OEJEPAJIBHOE 'OCYJAPCTBEHHOE BIOJIPKETHOE
OBPA30OBATEJIbHOE YUYPEXJIEHUE
BBICIIETI'O OBPA3OBAHUMA
“BOPOHEXCKHNH I'OCYJAPCTBEHHbBI YHUBEPCUTET”
(®T'BOY BO «BI'Y»)

Ha mpaBax pykonucu

OE/IOPMH
Jmutpun HukonaeBuu

buoxumMunyeckue u MOJIEKYJISIPHbIE MEXAHU3MBbI
(UTOXPOM-3aBUCUMOM CBETOBOM PEryJISAIIUU

(G yHKIIMOHUPOBAHUS ()EPMEHTOB
MeTa00JIM3Ma JIU- U TPUKAPOOHOBBIX KUCIOT B PACTCHUSIX

1.5.21 — ®usznonorusa u OMOXUMUS PaCTEHUN

Juccepraiys Ha COUCKaHUE YUYCHOU CTETICHU

JIOKTOpa OMOJIOTMYECKUX HAayK

HayuHbIii KOHCYJIBTaHT
Enpunues Anexcanap TpopumoBuy

Boponex — 2023



2
COJEP)KAHUE

BBenenmne

['JTABA 1. O630p nuTepaTypbl

1.1 depmenTsl MeTaboau3Ma U- U TPUKAPOOHOBBIX KHCIOT

1.1.1 CtpoeHue CyKIMHATACTHIPOTCHA3BI

1.1.1.1 MonekynsipHble acCIEKThl PYHKIIMOHUPOBAHUS CYKIIMHATAECTUAPOT€HA3bI
1.1.2 CtpykTypa u peryiasuusi [UTpaTCUHTAa3bl

1.1.2.1 ®opMbl ITUTPaTCUHTA3BI U X (QYHKIIMOHAJIBHAS POJTh

1.1.2.2 MonekynspHas OUOJIOTHS IUTPATCUHTA3BI

1.1.3 O0mas xapakTepucTUKa aKOHUTA3HON CUCTEMBI

1.1.3.1 Perynsnus akOHATATIHIPATA3bI

1.1.3.2 I'enetnueckas JeTEpPMHUHAIMS aKOHUTA3bI

1.2 Ponb doTopenenTopoB ¢ CBETOBOM peryssiiuu MeTabon3Ma pacTeHUu
1.2.1 Obmas xapakTepucTuka pUTOXpomMoB

1.2.2 BuyTpusepHble TPAaHCKPUIILIMOHHBIE (PAKTOPHI

1.2.3 Ponp KaTHOHOB KaJblIMs B peanu3aluud (UTOXPOMHOTO CHUTHalIA B

PaCTUTENBLHOM KIIETKE

1.2.4 Ctpyktypa 1 pyHKIIMOHATIBHAS POJIbh KATBMOYJINHA

1.3 DnureneTnyeckrue MEXaHU3MbI PETYISAIUN PYHKIIMOHUPOBAHUS (PEPMEHTOB
1.3.1 Ponb MeTuIMpOBaHUs B OpraHU3alliyd FreHOMa

1.3.2 MetunupoBanue octatkoB ageHuHa B JIHK pactenmii

1.3.3 ®epmenTsl, ocymecTBisromue Mmetuaupoanue JJTHK

1.3.4 MeTtunupoBaHue MPOMOTOPOB, KaK MEXAHU3M PEryJISLUU SKCIIPECCUH F€HOB

14

14

14

20

24

31

35

38

44

46

48

48

52

54

58

71

71

74

77

78



3

['JTABA 2. Marepuaiibl 1 METOABI UCCIIEIOBAHUS

2.1 O0ObeKT ncciieqoBaHus

2.2 MeTtoan!l ucciieOBaHUA

2.2.1 Co3nanue pa3HbBIX YCIOBUN CBETOBOTO PEeKUMA

2.2.2 OnpeneneHue akTUBHOCTH CYKIIMHATIETUIPOTE€HA3BI
2.2.3 OnpeneneHre akTUBHOCTU LIUTPATCUHTA3BI

2.2.4 OnpeneneHne aKTUBHOCTH aKOHUTATTUIPATA3bI

2.2.5. OnpeneneHue KoJmuecTBa Oenka

2.2.6 Beinenenue sijep

2.2.7 Onpenenenre KOHIEHTpaluy KaTuoHoB Ca?!

2.2.8 Omnpenenenue NepeKpecTHOTo 3arpsi3HeHus ppakuuit
2.2.9 DnexTpodopeTHIecKoe NCCIIeT0BAaHNE CYKITMHATACTHAPOTCHA3BI
2.2.10 OuncTKa CyKIMHATICTUAPOTEeHA3BI

2.2.11 OuncTka MUTPATCHHTA3bI

2.2.12 OuyncTKa aKOHUTA3BI

2.2.13 UccnenoBanue peryasiTOPHBIX CBOMCTB (PEPMEHTOB
2.2.14 Brigenenune PHK

2.2.15 Ananutudeckuit a5eKTpodope3 HyKIEHHOBBIX KUCIOT
2.2.16 OOpaTHas TpaHCKPUIILUS

2.2.17 Tlonumepa3zHasi 1IenHas Peakiys B peaTbHOM BPEMEHHU

2.2.18 Beinenenue JIHK u o6paboTka 6ucynbhutom

79

79

79

79

80

80

80

81

81

81

82

82

82

83

84

84

85

85

85

87

88

2.2.19 Amnanu3 npoMOTOpPOB TE€HOB HCCIEAYyeMbIX HU30(pepMeHTOB U moadop 88

npaiiMepoB ais Mmetuiacnenuduyunoi TP



4

2.2.20 Metuncnenuduueckast HoJuMepasHasi IeTHas PeaKus

2.2.21 Pacyer creneHHM METWJIMPOBAHUS MPOMOTOPOB TE€HOB HCCIIETYyEMBIX

n30(epMEHTOB
2.2.22 Cratuctudeckasi o0paboTKa JaHHBIX
['JTABA 3. Pe3ynbpTaThl 1 UX 00CYXKIEHHE

3.1 Ouncrka n30()epMEHTOB CYKIMHATIACTHIPOTEHA3bl, aKOHUTATTUIAPATA3Bl H

UTPATCUHTA3bI U3 KYKYPY3bl
3.1.1 Ounctka n30hepMEHTOB CYKIIMHATIETUIPOTEHA3bI U3 JINCTHEB KYKYPY3bl
3.1.2 OnpeneneHue GU3NKO-XUMHUYECKUX XapaKTEPUCTUK CYKIIMHATIETHIPOTEHA3HI

3.1.3 Onmnpenenenre BeIWYUHBI KOHCTAaHThI Muxasnuca ansi U30(epMEHTOB

CYKIIUHATIETUIPOTECHA3BI

3.1.4 Onpenenenue pH-ontumyma A n30epMEHTOB CYKIIMHATACTUIPOTCHA3BI
3.1.5 Bnusinue mManoHaTa Ha aKTUBHOCTH H30()EPMEHTOB CYKIIMHATIACTUIPOTeHA3bI
3.2 OuyncTKa aKOHUTATIUAPATA3bl U3 KYKYPY3bl

3.2.1 HWccnenoBaHue TOMOIN€HHOCTM U  cHneuu(pUYecKol  aKTUBHOCTH

AKOHUTATTUAPATA3BI U3 KYKYPY3bl

3.2.2 Perynsiuusa akTUBHOCTH aKOHUTATTUIPATa3bl OPraHUYECKUMU KUCIOTaMU
3.3 OuncTKa HIUTPATCUHTA3bI U3 KYKYPY3bl

3.4 CBeroBas peryJsius 3KCIpeccur reHOB UCCIelyeMbIX U30()epMEHTOB

3.4.1 DOxcmpeccuss T€HOB CYKUMHATACTHMAPOr€Ha3bl B JIUCThSIX KYKypy3bl B

YCIIOBHAX PpAa3JIMIHOI0 CBETOBOI'0O PCIKNMaA

3.4.2 VccnenoBaHWe SKCIPECCUU T'€HOB CYKLUMHATIAETHIPOT€Ha3bl B JIUCTBIX

Arabidopsis thaliana nukoro Tumna u neUIHUTHBIX 10 reHaM guroxpoma A u B

3.4.3 Dxkcnpeccrs T€HOB aKOHUTA3bl B JIUCTHSIX KYKYPY3bl B YCIOBUSIX Pa3IMYHOTO

88

89

89

90

90

90

94

95

96

98

100

102

102

103

106

108

111

117



CBCTOBOT'O pCXKHUMa

3.4.4 Dxchopeccusi T€HOB LMTPATCHUHTa3bl B JIUCTBSX KYKYpy3bl B YCIOBHSX

PA3JIMYHOrO CBETOBOT'O PEKUMa
3.5 TpaHCcayKIus CBETOBOTO CUTHAJIA

3.5.1 Ponb KaTHOHOB KaJlblIUs B TPAHCAYKUUU (OTOPEIENTOPHOTO CUTHANA K

KIIETKE
3.5.2 Dkenpeccust paktopoB PIF B ycrnoBusx pa3HOro CBETOBOTO pexnMa

3.5.3 Ponb KaapMOYJIMHOB B TPAHCAYKIIMU (DOTOPEIENTOPHOTO CUTHAJIA B KIIETKaX
KYKYpY3bl
3.6 DnureHeTUYECKUE MEXaHU3MbI PEryJISIUU T€HOB UCCIIENYEMBIX U30()epPMEHTOB

3.6.1 AHamu3 MPOMOTOPOB TEHOB CYKIIMHATACTHUAPOTCHA3bI, IUTPATCHHTA3BI H

AKOHUTATTUApaTa3bl

3.6.2 AmnHamu3 cTereHu MCTHJIIMPOBAHUA IIPOMOTOPOB TICHOB HCCIICAYCMBIX

130(hepMEHTOB B Pa3IMYHBIX CBETOBBIX PEKUMAaX
JaKiIruYeHue

Cnucok mreparypsl

119

122

122

128

142

150

150

163

172

180



6
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@k — HeakTHBHas popMa puToXpoma

@k — akTuBHAA hopma puTOXpoma
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BBEJIEHUE

AKTYaJIbHOCTH NP00JIeMBI.

AHanM3 JUTEpaTyphl CBUACTEILCTBYET O MPOTUBOPEUYUBOCTH JIAHHBIX O
(GYHKIIMOHMPOBAHUU  OKHCIUTEIBHOTO METa0oJM3Ma B PACTEHHSIX B  YCIOBUSX
ocBemenus (Mawmymuna, 3yOkoBa, 1995). BiusHue cBeta Ha CKOPOCTh ABIXaTENbHOTO
MeTaboIM3Ma pPACTCHHWM SBJISICTCS YCTAHOBJICHHBIM (DaKTOM, 4YTO TIOKA3aHO IS
HEKOTOPBIX (DEPMEHTATUBHBIX CHUCTEM, TaKUX KaK CyKUuHataeruaporeHaza, HAJIH-
neruaporenasa, HAJ[-dbochormunepansaerun aeruaporenasa (Escobar et al.,, 2004,
JIrooumoB, Kpecnasckuii, 2017, Igamberdiev et al., 2014, JlrobumoB u dp., 2020). [Ipu
3TOM, pabOT, TOCBSIIIICHHBIX BBISCHCHHIO OMOXMMHYECKUX U MOJICKYJIIPHBIX MEXaHU3MOB
PETYISITOPHOTO JCHCTBUS CBETA HA aKTUBHOCTH JIBIXaTEIbHBIX (PEPMEHTOB MPAKTUICCKU
HET.

CeerozaBucumblii  xapaktep  (GynkuuonupoBanus IL[TK wu  ¢depmenTos
MeTabonu3Ma au- U TPUKApPOOHOBBIX KHCIOT MOXET OBbITh OOYCIOBIIEH HAIUYUEM
(bOTOPEENTOPHBIX CHCTEM KJIETKHA, B YaCTHOCTH (UTOXPOMOB U KPHIITOXPOMOB,
OCYIICCTBIISIFOIIMX PETYJISAIHNIO HA YPOBHE KOHTPOJIS dKCTIpeccuu reHoB-mumeHei (Galon
et al., 2010). Panee ObUTO YCTaHOBJCHO, 4TO (UTOXPOMHAs CHCTeMa OOecrednBaeT
PETYNSIIINI0  aKTUBHOCTH (EPMEHTOB JbIXaHUS pacTeHuil, Takux kak HAJIH-
JeruaporeHassl, cykiHataeruaporenassl (Escobar et al., 2004, Eprintsev et al., 2013,
Igamberdiev et al., 2014). B peanuzanuu MexanuzMa (GpUTOXpPOM-3aBHCUMOMN PETYIISAIIUH
dbepMEeHTOB MOTYT IPUHUMATH Y4acTHE Pa3InYHbIe BTOPUUHBIE MECCEHIKEPHI, TAKUE KaK
nonsl Ca?*, muanunriaunepon, TAM® (Bonorosckuii, 1998, Wu et al., 1996, Kreslavski
et al., 2012; BotiniexoBckas, 2019). CBoe aeiicTBHEe PUTOXPOM MOXKET MPOSBIATH MyTeM
U3MCHCHHS COCTOSHUS KJICTOYHBIX MEMOpaH, B TOM YHCJIC U MHUTOXOHJPHAIBHOMW, WU
BO3JICHCTBMEM HAa TCHETHMYCCKMM amnmapar KJICTKH IOCPEICTBOM  Pa3IMYHBIX
TPAHCKPHUIIIMOHHBIX (PaKTOPOB PETYIHPYs MHTEHCHUBHOCThH dKcmpeccuu reHoB (Galvao
and Fankhauser, 2015, Oh, 2017, Ushijima et al., 2017, Legris et al., 2019). Baxuyto
POJIb B PETYJISAIMH SKCIPECCUU TEHOB TaKXKE MrpacT KpUnroxpomHas cucrema (Wang et

al., 2001, Zuo et al., 2011). CBoe neiicTBHE KPUITOXPOM, TaK ke, Kak U (UTOXPOM,
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peaiu3yeT 3a CYET CICIHUATU3UPOBAHHBIX CEMEWCTB (PAKTOPOB TPAHCKPHUIIIIUUA THUTIA
COPI1 u HYS (Zhang et al., Yang et al., 2001). B cBsi3u ¢ 3TUM 3HAYUTEIBHBIN HHTEPEC
BBI3BIBAIOT UCCIe0BaHuUs TPAHCIYKIUU (dboTopenenTopHOro CUTHaJa
TPaHCKPUIIIIMOHHBIMU (akTopamMu cemeiictBa PIF, mokanuzoBanasiMu B siape, 1 COP1,
KOTOpPBI Ha CBETY BBIXOJUT B LUTOIUIA3MYy. 3HAUUTEIBbHYIO pPOJIb B JIaHHOM IIPOLIECCE
MOTYT WrpaTh cheuu(pUuYecKre CaWThl CBA3BIBAHUS TPAHCKPUIIIUMOHHOTO (akTtopa ¢
MPOMOTOPHOM 00JacThi0 TreHa-MuIlleHH, B 4actHoctd ¢ G- u  E-ydactkamu,
obycnaBnuBaroinye ypoBenb ux tpanckpuniuu (Ezer et al., 2017, Seitz et al., 2010).

B nocneanee Bpemsi 00Jibllioe BHUMAaHUE YIEISIETCS MOJICKYJISIPHBIM MEXaHU3MaM
PETryIsIIUA SKCIPECCHU TEHOB, B YACTHOCTH ATO OTHOCUTCS K SIUTCHETUYECKOMY
MeXaHU3My, 00yCIOBIEHHOMY U3MeHeHneM MeTuibHoro craryca JJHK. Ocobyro pois B
AMUTCHETUYECKOM KOHTpOJE padoThl TEeHOB (EPMEHTOB, B TOM YHCJIE HH3UMOB
OKHUCJIUTETLHOTO METa0OJU3Ma, UTPAeT U3MEHEHHE METHIILHOTO CTaTyca MPOMOTOPHBIX
oOnacteit renoB (Bartels et al., 2018, Suzuki, Bird, 2008).

WccnenoBanuss MOJEIBHOTO pacTUTENbHOTO oObekTa Arabidopsis thaliana
MOKa3aJi, 4TO OOJBIIMHCTBO T'€HOB METHJIMPOBAHBI WM B CBOMX IMPOMOTOpAaX, WM B
TPAHCKPUOUPYEMBIX 00JAaCTSIX, M YTO CTENEeHb METHJIMPOBAHHS TE€HOB 3HAYUTEIHHO
KOPpEIUPYET ¢ UX ypoBHeM TpaHckpumiuu (Shawn et al., 2011).

Pacnpenenenue CG-AUHYKICOTHIOB B TE€HOME HE OJHOPOIHO, OCOOEHHO B
PEeryJIATOPHBIX Y4acTKaxX T€HOB, M BYKHO JJIsI HOPMAJIbHOTO (PYHKIIMOHUPOBAHUS KICTKHU.
B pamkax mpoMoOTOpHBIX 00JlacTeii TeHOB BO3MOXHO (opmupoBanue CpG-0CTPOBKOB,
U3MEHEHHE METUJIBHOTO CTaTyca KOTOPBIX SIBJSIETCS PETyIUPYIOIMUM (PaKkToOpoM
(Antequera, Bird, 1993). Ponp meTtwnupoBaHus, KaK MOIYJATOpa SKCIPECCHH TEHOB,
JISKUT B OCHOBE HAOMIOMArONICiics akTUBaIMu reHoB, umeronux CpG-ocTpoBOK B
npomotope. B mpomoropax, Hecomepxkammx  CpG-oCTpOBKOB,  CTPYKTypa
METWJIMPOBAHUST HOCUT TKAaHECTICM(PUUECKUI XapaKTep H OTPa)aeT COCTOSHUE
TPAaHCKPUIILIMOHHON aKTUBHOCTUM reHoB. Kak mnpaBuno, B Takoi curyanuun CG-
JTUHYKIJICOTU Bl HE METHJIMPOBAHBI B MPOMOTOPAX aKTHBHO IKCIPECCUPYIOLTUXCS TEHOB U

METHJIMPOBaHbI B POMOTOpaX Heakcnpeccupyromuxcs resos (Comb, Goodman, 1990).



9

Ha ceromnsmuuii 1eHp MPOBEICHO HE3HAUYUTEIBHOE KOJMYECTBO HCCIIEIOBAHUN
AIUT€HETUYECKON PEryJAlMM T€HOB Yy PacTeHUIl NMpPU U3MEHEHHUU CBETOBOIO PEXUMA.
Hanpumep, B perymauun ¢dotonepuona Arabidopsis HCHoab3yeTcss T'MCTOHOBAs
nemetunaza JMJDS nna nemerunupoBanusa H3K36, a u3sMeHeHuEe TPaHCKPUIIIIUU T'€HOB
Arabidopsis, OTBETCTBEHHBIX 3a (DOTONEPHOJI, PETYIHpYyeTcs MOAU(DHUKAIUEe THCTOHOB
(Malapeira et al., 2012, Song, Noh, 2012). HccnemoBanue rubpuma Arabidopsis
II0KAa3aJ10, 4TO NOBbIIIeHHOEe MeTunupoBanue /JJHK no Bcemy renomy MoKeT IpuBeCTH K
MOJIaBJICHUIO JIBYX I'eHOB, 0TBeTCTBEHHBIX 3a ¢oronepuos (CCAl u LHY), Tem cambim
u3MeHsis nupkaaabiii putMm (Shen et al., 2012). Dto oTkpeiTHE mpeanonaraet, 4ToO
metmnupoBanue JIHK Moxker Takke peryiupoBaTb HpPOLECCHl (POTONEPUOIUUHOCTH
pacTeHuid, OJHAKO JO HACTOALIEro BpemMeHHM ydactue wmerunupoBanus JIHK B
€XKEJIHEBHOM pEryysiiuy SKCIPECCUU TE€HOB M IHMPKAJHBIX 4Yacax pacTeHHil TpeOyeT
nononauTensHoro udyuenus (Liang et al., 2019).

Henbo pngaHHOM PpadoThl SABJSJIOCH HCCIEIOBaHWE OHMOXUMUYECKUX |
MOJIEKYJISIPHBIX MEXaHU3MOB (PUTOXPOM-3aBUCUMOI CBETOBOM PEryJsiUM aKTUBHOCTH
dbepMeHTOB MeTadoIu3Ma AU- U TPUKAPOOHOBBIX KUCIIOT U YPOBHS KCIPECCUU UX F€HOB
B PaCTEHUSX.

B cooTBeTcTBUM ¢ 3a1aHHOH 11€JIbIO OBUTH MTOCTABJICHBI CICIYIONINE 3a1aUM:

1. TloayyuTh B BBICOKOOUYMIIIEHHOM COCTOSIHUM THpernapaThl H30(EpMEHTOB
CYKIMHATAECTUAPOTreHa3bl, IUTPATCUHTA3bl U aKOHUTATTUAPATA3bl U3 JIMCTHEB KYKYpPY3bl
U ompeAenutb WX  (UBHKO-XUMUYECKHE, KHHETUYECKHE U  PEryJIsSTOPHBIE
XapaKTEPUCTUKH.

2. BbissBUTH  3aBHCHMOCTh  BEJIMYMHBI  (DEPMEHTATUBHON  aKTHMBHOCTHU
n30(hepMEHTOB UCCIEAYEMbIX SH3UMOB U YPOBHS TPAHCKPUIITOB MX I'€HOB B JUCTHSIX OT
CBETOBOTI'O pPEKUMa PaCTCHUM.

3. OmpenenuTb poib BHYTPUKICTOYHOTO TEPEPACHpPEeNCHUsI CBOOOTHBIX
KAaTHOHOB KaJbIUs B /Ipa JUCTHEB KYKYPY3bl B PA3JINUHBIX CBETOBBIX PEKUMAX.

4. VYCTaHOBUTHb pOJIb OTHEIBHBIX KAJIbMOJYJIMHOB BO BHYTPUKIETOUYHOM

TpaHCAYKUUU (POTOPEUENTOPHOTO CUTHajla B PACTUTENBHON KIIETKE.



10

5. OnpenenuTs 3aBUCUMOCTh YPOBHSI TPAHCKPUIITOB T€HOB (PUTOXPOM-3aBUCHUMBIX
¢dakropoB cemeiictBa PIF or Hanuuus akTUBHON M HEAKTUBHON (opM (PUTOXPOMOB A U
B B kneTke.

6. MHccraenoBaTb OCOOEHHOCTH CTPYKTYpHOW OpraHM3aldd [POMOTOPHBIX
oOnactell T'eHOB M3y4yaeMbIX (EPMEHTOB, OOECIEUMBAIOIIMX HX B3aUMOJAEUCTBUE C
TPaHCKPUIIIMOHHBIMHU (PaKTOPAMH.

7. W3yuuth xapaktep pacnpenencHus CG-IUHYKIEOTUIOB B HYKICOTHUIHOMN
HOCJIeI0BAaTEIbHOCTU NPOMOTOPOB T'€HOB HCCIENYEMbIX M30()EpMEHTOB M YCTAaHOBMTH
Hanmye CpG-OCTPOBKOB, Kak 3JIEMEHTOB, HEOOXOJUMBIX JJIsi SIUTCHETUYECKOMN
PEryJsiliMKi TPAaHCKPHUIIIUU T'€HOB.

8. OnpenenuTh U3MEHEHNE METHIIBHOTO cTatyca oTAelbHbIX CG-AMHYKIEOTHI0B
IPOMOTOPOB T'€HOB CYKIIMHATIETHAPOTre€Ha3bl, AKOHUTATTUAPATA3bl U LIUTPATCUHTA3bl Y
pacTeHuii B ycioBusix paznuuyHoro coueranust KC u JJIKC.

9. Pa3zpaboTarh MOj€Ib TPAHCAYKUUH (UTOXPOMHOIO CHUTHANA B PACTUTEIbHOMN
KIIETKE, OOBSACHSIOILYIO peryJsLuIo (GyHKIMOHUPOBAHUS n30(hepMEeHTOB
CYKIIMHATAETUAPOTr€HA3bl, AKOHUTATTUIPATA3bl U HUTPATCUHTA3HI.

Hay4yHnast HoBH3HA.

Pe3ynbraThl  MPOBEJEHHOTO  HUCCIEAOBAaHUS  PACHIMPSAIOT W yIIIYOJSIOT
COBPEMEHHbBIE TMPEJICTABIECHUS O MeEXaHU3Max peryiauud  (QyHKIMOHUPOBAHUS
dbepMeHTOB MeTaboau3Ma M- U TPUKAPOOHOBBIX KHUCIOT B PAaCTUTEIBHOW KIIETKE MPHU
aJlanTalyy K CTPECCOBBIM (haKTopaMm.

M3ydeH MexaHM3M  CBETOBOM  pEryasiiud  aKTUBHOCTH  HM30()epMEHTOB
CYKLMHATAETUAPOreHa3bl, LUTPATCUHTA3bl M AaKOHUTATIMApATa3bl M OKCIPECCUM HX
IeHOB IMOCPeACTBOM (UTOXpOMHOM cucTtembl. [lokazaHo wuHruOupyroiee aeiicTBue
aKTUBHOM (opmbl (puTOXpoMa A Ha MHUTOXOHJpHANIbHbIE M30(EPMEHTHI HUCCIEAYEMBIX
PH3UMOB. YCTAaHOBJIICHbl HM3MEHEHHS B padoTe TEHOB  IMTOIUIA3MAaTUYECKHX
U30(pEpPMEHTOB aKOHUTATIHIPATA3bl U IUTPATCHHTA3bl B 3aBUCUMOCTH OT BO3ACWUCTBUS
KpPacHOTO U JAJIbHETO KPACHOTO CBETa B Pa3IMYHOM COYETAHWU Ha PAaCTEHUSI KyKYpYy3bl.

VY CTaHOBIJIEHO, UYTO KJIIOYEBYIO POJIb B MEXaHU3ME PETYJSALUUA MPUHUMAET PUTOXPOM A,
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KOTOpBI akTHBUpPYeET TpaHckpuruio reHoB ACO2 u CSY2 B IMCThAX pacTeHUM, YTO
NPUBOAWT K YBEIMYEHHUIO aKTUBHOCTH HCCIenyeMbix wn3ohepmentoB. llpu stom
¢utoxpom B Takke mpuHMMAaeT ydYacTHE B JAaHHOM TIpoIlecceé B KadecTBe
BCIIOMOTaTEILHOTO (haKTOpa, 4TO 0COOCHHO XapakTepHo /sl TeHa SDH2-3. [Ipumenenue
crenupuYecKuXx HHrHOUTOPOB KAIBIIMEBOTO TPAHCIIOPTA MO3BOJIUIO YCTAHOBUTH CIIOCO0
BHYTPUKJIETOYHON  TPAaHCAYKIMKM  (UTOXPOMHOTO  CHTHajla,  0O0ECIEeYHBAOIIETO
pPEryJsiliii0 TeHOB-MUIeHeH. TpaHCHOyKIMs CBETOBOrO CHTHajia OT (oTopelentopa B
AIpO TMPOUCXOAUT Onarojaps KOHICHTPAIIMOHHBIM KOJIEOAHUSIM JIBYXBAJEHTHOTO
Kanplusi (BTOPUYHBIM BHYTPUKJIETOUYHBIM MECCEHIDKEP), a TakKe MOCPEICTBOM
KAIBMOAYJIMHOB 7 W 3. BaxHyl0 ponb BO BHYTPUSAIAEPHOM TPAaHCIYKIMHU
doTopenienTopHOrO curHana urpaet ¢puroxpom-3aBucumbiid (PIF3) TpaHnCkpunImoHHBII
(akTop, YTO yKa3bIBaeT HA OMOCPETOBAHHBIA CBETO-3aBHCHMBIM MEXaHHU3M PETYISLUN
T€HOB UCCJIeIyeMBIX N30()ePMEHTOB.

[TokazaHo, 4YTO BETWYHMHBI YpPOBHEH TPAHCKPUIIIMM TEHOB HCCIEIYEMbIX
uzopepmentos CHI, LIC u AI' 3aBHCAT OT METWIBbHOTO cTaryca otaenbHbix CG-
TUHYKJICOTHAOB HMX TPOMOTOpoB. llpm 3TOM, m7ii BCeX TEHOB CBETO-3aBUCHMBIX
n30(pepMeHTOB ycTtaHoBIeHO Hanuuue CpG-oCcTpoBKa B cOCcTaBe MPOMOTOpa. BrisBieHo,
YTO BBICOKUH METWJIBHBII CTaTyC MIPOMOTOPOB HCCIEAYEMBIX T'€HOB B YCIOBHSX
obmyuenust pacteHuit KC mpuBoaUT K MOAABICHUIO UX TPAHCKPUIIIIHH.

IIpakTHyeckass 3HAYUMOCTh. BEBISBICHHBIE  OCOOCHHOCTH  PETYISIIHU
DHEPreTUYEeCKOro MeTabonu3Ma pacTeHHi, OOYCIOBICHHOTO (PYHKIIMOHUPOBAHUEM
IbIXaHud ¥ (OTOCHMHTE3a B PACTUTENBHOW KJIETKe, MO3BOJSAIOT pa3paboTarh CHOCOOBI
KOHTPOJISl JIaHHBIX TIPOLIECCOB, OOECHEUMBAIOIIMX YBEIUYECHUE YPOXKAMHOCTH U
YCTOMYMBOCTh PACTEHUH TMPH BO3JICHCTBUHU CTPECCOBBIX (PaKTOPOB HA PacTECHHE.

MexaHu3Mbl (UTOXPOM-3aBUCHMOM PETYJSIIUN CKOPOCTH (DYHKIIMOHHPOBAHUS
n3opepMeHTOB  MeTabonm3mMa  AM- M TPUKApOOHOBBIX  KHUCIOT  MO3BOJISIOT
ONTUMH3UPOBATH YCIOBUS KYJIbTUBUPOBAHMS PACTCHHUI U MOBBICUTHh UX YPOKAWHOCTH 32

CUCT ONTUMH3ALNHN CIICKTPAJIBHBIX XapaKTCPUCTUK OCBCIICHU.
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['omorennple mpenapatbl CyKUMHATAETHIPOTeHAa3bl MOTYT OBITH HCIOJIB30BAHBI
st pereHepaunu @A/ ninn ®AJIH2 npu uccnenoBanuu Apyrux (pepMEeHTHBIX CUCTEM, B
aHAJINTUYECKUX H3MEPEHHUAX CYKLMHaTa B OMOJIOTMYeCKUX oOpasmax. M3odepMeHTbI
CYKLUMHATIETUAPOTE€HAa3bl, IUTPATCUHTA3bl U AKOHUTATIUAPATa3bl MOTYT IPUMEHATHCS B
KaueCTBE MCTOYHUKOB AHTUTEN JUIsl OLUEHKH KadyecTBa MHILEBOM MPOAYKIUU METOIOM
MMMYHO(EPMEHTHOr 0 aHaJIn3a Ha MPEAMET HaJIU4UsI OPraHUYECKUX KUCIIOT.

Matepuanel JUCCEPTALIMOHHON pa0dOThl MCHOJB3YIOTCA B Y4eOHOM Ipolecce Ha
MeINKO-OnosornueckoM (paxkynpreTe BOpOHEKCKOTO TOCylIapCTBEHHOTO YHHUBEpPCUTETA
IpU UYTEHUH JeKuuil no «dPusuonoruu pacreHuin», «buoxummum», B CIELKypcax
«/Ipixanue pacrennit», «dorocunres», «MeTabonM3M OpraHUYECKUX KUCIOT», a TAKKE
IIPU NPOBEJACHUU MTPAKTUKYMOB U BBIMOJIHEHUHN KYPCOBBIX U JUIJIOMHBIX padoT.

IHonoxkeHnnsi, BBIHOCMMbIEC HA 3ALLUTY.

1. Nzodepmentet CAI, HC u AI' umeroT 3HAUMTENbHBIE OTIWYHS B (UBHUKO-
XUMUYECKUX M HEKOTOPBIX KHWHETHMYECKUX U PEryJIATOPHBIX XapaKTEPUCTUKAX.
VYCcTaHOBIIEHHBIE Pa3/IMYUsl B CBOMCTBAX HCCIEAYEMBIX H30(DEPMEHTOB OTPAXKAIOT HX
(GYHKIMOHAJIBHYIO pOJIb B OpraHu3aluy MeTaldoyiu3Ma Au- U TPUKApOOHOBBIX KHUCIOT B
JUCTBAX pacTeHul npu uzmeHenuu cootnouenust KC x JIKC.

2. Ceeroperynsamnusi katanutudeckod aktuBHoctu CJI, LHC m AI' B 3eneHbIX
JUCThSIX KYKYypy3sl npu Bo3naeictBu Ha pactenuss KC u JIKC B pa3znuuHoM codeTaHuH
OCYIIECTBIISIETCSI aKTHUBHBIMH (opmamu ¢urtoxpoma A u ¢duroxpoma B, kotopbie
OPOSIBJISIIOT ~ MHTUOMpYyIolllee JICHCTBHE IO OTHOUIEHHI0O K MHUTOXOHJPHAIbHBIM
nzodepmertam. IlpoTuBomonokHBIM 3PGEKT HAOMIOJACTCA 10 OTHOIICHHIO K
BHEMHUTOXOHAPUAIBHBIM H30()epMEHTaM.

3. Tpancaykuusi GUTOXPOMHOIO CUTHaja B SIPO KIETKU OCYUIECTBIISIETCS MyTeM
nepepacrnpeieieHus] CBOOOJHBIX KATHUOHOB KaJbIUsl MEXIY KOMIIAPTMEHTaMHU KIIETKH,
YTO NPUBOJAMT K AKTHUBAIMKM KalbMOAYIMHOB 7 u 3. BsammopeiictBys ¢ Ca?CaM
3aBUCHUMOM KMHA30M KaJIbMOAYIuHbl 7 u 3 o0ecnedyMBalOT KOHTPOJb  3a
GYHKIMOHUpPOBAHUEM  TpaHCKpumnimoHHoro  ¢aktopa  PIF3,  perymupyromero

skcrpeccuto reHoB nzopepmentoB CAL, A" u LIC B 3eeHBIX TUCTBAX KYKYpPY3bl.
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4, H3menenne MeTUIbHOTO cTaryca oTaenbHbIXx CG-auHykineoTunioB B coctaBe CpG-
OCTPOBKOB IIPOMOTOPOB TI'€HOB, OOECIEUMBAET PETYISILMI0 UX (YHKUMOHUPOBAHUSA B
JUCTBSIX PACTEHHUM B YCIOBHUAX PA3IMYHOTO OCBELIECHUSA. BBICOKMI METHIBHBIA CTATYC
IIPOMOTOPOB TE€HOB CYKIMHATACTHAPOTreHa3bl, IUTPATCUHTA3bl U AKOHUTATTUIpaTa3bl
INPUBOAUT K IMOAABICHUIO HX TPAHCKPUIIUU, YTO MPEANOJaraeT >SMNUT€HETHUYECKUI
MEXaHU3M pPEryJaluu 3Kcrpeccuu (EepMEHTOB MeTaboin3Ma Au- U TPUKAPOOHOBBIX
kucnor. Hamnume CpG-oCcTpOBKOB B COCTaBE IMPOMOTOPOB TE€HOB  SIBISIETCS
HEOOXOJIMMBIM YCJIIOBUEM SIUTCHETUYECKON PEryJIsIUu 3a CUeT U3MEHEHUS! METHIIbHOTO
cratyca otenbHbIX CG-IUHYKIEOTHI0B B UX COCTABE.

S. Pa3paborana Mojenb TpaHCAYKIUMU (PUTOXPOMHOTO CUTHAJa B KJIETKE PACTEHUN U
MEXaHHU3M pEryjsiiuu 3KCIPECCUU TEeHOB H30(EPMEHTOB CYKIIMHATIETHAPOTreHasbl,
AKOHUTATTUAPATA3bl M LUTPATCUHTA3bl MPU HUX OOJYYEHUH KpPACHBIM U JaJbHUM
KpacHbIM  cBeToM.  [Ipeamonaraercs, 4YTO  BHYTPUKJIETOYHAs  CUTHAJIU3ALMSA
OCYIIECTBIISIETCS] TIOCPEACTBOM CBOOOJHBIX KATHOHOB KAJbIIHSI, HAKOTUIEHHE KOTOPHIX B
AJIpe aKTUBUPYET KaJbMOAYJIHUHBI / U 3, MOLYJIUPYIOIUNA pabOTy TPaHCKPUMLIMOHHOTO
¢dakropa PIF3. Kpome Toro, kambMOAYJIUHBI peryaupyroT aktuBHocTh JIHK-
MeTuATpaHcepas, ompenensomux cratyc wMmetunupoBaHus CpG-OCTpOBKOB, UTO
oOecrieynMBaeT  SIUTCHETHUECKHA  MEXaHW3M  PEeryisiuuud  (QYHKIIMOHUPOBAHHS
uzopepmentor CAI, IIC u AT'.

Anpobanus pa6oTbl. MaTepuanbl IUCCEPTAIMOHHONW paOOThl IOKJIAIbIBATIUCH U
o0cyxanuch Ha MeXTyHapOIHbIX, pETHOHAIBHBIX U YHUBEPCUTETCKUX KOH(EPEHIIUIX.
Onu ObUTH TIpe/ICTaBIIEHBI HA MEXPETHOHATBHBIX KOH(PEPEHIIUAX, TTOCBSIIICHHBIX TaMSITH
3emmsinyxuHa A.A., «Opranuzanus ©  perymsnus  (HU3HOIOro-OMOXMMHYECKIX
npoueccon» (Boponex, 2011, 2012, 2013, 2014, 2015, 2017, 2018, 2019, 2020, 2021,
2022, 2023), na Mexnynaponnoit konpepeniuu Plant Biotech 2016 (Kingston, 2016),
Ha XVI Bcepoccuiickoit KOH(pEPEHIMH MOJOIBIX YUEHBIX «OKCIEpUMEHTAJIbHAS U
teoperndeckas omodusukay ([lymuno, 2014), na 8-m Cwezne Ob6mecTBa (pu3noI0roB
pactenuii Poccum (IlerpozaBoack, 2015), na XXV MexayHapoaHoi KOH(pEpEHIINH

CTY/ICHTOB, aCIUPAHTOB U MOJOAbIX yu€HbIX «JlomonocoB» (Mockga, 2016), Ha 21-i
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MexaynapogHoit mikone-koHpepeHmmu Momoabix  yueHneix (Ilymmno, 2017), Ha
Hayunoii koHbepeHIInN U MIKOJIE AJIS MOJIOABIX YUEHBIX "DKcnepuMeHTaIbHas OUOJIOTUs
pacteHuii: pyHnaMmeHTanbHble U pukiIagubie acnektol" (Cynak, 2017), Beepoccutickoi
HAyYHOM KOH(EpEeHUIHUHU C MEXKIYHAPOAHBIM YYaCTHEM U IIKOJbI MOJIOABIX YYCHBIX
«MexaHu3Mbl YCTOMYMBOCTH PACTCHHM W MHKPOOPTaHM3MOB K HEOIaronpusTHBHIM
ycinoBusiM  cpenbl»  (Mpkyrck, 2018), Bcepoccuiickoii HayyHOW KOH(pEpEeHIMH C
MEXIYHAapOIHbIM YydacTHeM «®PU3HONOrUs PACTEHUH — OCHOBAa CO3JaHUSl PACTEHUU
oynymero» (Kazanp, 2019), Becepoccuiickas HaydyHass KOHPEPEHITUS ¢ MEXIyHAPOTHBIM
yuyactueM «®Pusnosnoruss pacteHud © (GEeHOMHKAa KakK OCHOBAa COBPEMEHHBIX
¢durodbrorexunomoruii» (Hwkuuit Hosropoa, 2022), exeromaHblX Hay4YHBIX CECCHSIX,
OTUETHBIX  KOH(pEpEeHUMSIX MpernojaBaTeNied W COTPYAHUKOB  BopoHexckoro
rocynuBepcurera (2013-2023).

