH CEKOja KIETOYHa Aem0a.
Tenomepaszara mnpercraByBa peBep3Ha TpaHCKpunTaza co uHTerpupan RNA-monekysn Bo
TPOAMMEH3NOHATIHATA CTPYKTypa Ha eH3uMOT. BeymHoct, RNA-Mo1eKkynoT GyHKIIMOHHpa KaKo
YPHEK 3a HOBa €IHOBEpM)KHA TeJIoOMepHa cekBeHla. VcTo Taka, TemoMepuTe nMaat (pyHKIHja BO
OJP)KYBame Ha ,,HENCTUTUBU* KPaeBU Ha XpOMO30MHTE. LlUTOreHeTCKuTe aHAM3K MOKaKyBaat
JieKa KpaeBUTE Ha OLITETEHUTE (MCIPEKUHATH) XPOMO30OMHU C€ MHOTY JIETJIMBH M MOXAaT Jia ce
crojat co 6mio koj apyr gocraneH DNA-¢pparmenT. BaxkHo € 1a ce HammoMeHe JeKa TEIIOMEPHUTE
uMaaT yJora BO OpraHu3alMja Ha XpOMO3OMHUTE BO JaJIpOTO IpPEKy IpPHUKpEIyBame Ha
XpoMmo3omHuTe 3a puOpo3HaTa jajpeHa JaMHHa O] BHATpEIIHATA CTpaHa Ha jaJjpeHaTa MeMOpaHa.

IenTpoMepuTE Ce OATOBOPHH 32 MPENM3HA Cerperanuja Ha XpoMo30MHUTe BO HOBOI0OMEHHUTe
KJIETKH 32 BpeMe Ha KJIeTo4YHAaTa Jies10a

Lentpomepure Ha xpomozomutre (Ci. 2.4) ce XETEpOXpPOMATUHCKU (BHUCOKO KOHJICH3WPaHM)
KOHCTPHUKIIMM Ha XPOMAaTHHOT, KOU C€ MPHUKpPENyBaar 3a JAeT0CHOTO BPETEHO 3a Jla C€ OJIECHH
cemapanyjaTa Ha peIuIMIUpaHuTe XpoMaTHIu BO MUTO3a M Mejo3a. KBacuure Saccharomyces
cerevisiae n Schizosaccaromyces pombe uMaaT HajMali LIEHTPOMEPH CO JOJDKHHA OJ1 HEKOJKY
JeceTUHa 10 CTOTHMHa Hykieotuau. Cemak, IIEHTPOMEpPUTE Kaj MOBEKETO pacTeHHja He ce
BapHjaOMIIHU ¥ UMaaT MorojiemMa 1 MOKOMILIEKCHA CTPYKTypa. AHAJIOTHO Ha anda caTelIUTCKUTe
PENETUTUBHU CEKBEHLM Kaj LIEHTPOMEPHUTE O]l XyMaHHOT I'€HOM, PACTUTEIIHUTE LIEHTPOMEPHU
coJpKaT TaHJIeMCKHU HU3U 01 eHa win noBeke DNA-cekBeHIn. OBUE pEeNeTUTUBHU CEKBEHIIH CE€
crenuuUHA 3a CEKOj pacTUTENeH BUA W uMaaT nospkuHa momery 150 u 200 bp (mpubnmkaa
nomwkuHa Ha DNA koja ro 00BUTKYBa HYKJI€030MOT). McTo Taka, IIGHTpOMEPUTE Kaj pacTeHU]jaTa
ce 0oratu co peTpoTpaHCIO30HCKH CEKBEHIIU. LleHTpomMepuTe MoKaT JIECHO J1a ce MPerno3Haar co
MIOMOIII Ha MPOTEHMHUTE KOU ce Bp3yBaat 3a DNA on oBoj pernos, ocobeno xucronor CENH3. Kaj
KBacuuTe ce uAeHTU(GUKYyBaHU OKOIy 50 MpOTEeHMHM KOM KOHCTUTYTHBHO WJIM MPHUBPEMEHO Ce
aconupanu co neHTpomepure. ['onem 6poj xomono3u Ha oBue nporennu (CENP-C, CENP-H-1,
CCAN, ASK, CBF5 u Bub-ciinunu npotensn) ce uaeHTU(UKYBaHU Ka] pacTeHHU]aTa.
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Cauxa 2.4 CTpyKTypa Ha HEHTPOMEPOT O XpoM0o30MOT 8 kaj opu3 (Oryza sativa). (A) CTpyKTypa Ha XpOMO30MOT
CO XpOMO30MCKH Kpalli, LIEHTPOMEp, KUHETOXOp U MUKpOTyOynu. Ha ciimkara e npukakaHa camo eJHa CeCTpUHCKa
xpomaruaa. (b) Jlokanmzanuja Ha CENH3 (ueHTpomep-cnenuduyHa BapujaHTa Ha XUCTOH 3) BO LEHTPOMEPHHOT
peruoH Bo cnopenba co CENH3 uu3 nennor xpoMo3oM. 3aTeMHETOTO HOJIE I'O MIPUKAXYBa CyNPECUPAHUOT PETHOH
3a crossing over Ha xpomo3oMoT. (B) 3romemen mpernen na CENH3-Bp3yBaukuor momen. IlpenBunenure renn
(upBeHM MONMHEH-A) TIHABHO ce JoKkanm3upanu Hagsop on CENH3-Bp3yBaukuTe 1OMEHH (CHBH TONMERA), JOJCKA TAK,
PETIETUTHBHATE CEKBEHITN BO IIEHTPOMEPOT co TosleMuHa of 155 bp (CentO) ce nmpukaskaHu KaKo IPBEHH MOJIHHA IO
Mmanupanure yntama. (I') [llemarcku nprkas Ha HYKJI€030MOT O LIEHTPOMEPOT Ha XpOMO30MOT 8 kaj opu3. Cusure
KPYTOBH IIPETCTaByBaaT HYKJIEO30MH CO KAHOHWYEH XUCTOH H3, nozeka mak, CHHITE KPYTOBH C€ HyKJI€030MH KOU I'O
compkat xucronor CENH3 (Buchanan u cop., 2015).

l'onemunara Ha HEHTpoMeEpHUTe 3HauajHO Bapupa nomery BumoBute (o1 50 kb mo moeke Mb),
Kako W ToMery XpoMo30oMHUTe oOJf eneH BuA. I[lokpaj orpaHWYeHUTE IO3HABama 3a
(YHKIMOHATHUTE €IEMEHTH Ha PACTUTEIHUTE LeHTpoMepH, DNA-ceKkBeHINTEe W acOLUpaHHUTE
MIPOTEHHH, JICHEC Ce BPIIM IN3ajHUPAHE HA apTUPHUIHMjaTHA XPOMO30OMH KOW UMAaT CIIOCOOHOCT
3a OP)KJIMBa aBTOHOMHA peIUIMKalfja BO APYTr opraHu3aM. Ha TakoB HauumH ce OBO3MOXYBa
NpeHECyBamke Ha BXKHU META00INUKN OCOOMHU BO JpyTra cOpTa WM BUJ CO LIeJN Ja ce moxoopar
KapakTepucTukutTe Ha pactenujara (Ci. 2.5).

IlepuueHTpOMEpHUTE PErHOHM KOW TH OTPAHWYYyBaaT LIEHTPOMEPHUTE O]l JBETE CTPaHU Ha
XPOMO30MOT UMaaT JIOJDKHHA OJ1 TIOBeKe Merada3u M ce KapaKTepH3HpaaT co HHCKa IyCTHHA Ha
TeHH, BHCOKAa COJIPXHMHA Ha TPAHCIO30HH, OCOOEHO peTpoTpaHCo30HH. Bo oBue
NIEpULIEHTPOMEPHH PETHOHH € CyNpecupaHa reHeTcKaTa peKoMOuHanuja.
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> s HEN N =
O Hucepnnja Ha reECKATA

Xpomozom HH3Aa BO NEHTPOMEPOT HA
BAC-k10HOT

Jdoarn kpauu ——

IlenTpomep

KpaTtku kpanu —

[E]DE}DDEIDD I

HuTpoaykneja HA
MHHHXPOMO30MH
BO PACTHTETHA

Perenepanuja Ha
TPAHCI'eHH PACTeHH]a

KOH COAPARAT

MHHHXPOMO3OMH KJIeTKAa

MuHHXPOMO30M €O FeHCKa
HH32 BO crenH(pHIHO MeCTO €O
rosiemuHa oa 100 o 200 kb

PacTuTeiHa KJIeTKA

Cinka 2.5 AprtudunvjaiHi MHUHHXPOMO30OMU KOM HOCAT CeT OJl TeHH MOXKaT Jia Ce KOPHCTAT 3a T'€HETCKU
WH)KEHEPUHT Kaj pacrenujara (Buchanan u cop., 2015).

I'ennte kon konupaat RNA-kOMIOHeHTH Ha pu0030MHTE ce JIOKAJM3MPAaHU BO MaJl Opoj Ha
TeHOMCKH PernoHN

Hyxneonapuute opranusupauku peruonu (Nucleolar organizer regions-NOR) ce pernonu Ha
XPOMO30MOT KaJIe IIITO C€ OJIBUBAAT MPOIECUTE HAa TPAHCKPHUIIIH]a, OMOTeHe3a U aceMOIupame Ha
pubozomanaure RNA-monexymu. Bucokara comgpxkuna Ha pubo3omamHata RNA (rRNA) e
HEOIXOJ/IHA 3a OJIP)KyBale Ha CTPYKTypaTa Ha puOO30OMUTE W CHHTE3aTa Ha MPOTEHHUTE BO
aKkTHUBHHTE KJeTkH. Criope]] Toa, MPaKTHYHO € HEBO3MOXHO €/1HA MJIM HEKOJKY Koruu o1l TRNA-
TeHH J1a TW 3aJI0BOJIaT MOTpeduTe Ha KIETKUTE 3a TpaHchaluja Ha mpoTeuHH. HykieonapHure
OpPTraHU3UpPAaYKHd PETHOHU C€ COCTOjaT Of ToyieM Opoj TaHIEMCKH PETETHUTUBHU CEKBEHIU CO
nomkuHa ox1 okosry 10 kb kou ru komupaat 28S, 18S u 5.8S RNA-koMIoHEHTHTE Ha puO030MHUTE
(Ca. 2.6). KonupaukuTe CEKBEHIIM HAa OBUE TP I'€HU CE BUCOKO KOH3EpBUPAaHU IIOMETy BUIOBUTE.
Cemak, MHTEPreHCKHOT TpaHCKpubOupan cnejcep (intergenic transcribed spacer-ITS) e mHOry
BapHujaObUJICH PETUOH M HAjUeCTO CE KOPHUCTHU 32 UCIUTYBaKkE HA MIOBP3aHOCTA TIOMEl'Y BHIOBHUTE.
Cekoj pacTuTeleH BUJ COJIP)KHU CaMoO €/I€H WIM JIBa HYKJIEOJapHU OPraHu3Upauykd PErHOHH U
HUBHHOT OpOj ¥ JIOKaJH3alMjaTa BO XpOMO30OMUTE ce ofjpeayBaat co npumena Ha FISH-meTo0T.
Hpyrata RNA-komnonenTa Ha pr6o3oMoT (5S RNA) ce koaupa Bo TaHAEMCKH HHU3HU, METyTOAa,
OBHE KOJUPAYKH CEKBEHIIM CE HAoraaT Ha JIPYTH JIOKAIMU BO Xpomo3oMoT. Kaj Arabidopsis,
raBHUOT 5SS RNA reHcku-kiaactep € JeTEKTUPaH BO IEHTPOMEPHUTE PETMOHU Ha XPOMO30OMUTE
3,4us.
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NTS: Herpanckpudoupas cnejcep
ETS: HaaBopenieH TpaHCKPHOHPaH coejcep
ITS: BuaTpenied TpaHCKPHOHPAH criejcep

Cuamka 2.6 Eykapuorcka pu6o3omanna DNA penerutusHa exnHuia. [loBekeTo pub030MaiHu reHr Kaj pacTeHujara
ce HaolaaT BO paMKH Ha peleTHUTUBHA €JMHUIIA co rosiemMuHa oJ1 7,8 1o 185 kb. PenernTuBHara eqununa e cocraBeHa
oJ1 BUCOKO KoH3epBHpanu rRNA-reHu kou ce oaBoeHu co aoiiru criejcep DNA-cekBeHIM KOU He ce TpaHCKprOupaar
(NTS, ETS u ITS). Pubosomure coapxat yerrpu paznnuau RNA-monekynu co ronemuna o 18S, 5.8S, 28S u 5S
KOM Y4eCTByBaaT BO HUBHATa CTpyKTypa. ['enute 3a npBure Tpu RNA Monekynu ce Haoraat Ha pubo3omanHara DNA
peneTUTHUBHA eMHUIIA, 10JeKa aK, 5S-TeHOT UMa Ipyra Jiokaiuja Bo reHoMoT (Buchanan u cop., 2015).

Konpae3npannor XxpoMaTHH MoKe 1a ce BU3YeJIM3UPa KAKO XeTePOXPOMATHHCKH ja3/iu

XeTepoXpOMaTHHCKUTE ja3JId Ce Mperno3HaBaaT Kako CHeNU(DUYHU PErHOHH CO BHCOKO
KOHJICH3UPaH XPOMAaTHH KO C€ OJIBOCHU O] IEHTpoMepHTe. UecTo maTu, OBHE CTPYKTYPH MOKAT
na ce 3a0enekaT Kaj pacTeHHjaTa CO TOJIeMH TEHOMH, Kako mTo ¢ mueHkara (Cia. 2.7).
EMMHUYHNOT XeTepoXpOMaTHHCKH ja3oll Kaj Arabidopsis € mokamu3upaH Ha XpOMO3OMOT 4 H
JOMUHAHTHO € COCTaBEH O]l PETPOTPAHCIIO30HH.

Ciamka 2.7 Xpomo3zomure Kaj mueHka (Zea mays) ce KapaKTEpPUCTHYEH IPUMEP 3a XETEPOXPOMATHHCKH ja3liu
(Buchanan u cop., 2015). (A) Mukporpaduja o1 MUKPOCTIOPOIIUTHO jaJpo Kaj MUeHKa BO CTAJAWYM Ha MaXUTEH Ha
Koja ce npukaxkanu 10 xpomozomu u jaapente. (b) [llemarcku nprkas Ha HICHTU(QHUKYBAaHUTE XPOMO30MH Kaj ITYEHKA.
XOMOJIOTHUTE XpPOMO30MH BO CTaJMyM Ha AXUTEH CE [TOCTaByBaaT €/IeH HACIIPOTH JIPYT U CE I0OBOJIHO KOHCH3UPAHH
3a J1a c€ OBO3MOKH MACHTU(PHKAIH]ja HA TOSTUHEYHUTE XPOMO30MH CITOPE HUBHUTE CTPYKTYPHH OCOOMHH (TTO3HIIN]a
Ha IIEHTPOMEP B XETEPOXPOMATHHCKH ja3iH).
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2.2.6 T'oneMuTe reHOMH HMAaT CTPYKTYPHA KOMIUIEKCHOCT W ,,TéHCKH OCTPOBH* KOM ce
pacnopeieHu noMery rojieMHTe periOHH Ha pelleTUTHBHUTE CeKBEHIH

Cure ropecrioMeHaT! CTPYKTYpHU OCOOMHU Ha XPOMO30OMUTE C€ KapaKTEPUCTUYHH 3a TOJIeM Opoj
Manu pactutenau reaomu (<1 Gb). Ox npyra crpana nmak, reHOMOT Kaj MYeHKa (Zea mays), Kako
U JPYTUTE TOJEMU TeHOMHU Kaj Poaceae (TpeBH/KUTHH pacTCHHja) MMaaT MOWHAKOB THIT Ha
opranusaiyja Ha reHoMoT. ['eHOMOT Ha mueHka ce coctou ox okoiy 80% penerutuBHM DNA
CEKBEHIIM, a HajroJieM Jel OJf OBHUE CEKBEHIM KOAMpAaT PETPOTPAHCIO30HU. 3a pas3iuKa O]l
MOBEKETO PACTUTEIIHU TE€HOMHU KOH C€ OpPTraHU3MPaHH BO €yXPOMAaTHHCKH XPOMO30MCKH KpaIlH €O
BHCOKA T'YCTHHA Ha T€HH M XETEPOXPOMATHHCKH IICHTPOMEPHU CO HUCKA I'YCTHHA HAa T€HU, TCHOMOT
Kaj TYeHKaTta ce€ COCTOM OJ T.H. ,TCHCKH OCTPOBH KOM C€ pAaCIOpENeHH IOMery
peTpoTpancno3onute. OBue ,,FéHCKH OCTPOBU™ ce Manu peruoHu (okomny 50 kb) xou coapxat of
€lIeH 10 ceAyM TeHH (BO MPOCEK YETHPHU I'€HU) U C€ HaolaaT Ha pacTojaHHe KO€ € HEKOJKY MaTH
MOT0JIEMO Off HUBHATa AoJkuHA. OBOj MOJIEN Ha OpraHU3alija Ha TEHOMOT € KapaKTepUCTUUYEH U
3a ApYTUTE MpeTCTaBHHUIM 0] Poaceae co roneMu u BHCOKO-PETIETUTUBHU T€HOMH, KaKoO IITO €
muenunara (7Triticum sp.) u jaumeHot (Hordeum vulgare). Cenak, He € JOBOJHO MO3HATO AU
OBOj MOJIeJI Ha OpraHM3alrja Ha TEHOMOT € KapaKTePUCTUYCH 3a JAPYTUT€ MOHOKOTHIIEIOHH
pacTeHuja KoM He Mpuraraar Ha ¢pamuinjara Poaceae win TMKOTHIICIOHUTE pacTEHUja CO TOJIEMHU
T€HOMH, KaKo IITO ce 3elieHara canara (Lactuca sativa), conuornenot (Helianthus annuus) nnm
KpoMunoT (Allium cepa).

2.2.7 lynaukauMuTe Ha TeHOMOT 32 BpeMe Ha €BOJyLMjaTa MMAaaT IJaBHa yJjora BO
CTPYKTYpPaTa HA PACTHTEJTHUOT FeHOM

CekBeHIIUTE Ha PACTUTEITHHOT TEHOM o00e30enyBaaT jaCHM IIOJATOLM 3a IOCTOCHETO Ha
WHTEH3WBHA IyTUIMKAIlMja Ha PACTUTEIHHOT T€HOM Koja ce oJBHMBaia mpen mnoeke ox 100
MUIHOHU ToauHu. OBHE ClydyBamka 3a BpeMe Ha €BOJIyIMjaTa MOXaT Jia ce MpHUKaxar Bo popma
Ha dot plot-ananmmza (Cia. 2.8), mpu Koja mTO KOOPAMHATUTE HA JIBETE OCKH IMPETCTaByBaaT
MO3MIIMja Ha TEHOMCKa 0cOOMHA, a CeKOja TOYKA MPETCTaByBa PETHOH HA CIMYHOCT MOMEry JBa
7ienia o1 TeHOMOT.