IMyoaukanun. OCHOBHBIE pE3YNbTaThl HACTOSIIEH IUCCEPTAMOHHONW pPabOTHI
u3noxkeHsl B 159 mybnukanusx U Tesucax, u3 HUX 21 - KypHajnax, peKOMEHIOBAaHHBIX
BAK PO, 32 - peuensupyeMsbix xkypHanax cucteM Web of Science u Scopus.

Ctpykrypa n 00beM padoThbl.

Huccepranus usnoxkena Ha 220 crpaHHIaX, COCTOMT U3 BBEACHHS, OCHOBHOU
9JacTH, cojaepiKaiield 75 pucyHKoB, 22 TaOIWIBI, 3aKIIOUCHHUS, IPUHATHIX COKpAICHUH,
CIIMCKa JINTEeparypsl, BKmroyaromend 411 HanmeHoBaHuii, B TOM uucie 382 — Ha

HHOCTPAHHOM S3BIKEC.

['JTABA 1. OB30P JIMTEPATYPBI
1.1 ®epmenTsl MeTa0OIU3MA TU- U TPUKAPOOHOBBIX KUCIIOT
1.1.1 CtpoeHue CyKIMHATACTHIPOTCHA3bI
CyKIMHATAETUAPOTeHA3a  (CYKIIMHAT:aKIEITOP-OKCUIOPEIyKTa3a, CYyKIIMHAT-
youxunoH penykraza, CAI' KO 1.3.99.1) ocymecTBiser cykiuHara B pymapar. JlaHHbIH
9H3UM (YHKIHMOHUpPYET Kak B Iukie KpeOca, Tak ¥ B 3JIEKTPOHTPAHCIOPTHON IIETH
MUTOXOHApPUH (puc. 1), TIe OCYIIECTBIACTCS TMEPEHOC JBYX MPOTOHOB Ha YOMXWHOH

(Enpunres, [Toros, 1999, Uram6epaues, Panancesa, 1994).
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[Ipu HCCJIeJOBAaHUH MIPOCTPAHCTBEHHOU OpraHu3aIuu MOJIEKYJIbI
CYKLIMHATIETUIPOTE€HA3bl YIAJIOCh YCTAaHOBUThb, YTO OHAa HMEET TaHTeJIeco0pa3Hyo
dopmy. IIpu >ToM AnuMHA MONEKynbl ocTaBiseT 126,28A, 3To ecTh paccTosiHEE MEXIy
riyraMuHoM 551 cyOwenuHunbl A W TiiyTaMuHOM cyOwbeaumHuiibl B.  OpnHako,
HAaUMCHBIIMK  JUaMEeTp MOJICKYJIBl OMpeaenseTcs B  O0JacTH  PaCIOJIOKCHHS
cyobenuuunbl C, re oH cocTaBisieT 23 A MEXKJYy THUPO3MHOM 96 w rauuuHOM 16

(Empunnes u op., 2010).

1uTpar —* M30UHTPAT — -

anerun-KoA 2-oKcormyTapar
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\
kg Kpe6ca pymapar

cyknuHHI-KoA

¥

CYKIIMHAT

MeM6paHa —

e Coz
i 2 HZO

LUTOXPOM C
Puc 1. Jlokamumzaumss CIAI' B MemOpaHe MHUTOXOHAPUM U  pOJb B

dbyHkumoHnnpoBanuu 1ukia Kpedca u 3eKTpOHTPaHCIIOPTHOM LETH.

UccnenoBanus, npoBOAMMBIE B oOmact  OMOXMMHH, MTO3BOJIMITU
OXapakTepu30BaTh (DEPMEHTHBIM KOMIUIEKC CYKIMHATACTHIPOTEHA3bl y OakTepwid |
AYKapHOT, BBISIBUB €0 TETpaMEpPHOE CTPOCHHE BO BCEX MCCIICIOBAHHBIX OpPraHU3MaXx.
[TepBoie nBe cyObenuuuil daaBonporend (CHAI'A) u xene3o-cepubiii Oenok (CAI'B)
OpUEHTUPOBAHBI B MHUTOXOHJPHAIBHBIN MaTpukc U TuapodunbHbel. JIBe npyrue
CyOBeIUHUIIBI ABJISIIOTCSA TUAPOYOOHBIMU, MeMOpaHHO-CBsA3aHHBIMU Oenkamu - CII'C u
CIAI'D (Puc. 2).

bonbmias cyosenununa CIIT oOpailieHa B MaTpUKC MUTOXOHAPUN U GopMuUpyeT

CYKIIUHATOKHUCIISIOIINNA IIEHTP ¢ KOBAJICHTHO CBSI3aHHBIM (DJIaBUHAJCHUHANHYKICOTHIOM
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(DPAT). Kenezo-cepHasi CyObeAUHUIIA CONEPIKUT TpH Fe-S-kimactepa, 0CyIIeCTBISIONIMX
nepenayn 3JIEKTPOHOB OT CyKuuHaTa K youxuHony. Karamutmueckuit numep CIIA-
CAI'B B3aumojeiicTByeT ¢ 1UTOXpoM-b-o0oramenunoi ¢pakmueit (CIAI'C-CAI'D),
KOTOpasi 3aKperuisieT BeCh KOMIUIEKC Ha BHYTPEHHEH CTOpOHE BHYTpEHHEH MeMOpaHbI
mutoxoHapuii. Terpamepssiii kommuiekc CJIIT cmocoOeH OCYIIEeCTBISATh OKHCICHHE
yOUXMHOHA 3a CYET OJJEKTPOHOB CYKIMHATa, HO IMpPH 3TOM TAaKXKe YCTAHOBJIEHA
Karanutuueckass aktuBHOCTh numepa CIHIA-CII'B, HO mpupoaHBI akUenTop 3Toi

peakiuu He yctanosieH (Enpunnes, ITomos, 1999).

Puc. 2. CtpykTypa 0€IKOBOM MOJEKYJbl CYKIIMHAT:YOMXUHOH-OKCUAOPEIYKTa3bl
E. coli. A — (naBonmpoTeMH ¢ KOBQJICHTHO CBSI3aHHBIM  KO(aKTOpoM
¢dnaBuHaneHunHuHYKIeotuapocharom (FAD). B - xene3o-cepHas CyObeAMHHMIIA,
conepxamas (2Fe-2S), (4Fe-4S) u (3Fe-4S) knactepel. C u D — meMOpaHOCBsI3aHHBIC

cyobenuuuiipl. Qp u Qd - MosIeKyIIbI XUHOHA.

Kak roBopmiocs panee ¢uaBonporenn CJII' pacnonmokeHa B MaTpHKCe
MUTOXOHJPUH, K KOTOPOW KOBaJIeHTHO mpucoeanHeH k 44 ructuauny PAJl (Moyse,
1982). ®naBuH mpeacTaBiseT co00il (GOTOPEHENTUPYIOMIMIA BIIEMEHT, MOTIOIIAIONIHI
CBET C JJIMHON BOJNHBI 450 HM, NP 3TOM MPOUCXOJUT €r0 KOHBEPCHUS U3 HEAKTUBHOMN

dbopmMbl B aKTUBHYI. JIaHHBIA SJIEMEHT, COBMECTHO C Tpems Fe-S KommoHeHTamw,
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npencTaBisaoT co0oil pegokc-kommieke CHIN M ocyIecTBISIOT BHYTPUMOJIEKYISIPHBII
nepenoc atekrponoB (Yankovskaya et al., 2003).

Ananuz ctpykrypsl CI" mokazan Hanuuue cneruduyuecKkoro HeHTpa CBA3bIBAHUS
KapOOKCHJIBHBIX TPYMI, pPAaCHOJOXKEHHbI B cyObequHuile A, HE0OXOIUMOTO IS
B3anMoOIelicTBU ¢ cydcTparoM - cykimaarom (Yankovskaya et al., 2003).

['unpodobnas yacte CHI, HeoOXxoaumas sl 3aKpEIUICHUS BCETO KOMILIEKca B
MeMmOpaHe, TpeacTaBieHa JBYMs OEITKOBBIMA KOMIIOHEHTAMH C MOJICKYJISIPHBIMU
maccamu 16,7 u 16,6 x/Ia, coorBerctBenno (Enpuniies u ap., 2010).

UccnenoBanue ruapodobHoii wactu CJI', ¢ ucnonp3oBaHHEM MYyTAIllHOHHOTO
aHaJK3a, BRISABHJIO HAJTMYUE BYX YYaCTKOB B3amMoeicTBus ¢ youxuHonom (Qp u Qd)
(Yankovskaya et al., 1996, Westenberg et al., 1993). YVuactox Qp HeoOXxomum s
B3aMMOJICHCTBUSI C BOCCTAHOBIICHHBI YOMXWHOHOM, B TO BpeMs Kak ydacTok Qp, s
B3aMMO/ICHCTBUS C OKUCIICHHBIM YOUXHHOH.

[IpuMmeHeHre CIeKTPOCKONUY U aHAIM3a aMUHOKHUCIIOTHBIX MTOCJIEIOBATEIILHOCTEM
cyopaunuisl B C/IT mo3BONMIIO YCTAaHOBHUTH COCTaB BXOMSIINX Y HEE KENe30-CePHBIX
kiaactepoB. C/II' comep)kKUT Tpu TPYIIBI JKeIe30-CePHBIX KiacTepoB — meHtp 1 (S-1),
neHtp 2 (S-2), nmentp 3 (S-3), KoTOpble CBs3aHbI TONBKO C cyOwbeaunuiieir B. Ilo
CoJIep>KaHUIO MOHOB JKeJie3a U cepbl UX OTHOCAT: S-1 k kinacrepy 2Fe-2S, S-2 k knactepy
4Fe-4S, S-3 k xnactepy 3Fe-3S. IlokazaHno, uTto naHHas pepMeHTAaTUBHAS CHUCTEMA UMEET
B CBOEM COCTaBE BCE TPH THIIA JKeJIe30-CepHbIX KiaactepoB (Gomes et al., 1999).

MewmOpannbiit  skopp  CIAIT coctour wu3 rerepoagumepa CHI'C-CAI'D wu
BHepeHHoro ¢parmeHTa rema b. Crpykrypa CJII' MIeKONUTAIONIMX TOKa3bIBAET, YTO
CAI'C comepxwut veTbipe oOmux crupanu, B To Bpemst kak CAI'D - mate (Sun et al.,
2005). N-konneas crnimpaib CAI'D nokamu3yercs B MUTOXOHIPHSIX U B3aUMOJICHCTBYET
¢ CAI'B, cnocobcTtBys MeMOpaHHOW Jokaiu3aluu ruapoduiabHoro aumepa. Kaxnas
cyObenmuHUIIAa ~ MMEeT  JBe  TpaHCMeMOpaHHble  CHHpand,  (OPMHUPYIOIINE
YEeTHIPEXBUHTOBOM My4YOK, KOTOPBI OPraHU3yeT AP0 MEMOPAHHOTO SKOPS, B TO BpeMs
KaK OCTaBIIHECS TPAaHCMEMOpaHHBIC CIHPATH KaXJA0H CyObeAUHHIBI (DIaHKUPYIOT

cepaueBuHy. OcTajabHble CIUpAIN KaXA0W CyObeIMHMIIBI BBICTYMAlOT U3 MeMOpaHbl U



18

OPTaHU3yIOTCS aHTUITAPAIUICIBHO, M0 CYIIECTBY MPHUKPBIBas TpaHCMEMOpaHHOE sapo. B
JIOTIOJTHEHUE K CIHPATBFHONW OpTraHW3allMd STOrO JAOMEHA, CTPYKTypa MOKAa3bIBaeT, 4TO
CAI'C u CAI'D pacnonararor reM b xodakrop B cepeluHe YETHIPEXBHHTOBOTO IydYKa,
KOTOPBIA B3aumMojeicTByeT ¢ mopdupuHoBeiM kojbiioM (Van Vranken et al., 2015).
Kaxmas cyObequHHWIIAa WMEET KOHCEPBATHBHBIH OCTaTOK THUCTHIWHA, KOTOPBIH
KOOPJIMHHUPYET TEeMOBOE JKEIIe30, B TO BPEeMsl KaK JBa aprHHUHOBBIX OCTAaTKa, OJUH OT
CAI'C, a mpyroit or CAI'D, taxxke kak apyroil ructuauHoBbli octatok ot CJI'C,
B3aMMOJICHCTBYIOT C TEMOBBIMHU IIPOIMHOHATHRIMU rpymnamu (Sun et al., 2005).

JloMeH MeMOpPaHHOTO SIKOpSI COJCPXKHUT CaWT CBS3bIBAHHS W BOCCTAHOBIICHUS
yOUXWHOHA, YTO B KOHEYHOM HTOTE CIIOCOOCTBYET MEPEHOCY JICKTPOHA OT CYyKIIMHATA Ha
cnenyrourre kommiekesl DTL. [To cyTu, 3Ta 00671aCTh COAEPKUT JBA YYACTKA CBA3BIBAHUS
yOUXWHOHA, KOTOPBIC OTIMYAIOTCS CBOMM CpojcTBOM K yomxuHony (Oyedotun, Lemire,
2001, Lemire, Oyedotun, 2002, Oyedotun et al., 2007). Caiit ¢ BeicokuM cpoacTBoM (Qp-
NPOKCUMAJTBHBIN) pacrionaraeTcs OJIMKe K BHYTPEHHEH MUTOXOHAPHAILHOW MeMOpaHe 1
SIBJISICTCS TJIABHBIM yOUXWHOH-CBSI3BIBAIOIIMM caiiToM (puc. 1).

Canit Qp, cocroutr wu3 ocratkoB ot CIAI'C, CAI'D u C/II'B, Bkmtouas
tepmuHanbHbIi 3Fe-4S knactep ot CIAI'B (Sun et al., 2005). Bropoii caliT cBs3bIBaHHS
(Qd-mucranpHbIil)  JEKHT ~— ONMKE K BHYTPEHHEH  CTOpOHE  BHYTpPCHHCH
MUTOXOH/IpUAIbHOW MeMOpaHbl M MpeAcTaBiseT coOO0M CalT HU3KOro CpoJICTBA. DTOT
caiT moaHOCThIO cocTouT M3 octatkoB ot CAI'D (Sun et al.,, 2005). Boccranosienue
yOUXWHOHA MPOMCXOJUT B JBE CTAIUM OJHOIIEKTPOHHBIX IEPEXOJOB, B OTIMYHE OT
JIBYX3JIEKTpOHHOTO  BoccTraHoBieHus @AJl. Baxhno ormerutrs, dYto cailt Qp
CTa0MIU3UPYET YaCTHYHO BOCCTAHOBJICHHBIE IIPOMEKYTOUHBIE CEMUXHHOHBI H 00JIerdaeTt
MOJIHOC BOCCTAaHOBJICHWE YOUXMHOHA [0 YOMXHHOJNA, TEM CaMbIM IPEIOTBpaIiast
obpa3oBanue akTHBHBIX Gopm kuciopona (Yankovskaya et al., 2003).

UYerblpe  KJIaccHYeCKHe  CYOBEOMHMIBI  OOHApYXKMBAIOTCA  BO  BCEX
IYKAPUOTUYECKUX OpraHu3Max M (POPMHUPYIOT HATUBHBIE KOMIUIEKCHI MacCcOil MPUMEPHO
110 x/la (Huang, Millar, 2013). Ho ctaso u3BecTHO, 4T0O pacTuTeabHbli kKomiuieke CIT

MOKET HMEThb CEpHUIO0 JIONOJHUTENbHBIX CYOBEAMHMI] C HEU3BECTHON (yHKIUEH,
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HAaTHMBHAs Macca JaHHOro Komiuiekca coctaBisger 160 klla. Otu cyObenUHUIIBI ObLIN
0oOHapy’KeHbI C UCIIOJIb30BAHUEM HATUBHOTI'O 3JIeKTpodopesa ¢ okpammBanueM Kymmacu
y OOJIBIIIOr0 YHWClIa OBYIOJIBHBIX PACTEHUH M WACHTHU(HUIIMPOBAHBI y apabuorcuca ¢
noMoInpo Macc-criekrpomerpun (Eubel et al., 2003, Millar et al., 2004).

AKTHUBHBIU IIEHTP, CBSI3BIBAIOIIUNA MOJIEKYTy (epMeHTa U MOJIEKYIy CYyKIMHAaTa,
Haxonutcs Ha cyobeaunuiie CAI'A. MeTuneHoBble TPYNIbl SHTAPHOM KUCIOTHI 32 CUET
Hanu4uus KapOOKCHUJIOB 0O0JaJaroT BBICOKOM PpPEaKIMOHHOM crnocoOHOCThI0. BokoBbie
rpymnbel Tyr254, Gis354 u Arg399 cyobenuuuiisl A 00eCHeunBalOT IPaBHILHOE
MOJIOKEHUE CYKIIMHATa B AaKTUBHOM IIEHTpe, a (JIaBUH OCYIIECTBISET Mepeaady
SJIEKTPOHOB Ha ele30-cepHblid kiactep (2Fe-2S) npu okuciaenmu (Kenney, 1975).
HNmenno cremuduyeckoe CTPOCHHE CAaWTOB CBA3BIBAHUS OOBACHSAET MPOIECCHI
uHrnOupoBanust pepmenta. COOTBETCTBEHHO BCE MHTMOUTOPHI JENATCS Ha 2 Kiacca, B
3aBHCHMOCTH OT TOTO, Ha KAaKOM aKTUBHBIN LIEHTP IEUCTBYIOT.

AKTHUBHBIN IEHTP CBSI3bIBAIONTNI YOUXUHOH PACIIONOXKEH MEXAY CYObeIUHULIAMU
B, C, D, a ToyHee B cCHEIUAJIbHOM YIJIyOJ€HUUM MEXKIY HUMH. YOUXUHOH
crabunmu3upyercs OokoBbiMu Tpymmamu Gis207 cyowsenuuuinsl B, Ser27 u Arg3l
cyobequnannbl C u Tyr83 cybobeamaunbl D. XuHOHOBOE KOJbIO OKpyxkeHo 1128
cyosenuannpl C u Prol60 cyowseaunuiibl B. OTH aMUHOKHCIIOTHBIE OCTaTKH BMECTE C
[1e209, Tryl63 u Tryl64 cyoweaununsl B, u Ser27 cyowbemumuuipl C, o0pasyror
rupooOHOE OKpY)KEHUE B KapMmaHe Juts cBsi3biBanus xuHoHa (Horsefield et al., 2006).

CuuTaeTcsi, 4TO JIBa aKTHUBHBIX IIEHTPA CBSI3aHBI MEXKAY COOOIO IEMbI0 pPEeIoKC-
MOTEHIIUAJIOB, JIMHA KOTOPOM HE MPEBBIIIACT 40A. Coctout 5Ta 1ens w3 DA/l u Tpex
JKEIE30CEPHBIX KJIACTEPOB, PACCTOSHHE MEXAy KOTOPHIMH He IpeBbliaeT 14 A
(Yankovskaya et al., 2003).

B HacTosiiiee Bpemsi BO3HHKAIOT CIIOPHBIC BOMPOCHI MO MOBOAY ydacTus rema b
CYKIIMHATACTUAPOTCHA3bl B €€ (DYHKIMOHUPOBAHUU. BEpOATHO, AJEKTPOH MEPEXOIUT K
youxunony ot (3Fe-4S) knactepa naHHBIA Ipolecc sBisieTcs oOpaTuMbIM. BeposiTHO,

réM Urpact poJjib aKKyMYJIIATOpa 3JICKTPOHOB, NIPEAOTBpAIIasd X HECCAHKITMOHUPOBAHHOC


https://ru.wikipedia.org/w/index.php?title=%D0%91%D0%BE%D0%BA%D0%BE%D0%B2%D1%8B%D0%B5_%D0%B3%D1%80%D1%83%D0%BF%D0%BF%D1%8B&action=edit&redlink=1
https://ru.wikipedia.org/w/index.php?title=%D0%91%D0%BE%D0%BA%D0%BE%D0%B2%D1%8B%D0%B5_%D0%B3%D1%80%D1%83%D0%BF%D0%BF%D1%8B&action=edit&redlink=1
https://ru.wikipedia.org/wiki/%D0%9E%D1%81%D1%82%D0%B0%D1%82%D0%BE%D0%BA_(%D1%85%D0%B8%D0%BC%D0%B8%D1%8F)
https://ru.wikipedia.org/wiki/%D0%A5%D0%B8%D0%BD%D0%BE%D0%BD
https://ru.wikipedia.org/wiki/%D0%90%D0%BD%D0%B3%D1%81%D1%82%D1%80%D0%B5%D0%BC
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nepeMeIIeHNne Ha MOJICKYJISIPHBIA KUCIIOPO/I, YTO MPUBEIO Obl K 00pa30BaHUIO aKTHBHBIX
dbopm Kucioposa.

Kpome Toro, wHasi Touka 3peHHS TOBOPHUTH, YTO MOXKET CYIIIECTBOBATH TakK
Ha3bIBACMBIl «BOPOTHBIN MEXaHH3M», IPE0TBPAIIAIONINHA MPSMOU MEPEHOC AIEKTPOHA C
(3Fe-4S) xmacrepa Ha reM. BaxkHyro pojib B JaHHOM IIPOLIECCE BBIMONHIET TUCTUANH-207
KEIe30-CepHON CyOBEIMHUIIBI, PACIOJIOKEHHBI B HETMOCPEICTBEHHONW ONU30CTH K
KENe30-CepHBIM ~ KJIacTepaM M TeMMY, HEJAIeKO OT CBSI3aHHOTO YOWXHHOHA.
[TpennonoXuTenpHO, JaHHAS aMHHOKHCIOTa MOXKET MPUHUMATh Y4acTHUE B PETYIISIHA

IIOTOKOB 3JICKTPOHOB MEX 1y 3TUMH peaokc-ienTpamu (Tran et al., 2006).

1.1.1.1 MonekynsipHble acCEKThl PYHKIIMOHUPOBAHUS CYKIIMHATAECTUAPOT€HA3bI

Oco0oe mnoJoXKeHHE CYKUMHATACTUAPOreHa3bl B MeTa00IM3ME MUTOXOHJPHUI
pactenuii, a umeHHo, ydactue B padore L[TK u DTILI, TpebyeT HE0OX01uMOCTH KOHTPOJIS
ee (GyHKIMOHUpOBaHUA. BrisicHenne mexanusmoB peryisinuu CIIT mo3BoisieT MOHSTh
IPOLECChl KOHTPOJS KIETKU 3a MEPEKII0YEHUEM KIETKH C OJJHOTO METa0O0JIMYECKOTO
IYTH Ha JIpYToii, peryiupys cBoii romeoctas (Empunnes u op., 2010).

CyKUMHaTAEruaAporeHasa urpaeT BaXKHYI0 poJib B PETYJIMPOBAHUM POCTA PACTEHUIM
U CTpecc-peakuuu; ImyreM cHumwkeHuss aktuBHoctu CJIIT mpoucxoasT HEKOTopble
MeTaboIMYecKe U3MEHEHUS, KOTOPble OTBEYAIOT 3a U3MEHEHUS B Pa3BUTUU PACTEHH, a
takke CJII' cuumraercs mpsAMBIM HCTOYHUKOM AaKTHUBHBIX (opM Kuciopoga B
pactutenbHbIX MuToxoHnpusx (Jardim-Messeder et al., 2015). Pasnuunbie MyTaruu
CyOBEAMHMI] CYKIIMHATIETHUAPOTEHA3bI BIUSIOT Ha AU depeHIInaIbHO-(PU3N0TOTHYECKHe
npoIiecchl B pacTeHWsAX; B TpaHcreHHoM tomare (Solanum lycopersicum L),
AKCIPECCUPYIOIIEM B aHTUCMBICIOBON OpUEHTAaIuu reH, kogupytomuii CJII2, cHrkenue
AKTUBHOCTHU CYKIIMHATJIETHIPOTE€HAa3bl YBEIMYMBAET ACCUMUWIISALIMIO YTIIEKUCIIOrO raza Ha
25% wu yBenmuueHHne OMOMACCHI y 3peNbIX PAacTEHHH. DTO sBJIEHHE OBUIO CBA3aHO CO
CKOPOCTBIO TPAHCHUPALMU U YCTBHUYHON NPOBOJAMMOCTH, OIpPEAEIAIOMENd pPOib
npoMexyTounbix TpoAayktoB LITK B ¢dorocunteTnueckom MmerabonmuszMe peryisiuu

ycrbuuHON ameptypbl (Araujo et al., 2012). B Arabidopsis 6bl1u uaeHTHOUIIHPOBAHBI
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myTtaHnTHasa cyoseaununa C/AI'1-1 B kommiekce I, pacrenus ¢ takoit myranueit B C/AI'1
umerot nedextHsiii CUT, BAusAonMil Ha aKTUBHOCTh MUTOXOHPHUAIIBHOM TPaHCIIOPTHON
nenw. OJTa MyTanus JelaeT pacTeHus Ooee BOCIPUUMYMBBIMH K TPHOKOBBIM U
BUPYJEHTHBIM OaKTEepHAIbHBIM IMAaTOreHaM, MOTOMY YTO A3Ta MYyTallus IPOBOIUPYET
CHIDKEHHE MpoayiupoBanus mutoxoHapuaabHoro H»Oz (MmH202), xotopoe sBisercs
3 PEKTUBHBIM B 3amIuTe pacTeHuil. X BBIBOIBI TAIOT HOBYIO MEPCIEKTUBY O BAKHOCTH
ontumaibHoit ¢ynkuuu CHI'l, HEoOXomUMOW JyUIsi SKCHPECCHUU 3allUTHOTO TEHa,
OIOCPE0BaHHOTO CATHUIIMIOBOM KuciaoToi, B Arabidopsis (Gleason et al., 2011). [Ipyrue
uccienoBanus, cBsizanueie ¢ mytantamu CJII'1 B Arabidopsis ¢ ymepeHHBIM ehUIuTOM
B muTOXoHAapuanbHoM komiekce |l (CHI'), mokazanm, 4To 3THU pacTeHUs HMEIU
3HAYUTENILHO Oosiee BhICOKHE YpOBHU ycBOeHUSI CO2 U MOBBIIICHHBIA POCT, CBI3aHHBIN C
pa3NMUYMsIMH B amepType YCTBUI, a TaKKe H3MEHEHHBI MeTa0OJM3M aMHUHOKHCIIOT,
KOTOPBIM TO3BOJISIII PACTEHUSM 3HAUMTEIBHO YIIYUINAIOTCS B YCIOBHUSX OTpaHUYCHUS
a3oTa. XOTs MOAPOOHBIE MOJIEKYJISIPHbIE MeXaHU3MbI, cBsizbiBatomue nepunutr CHIN ¢
YCTBUYHBIM OMOTE€HE30M M (yHKIHEH W MeTabOIM3M a30Ta, JAJIeKH OT MOHUMAaHHS U
3acayKHBAIOT JanbHelei padorsr (Fuentes et al., 2011).

MuToxoHApuanbHOe JbIXaHHME B PACTEHUAX O00ECledyuBaeT DSHEPruio s
OvocuHTe3a, a ero OamaHc ¢ (OTOCHHTE30M OMNpENENsIeT CKOPOCTh HAKOIICHHS
Onomacchl pacTeHuid. PerynupoBanue ApIXaHUs MPOUCXOAUT HAa YPOBHE TPAaHCKPHIIIINY,
0COOCHHO 1JIsl TEHOB C SIACPHBIM KOJUPOBAaHHEM, W Ha MOCTTPAHCISAIMOHHOM YPOBHE
BHYTPH MHUTOXOHJPHUI TpU HOpMaJbHOM pa3BuTuu u peakiuu crpecca (Millar et al.,
2011). Usmenenns B aktuBHOCcTH CJII' CYIIECTBEHHO BJIMSIOT HE TOJBKO Ha CKOPOCTh
dbynkimonnpoBanus [[TK, Ho Takke Ha Oamanc mexny (OTOCHHTE30M, JBIXaHUEM H
(doTonbIXaHUEM B PACTHTEIHHON KIETKE. BaKHBIM MEXaHH3MOM PETYJISIIIHH JIbIXaHUS
MUTOXOHPHUH T0J] CBETOBBIMH YCIIOBHSIMH SIBJISIETCSI pOJIb (PUTOXpOMa A, y4aCTBYIOIIETO
B MOIYJSUH MHUTOXOHAPHAIBHOTO JbIXaHUS TIOCPEICTBOM €ro BO3JCHCTBHA Ha
skcnpeccuto CAI. Ananms pacrenuit Arabidopsis thaliana, mecymux MyTaHTHBIE T'eHBI
dutoxpomoB A u B, mokazan, yto QuUTOXpoM A y4dacTBYeT B pEryisiliud aKTUBHOCTHU

depmenta CJII. AxtuBHas popma dpuroxpoma A momasisia skcnpeccuro reHa CIIM1-2
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U npuBoamiIa K cHmkennto akrusaoctu CJI" (Popov et al., 2010).

Jlnsg  pacTeHHMH  XapaKTepHO JIBOMCTBEHHOE KOJAMPOBAHWE KOMIIOHCHTOB
JIBIXaTeIbHBIX KOMILJICKCOB MHTOXOHAPU. ['e€HBl COOTBETCTBYIOMUX (DEPMEHTHBIX
CHCTEM JICTEPMEHHPOBAHHBI B SJACPHOM U MHUTOXOHIpUATbHOM reHoMax. [liis rena sdhl,
¢maBonporenna CJII' moka3aHa WCKIIOYUATEIBHO SACPHAS JIOKATU3alUs Yy BCEX
uccienaoBanubix dykapuoT (Scheffler, 1998, Lang et al., 1999, Boore, 1999).

[Tpu 3TOM, 1711 TeHOB MEMOPaHHOCBA3aHHBIX CyObeauHHUIl, reHa Sdh2 Marchantia
polymorpha u  MOKPBITOCEMEHHBIX  YCTAaHOBJICHO  TNPHUCYTCTBHE  TIE€HOB B
muToxoHapuanbHoM rerome (Oda et al., 1992, Gray et al., 1998, Adams et al., 2001),
a1u00 MOTYT OBITH NHPEACTABICHBI KaK ICEBIOTCHBI Y HEKOTOPHIX MOKPHITOCEMEHHBIX
(Giege et al., 1998).

[TokazaHo, 4TO A1 PaCTEHUMN XapaKTEPHO HAJTUYHUE CIOKHOW T€HETUYECKOMN
nerepmunanuu CIII'-kommiekca. B moxensHOM 00bekTe A. thaliana cyorenunnia
A xomupyercs aByms reHamu - Sdhl-1 (At5g66760) xpomocoma 5 u sdhl-2
(At2g18450) xpomocoma 2, cyowenmauna B — tpems — sdh2-1 (At3g27380)
xpomocoma 3, sdh2-2 (At5g40650) xpomocoma 5 u sdh2-3 (At5g65165)
xpomocoMma 5; cyobrenununa C - npyms renamu- sdh3-1 (At5g09600) xpomocoma
5 u ncemoren sdh3-2 (At4g32210) xpomocoma 4, cyosenunuiia J[ — ogaum —
sdh4 (At2946505) XpomMocoma 2 (www.ncbi.nlm.nih.gov). [eHbr
nOomoNHUTENbHBIX cyObenunun CJHAI  pacTeHuil Takke HMEIOT SJIEPHYIO
JOoKanu3anuio: cyorenuuuia 5 koaupyercs oquuM reHom (Atlg47420) xpomocoma
1, cyopenununa 6 — omamm (Atlg08480) xpomocoma 1, cyObeauHumna 7 — AByMs
(At3g47833 u At5g62575) xpomocoMbl 3 U 5, COOTBETCTBEHHO, M CYObCAWHMIIA § —
onuuM (At2g46390) xpomocoma 2 (Millar et al., 2004).

JIis KyKypy3bl ObLIIO YCTAHOBJICHO HAMYHME IBYX I'€HOB, KOJUPYIONUX OCIKOBYIO
MOJICKYNy (hJIaBONpPOTEWHA M OINPEACICHHE WX CTCINEeHb CPOJCTBA, KOTOpas IoKa3ala
oosee 80% cxoACTBa ¢ HYKJICOTHUIAHBIMH IOcCieaoBaTebHOCTSIME TeHoB A. thaliana

(Enpunnes u op., 2010).
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OtcyrctBue B MTIHK renos, xogupyromux xomiuvieke ||, mogHumano Bompocsl,
Kacarolrecs SBOJIOIMOHHOTO IMPOUCXOXKICHUS COOTBETCTBYIOIIUX SICPHBIX T'€HOB, a
UMCHHO, OBLIM JIM OHM HM3HAYAJIBHO TMPEJACTABICHBI B  SJICPHOM TI'CHOME
0E€3MUTOXOHIPHATBHBIX DYKAPUOT WJIM OBLIM MPUBHECCHBI B YYKAPUOTHYECKYIO KIETKY B
npoIiecce 3HI0CUMON03a, U BIIOCIEACTBHH IIEPEMECTHIINCH B SAepHbIH reHom. Daignan-
Fornier u np. omucaim saepubiii ren Sdh3 mposokeir (Saccharomyces cerevisiae),
siromuiics romosioroM reaa SdhC E. coli, ormeTus, 4To 3TOT I'eH TakKe TOMOJIOTHYEH
10 aMHHOKHCJIOTHOMY COCTaBY HEOIO3HAHHOM OTKpHITON pamke cuuThbiBaHus Orfl37,
KOTOpas paHee ObLIa HaiijicHa B MUTOXOHAPHUAILHOM T'eHOMe IeueHoyHuka Marchantia
polymorpha (Daignan-Fornier et al., 1994). B nociencreun, Gertraud Burger u ap. Obu10
nokaszaHo, yto reubl Sdh2, sdh3 u sdh4 saxomupoBanbl B MT/IHK aBYX 3BOMIOIMOHHO
JTaleKux dykapuot, Porphyra purpurea, MHOrOKJIETOYHOW KpacHOHW BOJOPOCIH
(rhodophyte) u Reclinomonas americana, oJHOKJICTOYHOTO, paHO JUBEPTUPOBABIICTO
OakTepuBOpa, wieHa rpymmnbl npotuctoB (Burger et al., 1996). Takum 00pa3oM, r'eHbI
sdh2, sdh3 u sdh4 nepBoHaYabHO OBLTH 3aKOJUPOBAHBI B TCHOME MPOTOMHTOXOHIPUH U
BITOCJIC/ICTBUU OBUIH TIEPEHECCHBI B SIICPHBINA T€HOM y OOJIBIIIMHCTBA 3YKAPHOT, TO €CTh
MUTOXOHJPUU UMECIOT MOHO(DUICTHYECKOE TTPOUCXOXKICHHE.

beuto mokazano, yto rensl SAh3 m Sdh4 mPUCYTCTBYIOT M 3KCHPECCHUPYIOTCS B
MHUTOXOHJPHAIBHOM T€HOME HEPOJCTBEHHBIX MMOKPHITOCEMEHHBIX, HO TIPH OSTOM
NPOUCXOJMIM YacThle IMOTEPH STHUX TE€HOB M3 MHUTOXOHIPHUAIBHOIO TEHOMa B XOJE
ABOJIIOIMH I[BETKOBBIX pacTeHuid. Taxke ObLJIO TTOKa3aHO, YTO MHOXECTBEHHBIN MIEPEHOC
o6owux renos Sdh3 u sdh4 B snepHbIil reHoM nporcxoaut HeaaBro (Adams et al., 2001).

UpesBbruaiino uHTEpeceH (akt yactoro nepemenicaus Sdh3 u sdh4, uto cxomaHO ¢
reHaMd Jpyrux OeJIKOB, Yy4YaCTBYIOIIMX B JAbIXxaHuu. Hekotopsie ruApOohoOHBIE
MeMOpaHHbBIC OCJIKH TPYAHO MMIIOPTUPYIOTCSA B OPraHe/UIbl M BHEAPSIOTCS B MEMOpaHy
(Popot, 1990, Claros et al., 1995). Dra xapakTepuUCTHKa paccMaTpHBAaeTCs Kak
JUMHTUPYIOIME  QakTOop JUIsl  YCHCIIHOTO  (PYHKIMOHAJIBLHOTO  MEPEMEUICHHS
neixateabHbIX TeHoB B siapo (Doolittle, 1998, McFadden, 1999, Palmer et al., 2000,

Palmer, 1997, Thorsness, Weber, 1996). B nomnonHenue K 3ToMy, ObLIO TPEANIOI0KECHO,
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9TO MHUTOXOHApHUAIBHBIE TUAPO(YOOHBIE OEIKU MOTTIH OBITH OMIMOOYHO JOCTABJIICHHI B
SHIIOIJIA3MATUYCCKUN PETHKYJIYM, ©CIIM CHHTE3MpPOBAaIUCh B muto3oie (Von Heijne,
1986). Tak, ymeHblIeHHE THAPOPOOHOCTH, KaK IPEAIONAracTcs, OOJerdmio MepeHoC
rena COX3 B sApo JABYX 3eieHbIx Bogjopociein (Perez-Martinez et al.,, 2000).
dynknuoHanbHoe nepemMerienue SAN3 y MOKPBITOCEMEHHBIX MOIJIO OBITH OOJIETr4eHO
HOTepeit OTHOTO WM TPEX TPAHCMEMOPAHHBIX CETMEHTOB Y OOIIETO MPEIKa IBJAUKOTOB
OJIHOJIOJIBHBIX BMECTE C penyKiueil ruapoPoOHOCTH OEIKOB, KOAUPYEMBIX HEKOTOPHIMU
neperocuMbiMu SAh3 reHamu. CraHoBsick MeHee TuaApodoOHbIMU, CIAT'C Genku MOTyT
CBOOOJIHO TEpEMEINATHCSI B MUTOXOHIPUIO M BCTPAUBATHCS B IPABHIIBLHOE TMOJIOKeHUE. B
CBSI3U C OTUM, NpPUMEYATEeNIbHO, YTO Y MOKpbiToceMeHHbIX TeH Sdh3 wcuesan w3
MHUTOXOH/IPUAIEHOTO TEHOMa U MPEIOJI0KHUTEIBHO MEpEMEINaCs B sApO OoJiee 4acTo,
gem Sdh4, gnms  koToporo |y  BCEX  HCCIIENOBaHHBIX  IOCIIEIOBATEIBHOCTEH

MOKPHITOCEMEHHBIX COXpPAaHWIIMCh BCE TPU TpaHCMeMOpaHHBIX cermeHrta (Adams et al.,

2001).