()

> - ' Canka 2.8 Dot plot-cratucTHyka aHamu3a Ha TEHOMOT O
! Arabidopsis thaliana mokaxyBa HaCTaHM Ha IYIUIMKAldja BO
TeKOoT Ha eBosyuujara (Buchanan u cop., 2015). Xpomozomure
Ce HapeACHM HA KOODAMHATHTE CIOped TrojeMHHaTta (0f
HajrojeM KOH HajMan Xxpomo3oM). Cekoja TOuKka IpETCTaByBa
1| . : : ' _ KJIacTep Ha CIIMYHH ['CHH KOH C€ HajJICHH Ha JIBE Pa3INyHU MeCTa
. % ! . BO TCHOMOT. 3a0KpY)KCHHUTE JIMHHU NPETCTaByBaaT PErHOH OX
- JOJIHHOT JIel Ha XpPOMO30MOT 2 KOj € IYIUTHPaH BO JOJHUOT Je
Ha xpomo3oMoT 3. Ha criimkaTa ce 3a0enexyBa CHMETpHja OKOIY
JIjaroHajIHaTa JIMHHUja KOja ja 03HA4yBa CAMOMJICHTHYHOCTA.

Bpoj Ha xpomozom

1 5 3 2 4
bpoj Ha xpomo3zom
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Yecto matu, dot plot ananm3ara ce mpuMeHyBa Kaj CTPYKTYPHHUTE OCOOWHH Ha TPOTEHHHTE,
Ouzejku MPOTEMHCKUTE CEKBEHIM C€ MOKOH3EPBUPAHH BO PAMKHUTE Ha JIOJT €BOJYLIUCKH MEPUOT
Bo crniopeba co DNA-cekBeHnure. Ha TakoB HaYWH ce 0BO3MOXKYBa JETEKIMja U BU3YCITH3AIIH]a
Ha paHUTE EBOJYIMCKH HacTaHuW Ha aymuukandja. [Ipum dot plot-anamm3a Ha oapeneH reHoM,
[EHTpaJlHATa AMjaroHaia ja MpeTcTaByBa MO3MIIMjaTa HA HCTaTa KOH3epBUPaHa 0COOMHA Ha JIBETE
KOOPJMHATH, 10/IeKa I1aK, ceprjaTa Ha TOYKH KoM (popMUpaar IujaroHaiy NOoKpaj oBaa IEHTpaTHa
JUHMja TPETCTaByBaaT JOKa3 3a cerMeHTanHu ayrumkanud (DNA-cerMeHTH co pedncu
UJICHTUYHU CEKBEHIIH).

Bpemero Ha oBUBame Ha AYIUIMKAILMja HA TEHOMOT MOE Jla C€ OJIPEIH O]l TUBEpreHIIjaTa Ha
nBe cexkBeHIM. OBa ce MpecMeTyBa KakO CHHOHMMEH CTENEH Ha CYNCTHTYLHja BO MPOTEHH-
KOJMPAYKUTE CEKBEHIIN, KOj C€ KanuOpupa mpeky pedepeHTHH CEeKBEHIIU CO (POCHITHH MOATOIH.
BcymHoCT, CHHOHMMHUTE CYNCTUTYLMHM CE€ OJHECYyBaaT Ha NPOMEHUTE BO TpeTara 0Oa3a Ha
KOJIOHHTE KOW HE BJIHMjaaT BpP3 aMHUHOKHCEIMHCKAaTa CEKBEHIa Ha MpOTenHOT. EBomynmckara
ucroprja Ha pacturenHuTe DNA-CeKBEHIIM MpeTCTaByBa KOMIUIEKCHA 3ajgada Iopaau
aKyMyJangjaTa Ha rojieM 0poj moaTony ¥ MpruMeHaTa Ha COQUCTHIIMPAHN METOIM Ha aHAIIN3A.
[Ipouecor Ha nymiMKanWja Ha TEHOMOT MOXE Ja MMa BIMjaHHE Bp3 TyOCHETO Ha TEHH U
npoMeHuTe Bo  (yHKOHMjaTa Ha reHWTe. TepMmuHUTE CcyOQyHKIMOHANM3anmuja W
Heo(YHKIMOHAM3alllja ce OJHeCyBaaT Ha NyIUIMKAl{ja Ha MOEAWHEYHH TeHHM W He omdakaat
OyIUIMKanyja Ha nen TeHoM. [Ipm cyOdyHKIHMOHanmM3almja, [1BE TEHCKH CEKBEHIM KOH
MOTEKHYBaaT O]l OPUIHMHAIHA CIMHUYHA TeHCKa KOMHja Jo0uBaar pasnuyHa (GyHKIMja (Ha4uH Ha
eKcIipecHja ©  OMOXeMHCKaTa aKTHBHOCT) BO  cropeada CcO  OpPUTHHAJTHHOT —TCH.
HeodyHkimonanusanyjara mpercraByBa IMpolec KOra €JHHOT IYIUIMpPaH TeH IpeB3eMa HOBa
¢byHKIHja, KOja IPEeTXOIHO He Oniia moBp3aHa co HeroBuoT poautencku reH (Ci. 2.9).

IBer Kopen
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Heodyaxkunonaanszanmnja

Cuamnka 2.9 Cy6dyHkunonanusanyja u HeoyHKnoHanu3anuja. EqMHUYEH reH colpyKu IPOMOTOPHHU €JIeMEHTH KOU
ja peryjiMpaat ekcrpecujaTa BO LBETOT U KOpeHOT. [lo o/BuBame Ha MpolecUTe Ha JIyIUIMKalMja U JiereHepanuja,
MOCTOjaT TPH MOXKHHU pe3yataru. [Ipu cyOdyHKIIMOHAIM3AIIM]ja, CEKOj TeH TH 3aJIp>KyBa IPOMOTOPHHUTE CIIEMCHTH U
CTaHyBa CHELHjalIM3upaH 3a eKCIpecHja BO CaMo €JeH O]l ABaTa pacTUTENHU opraHa. [Ipu HeodyHKIMOHAIM3AIM]a,
€/IeH OJ1 IPOMOTOPHUTE €JIEMEHTH MYTHpa U ja peryifpa ekcipecujarta Bo Jucrosute. [1pu HedyHKIMOHAIN3A1M]a,
e/IHaTa KOIHja Ha TeHOT IMOBEKe He Ce eKCIIPecupa U 0BOj TeH ce HapeKyBa rceBaore (Buchanan u cop., 2015).
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OBHe MPOMEHU MOJKAT J1a C€ jaBaT BO PETYJIATOPHUOT WM CTPYKTYPHHUOT (IIPOTEHH-KOIUPAYUKH)
peruoH Ha reHoT. OTKako Ke ce M3BPIIM TYIUIMKAIMjaTa, eeH Ol AYIUIMPAHUTEe TCHU MOXE Ja
JTUBEPTUpPA U €BOyHpa Oe3 J1a ja Op KK CBOjaTa OpUTHHAIHA (PYHKIIM]a, MTO MOXKE J1a Ouie o
€CCHIIMjAJTHO 3HAYCHC 32 NIPEKUBYBAHE HA OPTaHU3MOT.

2.2.8 CponHuTe pacTUTeJIHM BHI0BH MMAaT KOH3ePBHPaHA OPraHM3alMja Ha eJUHUYHU
KONUH HA TeHN

HctpaxyBamara 3a TEHETCKO MaIlUpambe M TEHOMCKO CEKBEHIIMOHHUPAE MOKaxase JeKa
COAp)KMHATA U PENOCIEIOT HA TEHUTE 10 JODKUHATA HAa TOJIEMH CETMEHTH OJ] XPOMO3OMHTE Ce
KOH3EpPBHPAHU MOMely CPOJHUTE BHUIOBU Ha pacTeHHja W KMBOTHH. OBaa KOJIMHEAPHOCT Ha
TeHETCKUTE JIOKYCH HJIM TeHU Cce HapeKyBa cHHTeHHja. [IpBHOT BrieyaTiuB npuMep 3a CHHTEHH]a
Kaj ToJieM Opoj pacTUTETHHA BUAOBU OWJ pHKakaH kaj pammmujata Poaceae (Ca. 2.10). Cemnak,
CEKBEHIIMOHUPAKHETO Ha MOBEKE T€HOMH IMOKaXKallo JIeKa OBOj THUI Ha 3aBUCHOCT MOXE Jla ce
3a0enexu 1 Kaj ApyTH (aMIIMU Ha pacTeHH]ja, Kako Solanaceae (qoMaT, KOMITUD, MATIEPKA, MOJIAP
natnunan) u Leguninosae (Medicago, Lotus, rpaB, coja, Tpalliok).

m== OBec

Triticeae
mmm [[yenka
w== Sorghum
=== [IlekepHa TPcKa
=== Setaria italica
=== Opus

Canka 2.10 CuHTeHHja IoMery pa3indHu reHomu Ha TpeBr (Buchanan u cop., 2015). KomnapaTrueHa KoHCEH3ycC-
Mara Kaj TpeBu. Ha cimkara ce mpukaxaH! IOJaToOLM O TojieM Opoj MCTpaKyBama: OBEC-MYEHHUNA-TIeHKA-0pHU3;
MYCHUIA-OpU3; IMYCHUIA-OpU3; ITYCHKA-ITYCHUIA;, MYeHKa-Sorghum-mekepHa Tpcka W Setaria italica-opus.
Crpenkure 03Ha4yBaaT WHBEP3MH M TPAHCHO3WLMH 33 Ja Ce ONMIIAT JEHEINMHWTE XpoMmo3omu. Ha ciukara ce
MIpUKaKaH! JIOKauuTe Ha TenoMepute (A) u neHTpomepurte (0). [llnapTannTe NOBPIIMHY ITOKaXXyBaaT XPOMO30MCKH
PETHOHM 3a KOM II0CTOjaT Mai Opoj Ha KOMIIapaTUBHU moiatoi. HoMeHKkaTypata Ha XpOMO30OMUTE T'H OIMIIYBa
HUBHHUTE Kpay (KpaTKH/I0JITH WK rope/qoe).
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Kaj eBomyTWBHO opaNiedeHUTE BHUIOBH, CHHTCHHjaTa TNPHUMApPHO CE€ KOHCTATHpa CIIOpeX
penoCciIeoT Ha OPTOJIOTHUTE NPOTEMHCKU CEKBEHIM, a IOPETKO MpeKy KoMIapanuja Ha
HYKJICOTUIHUTE CEKBeHIHW. JloIpkKMHATa Ha OBHE CHHTEHCKH CEKBEHIM C€ HamalyBa Kaj
€BOJYTUBHO ojjaneyeHuTe BuaoBu. Cemak, KpaTKM CEKBEHIIM Ha CHHTEHHMja MOXAT Ja ce
UACHTU(PUKYBAAT W Kaj BUJOBU OF PA3TUYHU (paMUIMK KOW TUBEprHpaie mpena moseke ox S0
MUJIMOHH TOANHY (MUKPOCUHTCHH]A).

2.3 TpaHCMO30HCKH eJIeMeHTH

Tpancnozonckute enemeHTH ce DNA-CEKBEHIIM KOM Ce JABMKAT MJIM MPEMECTYBaaT OJ] €IHO Ha
apyro Mecto oJ reHoMotT. Oue mobounHu DNA-enemenTu ondakaar 3Ha4aeH el 0J] JapeHUOT
TeHOM M 32 BpeMe Ha TPaHCIO3HUIIMjaTa MOKaT co ce0e J1a ja Hocat reHeTckaTa nHpopmanmja. Ha
TAaKOB HAYWH, TPAHCIIO30HUTE MMaaT 0COOEHO 3HauajHa yJjiora NMpW OpraHW3anuja Ha TeHOMOT.
TpaHcro30HCKHUTE €1eMEHTH Off pa3IuuHu opranusMu (Drosophila, Saccharomyces cerevisiae u
Zea mays) TIOKa)XyBaaT 3HauajHa KOH3EpBallfja BO OpraHM3allMjaTa, CEKBEHIaTa U HAYWHOT Ha
TpaHcro3unyja. TpaHCNO30HHUTE ce KiIacupHUIUpaaT CIOpea OpraHW3alyja Ha CEKBEHIUTE U
HAaYMHOT Ha TpaHcnosunuja (Tadema 2.1).

2.3.1 PerpoTrpaHcno3oHuTe ce MOOMJIHM eJeMeHTH Kou ce aBHxkaT mpeky RNA-
HHTEepMeIHnepu

Bo 3aBHCHOCT 07 HAUMHOT Ha TPAHCIIO3UIIMja, OCHOBHUTE TUIIOBH Ha TPAHCIIO30HCKH €JIEMEHTH
ce mnojesieHu Bo JBe kiacu. Kiaca I enemeHTHTE ce MO3HATH Kako peTPOTPAHCIIO30HM U OBHE
TpaHCMO30HU ce mpeHecyBaaT npeky RNA-unrepmenuep. Taka na mp., LTR (long terminal
repeats)-peTpoTpaHCIIO30HUTE MOCEqyBaaT JOJIM TEPMUHAIHU PENETUTUBHU CEKBEHIM KOU
koaupaat GAG npoTteuH (KarncuaeH NpOTeUH BKIIyY€H BO NMPOJYKIHja Ha MAPTUKYJIM CIMYHU Ha
BupycH), POL nporenn (peBep3Ha TpaHckpunTasa), kako 1 ENV (mpoTenH Ha 0OBUBKa), KOH
3ae7HO ce (Py3MOHUPaAaT Kako NOJUNpoTerH. [IoTekIoTo Ha peTpoTpaHCIIO30HUTE HAIMKYyBa Ha
BUpyCHUTE, OWIEJKM MEXaHH3MOT Ha TPAHCIO3MIMja TMPEKy HHTEPMEIUEepu ce OJABHMBA Ha
UJACHTUYEH HAYMH KaKO IPU pEeIUIMKallija Ha PETPOBUPYCOT BO F'€HOMOT Ha KJIETKaTa-I0MaKUH
(Cn. 2.11A).

Knaca II enmementute ce DNA-TpaHCHMO30HM KOM C€ ABWXKAT HHU3 TeHOMOT mpeky DNA-
MHTEpMEIUEep W YecTO MaTH IOoCjIe HUBHATA €KClM3Mja ocTaBaaT u3MeHera DNA-cexBeHIa
(footprint) Ha OPUTHHAITHOTO MECTO O Kaje mTo noteknysaar (Ci. 2.11B).

Bo onHOC Ha KBaHTUTETOT UM OPOjOT HA KOIIMH, PETPOTPAHCIIO30HUTE 3HAUAJHO T HA/IMUHYBaaT
DNA-TpaHcio3oHUTE Kaj pacCTUTETHUTE TeHOMH. Kaj pacTeHujaTta co roJieMu TeHOMH, KaKo IITO
ce JKUTHUTE pPacTeHU]ja U HEKOU APYTH BUIOBH ([ris wiun Lilium), peTpOTpaHCIIO30HUTE MOXKAT /12
omndakaat o1 50% 10 90% ox renomort. Kitacuyen npumep 3a Toa Kako TPAHCIIO30HUTE U HUBHATA
eKCIaH3Mja y4ecTByBaaT BO TrOJIeMHMHaTa Ha T€HOMOT C€ T.H. Ipyla Ha HMHCEPTUPAHU WIH
,,BTHE3JICHN"* TpaHC030HU (nested transposons) Bo reHomoT oA muenka (Cia. 2.12).

['eHOMCKOTO CEKBEHIIMOHHpAmke Kaj roieM Opoj MpUMEpOIM OJ IMYEHKAa IMOKaXKyBa 3HAYacH
IMBEP3UTET BO HUBHUOT F'eHOM. BeylHOCT, TosieM 60poj MpuMepoLi/CopTH O] MY€HKa MMaaT UCTa
reHeTcKa mama (peaocie]l Ha FeHH) CO MUHUMAJIHU Pa3jiMKy BO PAMKUTE Ha TE€HCKUTE CEKBEHIIH,
a BapHjallMUTe C€ KOHCTaTHUpaHH BO cekBeHumute mnomery renute (Cia. 2.13A), kako U BO
COJpKHMHATa Ha reHu (Opoj Ha KOMUU Ha reHu). McTo Taka, 0BOj TUI HA BapHjallija BO TEHOMOT €
3a0elexaH Kaj Jpyry paCTUTEIIHU BUJJOBHU KOM CE€ KapaKTEPU3UPaAaT CO TPAHCIIO30HCKA aKTUBHOCT
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3a BpeMe Ha IOCIJICHUTE HEKOJIKA MHJIMOHHU rofuHd. Kako pesynraT Ha oBaa TpaHCIIO30HCKA
aKTHBHOCT, Kaj CHTE MPETCTAaBHUIM OJ] €/ICH MCT BUJ HE OMJIa €BHICHTHPAaHA UCTA COJIPXKMHA Ha
reHercku marepujan. OBue momaTouy OWiIe OCHOBA 3a BOCIIOCTaBYBamke€ Ha KOHICNTHTE Ha
OCHOBEH T'€HOM (Core genome) U MaHreHoM (pan genome) Kaj OJpeaeH BUI, KOU MPETXOIHO Ouie
MIPEUIOKEHH 3a OaKTepUCKUTE BUAOBH. [laHTeHOMOT ro omndaka BKYITHHOT CET Ha T€HH Kaj CUTE
NPETCTaBHULM Ha €lIeH BHJ. BCYNIHOCT, TAHT€HOMOT € MPETCTaBEH CO OCHOBEH I'€HOM KOj ce
OJHECyBa Ha CHTE T'€HH KOM C€ 3aCTHHYKM 3a CHTE IMPETCTABHUIM HA BHUIOT, KaKO U CO
JOTIOJIHUTEJICH TeHOM KOj C€ OJTHECYBa Ha TCHUTE KOM CE TIPUCYTHU CaMO Kaj HEKOU MPETCTaBHULIU
Ha BunoT (Ca. 2.13B).

Ta6ena 2.1 TpaHCIIO30HCKHUTE €IEMEHTH Ce KIacU(pHULUpaar Cropesl MEXaHM3MOT Ha TPAHCIO3UIIHM]ja U KOJUPAYKUTE
rercku cekBeHim (Buchanan u cop., 2015).

Kiaaca CrpyKTypHH KapaKTepHCTHKH Ha HHBO Ha cyneppammiauja TSD*

Kiaca I (perporpancno3onn)

INT Harerpaza

ORF  OrveopeHa paMKAa HA YHTARE CO HeNO3HATA PYHKIOHjA
POL B DNA-noammepaza B

RH RNaza H

RPA  PenIHKANHCKH NPOTeHH A (CAMO BO ITACTHIH)

RT PeBep3Ha TpAHCKPHOTAZA

Tase  Tpamcmosasa (* co DDE moTas)

YR TuposEn pekoMOBHEA3A

Y2 YR co YY moTHE

Pernon Koj colp:kn e1na nan
noBeke 10N01HATETHR PAMKH
HAa YHTAa®Re (ORF)

Retrovirus = _GAG AP AT FRH INT ENV f—p 4-8
DIRS DIRS p—{ GAG AP RT RH YR |—at 0
Ngaro —{ GAG AP RT RH YR _p=—p—p—rp> 0
{ AT EN |
PLE Penelope —— ’ N > Bapuja6uino
LINE R2 AT___EN Bapmjadnano
L1 E EEE RS BapHjaGHaHO
SINE tRANA Bapujadouano
Kaaca II (Tpancnozonn)-cyokiaaca 1
TIR Tc1-Mariner TA
CACTA { _ORF2_| 2-3
Crypton Crypton —{__ W 0
Kaaca II (TpaHcno3oHn)-cyoKIaca 2
Helitron Helitron = FRPA A VYIHEL jie 0
Maverick Maverick —{ CINT H ATF |~ CYF | FOLE }|— ¢
*TSD: LlenHn MecTa Ha TPAHCHO3UIIH]a.
CTPYRTYPHH 0CODHHH IIpoTenH KoAHPA'IKH J0MeHH
—— [oJr8 TePMHEHATHE PeNeTHOHA AP AcCnapTaT npoTeHHasa
APE  AnypHHCKA eHIOHYK.JTeA3a
b— —< TepMHHATHH HHECPTHPAHH PeleTHOHE ATP akysauxka ATPasa
. C-INT C-maTerpaia
~Ell- Koampauxa pernon CYP Ilacrenn opoTeasa
. . EN Engonykieasa
—— Hexoxupatika pernon ENV  [Iporens Ha 0DBHBKA
- JujarsocTEUKA 0cODHEA BO GAG Kanceaes npoTeHH
HEKOAHPAYKHE DETHOH HEL Xeamkaza
—/A-
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Jlonopra DNA co peTpoTpaHciio’on TpancnoloHCcK# e1eMenT

\ =B =2 = B
— T \ = o
T'en 3a pesepina Huseprupann | Tpancnosasa Huseprupann
TPAHCKPHNITA3A peneTHIHn KOIHPaIkl  peneTHunn

RNA BT perton

Tpancnoszaza

¢DNA BT T

DNA E_EE Hucepuuja na

| H0Ba JloKanmja

EE:ItE:&ﬁE:I E—

JGBDPHDTQ MecTO Io Hoso HHCePUNCKO MeCcTo
JAAPAEYBA PETPOTPAHCIOIOHOT €O PETPOTPAHCIIO30H

DNA-footprint

A

Tleano mMecTo
&

I Ha
ne THOTO MECTO

T PAHCIO3I0HNTE Ce NOBPIYBAAT
30 €IHOBEPILKHITE KpaeBu
ATGCA

— -

TACGT
l H]JiBIlIHiHTE HA NeTHOTO MeCTOo

ce 0fHOBYBAAT N cHOjyBaaT
ATGCA ATGCA

I

TACET.  fupextan penernmmn TACGT

b Ha neana DNA

Cimnka 2.11 (A) MexaHu3am Ha TPAaHCIIO3MIIMja HA PETPOTPAHCIIO30HU. EJIeMEHTOT KOj MOJIeKH Ha TPAHCIIO3UIIH]a
ce komupa (TpaHckpubupa) Bo uHTepMmenuepeH RNA-monekyn. OBoj RNA-monekyn npemuHyBa Bo cDNA co
peBep3Ha TPAHCKPHIIIH]ja, a TI0T0a Ce HHCepTHpa Bo HoBa Jokanuja. (B) Tpancmosuiija Ha knaca Il TpaHCIO30HCKH
enemeHTH. OBHE TPAHCIIO30HCKH EIEMEHTH C€ OTPaHHYEHH OJ] IBETE CTPAHU CO KPATKH WHBEPTHPAHHU PETICTUTHBHU
cekBeHnu. Criopen OBOj MOJIET Ha TPAHCIIO3MIIH]ja, CH3UMOT TPAHCIIO3a3a TH MPEMO3HaBa OBUE CEKBEHIIU U (hopMupa
crebno/jamka cTpykrypa. IloToa, oBaa jamMka ce OTCEKyBa O]l TOj perHoH Ha reHoMoT. Ce mpaBW MPEKUH HAa HOBO
HHCEPIUCKO MecTo. OTKaKO TPaHCIO30HOT Ke Ce MHCEPTUPa, (POPMHUPAHHUTE eTHOBEPHIKHI PETHOHH O] IIPECEKOT Ha
LIETHOTO MECTO ce OOHOBYBaaT, MPH IITO ce NoOMBa IyTIUIMKAIHja Ha neTHOoTo MecTo (Buchanan u cop., 2015).

i Ji5
Opie-3  solo

JI-2 R . .
Grande-zm1 Opie-1 Opie-2 Huck-2 solo | Ji3 JiH4 cinful
= I—H = — _ =

[ J
Huck-1 Milt Fourf Victim, Rema Kake-1 Kake-2 Opie-4
i = == u - ==

i J [ L ]
§ I—J gll :

Adh1-F

Cimnka 2.12 [oBekekpaTHH HACTaHU HA TPAHCIIO3UIIMja BO TEHOMOT Ha mueHka. PernetutiBHn DNA-cexBeHI BO
PErHOHOT OKoNy TeHOT Adhl Kaj TeHOMOT o] ImueHKa. Bo pernoHoTt okoiy reHot Adhl oj TeHOMOT Ha HMUYeHKa
JIOMHUHHpaaT peTpoTpaHcno3oHu. Kiacure Ha CEeKBEHLUCKHTE MOTHBU ce MMeHyBaHHW (mp. Opie 3a CHHO) U ce
MMOCTAaBEHH Ha MaraTa CIope.l MO3UIMUTE Kajie ce jaByBaat uncepiuure (Buchanan u cop., 2015).
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l'onem Gpoj peruoHH OJ1 TEHOMOT KJIAaCU(PUITUPAHN KaKO PETPOTPAHCIIO30H-CIMIHH Bp3 0a3a Ha
HUBHHUTE CCKBCHIIM HE CE CMETaaT Kako (YHKIIMOHAIHHN PETPOTPAHCIIO30HH MOPAaN MPOMEHUTE
BO CEKBEHIIMTE KOM ja MPEKWHYBaaT HUBHATA CIIOCOOHOCT 3a KOAMpame Ha MpoTenHu. Hexon ox
oBre DNA cekBeHIIM MOXKaT c€ YIITE J]a Ce IBUKAT MO/ JCjCTBO HA MHTAKTHH PETPOTPAHCIIO30HH
¥ HUBHHUTE NMPOMOTEPH MOXAT Jia BJHjaaT Bp3 €KCIIpecHjaTa Ha HOPMAaJHU T'€HH BO OJHM3MHA Ha
MECTOTO Ha HUBHA MHCEPIIMja BO TCHOMOT.

IN el ] Retro 3 FNED TRGERC  Icn 2 mEm
I Ten _:> [ SS555555 m BT Perpotpancno3oH
) : S [EGE| Tpancnoson
I el ) [DTREIND TR GIENC  Ten 2 [ ) 555 Helitron
B et M Reto | Retro _ SNDPPPIINE  Len 2 I @ Mite
| ' B I:-mm::q;dm;lj
SNIP Totemu nnxen n SNP Sl\ld'P
Bucok cTeneH Ha AMBepreHIHja

| bp3a esorynmja

\ / RS \

SNP u nagean +—— Konsepsupan penociien ——— SNP u nnzesm
A HA reHl

[ Mo17 \ B73
—| 167 | 1.67
'\Gb Gb
ﬂono.ﬂuﬂre.ﬂen OCHOBHH r'eHOMH 110
reHOM HCKJIYYUYBalbe Ha

AOMOJTHHTETHHOT Ir'eHOM

Camnka 2.13 /luBep3ureT Kaj pa3IMYHU COPTH Ha IMUEHKA M KOHIENTOT Ha naHreHoM (Buchanan u cop., 2015). (A)
Bapwujanuja Ha ceKBeHIM BO KPaTOK CETMEHT OJf TeHOMOT Ha ITueHKa. Ha cimkara ce mpukaskaHu IeT pa3IndHe ajleinn
OJ1 KpaTOK CerMeHT Koj omdaka apa reHa. (b) Konment Ha maarerom. Okoiry %3 0 TEHOMOT Ha ITYEHKATAa € 3aeTHHIKH
kaj coprure Mol7 m B73, nmonmeka mak, octaHaTUTe 3 OJ TEHOMOT € YHHMKaTeH 3a cekoja copra. SNP:
Ennonykneotnanu nonumopdusmu; Muaenu: uucepiuu/aenenun Ha 06asu.

Hpyra kmaca | Tpancmo3onu ce mponru aucrnep3upanu enemeHtu (LINE-long interspersed
elements) u kpatku nucnepsupanu eixemeHTH (SINE-short interspersed elements). BkymHara
nomwkuHa Ha LINE u3necyBa on 4 1o 9 kb u 3a HUBHATa TpaHCO3UIMja € HEOIXO{HA AKTUBHOCT
Ha €HJIOHyKJI€a3a, peBep3Ha TPAaHCKPUITAa3a U BpP3yBame 3a HYKJIEMHCKU kucenuHu. Oxp apyra
crpana nak, SINE ce manu (80-500 bp) HeaBTOHOMHU €JI€MEHTH KOU T'O KOPHCTAT €H3UMCKUOT
cuctem Ha LINE 3a Tpancnosuryja.

2.3.2 DNA TpaHCHIO30HHMTE Kaj MYEHKA Ce OTKPHEHH KAKO eJIeMEHTH KOU ce OArOBOPHH 32

NMpeKuHU HA XPOMO30MHTE M Bapujauuja Bo 6ojaTa

Kinaca II enemenTure (Tadena 2.1) Ouite 3a ipB maT OTKpUEHU Kako Ac/Ds TpaHCIIO30HCKH CUCTEM
kaj muenkara (Cia. 2.14). OBoj Ac/Ds-cuctem ce cOCTOU Off Ba TUIA HA €IEMEHTH: AaBTOHOMEH
eJeMeHT (Ac; akTHBATOP) 1 HEABTOHOMEH eJieMeHT (Ds; TUCommjaTop).
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Hopmaanuor ren C
eKCIpecHpa MUIrMeHT

e
A BHouleToBH ILI00BH Ac akTHBHpa Ds mozke 1a H3BPIIH

TpaHcnosuuuja Ha Ds  TpaHcnosunuja so C

| )| =1

IIpexunar
b Bbe3bojun niioxosu (MyTaHTeH) reH ¢

Ac akTHBHpa TpaHcNo3HNHja HA Ds HaaABOP
0]l TEHOT ¢ 32 BpeMe Ha Pa3sBHTOK Ha IJI00BH

[ , Hl[l_l'I

MyTaHTeH reH ¢

PeBep3uja Ha
MyTanmjata ¢ Bo C

| I / [ e
17 / ] [

B Ilapenn miioxoBu Hopmaaen ren C

Canka 2.14 Edexrn Ha TpaHcnosunujaTa Bp3 000jyBameTo Ha IuiogoButTe of mueHka (Buchanan u cop., 2015).
Barbara McClintock 6uiia mpBHOT HAyYHHK KOja IO OTKPHJIA MIOCTOCHETO HA TPAHCIIO30HCKU EJIEMEHTH BO T€HOMOT.
I'enerckure aHanu3n Ha (PEHOTHIOBUTE OJI IUIOJAOBH HA IYEHKA MOKaXkaje JeKa I'eHUTE MM CerMEHTH OJ I'eHUTE
MOXar J1a ,,cCKOKaaT* oJ] e/lHa Ha J[pyra HOo3ulMja BO TeHOMOT. Ha cimkaTa e npukaxkaHa nporpecujaTa Ha HaCTaHH
MIOBP3aHu co TpaHcno3unyuja Ha re’u: (A) 'eHot C koanpa MIrMEHT Kaj MUeHKaTa Koj € OATOBOPEH 3a BHOJIETOBa 00ja
HA TUTOIOBUTE, IIITO 3HAYH JIeKa Kaj BHOJIeToBUTE TTo10BH € akTuBeH reHoT C. (b) EneMeHTOT AC KOaMpa TpaHcmo3asa
KOja rmocpezyBa BO TpaHcHosuiyja Ha Ds-enemenTot. [Ipu nHcepuuja Ha TPaHCIO30HCKHOT eneMeHT Ds Bo renot C
HACTaHyBa MHAKTUBAIlHja Ha TEHOT, IITO MPEIN3BUKYBa ToOMBame Ha 0e300eH MyTaHTeH ()EHOTHUI O3HAYEH KaKO C.
(B) Ako HacraHe TpaHCIO3MLIKja WM ,,CKOKambe™ Ha Ds HaBOp O] MyTaHTHHOT I'€H ¢ 32 BpeMe Ha Pa3BUTOKOT Ha
IUIOJIOBUTE, Toraml ce OOHOBYBa akTMBHOCTa Ha reHoT C W ce 3abeneKyBaaT BHOJICTOBH IaMKU HU3 Oe300jHaTa
MOBPIIMHA Ha IUIOJJOBUTE.

ABTOHOMHHOT Ac-eneMeHT npeTcraByBa 4,6-kb DNA-cekBeHIa Koja I KOJMpa CUTE HEOIIXOIHU
MPOM3BOAM 3a HeroBa TpaHcrosunuja. lleHTpamaunoTr permon komupa 3,5-kb Tpanckpunt Ha
TpaHCIO3a3a Koja MMa CIOCOOHOCT 3a €KCIM3Uja Ha Ac-€IeMEHTOT U CUTE MPETCTABHULIU O]
dbamunujara Ds. UHBepTUpaHUTE PETIETUTUBHU CEKBEHIM co TrojieMuHa o 11 bp oz cexoj kpaj Ha
Ac-eneMeHTOT UMaart yJora Bo Mperno3HaBame Ha TpaHcno3a3a en3umort. [Ipu uncepuuja Ha Ac-
€JIEMEHTOT BO HOBa MO3MIMja O] N'€HOMOT HacTaHyBa J0JaBamke€ Ha JUPEKTHU PENETUTHUBHU
cekBeHIM (8 bp) 01 TEHOMOT-IOMAaKHH CO IIeJ J1a ce ondaru OBOj €IEMEHT O] JBETE CTPaHHU.
PernoHoT on oBUME TUPEKTHH PENETUTHBHU CEKBEHIIM KOM OCTaHyBaaT Ha UCTaTa MO3WIIHja BO
TEHOMOT T[I0 U3BpIIEHAaTa TPAHCIO3WIMja Ha €JIeMEHTOT ce HapekyBa footprint Ha
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tpancnosunujata (Ca. 2.11B). KpaeBuTe Ha WHBEpTHUpAaHUTE pENETUINH U (HOPMHUPAHOTO
footprint-mecTo Ha HMHCEPUUUTE/EKCUM3UUTE C€ KapaKTepUCTUYHU 3a (amuiauure Ha DNA-
TPAHCIIO30HCKUTE €JIEMEHTH, Kako MTo ¢ Ac/Ds-cucteMoT. Cenak, roJieMUHATa M CCKBEHITUTE Ha
OBHME PErMOHM NPETCTaByBaaT CHEUM(UUHM KAapaKTEPUCTUKU Ha cekoja pamminja Ha DNA-
TPAHCIO30HCKUTE €JIEMEHTH.

HeaBToHOMHUTE Ds-eneMeHTH mpeTcTaByBaar ¢amuiuja Ha cpogHu DNA-cekBeHLU Kou ce
MIPENo3HaBaaT 0/l EH3UMMOT TPaHCIo3a3a IITO ce Koaupa o Ac-eneMeHTOT. OBUE HEABTOHOMHHU
€JIEMEHTH He KOJUPaaT CONCTBEHA TPAHCI03a3a M HUBHATA TPAHCIIO31[H]ja 3aBUCH OJ1 IPHCYCTBOTO
Ha Ac-eNeMEeHTOT ¥ HErOBUTE TeHCKH Mpon3Boau. Kaj pacTeHujara ce OTKpUEHH CEAyM pa3InyHu
cynepdpammiuu Ha kiaca Il TpaHCNIO30HM M HEKOJNKY (aMHMIMM OJf OBHE TPAHCIIO30HU C€
MOTBP/ICHU Kaj CHUTE€ PpACTHTEIHM TEHOMH. MUHHjaTypHUTE WHBEPTUPAHO-PETICTUTHBHH
Tpancno3oHcku enemeHTd (MITES-miniature inverted-repeat transposable elements) ce kpatku,
HeaBTOHOMHU DNA-ejeMeHTH KOH c€ IIUPOKO paCIpOCTPaHETH Kaj paCTUTEITHUTE T€HOMH KOU Ce
3aBUCHHU O] TpaHCIO3a3u O]l APYTM €JIEeMEHTH 3a HHUBHATa TpaHcmosuuuja. Bp3 ocHoBa Ha
CTPYKTYPHUTE KapakTEPUCTHKUA U CcekBeHuuTe, nmoBekero MITE ce monmenenu BO 1B TiaBHU
rpynu: Tourist u Stowaway TpaHCIIO30HH.

2.3.3 TpaHCIIO30HCKHTE eJIeMeHTH MOKAT 1a GYHKIMOHUPAAT Kaj Pa3jIMYHU PACTHUTEHU
BH/IOBH

TpaHCTO30HCKHUTE €JIEMEHTH O]l €eH PACTUTEJICH BUJI MOXKAT J1a OMIaT aKTUBHHU U Kaj IPYTH
BU0BH. OBaa TEXHOJIOTHja € TO3HAaTa KaKo TPAHCIO30HCKO 00eJie:KyBame U Ce KOPUCTH 3a
HapyllyBamba Ha (yHKIMjaTa Ha TEHUTE U ToOMBame Ha (PEHOTHUIICKM MyTaHTH. Taka Ha TIp.,
tpancno3oHoT TnT ox TyTyH OMJ UHTPOIYNIHMpaH BO reHOMOT oj Medicago truncatula npeky
Agrobacterium-nocpenyBana TreHeTcka TpaHcpopmanuja. [Ipuroa, JMHWHTE HaA pacTeHHU]a
O3HAYCHH CO TPAHCIIO30H MOXKAT Jia TOJIE)KAaT Ha CKPUHUHT Ha (EHOTHIIOT O] MHTEpec, a
JoKalyjaTa Ha CIy4ajHO MHCEPTHpPAaHUTE MecTa MOXKe Ja ce€ MWICHTU(UKYyBa NPEKy
CeKBEHIIMOHMpamke. Ha TakoB Ha4yMH, TEXHOJIOTHjaTa Ha TPAHCIIO30HCKO O0EIeKyBambe
OBO3MOJKYBa MJICHTH(HKAIM]ja HA PACTUTEIHUTE JIMHUH KOU T COAPXKAT MHCEPIIMUTE BO TEHUTE
O]l HHTEpEC.