1.1.2 CrpykTypa 1 perymsius MUTPaTCUHTA3bI

[{ukn TpuKapOOHOBBIX KHCIOT UMEET BaXXHOE 3HAYCHHE B METAa0OJIM3ME KIIETKH,
MOCKOJIBKY SIBJISIETCSI ATAllOM IOJIHOTO OKUCIIEHUSI MHPYBaTa, OCHOBHBIM MOCTABIIMKOM
KOTOPOTO B KJIETKE SIBJISIE€TCS TJIMKOJIU3.

[lepBast peakuus nukia katanuzupyetrcs ¢pepmentom mutparcuHTazon (LIC, KD
2.3.3.1), npu 3TOM aneTwiIbHas rpynna auetuii-CoA KOHAEHCUPYETCS C OKCAI0aleTaTOM,
B pe3ysbTaTe yero oopasyercs jquMoHHas kuciora (Karpusas et al., 1990). BepositHo, B
JMAHHOW pEaKIMM B KauecTBE MPOMEXKYTOUYHOTO MPOAYKTa 0Opa3yeTcsi CBsI3aHHBIN C
depmentoMm uuTpuin-CoA. 3aTem, NOCIHEIHUI CaMONPOU3BOJIBHO M HEOOPATUMO
ruaponu3yercss ¢ oOpazoBanuem nutpata u HS-CoA. Ilukn JMMOHHOW KHCIOTHI
SBIIICTCS ~ HEOOXOJUMBIM  KOMIIOHEHTOM  a’pOOHOT0  KIETOYHOTO JIBIXaHWS U
[MUTPATCUHTA3a BCTPEYAEeTCS IMOBCEMECTHO BO BCEX a’pOOHBIX  OpraHU3Max.
[{utpaTcuHTa3a JEWCTBYeT KaK WMHAYKTOpP IMKJIA JHUMOHHOW KHCJOTBI, KOTOPBIN

H€O6paTI/IM B CTAaHJAPTHBIX YCJIOBUAX H3-3a CHIIBHOTO OTPpHULATCIBHOI0O HN3MCHCHUSA
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cBOOOIHOM SHepruu cuHTe3a ruTpata (AG®'= -31,4 xJ[x), Bei3biBast Bech 1uki (Garrett et
al., 2013).

@depMeHT LUTpaTCHHTa3a, OOHAPYKEHHBIM y MKUBOTHBIX, PACTEHUH, rpruOOB H
apxebaKTepuii, MpeICTaBIseT CO0OM TOMOIUMED, COCTOSIIMN W3 JABYX MJIEHTUYHBIX
MOHOMEpPHBIX cyObenuuun. Kaxmas cyOwenununa wumeer Bec 48,92 k/la wu
uzosnekTpuyeckyro Touky (pl) 7,01 m cocroutr u3 437 aMHUHOKHCIOTHBIX OCTATKOB
(Gasteiger et al., 2005). O6muii Bec 1ByX CyObEIUHHI] B roMoauMepe coctanisier 97,84
k/la.

[Tutparcunrasa T. acidophilum cymectByer B Buae qumepa Mr ~ 90 000, npuyem
KOKABIM  MOHOMEpP comepXuT 384 amMuHOKMCIOTHL. OnTUMangbHAas AKTUBHOCTH
HabOmoaercs npu 55°C, X0Ts P KOMHATHOM TeMIiepaType HaOJI0JaeTcsl MOHMKEHHAas!
AKTUBHOCTh, TIPH OTOM KHHETHYECKHE TapameTpbl, 3aperUCTPUPOBAHHBIE TMPHU
MOBBIIIEHHOW TeMIEpaType, CXOAHBI C MOKa3aTeIsIMU ISl IUTPATCUHTA3bl CBUHBU MPU
Me30(UIBHBIX TeMmrepaTypax. DepMeHT cTabuiieH W aKTHBEH IOCie WHKyOaluu B
tedenre 10 mua npu 78°C, mpu 3ToM HaOIIOAAaeTCd U3MEHEHHE allb(a-crupanbHOro
cocTaBa B crieKTpax kpyroBoro nuxpomsma (CD), 3apeructpupoBanHbix npu 55°C nnm
80°C. HanportuB, UMUTpaTCHHTa3a W3 CBUHbU HE TPOSIBISET AaKTUBHOCTH IOCJE
uHkyOaruu B Tedenue 10 mun ipu 45°C (Russell, 1994).

Kaxnas cyobenunnna cocrout w3 20 anbda-cnupaiieid, KOTOpbIE BMECTE
COCTaBIIAIOT /5% aMHHOKHCIOTHOW CTPYKTYpHhI, @ OCTaJbHbIE€ OCTATKU B 3HAYUTEIbHOU
CTETNIEHN HECTPYKTYpPUPOBAHBI, 32 UCKIIOYEHHEM OJHOro Oera-nucra u3 13 ocTaTkoB Ha
kaxaoin w3 cyopemuuui (Weigand, Remington, 1986). Bech ¢epment, oOpasyer
WwIoTHyl0 rioOysipayro  Monekyny (Russell, 1994). Kaxmas wu3 cyObeauHHMIl
[IUTPATCUHTA3bl UMEIOT CBOM COOCTBEHHBIN aKTHUBHBIA CalT, KOTOPbIC (QYHKIIMOHUPYIOT

He3aBucumo Apyr ot Apyra (Karpusas et al., 1990).



Puc. 7. IlpocTpaHcTBeHHAs CTPYKTYypa nUuTpaTcuHTas3sl E.COoli.

B cyObenunuiie BIACISAIOT OOIBINON TOMEH, cojepkamiuii 15 anbda-cnupanei, u
MaJiblii IOMEH, coepKallui mATh anbga-cnupaneit (puc. 7). JIBe cyObeuHUIIBI AUMepa
B3aUMOJICHCTBYIOT APYT C APYTOM Yepe3 YEThIpe Maphbl Cupayiel (Kaxkaas mapa COCTOUT
U3 OJIHOM CIHPANK OT KaXIOW CYOBEAMHUIIBI), KOTOPhIE CKPYYHUBAIOTCS BMECTE, YTOOBI
chopMupoBaTh CTPYKTYpy, HamommuHaromryto oOera-nuct (Weigand, Remington, 1986).
Remington ¢ coaBTopaMu TNPOBOAWIM  KpUCTALIOrpaUUIECKOE  HCCICIOBAHHE
[UTPATCUHTA3bl U OOHAPYXKWIH JBE (DOPMBI, KOTOPHIE OTIMYAIOTCA PACIIOIIOKCHHEM
nomMeHOB. TerparonanpHas ¢gopMa ¢ OOJNBIION IIETBI0O MEXAY MalbiM W OOJIBIIUM
JIOMEHAMHU, KOTOpasi MO3BOJSET MOJYYUTh JOCTYI K CyOCTpaTy K aKTHBHOMY YYacTKY.
MonokivaHas ¢opMa wu3-3a moBopora Ha 18° BHYTpp Maloro gomeHa. B
TETpParoHaJIbHON (OpMe OKcaloameTaT CBSI3bIBAETCS C AKTUBHBIM IIEHTPOM, BBHI3BIBAs
KOH(pOpMaIlMOHHOE M3MEHEHHE MOHOKIMHHON (DOPMBI, KOTOpOE HE TOJBKO 3allUIIACT
cyOcTpar BHENIHEW Cpelnbl, HO TaKXe OTKPHIBACT CaWT CBs3bIBaHUA aneTui-CoA
(Remington et al.,, 1982). Kak Tonbko CyOCTpaThl CBSI3aHbI, TpPU OOKOBBIC IICTIH
AKTUBHOTO CaiTa, COCTOSIINE M3 JIBYX THCTHIMHOBBIX ocTatkoB (His 274 u His 320) u
OJIHOTO acmaparuHoBoro octatka (AsSp 375), OCyIIeCTBISIOT KHCIOTHO-OCHOBHBIN
KaTalu3 peakinu KOHJACHCAIMU, 00pa3ys JBE MOJEKYJbl IUTpaTa Ha OCJIKOBBIM JUMEpP
(Karpusas et al., 1990, Remington et al., 1982).

AKTHBHBIH ~ CaliT  [HUTPATCHMHTAa3bl  OOpa3oBaH  BBHICOKOKOHCEPBATHBHBIM

KaTaJuTHIeCKUM 1eHTpoM, coctosiuuM u3 His307, His353 u Asp408, 4ro ycTaHOBIEHO



27

s Arabidopsis. JIo cux mop 3HaYeHHE IUCTCHMHOBBIX OCTATKOB JUIS KAaTaIMTHUYCCKOU
AKTUBHOCTH (DEPMEHTOB DYKAPUOTHUYECKOW IMTPATCUHTA3bl HE W3Y4aJlOCh CaWT-
HanpaBiieHHbIM MyTareHe3oM, XoTs Cysl108 u Cys365 Obuin 3aperucTpupoBaHbl Kak
HaumOoJee KOHCEPBATHMBHBIE OCTATKU IIMCTEWHA, KOTOPbIE HMMEIOT MOTEHIMAN s
obpaszoBanus aucynbGuaHeix cBs3eit (Stevens et al., 1997). ITokazaHo, 4TO BapHaHTHI
dopmbl 1IC4, xotopeie He umeroT 6o Cys108, mubo Cys325 (nmocnennuii U3 KOTOPHIX
COXpaHSETCS TOJBKO B pACTCHHSIX), WUMEIOT JIUIIb HEOONBIIYI0 KATAIUTHYCCKYIO
aKTUBHOCTh IO CpPaBHEHUIO C HeMOAU(UIMPOBAHHON ¢opMoil. SBisioTCS 1M 3TH
IIUCTEMHOBBIE OCTATKH BOBJICYCHHBIMU B (DaKTHUECKYIO KATAIUTUYECKYIO aKTUBHOCTH
uTpaTcuHTasbl Arabidopsis, HesICHBI, M, BO3MOXKHO, OHHM BaKHBI JUISI MPABHJILHOTO
cknaneiBanus (epmenta. CnenoBarenbHo, Cys108 u Cys325 0cOO€HHO BaXKHBI st
dyukun murparcuaTa3sl Arabidopsis (Schmidtmann et al., 2014).

Psnom wuccnenoBanuii ycraHoBieHO, 4to CysS365 sBisIeTCS €IWHCTBEHHBIM
IIUCTEMHOM, KOTOPBII SIBISIETCS BHICOKOKOHCEPBATMBHBIM BO BcexX opranmsmax. Korma
Cys365 mytupyercs, pepMeHT He Tak akTuBeH, kak [[C4 B ero BoCCTaHOBJICHHOM
COCTOSIHMHM, HO JIEWCTBUTEIBHO HHTEPECHOE HAOIIOJCHHE 3aKII0Yaioch B TOM, YTO
Cys365 He CAHMIIKOM YYBCTBHUTENEH K OKHCIUTEIbHOW WHAKTUBAIMH. TakuMm 00pazom,
Cys365 wurpaer KIIOYEBYIO pPOJb B OKHCIHUTEIbHOW WHAKTUBALMU LIUTPATCUHTA3bI
Arabidopsis, u 3T0, CKOpee Bcero, camasi BaKHash MHIICHb, KOTOpas PEryIHPYyeTcs ¢
nomoinpto TRX in vivo. OxHako ObUIO TpoaAeMOHCTpUpoBaHO, uTo TRX HEe TONBKO
yMEHbIIaeT AuCyiIbGuIHbIE CBs3M, oOpa3zoBanHbie Cys365, Tak Kak Bce
MEXMOJIEKYJISIPHBIE ¥ BHYTPUMOJIEKYJISIPHBIE CMEIIaHHbIE NUCYIb(QUIHBIE MOCTUKH B
[IC4. Taxum ob6pazom, TRX-zaBucumas aktuBarus 1[C4, ckopee Bcero, sBISETCS
BaXHBIM MexaHu3MoM peryiaiuu nukiaa LITK in vivo (Schmidtmann et al., 2014).

B cocraBe aktuBHoro menrpa L[C oOHapyxeHO HajauuMe JABYX LIEHTPOB
CBSI3BIBAHMSI, OJIUH JIJISI JIMMOHHOM KHCIIOTBI WJIM OKCAJIOAIETaT, a APYroi Il KOYH3UMA
A. AKTHBHBIN IIEHT JAHHOTO (pepMEHTa COACPIKUT TPU KIFOUEBBIX OCTaTKa AaMUHOKHCIIOT:
His274, His320 u Asp375, KoTopble SBIAIOTCS BecbMa U30UpATENbHBIM  BO

B3aMMO/JICHCTBUU C CyOCTPaTOM.
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Puc. 8. Mexanmsm peakumu, KaTanm3upyemoil mmrparcunTtazoil. CoA —

Ko(epMeHT A.

DT aMUHOKHCIIOTHBIC OCTAaTKH aKTUBHOTO IICHTPa KAaTAIM3HPYIOT MpPEBpaIlCHUE
anetmii-CoA  (H3CO-SCoA) wu  oxkcamoanerar (COO-CHCOCOQO’) B mwurpar
(COOCH2COHCOOCH2CO0") u HS-CoA B anpaoipHOW peakiliu KOHACHCAIMH (pHC.
8). Oto dopmupyeT TeTpad’APUUECKUN MPOMEKYTOUHBIA MPOAYKT M, KaK pe3yibTar,
BeIcBOOOXIeHNEe “SCOA ot kapOoHmapHOM rpymmbl (Karpusas et al., 1990, Garrett et al.,
2013). B manpuetimem "SCOA npotonupyetcs u ¢popmupyercs HS-CoA. Ha nmocnennem
dTamne TMPOWCXOAUT MPUCOCTUHEHUE THIPOKCWIBHONW Tpymmbl K KapOOHWIBHOH |
obpasyercs murpar (COOCH2COHCOO-CH2COO0") (Weigand, Remington, 1986).

VYuuteiBass ~ OOJIbIIIOE  OTPHUIATENIBHOE  M3MEHEHHWE CBOOOJHOW  SHEpruu
IIUTPATCUHTA3bl U €€ JIBIDKYIIYIO POJb B IUKIIE JIMMOHHOM KHUCIIOTHI, OOJBIIOE YUCIIO
uccieoBaHuil  (epMeHTa B OCHOBHOM KAacalOTCS TOTO, KaKk OH perylIupyercs.
HccnenoBanusi BBISBIJIM HAJIMYUE HECKOIBKUX — QJUIOCTCPUUYCCKUX HHTHOUTOPOB,
KOTOpBIE KOHTPOJUPYIOT aKTUBHOCTh MUTpaTCcUHTa3bl, B yacTHOCTH HAJIH u AT® (06a
SBIIIOTCS TPOAYKTAMH IIMKJIA JUMOHHOW KHCIOTBI). OTH MOJIEKYJbl CBS3BIBAIOT
QIJIOCTEPUYECKU C IMUTPATCUHTA30H U YMEHBIIAIOT €€ CPOJACTBO K cyOcTparam. TpeThs
MoJieKyaa, CyKIUHWI-COA, peryJmpyer IUTPATCUHTA3y MOCPEACTBOM KOHKYPEHTHOTO
WHTHOWPOBAHMS MYTEM CBS3BIBAHUS C €€ AKTUBHBIM IICHTPOM, TEM CaMbIM OJOKHPYS
noctyn cybcrpara kK caity cBs3biBaHus. CyknuHuia-CoA sBisercs MpoayKToMm Oosee
MO37HEW CTaJuMd [HKJIA JIMMOHHOW KHUCJIOTHI, M €r0 HaKOIUICHHE B MaTpUIlE

MHUTOXOHJIPUH yKa3bIBaeT Ha 0OMIMe HocuTesel aekTpoHoB (B Buxe HAJIH u ®AJIH?)
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U, CIeoBaTelbHO, CBOOOmHOW sHepruu (B Buae AT®P) B KieTke, ykas3biBas Ha
BO3MO>XHOCTh MHTMOMpPOBaHUA KaTabonu3Ma. Takum oOpa3oM, CyKUuHUI-CoA CIIyXUT B
KaueCcTBE KOHKYPEHTHOTO HWHTHOMTOpa IMUTPATCHUHTAa3bl IO THUIy OOpaTHOM CBSI3H,
UHTHOWPYS IMKJI JMMOHHOM KHCIIOTBI M OCTAaHaBIMBAas JallbHEHUIINN KaTaOoln3M
(Remington et al., 1982). Hakonem, camM IUTpaT pPEryJIUpyeT aKTHBHOCTH
UTPATCUHTA3bl, KOHKYPHUPYS C OKCAJ0alleTaTOM 3a CBSI3bIBAHHE C aKTUBHBIM IICHTPOM.
Takum oOpa3omM, JMa3Has peakius KOHKYpPUPYET C peakluedl KOHJEHCAluh B
urparcunrase (Weigand, Remington, 1986).

DKCIIepUMEHTHI ¢ HATUBHOM M OYMIIEHHOW uTparcuHTa3on E. coli moarBepammy,
YTO 2-OKCOTJyTapaT sBISETCS WHIHMOUTOpoM 3Toro Qepmenra. MurubupoBanue 2-
OKCOTJIyTapaToM, MO-BUIUMOMY, OTPaHUYUBACTCS OJTHUM CEMEUCTBOM
rpaMOTpHUIIATEIBHBIX OPTaHU3MOB, a IMeHHO Enterobacteriaceae. /Ipyrue 0akrepuu, kak
IpaMITOJIOKHUTENbHBIE, TAaK U TPaMOTpULIATeIbHbIC, U BBHICIINE OPTaHU3MBI HE MOKA3alu
TaKOr0 WHTUOMPOBAHUS UUTpaTcHMHTa3. Bo Bcex ciydasx QepMeHThI, KOTOpbIe
pearupyrorT Ha 2-OKCOIUIyTapaT, MOTYT OBITh <«JIECEHCUOWJIM3UPOBAHB» K DJTOMY
WHTUOUTOPY IIyTEM TOBBIIMICHUS HWOHHOM CWJIBI, TpeArnoJaras alIoCTePUIEeCKU
MEXaHW3M perynsuuu. [luTpaTcuHTa3bl TpamMOTPHUIATENIbHBIX OaKTEepUil  SBISIOTCS
3HAYUTENBHO 0o0Jiee KPYMHBIMH MOJIEKYJIaMH, €M MOJIEKYJbl TPAMITOIOKUTEIHHBIX
OakTepuil WM DYKApUOT, M, KPOME TOr0, TOJBKO «OOJIBIINE» [HUTPATCUHTA3BI
amioctepudyecku uHrubupyrorcs HAJIH. IluTparcuHTaspl, KOTOpBIE MPOSBISIOT
UHTHOUPOBaHUE 2-OKCOKETOTIYTapaTOM, TAaKXKe SBISIOTCA «KPYIMHBIMUA» TUIIAMHU.
B3aumopeiicteue L{C ¢ 2-okcoramyrapatoM BIOJIHE MOXKET NMPUBECTH K MEPETPYNIUPOBKE
cyOBeIMHHMII, TTOJIOOHBIX TeM, KOTophle HaOmoaanuchk B cnydyae HAJIH. UccnenoBanus ¢
E. coli mokaszamu, uro mHrHOHMpyroIiee ACHCTBHE 2-OKCOrNIyTapaTa Ha IMTPATCHHTA3y
SIBJISICTCS] TUTIMYHBIM CIydaeM TOPMOXKEHHS UCXOTHOTO (pepMeHTa KOHEUHBIM MPOTYKTOM
nytu (Weitzman, Dunmore, 1969).

HNurubuposanue UTPATCUHTA3bI pa3IMYHBIMU HYKJICOTHUAaAMHU u
MOJIMKAPOOKCUIATHBIMHU COEAMHEHUSAMH HE SIBJSICTCS HEOKHUIaHHBIM, TTOCKOJIBKY MHOTHE

U3 3THX COCIUHEHUH SIBIISIIOTCS aHaJloraMu cyOcTpaTa LUTPATCUHTA3bl. DTU 3(PPEKTOphI
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MHTEPECHBI B CHIIY TOTO (haKTa, YTO MHOTHE M3 HUX SBISIOTCS MPOMEXKYTOUHBIMU H/HITN
KOHEYHBIMHU TPOTYKTAMH B META0OIMUYECKOM MYTH, U KOTOPBIX IIUTPATCUHTAa3a MOXKET
SBISITBCSL TEpBBIM  dTamoM. Kak chneacTBue, MOXKHO TNPEIVIOKHUTh — PETYISALHUIO
nutparcuaTassl AT® (wnmm moteHmman ¢ochopuaupoBanus) ¢ noMomnisio anmi-CoA
(ypoBenp anmnmpoBanusi) © HAJIH (OKMCIUTETHHO-BOCCTAHOBUTEIBHBIM MOTEHIIHAN).
[ToMrMo >THX mpeanoiaraéMbIX KOHTPOJEH, BO3MOXHO, YTO OCHOBHBIM KOHTpPOJIEM
aKTUBHOCTH IIUTPATCHHTA3bl SBISIETCSA W3MEHEHHE KOHIEHTPALMU €ro CcyOCTpaTos,
anetni1-KoA u okcananerara (Gerald, Greenblatt, 1973).

WNurubupoBaHre UUTPATCUHTA3bl KUPHBIMU aliui-CoA-COeTMHEHUSIMH SBIISIETCS
CJIOKHBIM, TIOCKOJIBKY CTENeHb MHTHOUpoBaHus 3aBucuT oT Bpemenu (Wieland, Weiss,
1963). bBputo 0OHApYXKEHO, YTO KHHETHYCCKH OOHapY)KMBacMble KOHIICHTPAIHMH
nutparcuaTasbl (20 Hr) morepsuin 15% OT MX MakCUMalbHOTO CKOPOCTh B TEpPBbIE
MUHYTBl B3auMojeiicTBus B mnpucyrctBuu 2 1 ojeown-CoA. HuHrubuposanue
yBenuumioch 10 50% mocne 5 MUH MPUCYTCTBUS OKcajloaleTaTa. beluuil CBIBOPOTOUYHBIM
ATEOYMHH MOXXET 3amuTuTh oT mHrnoupoBanus L[C oneomn-CoA (Srere, 1965), Ho He
CMOT BOCCTAHOBHTH MCXOJHYIO aKTHBHOCTH ITOCJIE MOJIHOW WHAKTUBAIWHW (MHKYyOArws 5
MUH).

CymiecTByeT HEMajo BOMPOCOB O TOM, YTO IUTPATCHHTA3a MOXKET CHUJIIBHO
WHTUOMPOBAThCS HU3KHUMH KOHIEHTpAlusiMu KUpHBIX amui-CoA. [IporuBopeune
COCPEIOTaYMBACTCSI BOKPYT TOTO, SIBIISICTCS T WMHTHOMPOBAaHUE HECHEIU(PUISCKAM
neTepreHTHBIM 3 dexToM win crienuduueckum nHruoupoBanueM. Crienudurka B TaKOM
KOHTEKCTE TMOJpa3yMeBaeT (PU3UOJOTHYECKOE 3HAUYEHUE, W YeTKas JEeMOHCTpalus
KOHKPETHOTO B3aMMOJEHCTBUSA i OJHOro (hepMEeHTa MPEANoNaraeT pojib >KUPHBIX
amm-CoA B KauecTBe OTpHIarenbHOoro sddexropa I Apyrux (pepMeHTOB,
uHrunoupyemoix armn-CoA (Hsu, Powell, 1975).

Hexotopeie ¢epmentsr 1mmkina Kpebca Obumn  HIeHTHQHUIMPOBAHBI — Kak
THOPEJOKCHHOBbIE MwuIneHH In Vitro. CymiecTBoBaHUE KaKOH-THOO THOPEIOKCHH-
3aBHCHMOM  peryislud, W3BECTHOW Juia 1nukia KanpBuHA, emie  MpeICTOUT

POJEMOHCTPUPOBATb. 1NN IPOBE/IEHO UCCIIEJIOBAHUE OKHCIIUTEIBHO-
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BOCCTaHOBHUTEIBHON peryisiuu gepMeHTa IuTparcuHTazbl Arabidopsis myrem caiit-
HAMPaBJICHHOTO MYTareHe3a ero IMIeCTH IUCTENHOBBIX OCTATKOB. Pe3ynbTaThl moKaszaiy,
YTO OKHCJICHHE HHTUOMPYET aKTHBHOCTH (pepMeHTa myTeM OOpa3oBaHUS CMEIIAHHBIX
TUCYNb(QUIOB, TaK KaK YaCTUYHO OKHCJIEHHass LUTpAaTCHHTa3a oOpa3yeT Oosibline
OKHCIIUTENbHO-BOCCTAHOBUTEbHBIE arperarsl. Kpowme TOTO, ObLI1O0
POJEMOHCTPUPOBAHO, YTO THOPEIOKCHH MOKET PaCIICIUISTh pa3HOOOpa3HbIe BHYTPH-, a
TaKXKe MEXMOJIEKYISIpHbIE AUCYIb()UIHBIE MOCTUKH, KOTOPBIE CHJIBHO YCHIIMBAIOT
aKTUBHOCTh (epMeHTa. M3MepeHHs aKTMBHOCTH C BapHaHTaMU MOJIUPUIMPOBAHHOIO
mucTerHa (epMEeHTa BBIIBWIIM Ba)KHBIE OCTATKM LIHMCTEHHA, BIUAIONIME HAa OOIIYyIO
AKTUBHOCTH (DEPMEHTA, a TaKKe OKHCIUTEIbHO-BOCCTAHOBUTEIBHYIO TyBCTBUTEIFHOCTD
depmenTa (Schmidtmann et al., 2014).

[lokazaHO  peryiasiTOpHOE JEWCTBHME  pAa3IMYHBIX HOHOB HAa  CKOPOCTh
(YHKIMOHUPOBAHUS LUTPATCUHTA3bl. DepMEHTaTUBHA aKTUBHOCTh LIUTPATCUHTA3bl U3
cepalla CBUHBM  MOXET HMHTMOMpPOBATbCA  pa3aMuHbIMM  HOHamu.  [lopsiox
UHTHOMPYIOIIEro JCHCTBHS OJHOBAJICHTHBIX KaTHOHOB cocTaBisier Li*, K, Na*, Cs*, a
anmonoB SCN-, CI', Ttaprpar. JIByxBajeHTHbIE KaTHOHBI, Takhe kKak Ca?* m Mg?*,
HaMHOTO 3(QeKTHBHEE OJHOBAJCHTHBIX KAaTHOHOB, MPH 3TOM THOIMAHAT CTOJIb K€
3ppeKTUBeH, Kak JAByXBaJeHTHble KaTHOHBL. AT® Takxke sBISEeTCS MOUIHBIM
uaruoutopoM, Ho dATD He oka3piBaeT HUKaKoro 3¢dexra. TOpMOKEHHE MOHO- U
JIBYXBaJEHTHbBIMU KaTHOHaMM M AT® MOXKHO MNpPeojoJieThb 3a CYET YBEIMYCHUS
KOHIIEHTPAIIMU OJJHOTO U3 cyOCTpaToB, aneTmi-kodpepmenta A, Ho He okcananerara (\Wu,

Yang, 1970).

1.1.2.1 ®opMbl UUTPATCUHTA3bl U UX PYHKIIMOHATIbHAS POJIb

[MuTparcuHTa3a KaTaJu3UpPyeT PEaKlUi0 KOHJIEHCALMH, MPOUCXOASIIYI0 MEXAY
YETBIPEXYTIEPOJHON MOJIEKYJIOW OKcajlaleTrara U JBYXYIJIEPOJHON MOJIEKYJION alleTHII-
CoA m yacTo paccMaTpuBaeTCs Kak IepBas CTaius IUKIa TPUKaApOOHOBOW KHCIOTHI
(Fernie et al., 2004). HecMoTpss Ha CTpaTErMyecKOe IMOJIOKEHHE W Ba)KHOCTh JTOTO

(bepMeHTa, HCCICOOBaHUA €€ METa0O0IMYECKOr0 3HAYCHHS B pacTCHUAX OCTAIOTCA



32
aktyanpHeiMu  (Blasing et al., 2005, Pracharoenwattana et al., 2005, Urbanczyk-

Wochniak et al., 2006). Tem He MeHee, MHOTHEC WCCJICIOBaHMS HANpaBlICHBI Ha
BBISICHCHHE POJIM TOTO ITYTH BO B3aMMOJICHCTBUU PAaCTEHUI W MOYB. B 3TOM KOHTEKCTE
IIUTPaTCHHTa3a Oblla [OKa3aHa KaK BaXHBIM JIETCPMHHAHT OKCCYJAllMd IUTpaTa
xopussmu (Kochian et al.,, 2004) u kak BakHBIM MeauaTOp moriomeHus (GocdaroB u
TojepanTtHocTH K amomuHuio (Anoop et al., 2003). Bosee Toro, poins MUTPATCHHTA3HI
ObLIa MOCTYIUpOBaHa B mpoiecce 1BeToobpazosanus (Yui et al., 2003).

[IpuMeHeHUEe MYTaHTHBIX ()OPM PACTEHHH C AHTHCMBICIIOBOW I[MTPATCUHTA30M
1I0Ka3aJ0 B 3HAYMTEJILHOW CTCMIEHW HEM3MEHHBIC CKOPOCTH (POTOCHHTE3a, HECMOTPS Ha
SBHOC W3MCHCHHE MeTa0ollM3Ma, YTO YKa3blBaeT HA TO, YTO KIETKA MOXKET
KOMITCHCHPOBAaTh YMEHBIICHHYIO 3KCIIPECCHUI0 MUTOXOHAPHAIBHON HUTPATCUHTA3bl B
TpancopmanTax. PacteHus ¢ TakuM MITKUM CHIDKeHHEM akTUBHOCTU LIC cmocoOHBI
IpoayHHpoBaTh ¢ akTUBHOCTBHIO 6% (Landschiitze et al., 1995). Xors Bo3MOXHO, YTO
HEPOKCHCOMalIbHAs IIMTPATCHHTa3a oOecreYnBacT 0oJice BBICOKMI BKJIaA B OOIIYIO
aKTHBHOCTh B TOMAaTre, 4eM B KapTodelie, HO BPSI JH OOBSICHAET TaKkoe OOJbIIOe
pPacXOoXKICHHE B CTEIICHW WHTHOMpOBaHUs. Elne opHa BO3MOXHOCTH 3aKitodyaiach Obl B
TOM, YTO CYIIECTBYET BTOpas, MOKa €lle HeoXapaKTepH30BaHHAsS MHTOXOHIpUAIIbHAS
n3odopmMa muUTpaTcHHTa3bl B Tomate. OIHAKO KpaifHee CXOJICTBO '€HOMOB TOMAaTOB U
kaprodenss He MONJICPKHUBACT dTY THUMNOTE3y. YUHThIBas 3TH  apTyMEHTHI,
NpeANoiaraeTcss, 4To pa3lidue, CKOpee BCEro, CBS3aHO C  OTHOCHUTEIBHOM
3 PEKTUBHOCTHIO CAMOT0 AHTHUCMBICIIOBOTO TOPMOXKEHUS. Pe3ynbraThl MccienoBaHui,
TAK)Ke TMPEANOJIAraloT BaKHYIO POJIb PETYISAIUHN MTEPOKCHCOMATBHON UTPATCHHTA3HI, H,
4TO ITa PETyIIUs 00ecreynBaeT KOHTPOIb H30()OPMBI MUTOXOHIPHA. B Takom ciryuae
IUTPAT, MOJIYYCHHBIH BO BpeMsi pabOThl TNIMOKCHUJIATHOTO IIMKIJIA, MOXET JHOO OBITh
JIOTIOJTHUTENIHBIM ~ METAa0OJUTOM B MEPOKCHUCOME, JIMOO AKCIOPTUPOBAThCS B
MHUTOXOHJPUU U PAaCXOAOBaThCs, THOO B BUAE LHTpaTa, JTUOO B HM30IUTpaTe, B3aMeH
OKcajioareraTa MmoCcpeICTBOM paHee OXapaKTePU30BAaHHOTO TPAaHCHOPTEpa KapOOHOBBIX
kucior (Picault et al., 2002). Bo3mokHO, 4YTO OKcajioalerar, 3KCIOPTHPYEMBIH H3

MI/ITOXOH)IpI/If/'I, BIIOCJICACTBUHU MOXKET OBITh MCIIOJB30BaH INEPpOKCUCOMaMHU  IJIAd
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MOAAEPKAHUST AKTUBHOCTU IEPOKCUCOMAIIBHOM LMTpaTCUHTa3bl. TeM He MeHee,
HE3aBUCUMO OT TOT'O, MPOMCXOIMT JIK 3TO IN VIVO WK €CIIM OH CHadaja mpeoOpa3oBaH B
acrmapTar mnepea MMIIOPTOM, OH octaetcs cropHbiM (Pracharoenwattana et al., 2005).
HezaBucumo oT cyOcTpara, HWMIOPTUPOBAHHOTO B  MEPOKCHCOMY, HMMEIOTCS
3HAYUTENbHbIE  JIOKA3aTeJIbCTBA CWJIBHOM KOOpAMHAIIMM  MeTabonu3mMa  Mexay
MEPOKCUCOMHBIMHA Y MUTOXOHAPHATBHBIMH MTPOLECCAMU, KOTOPBIE BBIXOMST 3a PAMKH UX
COBMECTHOU palOThl B MYTAX, TAKUX KaK (POTOJBIXaHHE, KOTOPHIE PA3ACIAIOTCS MEXIY
HECKOJIbKUMHU OpraHejijiaMu. Pe3ynbTarbl, IMOJYYEHHbIE B OTHOIIEHUM pPACTEHUH C
NeUIMTOM MUTOXOHIPHUATBEHON IUTPATCUHTA3bI, COTIACYIOTCS C Pe3yJIbTaTaMU JPYTHX
nabopaTopuii, AEMOHCTPHUPYS PpOJb MEPOKCHCOMAIBHOTO O0Opa3oBaHUsA IUTpaTa B
KoHTekcTe ¢ (GynkiuonupoBanueM [[TK mpu okuclieHHM aneTWIbHBIX 3BEHBEB f3-
okucienus xupHbIx kuciaot (Hooks, Rosenstrom, 2002, Pracharoenwattana et al., 2005).
[TonydeHHbIe TaHHBIE TaKkKe MOMOTAIOT OOBSICHUTH HAONIOICHUS O TOM, YTO aKTUBHOCTh
MEPOKCUCOMAIBHOM HUTPATCHHTA3bl OOHAPYKUBAECTCS B IIMPOKOM JIHMANa30HE TKAHEH, a
HE TOJIBKO B T€X, B KOTOPBIX aKTUBEH rirokcuiaaTHbIi nuki (Cornah, Graham, 2002).
XOTsl OrpaHWYEHHE AKTUBHOCTH MHUTOXOHJIPUAIBHOW LIMTPATCUHTA3bl HE MUMEET
CEPbE3HBIX TMOCIEACTBUA Ui pPOCTa WU (PU3MOJIIOTMM DPACTCHU, HAOII0JAI0TCS
3HAYMUTENIbHBIE CIABUTH B OOMeHe BemiecTB. AHanu3 ypoBHeii MPHK ¢ momombpro
MHUKpPOYHIIA MOKAa3aJl, YTO HECKOJIbKO TPAHCKPUIITOB, CBSA3aHHBIX C META0OIU3MOM a30Ta,
OBLTM MOJIABJICHBI, OJHAKO 3Ta TEHACHIMSA HE ObUla YHUBEPCAIbHOM, Mpesrnoiaras, 4ro
COKpAaIlleHWe AaCCUMWISAIMM HUTPAaTOB ObLJIO, MO KpailHeW Mepe, YacTUYHO,
OMOCPEIOBAHHBIM Ha MOCTTPAHCISILIUOHHOM ypoBHE. OlLieHKa YCTaHOBUBIINXCSI YPOBHEH
MeTabOIMTOB, B OOIIEM H IIeJIOM COOTBETCTBOBajla OrPAHUYEHUIO ACCUMUIISIIAN
HUTpaTOB. BO-TIEpBBIX, ypOBEHh HUTPATOB ObLIT MOBBIIIEH B TPAHCTCHHBIX JTUHUIX, XOTA
cleayeT OTMETHUTh, UTO O0IIee COACpKaHUe a30Ta B JUCThAX TPAHCTCHHBIX PACTCHUM HE
U3MEHSIIOCh. BO-BTOpBIX, B TpaHcopMmaHTaxX OBUTM YMEHBIIECHBI YPOBHU HEKOTOPBIX
AMUHOKHUCIIOT. B-TpeTbuX, MOBBIIICHHBIM YPOBEHb KpaxMalia U paCTBOPUMBIX YTIIEBOJOB
U CHUXXEHHE ypOBHEM  (POTOCHHTETMUECKHMX MHUTMEHTOB, HAOJIOaeMbIX Y

TpaHC(l)OpMaHTOB, SIBJIAIOTCA JIPIElFHOCTPIKOfI CHMXXCHUA CKOPOCTH aCCHUMMIIAIINN
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uutpatoB (Fritz et al., 2006, Gaude et al., 2007). Tem He MeHee, HECMOTPSI Ha YETKOE
OTPaHWYCHHE ACCHUMWISIIMM HUTPATOB, YPOBHHU, KaK aclapardf, TaKk W TIUIHH ObUIA
3HAYUTEIHHO YBEIWYECHBI B TpaHCPOpPMAHTax. YBEIHMUYEHHE 3TUX METa0OJIMTOB NpHU
CHIDKCHUH HUTPATOB HE UMEET MPUOPHUTETA, MOCKOIbKY Orsel ¢ corpyaHukaMu cooOIIm
06 anajormunoMm HaOmofenun B Arabidopsis (Orsel et al., 2006). Axanu3 u3MeHEHHIA
CYTOUHBIX YPOBHEH acmaparvHa M TJIMIIIHA TI0Ka3aJl, YTO OHHU ObUTM MEHEe Pa3InIiMbI B
KOHIIE TEMHOTO TMEPHOAd, YTO TOATBEPXKAAET TUIMOTE3Yy O TOM, YTO 3TO KaKUM-TO
00pa3oM CBsI3aHO C MU3MEHEHUSIMU acCUMWJISILIMKA HUTpaToB. Kpome Toro, maHHbIe psaa
UCCJIEIOBAaHUM, MPENIOoaralT, YTO 3TO YBEIMYEHHE MOXKET ObITh 0O0YCIOBIEHO, TO
KpallHe Mepe, YacTUYHO, YCUJIEHHOM Jerpaaamueit Oenka u auddepeHuupoBaHHON
MoOOWIM3anyell aMHHOKHCIIOT BHYTpH TpancopmaHToB. Hampumep, cymecTByeT siBHas
pETyJsiusl TEHOB, CBA3aHHBIX C JAerpajanuei Oenka B TpaHC(HOpMaHTaX U CKOPOCTHIO
MeTaboIM3Ma aMUHOKHUCIIOT C BBICOKUM COJIEPKaHHEM a30Ta, YTO YKa3bIBaeT HA TO, YTO
JUHUM MOTYT XOpPOLIO JIEMOHCTPUPYIOT HW3MEHEHHbIE TeMIbl 00opoTa Oelnka.
JIeliCTBUTENbHO, MHOTHE  acCleKThl  METa0oNUT-poduiaell  MUTOXOHIPHAIBHBIX
IUTPATCHHTA3 PACTCHUH, BKITIOYasi HAKOTUICHHE TJIMIIMHA U acllaparuHa, HalTOMHUHAIOT T€,
KOTOpbIE OOHAPY>KEHBI BO BpeMs MPOAOJKUTEIIEHOM HOYHON AKCHO3HMIIMU WM JIaXkKe BO
BpeMsi cTapeHus, Bbi3BaHHOro temuortou (Shizaki et al., 2005, Gibon et al., 2006,
Fahnenstich et al., 2007).