2.3.4 Tpancno3uuuuTe MOXKAT JAa MNpPeIM3BHKAAT MYTAllMM M INPOMEHH BO TIEHCKaTa
eKcrpecHja

[ToBekeTo pacTUTETHM TEHOMH COApXKAT Man Opoj HAa MHTAKTHU M TOTCHLIMjATHO aKTHUBHH
TPaAHCITO30HU, KaKO U TojieM Opoj Ha nedekTuBHU eneMeHTr. CriopeT Toa, TPaHCIIO3UIIH]aTa MOXKE
Jla peAn3BUKa MyTalllK. 3a pas3iivka of kiaca | enemenrure, kiaca Il enementute unaynupaar
HecTabumHu myTtanuu. [lo u3BpIIeHaTa eKclu3Hja Ha TPAHCIO30HOT, MPOMEHHUTE Ha IEIHOTO
MECTO 3aBHUCAT O] HErOBaTa JIOKAIja BO PETryJIaTOPHUTE WM KOJUPAYKUTE PETUOHU HA TEHUTE U
Janyd HacTaHyBa OOHOBYBam€ Ha HapylleHaTa paMka Ha uyuTame. I[loBekero ¢opmu Ha
pPa3HOOOJHOCT Ha IIBETOBHTE WJIM CEeMHIbaTa Kaj MUYEHKa C€ jaByBaaT IOpaad OIBHBAHKE HA
nporecute Ha Tpancnosunuja (Ca. 2.14). Mcro Taka, TpaHCIIO30HUTE MOXKAT Jla BIMjaaT BpP3
eKCIpecHjaTa Ha COCEIHUTE I'€HU NPEKy KOHTMHYHpaHa TPAaHCKPHUIILMja Ha TEHU MPEKy CTOII
komoHu (read-through transcription) W mHMpeme Ha EMUTEHETCKO CTUBHYBame (epigenetic
silencing) o TpaHCIO30HCKUTE €IEMEHTH Ha coceHuTe peruonu of reomor (Cur. 2.15).
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IexocHa Paznauna
eKCHpecHja eKcOpecHja

2%’)7 g V§ lleYlvlég \"4
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Cianka 2.15 TpaHCHO30HCKHTE €JIEMEHTH MOXKaT Jla MMaaT pa3fiuuHu e(eKTH Bp3 reHutre Bo OnmsunHa. (A)
[MosunmoneH edekT Ha Bapueraiuja kaj Drosophila melanogaster. ExcripecrjaTa Ha TPaHCTEH KOj € OJTOBOPCH 3a
LpBeHa 00ja Ha OYMTE 3aBHCH O] HEropara OJM3MHA JIO TPAHCIIO30HCKHUTE eleMeHTH. L[pBeHuTe TpHaroJHUIM TH
MMOKa)KyBaaT MHCEPIUCKUTE MECTa HAa TPAHCTCHOT KOM ce OJTOBOPHHM 3a I[pBeHa 00ja Ha OYM Kaj MyTaHTH co Oena
60ja, On npyra cTpaHa Iak, WHCEpLHUjaTa Ha TPAaHCTEHWTE HAa MECTaTa O3HAYEHH CO PO30BH TPHATOJIHHIN
MpeIu3BHKyBa IIAPEHONIWKAa O0ja Ha OYM TOpamd MOMAYIHMpAame Ha HHUBHATA CKCIIpecHja oOf CTpaHa Ha
TPAHCIO30HCKKTE eleMeHTH Bo Oim3uHa. (Bb) Tpu npuMmepu Ha MHIyIMpaHa BapHeraiuja noj JejCTBO Ha HHCepLuja
Ha TPAHCIO30H BO OJM3MHA Ha NPOTEHMH-KOAMpadku reH. Kaj craopuu, perporpansno3onHor IAP mpoxynmpa
TPAHCKPHUIT KOj IIPOIOJIKYBA Ja Ce YUTa BO TEHOT agouti 3a 60ja Ha Kp3HO. CoApKMHATA HA Agouti-TPAaHCKPUNITOT U
0o0jara Ha KP3HO 3aBUCAT O] ETUT€HETCKHOT CTaTyC Ha PETPOTPAHCIIO30HOT M OBHE OCOOMHU MOXKAT J1a Ce HacjeyBaar
Bo noromctBoTo. Kaj niperoBute o1 [pomoea sp., mernnanujata Ha DNA kaj HeaBToHOMeH MuLE-Tpancno3on Moxe
Jla ce TPOUIMPHU JI0 MPOMOTOPOT Ha I'EHOT 3a AMXuApoduaBoHOI peaykTasza (Dfi-B), npu mro ce nobuBaat 000oeHH
JMHUY Ha BEHEYHMTE JMBUMmbba. Kaj muenkara (Zea mays), akTUBHOCTa Ha efHa (hamMmiIvja Ha TPAaHCIIO30HCKH
€JIEMEHTH peryiupa iBe enuanenu. Kaj TkuBarta co aktuBHa Mutator TpaHCIIO30H (aMuinja ce jaByBaaT MyTaHTHH
(heHOTHTIOBH Kaj JBETE enuajielid, Ipu MTo ce (GOopMUpaaT eANHUYHM AEIOBH OJ TKHMBOTO CO CBETJIO 3ejieHa 0oja
(Bucoka myopecuenmuja Ha xaopodwr, hcf106 MyTaHT) 1 HEKpOTHYHO IIapeHo TKUBO (les28 MyTaHT) Ha THCTOBHTE.
Wunnwmjanujara Ha Tpanckpuntute hcfl06 HacTanyBa moj nejcTBo Ha HeaBTOHOMEH (Mul) TpaHCIIO30H BO yCIOBU
KOTa He € aKTHBEH aBTOHOMHHOT TPAHCIIO30H BO reHoMOT (Buchanan u cop., 2015).
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2.4 I'encka ekcrnpecuja

Pa3Butokot Ha paCTCHI/IjaTa 1 HUBHAaTa CHOCO6HOCT Ja oAroBopar Ha MpOMEHUTE BO KMBOTHATAa
CpeauHa 3Ha4yajHO 3aBUCAT OJ1 eKCIpecrjaTa Ha nH(opMalMjaTa Koja ce COAP>KU BO TEHOMOT. 3a
OBOj TIPOIIEC HA TEHCKA eKCIpPecHja € HeOIX0/IHa TPaHCKpHIIHja Ha TeHn BO RNA u Tpancianuja
Ha oBue RNA-Moeky Bo TEeHCKU TIPOM3BO/IHU, OJTHOCHO MPOTeHHH. BO OBa morJjasje € onuian
MOJICKYJIADHUOT MEXaHMW3aM Ha TeHCKa eKCIpecHja W pEeryJaTOPHUTE MEXaHH3MH KOW ja
KOHTPOJIMpaaT aKTUBHOCTA HAa TCHUTE Kaj pacTeHUjara.

2.4.1 RNA-nosmMepa3nTe uMaaT pa3iiyHu PYHKIMHA NPU TPAHCKPHUIIIKja HA jaipeHU TeHU

Enszumnte RNA-mosmmepasm cuHTeTM3upaar pasinuuHu TunoBun Ha RNA-monekymum Bo
pactutennute kietkd. Iler pazmmuam RNA-mommmepasu mocpemyBaar BO TPAaHCKPHIIIKjA Ha
TeHUTE OJI JaZIpeHHOT F'€HOM Ha pacTeHHjaTa, a AonoiHuTeNHu RNA-nonuMepasu ce oroBopHH
32 TPaHCKPHIIIMja HA TEHOMOT OJ KIETOYHHTe opraHend. Jaapenute RNA-mommmepasn
(o3nauenu o RNA I 1o RNA V) umaar pa3nuyau QyHKIHH U CHHTETU3UPAAT Pa3InyHU TUIIOBU
Ha RNA-monexynu (Tabena 2.2).

Taoeusa 2.2 Janpenn RNA-nonumepasu kaj pacteHujara.

Tun na RNA-nosiumepasa IIpousBoau
RNA-nonumepasa I 5.8S, 18S u 28S rRNA
RNA-nonumepasa 11 mRNA, miRNA, snRNA, ta-siRNA
RNA-nonumepasa 111 5S rRNA, tRNA, snRNA
RNA-nonmumepasza IV siRNA

RNA-nonumepaza V Hexogupauku RNA-mosiexynmn

RNA-noaumepa3a 1 uma BHCOKO crenuduuHa yjaora IMpH TIeHcKaTa eKchpecuja Ouaejku
TpaHCKpHuOUpa camo mpekypcop Ha 45S pubo3omanHa RNA (rRNA), koj mojomHa ce mpomecupa
BO 5.8S, 18S u 28S rRNA-monekynu. Tpanckpunuujata co nocpeactso Ha RNA-nonumepasa I
ondaxka 10 50% ox curre3ata Ha RNA-MoeKyu BO aKTUBHUTE KJIETKHU.

RNA-nmoaumepa3za II e oaroBopHa 3a TpaHCKPHILKja HA HPOTEUH-KOJUPAYKUTE TEHH U
cunretm3upa uHPopmarmcka RNA (mRNA). HMcrto Taka, oBaa monmMmepasa TpaHCKpUOHMpa
MUKpORNA (miRNA) reau u cuntetusupa manu jaapenu RNA-monexynu (small nuclear RNA-
snRNA), xako u trans-fejcTByBauku Manu uHTepepupauku RNA-monekymm (trans-acting small
interfering RNA-ta-siRNA). Ilopagu ecenmujanHara yinora BO ekcmpecuja Ha reHu, RNA-
nosimMepasa I 6ma mpeamer Ha AeramHu npoydysama (Ca. 2.16).

RNA-noaumepa3sa III tpanckpuOupa renu kou kogupaat TpancnopTHa RNA (tRNA), 5S rRNA,
KaKo U pa3inyHu Ipyru Manu RNA-monexynu.

RNA-nonumepasa IV u V 6uiie HeogaMHa OTKpHEHH U 3a paznuka o RNA-nomumepasure 1, 11
u Il kou ce mMpUCYTHHU Kaj CUTE €yKapHOTH, OBHE TIOJIMMEPa3M ce CIeln(UIHU 32 pACTCHHUjaTa
(RNA-nonumepasa V e mpucyTHa caMo Kaj CKpHeHOCEMEeHHTe pacTeHuja). Mcto taka, opue RNA-
MOJIMMEpa3u HE Ce eCeHIMjajHh 3a BHja0miHOcTa Ha pacreHujara. PyHknujata Ha RNA-
nonuMmepasa IV e cuntesza Ha manu untepdepupauku RNA-monekynu (small interfering RNA-
siRNA), noneka nak, RNA-monmumepasa V TpanckpuOupa Hekogupauyku RNA-Monekynmm kou ce
BKJIyueHH BO siIRNA-nocpeayBaHO T€HCKO CTUBHYBAKE.
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mm YpHek DNA
3 Heyprexk DNA
Il RNA-npou3Boa
B8 Mogeanpasa B-DNA

CTpaHnnveH
H3IIe

Hsraen on
rOpHa CTPaHa

Cianka 2.16 KpucraiHa crpykrypa Ha enoHrauuckuor komiuiekc oj RNA-nommmepasa Il kaj Saccharomyces
cerevisiae. Cyoemuannute Ha RNA-mommmepasa Il ce oboenu cropen nerenmata Ha ciukara (Buchanan u cop.,
2015).

Crnopen cTpyKTypHUTE KapakTepucTuku, RNA-monnmMepasute ce pa3inkyBaaT BO CEH3UTUBHOCTA
KOH JI¢JCTBOTO HAa MHXUOUTOpHUTE Ha TpaHckpuniuja. Taka Ha np., RNA-nonumepasa I1 e Bucoko
CCH3WTHBHA KOH 0-aMaHWTHH, KOj MPETCTaByBa IMKJIWYCH OKTANENTH] MPHCYTeH Kaj pOJOT
Amanita v npeTcTaByBa INIaBEH N3BOP HA MHTOKCHUKAIM]ja Ha JyfeTo co neuypku. Ox Ipyra crpaHa
nak, RNA-nonumepasa | He e ceH3uTUBHA KOH 0-aMaHUTHH, noAeka nak, RNA-nmomumepasa 111
uMa HMHTEpMEIUEepHa CEH3UTHBHOCT KOH JI€JCTBOTO Ha o0BOj uHXuOUTOop. EH3umor RNA-
nmomuMmepaza Il Moxke celeKTUBHO Ja ce WHXHOWpa TOJ JIejCTBO HA TareTHUTOKCHH, KOj
npercTaByBa 6akTepucku puroTokcuH. Vimajku ru npeaBua oBUe pa3inKyi BO CEH3UTUBHOCTA, O-
aMaHWTUH U TareTUTOKCUH Kako cnenuduyan nHxuOutopn Ha RNA-monuMepasn Moxar za ce
KOpUCTAT NpU TUCTHHKIIMjAa Ha TPAHCKPUNTHTE KOU Ce€ AOOMEHU CO aKTUBHOCTA HA pa3IMYHU
RNA-nonumepasu.

2.4.2 Tpauckpunuuckure ¢axkropu u RNA-nmonmmepasure ro ¢opmMmupaar OCHOBHHOT
CHCTEeM HA TPAHCKPHUIIIHja

[IporiecoT Ha TpaHCKPUIIIMja MOXKeE JIa Ce MOAETU BO TPU MocieqoBaTeaHu (a3u: (1) HHUIMjaimja

Ha TpaHCKpumuja, (ii) emoHrammja Koja oBo3MOXXyBa (opmupame Ha RNA-mpousBoj mpeky
akTUBHOCT Ha RNA-nosnmmepasa u (iil) TepMHUHALIMja Ha TPAHCKPUIILH]a.
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MeamjaTop

Cauka 2.17 IllemaTcku mnpwkas Ha
MPEUHUIHjAITUCKH KoMIuiekc Ha RNA-
nommmepaza Il (RNAPII) u Herosa

MHTEpaKIH]ja co TPAHCKPHUIIIHUCKA
(hakropu (TF) u XpOMaTHH
pemonenupadkd Kommuiekcu Ha DNA.
CaermiokageHure TOMYHUEHA TH

npercraByBaar Hykieosomute (Buchanan
u cop., 2015).

Wuummjanujata € BaKeH Y€KOp BO KOHTPOJIA Ha TPAHCKPHITIIH]jaTa KOj 3aBUCH OJ (DOPMHPAFHETO
Ha NPEeHHULHjalucKH KoMIuieke Ha TpaHckpunuuja (Ca. 2.17). OBoj ci10XKeH NPOTEMHCKH
KOMIUIEKC € cocTaBeH oJi RNA-momumepasa u acorupanu mnporennu (Tadena 2.3), xou ja
MOJynupaaT akTHUBHOcTa Ha RNA-momumepaza M ro akTHBHpaaT €H3UMOT J0 TEHCKUTE
npomotopu. Taka Ha mp., ersumMor RNA-nmonmmumepasa Il He moxe na ce Bp3e 32 DNA Ouzejku e
HEOIXO/IHO IPUCYCTBO Ha HeKONKY Tpanckpunuucku ¢pakropu (TFIIA, B, D, E, F u H). Ilpuroa,
TFIID e MyATHNPOTEMHCKH KOMIUIEKC KOj TO COAPXKH KIYYHHOT CET OJ NpPOTEHHH Ha
NPENHUIM]ALUCKUOT KOMILJIEKC Ha TPAHCKPHUIILH]a.

Ta6eaa 2.3 KoMIOHEHTH Ha IpEUHHIMjaluCcKy KoMiuekce Ha RNA-nommepasa kaj Arabidopsis.”

Bbpoj na .
dakTopu cyﬁegl I:HHIIH DyHKUMja
TFIIA 3 Crabunusanyuja Ha nHTepakuujara nomer'y TBP u TATA
TFIIB 1 Cenexiyja Ha MHULIA]AlMCKO MECTO Ha TPAHCKPHIIIIH]ja
TFIID TBP u 12-15 TAF Ilpeno3HaBame Ha IPOMOTOPHH €JIEMEHTH
TFIIE 2 dopmMupame Ha HHUIHM]ALUCKN KOMILIEKC
TFIIF 2 AxtuBupame Ha TFIIE u TFIITH
TFIIH 10 Ocnob6onysame Ha RNAPII o1 mpoMOTOPOT 1 eJI0HTalNja Ha
TPAHCKPUIIIIH]ja
RNAPII 12 Wunnujanyja, enoHranyja u TepMUHaIM]ja Ha TPAHCKPHIILIK]ja
Menujatop  ~34 [IpenecyBawe ©Ha wuHbOpManmu on DNA-aconmupanu

TpaHcKpunuucku pakropu Ha RNAPII

*TBP: TATA-spsyBauku mnporeun; TAF: TBP-acouupan ¢aktop; RNAPIL: RNA-nomumepaza II; TF:
TpanckpuIycku GpakTopu

Knyuyna xommonenta Ha TFIID e TATA-Bp3yBaukuoT npotenH (TBP) xoj nmpenoznasa TATA
cekBenna (Ca. 2.17). Nmeno, TATA mpercraByBa motuB oa DNA-cekBeHla Koja €
JIOKaJM3UpaHa BO IPOMOTOPHTE Ha rojieM Opoj MPOTENH-KOAUPAUKK reHu oKoury rosunuja -30 (30
HYKJICOTUHM CIIPOTUBOJIHO OJ] MECTOTO Ha MHUIMjallMja Ha TPAHCKPUIILIM]ja IITO KOPECTIOHANPA Ha
npsuot Hykieotua og RNA). Beymnoct, TBP-nnocpenyBanoro Bp3yBame Ha TFIID-koMmnekcot
3a TIPOMOTOPOT € MPOCJEIEHO CO aKTHUBAallMja HA JOMOJIHUTEIHH TPAHCKPUIILUCKU (pakTopu H
RNA-nonmumepasza Il BO mpenHUIMjallMCKA KOMIUIEKC, HPU IITO HACTaHyBa HHULMjalMja Ha
MPOIIECOT HA TPAHCKPHIIIIH]a.