CemeiicTBO OETKOB OKCOKHCIIOTJIMA3 BKIIIOYAET HE TOJBKO NUTPATCHHTA3y, HO
TaK)K€ HECKOJIBKO JAPYTUX OCNIKOB C aHATIOTUYHBIMH (PYHKIUSAMU: 2-METHIUTPATCUHTA3Y
u AT®-turparcunrazy (Moss, 2013). JInasbl BKIHOYAOT OCIKH, KOTOPHIC KATATU3UPYIOT
pa3pylIeHne XUMUYECKHUX CBSI3€H MEXIy ABYMS aTOMaMU C IOMOIIBIO MHBIX CIIOCOOOB,
qeM THApoin3. JIMa3el OKCOKHCIOT SBISIOTCS TPEACTABUTEISIMHA MOATPYIIBI YTIIEPO-
yraepomuasel  (Moss, 2013), MOCKONBKY OHH KaTalU3UPYIOT JIM3HC YIIIEPOJ-
YIJIEpOIHBIX CBA3eil. B ciaywae murpaTcuHTasbl OOpaTHOM peakiueil KOHJASHCAlUN
SIBIIICTCS PEAKIMsI JIMa3bl, TAK KaK MECTUYTOJbHBINA UTPAT MOXKET OBITh PacIISIICH C
obpasoBanuem anetui-CoA u okcananerara (Remington et al.,, 1982). ®ynkuus 2-

MCTUIIOUTPATCUHTA3bl aHAJIOTMYHA (bYHKIII/II/I OUTpaTCHHTa3bl B TOM, YTO OHa
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OTBETCTBEHHa 3a cuHTe3 nutpara. OIHAKO, NAaHHBIA HSH3UM, OOHAPYKEH TOJBKO Y
BOJIOpOCIICH M TpamMoTpuiarenbHbix OakTepuii (Weigand, Remington, 1986). B otinume
OT IUTPATCUHTA3bI, 2-METHIUTPATCHHTA3a ABIseTCA TekcaMepHoi. C Apyroil CTOPOHBI,
AT®-uTpaTnua3Has  peakuus  NpOTeKaeT  aHAJOTMYHO  JIMA3HOM  peakiuu
LUTPATCUHTA3bl, IOCKOJBKY IPOUCXOAMT pacCUICIUIEHHEe LUTpata C oOpa3oBaHUEM
aneti-CoA. Onnako, AT®-uutparnuaza QyHKIMOHUPYET B LIUTO30JI€ U HE SIBISETCS
IMMEpoM, a ckopee Terpamepom (Sun et al., 2010).

KnacrepHslil aHaiau3 IUTpaTCUHTa3bl HA OCHOBE, KaK MEPBUYHOM CTPYKTYpPBI, TaK
U TPETUYHON CTPYKTYphl INpHUBENT K OOHAapYXEHHIO OOJBIIOTO KOJIWYECTBA OEIKOB
romosioroB. IlepBeiMm  wmcmonmszyembiM  uHCTpyMeHTOM Obi1  NCBI-criermduansbii
UTEPATUBHBIA 0a30BbI JIOKAIBHBI WHCTPYMEHT moucka HasHadeHuit (PSI BLAST),
KOTOPBIN CpaBHUBAET UCCIEAYEMYI0 aMHHOKHCIOTHYIO MOCIIEA0BATEIHHOCTD, B TAHHOM
cllydae IUTPATCHHTAa3y, C IOCJIEOBATEIbHOCTSIMU H3BECTHBIX OEJIKOB Ha OCHOBE HX
romosiorud. [Ipu mcnosns3oBanun kak PSI-BLAST, Tak u Dali ans moncka roMoiioros,
IIUTPATCHHTA3a OKa3aJlaCh CXOMHOW KakK IO CTPYKType, TaK M IO aMHHOKHCIOTHOU
nocjenoBareabHocTH ¢ 2-metwiaiutparcuaTason  (Altschul et al.,, 1997, Holm,

Rosenstrom, 2010).

1.1.2.2 MonekynsipHasi OMOJNOTHsI IUTPATCUHTA3bI

AHanu3 6a3 JaHHBIX MOKa3ajl, YTO Ha CEroJHs UMEETCsl ONpe/leJIeHHbIE JaHHbIE O
IeHETUYECKOH I€TEPMUHALIMYU LIUTPATCUHTA3bI JJIS Psiia OpraHU3MOB.

[{utpaTcunTtasa Arabidopsis thaliana L. kogupyercs ceMeiicTBOM SICpHBIX TEHOB:
CSY1 (AT3G58740) xpomocoma 3, m CSY2 (AT3G58750) xpomocoma 3, CSY3
(AT2G42790) xpomocoma 2, ATCS (AT2G44350) xpomocoma 2, CSY5 (AT3G60100)
xpomocoma 3 (www.nchi.nml.nih.gov/genome).

OuIOreHeTHYECKNI aHaIN3 MTOKa3bIBAET, YTO OHM JIETATCS HA JABE TPYIIIbL: 0 J1Ba
U Tpu reHa. VIHTpOHHAas/K30HOBash CTPYKTypa TE€HOB CHJIBHO COXpaHSETCsl B JBYX
rpynmnax, Ho He Mexay HuMmH. OnHa rpynmna COCTOMT U3 ABYX reHoB: At2g44350 u

At3g60100, xoTopple KOAMPYIOT MHUTOXOHJpHalIbHbIe (OpPMbI U  COJEp)Kar
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crenupuYIecKrue MocIeI0BaTeIbHOCTH Ha cBonx N-koHmax. ['eH At2g44350 takke ObLT
UICHTUUIIMPOBAH B MUTOXOHApUanbHOM mpoteome (Heazlewood et al., 2004). Tpu
Oenka B apyroil rpymnme 6ojee MOXO0KH IO MOCIE0BATEIHLHOCTSIM € TIEPOKCUCOMATBHOMN
LIC teixBer (Cucurbita pepo) (Kato et al., 1996) u comep:kaT Mmociea0BaTEIHHOCTH
nepokcucoManpHoi  jokanmm3anuu THna 2 (PTS2) nHa wmx N-konmax. Takue
nocnenosarenbHocT PTS2 xapakrepusyrorcsi koHcepBaTUBHbIM MoTUBOM R(X)6HL.
Oro mnpennonaraeMeie nepokcucomanbhbie: CSY-remst CSY1 (At3g58740), CSY2
(At3g58750) u CSY3 (At2g42790).

[Tokazano, yro nepokcucomanbHas L{C sBnsieTcss HeoOxoauMou st MeTabonn3mMa
xupHbIX kucioT (JKK) npu nmpopacranuum Arabidopsis. J[BoitHbie MyTaHTBI CSY2 u CSY3
HecrocoOHbl MeTabonusupoBaTh KK, 4TO yka3biBaeT Ha TO, YTO OHU OJOKUPYIOT [~
OKHCJICHHE KUPHBIX KucioT. CrnegoBarensHo, nepokcucomanbhas L{C neodxomum s f-
OKHCIJICHUS KUPHBIX KUCIOT U B oTcyTcTBHE L[C anetnn-CoA, no-BuauMOMy, HE MOXKET
ObITh Janee metaboiau3upoBaH. Takum oOpazoMm, LIC Tpebyercs nmst skcmopTa yriepojaa
u3 nepokcucomsl (Pracharoenwattana et al., 2005).

Mutoxouapuu Arabidopsis obnamaror nByms u3odopmamu nurparcuaTasbl: [[C4
(At2g44350) u 1ICS5 (At3g60100), xomMpyeMbIMH ABYMS OTICIBHBIMH SIICPHBIMH
renamu. ®opma [[C4 sBisercs ocHOBHOM wu30dopMoil ©u  HamMHOTO Oolee
pacnpoctpanenHoi, yeM LIC5. OGe uzodpopmbl paHee ObUIM HACHTU(PUIMPOBAHBI B
MUTOXOHAPUAX Arabidopsis ¢ npuMeHeHHeM pa3HbIX MPOTEOMHBIX MOIX00B. [Ipu 3TOM,
oenok Toibko Oosiee pacmpoctpaneH, yeM L[C5, vHo u tpanckpunt 1{C4 mpucyrcTByeT B
Arabidopsis Ha ropa3mgo 0oJiee BBHICOKMX YPOBHSX Ha BCEX dTarax pa3BUTHS, B TO BpeMs
kak Tpanckpunt L{CS umeet noBonsHO HU3KUIT ypoBerb (Schmidtmann et al., 2014).

Amnanu3 renernyeckor 6a3sl ganneie NCBI mo3Bonmn ycTaHOBUTH, YTO B T€HOME
KYKypy3bl IIUTpAaTCHHTa3a TaK >K€, KaKk M B MOJCIBHOM OO0BEKTe, apabujorcuce,
KOJIUPYETCSl CeMEUCTBOM I'eHOB (Tabu. 1).

B uwactHOCTH, TOKa3aHO, 4YTO pas3Hble (OPMBI HCCIeayeMoro QepMeHTa

KOOUpPYETCA TCHaMH, PACIOJIO0XCHHBIMU B Ppa3HBIX XpOMOCOMaAXx. FOMOJ’IOFI/IH,
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BbIABJICHHAsA MCTOAAMHM KJIACTCPHOTO0 aHalIM3a, MCXKAY TIC€HaMH, KOIAUPYIOIIUMU

LUTPATCUHTA3Y KyKypy3bl, cocTaBuia 82,1%.

Tabnuna 1.
['eneTnyeckas 1eTepMUHALINS TUTPATCUHTA3bl KYKYPY3bl
MousnekynsipHas I'en Onucanue Jlokanu3anus resa
dbopma pepmenTa
IICa ctsl citrate synthase 1 Chromosome 5, NC_024463.2

(126813410..126819537)

LICb cl5118 1 | Citrate synthase 2 | Chromosome 4, NC_024462.2
(239005558..239012630)

Hcnonb3ys OuonH(pOpMATUKY IS HUIASHTU(DUKAIMKA [OCIIEI0BATEIHbHOCTEH,
CXOJIHBIX C IIUTPATCUHTA30M CBUHBH, MOKA3aHO, YTO JAaHHBIA (PepMEHT, cOcTOUT ux 466
AMUHOKHCJIOT U COACPKUT N-KOHIIEBYI0O MHUTOXOHAPUAIBHYIO IMOCIEI0BATEIBHOCTh U
MOTHB, BBICOKOKOHCEPBATHUBHBIM JJIi LUTPATCHHTA3. 3aKpbIThIE OPTOJOTH OBLIU
oOHapy>keHbl 'y CBUHEH, UBIUIAT U Jpoxked ¢ coxpanenuem 100% B
MOCJICIOBATENIbHOCTA IUTPATCUHTA3bl. AHAIW3 HO3EPH-OJIOTTUHTA BBISBHII BBICOKYIO
skcnpeccuto L{C B ceplie U MbIIIIAX, IPOMEXYTOUHYIO 3KCIPECCHIO B TOJJOBHOM MO3TE,
MOYKaX M TMOKENyIOYHOU jKellese W 0Oojiee HU3KYH SKCIPECCHUI0 BO BCEX IPYTHX
UCCJIEAOBAaHHBIX TKAaHAX, 32 MCKIOUYEHHEM TUMyca M TOHKOW KHUIIKH, KOTOpbIE HE
nposiBisun dkcnpeccuu (Liu et al., 2000).

[To ananuzy 6a3bl naHHbIX ompenenwiu, yro red L{C TpanckpuOupyercs B 2
BapHaHTa CIutalicuara, kotopsie Ha3Banbl [[Ca u LICb (Kim et al., 2013). IICa He umeer
2 9K30HA U KOAUpyeT OeloK u3 466 aMHUHOKHUCIIOT ¢ 27-aMHUHOKUCIOTHBIM N-KOHIIEBBIM
MUTOXOHJIPUATIBHBIM ~ CUTHAJIOM, 33 KOTOPBIM CIIEyeT KaTaJIUTUYECKUM JOMEH
nutpatcunTaszbl. LICb coaepkut 2 sk30H u koaupyeT 400-aMHHOKHCIOTHBIA OEIOK,
KoTopelii N-TepMuHanbHO yceueH no cpaBHeHuto ¢ [[Ca. OH He wumeer curhHana
MUTOXOHJIPUATIBHOTO TapreTHHIa, HO MMEET JIOMEH LUTpPaTCUHTa3bl. KonumdyecTBEHHBIN
[MOP xnerok HeLa wu HEK293 onpenenun Beicokyo skcnpeccuto [Ca wu

He3HauuTenbHoe BbIpaxkeHue L[Cb. Becrepu-6mor-ananu3 o6napyxun [[Ca mnpu
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KaXyIencs MoJeKysipHoit macce okouio 50 k/la, mpu aTom dyopecuentrnas merka [[Ca

ObL1a JTIOKAIM30BaHa B MUTOXOHIPHSIX.

1.1.3 OGmras XxapakTepUCTUKA aKOHUTA3HOW CHCTEMBI

Axonutatrunapataza (Al, K® 4.2.1.3) npencrasiser coboil GpepMeHT, KOTOPHIN
KaTaJIu3upyeT cTepeocnenuduuecKyro H30Mepr3aluio IUTpaTa B U30LUTPAT Yepe3 IUC-
aKOHUTAT B [AKJIE TPUKAPOOHOBBIX KHCJIOT, MPEACTABISAIONINA cobom
HEBOCCTAaHOBHUTEIbHO-akTHBHBIN mporiecc (Beinert, Kennedy, 1993, Flint et al., 1996,
Beinert et al., 1996).

AKOHHWTAa3a OTHOCHUTCS K CEMEWCTBY JeTeppaTas, COJCPHKAIIUX KEIE30-CEPHBIN
KJacTep, aKTUBHOCTh KOTOPBIX 3aBHUCHT OT IieIOCTHOCTH Kiactepa (4Fe-4S) (Guerinot,
Yi, 1994, Noctor, Foyer, 1998). Ycranosineno, uro yurangamu mis (4Fe-4S)-nentpa
SBIIIIOTCSI OCTAaTKUA TPeX IUCTEHMHOB, MPHU 3TOM B aKTUBHOM COCTOSIHUM HOH JKele3a
knactepa cootHocutcs He ¢ Cys, a monekynamu H20. OH yyacTByeT B CBSI3BIBAHUU
CyOCTpaToB ¢ aKTHBHBIM IICHTPOM, B3aWMOJCUCTBYIOIIUM C KapOOKCWIBHBIMU U
THIPOKCHIBHBIME Tpymamu cyoctparo (McCord et al., 1971).

[Tomo6GHOE TOBeIeHWE AKTUBHOTO 3JEMEHTAa aKOHUTA3bl OTIMYAETCS OT JPYTUX
OenkoB, conepxkamux Fe-S B koropeix (opma Fe-S-meHTpa OTHOCHTENBHO CTaTWYHA
(Beinert, 1990). Takum o00pa3oMm, akOHHTa3a TNPEACTABISIET COOOM MOACHIb IS
BO3MOXXHOT'O CITIOCO0A pearupoBaHUs AKTHBHOCTH O€lika Ha W3MEHEHHS JIOCTYITHOCTH
xenesa (Brouquisse et al., 1987).

HccnenoBanue cTpoeHHMs aKOHWUTAa3bl M3 CepAlla CBUHBU TOKa3ajao Hanmuuue 23
OCTaTKOB aMHUHOKHCIIOT aKTUBHOTO IIEHTPA M3 BCEX YEThIPEX JOMEHAaX aKOHUTA3bl. DTU
OCTAaTKM Yy4YacTBYIOT B pacro3HaBaHuM cyOctpara (Argd47, Argd52, Arg580, Arg644,
GIn72, Ser166, Ser643), nurupoBanust u B3aumojeicTBus kiactepoB (Cys358, Cys421,
Cys424, Asn258, Asn446) u o0pa3oBaHWU BOJOPOJHBIX CBS3EU, MOICPKUBAIOIINX
OokoBble menu aktuBHOro meHTpa (Ala74, Asp568, Ser571, Thr567). K ocrarkawm,
YYacTBYIOIIMM B KaTalm3e, OTHOCATCS Ser642 W TpW Tapbl THCTHIUHKAPOOKCHIIATA

(Asp100-His101, Asp165-His147, Glu262-His167).
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AKOHHUTa3a UMEET B CBOEM COCTaBE J[Ba BAXKHBIX (DYHKIIMOHAJIBHBIX JIIEMEHTA.
OmuH sneMeHT npenacTaBiseT co0oil HeOosblloe yriayOleHHe Ha IOBEPXHOCTH U
OCYIIECTBIISIET HEMOCPEICTBEHHOE B3aUMOJIEWCTBHE AKTUBHOIO LEHTPA C KJIacTEpPOM
(4Fe-4S) (Robbins, Stout, 1989). Bropoii ocymiecTBIseT B3aUMOACHCTBHE (epMeHTa U
cyOcTpaTa, HO €ro CTpyKTypa sBisercs auckyccuonnoi (Lauble et al., 1992, Talbot,
Brand, 2005).

Jlis akoHWTa3bl XapaKTepHa crenu@uueckas pojb KEIe30-CEpPHOTO KiacTepa,
MOCKOJIBKY OH HE Y4acTBYeT B Iepejiaue 3JIEKTPOHOB B XOJ/I€ KaTaln3a, a o0ecreynBaeT
B3anMO/IeiicTBUE (hepMeHTa U cyOcTpaTa.

AKOHHUTa3a UCIIONB3YET MEXAHU3M JIETHpaTalluu-THIpaTallii B KaYECTBE OCHOBBI
KaTanusa, rjae ocratku aMmuHokuciaoT His-101 u Ser-642 urpaiot xiaro4eByio poib. His-
101 mpoTtoHnpyeT ruapoKCHIBbHYIO Tpymity Ha C3 nuTpare, BbI3bIBasl €r0 JErUAPATALMIO.
Ser-642 onHoBpemMeHHO 3a6upaeT npoToH Ha C2, hopmupys ABOHYIO cBsi3b Mexay C2 u
C3 c o6pazoBaHHeM IHUC-aKOHUTATHOTO HHTEpPMEIHUATa. B 3TOT MOMEHT POMEKYTOUHBIH
npoaykt nmoBopaunBaetrcs Ha 180° (flip-flop moBopor) (Beinert et al., 1996). 13-3a sToro
IMPOMEXYTOUHBIA 3EMEHT MEPEXOUT U3 «PEKHMa LIUTPATa» B «PEKUM H30LUTPATA»
(Lauble, Stout, 1995). 3ToT MexaHU3M CITIOCOOCTBYET TOMY, YTO BO BpEMsI TIOCIICIYIOIIUX
peakiuii 1IMKJIAa JUMOHHOW KHCIOTHI BOJIa CHAayaja yJIalaseTcs W3 IUTpaTa U 3aTeM
n00aBJsieTCsl B TPAHC-TIOJOKEHUE K BPALLAIOIIEMYCSl aKOHUTATY € BBIXOJOM M30LIMTpaTa
u3 peaknuu (Xin et al., 2005).

AxoHHMTa3a HaiiieHa B JBYX KJIETOYHBIX KOMIIAPTMEHTaX, IMpPU 3TOM
MUTOXOHApUanbHas (opma BoBieueHa B Ilukn Kpebca, a dusmnonoruveckas poib
UTOIUIa3MaTUYeCKor (POPMBI /10 KOHIIA He BbIICHEHA. /{11 pa3iMyHbIX OPraHu3MOB POJIb
nuroriazmandeckod Al oTnmudaercs y pacreHuid w1 miekonurtaronmx (Peyret et al.,
1995, Andersson et al., 1998).

AKOHHTa3a LUKIa TPUKAPOOHOBBIX KHUCIOT Yy MAPOXKEH MpencTaBiseT coOou
OPOAYKT C€ OJHUM TPAaHCIATOM, KOTOPBIH MMEET JABOWHYIO JIOKAJIU3ALHIO U
pacopenensieTcss MEXJIy MHUTOXOHIPUSIMH M LUTO30JIEeM C TOMOUIbIO YHHUKAIbHOTO

MeXaHH3Ma, BKIIIOYAIoNIero oopaTHyro TpaHciokaiuio (Ben-Menachem et al., 2011).
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[{1TO30/IbHOE KOJIMYECTBO AKOHHTa3bl O4YEeHb Majo (~ 5% OT 0OIIero KoJHYecTBa).
OnHako, OTHOCHTENBHO OOJBIIOE KOJIWYECTBO HM3OMPOTEMHA B OJHOM CYOKIETOUYHOM
KOMITAPTMEHTE MEPEKPHIBACT HE3HAYUTEIFHOE KOJIMYECTBO JPYroro H30IPOTEHHA B
apyrom kommparmente (Ben-Menachem et al., 2011).

Ouenp HeOOJbINAS YACTh AKOHUTA3bl JIOKATH3YETCS B IIMTO30JIe (3aTMEBacTCA),
TOrna, Kak Juis (ymapa3a HaxXxomsATCsS B OOOMX KOMIIQPTMEHTaX KICTKH B PaBHBIX
COOTHOIICHUSX. BO-BTOPBIX, IMIIOPT aKOHUTA3bI MOXKET MPOUCXOIHUTH IN VIVO 1 in Vitro B
MUTOXOHJPUU TIOCJIC OKOHYAHHS TPAHCISIIMHM, B TO BpPEeMs KaK HMIIOPT (yMapassl
JOJIKeH OBITh CBsi3aH ¢ ee Tpancisueit (Ben-Menachem et al., 2011).

B sykapuoTHueckux OpraHm3Max B KJIETKE HPUCYTCTBYET MHUTOXOHIpHATbHAS
AKOHWTA3a W IUTO30JIbHAs aKOHUTA3a, KaXJas UX KOTOPBIX 00CCICYMBACT MPOTCKAHUEC
COOTBETCTBYIOLIEr0 MeTaboianueckoro myTH. AkoHMTa3a ydacTByeT B pabdore LITK,
TJIMOKCHJIATHOM TIYTH M METabolIM3Me aKOHUTaTa W IMTpPaT B IIMTO30JI€ KIICTKH.
(Courtois-Verniquet, Douce, 1993, Hayashi et al., 1995, Cercos et al., 2006, Sadka et al.,
2000, Sadka et al., 2000a). IloMmumo 3TOro, y JHOpOXIKEH aKOHHWTa3a SBISCTCS
KOMIIOHEHTOM MuTOXOHapuaibHoro Hykineouaa (Chen et al., 2007), uimn obecrieunBaet
HIOJIIepyKaHUe TOMEOCTa3a JKeJe3a B KIETKe B YCIOBUSX JIEHCTBHS CTpeccoBOro (hakropa
(Moeder, 2007, Arnaud et al., 2007).

AxoHHMTa3a pacTeHHII MEHEe M3y4YeHa, HO PsJIOM HCCIIeA0BaTeNCH MOKa3aHo, 4To,
10 MEHbIIIeH Mepe, JBa M30(hepMEeHTa aKOHMTA3bl MPUCYTCTBYIOT B MHTAKTHBIX KJIETKaX
pacTeHWi: OOWH JIETKO BBUICISCTCS TIOCJIE CHSATHS KJICTOYHOHM MEMOpaHbl H
NPUCYTCTBYET B IIUTO30JIC; JAPYrOd HAXOAMTCS BHYTPH MUTOXOHIpHi. OKa3anioch, 4TO
AKOHWTa3a B MHTOXOHJPHSIX PACTCHHH OTIUYACTCS OT aKOHUTa3bl MHUTOXOHAPUI
MJICKOIIUTAIOIIMNX [0 HECKOJbKAM TapamerpaM. Hampumep, CHEKTp 3JICKTPOHHOTO
NapaMarHUTHOTO PE30HaHCa, HAONI0JaeMblii B OKHCICHHOM MHUTOXOHIPUATBHOM
MaTpHKce U3 KiryOHel kaprodens (Solanum tuberosum), moxox Ha CHEKTP OKUCICHHOM
(GOpMBI IHMTOIUIA3MATHYCCKONH aKOHUTA3bl MEYCHU, HO SBHO OTJIMYACTCS OT CIICKTPOB

MHUTOXOHPHAIBHON aKOHUTA3bI TEYeHU U cepana cuneit (Beinert, Thompson, 1983).
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HccnenoBanust (GhpakimOHUPOBAHUS PA3IMYHBIX TKaHEW PACTEHUH IMOATBEPINIH
NPENOIOKEeHHEe 00 Yy4YacTHHM aKOHUTATTHApaTa3bl B METa0OJU3ME IUTO30JBHOTO
oUTpaTa, IOCKOJBbKY Oblla  OOHapyXeHa  aKTHBHOCTh  JIaHHOTO  (PEpMEHTa,
aCCOLIMMPOBAHHAS KaK C IUTO30JIEM, TaK U ¢ MUTOXOHApUAMHU. [Ipu 3TOM, IUTO30IBHAS
aKTUBHOCThH paBHa, €CIIM HeHaMHOro Ooiblie, ueM B mutoxouapusax (Hooks et al., 2014,
Hayashi et al., 1995).

Y pacTeHuii NHTOIUIa3MaTHYEeCKass W MHUTOXOHAPHAIbHAS AaKOHHTA3bl HMEIOT
BBICOKYIO TOMOJIOTHMIO M He MOryT nuddepenuupoBanbl. C Jpyroil CTOPOHBI, Yy
JKUBOTHBIX  AKOHUTA3bl  JIETKO  pPa3AeNAOTCS OpU  TOMOIIM  HMOHOOOMEHHOU
xpomarorpaduu W KOAMPYIOTCS IBYMS pPa3IMYHBIMH TeHaMH. bBBUIO TOKa3aHo, 49TO
akoHHMTaza pacrenuit marnompyercs H:02 u ee mpucyrcTtBue He ObUTO OOHAPYKEHO B
TIIMOKCHCOMAaX, HO TpEAJiaraeTcsi, YTO PAacTUTENbHAs IHUTOIUIa3MaTHYeCKas aKOHHTa3a
yuacTByeT B TauokcwiaTtHoMm 1ukie (Peyret et al., 1995). Cnmenanm BbIBOA, YTO
TJIMOKCUCOMBI, BEPOSTHO, JUIICHBI aKOHUTA3bl W, YTO TJIMOKCUJIATHBIA IUKI Tpedyer
JIOTIOJTHUTENIFHOTO JTama B IIMTO30JIe, KOTOPBIA COJACPKUT MOIIHYI) aKOHUTAa3HYIO
aktuBHocTh (Courtois-Verniquet, Douce, 1993). Dto TpebOyer sKcrmopra IUTpaTa U3
TJIMOKCUCOMBI, BEPOSITHO, TTyTeM CBOOOMHON AU((dY3HH, €ro IUTO30IbHOE MPEeBpaIIeHNe
B U30LUTpAaT M TEpPEeHOC H30LUTpaTa B TJIHOKCHUCOMY JJsi HUCIOJb30BAHUA
usonurTpariauasoi (Courtois-Verniquet, Douce, 1993).

B TkaHsx pacTeHHi, HE COACPIKAIINX JUITHABI, IITO30JIbHAS AKOHUTA3a Y9aCTBYET
B (OpMUPOBAaHMHU H3OLMUTpaTa i 2-OKCOTJIyTapara, HEOOXOIHMMOro JUIsl CHHTE3a
rnyramara (Gupta et al., 2012).

HaTuBHast MonexyssipHasi Macca akoHuTassl coctasisieT 90 k/la, uto yoequTensHo
CBUJICTEIBCTBYIOT O TOM, YTO MUTOXOHIpUaTbHAsi aKOHUTA3a PACTCHUH, KaK M €¢ aHaJIoT
y MJIGKOIIMTAIOIIMX COCTOMT U3 OAHOM momunentuaHoi rernu (Verniquet et al., 1991).

JIBe n30(OopMBI aKOHHUTAa3bl, MUTOXOHJIPHAIbHAS M IUTO30JIbHASA, PA3IUYAIOTCA
NMEKTPO(YOPETUIECKON  TMOABMXKHOCTBIO, M OHH  MPOSBISIOT  OTYETIIMBYIO
qyBCTBUTEILHOCTh K JOCTYITHOCTH JKelie3a: B TO BpeMs KaK MHUTOXOHIPHATHHBIN

dbepMeHT YCTOWYMB K HEJOCTATKy »JKejie3a, IMTO30JIbHBIM (EPMEHT TEPSIET CBOIO
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AKTUBHOCTH TPU 3TOM, YTO MPHUBOJIUT K 00JIee BEICOKMM YPOBHSIM HAKOIUICHUS ITUTPATa,
YTO, B YaCTHOCTH, OBLIO TIOKa3aHO Ha nuTpycoBbix (Degu et al., 2011).

Arabidopsis umeer Tpu um3odepmenta, ACO1, ACO2 u ACO3, xaxaplii u3
KOTOPBIX  KOIUPYETCS  OTHACNBbHBIM  TeHOM. VccinemoBaHuss — CyOKIETOYHOTO
dbpakunonupoBanust mokazanu, 4ro ACOl um ACO2 SBAAIOTCS LHUTO30JbHBIMU H
MUTOXOHJIpUATBHBIMHU, COOTBETCTBEHHO. bbuto oOHapyxkeno, uro ACO3 sBusercs
MPEUMYIIIECTBEHHO MUTOXOHAPUAIBHBIM B 10-IHEBHBIX MPOPOCTKAX M UCKIIOYUTEIHHO
MUTOXOHIPUAIBHBIM B JIUCTBSIX 4-HENENbHBIX pacTeHUU. B 4-HeJeNbHBIX pPaCTEHHIX
ACO3 mpuxommnock mouru 80% obriel akTuBHOCTH naHHOTO pepmenTta (Arnaud et al.,
2007, Moeder et al., 2007, Bernard et al., 2009). B 3-x AHEBHBIX XK€ HPOPOCTKAX
HanipotuB 90% ACO3 mmeeT HHUTO30JBHYIO JOKaIu3aIuio. YcranoBieno, uro ACO3
SIBIIICTCS IIUTO30JIBHBIM B MPOPOCTKaX W (DYHKIIMOHUPYET B IUTPATHOM KaTabOJM3ME,
COIJIACYIOIIEMCSl C JCHCTBHEM KIACCHUYECKOTO TIMOKCHJIATHOTO MYTH, a HE MPSMBIM
KaTaboJM3MOM 1uTpaTa B MuToXoHapusax (HookKs et al., 2014).

Oxkazanocs, yto ACOI1 n ACO2 moryt komneHcupoBaTh orcyrctBue ACO3, HO
ero (QyHKIUS HE MOXET ObITh 3aMeHeHa MOJHOCThI0. bbulo mokazano, uto ACO3
SIBIIIETCS OCHOBHBIM (pepMeHTOM KaTaboim3Mma murpata B mpopoctkax. Mudopmarnus o6
AMUHOKHCJIOTHBIX  TIOCIIEJOBATENLHOCTSIX  YKa3blBa€T HAa  MUTOXOHAPUAIHHYIO
nokamuzanuio kak ACO2, tak u ACO3, umeromue N-koHIEBbIE ClEeUUPUISCKUE
nocieaoBaTensHoCcTH, otcyTeTByromume y ACOL (Arnaud et al., 2007).

Bo3moxkno, ACO3 sBiseTcsi TBOMHOW MUILIEHBIO JJISI MUTOXOHAPUN W LIUTO30JIH,
ananmornano ACO npoxokeld W m30(epMEeHT 3HAYUTENbHO TposiBiseTcs B Arabidopsis,
4yTo oOsierdaet BeicBoOOXaeHUEe ouTH 90% ACO3 obpaTtHO B 1uto30ib (Hooks et al.,
2014).

OmHaKko ecTh MPOTHBOIIOJIOKHBIE PE3yJIbTaThl Ha ATHOJIMPOBAHHBIX CEMSIIOJISIX
THIKB. bbu1o moacunrano, uto 90% obmeit aktuBHOCTH ACO NPUCYTCTBYET B IIUTO30JI€
(De Bellis et al., 1993). UccnenoBanuss ACO THIKBBI BBISIBUIIN TPU U30(EpMEHTA, J1Ba U3

KOTOPBIX OBLIM LUTO30JbHBIMH, a oxuH Obul MuToxouapuandbHbiM (De Bellis et al.,
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1995). OmmH UMTO30JBHBIN H30(EPMEHT IMOKa3al TEPEXONHYI0 HWHAYKIHIO U
NOCJIeIyIOIIee NCUe3HOBEHHE, KOTIa IPOPOCTKH OBLITN BHICTABJICHBI HA CBET.

AxtuBHoctb ACO3  (yHKIMOHAIBHO TECHO CBsS3aHa KaK C TEPBUYHBIM
MeTaboIM3MOM  yriepofa, TaK U C Peryiilueid KJIETOYHOTO  OKHUCIUTENIbHO-
BOCCTAHOBUTENHHOTO OanaHca. AKOHUTa3a MOXKET CrocoOCTBOBATh JOCTYIHOCTH
BOCCTaHOBHTEJIHHBIX 3KBHBAJICHTOB B CTpeccoBbIX ycioBusx (Hooks et al., 2014).

W3 KyKypy3bl ObUIM OYMIIEHBI JBE MOJEKYJSpPHBIE (HOPMBI aKOHHUTATTUAPATA3BI
(Zea mays L.). [luto3ompHbIi n30hepMeHT umen 6oiee Boicokuii pH-ontumym (8,0), B
nBa pasza Beimie agdunHOCTh K mutpaty (Km - 9,5 MM) u HemHOro Gojee HHU3KYIO
adbdunnocTh K m3onutpaty (Km - 1,7 MM) mo cpaBHEHHIO C MHUTOXOHJAPUATBHBIM
uzodpepmentom: Km mo mutpary 21 MM u mo usonutpary 1,5 MM (Eprintsev et al.,
2015).

DTO0 yKa3bIBaeT Ha TO, YTO 00pa30BaHUE LUTpaTa SABJISETCS 00Jee 3HAUYUTEIbHBIM,
0COOEHHO ISl MUTOXOHJIPHAIIBHON aKOHUTa3bl, 4TO OJArompusTCTBYeT €ro OTTOKY H3
HTK wu ¢yHKIMOHUPOBAHUIO TOCIETHET0 KaK HEMOJHOr0 IMKJIa B  YCIOBHUAX
TIOBBIIIICHHOTO ~ OKUCIIUTEIbHO-BOCCTAHOBUTEIBHOTO TMOTEHIMANA B MHTOXOHJIPHSIX
(Igamberdiev, Gardestrom, 2003).

Bo3moxHO TaKxXe, 4TO LIUTO30JIbHAs aKOHMUTA3a u HAJ1D-
W3OIMTPATICTHIPOTeHAa3a MOTYT WrpaTh 3HAUMTENBHYIO pOJb B  MeETa0oJIu3Me
OBICTPOPACTYIIMX KJIETOK, MPOU3BOIS YIICPOJHBIC CKEIETHl UIi OMOCHHTETUYECKHX
nene  (Hampumep, CHUHTE3  aMUHOKHUCIOT). B 3THX  yCIOBUSAX  HaJlW4yue
[J1yTAMUHCUHTETA3bI, IJ1yTaMaTCUHTA3bI, AKOHUTA3bI u HAJ1®-cBsizanHOM
U30IUTPATACTHAPOTEHA3Bl B IIUTO30JI€ PACTUTEIBHBIX KJIETOK JaeT OOBbsSCHEHUE
ACCUMWIAIIMM YUCTOTO aMMHuaka 3a cder 2-okcornmyraparta (lgamberdiev, Gardestrom,
2003).

HenaBuee wuccrnenoBaHue T1OKa3ajo, YTO AaKOHWTa3a HapsiAy C JAPYTUMHA
(depMeHTaMH TIIHOKCHIATHOTO ImyTH W Iukia Kpebca aktuBupyrorcst y A. thaliana mpu
3apaxennn Pseudomonas syringae, uto mpeanojaracT poiib Ui aKOHUTa3bl B 3aIIUTE

pacrenuii ot maroreHoB (Gourley et al., 2003).
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AKOHHTa3a MOET BBICTYNATh B KA4e€CTBE OJHOTO U3 (PaKTOPOB BUPYJICHTHOCTH.
OngnuM U3 (QEepMEeHTOB, KOTOPBI MOKET CIIOCOOCTBOBATh YCHEIIHOW Mpoiudepanuu
Xanthomonas campestris pv. Vesicatoria B opranu3me X03suHa - B anoIiacTe MeproBbiX
pacTeHui, sIBIsIeTCsl aKOHUTAa3a, KOTopasi KaTallMu3upyeT MpeBpalieHue [UTpaTa, KOTOPbIN
U SBIIIETCS MHIMKATOPOM akTUBHBIX QopMm kuciopona (ADK), u u3mMeHeHuil ypoBHs
xene3a B kietkax (Kirchberg et al., 2012).

bruto mokazano, 4yTO akOHHWTa3a cHocoOHa WM3MEHHTh KoMmmaktu3aruio MTHK
nyrem peryisiuu Oenka Abf2p. Takum o0pa3oM, akOHUTa3a MOXKET HHTETPHUPOBATH
MeTabOIMYeCKUe CUrHajbl U noanepkanue ctpykrypsl MTJIHK (Chen et al., 2007).

Taxkum oOpazom, OyJeT CyIIeCTBOBATh JABYXCTOPOHHUN MEXaHU3M, MPU KOTOPOM
ILITK moxeT ObITh MHTHOUPOBaH, uTO NpuBeneT K yMeHnblieHuto ADK, nonyuennoit u3
AJICKTPOH-TPAHCIIOPTHON TIETIH, B CBS3M C 3alIUTOW MHUTOXOHIPHAILHOTO TCHOMa OT
TEKYIIEro OKUCIUTEIBHOTO CTpecca OKPYXKAIoleH Cpeibl, CBSI3aHHOTO C HYKICOHJIOM
Acolp (Gerald, 2005). AkoHnTa3a Tak)Ke MOXKET PEryJupOBaTh IMOTOK YIIIEPOJia MEXIY

MeTabO0JM3MOM OpPraHMYECKUX KUCIOT U MeTabonu3MoM caxapo3sl (Carrari et al., 2003).

1.1.3.1 Perynsiuus akOHUTATIHIpATa3bI

AKTUBHOCTb aKOHMTA3bl IOJIBEPTaeTCsi MHOXKECTBEHHBIM YPOBHSIM PETYISIIHH.
Hanpumep, nockoiabKy (EepMEHT COACPKUT KEIe30-CepHBIN KiacTep, Hau4Me xKejes3a
BBI3BIBACT MEPEKIIOYEHNE MEx1y cBasbiBaHMeM PHK u akoHuTa3HOW AaKTUBHOCTHIO
(Volz, 2008).

B xnerkax MiekonuTarommMX (GEpMEHTATUBHAs aKTHMBHOCTh AaKOHUTa3bl U
CTaOMIIBHOCTbH KEJIe30-CEPHOT0 KilacTepa PEryIupyIOTCs 3a CYET MOCTTPAHCISLMOHHBIX
MomuduKkanui, Brmoudas GochopuIupoBaHUE, HUTPO3WIMPOBAHME W  OKHCIICHHE
OCTaTKOB, MPHUCYTCTByIOIMKUX Ha moBepxHoctu Oenka (Lushchak et al., 2014). Bsuio
obHapyxeHo QochopumupoBanne Ser91 B Arabidopsis akoHuTasel 3, HO ero
¢du3nonornueckoe BO3ACHCTBHE OCTaeTCAd HESICHBIM. BeposSTHBIM clieHapueM MOTJIO ObI
obITh TO, yTO PP2A-B0C-3aBucumoe nedocdopunnpoBanne akoHUTa3bl 3 MPENsSTCTBYET

Pa3BUTHIO OKUCIUTEIBHOTO CTpecca MOCPEACTBOM CTPYKTYPHBIX MEPECTPOEK, KOTOPHIE
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NOBBIMIAIOT cTaOWIBHOCTE FeS-kimactepa y muro3onpHOM akonuTaswsl 3 (Konert et al.,
2015).

Cpenn MUTOXOHAPUATBHBIX MPOTEMHOB AKOHHWTa3a OOBIYHO WCIONB3YeTCs B
KayeCcTBEe YyBCTBHUTEIBHOIO Mapkepa okuciauTenbHoro crpecca (Talbot, Brand, 2005), a
TaKXKe OKHUCITUTEIHHOTO TOBPEXKICHUS TPU Pa3IMIHBIX JCTCHEPATUBHBIX 3a00JICBAHUSAX U
crapenun (Bulteau et al., 2004). DToT MOXET HCIIOJB30BATHCS B KayeCTBE MEpPBI
MHUTOXOHPUAIBHOTO OKHUCIUTEIbHOTO ToBpexaeHus (Cherkasov et al., 2010).

OxucnuTenbHas JeaKTHBALMS aKOHWUTA3bl MOXKET UMETh BaXHOE 3HAUCHUE IS
MUTOXOHAPUAIBHON (QYHKIIMM M MOXET CIYXUTh 'BBIKIIIOUYATENIEM', YMEHBIIIAOIINUM
MOTOK OKBHBAJCHTOB 4Ye€pe3 IMKJI TPUKAPOOHOBBIX KHCIOT, 3aMeUIAs YPOBEHb
dbopmupoBanuss ADK. MuToxoHapuanbHas aKOHHUTa3a MOXKET OBITh TMOBTOPHO
aKTHBHpOBaHA Fe?" M KIETOYHBIMM THOJAMH, TAKMM OOpa3oM, BOCCTAHOBHUB CXEMY
pabotsr IITK (Vasquez-Vivar et al., 2000). ITpucyrcTBue 1uTpara, cyocrpata hepMeHTa,
yMEHbINAeT BbiAcNeHHe Fe, pa30opky kiactepa W (EPMEHTATUBHYIO HHAKTHUBAIIUIO
(Bulteau et al., 2004).

MutoxoHapuanbHas aKOHWTa3a HEOJHOKPATHO YyKa3blBaJlaCh KaK OCHOBHAS
MUIIeHb «omocpefoBaHHOW NO-TOKCHYHOCTH», W OblJa TIOKa3aHa WHAKTHBAIIUS
AKOHUTA3bl B OMYXOJICBBIX KIIETKaX, TeMaTOIUTaX KPhICHI, KieTkax Kymdepa u B-kierkax
Jlanrepranca ¢ nomorisio cucteM «NO» win «NO-renepaius». AHAIOTUHYHBIM 00pa3oM
«NO» yyacTByeT B aKTUBAIlMU >KEJIE304YBCTBUTEIHLHOTO CBSI3bIBAIONIETO O€lKa B
makpodarax. [loreps HaGnmrogaeMoll aKTHBHOCTH aKOHMUTAa3bl ObLiIa MPUIHCAHA TPSIMbBIM
peaxisim NO ¢ kiactepom xkenesa u cepsl (Castro et al., 1994). Taxxe NO u akTUBHBIC
(GbOpMBI KHCITOpO/Ia WHAKTUBUPYIOT Kak ()ePMEHTBI PACTECHUH, TaK M JKUBOTHBIX H
uHnynupyior PHK-cBs3pIBatonyro akTHBHOCTh B KieTkax >kuBoTHHIX (Navarre et al.,
2000). NO wuHruOHMpyeT aKOHHTa3y INPH TUIOKCHUH, YTO TPUBOJUT K HAKOIUICHHUIO
IIUTpaTa, KOTOPHIH, B CBOIO Odepedb, HHAYIUPYET AalbTEPHATHBHYIO OKCHUIA3y U
BBI3BIBACT CMEIICHHE METaboIM3Ma B CTOPOHY OMOCHHTE3a aMHHOKHCIOT. [Ipu sTOoM
CUIIbHOE MHTHOMpoBaHue akoHuTasbl nmocpeactBoM NO ycunmBaercs npu Oosiee HU3KOM

snadenuu PH (Gupta et al., 2012).
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WNHTEepecHO, YTO NOBBILIEHHBIE YPOBHM CBOOOJHOTO JK€J€3a, BO3HMKAIOLIUE B
pe3ysbTaTe pa3pylIEHUsl KeNe30-CEPHBIX KIACTEPOB aKOHMUTA3bl W APYIHX Jerujparas
nocpenctBoM NO unu ADK, ObuUd BOBJICUEHBI B MEPEKUCHOE OKHCICHHE JIMMHUAOB U
noBpexaeaue JJHK. Takum o6pazom, NO u ADK MoryT BHOCUTH BKJIa]] B THOEIb KIETOK
B JIMCThAX Tabaka, 3apa)KeHHBIX BHUPYCOM Ta0auyHONW MO3aWKH, MyTeM MOBBIIICHUS
YpOBHEN CBOOOJHOIO 3Kele3a, AeCTAOMIM3UPYsS KiIacTepbl JKejle3a W Cepbl HW/WIIH,
BO3MOXKHO, INpeBpalias LUTOIUIa3MaTHYECKYI0 aKOHUTa3zy Tabaka B ()YHKUIMOHAJIbHBII
xene3o-coaepxamuid 6enok. [pucyrctBue ADK 1 moBeillIeHHOE COAEp)KAHUE Kele3a B
KJIETKaX, MOJIBEPralolIuXcs TMIIEPYYBCTBUTEIILHOMY OTBETY, BEPOSITHO, OKa3alaoCh Obl
ryoOuTeabHO, KaK /Ui X03sMHa, Tak u i natorena (Navarre et al., 2000)

Ha cerognsmiamii neHs WACHTH(DHUIIMPOBAHBI TPH CHCHU(PUICCKUX HHTHOWTOPA
aKoHUTa3bl - (QropuuTpar, OKcajomamaT M IUTpamanar. [lpm sToM akoHuTa3za,
BbIICTIEHHAsT W3 IIMTO30JISI KJIETOK MIJIEKOMMUTAIONIMX, MEHEee UYBCTBUTEIbHA K
dTopuMTpaTy, 4eM aKOHHTa3a, OOHApy>KEHHAs B IUTO30JIC PaCTUTEILHBIX KieTok (Degu
et al, 2011). MexaHu3M UWHTUOMPOBAHUS MPOUCXOJUT 3a CYET MPECBPAIICHHUS
¢Topuutpara B 4-THAPOKCU-TPAHC-aKOHUTAT, KOTOPBIM 3aTeM CTaOMJIbHO 3aHUMAaeT
aKTUBHBIN TIEHTP, OJHAKO TPHU BBICOKMX KOHIICHTPAIMIX (PTOPIUTPAT MOKET TaKKE
onoxupoBatb rutpat (Degu et al., 2011).

[Ipennonaraercsi, YTO yBEJIMYEHUE LUTPATA, BHI3BAHHOE HWHIMOMPOBAHHEM
aKOHUTAa3bl, MHAYIMpYyeT cuHTe3 amuHOKkucioT U ['AMK-mynt (Degu et al., 2011).
Kpome Toro, akoHuTaza WHTHOUMpYeTCS TpaHCAKOHATOM, CYKIIMHATOM, (ymapaTom,
MajaToM W TIUOKCWIATOM. TpaHcakoHaT Obl1 Oosnee >(pPEeKTUBHBIM HMHTHOUTOPOM B
MPHUCYTCTBUU JIOOOTO cyOcTpata Uisi MUTOXOHAPUATBHOW (DOPMBI 1O CPABHEHHUIO C

IATO30JILHOM.

1.1.3.2 'enernueckast IeTEPMHUHAIINSI AKOHUTA3BI
Anann3 un30)OopM IUTO30JIBHBIX M MHUTOXOHAPUATHHBIX AKOHWUTA3 JKUBOTHBIX
MOKa3aj, 4TO 3TH OCJIKW HMMECIOT pa3Hble OMOXMMHYECKHUE CBOWCTBA W KOJHPYIOTCS

Pa3IMdYHbIMU T'CHAMM. HaHpOTI/IB, PACTUTCIBHBIC MHUTOXOHAPHAJIBHBIC W IHUTO30JIbHBIC
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AKOHHWTa3bl HMMEIT CXOJHbIE KHHETHYECKHE CBOWCTBA. J[aHHBIE psAga HCCIeNOBaHUU
CBHUJICTEIBCTBYIOT O TOM, YTO OHU KOJMPYIOTCS OJTHHM M TeM ke reHom/renamu (Moeder
et al., 2007).

AKOHHMTa3a JApPOXKKEH KOAUPYeTCs OJHUM suepHbiIM Tenom Acol (778
AMHHOKHCIIOT), KOTOPBIA MPOAYIIUPYET €IMHCTBEHHBIH MPOJIYKT TPAHCISAINH, KOTOPBIH,
TEM HE MEHEe, pacrpeIessieTcs: MeXy MATOXOHApHsME 1 niuto3oneM (Regev-Rudzki et
al., 2005, Regev-Rudzki, Pines, 2007). benok mNpHCYTCTBYeT BO BHEKICTOYHOMH
KHUJIKOCTH, 00OTAIIEHHOW KJICTOYHON 000JI0YKONW (paKIIMKU, METOXOHIPHUSX, IIUTO30JIE U
TIEPOKCUCOMAX JPOXIKEBBIX KJIETOK, YTO YCTAaHOBJCHO METOJIOM BECTEPH-OJIOTTHHA H
uMMyHonuToxuMuueckum ananu3om (Andersson et al., 1998).

Y napoxxkeit Schizosaccharomyces pombe oOnapyxenbl aBa reHa, Acol
(SPAC24(C9.06¢), xomupyromuii TONbKO akoHUTa3HbINA goMeH, u Ac02 (SPBP4H10.15),
KOJUPYIOIUH JOMEH aKOHHMTAa3bl, CBI3aHHBIM C MHTOXOHJAPHAIBHBIM PHUOOCOMATHHBIM
oenkom  L21  (Mrp49) OakrepuanbHOro  MPOUCXOXJAEHUA.  M3yueHume  ux
(GYHKITMOHMPOBAHUS TOKA3aJ0, YTO IS JKU3HECTIOCOOHOCTH KIIETOK HEOOXOIUM, IIO
cymiecTBy, Joboii ren (Kim et al., 2010, Hayles, 2013).

['en akoHUTA3bI MOCTOSIHHO IKCIPECCUPYIOTCS HA BHICOKOM YPOBHE B MPOPOCTKAX
u nperax A. thaliana (Lauble et al., 1992). Onnako, y Arabidopsis tpetuii ren (ACO3)
JCHCTBYET TOJILKO B TeUeHHe MepBbIX 3 aHeit mpopactanus (Rosso et al., 2003). Aco3-
MyTaHT IIPOSBUI 3aMeUICHHBIH PAHHUH POCT IIPOPOCTKOB, M3MeHM accuMunsnuio (H4C)
arieTata W TOKas3aJl MOBBIIEHHBIM YPOBEHb LHUTpaTa, KOTOPHIA ObLI moyTH B 4 pasa
Oosbiie, yeM y MmytanToB 1mo Ac0l wim AC02 u mukoro tuna apadumoncuca (Hooks et al.,
2014).

duoreHeTHYECKOE UCCIEA0BaHUE, MPOBEICHHOE IS cemeiicTBa ACO y 14 BuIoB
pacTeHM, MOKa3bIBaeT HAIMYHE 5 TMOACEeMEHCTB ACO M 4YTO MPEAOK OJHOAOIBHBIX H
JIBYIOJILHBIX BHJIOB MMEET, 10 MeHbIeH Mepe, oaun ren Aco (Degu et al., 2011).

Knactep AcC0l cocraBmeH U3 TOCIEAOBATEIILHOCTEH Kak OJHO-, TaK U
JBYIOJIBHBIX, YTO YKa3bIBaeT HA TO, YTO MX MPEAKH MPUCYTCTBOBAIU B PACTCHUSAX JIO

PacXOKJICHUsI OJTHO- M ABYNOIBHBIX rpyi. CyOkmactepsl ACOZ2 u ACO3 comepx aT TOJIBKO
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reHbl W3 BUIOB JIBYJOJIbHBIX, TOrJa Kak Kiactepbl AC04-AC05 00pa3yroTcsi TOJBKO
OHOMONBHBIMUA. OJTO YKa3bIBa€T HA TO, YTO OTH KJIACTEPHl TMOSBWIKCH IIOCIE
PacXOXKJICHUS OJHOJOJBHBIX W JBYAOJBHBIX PACTEHHUH, YTOOBI JaTh HA4YaJO HOBBIM
nojcemeiictBaM. Cienyer OTMETHTh, 4YTO BCE BHIbI JBYAOJBHBIX pACTCHUH, 3a
UCKJTFOYCHUEM TOIIOJISI M COM, MMEIOT 3 TeHa ACO, KOTOPBIE pacIpelleieHbl B KIaCTephI
Acol, Aco2 u Aco3. beuto 0OHAPYX)EHO, YTO OpraHHU3aIUsl CyOKIACTEPOB OJTHOIOIBHBIX
ananmornuna (Terol et al., 2010). Cos u Tomonb comepxkaT 6 u 4 rteHa ACO,
COOTBETCTBEHHO, B TO BpeMs, KaK TOJbKO JBa ObUIM OOHapyxeHbl B TpaxuHus
nsykosiockoBas (Terol et al., 2010).

Y muTpycoBBIX cxema JKcmpeccuu AByX u3 Tpéx reHoB, CCAcol m CcAco2,
OOBIYHO ACCOIMUPYETCS CO BPEMEHEM CHIDKCHHUS COJIEpKaHUs IUTpaTa B OOJIBITMHCTBE
rernotunoB (Peyret et al., 1995). AkruBaius pabOThl MCCIACIYEMBIX I'€HOB aKOHUTA3bI
CBs3aHa C yBenmueHHWeM pH IUTOMIa3Mbl KISTKH M COOTHOCHJIACh CO CHU)KCHHUEM
conieprkaHus IuTpaTa. [lomydeHHbIe TaHHBIC YKa3bIBAIOT HA IUTO30JIbHYIO JIOKATU3AIIUIO
dopm AT, kogupyembix redamu 1 CCA0L, u CcAco2 (Terol et al., 2010).

Y  KyKypy3bl akTUBHbIE T€Hbl TMpeAcTaBisloT coboir Acol wu Aco4,
cootBeTcTBytoue Jokycam LOC100304315 (ORF nomep peructpauun NM 001165757
u Homep Oenka NP 001159229) u LOC100216599 (Homep noctyna ORFNN 001143012
u Homep aoctyna Oenka NP 001136484). O6a rena akTUBHO TPaHCKPUOUPYIOTCS BO
BpEMs TIPOPACTAHUS CEMSH, B TO BpeMs KaK TPETHH IMOTCHITMAIIBHO aKTUBHBIN reH AC05
HE HMMEET YCTAaHOBIIGHHOTO NPOQUIS JKCIPECCHH, a €ro HOMEp JIOKaJu3alud He
HazHaueH (Homep noctyna ORF NM 001153959 u nomep noctyma NP 001147431 6enka)
(Eprintsev et al., 2015).

B tomate Obu1 oOHapyxkeH eauHcTBeHHbIM reH Ac0l. Myranusi B rene Acol
TOMaTa CHMWXaJla YPOBEHb OeJka aKOHUTA3bl M YPOBHH aKTUBHOCTH KakK B IIUTO30JI€, TaK
U B MUTOXOHAPUSX. DTO MOXKET CBHJIETEIHCTBOBaTH OO0 €ro JIBOWHOM HMIIOPTE B

COOTBCTCTBYIOIIHNEC KOMITAPTMCHTBI KIICTKH.
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1.2 Pons oTOperienTopoB B CBETOBOM PETYJISIIMHA MeTaboIn3Ma pacTeHU

1.2.1 O6mas xapakTepucTuka GUTOXPOMOB

OuUTOXpOMBI TPEACTABISAIOT €000 (HOTOpErenTOpbl KpPacHOM 4YacTh CHEKTpa
CBeTa M MNPUHMMAIOT Y4acTUE B PETYJSLUN BaKHBIX IPOLECCOB KIETKU, TaKUX Kak
peryisinus pocTa pacTeHui, MopdoreHes, KOHTPOJIb IKCIpPEcCHUH reHoB. B Hacrosiee
BpEMSl W3BECTHO MATh BUIOB (utoxpomoB (oT A 1o E) u3 kotopsix ¢utoxpom A
aBygeTca (GOTOIaOUIBHBIM U oOecnieunBaeT (POTOMOP(HOreHETUYECKU OTBET PACTEHUM
Ha JadbHUM KpacHbIX cBeT. dutoxpomel oT B 1o E doroctabunsubl u ¢putoxpom B —
NPEJOMUHAHTHBI (UTOXPOM pPETYIUPYIOIUN Je3THOIUPYIOIIUNA OTBET B 00JacTu
KpacHOro ceeta. OCHOBHOE MECTO JIOKAIM3AlMU U CUHTE3a (PUTOXPOMOB — IIUTOIIA3Ma,
I7Ie OHU HaxoJsATcs B HeakTuBHOM (opme. Ilocnme BocmpusiTHs CBETa HYKHOM JUIMHBI
BOJIHBI OHU MEPEXOJAT B AKTUBHYIO (OPMY MU MUTPUPYIOT, WIM B SApO, WUIU B
oKoJIosIepHOe MpocTpaHcTBO. CBOOOAHOE NEepeMeIIeHUe B PO OCYILECTBISIET TOJIBKO
¢utoxpom B, B TOo Bpems kak ansi ¢uTOXpomMa A HEOOXOAMMBI JIOMOJIHUTEIbHbIE
oenkoBbie kKommoneHTh: FAR-RED ELONGATED HYPOCOTIL 1 (FHY1) u FHY1-
LIKE (FHL). ®utoxpom MokeT paboTaTh Kak CBETO3aBUCHUMAs CCPUH-TPCOHUH KUHA3a
dbochopunrpoBaTh HEKOTOpbIC Ociku IN Vitro, Bkioudas camux cebs. PUTOXPOMBI
ABIAOTCS  doconporenHaMu U MOTYT ObITh  J1e(hochOpUIUPOBAHBl  MHOTUMU
nporeuHpocdaTazamu. AKTHBHas ¢GopMa (PUTOXPOMOB OCYILECTBISET KOHTPOJb
JKCIpeccur  TeHoB  3a  cuer  yrHerenus  aktuBHoctd  CONSTITUTIVE
PHOTOMORPHOGENIC 1 (COP1) unu oGecneuuBas aerpaganuio E3 yOWKBUTHH-
JWrasbl, B3aUMOJEUCTBYIOIEH C HEKOTOPBIMH (POTOMOP(OreHe3-0TBETCTBEHHBIMU
TPAHCKPUMIMOHHBIMU  (pakTOpaMu U, B-TPETbUX, MyTeM MHIYKIUH OBICTPOro
docpopunupoBanuss u gerpagauuu  ¢pakropoB PHYTOCHROM INTERACTING
FACTORS (PIF) — rpymnmbl GSIKOBBIX TPAHCKPHIIIUOHHBIX (PAKTOPOB, MOMABIISIFOIINX
doromopdorenes. dutoxpomsl yrunusupytorcss npu nomonm COPL myrem yOuKBUTHH
26S-nporeocomuoro mytu (Mas, Yanovsky, 2009, Alabadi, Blazquez, 2009).

Jlonroe BpeMs mpeanojiarajoch, 4Tro (UTOXPOMBI HMMEIOT HUCKIIOYUTEIHHO

OUTO30JIbHBIMU (bOTOpCIIGHTOpaMI/I, YTO OCHOBBIBAJIOCH Ha OHOXMMHYECKUX U
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MMMYHOJIOTUYECKUX  McclefoBaHMsIX. HenaBHue wuccienoBaHus IOKa3ald, 4TO
(UTOXPOMBI JIOJKHBI TIPOHUKHYTH B SApPO, YTOOBI OCYLIECTBUTH pPEATU3ALMIO
CBETO3aBUCHUMBIX OTBETOB. IIpu 3TOM, Nepenaun curuana ot GpuToxpoma B PO ABIAETCS
KJIFOYEBBIM 3TallOM pean3aliu (OTOPEHEeNTOPHOr0 CUTHala B PACTUTENbHON KIIETKe
[Tocnennue myOnuKanMM HAYMHAIOT MPOJUBATH CBET HA MOJIEKYJSPHBIE MEXaHHU3MBI,
JIeKaIme B ocHOBe 3Toro nporecca (Yamaguchi et al., 1999).

BuyTtpusinepHoe HakorieHue ¢uroxpoma B addextuBHO MHUIIMHpYETCS
HEIPEPBIBHBIM KPACHBIM CBETOM U B MEHBILIEW CTENIEHW CHHHUM CBETOM, U COBEPILIECHHO
HE 3aBHCUT OT JJAJIbHEr0 KpacHOTo cBera. OJUMHOYHBIE MMITYJIBCHl CBETa HE CIIOCOOHBI
BbI3bIBaTh HakoIulieHHe ¢utoxpoma B B sape. Cneayer OTMETHTb, 4YTO YpPOBEHb
¢utoxpomoB B-E B smpax STHONMPOBAaHHBIX pacTeHUN KpallHE HU3KUN, HO
JETEKTUPYEMBI.

CTpyKTypHO-(DYHKIIMOHAJIBHBIN aHaIU3 BIEpBbIE MOKa3ald, 4Tro C-KOHLEBOM
ydacTok ¢uroxpoma B nocraroueH, yToObI JIOKaIM30BaTh OETa-TIIIOKOPOHUAA3Y B S/IpE.
CornacHo »ToMy, C-KOHIIEBOM JoMeH GuToxpoMa B comepkut B cebe mpeamoaaraeMolit
curHan speproit mokamuzanuu (NLS). DT1oT (akT ObUT MOATBEPKACH HCCICIOBAHUCM,
KOTOpOE II0Ka3ajo, 4uTo 3ejcHbI (uyopecuupyromuii 0eaok (GFP) coemunen ¢ N-
TEPMUHAIBHBIM y4acTKoM (uroxpoma B u okanusyercst B LuTomIa3Me, B TO BpeMsl Kak
GFP coenunennbiii ¢ C-KOHIIEBBIM YYaCTKOM, JIOKQJIU3YETCS B sAJIpeE.

[lepememienue GuroxpoMa A B siIpO OPraHU30BAaHO MO MHOMY MEXaHU3MY, YEM
g guroxpoma B. BaXHBIM MOMEHTOM TpaHCIOKaluu ¢uToxpomMa A sBIsETCS
BOCIIPUSITHE CBETa JHOOON IJIMHBI BOJHBI, @ UMEHHO, KPACHOTO, JIaJbHET0 KPAaCHOTO MU
cutero. Ilpu sTom JuIg 3amycka MexaHM3Ma TPAHCIOKALUU (PUTOXpoMa A JTOCTaTOYHO
KOPOTKOT'O MMITyJibca CBeTa. B oTBeT Ha 3To, mepemenieHue ¢GuToxpomMa A B SIpO
OCYIIECTBIISIETCSI OUEHb OBICTPO (HECKOJIBKO MHHYT), B TO BpeMsl Kak Juist puroxpoma B
3TO MOXKET JUIUTHCS HECKOJIBKO YaCOB.

[TomoOHBIN MEXaHW3M OBICTPOTO TMepeMemieHus: (UToOXpomMa A B SIIPO KIETKH
BO3MOXXHO Onarojapsi OTCYTCTBHUIO B ero cocrtaBe yudactka NLS (curnan saepHoit

CI/IFHaHI/ISaHI/II/I), IMO3TOMY CaM TIIpoHeCC TMECPEMCHICHHA OCYIICCTBIIACTCA 3a CUCT
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cnenuduueckoro Mexanusma. JlaHabIil MexaHU3M peanu3yercs O6maromaps Oenxam FHY1
(mampHM KpacHBIM Bnorupyromuid runokotwiab 1) u FHL (manbHuil  kpacHbIi
AIIOTHPYIOUINI TMIOKOTHUIIb-3aBUCUMBIN), KaK OBUIO MOKA3aHO, COACHCTBYIOT SIEpPHOMN
tpanciokanuu ¢utA. FHY1 m FHL pgBa ManeHpKMX TOMOJIOTHYHBIX Oelika OBLIN
oOHapy>KeHbI y MpeAcTaBuTeNlel IBYAO0IbHBIX U OAHOJONIBHBIX pacTeHuil. MccnenoBanus
MoKasayiu, 4yTo 00a Oelka CoCOOHBI K TOMO- M reTepoiuMepusanuu yepe3 C-KOHIIEBYIO
obmacts (Li et al., 2011).

[TockonpKky 3a TpaHcHoKaIuoo ¢putoxpoma A B siapo otBerctBeHHB FHY'1 u FHL,
BaXHO OTMETHUTH, YTO JIF000E HApYIICHHE UX CHHTE3a OKA3bIBACT BIUSHUE U HA SJICPHBIN
umnopt ¢uroxpoma A. Ha pansabiii mMoMeHT ¢ynkumu FHY3 (ganpHuil kpacHbIA
anorupyronnii runokotusis 3) u FARI1 (ynaneHHbl AanbHUNA KpacHBId OTBET) Mo
U3YYEHbl, HO MPEIIOJIaraercs, YTO OHU MPUHUMAIOT Y4YacTHE B PETYISIIUM CUHTE3a
FHY1 (Lin et al., 2008, Hudson et al., 2003). B 2007 roxy ObLI10 MMOKa3aHO, YTO OCJIKH
FHY3 u FAR1 mnpexacraBmsior coOol TpaHCKPHUIIIIMOHHBIE (DaKTOpPhI ceMelcTBa
TPaHCI03a3 U HETIOCPEICTBEHHO B3aUMOJIEUCTBYIOT ¢ mpomoTopamu reHos FHY'1 u FHL
3a cyer cnenuduueckoro caita (FBS), uyro mnpuBogM K akTUBAlMd TEHOB.
[TonTBepxkaeHUEM ATOTO SIBISIETCS OTCYTCTBHE COOTBETCTBYIOMUX (DAKTOPOB B JIBOMHBIX
mytanTax no renam fhy3 u farl (Feng et al., 2008).

HenaBuue wuccrnemoBanust mokasanu, uto HY5 mpencraBiser  coboi
TPaHCKPUIIIMOHHBIN (akTop, obOecneunBaomuii ¢GoroMopdoreHes mNpU HU3MEHEHUU
CBETOBOTO peknMa pacteHuil. CBoe NeicTBUE NaHHBIN (aKkTop MpOsBIsSET Oyaromaps
B3auMozeicTBuIO co crnenuduaeckum ydactkom ACGT, dro, kak mNpaBHIIO, UMEET
JoKanu3anuio okoso 10 HyKI€OTHAOB OT APYroro peryisTOpHOro 3JIEMEHTa MPOMOTOpa
- FHY3/FAR1-cBsaseiBaromero  caiira. IlomoOHOe  B3aUMOAEHCTBUE  CHUKAET
noctynuocth caiita FHY1/FHL ans FHY3/FARL. Muoii MexaHu3M CBsi3aH C MPSMBIM
B3aumoericteueM HY5 u FHY3/FAR1-caiita. CnemoBarensHo, HY5 mnposiser
uHruoupytomee naevicreue Ha FHY1/FHL-3aBucuMble mpoMOTOpHI TEHOB 3a CUET

perymsiiuu aktuBHocTH akTopoB FHY3 u FARI (Li et al., 2010, Sibout et al., 2006).
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FHY1 u FHL neoOxoaumsl mist sinepHoro Hakoruienust putA. FHY3 u FARL -

JBa  TPAHCKPHUILMOHHBIX  (paKTOpa, KOTOpPBIE  HEMOCPEACTBEHHO  AKTUBHUPYIOT
tpanckpunuuio FHY1 u FHL u, Takum 00pa3om, KOCBEHHO PETYIUPYIOT HAKOIJICHUE
GUTA B sape M mocienyloliue OoTBeTHble peakuuu. llocie BocmpusTHsS KBaHTa CBETa
aKkTUBUpOBaHHas ¢opMa (PUTA mepemeriaercs B SAPO 3a CUET CIEUATN3UPOBAHHBIX
oenkoB FHY1/FHL, 4ro 3amyckaer MeXaHWU3MbI (DOTOPETYISILUN, B TOM YHCIC
Habmogaercs ymenninenune kommdectBa COP1 m Hakoruenuto HY'S, a obpaTHast cBsi3b
perynupyetcst ypoBHeM TpaHckpunmuu FHY3 u FARL. HYS urpaer npoifHyro posb B
(UTOXpOMHOHN cHUTHAJIM3aLUU: cofeicTBUe (OTOMOPPOreHe3ucy M OTpulaTeNbHas
perymsiiiss  ypoBHs TpaHckpumiun FHY1/FHL myremMm Momyssinuu JesiTeTbHOCTH
TpaHckpunuuoHHbix ¢akropoB FHY3 u FARL. FHY 3 u FHY1 Oonee Becombie
YYaCTHUKH TIpoiiecca (PUTOXpOMHOM cuUrHaidu3amuu, 4yeM ux romojoru FAR1 u FHL

(Wang, Deng, 2003).

1.2.2 BayTpusaepHbie TPaHCKPUTIIIHOHHBIC (DaKTOPHI

[TonTBepkaEHNEM TOTO, YTO (DPUTOXPOMBI TPOSIBISIOT KHHA3HYIO AKTHBHOCTD
SBIISICTCSI ~ M3yYEHHE  OYMINEHHBIX IpemapaToB  (UTA, KOTOpble  BBI3BIBAIH
dochopunrpoBaHue  CEPUHOBBIX  OCTAaTKOB  MyTeM  aBTOo(ocHOoprIMpoBaHUS.
Jloka3aTenbCTBOM KHMHA3HOW aKTHMBHOCTH (DUTOXPOMOB SIBIISIETCS MX B3aMMOJCHCTBHE C
TPaHCKPUIIMOHHBIME (akTopamu cemeiictBa PIF  (puroxpom-B3aumMoieiicTByroOIIHUE
dakrtopsr). dakropel PIF momBeprarorcs (hochopriMpoBaHUI0 U YOMKBUHTHPOBAHHIO
npyu OOJy4eHHWU PACTeHMH CBETOM, YTO B TOCJIEJICTBUHM IMPHUBOJUT K UX Jerpaialuu
¢dutoxpom-3aBucuMbiM criocobom (Al-Sady et al.,, 2006). HM3ydenue MexaHU3MOB
neicTBus (pUTOXPOMOB TOKa3anu, 4ro GUTA u GuTB mpuHHMAOT HEmoCpeACTBEHHOE
yuacTe B (ochopunrpoBaHun TpaHCKpumiponHoro ¢akropa PIF3 in vitro. Bee Boire
U3JI0KEHHBIE (PAKTHI YKa3bIBAIOT HA TO, YTO (PUTOXPOMBI MPOSBIISIOT IPOTEUHKHUHA3HYIO
aKTUBHOCTH M peasn3yIoT curHai yepes3 ¢pochopunuponanue dpaxropos PIF.

[TomoOHBIE MEXaHU3MBI B3aUMOJICHCTBHUS MEXIY OCIKOBHIMH KOMIIOHEHTaMH

KIIETKH1 HGO6XOJ]I/IMI)I PRI | obecrieueHus p€aimn3ani KaCKaJHbIX CHIHAJIBHBIX CHCTCM.
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Jliist puTOXpOM OBLITH BEISIBIICHBI Psifi OEITKOB, HEMTOCPEICTBEHHO MPUHUMAOIINX yIaCTHE
B pealu3alid CUTHAJIA TI0 KacKaJHOMY MEXaHU3MY, CpPEId KOTOPBIX BBIJICICHBI
cnenyromue: PIF3 u npyrue usectusie PIF, PKS1, NDPK2, CRY1, CRY2, AUX/IAA,
FyPP, COP1, PAPP5, FHY1/FHL.

Benxu PIF otHocsaTes k cemeiictBy basic helix-loop-helix (bHLH, 6enok crimpais-
METIISI-CIIAPAJTb) TPAHCKPUTIITUOHHBIX (DaKTOPOB M UTPAIOT BAXHYIO POJIb B peaau3anuu
dutoxpom-3aBucumoro curtana (Ni et al., 1998). Kak unensr cynepcemeiicrea bHLH
PIF umeror B cBoeM cocrtaBe sneMmeHT bHLH, mpeacraBiaeHubiil 15 aMHHOKHCIOTaMH H
obecnieunBaromuii ero B3aumoxeiicteue ¢ JHK, mw HLH perunon (okxomo 60
AMUHOKHCJIOTHBIX OCTAaTKOB), KOTOPBIH OTBETCTBCHEH 3a TMIPOILECC JIUMEpH3AIUU
dakrtopa. ITpakTruecku Bce Oenku, comepkame bBHLH momen, B3amMomeWcTBYIOT ¢
anemeHToM E-boX, ipu stom mis PIF yctanosien creruduueckue saement - G-box (Oh
et al., 2004).

B cocrare Bcex dakropor cemeiictBa PIF oOHapyxuBaercss N-KOHIIEBOM ydacTke,
KOTOPBIN AJi CBSA3BIBAHUS C aKTUBHOU (opMoii putoxpoma B. Hckitouenuem sBIsitoTcs
Tpanckpunuuonusie ¢akropel PIF1 u PIF3, xoToprie ciennpuyeckn penenTupyroTcs ¢
dbutoxpomom A, nipu 3toMm s PIF1 cpoactso Beimie, uem aist PIF3.

HccnenoBanue pacTeHWil, MyTaHTHBIX IO T'€HAM pPa3HbIX THUIIOB (PUTOXPOMOB,
YKa3bIBAIOT Ha WX ydactue B (OTOMOpQOreHe3e M PEeryssiuu SKCIPECCHH TEHOB.
Pe3ynbTaThl HCCIIeIOBaHUH MMOKA3aJIH, YTO CBETO3ABUCUMBIC T'CHBI SBIISIOTCS MUIICHIMU
JUTS B3aUMOJICHCTBHUS ¢ TPAHCKPUIIIMOHHBIME (hakTopam cemerictBa DHLH, x koTopsiM
otHocstes u gaktopsl PIF (Oh et al., 2004). [ToaTeepkacHreM 3Toro Qakra SBISCTCS
oOHapy)KeHHE B pacTeHHUSIX IMocie oO0ydeHus cBeToM (HochHOpUIUPOBAHHBIX (OpM
daktopoB cemeiictea PIF. TlogoOnas wmomudukanus PIF mpuBogur k  ux
yOUKBUHTHPOBAaHUIO W Jerpaganud. Mytantel no renam Pifl u Pif3 mokaszamu
orcyrcTBue Habmogaemoro sddexra. CremoBaTeNbHO, PeE3yabTaThl MPOBEIECHHBIX
ucciefoBaHuil  Ha  QuTOXpoM-3aBUCcHMOE  (dochopuIUpoBaHHE U MPOTEOIU3

TPaHCKPUMIMOHHBIX (akTopoB cemeiictBa PIF u momoOGHble MexaHU3M sBIsieTCA
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OCHOBHBIM  CIOCOOOM  peanm3anuu  (UTOXPOMHOTO CHUTHANA, OOECHEYHBAIOIIETO
PETYJISIUIO TEHOB.

[Tpu 06nydyeHnH pacTeHU KPACHBIM U 1aJIbHUM KPAaCHBIM CBETOM (PUTOXPOMBI A U
B mnposiBnsitoTr cBoe AECTBHE IMyTeM IMOAABJICHUS JBYX OCHOBHBIX ITyTEH CBETOBOM
curHamm3anun: COP1 um PIF. AxtuBHOCTh (akTtopa COP1l (E3-yOukBuTHHIHTA32)
UHTHOUpYeTCS Ha CBETY, YTO MPUBOJAUT K PETYISIUUA psiia TPaHCKPUITIIHOHHBIX
¢dakropos, Takux kak HYS, HYH, LAF1 u HFRI, pa3spymas ux. PIF — noncemelictBo
bHLH tpanckpumniimoHHbix (akTopoB HEOOX0AMMBIX a1t ckoToMmodorenesuca (Weller et
al., 2009). ®oroakTuBHBIE (PUTOXPOMBI HEHOCPEIACTBEHHO B3amMojehcTBYIOT ¢ PIF,
dbochopuinpoBanHas ¢opma KOTOPHIX OBICTPO pa3pylliaeTcs, OJAHAKO, B TOXKE BpeMs
COP1 cnocob6erByer yBenumuenuto conepxkanust PIF. ®axtoper COP1 u PIF BHOCAT
BKJIaJl B pa3pyuieHre GuTB, B mepByro odepenb MyTeM B3aUMOACUCTBUS MeX1y uTB u
COP1 (Lau, Deng, 2010.). Hampumep, HYS, monoxwutenpHbii (HoTOMOpPGHOTSHHBIN
peryJsiTop, KOTOPBI CTUMYJIMPYET pa3BUTHE pacTeHuid B ycioBusx cBera (Osterlund et
al., 2000, Oyama et al, 1997), mnoaBepraercs KOHTPOJIO HETaTHBHBIMHU
doromopdorennpiMu  peryasitopamu, Takumu kak COP1 u COP9 (Osterlund et al.,
1999). CseT KOHTPOJIUPYET ATOT MPOIECC, MOIYIUPYS CYOKJICTOUHYIO JIOKAIHU3AIUIO
COPI1. COP1 umeer npenMyIecTBEHHO LMTOILIA3MAaTUYECKYIO JIOKAIM3ALUIO Ha CBETY,
HO HAKalUTMBAETCS B sApax B TEMHOTE, T/l OH HEMOCPEICTBEHHO B3aMMOJCHCTBYET C
HY5 (von Arnim, Deng, 1994), npu 3ToM Jyis €ro JAerpajalii HEOOXOIUMO SIICPHOE
B3aumoericteue COP1-HY5 (Osterlund et al., 2000).