89



2.4.3 ExcnipecujaTa Ha pacTHTEJHHTEe TI'eHH Ce MEHYBa 3a BpeMe Ha Pa3BHTOKOT Ha
pacTeHnjaTa WM MO/ 1ejCTBO HA CUTHAJIM O/ ;)KHBOTHATA CpPeMHA

Hexou pacTuTenHy reHH KOHCTUTYTUBHO C€ €KCIIpecupaaTr v TPaHCKpHOUpaaT BO CUTE KJIETKU Ha
pacTutenHUoT opraHu3zaM. OBue TI'eHM ce HapeKyBaaT ,JJoMakumHcku reHu (housekeeping
genes), O1MJejKku KOoAMpaaT MPOTEMHHU KOU C€ BKIIyY€HU BO OCHOBHUTE KJIETOUYHU (DYHKIMH, KaKo
IITO € MEeTabOIM3MOT Ha jarJexXuaApaTd Win OMOCHHTe3aTa Ha NmpoTenHu. Cemnak, CUTe TeHH O]
JaIpeHUOT TEHOM HE ce eKCIpecupaar MocTojaHo, Ouejku roeM Opoj TeHU ce TpaHCKpuOupaat
BO OJIPE/ICH CTAJANYM OJ] Pa3BUTOKOT HA PACTEHHjaTa WIIM BO CIIENU()UIHU KIIETKH WK TKUBA. McTo
Taka, eKclpecujaTa Ha HEKOW JAPYTM I'e€HM 3aBUCU OJ CUTHAIUTE WM CTpec (aKkTOpPHUTE Of
’KMBOTHaTa cpenuHa. TepMHUHOT AM(epeHIHjaTHA TIeHCKa eKcIpecHja ce OJHecyBa Ha
IIPOMEHHUTE BO TPAHCKPUIIIMCKAaTa aKTUBHOCT HA T'€HUTE 3a BPEME HA PA3BUTOKOT MJIM KaKo
OJIrOBOP KOH CHTHAJIUTE OJ1 )KUBOTHATA CPEIMHA.

3HauewmeTo Ha TudepeHIjaTHaTa FreHcKa eKCIpecHja Mpu pacToT U Pa3BUTOKOT HA pacTeHUjaTa
MOJKE J1a C€ TIOTBP/IU MPEKY MPOYyUyBamke Ha MEXaHU3MUTE Ha (JOPMHPAkHE HA PA3WINIHU TUITOBH
Ha KJIETKU IIPU MIPOLECOT Ha KiIeTo4Ha Audepenuujaumja. [lo3HaTo e Aeka npexky npouecoT Ha
KJIeTO4Ha AudepeHnyrjanyja He HacTaHyBa TyOeme Ha reHeTckara nHpopmanuja. OBaa mojasa 3a
IpB nar Ouia MOTBpJEHA Kaj pacTeHWjaTa MpEeKy M3BEAyBame Ha KIACUYHHM CKCHEPUMEHTH 3a
TOTHMMOTEHTHOCT Kaj MOPKOB M TyTyH. BCyIIHOCT, TOTUIIOTEHTHOCTA MPETCTaByBa CIIOCOOHOCT
Ha TKUBHM €KCIIJIAHTATH WM M30JMpPaHH KJIETKU O]l PaCTeHHE-I0HATOp 3a pereHepaliyja Bo 1elo
pacTeHue Koe € MIECHTHYHO CO JIOHOPHHUTE KIIeTKH. JleHec, OBHE KIIAaCHYHHM EKCIIEPUMEHTH Ce
M3BElyBaaT CO U30JIMpame Ha eMOPUOHCKH CTEM-KIIETKHU OJ1 IITyIIeL, JIyf'e U IPyTH )KUBOTHH, KaKO
U perporpaMupame Ha Au(epeHIUpaHd aTyITHA MaMaJIHCKH KJIETKU MPeKy TpaHcdekmuja co
COOJIBETEH CEeT Ha TPAHCKPHUIMLUCKU perynatopu. Cropen Toa, KjJeTouyHaTa AudepeHuyjanyja 3a
BpEMe Ha pa3BUTOKOT Ha €JICH OpTaHh3aM MIPETCTaByBa OPKECTpHpaHa aKTHBAIIMja U perpecHja Ha
COOJIBETEH CET OJ] F€HHM BO PA3IMYHU OPraHM M TKHBAa. AKTHBalMjaTa Ha OJIPEJEHH I'€HU IpU
cneun(UYHA CTagUyMH Ha Pa3BUTOK WJIM BO CHEHU(DUYHH PACTUTEIIHU OpraHd € CTPOro
KOHTPOJIMPAH IPOLEC KOj C€ OJBUBA O] /I€JCTBO Ha PETYJIATOPHU PErHOHU OJf TEHOMOT KOHU C€
MO3HATU KAaKO F€HCKH MPOMOTOPH.

2.4.4 TIIpomoTopuTe ce coctaBeHH o/ peryjaTopun DNA-cexkBeHUH

[IpomotopoT coapxku pa3auuHu eneMeHTH Ha DNA-CeKBEHLM KOM aKTHUBUpaaT MPOTEUHCKHU
(dakTopu 3a peryimpame Ha TpaHcKpumnujaTa Ha TeHu. Cekoja knaca Ha RNA-monumepasu ce
Bp3yBa 3a COOJBETHUTE NPOMOTOPH CO IEN Ja C€ HMHUIKpA MPOIECOT Ha TPaHCKPHUIIIHja.
[TpoMoTopHuTE CE COCTOjaT OJ [1Ba THIA HA PEryJATOPHU €JICMEHTH: OCHOBHH €JIeMeHTH U CiS-
ejeMeHTH. OCHOBHHUTE €JIEMEHTH C€ HEONXOJHU 3a Bp3yBameTo Ha RNA-mommmepasa Bo
no3unmja oA 50 bp CIpOTUBOIHO WJIM HU3BOJHO O] MHHUITH]AIIMCKOTO MECTO HA TPAHCKPHIIIIH]a.
OBue eneMEeHTH Ce PEellaTUBHO KOH3EPBUPAHM TIOMErYy pa3IMYHH T€HH W 3aeqHO (GopMupaar
LHeHTpajJeH NnpoMoTop (core promoter). KapakTepucTuueH npuMep 3a OCHOBEH €JIEMEHT €
TATA-cekBeHmara, a Ipyra NpuMEpH 32 OCHOBHH €JIEMEHTH BO IICHTPAIHHUTE MPOMOTOPH Ce
TFIIB-enemenTn Ha mnpeno3HaBamwe (TFIIB recognition elements-BRE) u Hu3Bomen
npomMoTopcku ejieMeHT (downstream promoter element-DPE). Bcymnoct, TFIIB-enementure
Ha npenio3HaBame (BRE) ce nokanusupanu cripotuBoaHo win HU3BOAHO o1l TATA-cexkBeHIUTE
(Ca. 2.18) u ce mpero3HaBaaT O]l CTpaHa Ha OCHOBHHOT TpaHckpunimcku (axrop TFIIB.
HuszBogamor mnpomoropcku enemeHT (DPE) e nokammsupan oxomy 30 bp HHM3BOAHO Of
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WHUIU]AI[ICKOTO MECTO Ha TPAHCKPHIIIIMja U OBOj €JIEMEHT € Bp3aH 3a cyOeaunaumnara Ha TFIID-
KoMIUIeKcoT. CHUTe TUIIOBU HA OCHOBHU €JIEMEHTH HE C€ MPUCYTHH BO JaJIeH TPOMOTOP, OHOCHO
COCTaBOT Ha OCHOBHHUTE IMPOMOTOPH MOKaXyBa 3HAYaeH CTeNeH Ha BapujadbmimHocT. Cemak,
OCHOBHHTE €JICMEHTH Kaj PacTeHHjaTa HE C€ IIeJOCHO Ie(UHHPAHH TOPATUd OTPAHUYCHUTE
MIOJIATOIIM 32 CEKBEHITM KOW T'Hl OJIpeyBaaT WHUIMJAIIICKUTE MECTa HA TPAHCKPHIIIIH]a.

5’-kpaj TpancKpHOHPAYKH PerAoH

3’-Kkpaj
HA TeH < ”| marem
5-UTR Ha 3-UTR ma
mRNA . mRNA
Konupauka cekpenna
¥ -kpaj ma
nponecHpasa
Peryaartopen mRNA
peraoH IIpomoTop
1 . | €r30H erzon[ er30H
1 cAat TATA [oPE| AUG] | AAUAAA |
| | | HHTPOH  HHTPOH t
CAAT- TATA- Tpasckpennacko Hernmjanackr  TepMHHANHCKH KOJ0H 34 TepMEHAOHCKO MECTO
CeKBEHNA CeKBeHNA CTADPTHO MecTO KO/I0H 3a CHHTe3A CHHTe3A HA NPOTeHHHA 32 TPAHCKPHIIHjA
HA DPOTeHHH (UGA, UAA nan UAG)

CHrHAT 34 J0JaBaibe HA
noan(A) onamka Ba 3’-Kpaj

Cuamnka 2.18 CrpykTypa u opraHu3aiija Ha reHH Kaj eykapuorcku opranu3mu (Buchanan u cop., 2015). T'enor e
MOZAEJICH Ha HEKOJIKY (YHKLIHOHAIHHM €IMHHIM. TpaHCKpUOMPAaYKHOT PErHOH IIPETCTaByBa ypHEK 3a CHHTE3a Ha
mRNA, koj noroa ce npouecupa 1 IpeBeyBa BO NPOTEHH KaKO M€HCKU MPOU3BOA. TpaHCKPHUOMPAUYKUOT PETHOH €
COCTaBEH O] HEKOAMPAUYKH CEKBEHIIM KOM IO JIeJIaT PErMOHOT Ha KOJMPAayKH CEKBEHIM (Er30HM) M HEKOAMUPAYKU
cekBeHU (MHTPOHHU). TpaHCKPUOWPAYKHOT PErnOH € OIPaHWYEH OJ1 JIBETE€ CTPaHU CO HEKOAWPAYKH CEKBEHIH KOU
MMaaTt yJora Bo peryJjalyja Ha TeHcKara excrpecuja. [IoBekeTo eleMeHTH Ha peryjJaToOpHHUTE CEKBEHIIM ce Haoraar
Ha 5’-kpajot of reHot. [Ipeute 1000 6a3HM mapoBu ox 5’-KpajoT HpHUINaraaT Ha TEHCKHOT IPOMOTOP OMIejKU COApPIKU
CEKBEHIM 3a MHULMjalllja Ha TpaHCKpunuujara. Bo npsure 50 6a3HM mapoBu 0J1 CTAPTHOTO TPAHCKPHUIILUCKO MECTO
ce Haora BHCOKO KOH3EPBHpPAH PETYIIATOPEH eleMeHT Koj e mo3Hat kako TATA-cexBenna. Beymmoct, TATA-
CEKBEHIaTa ro KoopauHupa aktuBupameTo Ha RNAPII 3a renckara cexBenua. UTR: HenpeBoasnus peruos.

3a pa3nuka OJf OCHOBHHUTE €JIEMEHTH KOM C€ KapaKTepu3upaar coO OJpEIeH CTeNeH Ha
KOH3EpPBUPAHOCT MOMEry pas3M4YHU TEHU, Cis-€JIeMEHTUTE MOKaKyBaaT 3HauyajHa BapHjaluja
nomery renute. TepmuHOT ,,Cis* (01 TaTHHCKH IITO 3HA4YH ,,0J1 UCTa CTpaHA*) ce OJHEeCyBa Ha
(bakTOT JAeKa OBUE PETyJIATOPHU €JIEMEHTH ce JIOKaau3upanu Ha ucT DNA-MoeKys1 Kako ¥ TeHUTe
IITO ce MOoJ HUBHA KOHTpoia. Cis-eIeMEeHTUTE ce OJIrOBOPHH 3a aKTHBAallMja, pemnpecHja WM
MOJyJalldja Ha TEeHCKaTa eKclpecuja. 3a OBUE €JIIEMEHTH ce Bp3yBaar trans-gejcTByBauku
paxTopu (trans-acting factors), kou npercraByBaaT NPOTEUHH ILITO CE KOAUPAAT HA IPYTO MECTO
(,,trans*) BO TEHOMOT. Trans-nejcTByBaukuTe (HaKTOPH MOXKAT Ja CcTamaT BO JIUPEKTHA
MHTEpaKIfja CO OCHOBHUOT TPAHCKPUIIIUCKHU cucTeM (kommoHeHTuTe o TFIID-koMIuiekcoT Ha
TPAHCKPUITIIUCKU (DAKTOpH) WM BO MHAMPEKTHA MHTEPAKIIMja CO MeAUjaTop, KOj MPETCTaByBa
roJieM MPOTEeHMHCKHU KOMIUIEKC KOj JIejCTBYBa Kako TpaHCKpUIucku koperymnarop (Ci. 2.17). Ha
TaKOB Ha4WH, trans-AejCTByBauykuTe (aKTOpPW BIWjaaT Bp3 CTENEHOT HA OJBWUBamE Ha
TpaHCKpHUILKjaTa TOJ JAejcTBO Ha cooaBeTHH RNA-monmumepasu. Bceymsoct, trans-
NejcTBYBaukuTe (PaKTOpU KOHM CE€ Bp3yBaaT 3a Cis-€JIEMEHTHTE HajuecTO C€ TPAHCKPUIILKUCKH
(akTopH U ce HapeKyBaaT cneUH(UYHN TPAHCKPUNIMCKH (PAKTOPH 3a Ja Ce pa3IUKyBaaT Of
OCHOBHUTE TPAHCKPHUMIUCKHN (PaKTOPH.
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[ToBekeTo cis-eIeMEHTH Kaj pacTeHHjaTa Ce HaoraaT BO pEeruoH co royieMuHa o 1 o 2 kb, koj e
JIOKAJIM3UPaH CIPOTHBOJHO O MHMIHMjAIUCKOTO MecTo Ha TpaHckpunuuja (Ca. 2.18). Cenak,
OBHE €JIEMEHTH MOXKAT J]a Ce HajJaT Ha M00AaJeueHH pacTojaHMja CIIPOTHBOIHO OJ1 TPOMOTOPOT
WA HU3BOJHO O/l MECTOTO KaJie ce O[BMBa TEpMHUHALIMja HA TpaHCKpuMNuujaTa. Yecto maru, cis-
enemenTuTe ce Kpatku DNA-cekBenmu (<10 bp) xom MoXaT 3Ha4ajHO Ja BapHpaaT BO
HYKJIeoTUAHUOT cocTaB (Tadena 2.4).

Ta6ena 2.4 [Ipumepu Ha MoTuBH Ha DNA-CeKBeHIM 3a KOM ce Bp3yBaaT TpaHCKpUNIUCKH (akTopu on Arabidopsis
1 HUBHA (PYHKIIFja BO PaCTOT M Pa3BUTOKOT Ha pacTeHHUjara.*

Bp3yBauku
HNme Ha moTHB CekBeHna TPAHCKPHUIIIHMCKH dyHKuHja
dbaxTopu

ABA-pecnioHcuBeH ABRE-Bp3yBauku
enemeHT (ABRE) CACGTGGC daktopu (Bzip nporennn)
AYKCHH-PECIIOHCUBEH daktopu 3a 0AroBOp KOH

Oxarosop Ha ABA

ertemenT (ARE) TGTCTC ayKCHHH Onrosop Ha ayKCHHU
CArG-cexBeHIa CC(A/T)eGG MADS-nomen nporenan  Pa3BUTOK Ha IIBET
Evening enemeHT AAAATATCT MY B nporennu Perynaugj a  Tpery

[UpPKaAUjaJieH pUTam
G-cekBeHIa CACGTC Bzip u bHLH nporennn OnaroBop Ha CBETIIMHA
GATA-npomoropeH (A/T)GATA(G/A) GATA-TpaHCKpUIIIMCKU Pasmmamn dyHKIH
MOTHB bakTopu

* ABA: A6cuununcka kucenuna; CArG: C-A/T-6orat-G mpomen; bHLH: xeuKc-jaMka-XeIMKe MOTHB.

ITpoMOTOpOT MOXKeE /1a COAPIKU HEKOJIKY PA3JIUUHU Cis-€JIEMEHTH, KOU MOXKaT J1a OuaaT 3acTaneHu
CO MoBeKe 011 eaHa Konuja. YecTo matu, oBUE €JIeMEHTH Mel'yceOHO ce rpynupaaT BO KJIacTep U
dbopmupaar Cis-peryaaropuu MmoayJiu (Cis-regulatory modules). 'pynupameTo Ha OBHE MOIYJIH
BO HemocpenHa Onu3mHa 00e30eayBa KOOINEPAaTUBHO JEjCTBO HAa HEKOJIKY (pa3jiuyHH WM
WJEHTUYHHN) TPAHCKPUIITMCKH ()aKTOpH MPHU peryianuja Ha reHckara excrpecuja (Cia. 2.19). Bo
3aBUCHOCT OJI CTHMYJIATUBHHOT HJIM WHXMOUTOPHHOT €(eKT Bp3 I€HCKaTa eKCIIpecHja, cis-
peryJaTOpHUTE MOAYJIU ce Kiacupuiupaar Kako 3acujayBaul (enhancers) niM cTHBHYBa4iM
(silencers). 3acwiyBauMTe M CTUBHYBAauMT€ MPETCTaByBaaT DPETYJATOPHU EIEMEHTH KOH Ce€
OJ1aJIEUeHHN O]l TPAHCKPUIILUCKUOT PErMOH Ha N€HOT M C€ pa3iMKyBaaT Off MPOKCHMAJIHUTE
NPOMOTOPHH eJIeMeHTH, KOM IIPETCTaByBaaT PETYJIATOPHU €JIEMEHTH JIOKAJTM3UPAaHHU BO OIM3HHA
Ha MHULUJAIllMCKOTO MECTO Ha TpaHcKpunuuja. Mcro taka, cis-peryinatopHUTe MOLyJIM MOXKaT Ja
¢yHKIIMOHMpaaT Kako u3onatopu (insulators) 3a 1a ru GJIOKMpaaT CUTHAIKUTE O 3aCHIIyBauUTe
WK cTUBHyBaunTe. Ha TakoB HauMH, U30J1aTOPUTE TO CIpedyBaaT BJIMJaHUETO Ha 3aCHIIyBauuTe
U CTUBHYBauuTe Bp3 ekcrnpecujara Ha reaute (Ca. 2.20).

cis-EnemMeHTUTE MOXKAT J1a MOCPEAyBaaT BO EKCIpecHjaTa Ha CHelU(pUUHM I'eHH 3a BpeMe Ha
Pa3BUTOKOT Ha PACTEHMjaTa WIM MPHU OJrOBOPOT KOH pa3IMYHHU BHATPEIIHU WM HAJBOPEIIHU
curHayid. TakoB TpUMEpP € ayKCHH-PECTIOHCHUBHUOT elleMeHT (auxin response element-ARE) co
cekBeHna 5’-TGTCTC-3’, koj ce Haora BO MPOMOTOPUTE HA F€HUTE LITO C€ KOHTPOJIHMPAAT O
CTpaHa Ha (PUTOXOPMOHOT ayKcUH. Ha TakoB HauuH, MPUCYCTBOTO HA CHELU(PUUHH Cis-€IIEMEHTH
BO MPOMOTOPOT TO OApEaAyBa MECTOTO W BPEMETO Ha €KCIpecHja Ha IeHUTE Kaj pacTeHHjaTa.
Cnopen Toa, KamalMTeTOT HAa KIETKUTE 3a AUQEpeHIMjaTHa TeHCKa eKCIpecHja € TeHETCKH
npepoipe/icHa O TeHOMOT Bo (hopma Ha CiS-peryJiaTopeH Koj.
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KoakrnBatopen
KOMILTEKC

Haunujanmuckn
KOMILIeKC Ha
TPAHCKPHIIHja

v Hannujanuja Ha
TPaHCKPHIIHja

l—b

Cauka 2.19 IIpumep 3a pyHKIHMjaTa Ha cis-pery1aTOpHUTE MOAYJIH U 3aCHiIyBauH. cis-Perynaropanor moayn (CRM)
BO NPOMOTOPOT Ha T'€HOT CE BP3yBa CO HEKOJKY TPAaHCKPHUINIMCKK (akTopu. OBOj KOMIUIEKC Ha TPAaHCKPHIILCKA
¢bakTopu 3aemHO co aucraneH cis-perynaropeH enemeHT (CRE) kako 3acmiyBau cramyBa BO HMHTEpaKLHja cO
KOAaKTHBATOPEH KOMIUIEKC 3a J[a ce MHUIMpa TpaHckpumniujara (Buchanan u cop., 2015).

b

Cursaja

!

C e T

CRM

Baokupan curaaga

I'en

C T T T |

CurnaJa

H3oaarop

Curnaja

e

B

Baoxkupan curaag

Caukxa 2.20 @yHKnmja Ha TEHETCKH
m3omatopu  (Buchanan wu cop., 2015).
EdexToT Ha Cis-perynaTOpHHOT MOZYI
(CRM) Bp3 renot (A) Moxe na ce Oimokupa
BO mpucycTBo Ha u3onatop (b). Mcro Taka,
W30JIaTOPUTE MOXAT Ja Td OrpaHuyaT
edpexrure Ha CRM Bp3 cienuduyeH rex 1 Ha
TAKOB Ha4MH ja ClpedyBaaT aKTHBHOCTA Ha
CRM Bp3 cocequute requ (B).
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2.4.5 Paziuuan GpaMuIMU HAa TPAHCKPUNUIMCKM (AKTOPH ja KOHTPOJIMPAAT TeHCKaTa
eKcrnpecHja

ITo3Hato e nexa TPaHCKPUIIIUCKUTE (aKTOPH Ce Bp3yBaaT 3a cis-eJIEMEHTUTE 3a 1a Ce CTUMYJIMpa
WIA UWHXHOMpa TEHCKaTa eKCIpecHja TMpeKy HWHTEpakifja CcO KOMIIOHEHTHUTE O]
TPAHCKPUMUUCKUOT cucTeM. [Ipuroa, TpaHCKpUIIIIUCKUTE (AKTOPH c€ Bp3yBaar 3a crenupudHa
DNA-cekBeHIIa, MTO 3HAYU JIeKa OJPEIeH TPAHCKPHIIHMCKH (DAKTOP BPIIHM TapreTHUPAme Ha
cieuu(uYeH cis-eJeMeHT. Taka Ha mp., MPeTCTaBHULUTE O (GaMuiMjaTa Ha TPAHCKPUILIMCKH
(bakTopu HapeueHHN ayKCUH-PECTIOHCUBHU (akTopH (auxin response factors-ARF) ce Bp3yBaar 3a
ayKCHH-pecrioHCUBHHMOT eneMeHT (ARE).

TpanckpunuckuTe GaKTOpH Ce COCTABEHM O HAjMAJKy JBa JOMEHH CO PA3INYHU (PYHKIIUH.
Nmeno, DNA-Bp3yBaukuot qoMeH (DNA-binding domain) nocpeayBa Bo Ipeno3HaBawbETO U
BpP3YBaWkETO 32 CiS-€JIEMEHTOT, JOJIeKa MaK, TPAHCAKTHBHMPA4YKHMOT AoMeH (transactivating
domain) ctamyBa Bo HHTepakIija CO TPAHCKPUILIMCKHOT CUCTEM M ja OJIpelyBa aKTMBHOCTA Ha
npotenHoT. McTo Taka, TpaHCKPUIIIUCKUTE (PAKTOPH COJIPIKAT CEKBEHLA 3a JIOKAJM3UPame Ha
jaaporo (nuclear localization sequence-NLS), koja UM 0BO3MOXyBa Ha CHHTETU3MPAHHUTE
MPOTEHHU BO IIUTOIUIA3MaTa Jla HaBJe3aT BO japoTo.

[TocTojar HEKOAKY pa3inyHU TUNOBU Ha DNA-Bp3yBauku JIOMEHU KOM C€ pa3jiMKyBaaT CIIOpe]
CTpYKTypaTa W HAauyMHOT Ha wuHTepakuuja co DNA-momekymure (Ca. 2.21). Taka nHa mp.,
TPAHCKPUILIUCKUTE (PAKTOPU O3HAUYECHU KaKO HUHKOB ,,ipcT* (zinc finger) ce kapakrepusupaat
CO JIOMEH COCTAaBEH O] J[BE aHTHIIApaJIeIeHN B-TUI0YM M €ICH O-XEJHKC KOj ce MHCEPTHUpPa BO
IJIaBHOTO BUIa0HYyBame Ha JBOjHOBEpHKHHOT DNA-xenunkc. OBoj JoMeH ce (¢opMmupa mpexky
MIOBP3yBamkE HA JOHOT HAa IWHK CO YETUPU aMHHOKHUCEITUHH (IB€ XHUCTUANHCKU U IBE IIMCTEHHCKH
aMMHOKHUCEJTMHCKHM OCTaTOLIM) U Ha TAaKOB HAYMH ce 1001Ba CTPYKTypa KOja HAIMKyBa Ha MpCT.

CTpaHHYeH CHHIHD HA JIeyIHH

ToMeH Ha JoH HA NHHK

JIeYIHHCKH
HaaTeHT™

DNA-Bp3yBauku xeiukc  DNA-Bp3yBauKH XeJIHKC
A Xeaukc-jamka-xeauxe b Jleynunckn ,,nareHT B ITunkoB ,,mper*

Canka 2.21 Tpu rnaBuu thna Ha DNA-Bp3yBauku nomenu (Buchanan u cop., 2015). (A) Xenukc-jaMka-XenmuKke
MmortuB. (b) neymuncku ,,matent™. (C) Zinc finger nomen. Cexoj mozesn nprkaxyBa DNA-IpOTEMHCKH KOMITIEKC.

YecTo matu, TPAHCKPUIIUCKUTE PAKTOPH COAPKAT CIIEUU(YUIHNA CTPYKTYPHU MOTHBH, KaKO IITO
€ IOMEHOT Ha 0a3eH JIeyIMHCKH ,,naTeHT* (basic leucine zipper-bZIP). [Iporeunute co 0Boj
JOMEH popMHUpaaT TUMEpPH, KOU c€ Bp3yBaar 3a TojeMuoT 3aBoj o DNA-monekynot. Cekoj bZIP-
MOHOMEp COJpPXKH O-XEJIUKC CO JIEYIMHCKHM OCTaTOK Ha CeKoja celMa aMUHOKHCEJHHA.
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JleyIMHCKHTE OCTATOIM OJ1 ABETE (i-XEIIMKAIHU CTPYKTYPH MeTyceOHO Ce MOBpP3yBaaT U Ha TaKOB
HA4YMH Ce€ OBO3MOXYBa ,,3aTBOpame” (,,Zips*) Ha o-XEIUKCUTEe M (OPMHUpPAHE HA LIEHTPAIHO
nperuieTeHu cnmpaii. OBre IPEnpiIeTeHn CIUPAK ja OJpXKyBaaT CTPYKTypaTa Ha JTUMEPOT U TO
MO3ULIMOHMpaaT 0a3HUOT PErHOH BO MECTOTO Ha I1aBHaTa BanaOHaThHa o DNA. 3a paznuka ox
DNA-Bp3yBaukuTe JOMEHH, TPAHCAKTUBUPAYKUTE JOMEHH Kaj TPAHCKPHITIUCKUTE (GaKTOPH HE Ce
jacHo neduHUpaHU.

TpanckpumnckuTe GaKTOpH MOXKAT J1a ce TMOIeTIaT Ha Pepecopr U aKTUBATOPH BO 3aBUCHOCT OJ1
HUBHHOT eQeKT Bp3 TIeHckarta ekcipecuja. Hekou TpaHcKpunuucku (axkropu HMaaT
oudynkronanHa (yHKIHMja Ha perpecopu W aktuBaTopu. Koja onm oBme nBe QyHKIMmM mma
JIOMUHAHaTHAa yJIOra BO KOHTpOJATa Ha OJPEJEeH I'€H MOXE Ja 3aBHCH O MPHUCYCTBOTO Ha
JOTIOTHUTETHA ~ TPAHCKPUNIMCKA  (PaKTOpH Ha TEHCKHOT mpomortop. HMcro  Taka,
MOCTTPAHCIAUCKUTE MOAU(UKANU Ha OU(YHKIIMOHATHUOT TPAHCKPUIILIUCKU (aKTOP MOKAT Ja
MpeIN3BUKAAT NHAKTUBAIM]a HA €JICH OJ1 HETOBUTE TPAHCAKTHBHPAUKH JOMEHH.
Tpanckpunuuckure pakTOpy UMaaT 3Ha4yajHa yJiora Bo peryjanujata Ha pacTOT U pa3BUTOKOT Ha
pacteHujata. Bo TeHOMOT Ha pacTeHHjaTa ce MACHTU(UKYBAHH ToJeM Opoj TeHH KOW KOIUpaaT
TpaHckpunuucku gakropu. Taka Ha mp., reHOMOT Kaj Arabidopsis coapxxu okony 2000 renu Kou
KOoJMpaaT TpaHcKkpumucku (Gakropu. OBoj Opoj Ha TeHH KOpecrmoHaupa Ha 6% 0]l CHTe TeHCKH
CeKBEHILIU Ka] Arabidopsis, ITO MpeTCTaByBa 3HAYajHO 3roJeMEHa BPETHOCT BO criopeada co
ApyTUTe MOZEN OpraHu3Mu. HneHTH(HUKyBaHUTE TPAHCKPUIIMCKH (DAKTOPH Kaj BUILIUTE
pacTeHHuja MoXar Jia ce rpynupaar Bo 50 pa3nuyHM (paMHUIMM BO 3aBUCHOCT O] CIMYHOCTUTE BO
cekBeHIHTE. MIMumaTa Ha oBHe (haMUIIMU MOXKAT Ja C€ OJJHECYBaaT Ha 3a€THUYKHUTE CTPYKTYPHH
0COOMHM Ha TpaHCKpUIIUCKUTE (akTopu. Taka Ha mp., 0A3HHOT XeJIMKC-jaMKa-XeJIuKC
nporenHu (basic helix-loop-helix proteins-bHLH) conpxar DNA-Bp3yBauku JOMEH KOj €
COCTaBEH O] /IBE O-XEJHMKAJIHU CTPYKTYpH MOBp3aHU co uHTepMenuepHa jamka (Ca. 2.21). Ucto
Taka, TPAHCKPHUIIIIUCKUTE (PAKTOpHU ce MMEHYBaaT CIope] HUBHATa (hru3mosomka (QyHKIHja Kaj
pacTeHujaTta, Kako INTO € TMPUMEpPOT coO aykcuH-pecnioHcuBHHOT ¢aktop (ARF). Hexom
TPAHCKPHUIIKCKU (PaKTOPU CE UMEHYBaaT CIIOPE]] OCHOBHUOT MPETCTAaBHUK Ha (hammiujaTta. Taka
Ha mp., AP2-caiuynm TtpaHckpunuucku ¢paxkropu (AP2-like transcription factors) ja
IpeTCTaByBaaT Hajrojemara (paMmiMja Ha TPaHCKPUMUIMCKU (akTopu kaj pacteHujata. OBue
TpaHCKpUNIKUCKu ¢aktopu ro poomie umero crnopen APETALA2 (AP2) mporenHoT, K0j uMma
KIIyYHa peryjaTopHa yJora BO pa3BUTOKOT Ha I[BETOBHU Kaj pacTeHHUjaTa.

IN'onmem Opoj dhamunu Ha TpaHCKpUIIIMCKH (hakTopu Kaj pacteHujara (Tabdema 9.5) moxar ma ce
NPUCYTHU U Ka] JPyTUTe €yKapuoTH, kako mro ce bZIP-, MADS- u MYB-nporennure.

Ta6ena 9.5 Bxynen 06poj u cnenuduyHoCT Ha PaMUITUK Ha TPAHCKPUIIMCKU QakTopu Kaj Arabidopsis u opu3.

damusmmja Arabidopsis  Opwu3s (Oryza sativa) CneunudguuHOCT 32 pacTeHHja

AP2/ERF 147 161 He*
bZIP 74 94 He
GRAS 32 57 Ja
MADS 108 77 He
MYB 198 182 He
NAC 100 149 Ja
WRKY 71 109 He*

* JIOMHHAHTHO ce HAEHTH()UKYBAHHU Kaj pacTeHuja.
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BpojoT Ha npercraBHUIMTE BO (haMIJIMUTE HA TPAHCKPHUIIUCKA (PaKTOpH Kaj pacTeHHjaTa MOXKE
na 6uJe 3HayajHO 3roJIeMEH WM HaMaJleH BO criope0a co )KMBOTHUTE WK ¢yHrure. Taka Ha mp.,
damunmjara Ha TpaHckpunuucku gpakropu co MADS nomen (MADS domain transcription
factors) ongaka noseke ox 100 npetcraBuum Kaj Arabidopsis, a caMmo Ba MPETCTaBHHUKA OJ1 OBaa
damunmja ce moTBpAeHU Kaj Drosophila. On apyra cTpaHa mmak, reHOMOT kaj Drosophila kogupa
3HA4ajHO 3rojieMeH Opoj Ha TPAHCKPUMIIUCKU (PaKTOpU CO LIMHK ,,[IPCT*“-IOMEHHU BO criopeada co
Arabidopsis. Tlokpaj eBOTYTHBHO KOH3EpBHpaHHTE (aMIIMM HAa TPAHCKPHIIUCKU (HaKTOPH,
pacTeHMjaTta CoAapKaT rojieM Opoj TPAHCKPUMIIMCKU (PAKTOPU KOU HE c€ UACHTHU(PHUKYBAHU Kaj
IpyTUTE LApPCTBA HA OPTaHU3MH, KaKO MITO € ayKCHH-PeCOHCUBHHUOT (aktop (ARF).

I'onemuotr Opoj Ha TPAHCKPHUMLHUCKU (aKTOpPH Kaj pacTeHHMjaTa yKa)kyBa Ha BHUCOK CTENEH Ha
KOMIUICKCHOCT BO peryJjalyjara Ha TeHCcKaTa ekcrpecrja. OBaa KOMITICKCHOCT BO peryJjianujara
Ha TEHCKaTa eKCIpecHja JOMOJIHUTEIHO ce 3rojeMyBa Hopaau (akToT Jeka TroyieM Opoj
TPAHCKPUMIUCKN (QakTopu aejcTByBaaT kako numepu (bZIP-mporewnn). [Tokpaj xomoaumepu
(mapoBM Ha HOEHTHUYHU TMPOTEUHHU), TOJeM Opoj Ha TPAHCKPUMLUCKH (akTopu ¢opmMupaar
xerepoauMepu (MapoBM HAa  Pa3NUYHU  TPAHCKPUIIKCKHA  perynaropu). EnuauyeH
TPAHCKPUMUHUCKUA (PakTop Moxe Ja (opMHUpa XeTepoauMepu €O TroneM Opoj Ha pazIuuyHU
NPOTEHHH, IITO OBO3MOXKYBa 3HAUajHO 3TOJIEMYBame Ha OpOjOT HAa MOXXHM KOMIUIEKCH Ha
TpaHcKkpunuucku ¢akropu. Mcro Taka, akTUBHOCTa Ha TPAHCKPHUIILUCKUTE (PAKTOPH MOXKE J1a ce
peryiupa npexy rojieM 0poj MOCTTpaHCIAMCKN MOTU(PHUKAIINH, KOU C€ jaByBaaT Kako OJroBOp Ha
aKTWBallMja Ha crieln(UYHY NATHUILTA HA CUTHATTHA TpaHcaykiuja. Taka Ha nip., hocdopunanmjara
Ha TPAHCKPHITLIUCKHU (HaKTOp MO/ 1€jCTBO HA CTIeM(pUIHA TPOTSHHCKA KHHA3a MOXKeE Ja ja U3MEHH
DNA-Bp3yBaukaTta akTMBHOCT WJIM Jla C€ Npero3Hae KaKo CUTHajJ 3a Heroma Jerpajaiuja.
AXTUBHOCTA Ha JPYTUTE TPAHCKPHITIUCKU (DAKTOPU MOXKE JIa C€ KOHTPOJIHUPA MPEKY MPOMEHUTE
BO HMBHATa MHTpaleIyIapHa Jiokaiu3anyja. Taka Ha p., 3aAp>KyBambeTo Ha TPAHCKPUILIMCKUOT
¢dakTOop BO IHTOIUIa3MaTa PE3yJITHPa CO HEroBa HEAKTHBHOCT, JIOJIEKa MK, WHAyKIHUjaTa Ha
HMMITOPTOT BO jaIpOTO MPEIN3BUKYBa HETOBA aKTHBAIIH]a.

Kinyuen npo6siem Bo perysanyja Ha FeHCKaTa eKCrpecHja € uaeHTH(pHKal1jaTa Ha TeHUTe KO ce
101 KOHTPOJIa Ha TPAHCKPUITIIUCKU (PaKTOP, KaKO U Cis-eIEMEHTHUTE 3a KOU CE€ BP3yBa 0BOj (hakTop.
Bo Taa Hacoka ce pa3BueHU OpOjHH €KCIIEPUMEHTAIHU METOMH 3a Jia Ce JIOIMpAaaT Bp3yBauKUTE
MecTa Ha TpaHCKpunmuckute (akrtopu BO TeHOMOT. OcobeHo coducTunmMpana u epukacHa
TEeXHHKa 3a WJACHTH(HKAIMja HAa WeJHU TeHM Ha TPAHCKPUIIIUCKH (AKTOp € METOJOT Ha
xpomatuHcka umyHonpemunurtamuja (ChIP). Cnopen oBue aHanmm3u, TPaHCKPHUIIIUCKUTE
tbaxTopu kaj Arabidopsis Moxart J1a ce Bp3yBaaT 3a CTOTHHA J10 WJIjaHULIU PETHOHH 10 JOJKUHATA
Ha re”Homor. Cemak, cHUTe€ MpOLECH HA BpP3yBamke HA TPAHCKPUILMCKUTE (QAKTOPU He
NpeIU3BUKYyBaaT NMPOMEHM BO T'eHCKAaTa EKCIpecHja, OuIejKu OBHE MecTa C€ JIOKaIM3HpaHH
Ha/BOP 0]l GYHKIMOHATIHUTE CiS-pEryJIaTOPHU MOTYJIH.