HY5 sBisiercss OCHOBHBIM (haKTOPOM TPAHCKPUIIIUU U JIOKATU3YETCS B sIpe
koHctutytuBHO (Ang et al., 1998). Beuio mokazano, uro HY5 cesswiBaercs ¢ G-box
HECKOJIBKUX CBETOMHAYIIUPYEMBIX TIPOMOTOPOB M HEOOXOIUM JIJIi ONTUMAIbHOU
9KCIpeccuu cooTBeTcTByromuX reHoB (Zhang et al., 2011, Yang et al., 2005).
Herpagatmst HYS B TemHOTe o0ecmedunBaeT MeEXaHHU3M, MOCPEICTBOM KOTOPOTO
aktuBHOCcTh HYS5 u, B kxoHeuHom cuere, HY5-omocpemoBaHHas 3KCHpeccUsi T'€HOB,

MOKeT perynupoBathes Ha cBery (Chattopadhyay et al., 1998, Zhang et al., 2011).
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1.2.3 Ponp KaTMOHOB KajbIlMsl B pealu3anuyd (UTOXpPOMHOTO CHUTHAla B
PaCTUTENBHOMU KIIETKE

Hapsny ¢ ¢uroropmonamu u ceeTom, Ca?* BEICTYIIaeT B poJIu PEryasaTopa pocTa 1
pa3BUTHUS PACTEHMI, MPOSABISSA CBOE IECUCTBHUE HAa KJIETOUYHOM YPOBHE U KOHTPOIUPYS
MHOECTBO KIJIETOYHBIX IPOLECCOB, BKJIIOUas KOHTPOJb TPAHCIIOPTAa HOHOB Yepe3
OMOJIOrM4YecKrue MEMOpPaHbl M 3KCIIPECCUI0 F€HOB. DTOT KOHTPOJIb BO3MOKEH Osiaronaps
CYILLIECTBOBAHUIO B PAaCTEHUSAX CUCTEMBI MOHHOIO IOMEOCTa3a, KOTOpas MOJJEpKUBAET
koHnenTpanuio Ca?* B IUTOMIa3ME HA HOCTOSHHOM YPOBHE.

B pacturenpHOl  KJIETKE MOXHO BBIACIUTH HECKOJBKO  MEMOpaHHBIX
KOMIIAPTMEHTOB, KaXJIbId U3 KOTOPBIX XapaKTEpU3yeTCs MOCTOSHHBIM YpPOBHEM
koHnenrpamuu Ca?*. B muromnasme xnetkn Ca®*  pacrpesienieH HepaBHOMEPHO.
OTHOCUTEIBHO CTAOWJIBHBIN SJECKTPOXUMUYCCKUM TPaTUCHT Ca% MOJICPKUBAETCS T10
o0e  CTOpPOHBI  TIJIa3MaTHMYeCKOM  MeMmOpaHbl,  TOHOIUIacTa W MeMmOpaH
HH/IOIUIA3MATUYECKOTO peTuKylymMa. OOIIENpUHATO, YTO JTOT TPAJAUEHT MOXKET
MEHATBCA B XOJ€ CHUTHaJbHOM TpaHcAyKuuu. OYEeBUAHO, 4YTO JAHHBIE TPATUEHTHI
YCTAHABIIMBAIOTCS B PE3y/bTaTe€ ITMHAMUYECKOTO OajlaHca MEXJy BXOJOM M BBIXOJOM
KaJblUsg 4Yepe3 KIETOYHble MEMOpaHbl, BBICTYMAIOUIMMH B POJH OapbepoB MEXKIY
pa3IMYHBIMU BHYTPUKIETOYHBIMU KOMIIAPTMEHTAMH.

HauGonbmmii 3nekTpoxumudeckuii rpaguent Ca®* cymecTByer mo o6e CTOPOHBI
nIa3sMaTUYecKoi  MemOpaHel.  Jlns  pactuTensHOM  kietku  Ca?*  1uTO301s
TIOJIIEP/KMBAETCS Ha ypoBHe Topsika 107" M, B To BpeMsi Kak B anoIuiacTe 3Ta BEIMYMHA
5Ta BenmudMHa pacnonaraerca Mexay 10 u 10° M cxonHblii rpagueHT XapakTepeH s
TOHOILIACTA, TaK Kak KoHueHtpauus Ca’* B Bakyone cocrapisger 10° M koHueHTpanus
Ca?* BHYTPHM BE3MKyJ 5SHIOIUIA3MATUYEKOTO PETHKYJIymMa He mpeBblmaer 50 MM
(Mengenes, 2005).

[InacTuapl 1 MUTOXOHAPUM HE UIPAIOT TAKOW BaXHOM POJIM B aKKyMYJISILUU
KaJIblHUs, KaK BAKyoJb U SHIOMIA3MaTHUecKuii petukynayM. Konnentpanus Ca?' B HuX
HaXOJUTCS HAa MWUIMMOJSIPHOM YpOBHE M OoOJjblllasg 4acTh MOHOB B HUX CBf3aHa C

(bOC(l)aTaMI/I u JuIiuagaMu. JIPYFI/IM Ba’XHBIM MOMCHTOM ABJACTCA 3aBUCUMOCTDh BECJIIMYNHBI
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JNIEKTPOXUMHYECKOTO TpajHeHTa Ha MeMOpaHaX IDIaCTUA ¥ MHTOXOHIPUH OT
(OTOCHHTETUYECKOW W IBIXaTEIFHON aKTHBHOCTH. JKCIEPUMEHTHI C HCIOJIb30BaHHEM
KOH(OKAILHOM MHKDOCKOIIMM HE BBIABWJIM 3aMETHBIX pasnMuuii B comepxanuu CaZ’
MEXIY SIPOM M IUTOIUIA3MOM, YTO OOBSICHICTCS HAIWYHE TOp B SIIEPHOH MeMOpaHe,
pasMep KOTOPBIX JOCTATOYMHO BEIHMK I Toro, u4tobbl Ca?* GecnpensTcTBEHHO
maddyruposan B o6oux Hanpasnenusx (Zhu et al., 2013).

CornacHo MeMOpaHHOM runore3e Py CHOCOOEH MU3MEHATh MEMOpPaHHBIN
TIOTEHITHAJT TTa3MOJIEMMBI 332 CUET U3MEHEHHS TIPOHUIIAEMOCTH JJIsl Pa3jIMYHBIX HOHOB, B
epByIo ouepenns katnonos Ca’*.

HccrmenoBanusi Ha  MpOpoCTKax  Tabaka CMOTIM  IPOJAEMOHCTPHPOBATH
HE3aBHCHMOE MOBBHILICHHE YPOBHS sJ€pHOro M uurosombHoro Ca®* B orer Ha
MeXaHH4ecKoe (BEeTep) M XOJIOJOBOE IIOKOBOE BO3JEHCTBHE, COOTBETCTBEHHO.
UntepecHo uto o6a tuna Ca?" curHana mpuBel K HOBHIIEHUIO dkcrpeccuu NpCAM
(remoB kampMomyiumHa Nicotiana plumbaginifolia), uro Ttak ke moaTBep)KIACT
KOHBEPIeHIIMIO 3TUX pa3ianunbix myteit (Luan et al., 2002). DToT ombIT MOATBEPKIACT,
YTO KaJbIIM{ MPUHUMACT YYaCTHE B PETYJSIMH JKCIPECCHU TeHOMa, KaK MEePEeHOCUHK
CUTHAJIBHBIX CHCTEM Pa3IMYHOTO JICHCTBUSI.

M3meHeHne KOHIEHTpPAIMA CBOOOJHOTO IIMTO30JILHOTO KalbIUsl B KIETKE
SIBJISICTCS. MEXaHU3MOM TPAHCAYKIIUM OTPOMHOTO YHCJIa aOMOTHYECKUX M OMOTHYECKUX
curHanoB. OmHAaKO B TOCIETHEE BpPEMsS AaKTHBHO OOCYXTAaeTCsi BOMPOC O BBICOKOH
cnenuUIHOCTH TaKoro curHana. Tpu OONbIIMX Kiacca KalbIIMEBBIX CEHCOPOB ObLIN
BBISIBJICHBI B pacTeHusiX. [lepBbIii U mpeobiagaronuii Kiacc — KaabMOJIYJIUHBI — TUPOKO
pacmpoCcTpaHeHHbIE Yy OJYKapuoT W Wrpalllfe BaXXHYI0 pOIb B IPEBpPAIICHUH
KaJIBIUCBBIX CUTHAJIIOB B COOCTBEHHO KJICTOYHBIC OTBETHI B PA3JIMYHBIX KOMIIAPTMEHTAX
kiaerku (Snedden, Fromm, 2001, Xiong et al., 2004). Kanpiuii 3aBrcHMbIe TPOTEHH
KMHa3bl TIPEJCTABIIOT BTOpoii kinacc Ca?*-cencopos. TpeTuii THI 3TO KalblleHeBpHH-B
no00HbIe OeNKH, KOTOphle Tak ke sBistorcs Ca?*-cemcopamu pacrenmit (Luan et al.,
2002). CpsseiBanme Kambiuss ¢ Ca?*-ceHcopaMu BBI3BIBA€T KOH(OPMAIMOHHEIE

W3MEHEHHST W/WIM HW3MEHEHHE (bepMCHTaTHBHOﬁ AKTUBHOCTH 34 CUCT y4dYaCTHUs OTHUX
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AKTUBHUPOBAHHBIX KOMINICKCOB B MHAYKIOWHW COOTBCTCTBYIOIIHNX KJIICTOYHBIX OTBCTOB C
MOMOIIIBIO MOAYJISAINH CI)YHKI_II/II/I OCICBBIX 6eJ'IKOB, YYaCTBYIOIIINX B MHOT'OYHCJICHHBIX
KJIICTOYHBIX nmponeccax, TaK1X Kak HOHHBIN TPAHCIIOPT, oOMeH BCIIICCTB,
MMOCTTPAHCILINUOHHOC HM3MCHCHHUC OCIKOB H OKCIIPECCHUHU TI'CHOB. Bce Oombiie (baKTOB
YKa3bIBa€T Ha Ba>XHOCTb Ca2+ U KaJIbMOAYJIMHA B PCryJLiluHd TPAHCKPHUIIIHWOHHBIX

IPOIIECCOB B OTBET HA 3HJOTCHHBIE M DK30TE€HHbIE pa3apaxutenu (puc. 11).

CTUMY)] ey KOAVIDYIOWIME ekogupyowme
curHansi cUrHansi
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Puc 11. MexaHu3Mbl peryialuM TpaHCKpHMIIMU mocpeactBom Ca?t u

) (

(D)

KaJbMOJYJIMHOB Yy pacTeHUH. (A) KaJbLUi CBA3BIBAETCS HEMOCPEACTBEHHO C (PAKTOPOM
tpanckpuniuu (TF) u perymupyer ero pabory. (B) CszaHHBIA C KaJbIHeM
KaJIbMOYJIMH (QYHKIHMOHUPYET Kak (axrop Tpanckpunuuu. (C) uwame Beero Ca?t/CAM
KOMIUICKC CBSI3bIBACTCs C (DAaKTOPOM TPAHCKPHIIIUK M MOAYIHUpyeT ero ¢pyHkuui. (D)
Ca?*/CAM  KOMIUIEKC KOCBEHHO pEryjJIupyeT TPaHCKDHUIIIMIO, Y4acTBys B
MHOTOKOMITIOHEHTHBIX TPAHCKPHIIIMOHHBIX MEXaHU3Max, KoTopele comepxar CaM/Ca?*
KOMIUIEKC, (aKTOp TPAaHCKPUMIHUUA U (AKTOP-TPaHCKPHUIIIUU-CBA3BIBAIONINIA OEIOK
(TFBP). Ilocnemuuii BbIMONHAET (GYHKIHMIO CBA3yromero 3seHa Mexay Ca?/CAM
kommuekcoM u (akropoM Tpanckpuruu. (E) Ca?"/CAM perynupyer 5KCIPECCHIO 3a
cuer Mmonymsauuu (ocopmirupoBanus ¢GakTopoB TpaHCKpunuuu. OcymecTBiseTcs

CAM-cBs3pIBatoIIeit mpotrenHKuHA30M 1 CaM-CBs3bIBaroIIeH nporenHdocdaraszoi.
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[Tpenmnonaraercs 4yTO WM3MEHEHHE YPOBHS LIUTO30JIBHOIO KalbLUsl B OTBET Ha
pa3apaKUTENM MOXET OKa3blBaTh BIMSHHUE Ha SACPHYIO KaJbLMEBYIO CUTHAIM3ALMIO
myreM npoctoil nudysuu Ca?* MOHOB Yepe3 sAAEPHBIN MOPOBBIA KoMiuiekc. OIHAKO
HE/IaBHUE HCCIIEOBAHMS CBHJETEIBCTBYIOT O TOM, YTO $Jpa PACTUTEIbHBIX KJIETOK
06anaroT cobcTBEHHBIM Mexann3MoM Ca?*-curnanusanuu. Slapa IEMOHCTPHPYIOT SBHOE
HE3aBHCHMOE W3MEHEHHE YPOBHS KajJblUsl O CPAaBHEHHMIO C IIMTO30JIEM B OTBET Ha
0o0JyyeHUEe CHHUM CBETOM, OCMOTHYECKHE, MEXAHWYECKHE, TEIUIOBBIE pa3JIpakKUTEIU
(Baum et al., 1999).

B nenom ke, ypoBeHb KanblMi B siApax B cpenHeM cocTaBisieT 3-10 MM, kak
nokazano s Galleria mellonella (Lepidoptera) (Przelecka, Pogorelov, 1988).
Perynsmusi TpaHCKPHUIILIMOHHOTO Ipolecca ¢ ydactueM Ca?* u kanpmomysiusos (CaM)
OCYIIECTBIISIETCS PA3HBIMU MYTAMHU.

Takum  00pa3oM, HMMEHHO KOHTPOJb O3KCIPECCHM T'€HOB B  CIOXHBIX
HKOJIOTUYECKUX YCJIOBUAX MMEET pellarollee 3HaYeHHEe Ul 3allyCKa KJIETKONW OTBETHBIX

Mep IS MOJAepKaHUSl HOPMAIbHOTO (PYHKIIMOHUPOBAHMUS.

1.2.4 Ctpyktypa v PyHKIIMOHATBHAS PO KATbMOIYJINHA

UssectHo, urto Ca?* perymupyer maBa ceMelicTBa INPOTEUHKHHA3, T.€.
Ca?*/pochomunumzaBucumele  nporeunkunassl  (Nishizuka, 1992) wu Ca?*/CaM-
3aBucuMblie TipoTenHkuHassl (CCaMK) (Braun, Schulman, 1995, Sugita et al., 1994,
Nairn, Picciotto, 1994). B kieTkax >KUBOTHBIX pa3iHuHbIe (PEPMEHTHI ITHX CEMCHCTB
ObUIM OYMINICHBI, a TaKKe omnpeneneHbl ux cBorictBa (Hanks et al., 1988.). B pacrenusx
BBIABJIEHO TPETHE, OUOXMMHMYECKH OTJIMYHOE CEMEHCTBO IpoTeMHKMHa3 - Ca’'-
3aBucuMbIe mporerHkrHAa3bl (Stone, Walker, 1995). Otu kuHa3bl HEe TPEOYIOT JIUIMTUIOB
win CaM mns ux akrtuBaiuu. OHM TPEACTABISAIOT COOOW OJMHOYHBIC MOJUMCITHIBI,
CoJieprKalllie KOHCEPBATHUBHBIC KaTaJTUTHUECKUE JOMEHBI id  (pochopuinupoBaHus
CepUHA/TPEOHHHA, COCJMHUTEIIBHBIX  JIOMCHOB, KOTOpPBIE  YYacTBYIOT B

ayTOMHTMOMPOBAHUM U PEryaupyromux nomeHax (puc. 12). HopmaTuBHbIil TOMEeH 3TUX
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kuHa3 nonoben CaM u comepxut yethipe EF-pyku ms cesassianus Ca?t (Harper et al.,
2004).
CymiecTBOBaHHE 3TOr0 CEMEMCTBAa KHHA3 OBLIO 3apEerUCTPUPOBAHO Y MHOTHX

paCTeHHﬁ, U IIOKAa3aHO, YTO OHHU YYACTBYIOT B PA3JIMYHBIX HOPMATHBHLBIX IIPOHCCCAX

(Botella et al., 1996).

ABTOMHrMOUTOP
KuHa3HbI goMeH EF‘QVK”
CCaMK = 0 ——

Puc. 12. Cxema B3aMMHOTO PacIOJIOKECHUS CTPYKTYPHBIX M (DYHKIIMOHATHHBIX
snemenToB Ca?*-3aBucumoii nporennkunassl (CDPK) u Ca?*/kanbMoayIMH-3aBUCHMOIL

npotennkuHaszbl (CCaMK) (Harper et al., 2004).

[Tokazano, uro Ca®*/nmunua-3aBUCUMBlC KMHA3bl UTPAIOT CYLIECTBEHHYIO POJIb B
peryssinuu pocta pactennid (Karibe et al., 1995), u ux npucyrcTBue OBUIO MOKAa3aHO Ha
mHorux pactenusx (Verhey et al., 1993). U3sectHo, uto CCaMK-3aBrucuMbIe KHHA3bI
y4acTBYIOT B OTBETaX Ha Pa3lMYHbIe BHEKJIETOYHBIC CHUTHAJIBI IPOILECCOB B CHCTEMax
xuBoTHBIX (Colbran et al., 1989). Otkpeitue CaM B pacreHusix, €ro CxojCcTBa C
xuBoTHbIME CaM (Jena et al., 1989), ero muorodyukimonansHoctu (Braam, 1992) u
Ba)XHOCTH B Iepeade curuanoB Ca?* monoXuilo Hauyasao MoMbITKAM UAEHTH(QUIUPOBATH
CCaMK B pacteHusx.

CaM u xanprumuelipur B-momoOnbie mpotewnsl (CBL) mpencraBnsior coOoit

HeOOJNbIINE OEIKH, KOTOPBIE COAEPKAT HECKOIBKO CBA3bIBaromux Ca’t

JIOMEHOB, HO HE
UMEIOT Jpyrux 3G EKTOPHBIX JTOMEHOB, TakuX kak kuHa3Hbd gomeH B CDPK. [lns
nepenaun curHana Ca?* CaMs um CBL B3aMMOJEHCTBYIOT ¢ O€IKAMH-MHUIICHAMU H
perynmupyioT ux akTuBHOCTh. llenmeBbie Oenku CaM Obutn MACHTUDUIIUPOBAHBI Y
BBICIIMX PACTEHUH © BKIIOYAIOT MPOTEMHKHHA3BI, MeTabonmueckne (HEepMEHTHI,

CBsA3aHHBIE ¢ IUTOCKeneToM Oenku u apyrue (Snedden et al., 1996). Cemeticteo SNF1-

NOJI00HBIX MPOTEUHKHWHA3 ObLIO WACHTH(GHUIMpPOBaHO Kak mulieHb s CBL-6emko (Shi
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et al., 1999). Lienessie Genku Ca?*-ceHCOPOB 3aTe€M PETrYJIUPYIOT aKTHBHOCTH, KOTOPHIE
COCTABIISIIOT KJICTOYHBIC PEAKINW, WHHUIUUPYEMbIe BHEIIHUM CUTHAIOM. [loatomy
narunku Ca?* SBJIAKOTCS YacCTBIO KOMIUIEKCHOM CUIHAJIBHOM CETH B3aMMOCBA3aHHBIX
nyTed. BymeT WHTEpecHO oOmpenennTh, Kak 3Ta CETh YCTAaHOBIEHA M KaK OHa
(GYHKIIMOHHUPYET ISl CBS3BIBAHMS JAUCKPETHBIX CHTHAJIIOB C KOHKPETHBIMH OTBETaMH. B
3ToM 0030pe MBI (POKycHUpyeMcs Ha JBYX ceMeiicTBax Hebonbmmx Ca?*-cencopos (CaM
u CBL) 1 ux mensx, 4To0bl HCClIeI0BaTh, KAK KOHKPETHBIC CUTHAIIBI MOTYT TIEpEIaBaThCsI
TIOCPEICTBOM KOMOMHHPOBAHHOTO JICHCTBUS 3TUX OCJIKOB.

KaapMOOyIMHBI M KaJIbMOMYJIMH-TIONOOHBIC OCJIKH COCIUHSIOTCA C OelKaMu-
MUIICHSIMY, BKIIOYash MOHHBIC KaHAIbBI, (DAKTOPHI TPAHCKPUIIIAU W TPOTCHHKUHA3HI.
D GEKTHBHOCTD CBS3BIBAHHS C ONPEICICHHBIM OCITKOM-MUIICHBIO 3aBUCHT OT CBOMCTB
caMoro KajapMoayiuHa. Hampumep, SKCriepuMEeHTHI Ha Tabake MOKa3alld, YTO Kaxas u3
Tpex U30(QOpM KaITbMOAYJIHHA U KaIbMOIyJIWH-3aBUCUMONW HAJI-KMHA3bI UMEET CBOIO
KOHCTaHTy JIucconuanuu. [lpudeM ypoBEHb T'OMOJIOTMHM MEXIY aMHUHOKHCIOTHBIMU
nocjeIoBaTeIbHOCTAMU ObLT jJ0oBONMbHO BhIcOK (Ranty et al.,, 2006). Dtor dakr
yKa3plBaeT Ha TO, YTO PAa3JIUYHBIC THIBI KAJIBMOJYJIMHOB NPUHHMAIOT YYacTHE B
peryJsiuy pa3HoOOpa3HBIX MPOLEcCOB B KieTKe. COOTBETCTBEHHO, PEAKIIMU OpraHu3Ma
Ha pa3lIn4Hble aOMOTHYECKHE M OMOTHYECKHE CTPECCHl, TaKHe KaK 3acyxa, 3acoJICHHE,
HAJIMYUE TSDKEIBIX METAJUIOB, XOJOJ M aTaKh YYXEPOJIHBIX areHTOB TaKXke OyayT
omimmyatkes (Virdi et al., 2015).

Kpome perymsmum CTpeccOBBIX OTBETOB OTH OJNKH HIPalOT BaXKHYIO DPOJIb B
pPa3BUTUU pACTEHUH W OMNpPENeNsioT WX pocT. Hampumep, y MyraHTa IO TeHY
kanpmonyauaa-7/ (CaM 7) poma ArabidopsiS BBISBICHO CHI)KEHHUE OSKCIPECCHU
CBCTOMH/IYIIUPYEMbIX TE€HOB, KOTOpbIe HEOOXOMUMBI Uit (oToMOpdoreHesa, Tak Kak
(akTOp TPAHCKPHIIIUK 3TUX TeHOB perymupyercs camuMm (CaM 7) (Kushwaha et al.,
2008).

KanbMOIyTHHBI MOTYT CBSI3BIBATHCS C Pa3NMYHBIMU (PEpMEHTaMH, KaHAJaMH H
TpaHCTIOpTEPaMH, U (pepMEHTaAMHU, PEryIUPYsl UX aKTUBHOCTh. TakKe 3TH OCJIKH MOTYT

y4acTBOBaTb B pPCaKOUAX Ha OMoTHYECKHE W aO0HMOTHYECKHE CTPECChI MOCPECACTBOM
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B3aUMOJICUCTBUS ¢ (pakTOpamMu TpaHCKpUMIHU. KambMOIyTnH-CBSA3BIBAIOMIMNA YIaCTOK
obOHapyxeH Ha C-KoHIE TiyTamaraekapOOKCHIa3hl B KJIETKaX PACTCHHHA H JPOXKIKEH.
['myramanekapOokcunaza —  ¢epmeHt 1ukia KpeOca, cuHTe3upyommin  y-
AMHHOMACIISTHYIO KHCJIOTY M3 TiyramaTta. Y puca oOHapyKeHbl H30(OpMBI JTaHHOTO
dbepMenTa, B KOTOPHIX KaJbMOIYJIUH-CBs3bIBaromuid yuyacTtok orcyrcTByer (Virdi et al.,
2015). Kanpuuii-3aBUCUMBIA MEXaHU3M IEpeadll CUTHajda CIOCOOCTBYET HAKOIUICHHUIO
I'AMK B KieTkax pacTeHUW, YTO SBIAETCA OTBETHOW pEAKIMHA HAa CTPECCOBOE
Bo3zaciicTBue. Tspkénple MeTalibl B HEOONBIIMX — KOHICHTPAIUSAX HEOOXOIUMBI
pacTeHUsIM, TaK KaK BXOISAT B COCTaB HEKOTOPBIX (epMeHTOB. [lpu 3TOM BBICOKas
KOHIICHTPAIUsA TaKUX OIMACHBIX XHUMHYECKHX DJIEMEHTOB OKa3bIBAaCT TOKCHYECKOE
JIeiCTBHE Ha PACTHUTENBHBIN OPraHW3M, HHTHOWPYS IbIXxaHWe W (OTOCHHTE3. B cBs3m ¢
OTHUM PpACTUTENbHBIC KIETKA OCHAIICHBI CHCIUAIBHBIMH HWOHHBIMHA  KaHAJaMH,
OTBEYAIOIIMMH 32 TIOTJIOIIEHUE 3TUX TOKCHYHBIX, HO HY)KHBIX BEIICCTB. Takue KaHaJbl
aktuBupyroTcs THM® u sBnsroTcs nurana-3asucumbeivu (Virdi et al., 2015).

HeratuBHblli >(QQEeKT CHUMaETCS yAaJICHHEM KaJlbMOIYJIHH-CBS3BIBAIOIIETO
y4acTKa, YTO YKa3blBaeT HAa CBS3b KAIBMOAYJIMHOB C TEpepaclpesieIeHHeM HOHOB
pa3JIMYHBIX METAJIOB B PACTCHUHU.

B mpuBenéunoil Hipke TabmuIle MpECTaBICHBI Pe3yIbTaThl Pa3IMYHBIX padoT,
CBSI3aHHBIX C KaJIbMOMIYJIHH-CBS3BIBAIONIMME O€TKaMd W WX pOJIbI0 B OTBETaxX Ha
BO3JICHCTBUE pa3IMuYHBIX CcTpeccopoB (Tabm. 2). CaM-0enku 0071a7al0T HE TOJNBKO
KaTaJUTUYEeCKOW AaKTUBHOCTHIO, HO TPHHUMAI Yy4YacTHE B pealM3allid Pa3IUYHBIX
CUTHAJIOB, oOecnieunBato (ochopruIMpoOBaHEe COOTBETCTBYIOMINX dJIEMEHTOB.

[TpuBenéM HECKONBKO MPUMEPOB CBS3M KAIBMOAYJIMHOB C BHYTPUKIETOUYHBIMH
depmenTamu. Tak, y pacTeHHI KOHCTUTYTUBHASI SKCIIPECCHS allPasbl, THIPOITH3YIOICH
HyKJIeo3u Au- U Tpudocdarsl (reH U3 ropoxa 3KCIPEeCCUPOBAHHBIA B apaOuaorcuce)
YCKOpPSIET POCT pACTEHHUs, TMOBBIMIAET HWHTEHCUBHOCTH TpaHcropta QocdaroB u
YCTOWYHMBOCTH K TepOuIHaam u nukinorekcanam. Arabidopsis nMeeT Takke cOOCTBEHHBIE

aIliipasbl B IBYX PAa3HbIX I/ISO(l)OpMaX, npu4yeM caMu I/ISO(l)OpMI)I OTJIMYAar0TCA CPOACTBOM K



62

KadbMOAYIMHY. Ha maHHBII MOMEHT TOYHO HE M3BECTHO, KaK (OpPMHUpPYETCS OTBET Ha
repOuIUAbl Yepe3 KaJbLIMEBBIN yTh NEpEAaun CUTHATIA.

Emé oaun Oenok, KOTOPBIM aKTUBUPYETCS KaabMOAYJIMHOM - Kartalasa,
pasnararomas H2O, na Bomy u kucnopon. Ilpucoeannenue KaabMOIyJIMHA CHUMAET
aBTOMHruOMpoBanue Ha C-KOHIIE KaTajasbl, TaK KaK TaM HaXOAUTCS aBTOMHTUOUTOPHBIIH
KaJbMOJyIMH-CcBs3bIBatonuii  gomed  (Yang, Poovaiah, 2002). CrnenoBatenbHoO,
KaJbMOJYJIMH BBICTYNAET CBA3YIOIIMM 3BEHOM B (popmupoBanuu orBeta Ha ADK, Tak

KaK KaTajia3a HCO6XOI[I/IMa I CHUKCHUA KOHIOCHTPAHUHN 3THUX OIIACHBIX JIA OpraHHM3Ma

COEJIMHEHUHN.
Tabnuma 2.
KanbMmonynuHbl U KaTbMOIYJIUHOTIOI00HBIE OCIIKH pacTeHUIN
U BbI3bIBaeMble UMHU 3P (PEKTHI
No| Kanbmonynun- Hctounnk Tpancrennoe | Meron Dddexr,
CBA3BLIBAIOIINN reHa pacTeHue, CBSI3aHHBIN
0enox coJieprKalee C OTBETOM Ha
reH cTpecc
Ca?*-3aBucumas | G. max A.thaliana | Koncrury- I[loBbIIICHHAS
1 | CaM-penenTop- THUBHAas YCTOMYUBOCTh
nmosoOHasi KWHa3a JKCIpecCHst npu
(GsCBRLK) XOJIOJTOBOM,
COJIEBOM u
OCMOTHYECKOM
cTpeccax
Ca?*/CaM- A.thaliana | A.thaliana | T-JIHK- [ToBbIILIEHHAS
2 | perynupyemas WHAKTUBALUS | yCTOWYMBOCTD
peuenTop- reHa npu
nojlo0Hasi KuHa3a XO0JIOJIOBOM
(AtCRLK1) cTpecce
CaM- A.thaliana | A.thaliana | Koncrury- [ToBbltieHHas
3 | cBs3bIBaIOIIAS TUBHAs YCTOMYHMBOCTH
MPOTEHHKHHA3a 3 JKCTpeccHst IpU TEIIOBOM
(AtCBK?) cTpecce
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CaM- A.thaliana | A.thaliana | Kouctury- [ToBbIlieHHAS
4 | cBs3bIBarONIAs TUBHaA YCTOWYUBOCTD
CEpPUH/TPECOHUHOB IKCITPECCUS pU  TEIIOBOM
ast docdaraza cTpecce
(AtPP7)
CaM- N. tabacum | N.tabacum | Koncrury- CHIKeHHe
S | cBs3bIBarOIIAs THUBHAS WHIYKIAH
MAPK IKCTIPECCHS T€HOB  OTBETa
docdaraza Ha
(NtMKP1) MEXaHHYECKHE
TTOBPEXKICHUS
CaM- O. sativa O. sativa [otepst [TocrostHHAS
6 | cBs3BIBAOIIIAS GYyHKIIMU  C | HHIYKITAS
MAPK OMOIILIO T€HOB OTBeTa
docdaraza peTpoTpaHc- | Ha
(OsMKP1) mo3oHa T0S17 | MexaHHYeCKHe
TTOBPEIKICHUS
[Tonmropa3mepnbiii | N. tabacum | N. tabacum Koncrtury- [ToBbiIcHHAS
7 | CaM- TUBHAs YCTOMYUBOCTh
CBSI3BIBAIOILIMI JKCIIPECCHUS x Ni%*, mpu 510
nHM®- HOBEINIEHHAA
aKTUBUPYEMBIT YyBCTBH-
kaHan (NtCBP4) TEIBHOCTh K
Pbh?*
NtCBP4 c | N.tabacum | N.tabacum | Koncrury- [ToBbImeHHAS
8 | ynanéunniii CaM- TUBHAasA YCTOMYUBOCTh
CBA3BIBAIOLIN skempeceus |k Ni?* 6es
JIOMEH MTOBBILLIEHHOMN
YyBCTBH-
TEIBHOCTH K
Pbh?*

B uncrne kanbMOIyNIHMH-CBSI3BIBAIONIUX OCJIKOB OOHApY>KHMBAIOTCS KHHA3bl U
docdarazpl. DTO MO3BOJISIET MPeAnonokuTh, yto CaM obecnednBarOT B3aMMOCBS3h
dbochaTtHOrO U KaNbIMEBOTO MyTeW mepenayu curHana. KaabMomyiauH-CBSI3BIBAIOIINI
JIOMEH daire Bcero Haxoautcss Ha N- miau C-KOHIIE Y MHOTHX CTPECC-PeryIupyeMbIX
KUHA3. OKCIPECCHI0 OTUX KHHA3 PETrYJIUPYIOT pa3sHOOOpa3Hbie (UTOTOPMOHBI U
CTPECCOPHI, POJIb KOTOPHIX KaK pa3 MOXET OBITh CBSI3aHA C PEAKIMSMU OpraHW3Ma Ha
abnoTnyeckue crpecchl. KallbMOYIUHBI CIIOCOOHBI aKTHBUPOBATH HWJIM WHTHOMPOBATH
JMAaHHBIC KWHA3bl B 3aBUCUMOCTH OT WX Tuna. C momompio OnoMH(pOpMATHUECKHX

meronoB y Arabidopsis oOHapyxkeno okxomo 600 TroMoIOroB, KalbMOJIYJIHH-
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CBSI3BIBAIOIINX KUHA3, OTHOCSIIUXCS K CEPUH/TPEOHUHOBOMY THUITY. Bonbinas 4acte 3Tux
OENKOB IPENIOIIOKHUTENBHO JIOKAJIM30BaHa B IUIa3MalleMMe, U TOJIBKO OKolo 25% — B
nuroruiazmMe.  KanbMoJynuH-CBSI3bIBAaIOIIME  O€JIKM  BCTpEYAlOTCS  Kak — Cpeau
[UTOIIA3MATUYECKUX KWHA3, TaK U CPEJId IIUTO30JIbHBIX.

VYpoBens skcnpeccun psaa kuHa3 y Arabidopsis u Glycine yBemuumBaetcs mpu
XOJIOJIOBOM U cosieBOM cTpeccax. CuHTe3 Oenka siBisieTcsl 00jee MEUIEHHBIM OTBETOM,
YTO TIO3BOJISICT MPEATONOXKNATh CBSI3b JAHHBIX KHHA3 HE TOJBKO C KPATKOBPEMEHHBIM
OTBETOM, HO U ¢ akkiauMaru3anueii pacterus (Virdi et al., 2015).

C xanpMOIyNIMHAMHM Tak)K€ CBS3aH W CHUTHAIBHBIM KacKajJ CEepUH-TPEOHHUH
nporendkruHa3z (MAPK). B uém mpoucxoaut mocnegoBaTenbHoe (pocdopunupoBaHue,
KOTOPOE  BIOCICACTBHM  NPUBOAWT K  HM3MEHEHUIO  DKCIPECCHH  TCHOB.
OyHKIMOHUPOBAHKE TAHHOTO Kackajaa peryiaupyercs nyrém gochopunupoanuss MAPK
docdarazamu u nedochopunupoBanus MAPK kunazamu. B cBoro ouepenr, MAPK
docdaTazpl W KUHA3bl HAXOJATCSA TMOJ] KOHTPOJEM KabMOIYJIWHA, YTO SBISETCS
XapaKkTepHONl  uepTol  pacTtutenpHbiXx opranu3sMoB. [enst MAPK  ¢ocdaras,
peryupyeMblie KaTbMOYJIMHOM B TIPUCYTCTBUU KaJbIIUS OBLIN TMOJTYYEHBI U3 PACTCHUN
puca, MINCHHUIIBI, PE3yXOBHAKH, M Tabaka. Tak, B Oemkax Arabidopsis u Triticum
0o0HapyKEHO 0 JBa TaKUX KaJIbMOYJIMH-CBI3bIBAIOIINX AoMeHa, a y Oriza u Nicotiana
TOJILKO OJWH. BepositHO, kampMoaynuH oOecneunBaeT aktuBanuio MAPK-kackana
(HoBukoBa u op., 2007). SOS3 sBisieTcss KaIbMOAYIHH-TT0I00HBIM MENTHIOM, KOTOPBIi
npezcrapiser coboii Ca’*-3aBUCHMBINA IIPOTEMHKUHA3y. JIaHHBIM NENTH NPHHMMAET
ydacTie B OOECTIeUYeHHHM OTBETHOM peaklMd Ha 3aCOJIEHHUE, YTO TPOSBISETCS B
aKTUBalMu mMpoTeruHKWHA3bl SOS2, BHYTpUMEMOpPAHHBIX HMOHHBIX TEPEHOCYUKOB.
CraHgapTHOE COCTOSHHME JIAaHHOTO  O€lika  SBJSETCS  HEAKTHMBHBIM  3a  CYCT
aBTOMHTUOMpoBaHus. [lpu pa3BUTHM COJEBOrO cTpecca HaOIIOJACTCS YBEIMYCHHE
COJIEpKaHUsI BHYTPUKJIETOUHOIO Kaiblus, 4YTO BhI3bIBaeT aktuBauuio SOS3. [Ipu stom,
aktuBHast popma SOS3 mpucoenunusier pocdatayio rpynmny kK SOS2 u NpoucXoauT ee

neonokupoBanue. ®ocodopunuposannas dopma SOS2 akTUBUPYET HOHHBIC KaHAJbI,
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YTO CHOCOOCTBYET HOPMAIM3allMd HWOHHOTO CTaryca KIETKH M BOCCTAHOBJICHHUIO
romeoctasza (Hosukosa u dp., 2007).

Pa3Butne pactuTensHOr0 OpraHm3Ma, a TaKKe BO3JEHCTBHE HAa HETO CTPECCOBBIX
(bakTOpOB, YACTO CBSI3aHO C M3MEHEHUEM pabOThl FEHETHYECKOro ammapara. B nanHom
CIy4aeT BaXHOE 3HAUYE€HHE WrparoT (AKTOPbl TPAHCKPUIIUU OEIKOBOW MPUPOIBI,
pacmoioKeHHble B sApe. Psim maHHBIX 37€MEHTOB KOHTPOJIUPYIOTCS KaJbMOIYJIWHAMH,
TIPY TOM JIJIs pa3HbIX (haKTOPOB HMEETCS CBOM HAOOp KalbMOTyTUHOB. B3anmopeiicTBue
T® wu KanpMOAyAWHA MOXET OBITh OOeCrmeYeHo TyTeM  OeJIOoK-OeIKOBOTO
B3aUMOJIEUCTBUS, HO TaKXKe BO3MOXKEH BapUaHT C MpUCOeTUHEeHHEM (ochaTHOM IpymIibI,

T.¢. hocopunupoBanus (puc. 13).

ATaka natoreHoB

ﬁ Jlerpagaums c noMombH0
e YOMKBWTMH/NPOTE0OCOMHON CHCTEMBI
SR1-IP1-ArSR1/CAMTA3

= AMmyHHE @ oTBET

YeTomumBoCT
K 3acyxe

Penpeccus reHoB 3KCNpeccHpyroLmy
—3 B NPUCYTCTBUM NATOrEHOB

=p BONEE 3hihERTMEHOE
SDD WCNONb3DBaHWE BOAbI

CTpecc-uHOyuMpyemoe
NoBbllEHWe KoHUeHTpayuM Ca*
wef £ OTCYTCTEWM COMEBOrD CTPECCA

L }
CONeBon YeToluwBoCTE
cTpecc =% g coneBoMy cTpeccy

YeToWumBoCTE
== K CONEBOMY CTPECCY
W 3acyxe

Puc. 13. Perymsmus skcnpeccuu TpanckpumninonHoro pakropa CAMTAS.
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CAMTA3 (KanbMO1yJIMH-CBSA3bIBAOIIHIA aKTUBATOP TPaHCKPHUTIIIIHN)
IpecTaBiIsieT co0oi crenupUYecKuid TPAHCKPUIIMOHHBIN (QakTop, KOTOPBIA Takke
HasbeiBaeTcss CBF (daxtop c3piBanus C-moBTopoB (CCAAT)) (puc. 13). O npuHHMaeT
ydacThe B 00ecrieueHUH alallTUBHON peaky KIETKH PaCTeHUH B XOJIOJIOBOMY CTpECCY.
Tak ke naHHBIH (akrop sBiseTcs (AKTOPOM OOILEro CTPECCOBOIO  OTBETA,
00€eCIeYnBaIOLIEro B3aUMOAECHCTBUE € IIMC-3JIEMEHTAMU CTPECCOBBIX I€HOB-MHILIECHEH.
Te CAMTA, xoTOpbI€ SKCIIPECCUPYIOTCA B KIETKE MMOCTOSHHO, MOT'YT HEMIOCPEICTBEHHO
B3auMozneictBoBar ¢ JIHK u mpu orcyrctBum crenupuueckux KaabMOIYJIHHOB.
Opnako, ans sneMeHTa OblcTporo pearupoBanusi Ha crpecc (RSRE) xapakrepno
B3aumoeiicteue ¢ JJHK Tonbko B mpucyrcerBum kansmonyiuaa (Virdi et al., 2015).

Kpome xonomosoii amantauuu CAMTA3 npuHumaer ydacThe B KOHTPOJE
MMMYHHUTETA, YTO OBLIO BBIABIEHO HAa OCHOBE aHallU3a YCTOMYMBOCTU K OaKTepHsIM
Pseudomonas syringae. /lanHblii OTBET O0YCIIOBIIEH aKTHBAIIUEH T€HOB CTpEeCcC-0TBETa Ha
pa3BUTHE MATOT€HOB M OTCYTCTBHEM CIIEHU(UYECKUX pPELenTopoB. MeHbliee BpeMs
OTBETHOM peakuuu Ha crpecc cBsizaHo ¢ TeMm, 4to CAMTA3 wunrubupyer Oenok
MOBBIIICHHAS BOCHPUUMYHMBOCTH K Oonesusm 1 (EDSL), sBasiommiics perynsrop
cuHTe3a canunuioBoi kucinotsl (Du et al., 2009).

Tpanckpurnuuonusiii  gakrop CAMTA1 oTBeTcTBEHEH 3a B3auUMOJICHCTBUE
KaJbI[MEBOIO M ayKCHMHOBOTO MyTeW CHUTHaIW3alMU. AYKCUH BBI3BIBACT YBEIMYEHUE
CoJlep KaHMsI KajiblMsl B LIMTOIUIa3ME M 3allycKaeT mpouecc cuHTteza (akrtopa MYBT7
(Galon et al., 2010, Pandey et al., 2013).

Paznmuunbie  dakTtopsl  TpaHCKpUNIMH, oOecreuynBaromme (GopmMupoBaHue
OTBETHOM pEaKIMM KIETKHA Ha CTPECC, HAPABIIEHbI HA MOJAEPKAHUE HE TOIBKO OCMOCA,
HO U (OTOCUHTE3a, C OTBETAMHU Ha 3aCyXy, COJIEBOM CTpPECC M PENPECCHI0 MaTOT€HOB
(Pandey et al., 2013) (puc. 13). s AaHHBIX TPAHCKPUIIIMOHHBIX (HaKTOPOB XapaKTEPHO
Hanmyrne NAC-momeHna, KoTopwli OblT OOHapy)XeH B psAAe pPAaCcTEHHUH, BKIIOYas

Arabidopsis u puc (Nuruzzaman et al., 2010).
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AtCaM2, PhCaM81 — o e o

AtCaM11 § 2xQ o

PhCaM53, OsCaM61 —dililil>—all>—al>—dTll» ++++++ Caal
AtCaM10 (CaBP-22) —EE e —a e

ACaM12 = o e e e o= i)

AtTCH3 —alih—alirTi—aliriaTTl-<Tl- T
TaCaM2-1, Nt-rgsCaM < — s —aE-

Puc. 14. Cxema CaMs u CaM-cBsi3aHHBIX O€JIKOB B PACTCHHSIX.

Tpanckpurnmmonnsie Gakropel WRKY u GTL cBsizaHbI ¢ KanblUK-3aBUCHMBIM
MEXaHU3MOM PETYJISIIIAA TeHOB, NPOSBISIONIMMCS TPH BO3JCHCTBUU HAa paCTCHHUS
cTpeccoBbIX (hakTopoB paznuuHoiu mpupoasl (Park et al., 2005, Virdi et al., 2015).

CrnenmoBarenbHO, TIOKAa3aHO, 4YTO Yy pacTeHUW OOJBIIMHCTBO KaJbMOIYJIMH-
CBSI3BIBAIONINX (PAaKTOPOB TPAHCKPHITIIMHA 00ECIIEYMBAIOT OTBETHYIO PEAKITUIO OPTaHH3Ma
Ha CTPECCOBOC BO3JICHCTBHE.

Tunmunsle CaMs (takue kak Arabidopsis (At) CaM2 u merynus (Ph) CaM81)
coaepxkart uereipe pyku EF (kpacubie oBainbl). CaM-cBsi3aHHBIE O€IKH MOKAa3bIBAIOT
JOTIOTHUTENbHBIE JOMEHbl (00O3HaYeHHbIE KOpPOOOYKaMHu) W/WIM yJaJleHHe WIn
nobasnenne pyk EF. Hampumep, Arabidopsis CaM11 coxepxwut BcraBky m3 22 Gln-
ocTaTkoB (22xQQ), KOTOpbIE CIENYIOT 32 MEPBBIMH UYETHIPbMSI aMHUHOKHCIOTAMHU OelKa
Petunia CaM53 u puca (Os) CaM61, coaepxar C-KOHIICBOE YIUIMHEHHE, KOTOPOE
BKUIIOYaeT monmnbasuwyeckuit jgomeH (+) u  Onox Caal, xorTopslii ompeaensieT
npenunupoBanne GGTase-1 (Dong et al., 2002) (puc. 14). Coxpanennoe C-KOHIICBOE
pacuMpeHue Heu3BeCTHOW (DYHKIMHM MpUCyTCcTBYeT Kak B Arabidopsis CaM10, Tak u B
CaM12, HO mocnenHee COACPXKUT JABE AomoiHuTeabHbie pyku EF. JlomosHUTEIbHbBIE
pyku EF wu HecBs3aHHBIE TIOCIEIOBATEILHOCTH TaKKe BCTpEYalOTCs B Oelnke,
koaupyemom Arabidopsis TCH3, unaynupoBaHHbM kacanueM rerom (Sistrunk et al.,
1994). 3amena pyku EF mis HecoOCTBEHHOH MOCIEIOBATEILHOCTH HAOIIOMaeTCS Y
nmrenuipl (Ta) CaM2-1 (Enslen et al., 1994) u tabaka (Nt) rgsCaM, kortopas Obuia
oOHapy)XeHa KaKk CyIOpeccop TOcCie 3aTeHeHHS  TPaHCKPHUIIMOHHBIX  T'CHOB

(Anandalakshmi et al., 2000).
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Y Arabidopsis o0HapyeHO CeMb I€HOB KalbMOIYJIMHOB, KOJUPYIOIINX YEThIPE
paznuuHble U30QopMbl. OTIMYUS MX COCTOAT B CTPYKTYpE AMUHOKHUCIOT Ha 00O0UX
KoHIax 6enka. Kpome storo umeercs emé 50 reHoB, KOTOPbIE KOAUPYIOT KaJIbMOIYJIUH-
1o/100HbIE O€JIKH, KOTOPhIE TOMOJIOTHYHBI ¢ UCTUHHBIMU KaJIbMOJIyJIMHAMU Bcero Ha 16-
50%, HO Takxke sBisrorcss Ca’'-cBaspBaromuMu Oenkamu. MccienoBaHue CTPYKTYpbI
aTuX OenkoB (Hanmumume EF-pyk) ocyiiecTBissioch Ha OCHOBE OMOMH(OPMATHYECKHUX
metonoB (Ranty et al., 2006).

k/IHK ¢ mnocnenoBaTenbHOCTSAMU, AaHANOTUYHBIMH  TOCIEOBATEILHOCTSIM
#uBOTHBIX CCaMK OblM BBISBIEHBI y HEKOTOPBIX pACTEHHM, Hampumep, sS0JIOHU
(Watillon et al., 1995), nmunuu (Takezawa et al., 1996) u xykypys3s! (Lu et al., 1996). Bce
ATH TOMOJIOTH NOKAa3bIBAIOT 3HAYMTENbHYIO CXOJACTBO C MX aHAJIOraMH y >KMBOTHBIX Ha
ypoBHe kJIHK. I'omosor xuna3er u3 sioiaoka (Malus domestica L. Borkh) mpencrasisier
coboit  emuHcTBeHHBIM monunentun (46,5 k/la) ¢ cepuH/TpeoHUMH-KWHA30U
KaTaJIUTUYECKOTO JOMEHA U CMEXKHOro perynsaropa - Ca?*/CaM-cBa3bIBalOIEro JoMeHa.
OH mnoka3pIBa€T 3HAYUTENBHOE CXOACTBO C COOTBETCTBYIOIIMMM OOJACTSIMU TeHa
CCaMK 1II y mnexomnurarormux (Watillon et al., 1995). 'en CCaMK wu3 NbUILHUKOB
JWIAKA TIPEJICTaBIsIeT COOOM XMMEpHBIM T'eH, B KOTOPOM HEWpPOH-BU3HMHHH-TIOA00HBIN
Ca?*-cpaspiBaromuii goMeH ciut ¢ CaM-CBA3bIBAOIMM JOMeHOM. N-TepMHHAIbHAS
00JacTh KOJUPOBAHHOTO OelKa COAEPX UT BCE OJMHHAAUATh KOHCEPBUPOBAHHbIE
CyOJIOMEHBI, XapakTepHbIE [JIsi CEPUH/TPEOHUHOBBIX MPOTEMHKWHA3, U 00JacTh
ces3piBanst CaM wumeer Bbicokoe cxonctBo (79%) ¢ cyovenununamu CCaMK
wiekonuTaromux (Patil et al.,, 1995). Knon x/IHK u3 nuimeBbIX NBUILHUKOB OBLIH
Haiiensl y Escherichia coli, a ero 6moxumuueckue cBOHCTBa yKa3bIBaIOT HA TO, YTO OH
sisercas CCaMK, perynmupyembiv Ca?* u Ca?*/CaM (Takezawa et al., 1996). CCaMK
u3 kopHeit kykypyssl (Lu et al., 1996) comepkuT BCe OAMHHAANATH IOJIOMCHOB,
XapaKTePHBIX TUTSt MPOTEUHKHWHA3-KATAIUTUYECKUX  JIOMEHOB co BCEMU
KOHCEpPBATHUBHBIMU aMHUHOKHUCJIOTHBIMU OCTaTKaMU, IPUYEM MOCIEA0BATEILHOCTH B 3TOM
oOnacTy uaAeHTUYHBI TakoBbIM Yy apoxckeit CMK 1 (42%), cyovemunune CaMK 11

KpbIchl (37%) u si6m0ouu CB 1 (34%). OnHako, 6MOXMMHUYECKHE CBOMCTBA KOJIMPOBAHHBIX
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OenkoB He OBLIM M3y4deHBl. TeM HE MEHee, Ha OCHOBAHWH TOJYYEHHBIX pPe3yJIhTaTOB
MO>KHO ToBOpUTH 0 npucyTcTBu CCaMK B pacTeHusx.

YcranoBneHno cHmxkeHnue ypoBHs 3kcrpeccun CCaMK B Zea mays npu nmomomiu
KpacHOTro cBeTa. CBET SBISETCS OJTHUM U3 OCHOBHBIX DKOJOTUYECKUX CUTHAJIOB, KOTOPbHIE
BIUSIOT HAa POCT W pa3BUTHE PACTEHUN Ha KaXXJIOM JTame, B OCHOBHOM 3a CYET
dbochopunupoBanus/aedochopmnrpoBanusi. bbllo  yCTaHOBIEHO, YTO  YPOBEHb
OKCIPECCUH KHHA3bl BapBUPYET NpU OOpabOTKE CBETOM pAa3IMYHBIX JJIMH BOJH.
OO0OpaboTka KpacHbIM CBETOM B TE€UYEHHE 5 MHH yMEHbINajJa YpOBEHb KHHA3bl I10
CPaBHEHHIO C KOJICONTUIISIMHU, BBIJIEP)KAHHBIMU B TEMHOTE (KOHTPOJIbHBIMH). OO0paboTKa
KpPacHBIM CBETOM, COIPOBOXKIaeMasi IOCIEAYIONUM JeHCTBHEM IalbHUM KpPacHBIM
CBETOM, HE BOCCTAaHABJIHMBAJa YPOBEHb KWHA3bl. TOJBKO KpPAcCHBIA CBET HE BIWSI Ha
ypoBeHb KuHa3bl. MHKyOamus komeonTmied, oOpaOOTaHHBIX S-KpaTHBIM KPaCHBIM
CBETOM B TEMHOTE B T€UEHHUE 2 U, ele O0JbIlIe YMEHbIIalia ypoBeHb KuHa3bl. O0padoTka
OenpIM CBETOM B TEUCHHE 5 MUH TaKKe Ciierka yMeHbInana ypoBeHb ZmCCaMK (Virdi
et al., 2015).

ABTodochopunrpoBaHue SBISAETCS BaXHBIM CBOHCTBOM KHHA3, MPOSBIISIOIICECS

a2t u CaM BIMSIOT Ha

KaK y pacTHTENbHBIX, TaK WU Yy JKHUBOTHbIX cucrem. C
aBTO(OoCOopHIMpOBaHNE KUHA3 MO-pasHOMY. B »xuBoTHBIX cucremax CaM-kuHa3bl, Kak
Ca?" tak m CaM HeoOXomumbl 118 aBTOGOCHOPUIMPOBAHMSA, M 3Ta AKTHBHOCTH
unrubupyerca OI'TA, a Takke paznuuHbiMu uHruoutopamu CaM. B pacrenusx
Kalblnii-3aBucHMBbIe poTenHkuHa3bl (CDPK) moaseprarorcs ayrodochoprinpoBaHUIO
MOJIHOCTHIO 3aBUCUMBIM KallblIeM 00pa3oM. XOTs aKTHBHOCTH aBTO(GochoprinpoBaHus
CDPK He 3aBucutr ot nobaBieHusi 3x3oreHHoro CaM, OH MOXET WHTHOMPOBATHCS
OI'TA, a taxke paznuuHbiMd MHTHOMTOpamMu CaM, BO3MOXKHO, M3-3a HPHUCYTCTBUS
CaMLD B stux kuHazax. M3ectHble kuHa3pl CaM M3 pacTEHHUl MMEIOT HEKOTOPHIE
YHUKaIbHbIE XapaKTEePUCTUKU. B CCaMK u3 JIUTBIX NBIJIBHUKOB

ayrodocopuiIrpoBaHue SIBJISIETCS Ca?*-3aBHCHMBIM/CTUMYIHPOBAHHBIM, HO,

HHTCPECHO, CaM I/IHFI/I6I/Ipy€T 9Ty aKTHUBHOCTH 3aBHUCHUMBIM OT KOHICHTpalWH 06pa30M

(Takezawa et al., 1996).
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[Tomo6uOo kmHa3am CaM XKMBOTHOW CHUCTEMBI, aKTUBHOCTH (hochoprimpoBaHms
cyocrpara ZmCCaMK perynupyercst coocTBeHHbIM (pocopunupoBanuem. Kak BumHO
U3 KUHETUKA BpEeMEHH oO0eux peakiui, aBTOPOCHOPUIUPOBAHUIO MPEIIIECTBYET
aKTUBHOCTH (pocdopunupoBanus cyoctpara. Aptodocdopunupoannbiii ZmCCaMK
Mor Takxke ¢GochopunupoBate cyocrpar B npucyrctBun Ol TA, He mnposBiss
HEOOXOMMOCTh B KaJbI[MM W YKa3blBas Ha BO3MOXHBIM MEXaHW3M pEryJIsSIuu
aktuBHOCTH KuHa3bl. ZmCCaMK aktuBeH B cBoeil ayrodochopunupoBanHoil dopme,
JUIsl KOTOPOW €IWHCTBEHHBIM TpeOoBaHWeM siBisieTcss Kanbluid. [locne ero aktuBanuu
KaJIbIIiEM OH MOXeT (ochOpHINPOBATh pa3IUdHBIC CyOCTpaThl 0e3 MOTPeOHOCTH B
kanpimu. CaM, BeposiTHO, CBs3BIBaeTCsA ¢ ayrodochopuiupoBaHHon (Hopmoit
ZmCCaMK wu mubo crabunuszupyer ero, JnuOO Kak-TO MOBBIIIAET JOCTYHMHOCTb
cybcTpara.

[ToMuMO AEMOHCTpAIK UHTEPECHON JTBOWHOM PETYISIIIMN aKTUBHOCTU KaJbI[EM
u CaM, ZmCCaMK Takke mokaszajql OuYeHb CHElU(UUECKOE PETyIUPOBAHHE CBETOM.
OO0paboTka KpacHBIM CBETOM B TCUCHHE 5 MHH YMEHBIIAIa YPOBEHb MPOTEHHA KUHA3HI,
KOTOPBIA HE MOT OBITh OTMEHEH JaJbHUM KPACHBIM CBETOM. JTa MOTEPS] PEBEPCUBHOCTH
KPacHOTO CBETa MOXKET OBITh CBSI3aHA C OUYEHBb OBICTPHIM XapaKTEPOM pPEaKIMH, KOTopas
KaKMM-TO 00pa3oM HE€ BBI3BIBAET OOPAaTUMOCTH NPH KPACHOM CBETE WJIM MOXKET OBITh
deHomeHom, omocpenoBanHbiM OuTB. O6myueHne KpacHBIM CBETOB B Pa3HbBIC MEPHOIBI
BPEMCHH, YMEHbBIIAJIa ypPOBEHb KWHA3bl 3aBUCAIIMM OT BpeMeHH. VckimoueHa
BO3MOXXHOCTh TOTO, YTO JUIMTEIbHBIA TEPHOJ] OOIy4YeHUS KpacHbIM CBETOM HMeEl
naryOHbiid 3¢ dexr. BoznelicTBue 5 MUH KpacHOTO CBeTa, MOCIe 4Yero 2 4 TEeMHOBas
UHKyOanus mnokazana ToT ke ypoBeHb ZmCCaMK, uto u 30-MuHyTHas HEpepbHIBHOE
00JTy4eHNE KPACHBIM CBETOM.

B cucremax in Vvivo B oTBeT Ha Jr000H CHTHad, TaKOM Kak CBET, KHHA3bl W
docdaTazsl pearupyroT COBMECTHO APYT C APYTrOM, TOCKOJIBKY BO3JEHCTBHE HA JIF0OOTO
U3 HHUX, MOKET BBI3BaTh TakoW ke oTBeT. duroxpom (popma PK) mocine MOTIOMICHUS
KpacHOTO cBeTa mpeoOpasyeTrcs B Gopmy DAk, u HeaaBHO ObLIO TMOKAa3aHO, YTO CaM

buTOXpOM MPUCYTCTBYET B hochopunrpoBaHHOi popme. DUTOXpoM nocie NorIoueHUs
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CBETa MOKET MO0 BO3/IECTBOBATh HA KMHA3BL, TM00 Ha (hocdaTasbl, 4TOOBI BHI3BATH TOT
XK€ OTBET, TO €CTh peryiupoBaHue (HochopUIUPOBAHUS MOMKET OBITH CBSI3aHO C
YBEIIMYCHUEM AaKTHBHOCTH/YPOBHA KWHA3 WM H3-32 CHW)KCHUS AaKTHBHOCTH/YPOBHS
docdaras u naobopotr (Sopory, Munshi, 1998). CoobiaeTcst 0 MHOTHUX MYTAX, KOTOPBIE
MOKa3bIBAIOT yBenuueHue GochopuiInpoBaHus, HO HaJIUMuWe KHUHA3bl, KOTOpas
perynupyeTcss KpacHBIM CBETOM, YKa3bIBA€T HA BO3MOXKHOCTH CYIIECTBOBAHHS IPYTHX
CIIO>KHBIX PETYISTOPHBIX ITYTEH.

Xots ypoBenb ZmCCaMK yMmeHbIIaeTcsi pu KpacHOM CBET€, CUHUH CBET HE
BJIUSUT Ha €ro ypOBEHb BO BCE MOMEHTHI BPEMEHHM M WHTEHCHBHOCTH. Huskue ypoBHU
ZmCCaMK B otBer Ha 0O0JIydeHHE KpPACHBIM CBETOM MOTYT OBITb OOBSICHEHBI
cnenyroumu cnocodbamu. [lokasaHo, 4YTO CBET BIUSET Ha SKCIPECCUIO psAJla TEHOB, KaK B
MOJIOKUTEIILHOM, Tak M B oTpuuarenbHoM Hampasienun (Neuhaus et al., 1997). Takue
OTBETHI, KaK MPABHJIO, OYECHb OBICTPBIC, U U3MEHEHHE YPOBHS TPAHCKPHUIITA MOKET OBITh
oOHapykeHO B TeueHue 1-5 muH. Takum 00pazoM, 3Ta KMHA3a MOXET OBITH OJTHUM W3
TaKUX MPUMEPOB, MOKA3BIBAIOIINX TMOHMKAIOIIYIO PETYJIISIHIO CBETOM M, TAKUM 00pa3oM,
MOJKET OBITh 33/ICHCTBOBaHA B CBETOCUTHAIILHOM MyTH. J[pyruMu BO3MOKHOCTSIMU MOTYT
OBITh OYEHBb OBICTPBII 00OPOT Oelika UK KaKasi-TO peJoKalMu3aIis B OTBET Ha KPACHBIN
cBeT. HemaBHO ObLIO MOKa3aHO, YTO PeryiasTOpHBIN (GakTop docho-Oenka MUTPUPYET B
sapo mocie obmyuenus cetom (Wellmer et al.,, 1999). B Hacrosiiee Bpemsi HeET
JIOKa3aTeNbCTB B MOJJCPKKY KaKOM-THOO M3 BEPCHMl, W HEOOXOAMMBI JadbHEUIne

HCCIICAOBAHUA )11 OKOHYATCIIbHOT'O ITIOATBEPKACHUA MEXaHU3Ma KOHTPOJIA.

1.3 DnureHeTnyecKkrue MEXaHU3MBbI PETYIISAIUN QYHKITMOHUPOBAHUS (DEPMEHTOB

1.3.1 Ponb MeTUIMpOBaHUs B OpraHU3alliy FeHOMa

MetunupoBanue JIHK mpeacrasnser co6oii Moaudukanuo HE 3aTparuBarollyrO
HYKJICOTUJHYIO  TIOCJIEZIOBATENBHOCTh M SIBISETCS  OJHUM  HMX  MEXaHHU3MOB
SMHUIeHeTHYeCKOro KoHTpossi reHoma kietku (Bethany, Defossez, 2013). Mexanusm
metrupoBanus JIHK 3aximouaeTcst B XMAMHUYECKOM MPUCOSTUHEHUN METHILHOW TPYIIIBI

K LUTO3MHY B 5 TOJOKEHUHU, KaK MpaBuio, BXoasmmx B coctaB CG-guHykiaeoTHaa.
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JlaHHBII TIpo1iecc 0OpaTUM U LUTO3MH MOXET 00PaTHO JAEMETHIINPOBATHCS MPH TOMOIIN
cnenuaabHbIX hepmenTHbIx cucteM (Kohli, Zhang, 2013).

N3menenne wmermnpHOro craryca JHK xapakrepHo 11 3yKapHOTHYECKHX
OpraHu3MoB, U Habmonaercs o0biyHO B CpG-aunykieotunax. [Ins comaTuueckux
KJIETOK XapakTepHo MeTwinpoBanue CpG-nuHyKiIeoTHgaXx, B TOM BpeMs Kak s
IMOpPUOHATBHBIX KIETOK METHIIMpOBaHHE BcTpedaercs: B apyrux caiitax (Dodge et al.,
2002).

Oco0eHHOCTBIO PACTEHUN SIBISETCS METWJIMPOBAHUE KaK IO CHUMMETPUYHOMY
tunty (Ha CpG wmu CpNpQG), Tak ¥ MO aCUMMETPUYHOMY, KOT/Ia METHIHPYETCS B
cooTBeTcTBYIoUIeM caifte Tonbko oxHa uenb JAHK (ma CpNpNp, roe N obo3znauvaer
0001 HYKJICOTH, KPOME ITUTO3HMHA).

Purrc, Xommunen u [Ipr0 npeanonoxuin, 4To METHIMPOBAHNE [IUTO3UHA BIUACT
Ha SKCIPECCUI0 TeHOB. [laHHas rumote3a, OblIa OCHOBAaHA Ha YacTOTE BCTPEYAMOCTHU
METHIIIIMTO3MHA MIPU TTOBTOPHOM MeTwiaupoBanuu npu permukanuu JJHK (Pugh, 1975).
[To3xe ObLIO MOKa3aHO, YTO MOJICIIM METHIMPOBAHUS KIIOHAILHO yHacnenaoBansl (Wigler
et al., 1981), u merunupoBanne JJHK nogaBiiseT TpaHCKPHITIIUIO 'EHOB U M3MCHEHHS B
MetunupoBannu JIHK MOXHO COOTHECTM C HM3MEHEHUSMHU B JKCIIPECCUU T'E€HOB
TKaHecTeU(PUUHBIM CITOCOOOM. DTH JTaHHBIE KOPPEJSAIMOHHBI, U JI0 CUX TOp HE SICHO,
urpaet au Metunuposanre /IHK rmaBHyro pons B perynsuun 3KCpeccuu reHoB.

Ecoun metmnupoBanne JIHK siBnsieTcss BakHBIM ISl TKaHeCTIeM(PUUECKUX WU
PETyJIHPYEeMBbIX T'€HOB, TO JOJDKEH OBITh MEXaHW3M, IMO3BOJISIONIMI IepeaaTh MOJEhb
METHWJIIMPOBAHUS ~ MEXKJAY  TOKOJEHUSMU. Y  MIICKONHUTAIOIIUX,  [JI00aIbHOE
JNEMETHIINPOBAHUE HA paHHEH CTaJuK SMOPHOreHe3a CIeIyeT 32 PEMETUIIUPOBAHUEM TIPU
uMIUTaHTanuu. [lonoBble KJIETKM 3aKiajbIlBalOTCS HA paHHEH CTaAuM pa3BUTHS U
MO3TOMY HE BIUSAIOT HA U3MEHEHHUS METWJINPOBAHUS B KOHKPETHBIX OpraHax.

Pacrenusi, BeposTHO, HE TOJBEPrarOTCS TIOOATBHOMY JIEMETHIMPOBAHUIO C
MOCIIEAYIOMUM PEMUTIIMPOBAHUEM BO BpEMsl Ppa3BUTHS HIMOpPUOHA, IMOTOMY YTO
pacteHuss ~ apabumoricuca ¢ ddml  MyTaHTHBIMH  HMJIM  aHTHCMBICIOBBIMHU

MeTunaTpaHchepazaMu HMEIOT CYIIeCTBEHHOE CHibkeHne wmetwiupoBanus JIHK, B
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OTIIMYMHM OT TeX, UTO TNOTEPSUIM JaHHYI0 MYTAWI0 WU TOJYYCHBl ITyTEM
aHTHCMBICIIOBOTO TpaHcreHHoro ckpemuBanus (Finnegan et al., 1996, Kakutani et al.,
1995).

Kakum 00pa3oM KapTHHBI METWJIMPOBAHHS HM3MCHSIOTCS B  PaCTCHHSX?
AKTUBHOCTBh TPaHCIIO30HHBIX JJIEMEHTOB KYyKypy3bl, AC W SpM, oTIHYalach, IMpH
HACJICICTBEHHOU Tepe/ladll TaMeT OT MYXCKUX WIJIH KEHCKHUX, YTO, BEPOATHO CBS3aHO C
U3MCHCHHEM METHJIMpOBaHUS B xoje ramerorcHesa (Fedoroff, Banks, 1988, Schwartz,
1988). Spm u Mu bsieMeHTHl CHIIbHEE MCETHIMPOBAHBI B JHCTHIX B BEPXHEH YacTH
pacTeHusi, YeM B TICPBBIX Pa3BUBAIOIIUXCS JIUCTHSIX, ITO YKA3bIBACT, UTO METUIIMPOBAHHE
tpancno3onoB JIHK yBennuuBaercs Bo Bpems pa3sutust (Martienssen, Baron, 1994).

[Tokazano, uto ypoBHu MetmiupoBanus [IHK B Momompix mpopocTkax ObLIN
npuMepHo Ha 20% HuUXKe, 4eM B 3pejbIX JHUCThIX, KaK Y TOMATOB, TaK U y apabujaoncuca
(Messeguer et al,, 1991).  JleMeTWIUpOBaHHWE  3THUX  IOBTOPSIOIIHUXCS
TIOCJICIOBATEIILHOCTEH, BEPOSATHO, MPOU3OIIO BO BpPeMsl TaMeTOTeHEe3a WM B Hadaye
pa3BHUTHS CEMSH, TaK KaK IEHTPOMEpHas MOBTOPHOCTh TAaK)Ke MEHEEe METHJIMPOBaHA B
JHK cemsu Arabidopsis. TI'mnepmerunupoBanue omnoir kommum JIHK Bo Bpewms
sMOpHOreHesa, c MOCIIETYIOIINM JNEMETHIIUPOBAHUEM cnenupuIecKux
MOCIIEZIOBATENILHOCTE BO BpeMsl MpopacTaHusi, oOecreynmBaeT MeEXaHW3M IS
nepepacrpeiejicHIs] ypOBHS METHJIMPOBAHUS B pacTeHUsIX. JlaHHBIC 1S apabuaorcuca u
KYKYPY3bl TIOKa3bIBAIOT, YTO METHJIMPOBAHUE TPAHCIIOHUPYEMBIX JJICMEHTOB U JPYTUX
MOBTOPSIOIIUXCS TTOCIIEIOBATENIPHOCTEH YBETUYHBACTCSI BO BPEMsI Pa3BUTHSI, BOZMOXKHO,
JUISL TOTO, YTOOBI STH IMOCIIEOBATEIILHOCTH YIAKOBBIBAIUCH B TETEPOXPOMATHH JI0
dbopMHUpPOBaHUS TaMET.

[To mMepe pa3BUTHS MOJICKYJISPHOW OHOJOTHH CTajJ0 W3BECTHO, YTO HApSIy C
YEeTHIPbMS KJIACCUYCCKUMHU OCHOBAaHUSMH (aJICHUH, TYaHWH, [IUTO3MH MU THUMHH) MOTYT
CYLIECTBOBATh HEKOTOPhlE METHIMPOBAHHBIE OCHOBAaHMS. S-MeTHniuTo3ud (MC) Obu1
0OHapyXeH NMepBOHAYAIBHO B Kaue€CTBE BTOPOCTEINIEHHOr0 OCHOBaHUs B paznuunbix JTHK
u "6-metunanenun (M®A) Obu1 00HapykeH 3aTeM B OakTepuansHoit JJHK (Dunn, Smith,

1958). Ilpoucxoxmenue 5Tux ocHoBanuid B JIHK OBIIO HEHM3BECTHO B TEUCHHE
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JUTeNnbHOr0 BpemeHu. Tonabko B 1963 romy Obutm oOHapy»KeHbl crneruduueckue
depmentsl, JHK-metmntpancdepassl B Oaktepusix, a 3aTeM MUy ODYKApUOT. OTH
(bepMeHTBI TEPEHOCAT METUIBHBIE TPYIIBI U3 S-afeHO3WI-L-MeTHoHNHA ceneKTUBHO Ha
omnpenenaeHnpie nuto3ud win agenud B nenu JJHK (Gold, Hurwitz, 1964). Crano sicHo,
YTO He3HauuTelbHas 4acTh ocHoBaHui (™C u Y®A) me Brmouarorca B JJHK B rorosom
BUJIE, 4 UX MOJU(DUKALIHSI POUCXOIUT B pe3ysibTare (DEPMEHTATUBHOTO METHUIMPOBAHUS
0o0b1yHBIX ocHoBaHui (C, wnm, coorBerctBeHHO, A) B nenoukax JHK, kotopsre,
oOpa3zytorcs Ui yxxe copmupoBanbl. boiiee TOro, MMUPOKO pacpoOCTPaHEHO MOHSATHE,
YTO 3TH MOAUDHUIIMPOBAHHBIE OCHOBAHUSI HE UMEIOT HUKAKOTO CYIIECTBEHHOTO 3HAYCHUS
KakK B cTpykType camoit JIHK, kak u B ee pyHKIIMOHMpPOBAaHUY.

Knaccuyeckuii 0OBEKT TpaJIMLIMOHHOW TE€HETUKH, JpPO30(MIbI, CIYXWI IO
OIIMOKE OYEHb YaCTO B KAYECTBE «HEMPEOAOIUMOro» JA0Ka3aTEeNbCTBA 3TOTO MOCTYJIaTa.
B camom gene, "C B reHOME 3TOr0 HACEKOMOrO He OOHAPYKHMBAIM B TCUEHHUE OYCHD
nonroro  BpeMeHu. Kpome  Toro, reHoM  apo3oduiel  uUMeeT  AeUIUT
nocnenosarenbHocTel CpG, KOTOpble OOBIYHO CIYy’KaT OCHOBHBIMU cyOcTpaTamu B
€CTECTBEHHBIX ycJOBHsX s MetwnupoBanusa JHK y sykapuor. CornacHo MHEHUIO
Banromuna, cunbHoe ymenbinenne CpG B reHome Drosophila moxxer ObiTh cBsi3aHO
TOJIKO C METHJIMpOBaHHEM ocTaTkoB muro3uHa (Mazin, Vanyushin, 1988). ITockoibky
He Obutn oOHapyxeHbl Hajuexaue JIHK-meruntpancdepassl y apozodunsl, psan
y4eHBIX 00BsicHUIW AaHHBIN ddexkt moaudukanuent JIHK. HenaBuue ucciemoBanus
nokazanu, yto JIHK y nposodunbl metunupoBana u 3ta momuduxamus JJHK umeer
BaXHOE 3HAUEHUE JIJIi HOPMAJIBHOTO Pa3BUTUSI HACEKOMBIX, a TaKKe ObLIIM OOHAPYKEHBI

cnenuduueckue nuro3uH-JHK-metuntpanchepassr (Lyko et al., 2000).

1.3.2 MetunupoBanue octaTkoB ajgenuna B JJHK pactenuit
Munoproe ocnoanue NO-mermnanenun Obur ob6HapykeH B cocrtaBe JIHK
DYKapUOT HEJAABHO U TOJIBKO I Psiia OPraHU3MOB, TAKUX KaK BOJOPOCIN U UX BUPYCOB,

rpuosI, pocteiimue u pacrenus (Nelson et al., 1998).
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OTO MOXET 03HAyaTh, YTO Yy 3YKapHOT B I€HOME MOXKET METHJIMPOBATHCS Kak
IIUTO3MH TaK W afieHuH. Kpome Toro, 1 pacrenuii oonapyxen N®-meTunanenun B kak B
reHoMHOM, Tak n B muToxoHapuanbHou JIHK. IloxasaHo, 4TO y NIIEHHIBI UMEKOTCS
CHeIUaNIN3UpOBaHHbIe (EepPMEHTHbIE CUCTeMBI - aneHuH-JHK-metuntpancdepazamsl, a
ue nuro3ut-IHK-metuntpanchepassl (Kuproc u ap., 1980, Vanyushin, 2005).

Ha ocHOBe KOMIBIOTEPHOrO aHaJIM3a M UMEIOIIUXCS HYKJICOTHUAHBIX 0a3 JaHHBIX
YCTAHOBJICHO HaJU4ue OCJIKOB, TOMOJOrHYHBIX mpokapuotuueckum JHK-(amuHO)
MeTHaTpanchepasaMu B T€HOMax TakuX opraHu3moB, kak Leishmania, Cerevisiae u
Homo sapiens (Shorning, Vanyushin, 2001). KoHcepBaTUBHBIC MOTHBBI, XapaKTepPHbIC
st 6akrepuanbHoM  JIHK-(amuHO)-meTmntpancdepassl  OblIM  OOHapyX eHbl B
AMUHOKHUCJIOTHBIX  TOCJEAOBAaTEIBHOCTIX  3TUX  MpeAnojaraemblx  Oenkos. B
MUTOXOHIpuainbHbIX JHK KMBOTHBIX M pacT€HUN HYKIECOTHUIHBIE MOCIIEIOBATEIBHOCTH
3HAYUTENBHO TOMOJIOTHYHBI reHaM mpokapuoTndeckux JIHK-(amuno)-metuntpancepas.
TakuM 00pa3oM, OTKPBIThIE pAMKH CYUTHIBAHHSI TOMOJIOTHYHBI OaKTepHAIbHBIM aJICHUH-
JHK-metuntpancdepazam MNPUCYTCTBYIOIIMM B SiApaxX MPOCTEHIINX, JIPOXIKEH,
HACEKOMBIX, HEMATO/I, BBICIINX PACTCHUH, TTO3BOHOYHBIX M APYrHX dykapuot (Shorning,
Vanyushin, 2001).

@®epment (wadmtase) MeETWIMpPYeT BHYTPEHHHH  OCTaTOK aJeHMHA B
nocnenoBareibHocTH TGATCA mnpeumymiectBeHHO B opHouenodeynod JIHK wu,
BEPOSITHO, YYACTBYIOT B PETYJISIIIMKM MUTOXOHIpuanbHoi perumnkamu JJHK (Fedoreyeva,
Vanyushin, 2002). K coxaneHuro, 10 CUX TIOp HE U3BECTHO, U3MEHSET JIM 3TOT (hePMEHT
ocratok ajgeHuHa B saepHon JHK, wmm spnepnas JHK metunupyercsa npyroi ageHuH-
JIHK-meTuntpancdepasoi.

AHanu3 NMoJy4eHHbIX JAHHBIX yKa3bIBaeT, uro metuaupoBanue JJHK y pacrenuii
pazHooOpa3Hee U CIIO)KHEE, YeM Y JKMBOTHBIX. JlJIs pacTeHud XapakTepHO Halu4due
OO0JIBIIIOrO KOJTMUYECTBA XapakTepHbIX Toiabko uM JIHK-metuntpancdepas obnagaromux B
CBOEM COCTaBe YOMKBUTHH-CBs3bIBaronumM gomeHoM (Finnegan et. al., 1996). I1pu stowm,
HOoKayT mo DMT1 He siBnsieTCs IeTalbHBIM Il PACTCHHN U 9TO, BEPOSTHO, MOXKET OBITh

komneHcupoBano apyrumu JIHK-metuntpancdepazamu B kieTkax pacteHuid. OauH U
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TOT € T€H MOKET OBITh B PACTEHUH METHIMPOBAHHBINA KaK MO aJICHUHY, TaK U [IUTO3UHY
(Ashapkin et. al., 2002). CnenoBaTelibHO, B paCTCHHUSAX JOJDKHA CYIIECTBOBATh CHCTEMa
B3aMMHOI'0 KOHTPOJISI JUIsl 000MX 3TUX MOAU(UKAIMA TeHoMa. MeTuiIpoBaHue aJleHuHa
B JIHK ™moxer BIusTh Ha METWJIMpPOBaHHME IMTO3MHA W HaoOopoT. Hampumep, B
Arabidopsis MermnmupoBanue ocratkoB anennHa B GATC caiitre renoB JIHK-
MetuiTpancpepazsl DRM2 xopoio 3KCIpeccHpyroTcsi B pacTEHUSAX JMKOrO THIMA, HO
ObUI CHMJIBHO MHTMOMPOBAH B TPAHCT'€HHBIX PACTEHMSIX C BBIPAKEHHON aHTHUCMBICIOBOM
xkoHcTpykuuen JIHK-merunrpancdepassr rena MET1 (Ashapkin et. al., 2002).