2.5 XpoMaTHH M eNMIeHeTCKa peryJanuja Ha FeHCKaTa eKclpecuja

2.5.1 JangpenaTa DNA e cnakyBaHa BO XpOMATHH KaKO JMHAMHMYHA CTPYKTypa

Janpenute reHOMHM Kaj pacTeHHjaTa UMaaT TOJIEMU JIUMEH3UM U CE€ KapaKTepU3UpaaT CoO BUCOKA
coapxuna Ha DNA. Cenak, janpenata DNA ce koHIeH3Mpa U ce peaylupa Hej3uHaTa JT0JDKHHA
co 1en epuKacHo J1a ce BKIJIOMHU BO jaIpOTO KOE UMa JUjaMeTap Off HeKOJKy MukpomeTpu. OBaa

eurKacHa cTpaTervja Ha MaKkyBame Ha janpeHata DNA ce oBO3MOXXyBa MpeKy (GopMmupame Ha
XpPOMATHH Kako pe3yaTaT Ha aconujanuja Ha DNA-MonekynuTe cO pa3MyHd THIIOBH Ha
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npotenHu. HajBasknu u Haj3actarnieHn DNA-acouupanu MpOTEHHU C€ XHUCTOHUTE. XHUCTOHUTE CE
pEIaTUBHO Majli NPOTEMHHM KOM C€ KapaKTEpPHU3UpaaT CO BUCOK IO3UTHUBEH IOJHEXK MOpagu
BHUCOKaTa COApXHHA Ha 0a3HM aMHHOKMCEIMHM. Ha TakoB HayumH, MO3UTHUBHHUOT IMOJHEX HA
XMCTOHUTE MMa 3Ha4yajHa yJIora BO O KyBamkEeTO Ha LIBPCTa MHTEPAKIIM]ja IoMel'y OBHE IPOTEUHH
u DNA-MOJeKyuTe CO HeTaTHBEH MOJHEX. BCymHOCT, rmaBHaTta (yHKIHja Ha XHCTOHHTE €
(bopmHpameTo Ha CTpYKTyparta Ha Hykieo3omu (Ca. 2.1).

BucoknoT cTeneH Ha KoHIeH3a1M]ja Ha jaagpeHata DNA Bo XpOMaTHHOT 3HA4ajHO ja OTpaHUIyBa
reHCKaTa eKcnpecuja, Ouaejku TPaHCKPUIIMCKUTE €UHULU U MPOMOTOPHHUTE CEKBEHIU HE ce
nocramau 32 RNA-monmumepasute W TpaHckpumniuckure dakropu. CTyauuTe 3a Kopesarmja
noMer’y reHckara eKclipecuja U CTpyKTypaTa Ha XpOMaTHHOT MOKa)XXyBaaT JieKa aKTUBHUTE T€HU
ce MOBEKe MOJI0KHH Ha TUTecTHja o cTpaHa Ha DNasa Bo criopenda co HeaktuBHuTe rean (Cir.
2.22). BcymHocT, XpOMaTHHOT KOj TH ONKPY’KyBa TPAHCKPHUIILIUCKU AaKTUBHUTE T€HU € MOMAJIKY
KOHJIEH3UPaH BO criopea0a LEeJOKYITHUOT TeHOMCKY XPOMAaTHH U MOpa/id TOa OBUE FE€HU CE IOBEKe
JIOCTAITHU 3a IUrecTuja co Hykneazu. Criopea Toa, DNA-pernoHuTe KOU c€ XMIEePCEeH3UTUBHU KOH
nejctBoro Ha DNa3za I ce ocnmo0oieHn o1 CTpyKTypaTa Ha HyKJIE030MOT, IIITO OBO3MOXKYBa JIECHA
JOCTAIHOCT Ha TPAHCKPHUIILUCKUTE (PaKTOPH 10 MPOMOTOPHUTE cis-eneMeHTU. OBHE pErnoHU CO
HU30K CTETICH Ha KOHJICH3allHja Ha XpPOMAaTHHOT CE€ HAPEKYBaaT eyXPOMAaTHH, JI0JIeKa ITaK, BHCOKO
KOHJICH3UPAHNUTE PETHOHHU CE 03HAUyBaaT KaKO XeTepPOXPOMATHH.

Hamorana DNA oko1y Tpanckpunumckn
XHCTOHH Ha HYKJI€030M

taxTop

‘ <« |C: Konrpoaa (6e3 DNasa I)
U: Hemnaynupan ren + DNasa 1

I: Huayuupan ren (TpaHcKpHNIHCKR |
AKTHBEH .'ldh—l'?ll) + DNaza | Pernon na XHIEPCEeHINTHBHOCT
c U 1 KoH DNasa I
A b

Camnka 2.22 XunepceH3uTHBHN MecTa KoH DNa3za [ kaj mpoMoTOpoT Ha reHoT 3a ankoxod aexujaporenasa 1 (ADHI1)
Kaj myeHka. [Ipu TpaHCKpHIIMCKa akTHBalKja Ha TEHOT, PETHOHOT Ha IPOMOTOPOT CTaHyBa MIOMAJIKY KOHJ/IE3UPaH CO
LIeJT J1a ce Bp3aT TpaHCKpuIuckuTe ¢pakTopu. OBaa HamajeHa KOHIECH3UPAHOCT Ha XPOMATHHOT OKOJIY TPOMOTOPOT
MOJKE J1a Ce BH3YeNM3Hpa KaKo 3rojeMyBame Ha JocTtamHocTa 3a aumrectuja co DNaza I. Emsmmor DNaza 1
MpeTCTaByBa €HIOHYKJIEa3a CO HHU30K cTemeH Ha cnennpuaHoct koH DNA-cexBenmure. Permonor Ha DNA co
KOHJICH3WPaH XpOMaTHH HE € JocTarneH 3a aejctBoto Ha DNasa I, MefyToa, HaManyBameTo Ha KOHACH3alMjaTa Ha
XPOMAaTHHOT Ha TEHCKUOT MPOMOTOp (Ceé OBO3MOXYBa MPHCTAall 0 TPAHCKPUILIUCKHOT CHCTEM) OBO3MOXKYBa
nocranHocT 3a DNaza 1. Cnopen Toa, xunepceHsutuBHocta Ha DNA-permonure koH jejctBoto Ha DNaza |
NpeTcTaByBa MHAMKATOP 32 XpPOMAaTWH CO HU30K CTENEH Ha KOJeH3alluja, IITO MpPEeTCTaByBa INIaBEH IPEAyCIIoB 3a
TPAaHCKPUIILIMCKA aKTUBanyuja Ha oxpezeH reH. (A) I'enckuor npomortop Ha ADH1 e nomainky nocranen 3a DNasa |
Kaj KICTKH cO ,uckiydeH reH” (Heumnmynupan red: U) Bo cropenda co KICTKH KOHM [TOCEAyBaaT TPAHCKPHUIIIUCKU
aKTHBEH reH (MHayuupad red: I). TpaHCKpHUIIIMCKY aKTMBHUTE ITPOMOTOPH Kaj MHIYIMPAHUTE KJIETKH ITOKaXKyBaat
NIOBEKE PErnOHH Ha XUIEepCeH3NTUBHOCT KOH DNas3a I (ipBeHn TpraronHunm) Bo criopenda co KIETKUTE Kaje He ce
BpIIM TpaHCKpunnyja Ha reHot (kourpoia: C). (b) XunepcensutnuHuot peruoH ko DNa3za I He nocenyBa cTpykTypa
Ha HYKJIE030M, ITPH IITO CE€ OBO3MO’KYBa BP3yBambE Ha €ICH WM IOBEKE TPAHCKPHUIIIUCKH (HaKTOPH.
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[TocToemeT0 Ha €yXpOMAaTHHCKM M XeTepoXpoMaTWHCKM DNA-pernoHuM moKaxkyBa JeKa
XpPOMAaTHHOT € JTWHAMUYHA CTPYKTypa Koja MOJUIeKH HA 3HAYaJHU CTPYKTYPHU MOAUDHUKAIIH.
CtpykTypaTa Ha XpOMAaTHHOT MOXE Ja ce MOIUGUIMpa MPEKy aKTUBHOCTA HA JBE Pa3IMYHH
KJIAaCU Ha TPOTEHHH: XHUCTOHCKHU xamepoHu u ATP-3aBucHM eH3uMH 3a peMojenupame Ha
xpomaTtuH. Bo klacata Ha XHCTOHCKH XaIllepoHU ce BOpojyBa (haKTOpOT 3a aceMOimpame Ha
xpomatuH (chromatin assembly factor 1-CAF-1), koj yuecTByBa BO aceMOJIMpame Ha XUCTOHUTE
3a BpeMe Ha peIUTuKandjata u pemoxaenupamero Ha DNA. Mcro Taka, oBHE NMPOTEHHU TO
crpedyyBaaT IMOTPEIIHOTO aceMOIupame M arperamnujata Ha XucroHuTte. EH3zumure 3a
XPOMAaTHHCKOTO PEMOACTHPAHE ja N3MEHYBAaT MO3HIIMjaTa Ha HYKJICO30MUTE BO XPOMATHHOT CO
e Ja ja peAyuupaar Wid 3rojeMar JOCTalHOCTa Ha ApyruTe npoternHu 10 DNA-MonekymuTe.
Osue ensumu coapxkatr DNA-zaBucHa ATPa3za koja mpercraByBa CHUCTEM 3a CHa0ayBame Ha
KJIeTKaTa co eHepruja. KiacuyHu mpumepu Ha MPOTEMHU 33 XPOMATHHCKO PEMOJENIHparme ce
MIPOM3BOUTE HA TCHHUTE 32 NIPOMEHA Ha HAYMHOT Ha pasMHOXyBame (SWI) u crmocobHOCTa 32
depmenTHpame Ha caxapo3a (SNF) kaj kBaciure, kou MefyceOHO JiejcTByBaaT BO UCT KOMILJIEKC.
Kaj pacturennure kieTku ce uaeHTHPUKYBaHN XoMoio3u Ha reauTe SWI/SNF, kou ce BKITydeHH
BO peryjalyja Ha pa3jIuyHu IPOIECH Ha Pa3BUTOK Kaj pacTeHHUjaTa.

2.5.2 'enckaTta ekcnpecuja MosKe 1a ce KOHTPOJIMPA MPeKY eNUIreHeTCKH MeXaHUu3MH

3aBHUCHOCTA IOMEly TeHOTHIOT U ()EHOTHUIIOT Ha €/IeH OpraHu3aM MoKaKyBa JIeKa CUTE HAaCJIeTHH
O0COOMHU KOM TO OJpeayBaaT MOJEJIOT W BPEMETO Ha I'eHCKaTa EKCIPecHja ce KOJUPAHU BO
npumapHata DNA-cekBeHna. Bo mocnenHuTe HEKOJIKY OELUEHUM CE €BUACHTUPAHM HACIEIAHU
IIPOMEHU KOM HE BKJIydyBaaT MpoMeHU Bo mpumapHata DNA-cekBeHna Ha opranusmute. OBue
IIPOMEHHU C€ MO3HATH KAKO eMUT€HEeTCKU MPOMEHH.

Canka 2.23 [lapamyTanujara onmuinryBa WHTEpaKLMja IMOMEry alielid, Kaje IITO eKCIpecHjaTa Ha €/Ha ajiella Kaj
XETEepO3HUIOT Ce U3MEHYBA CO IPUCYCTBO Ha Apyra anena. [lapamyranyja Ouia MCIIUTyBaHa Kaj TEHCKH JIOKYCH KOU ja
KOHTPOJIMpaaT MUTMEHTaMjaTa kKaj Zea mays. Ha cimukara ce mpuKakaH! MPUMEPH Ha MapaMyTaliija Kou BIIHjaat
Bp3 000jyBame Ha ceMe (r-eKCIpecHja), cCeMeHOBa 00BUBKa (b-ekcIpecHja) u anTepa (p/-excrpecuja). OeHOTHIIOBHUTE
Ha poxutenckute (P) muanu, F1 u F2-renepanumre ce mpukaxaHu BO MOCIEAOBATETH penuin. (A) AKTUBHOCTA Ha
napaMyTHpaHaTa anena R— ce pemynupa Kaj MOTOMCTBOTO IO €KCIIO3MLMja Ha MapaMyTareHa ainena R—sc xaj F1-
XETEepO3UroToT. AJente R— U R—sc ce CTpyKTYpHO Pa3IM4HH MoMery ce0e M anenara R—sc ©Ma BUCOK CTEITIeH Ha
excrpecuja. (b) Huckara excrnipecuja kaj mapamyrareHara B'-coctoj0a MOoXke CHOHTAHO Jia MOTEKHYBa O] BUCOKO
eKCIIeCUpaHNTe NapamMyTHpaHu ajenu B—/ (ucripeknHara crpesika). Ajenure B—/ MoxaT Jia ce cMeHar Bo B’ kora ce
ekcrionupaar Ha B’ kaj F1-xeteposuroror. (B) Huckara excripecuja kaj mapamyrarenata PI'—mah (PI") cocTojoa Moxe
Jla IOTEKHYBA 0J1 BUCOKO eKCIpecupanute napamytupanu PI-Rh (Pl)-anenu (ucripeknHara ctpenka). Anenurte PI-Rh
ce MeHyBaart Bo P/'—mah xora ce excrionnpanu Ha Pl—mah kaj F1-xereposuroror (Buchanan u cop., 2015).
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Kapakrepuctuunu npumepu Ha enureHeTcku (enomeHu ce mapamyrtamuja (Cia. 2.23) u
Kkocynpecuja. Cenak, eMMreHETCKUTE MEXaHU3MH UMaaT KJIy4Ha yJora BO TojieM Opoj KJIETOYHH
¥ DPa3BOjHM TIPOIIECH, KAKO M BO peryjalyjata Ha TeHCKaTa eKcrpecuja. EnmreHeTckute
MEXaHHM3MH ce 0a3upaaT Ha pa3InYHU THIIOBH HA KOBAJICHTHH MOAN(UKAIIMY HA XPOMATUHOT, KOU
ce O3HAYCHH KaKO eMmUreHeTcKH mpomeHu. OBHe MPOMEHHU BKITydyBaaT MeTwiandja Ha DNA u
pa3IUYHM MOCTTPAHCIALUCKH MOU(HUKAIINHA HAa XMCTOHUTE KOM HAajuecTo ce jaByBaaT Ha aMHHO-
(Cu1. 2.24) 1 kapOOKCHITHHOT Kpaj Ha OBUE MPOTCHHH.

Cauka 2.24 KoBanentau Mmoaubukaiuu Ha xuctouure H3 u H4
(Buchanan u cop., 2015). Kparenkure ,M*“, ,Ac*“ u ,P“
O3HauyBaaT MeTWIallMja, anerwiandja u (Qochopuiamnmja,
coonBetHo. Ha cnwmkara ce npukaxkanu MOIUGUITMPAHHUTE
AMHHOKHCEIIMHCKH OCTaTOIM (O3HAYEHH CO KPATEHKH CO eIHA
OyKBa) U HUBHHTE MO3WIUK BO OJHOC HAa AMUHO-KPAjOT Ha
MPOTCHHUTE.

Metuinanujata Ha DNA ondaka meTwnanyja Ha IUTO3WHCKUTE 0a3u Bo jaapeHute DNA-
MOJIEKYJTH TIoA NiejcTBO Ha eH3umute DNA-meruarpancdepasu (Ca. 2.25). Merunanujara Ha
LIUTO3MHCKUTE 0a3u Kaj )KMBOTHUTE IMIaBHO ce ofBuBa kaj CG-nunykeotuaure. Kaj pacrenujara,
IIEJTHA MeCTa Ha JiejcTByBame Ha DNA-MetunTpanchepasute ce nuto3uHuTe Bo cekBenute CHG
u CHH (H=C, T wnu A). Metunanujara Ha DNA npercraByBa eukaceH MOJEl 3a IPOydyBambe
Ha CMUTCHETCKUTE IMPOMEHH, OWJEjKM TOCTOjaT MEXaHM3MH KOM 00e30edyBaaT MHUTOTCKO H
MEJOTCKO HacjenyBawme Ha crnenuduuHu mozenu Ha DNA-merunanuja. HoBopermuupanute
DNA-Monekynu Kou CopKaT XeMUMETUIMPAHU MECTa IIPETCTaByBaaT CeLMPHUUEH CYTICTpar 3a
aKTUBHOCTA Ha METHITpaHcdepasa, MpH IITo ce 00e30e1yBa 0OApKyBake Ha MOCTOCUYKUOT MOJIEIN
Ha METWJIAIFja BO JIBETE KEPKHUHU XPOMO30MH.

NH
= SAM-CH, SAM :

N /‘ N :

-

e Tpame (ll epasa & Cnauka 2.25 MerwianMja Ha [UTO3WH.
(0] N

e} N Ensumot metwiarpancdepasa Bpiu Tpanchep
H H Ha METUIIHA Ipyna oJ S-aJlcHO3KI METHOHHH
(SAM) Ha nuTo3uH, mpu mWro ce dpopmupa 5-

IluTo3nH 5-MeTHANUTO3HH | MetnnuTosud (Buchanan u cop., 2015).
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Kaj pacrenmjata ce KapakTepu3WpaHH TpW pas3auyHd mnatumTa Ha DNA-mermnanyja.
METHYLTRANSFERASE 1 (MET1) npercraByBa xomojor Ha MaMamuckuoT eH3uM DNMT1 u
riaBHO onpkyBa MeTminanuja Ha CG-mecrta, noneka nak, CHROMOMETHYLASE3 (CMT3) e
crieln(UYeH eH3UM Kaj pacTeHujata koj oap:kyBa Metunanuja Ha CHG-cexBenu. Tpetnot nar
Ha DNA-Metnnanuja ru BkiryayBa eazumute DOMAINS REARRANGED METHYLASES 1 u 2
(DRM1/2), kou oapxyBaaT METHJIAIM]a HA [IUTO3UH BO CUTE KOHTEKCTH HA CEKBEHIIH.
Mertunanujata Ha UTo3uH Bo DNA-MonekynmuTe ce mpoydyBa CO NpUMEHa Ha OUCYJI(PUTHO
ceKBeHIHOHUpamwe. OBaa TexHUKa ol¢aka TpeTMaH Ha reHoMcka DNA co Hatpuym Oucyndur,
KOj BpIIIM KOHBEPTHPAE HA ITUTO3WH BO ypalliI (METHIIMPAHUTE IIUTO3WHH HE C€ KOHBEPTHPAAT).
CekBEeHIIMOHUPakETO Ha TpeTupaHata DNA 0BO3MOKyBa TUCTUHKIIM]A TIOMEl'y METUIIMPAHUTE U
HeMeTwInpaHuTe nuTo3uHu. Co mprMeHa Ha OBaa TEXHMKA € MOTBpAEHO Jaeka 20% o reHoMOT
Ha Arabidopsis € BO MeTwnupaHa cocToj0a M crerneHOT Ha DNA-meTunanuja 3aBUCH O]
rojJieMUHaTa Ha T€HOMOT W COJAp)KMHATa Ha PENETHTUBHU cekBeHIW. Hajronmema ¢pakumja Ha
meTtunupana DNA e koHcTaTHpaHa BO paMKUTE Ha TPAHCIIO30HU M APYTH PENIETUTUBHU CEKBEHIIH.
Metunanujata Ha DNA mMa BakHa yJora BO CTUBHYBam€ Ha aKTUBHOCTA Ha TPAHCIIO30HHUTE,
OuJejku MyTaHTH KOM HE IOoceayBaaT aKkTUBHOCT Ha METWJIAllMja ce KapaKTepu3upaar co
TPAHCKPUIIIIMCKA aKTHBanWja Ha TpaHcmo3oHH. Edexkror Ha DNA-mermianuja Bp3 TeHCKarta
eKCIpecHja 3aBHCU OJ] JIoOKalMjaTa Ha MeTHIMpaHuTe IuTo3uHH. Ilpuroa, merunanujata Ha
MIPOMOTOPOT C€ TIOBpP3yBa CO HamajeHa TPAaHCKPHUIIHMja, JOACKAa IaK, METHIAIHjara BO
KOJMPAYKHUOT PETHOH Ha F€HOT € BO KOpeJalKja co BUCOK CTEIEH Ha eKCIIpecHja.
[ToctTpancnamuckata Moau¢uKanyja Ha XHCTOHHUTE omndaka MeTWanWja, amneTwiandja |
dochopunanuja (Ca. 2.24). AneTHiianMjaTa Ha XMCTOHUTE CE OBHBA O[] JIS]CTBO HA EH3UMUTE
xucToH aneTuna tpancdepasu (HAT), kou Bpiiar Tpancdep Ha aneTwiHa rpymna o anetuia CoA
Ha €-aMUHO Ipynara oj pa3IMyHU OCTAaTOLM Ha JU3uH Ha xuctonure H3 u H4. Auermnupanute
XHCTOHHU ja pEryJMpaar TPAHCKPHUIIIHMjaTa NMPeKy MHTEPaKIWja CO Pa3IUYHU TPAHCKPUIIHCKH
(hakTOpu M XpOMATHUH PEMOACIUPAYKHA KOMIUICKCH KOM COApKaT OpoMoaomMeH (MotuB on 110
aMUHOKHCENIMHU). AIleTWIAllMjaTa Ha XUCTOHHUTE AaKTUBUpAa CEKCIpecHja Ha TeHU TPeKy
penayuupame Ha KoHIeH3ajata Ha xpomaTiuHoT (Ci. 2.26). Cenak, aneTuianyjata Ha XuCTOHUTE
€ peBep3uOMIICH MPOIIEeC KOj C€ OJBUBA MO/ J€jCTBO HAa eH3UMUTE XHCTOH aeanerusiazu (HDAC).

Heauenmnpauu Aueru:ﬂ[paml
XHCTOHH XHCTOHH

Cauka 2.26 XucroHHTe MOXaT Oa ce MoAuduIupaaT MO
JIejCTBO HA CH3UMHTE alleTUITpaHchepasu U JealeTuiasu, Kou
BJIMjaaT Bp3 CTENEHOT Ha KOHJCH3alMja Ha XPOMATHHOT.
XUCTOHUTE OJi HYKJICO30MOT C€ MOAM(HIMpAAT Ha AMHHO-
KpajoT MOJ JICjCTBO Ha aneTuATpaHchepasu. AleTHiaHaTa rpymna
Ha XHCTOHOT (Qopmupa crepudyHa Oapuepa 3a OKOIHHUTE
CTPYKTYPH M Ha TaKOB HA4WH ce (opMHpa JIOKAJEH PETHOH Ha
JieKoHIeH3anuja. JlekoHIeH3aljara Ha XxpOMaTHHOT MOKeE J1a ja
OJIECHH JIOCTAllHOCTA Ha TPAHCKPUIIUCKHUTE (HaKTOpu 3a
OKOJIHATA CEKBEeHIAa. EH3UMHUTE XUCTOH JICaleTUIIa3d BpLIAT
OTCTpaHyBalbe HA ALCTUIIHUTE IPYNH U MOBTOPHO ce GopMupa
[BpCTAa HHTEPaKIHja TOMely aMHHO-KPajoT Ha XHCTOHUTE W
DNA-monekynure (Buchanan u cop., 2015).

CoseHoun

100



MeTuiianmjaTa Ha XUCTOHUTE TOMUHAHTHO C€ OJIBMBA Ha JIM3UHCKUTE OCTATOILM OJf XUCTOHHUTE
H3 u H4 mox nejctBo Ha eH3mmutTe XMcTOH MeTwis Tpancgep3u (HMT), xou kopucrar S-
aJICHO3UJI METHOHUH KaKo JOHOP Ha METUJIHH TPYNH. 3a pa3iuka OJ aleThuiIalnja Ha XUCTOHUTE
KaJie ce BPIIM aIullija Ha eQMHUYHH alleTUIIHU TPYIIH, METHJIalHjaTa Ha XUCTOHUTE MOXKE J1a Ce
OJIBUBAa CO aJullfja Ha MOHO-, AW- WIA TpU METHIHU rpynu. Edextute Ha MeTrunanuja Ha
XHCTOHUTE BP3 T€HCKATa EKCIPECHja 3aBHCAT OJ] aMUHOKHCEITMHCKUTE OCTATOIN BO XUCTOHCKUTE
MPOJOHKETOIM. BO TOj KOHTEKCT, MeTUialjaTa Ha OJpe/IeHH aMUHOKUCEIMHCKH OCTaTOLHU ja
3rojieMyBaaT eKCIIpecHjaTa Ha TeHHTe, JOJeKa IaK, MeTHJIalrjaTa Ha IPYT aMHHOKUCEITMHA UMa
cnpoTuBeH edekT. Taka Ha mp., TpU-MeTUIanyjaTa Ha Tu3uH 27 o4 xuctoHoT H3 mon aejcTBo Ha
cnenuduyueH mporenHcku KoMmiuieke (polycomb repressive complex 2-PRC2) npenusBukyBa
penpecuja Ha reHute. O qpyra cTpaHa nak, Tpu-MeTUiIalnjaTa Ha Tu3uH 4 o1l XucToHoT H3 mpeky
trithorax rpyma Ha mnporemHm (trxG) ce cmporuBcTaByBa Ha akTuBHOcTa Ha PRC2 u
Mpelr3BUKyBa aKTHBUpamke Ha reHuTe. VcTo Taka, CTENEHOT Ha MeTHiIaluja Ha
AMUHOKHCEITMHCKUATE OCTATOIM O] XMCTOHUTE MMa 3HAYajHO BIIMjaHUE BP3 TCHCKATa CKCIIPECH]a.
Taka Ha mp., IU-MeTHIaNMjaTa Ha TU3uH 9 ox xuctoHoT H3 uma penpecuBeH edexT, qoeka nax,
TpHU-METHJIAIMjaTa Ha UCTaTa AMUHOKHCEIMHA IPEAN3BUKYBa aKTUBHA TPAHCKPUTIIIHja HA TCHH.

2.5.3 Enurenerckure MexaHM3MH ce 0a3MpaarT Ha MHTEPaKIHja €O TPAHCKPHIIHUCKHTE
(axTopn

[To3HaTO € Jeka pa3MYHHU EMUTEHETCKM MPOMEHH MOXKaT Ja MMaaT CIPOTHBHU €(pEeKTH Bp3
TpPaHCKpHIIIIMjaTa Ha reHuTe. Mcro Taka, pa3nuyHM ENUTeHETCKH NMPOMEHH CE OJIBUBAaT CO
MOCPEACTBO Ha CICIHMjaTM3UPAaHU TPOTEHHHU, KOM MOXKAT Ja ja aKTHBHpaaT WM MHXHOHMpaat
eKCIpecHjaTa Ha TeHUTE MPEeKy MOAN(HUIMpame Ha XpOMaTHHCKaTa cTpykrypa. OBoj mporiec Ha
eNMTeHETCKH TPOMEHH € OCHOBAa 3a IOCTABYBAIC HA XHMIOTE3aTa HA XHCTOHCKH KO MU
enureHeTckn koj. I[locroemero Ha rojgeM Opoj EMUTEHETCKH MPOMEHH OBO3MOXKYBa JOOUBAHE
Ha HeorpaHn4eH Opoj Ha KOMOWHaIWU BO TeHOMOT. Cemnak, OJpeaeH! MOJEIN Ha CIUTCHETCKU
IIPOMEHU KOM IPEOBIIayBaaT BO TEHOMOT C€ I03HATH KaKO eNUreHeTcKu coctojon (Cia. 2.27).

JocTanen
AKTHBEH
XpPOMATHH

Y Hepocranen
KOH/IeH3HPaH
XpoMaTHH

DNA
_ (1BOEH XeJHKC)

YoRpoa

Cauxa 2.27 Cocrojoa Ha xpomaTuH. Crenu(MYHNA CMUTCHETCKH MPOMEHH BO T'€HOMCKHOT PETHOH MOXKAaT Ja
MpeIU3BUKaaT KOHJCH3AIM]ja Ha XPOMATHHOT WM pellakcupaHa KoH(urypanuja Ha xpomatuH. OBHE MPOMEHH BO
CTPYKTyparTa Ha XpOMAaTHHOT ja CIpevyBaar Wid OJCCHyBaaT TpaHCKpuIujata Ha rerute (Buchanan u cop., 2015).
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[TocTojar rosnem O6poj Ha MOJATOIHM 32 MOBP3aHOCTA HA EMUTCHETCKUTE MEXaHH3MHU CO aKTHBHOCTA
Ha TpaHCKpUIIMCcKUTe (pakropu. McTpakyBamara MoKaxxyBaar Jieka EH3UMHUTE KOU y4eCTBYBaaT
BO MHIYKIMja WM OpHUIICHE HAa ENUTCHETCKUTE MPOMEHH (TIp. aleTHiIa3H M JAealleTUNIa3u) T
KOpUCTAaT HH(OPMAIIMHUTE O]l TPAHCKPHUITIUCKUTE (HAaKTOPH 32 MOTU(HUKAIja HA XPOMATHUHCKATA
cTpykTypa. Ha MonexynapHO HMBO € TOTBPAEHO JeKa €H3UMHTE 3a MO (UKaIHja Ha XPOMaTHHOT
BpILAT TapreTHpame HAa TEHCKUTE CEKBEHIM MPEKy AMPEKTHA WIM WHAWPEKTHA WHTEpaKIja co
TpaHckpunuuckute (akropu. KapakrepuctniueH npumep 3a MHIMPEKTEH MEXaHW3aM BKIIydyBa
TpaHcKpunuucku kopenpecopu (Cia. 2.28). OBue mnporenHu ce Bp3yBaaT 3a OJApEACHU
TPAaHCKPUIIUCKU (HAaKTOPHU U MOOMIIM3UpPAAT XUCTOH JIealleTHIa3H 32 TeHCKUTE IPOMOTOPH, IIPH
IMOTO HACTaHyBa OTCTpaHyBaAlkb€ Ha AUCTUWIIHUTEC TPYIU O XUCTOHUTC ©W TIPOMCHH BO
XpOMaTHHCKaTa CTPYKTYpa.

OcHoOBHa cocTojoa

MeTHIADH]A Cauka 2.28 MexaHu3aM Ha [IejCTBO Ha

JH3K4 TPAHCKPHUIILUCKU Kopempecop. BpsyBamero Ha
KOPETPECOPOT 32 KOMIUIEKCOT Ha TPAHCKPHUITLIUCKH
(haxkTOpH TpeAN3BUKYBa MOOMIIN3HPAHE HA XUCTOH
neanermnaza (HDAC) 3a mpoMOTOpOT Ha HETHHOT
red. [Toroa, HDAC xaTtanu3upa oTcTpaHyBame Ha
alleTWJIHA TPynu OJ chenu(UYHH TO3ULUU Ha

¥ ) xuctoHoT H3. OBaa mpomeHa BO XpOMaTHHCKATa
HeaKkTHBeH KOMILTEKC HAa

: ; CTPYKTYpa ja HWHAKTUBHpA TPAHCKPHIIIMjATA
H
TPARCKPRENACKN $axtops (Buchanan u cop., 2015).

2.5.4 EnuresHerckure MeXaHU3MM I'0 KOHTPOJIMPAAT PACcTOT M PAa3BUTOKOT HA pacTeHUjaTa

Enurenerckure MexaHW3MH KOHTpOJMpaaT rojemM Opoj Ha MpoLecH KOM C€ IOBP3aHU CO
Pa3BUTOKOT Ha pacTeHujaTa. KapakTepucTHdeH mpuMep 3a eMUreHeTCKH MEeXaHW3aM KOj BIHjac
Bp3 Pa3BUTOKOT HA PAacTCHHjaTa € peryjalyjara Ha BPEMETO Ha IBeTame Kaj Arabidopsis. Kaj
3UMCKHUTE €IHOTOJIUIIHU pacTeHHja (pacTeHHja KOU 'pTaT BO €CEH, IO NMPEKUBYBAAT 3UMCKHOT
nepuo M iBetaar Bo npoiet), reHoT FLOWERING LOCUS C (FLC) ja uHxuOupa nHUIMjanjaTa
Ha IBeTameTo. MHXuOMIMjaTa Ha IBETAHETO CE OTCTPAaHyBa 3a BPEME Ha 3UMCKHOT IEPHO],
OuejKu pacTeHHjaTa ce €KCIIOHUPAHW Ha MPOJIOHTHUPaH MEPHOJI CO HUCKA TEMIIepaTypa MpPeKy
IPOIIECOT O3HAYEH KaKo BepHaau3anuja. OCHOBHHOT MOJIEKYJApeH MeEXaHH3aM 3aBUCH O]
akTUBHOCTA Ha polycomb penpecuBen komiuieke 2 (PRC2), koj ro penpecupa FLC-reHOT npeKy
Tpu-MeTuiIanuja Ha au3uH 27 ox xucroHor H3. Otkako ke ce uckiy4u ekcnpecujata Ha FLC-
Te€HOT, CUTHAJIUTE O]l JKMBOTHAaTa cpeawHa ((GoTomepuosa) OBO3MOKYBaaT WHHIIMjaIlja Ha
I[BETAHETO.

Hcro Taka, polycomb rpynata (PcG) Ha nmpoTenHu ce BKIYYEHH BO perpecHja Ha pa3BUTOKOT HA
pacTeHujata MpeKy aKTUBHOCTA Bp3 T'€HUTE 3a Pa3BUTOK Ha ceme U eMOpuoH. ['ybemeTo Ha
akTuBHOCTa Ha PcG npeaun3BrKyBa HamMallyBambe Ha €KCIpecHjaTa Ha OBUE FeHU BO BETETATUBHUTE
TKHBa Ha pacTeHHWjaTa, IITO MOXE Ja WHAyLNHpa coMaTcka emOpuoreHe3a (popmupame Ha
€MOPHOHOT OJ1 COMAaTCKH KJIETKU 0€3 OTuIoayBame). [[pyr npumep 3a BiiMjaHHE HA ETUTCHETCKUTE
MEXaHH3MHU BO KOHTpOJIaTa Ha pPAacTOT Ha pacTeHWjaTa € yjorata Ha DNA-Merunamnuja BO
(eHOMEHOT MO3HAT KaKo reHOMCKHM MMNPHUHTHUHI. OBOj TEpMHMH NpeTCTaByBa HEBOOOMYAEH
HAYMH Ha HACJIeyBame, OMIeJKH aKTUBHOCTA Ha aJeluTe 3aBUCH O] TOA JAIH Ce MPEHECEHU BO
MOTOMCTBOTO OJI PAacTEHHUETO MajKa WM TaTKO. BCymIHOCT, MMOPUHTUHTOT ce Oazupa Ha
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Pa3IMKUTE BO MOJICITUTE HAa METWIIAIIM]a Ha IIMTO3WHOT TOMETy TEHOMHTE Ha TATKOTO WJIM MajKaTa,
KOM HAacTaHyBaaT Mo AejcTBO Ha eH3uMOT DNA-nemermnupauka riaukoswnaza (DEMETER).
OBoj eH3UM MPUMAPHO CE EKCIPEecHpa BO KEHCKHOT raMeTO(HUT 1 Ha TAaKOB HAYMH CE PeIyIrpa
CTETEHOT Ha METWJIallMja BO TEHOMOT Ha MajKaTa.

METI1-myTanT

Cauka 2.29 Biujanue Ha aktuBHOcTa Ha DNA-MeTunTpancdepasa Bp3 pasBUTOKOT Ha pacteHuja (Buchanan u cop.,
2015). Komnapauuja sa dpenotunosu Ha aus tuan (A-B) u myrantha munnja MET1 (I-") on Arabidopsis thaliana.
I'ybemero Ha onepatuBHOcTa Ha reHoT MET1 3a MeTmianyja Ha IUTO3MH € MOBP3aHO CO abHOpMaseH (PEHOTHII 3a
BpEMe Ha Pa3BUTOKOT Ha BereraruBHuTe opranu (A, I'), nserosure (b, /) u cousernjara (B, I).

Hcro Taka, DNA-mMeTrianujaTa MoXe J1a ©Ma TUPEKTeH e(eKT BpP3 Pa3BUTOKOT HA pacTEeHHUjaTa.
Taxka Ha Tip., HapylIyBameTo Ha aktTuBHOcTa HAa MET 1 nmpean3BukyBa peaynurpaHa MeTHIAIM]a BO
TeHOMOT, TPHU MTO c€ JoOWBa ()EHOTHII CO JIOIHO IBETAalke, KaKO U aOHOPMAJICH Pa3BUTOK Ha
n3nanonu u nserosu (Ci. 2.29).
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