K coxanenuto, pyHKIMoHanpHas posib MeTuirpoBanus anennna JJHK y Boicimx
DYKapuoOT MO-NPEKHEMY NpaKTHYEeCKH HeusBecTHa. [Ipennosaraercs, 4ro, Kak H
METUJIMPOBAaHUE LHMTO3MHA, OH MOXET KOHTposMpoBarh pemmkanuo JIHK u
DKCIIPECCHUIO TE€HOB Y 3yKapHoT. Kpome TOro, KOHTpOib 3a METWJIMPOBAHUEM AJCHUH B
JHK (N®-npousBoansle aneHuHa) B pesynbTaTe ux BkarodeHus B JJHK MoxkeT OBITH
OJIHAM U3 MEXaHU3MOB PETYJISAIUN SKCIIPECCUU TE€HOB U KJIETOUHOH AuddepeHITNPOBKH B
pacrenusix (Vanyushin, 1984). Ha camom pene, ObUIO HEJABHO YCTAHOBJICHO, YTO
IUTOKWHWH-6-0eH3mmaMiuHOypuH uHTuOmpyer wmetwmpoanne JHK B kymbType
IUIACTU/ TUIaTaHa M HHAYLHUPYET TaM 3KCIPECCHI0 (EepMEHTOB, OOECIEeYMBAIOLINX
dorocunres  (Ngernprasirtsiri  et. al.,, 1988). CymectByloT I0Ka3aTelIbCTBA
HEMOCPEACTBEHHOT0 Y4YacTHUsl MPOU3BOJAHBIX aJ€HHHA (LMTOKMHUHOB) B MOAM(HUKALUN
JIHK pacTeHuii 1 NpOTUCTOB IIyTeM U3MEHEHHUs METUIBLHOTO cTaryca Nb-mertunanenun B
JIHK. ITomo6ubIe Mogudukarmu JIHK pacTenuii BbI3bIBalOT 3HAUYNTEIbHBIC H3MEHEHUS B
tTpanckpuniuu revoB U perummkanuu JJHK (Kudryashova, Vanyushin, 1986).

HccrenoBanust MojenbHOrO pacturenbHoro oowekta Arabidopsis thaliana, B
YACTHOCTH MEXaHMU3MOB (DYHKIIMOHUPOBAHUS €r0 r€éHOMa, CIOCOOCTBOBANMU YIYUIICHUIO
noHuManusi nporecca metwiupoBanus JHK y pacrenuii. bazoBbiMu ¢depmeHTamu B
JAHHOM TIpolecce BhICTymaloT Metwirpancdepassl Metl, Cmt3 u Drm2. Jlanusie
depMeHTa TO AMHMHOKHCIOTHOMY COCTaBy HMEIOT 3HAYMTEIBHOE CXOJCTBO C
metuirpandepazam JJHK mnekonuraronmx. ®epment Drm2 npuHuMmaer yvactue B de

novo merunupoBanuu JHK, ognako, umeercs undopmamnuss U 00 ero ydactd B
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nogaep:kannuu MetwibHOro craryca JIHK Ha mo3mHux cramusx pa3sBUTHS OpraHu3ma.
®epmentsl Cmt3 u Metl Ha000pOT, BBHIMOJHAIOT 3a/auy MOJAJEPKAHUS METHIHLHOTO
craryca JIHK Ha mpoTsbkKeHHHM KM3HEHHOTO IUKIA KIETKH. [[oMMMO 3THMX OCHOBHBIX
dbepmeHTOB-MeTHATpaHC(hepa3 B pacTeHUsIX OOHAPYKEHBI U Apyrue MeTuiaTpancdepassl,
HO WX (PYHKIMS MOKa He BbIsicHeHa. [Ipeamornaraercsi, YTO OCHOBHBIM MOJIYJISTOPOM
pabotel JIHK metuntpancdepas Boictrynaetr PHK, B uactHoctu, PHK-Tpanckpuntsi,
sKcnpeccupyromuecs ¢ onpeaeneHHbix y4yactkoB JIHK-marpuinel. [{anasie PHK-
TPAHCKPUIITHl TPEICTABISIOT COOOM JIBYXIIEMIOYHBIE MOJEKYJbI, KOTOpPbIE MOTYT
B3auMOJCHCTBOBaTh ¢ ManbiMu uHTepdeppupyromumu  PHK  (siRNA), mmbo ¢
MUkpoPHK (miRNA). JlanHblli THI B3aUMOACHCTBUS OO0ECIEUMBAECT MPABHIHHYIO

JoKanu3aiuo MmetTuaTpancdepas Ha yuactkax JIHK (Cao, Jacobsen, 2002).

1.3.3 ®epmenTsl, ocymiecTBisAomue MeTmmpoBanne JJHK

Ha ceroansiiiauii MOMeHT BbIIENstOT Heckosbko rpynn JIHK-metuntpancdepas
(DNMT), 5H3MMOB, OCYIIECTBISIOIINX IEPEHOC METHUJIBHOH TPYMNBl Ha a30THCTOC
OCHOBaHHE HYKJIEOTUAA!

- 1murto3uH(CS5)-AHK-metuntpanchepazer (KO 2.1.1.37) —  depMmeHTsI,
OTBETCTBEHHBIE 3a MOJI/IepKaHUE KAPTUHBI METUIIMPOBAHUS TEHOMA KIIETKH;

- (epMEeHTBl CUCTEMBI pecTpuKIMU-MoAuduKanuu, npossistoume (KO 2.1.1.72)
aneHnH(N6)-IHK-metuntpancpepaznyro u (KO 2.1.1.113) uwmro3zun(N4)-IAHK-
METHATPaHC(hEPa3HyI0 aKTUBHOCTH, KOTOpPbIE, B CYIIHOCTH, HE SIBJISIOTCS OCHOBHBIMU
JUTSE 9TUX (PEPMEHTOB; TPUMEPaMU MOTYT CiIykUTh pepmentsl Pvull u Taql.

OCHOBHBIM HWCTOYHHKOM METHJIBHOW TpYyNmbl [Uis BCeX MeTHiITpaHchepas
BeICTyMaeT S-aneno3mn-metruonun (Bestor, 2000).

B pactutenpHOM opraHu3zMe TOpuUHATO BbLAENATh Tpu rpynmel  JJHK
metmwitpancdepa3. JIHK-metunaser pacrenuit cemeiictBa Metl wuaeHTHUHBI TIO
CTpYKType u cBoiictBam ¢ ¢epmentamu cemeiictBa DNMT1 wmuekonuratomux. Y
Arabidopsis thaliana oouapyxenst pepmentst METI u METII, koTOpbIe OTIHYAIOTCS O

TakoBOro (hepMeHTa MbIIIK cTpoeHrueM N-koHIieBoro snementa (Buryanov, Shevchuk,
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2005). Bropoii cemeiictBo JIHK-metunrpancdepas xapakrepHo Ui pacTeHWil. bpuim
obnapyxensl pepmentei CMT3 Arabidopsis thaliana u Zmet2 kykypys3bl, OTHOCSIIIHECS
K JIaHHOMY THIy METHATpaHc]epas, 0COOEHHOCThIO KOTOPBIX SABJISAETCS MOIJEpKAHUE
metriasHOro craryca JJHK mo CpNpG saeMeHTH B aCHMMETPHYHBIM caiitam (Buryanov,
Shevchuk, 2005). Tpetse cemetictBo JJHK-MeTnnas — 310 pepMeHTHI, y KOTOPHIX HMEIOT
OCOOEHHOCTU CTPOEHHUS, CBSI3aHHbIE C KOMOMHALMENW (PYHKIIMOHAIBHBIX JOMEHOB. I '€HbI
ATUX MeTwiITpaHchepas, OblIM OOHApYyXEHbl Yy psla pacTeHHil, B YacTHOCTH Yy
apabuporicuca, KyKypy3bl, cod. OcoOeHHOCThIO (DepMEHTOB JIaHHOTO CeMeiCcTBa
ABIACTCA Hanuuue N-KOHIIEBOTO JIOMEHA, COJEpKallero yOWKBUTHHCBSI3BIBAIOIINN
yuyactok. B @ynkuuonansHom tane 5t JIHK-metuntpancdepassl cxomnbl ¢
cemeiictBoM DNMT3 MiICKONMUTAIONIMX M TaKKE CIIOCOOHBI OCYIICCTBIATL (€ NOVO
metuiupoBanue JIHK o acummerpuunsim caiitam (Goll et. al., 2006).

CymectBytotr u apyrue JIHK-meruntpancdepassl pacrenuit, Takue kak METIII
Arabidopsis thaliana, uménnas N-KOHIIEBOTO JOMEHA.

JIHK metuntpandepasbl He SBIAIOTCS KPUTHYHBIMU (DepMEHTaMH, B OTJIMYUE OT
(dbepMeHTOB KUBOTHBIX. [loTeps X aKTUBHOCTH HE MPUBOJUT K CMEPTU OpraHU3Ma, HO

NPUBOAMT K aHOMausIM pa3Butus (Buryanov, Shevchuk, 2005).

1.3.4 MetunupoBaHue MPOMOTOPOB, KaK MEXaHU3M PETYJIAINH YKCIIPECCUU TEHOB

Nsmenenne craryca wmetunupoBanus JIHK — oauH M3 B3aMMOCBSI3aHHBIX
AMUTCHETUYECKUX MEXaHW3MOB (C THUCTOHOBBIMH MOJU(DHUKAIMAMU U  MaJIbIMU
unreppepupyromumu PHK), korTponmupyronmx sxcnpeccuto reroB (Salmon, Ainouche,
2010). HenaBume renomuble ucciemoBanus Arabidopsis thaliana cBumerenncTByeT 0
HaJau4uK crnenuduyecknx ydactkoB B coctaBe JIHK, moaBepraeMbiM METHIHPOBAHHUIO.
Kakx mnpaBuiao, METUIBHBIA CTaTyC MEHSIETCS B PETYJSITOPHBIX O0O0JAcTIX TEHOB
(mpoMoOTOpax) WM B TPaHCKPHOWpYeMBIX obOmacTsX. [Ipm 3TOM METHIIBHBIM CTaTyc
OTJEJIbHBIX HYKJIEOTHUJIOB KOPPEIUPYET C YPOBHEM TPAHCKPUIIUU COOTBETCTBYIOIIUX

renoB (Shawn et. al., 2011).
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OmnpenenenHoe MecTomnonokeHue OTAeabHbIX CG-IWHYKICOTHIOB B COCTaBe
JIHK umeeT BakHOE 3HAu€HUE Il €€ HOpPMaJbHOro (YHKUMOHUpPOBaHUA. ['eHbl, B
coctaBe KOTOphIX OOHapyxeHbl CpG-OCTPOBKM YacTO SIBIAIOTCS T€HAMH JOMAITHETO
X034WCTBAa U HMEIOT O0oJjiee-MEHee IIOCTOSHHBI YpOBEHb OKCIPECCUHM B CaMbIX
pa3inuuHbIX TKaHsAX. OJHAKO MMEIOTCS U HCKIIOYEHHs, psii TEHOB, 00JaJaroIux
TKaHECTIEM(PUIHOCTHIO, TAKXKE PETYIHPYIOTCS MyTEM M3MEHEHHUS METHUJIHHOTO CTaTyca
CpG-octpoBkoB B mpomotope (Antequera, Bird, 1993). OtcyrcTBHe METHIMPOBAHHS B
IPOMOTOpE TE€Ha HE BCerJa YyKa3blBaeT Ha €ro akTUBHYK TpaHckpunuuioo. Ho
NPUHIUINAIBHOE 3HAau€HHWE B AaKTUBHOCTH reHa wurpaer coctosHue CpG-ocTpoBKa,
OTCYTCTBHE METHWJIMPOBAHHS B KOTOPOM HEOOXOAWMO IJIs TpaHCKpumuuu. V3meHenue
METHJIFHOTO CTaTyca MIpOMOTOpa TeHOB, coaepkammx CpG-ocTpoBOK, WUTpaeT poJib
peryisiTopa ero TpaHCKpUroHHOH aktuBHOCTH (Comb, Goodman, 1990).

HccnenoBanust B 006JacT OMOXUMHUHM M MOJIEKYJISIPHOM OMOJIOTMU TOKa3alid, 4To
HapsAIy C YEThIPbMS KJIACCUUECKUMHU OCHOBAHUSAMHU (aJIeHUH, T'YaHUH, HIUTO3UH U THMHUH)
MOTYT CYIIECTBOBATH JIOTIOTHUTEIBHBIE METHINPOBAHHBIE OCHOBAHHS. S5-METHIIIUTO3HH
(**C) 661 0OHApYKEH CHayaga B KaueCTBE BTOPOCTENEHHOTO OCHOBAHHMS B Pa3IMYHBIX
JHK (Hotchkiss, 1948, Wyatt, 1950), u "6- metunanenun (M°A) Gbl1 0OHApYXKEH 3aTEM B
oaxrepuansuoit JJHK (Dunn, Smith, 1955, Dunn, Smith, 1958).

['JIABA 2. MATEPUAJIBI U METObI UCCJIEJJOBAHU A

2.1. OObeKT uccie0BaHus

OObexkTaMu HCCIICIOBaHUS CIY)KWIH pacTeHHs KyKypy3sl (Zea mays L.),
BBIPAIIIEHHBIE THAPOTMOHHBIM crocoboM mpu Temmeparype 22°C B TeueHue 14 mHei.
Taxoke ucnonb3oBasiu 24-nHeBHbIe pactenus Arabidopsis thaliana L., BeipamienHbie npu
12-4aCOBOM CBETOBOM JHE C HMHTEHCHBHOCTHIO cBera 90 MKMOJIb KBAaHTOB'M2-cl. B
paboTe MCIoIB30BaI CeMeHa JIBYX JInHUI pacteHuii A. thaliana: pactenus aukoro tumna
(Col-0), myranTel mo reny amobenka ¢uroxpoma A (phya-201), MyTaHTHI 1O TeHY
anmobenka ¢utoxpoma B (phyb-1), monyuennsie u3 Uucrturyra Makca [Inanka (I'ombM,

['epmanus).
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2.2 MeTtoipl UCClIeJOBAHUA

2.2.1 Co3panue pa3HbIX YCIOBHIA CBETOBOTO PEKUMA

B xauecTBe MCTOYHHKOB OEIIOTO CBETA MCIIOIB30BAIUCH JAMITBl THEBHOTO CBETA
B kinumarmdeckoir kamepe LabTech LCC-2-MP. TIlocie mnpopactanusi pacTeHHs
NOMeIaJiuCch B TEMHYIO Kamepy Ha 24 daca (BapuaHT «TE€MHOTa») U OOJydauch
kpacHbiM (BapuaHT «KC») w/mnu nanbHuM kpacHbiM (BapuaHT «KC» u «KCH+IKCy»)
CBETOM B TeueHUH 15 MuHYT. {78 3TOro MCHOJB30BAIUCH CBETOAMOABI C OOJACTBHIO
ucnyckaaus 640-680 um (KUITI40M40-K-I16, Poccust) u 710-750 um (3J1127A-5,
Poccusi). VIHTEHCHMBHOCTH CBETA COCTaBIwIa 4 MKMOJb KBaHTOB M 2>-ct. IIpoGbl s

JaTbHEHIIIEro aHalu3a OTOMpaIuCh Yepe3 3 yaca ¢ MOMEHTa 00JTydeHUSI.

2.2.2 OnpejeneHne akTHBHOCTH CYKIIMHATICTUAPOT CHA3KI

AKTHBHOCTh CYKIWHATICTHAPOTCHA3bl H3MEpsUlach B  3€JIEHBIX  JIHCTBIX
KyKypy3sl Ha crnekrpodoromerpe T70+ UV-VIS Spectrophotometer (PG Instruments
limited, Aarnus) npu amuHe BoaHbl 600 HM. 3a enquHHIy (EpPMEHTATUBHONW aKTUBHOCTH
IpUHUMAIIM KoJm4yecTBO epMeHTa, oopasyromero | MkM npoaykra 3a 1 mun npu 25°C

(Cooper, Beevers, 1969).

2.2.3 OnpeneneHue akTMBHOCTH LIUTPATCUHTA3bI

Cpena s onpeiesieHus] KaTaTUTHYECKOW aKTUBHOCTH HuTpaTcuHTasbl: 100 MM
Tpuc-HC1 (pH 8,0), 0,2 MM 5,5-nutnobuc(2-aurpodensoar) (DTNB), 0,2 MM
okcananerara, 0,2 MM MnCl, u 0,2 MM anerun-CoA. Wuunmanuio peaxnuu
OCYLIECTBIISIIN BHECEHHEM (epMEHTa B PEAKIMOHHYID CMECh M CyAMJIn O pabdore
dbepmenTa o o6pazoBanuio aHnoHa THoHUTpoOeH30ata u3 DTNB u SH-KoA mpu 412

um (Kim et. al., 2013).

2.2.4 OnpeneneHre akTUBHOCTH aKOHUTATTUIPATA3bI
AKOHHTa3HYIO aKTUBHOCTbH U3MEPSUTH CHEeKTPO(HOTOMETPUIECCKHU c

ucrosnb3oBanreM 1wrpara wim  d,|-u3ommTpata B KadecTBe cyOcTpara IyTem
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perucTpaluy yBEeJIWYEHUs oONnTHYecKod IuioTHOcTH mnpu 240 HM mpu 25°C wu3-3a
o0Opa3oBaHus BOMHOW CBSI3U B MOJICKyJe Iuc-akonuTara (Bacon et. al., 1961). Cpena
i aHanmza conepkana 100 MM Tpuc-HCI 6ydep, pH 8,0, 40 MM tpuHatpuiiniuTpara
win 4 MM TpuHatpuii d,l-uzonutpatr ¥ 2 MM 3THWICHAMAMHHTETPAYKCYCHAs KHUCIIOTA
(OATA). 3a enuHUIly aKTUBHOCTH NMPUHUMATIN KOJIWYECTBO (epMeHTa, oOpasytomiero 1

MKMOJIb IUC-AaKOHHUTATa 3a | MUHYTY.

2.2.5. OnpeneneHue koJMuecTBa Oenka

OOmee komuuecTBO Oenka ompenessuii o merony Lowry c cosrt. (Lowry et al.,
1951). OnTuyeckyro IIOTHOCTh PACTBOPOB OINPEACISUIA Ha criekTpodoromerpe mpu 750
HM. CojeprkaHue Oelika pacCUUTHIBAIN 1O (hopMmyIie:

AD* K * Vo
A= —— .
5/

.BHEC
rae, AD — onrtuueckas minotHocTh, K — mepecuetrnHsiit kodhpuuuent, Voswm —
o0t 00beM pacTBopa, M, Vienec — 00bEM B34TON Ha O€JI0K MPOObI, MIL
VYnaenbHas aKTHUBHOCTH BBIpaXKaeTcsi B (DEPMEHTATUBHBIX €IMHUIIAX HA MI

Oenka:

yI[aKT = E/ A

2.2.6 Beienenue sjiep
Brimenenue dpaknuu saep M3 pacTUTEIBLHOTO MaTepHajia MPOW3BOJMIOCH IO

MeToMKe, peaaoxerHoin Lee u Lin (Lee, Lin, 2005).

2.2.7 Onpenenenne KOHIEHTpauK KaTuonos Ca?*

W3mepenrne CcBOOOTHOTO KaNbLUS TPOBOAMIOCH CIIEKTPO(OTOMETPHICCKHM
METOJIOM IO I[BETHOW PEaKIUU C MYPEKCHIOM B MPHCYTCTBUH TIIMIEpUHA. Mypekcua
o0pa3yer ¢ KajblIMeM OKpAIICHHBI KOMIUIEKC, YCTOMYMBOCTH KOTOPOTO IMOBBIIIACTCS
nyreM go0aBieHHs B pactBop mmiepuna (Scarpa, 1972). Pacyer KoHIEHTpaiuu

KaJIBIUs IPOBOIMIIN TIO KATMOPOBOYHOMY TpaduKy.
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2.2.8 Omnpenenenne NEPEKPECTHOTO 3arpsA3HEHUS (HPaKIIHiA

[lepexpecTHOE 3arps3HEHUE ONPENEISIIM [0 AKTUBHOCTH LUTOIIa3MaTHYECKHUX
MapKepHbIX (PEPMEHTOB AJTKOTOJIbAECTUAPOreHA3bl U JaKTaTAETUAPOreHa3bl 10 CKOPOCTH
BoccranoBienuss HAJT" mpu 340 um B npucyrctBun 150 MM stanona u 1 MM nmpyBara

HaATpHs B KauecTBe cyOcTpaTa, cootBeTcTBenHo (Yang et. al., 2010, Pathuri et. al., 2011).

2.2.9 DnektpodopeTndeckoe UCCIeTOBaHNE CYKIMHATACTHIPOTeHA3HI

DnekTpodopernueckuii  aHanu3 npoBoamaun o Davis  (Davis, 1994).
Ucnonb3oBamu 7,5% pazaensonuii u 2% KOHIEHTPUPYIOIIUN Teld. DIEKTPOIHBIN
Oydep mpencrapisn coborr cmech 0,05 M Tpuc-rimummaoBoro Oydepa, pH 8,3 ¢ 2 mir.
1%-Horo OpoM(QpEHOTOBOr0 CHHEr0. YHHUBEpPCAIbHOE OKpalllUBaHHE OENKOB B TeJsuX
ocymecteisin ¢ momomisio AgNOs (Shevchenko et. al., 1996). Cneuuduyeckoe
MPOSIBIIEHUE TeJsl TPOBOMIA TETPA30JIMEBBIM METOJIOM B Cpejie CIENYIONIEro COCTaBa:
0,056 M Tpuc-HCI oOydep, pH 7,4, 0,01 M cykmunat HnHarpus, 0,01 M

denazuamercynbdat u 0,01 M HUTPOCHHUI TETPa30JIHIA.

2.2.10 OuncTKa CYyKIIMHATIETUIPOTEHA3HI

Jlns  nonydeHus: BBICOKOOUMIIEHHBIX mpemnapatoB CJ/I" wucnonb3oBamu 5-
CTaJIUIHYI0 cXeMy ouuCcTKU. Bee onepauuu npoBoawinu npu temneparype 0-4°C.

Cramus 1. Tomorenmsamusa. HaBecky pactutrenbHoro wmarepuana (5 1)
TOMOTEHH3UPOBAIM B COoOTHOIIeHUH 1 : 5 co cpenoii Bwiaenenus (50 MM Tpuc-HCI
oydepa, pH 7,5, conepkapmmuii 0,3 M caxaposy, 2,5 MM DJITA, 1 MM KCIl u 4 MM
MgCl,) ¢ nenpro SKCTpaKIuy Hepa3pymIeHHBIX MUTOXOHIPHIA.

Cramus 2. IlonydeHHbIE TOMOTeHAaT (UIBTPOBAIM uepe3 4 clIos Mapiaud |
ueHTpudyrupyror B Teuenue S5 wMmuH npu  1500g. HamocamouHyro KHIKOCTH
neHtpudyrupoBanmu B Teuenue 15 mun npu 10000g. Ocanok, comepskamiuii B OCHOBHOM
MUTOXOHJIPUU U MHUKPOTEIbIA, PECYCNEeHAUpoBaTu B | MII cpeapl BbiaeneHue 0Oe3

caxapo3sbl.
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Cramuss 3 u 4. ®dpakumonupoBaHue Cyiab(paroM amMMOHHS C TOCIEAYIOIIEH
renbGuIbTpanued Ha KoJioHke ¢ cedanekcom G-25. K cymepHatanty Ao00aBiisiv
KpucTaymmmiyeckuil cynabdar ammonus 1o 20% naceienus. Llentpudyrupyror 20 muH
npu 15000 o6/mMun. CynepHaTanT (gpakiuonupoBanu 10 60% HacklleHus cyiabdaTom
aMMOHUs ¥ BHOBB 1ieHTpudyrupoBanu 20 mun npu 12000g. Ocagok pecycrneHaupoBain
B 1-2 MJI cpenbl BhIJEICHUST O€3 caxapo3bl.

[Tony4yeHHbIN (pepMEHTATUBHBII IpernapaT HAHOCWIA Ha KOJIOHKY, 3aIOJTHEHHYIO
cedanexcom G-25 (1,5 x 35 cMm), 15151 OCBOOOXKICHUS OT HU3KOMOJICKYJISIPHBIX TIPHUMECEH.
DIIOLUI0 OCYIIECTBIISIIU cpefoi, coaepxatiein 20 MM docdatnsiit 6ydep (pH 6,2) u 20
MM cyKuuHaT HaTpHs.

Cragus 5. MonooOmenHas xpomaTtorpadusi. @epMeHT HAaHOCUIIM HA KOJIOHKY C
ODAD-nemmono3on (Whatman, Awxrmms) (1,5 X 40 cM), mnOpeaBapUTEIbLHO
YpaBHOBEIIEHHYIO cpefio 3, a 3areM JecopOMpoBalM C KOJIOHKA TPAJUEHTOM

konueHntpanuu ot 0,03 10 0,2 M KC1 co cpenoit necopbupoBaHusi.

2.2.11 OuncTKa MATPATCUHTA3BI

MuTtoxoHnpuanbHas U mnepokcucomanbHas ¢opmbl [[C OblTM ouMIIEHBI U3
bpakuu MUTOXOHAPUNA U TEPOKCUCOM, TMOJYYEHHBIC TMOCJIE€ H3OIIOTHOCTHOTO
ueHtpudyruposanug. Opranemnsl pazpywanu B 25 MM Tpuc-HCI 6ydep, pH 8.0,
conepxkameM 0,01% tBuna 80 u (pakunOHUPOBAIU CyIb()aToM aMMOHHUS (HACHIILIEHUE
40-70% nnst mutoxoHIpuanbHON Gopmbl U 50-70% 115 mepokcucoManbHOM (Hopmbl).
Ocanok nocne nentpudyrupoanus npu 15 mun npu 15000 06/MuH pacTBOpsUIM B TOM
ke Oydepe m 3arpyxanu Ha KOIOHKY c cedagexcom G-25 (1,5 x 35 cwm). Dmroar,
coaepxkanuii aktTuBHble ¢Qpakiuuu ¢ [{C-akTuBHOCTBIO 3arpykanu Ha KojJoHKy DEAE-
Sephacel (GE Healthcare, HlIserus) (1,5 x 40 cM) W DIIOUPOBAINA JIMHCHHBIM
rpagueaTom KCl (0-300 mM). [lomy4yeHHble akTUBHBIE (Ppakiuu coOwpany U aanee

OYHINAJIM Tesib-XpoMarorpaduei Ha KooHke ¢ cepaaekcom G-200 (2 x 70 cm).
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2.2.12 O4uncTka aKOHUTA3BI

OuncTka UUTO30JBHOM MW MHUTOXOHApHAIbHOM (QOpM aKoHUTa3bl ObLIa
BBITIOJIHEHA M3 IIUTO30JIbHOW W OPraHOUIHON (Ppakiuid, COOTBETCTBEHHO, KaK OMUCAHO
panee (Eprintsev et. al., 2014). Bce npouenypsl npoxoauwitu npu 0-4°C. JIBa rpaMMOB
UTKa KyKypy3bsl romorenuszupoBanu B 10 mu 100 MM Tpuc-HCl G6ydep, pH 8,0,
conepxkamuii 0,3 M caxaposbl, | MM DJITA u 20 MM muTpara U HEHTPUPYTUPOBATIU
npu 1300g B Teuenue 5 muH. CymnepHaTtaHT cHOBa mneHTpudyrupoBanu mnpu 14000g B
teyenne 20 wmuH. HamocamodHyro KUAKOCTh WCIOJB30BAIM JJIsl  ONpEAesIeHUs
LUATO30JIbHOM AaKTUBHOCTM AaKOHHUTa3bl M €€ ouucTka. OcaloK MHTOXOHIpPUN
(3arpsI3HEHHBIX MEPOKCUCOMAMU U JIPYTHUE OPTaHeIIbl) UCIOJIH30BAIU JI ONPEACIICHUS
MUTOXOHJPUAIBHON aKOHWTAa3bl M €€ JaibHeiiero ouwumieHus. Hamocamok (5 ™)
pecycrieHaupoBainu B ToM ke Oydepy 6e3 caxapossl, HO cogepxkariero 0,01% Tsun 80,
MOBTOPHO LIEHTPUPYTUPOBATU B TE€X K€ YCJIOBHUSIX M CYNEPHATAHT UCIOJIB30BAIU IS
JadbHEUIIIeH OYMCTKH aKOHMTa3bl. OYUCTKA BKIIOYaNa (PPaKIMOHUPOBAHHUE CYIb(aToM
ammonus (Haceienue 50-65%), obeccomrBanue Ha KojoHKe ¢ cedaaekcom G-25 (1,5 x
35 cMm), remp-xpoMarorpaduio Ha KojoHKe ¢ cedamekcom G-150 (2 X 60 cm) m
HOHOOOMEHHYI0 Xpomatorpaduio Ha JIDAD-nemmonose (Whatman, Awxraums) c
kosnoHko# (1,5 x 40 cm) ¢ ucnonbzoBanueM JmHelHoro rpaauenta KCl (60-140 mM).
Kononku ypasHoBemmBanu 10 MM Tpuc-HCI oydepom, pH 8,0, comepxkariem 5 MM
nuTpara. MuroxouapuansHyio (Gopmy akoHuTasbl smoupoBanu mnpu 93 MM KCl u

1uTo301bHYI0 hopmy nipu 120 MM KCL

2.2.13 VccnenoBaHue peryasiTOPHbIX CBOMCTB (hepMEHTOB

Kunernueckne  XapakTepUCTUKH  HMCCIENYeMBIX  (EpMEHTOB  HM3y4yald Ha
TOMOT€HHBIX IpernapaTtax. B kadecTBe MOIyJIATOPOB AaKTUBHOCTH NPUMEHSIU Maar,
¢dbymapar, MaoHaT U Jpyrue MHTEPMEAHUAThl KIETOYHOro MmerabonusMma. OmnpeneneHue
KOHCTaHT MHTHOMPOBAHMS MPOBOJIMIOCH C MOMOINBI0 rpaduka 3aBucumoctd 1/V ot (S)

(mo dukcony) (Ocrepman, 1981).
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2.2.14 Brigenenne PHK

Cymmapayto PHK w3  nucteeB  KyKypy3bl — BBIACISUIA  METOJAOM
ryaHUJUHTHOLIMAHAT-(DEHON-XJI0pOOpPMHON  dKcTpakuuu. B kadecTBe ocagurens

ucnoipzoBaiics LiCl.

2.2.15 Ananutudeckuii aeKTpodope3 HyKICHHOBBIX KUCIOT
HyxiiennoBble KkucaoThI pasmensiii B 1% reme araposer (Helicon, Poccus),
cogepkamieM  0,1%  HMHTEpKAJIMPYIOIIErO  KpacHTelis — OpPOMHCTOrO  STHIHS.
DnexkTpodope3 MPOBOIUICS B TOPU3OHTAIBHOM 3eKTpodopeTHuecKoii kamepe B Oydepe

IXTAE (pH 8,5) npu nanpstxenuu 70 B B Teuenuun 50 MUHYT.

2.2.16 Ob6paTHas TpaHCKPHITLIUS
O6partnyro Tpanckpunuuto MPHK mnpoBoaunu ¢ wucmonb3oBaHuEeM OOpaTHOM
Tpanckpuntassl M-MuLV (Cu63H3um, Poccust) coriiacHo MHCTPYKITUU TPOU3BOIUTEIIS.

Peaxkius npoBoauiack Ha npudope Biometra Personal Cycler (Biometra, 'epmanus).

2.2.17 TlonumepaszHas IIenHas peakilys B peaJbHOM BPEMEHU

[TomumepasHylo HEMHYIO PEakifio B peaJbHOM BPEMEHHU MTPOBOAUIIN Ha Mpudope
Bio-Rad DNA Engine Thermal Cycler Chromo 4 (Bio-Rad, CIIIA), ucnons3ys B
kauectBe Kpacutens SYBR Green |. Jlns mnpoBenenus peakuuu Opann kJIHK,
MOJIy4eHHYI0 ¢ ucnonb3zoBanuem 100 Hr cymmapuoit kinerounoit PHK. Hopmanuzaropom
sBIsuIcs TeH (akropa anmonramuu EF-1a4 (Nicot et. al., 2005).

B kauecTBe mpaiiMepoB K reHam HccielyeMblX H30()epMEHTOB, MOAOOPaHHBIX C
MOMOUIBI0 MporpaMMHOro obecrneueHuss Primer3, wucnonb3oBanu HYKIEOTHIHbBIE
MOCIIeI0BATEIbHOCTH

mis rena SDH1-1 (LOC103636824): mpsimoii 5'-gagaggcaccaaaagcagtc-3';
obOpatHbIii 5'- acaacgataggcctgaccac-3',
ais  rema SDH1-2  (LOC100279930): mnpsmoit  5'-caaacgggtcacttccaact-3';

obpatHbIi 5'-CCcaaaactgtcccacgtctt-3';



86
mis rema SDH2-1 (LOC103653238): mnpsimoit  5'-aacagattactcacatcaagca-3',

oOpatHbIi 5'-taggtttaagtttactcgagttt-3;

mis rena SDH2-2  (LOC109945721): mnpsimoii  5'-aacagatcacacacatcaagca-3',
obpatHbIl 5'-agcagagttttattgcettgttg-3';

mis rema SDH2-3 (LOC109944584): mpsimoit 5'-gagaggctacaggcaataactgag-3',
oOpatHbIii 5'-agttttaaacattgattcttattg-3';

mis  rema SDH3-1 (LOC100283351): mpsimoii  5'-aaggaggcttctccatctee-3',
obpatHbIl 5'-cagagctgctacaggggaag-3';

s rena SDH4 (LOC100280324): npsimoit 5'-aacccactgggaagagacct-3', oopaTHbIit
5'-gacgattgacgcgagaattt-3';

s rera CSY1 (LOC100279573): mpsimoii S'-tttctttcgcageggctcta-3', ooparubrii 5'-
tggatccttgggcaaatgct-3';

s rena CSY2 (LOC100275174): npsmoit 5'-aatgggttagctgggcecact-3', oOpartHbiii
5'-agtggatcctcgggcaaatg-3;

s rena ACOL (LOC100304277): mpsimoii 5'-tggaaggagatgctgtcagt-3', oopatHbrit
5'-cgtatagcgccatccacatg-3';

s rera ACO2 (LOC100281040): mpsimoit 5'-caagttcttcagcecttccgg-3', oOpaTHbIit
5'-gcaaggtctacaactgctgg-3'.

I[JISI OIpCACIICHUA YPOBHs TPAHCKPUIITOB I'€HOB KaJIbMOAYJIWHOB HMCIIOJIBE30BAIN
CICAYIOINEC HYKJICOTUAHBIC MOCICI0OBATCIbHOCTH!

mis rera CALM1 (LOC103634668, xampmomymun 1): mpsmoir — 5°-
gcatcaccaccaaggaactt-3°, oopatusrii 5’-tcctcagagtcggtgtectt-3°,

mis  rena CALM2  (LOC542533, «kaimpmonyiawH 2): mpsmod — 5°-
tgatggccagatcaactacg-3°, o6patHsrii 5°-cgcaaggataggcegtaagac-3’,

ais  rena CALM3  (LOC542420, xampmonyiawH 3): mpsmod — 5°-
acgaggaggtcgatgagatgc-3’, oobpatusrii 5’°-tcttcatggggaaaacgaag-3°,

msi rera CALM7-1  (LOC542415, kampmomymuH 7): mpsamoit — 5° -

tccgtttaggcggtgtagte-3°, obparsslii 5° -cacgectccatacacaaaga-3’,
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mis tena CALM7-2 (LOC103639205, xampmonynuH 7): mpsmon — 5°-

gatgaccaacctaggcgaga-3’, oopatHblit 5’-gagcggggttactatacca-3’,

mis tena CALM7-3 (LOC103634668, xampmonynuH 7): mpsmon — 5°-
ggccagatcaactacgagga-3’, obpatHeiit 5’-attgatgcagcgagaggaac-3’,

st rena CALM7-4  (LOC100502442, xanpmonynuH 7): mpsmod — 5°-
ggcacttgatgaccaacctc-3°, oOparHsli 5°-cacaggatcacgcatttctg-3°.

s ompenenenus: skcrpeccuu reHoB (akTopoB cemeiictBa PIF ucnonbs3zoBanu
CIIeIyIOIIe HYKJICOTH/IHbIE TOCIeI0BATEIbHOCTH:

mist reda  PIFl:  mpamoit  5'-gattacttcgatcgttgaggt-3',  oOparsbiii = 5'-
accagcactcgcggatgtgge-3';

mis  rteHa PIF3:  mpsmoit  5'-acaaacttgccattagtcacc-3',  oOparmbiii  5'-
tggttcactctcaggcagaga-3';

mist rena  PIF4:  mpsmoit  5'-ccaaactggctattcgtcact-3',  oOpaTtHbId  5'-
gggttcattctgaggaagaga-3'

mis  teHa  PIFS:  mpsmoit  5'-ctggtgactgctgctgatgt-3',  oGparmerii  5'-
ggtcggcgaaaaacaaaata-3',

mis  rena  PIF6:  mpsmoii  5'-ctcaagattggatgccctgt-3',  oOpartsbiit  5'-
ggaaagggaacatctcgtca-3'.

[TapameTpbl aMIuguKaIy ObUTH CIICAYIOIINE: TIPEABAPUTEbHAS JICHATYpAIUs
- 95°C 5 munyTt, nukia - 95°C - 30 cek., 56-62°C - 40 cek., 72°C - 30 cek. (merexius),
dbunanpHas anmonramust - 7/2°C - 10 MuHyT. B KadecTBe OTPHUIIATENILHOTO KOHTPOJIS
ucnosb3oBanu cymmapuyto PHK 0e3 atana oOpaTHON TpaHCKpUIILIMH.

OmnpeneneHre OTHOCUTEIBHOTO YPOBHS OKCIPECCHUU HCCIEAYEMBIX TEHOB
npoBoauy ¢ npuMenenurem 244 verona (Livak, Schmittgen, 2001) ¢ ucnons3oBanueM

nporpamMmmuoro obecnedenns Opticon Monitor™ Software (Biorad, CIIIA).

2.2.18 Brinenenue JIHK u o6paboTka 6ucynbdutom
JIHK Bbraensiv u3 MUTKOB KyKypy3bl ¢ momotbio Habopa JIHK-cop6-C (PI'VH

HHUM DOnupemuonoruu, Poccusi) coriacHo peKOMEHAAUMsIM POU3BOJUTEIIS.
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Momudukanmio JITHK  Oucynpdurom  HaTpusi TPOBOAWIM  COTJIACHO  paHee
onyonukoBanHomy mpoTtokony (Warnecke et. al., 2002) ¢ HeKOTOpbIMH HU3MEHCHHSIMH.
Ucxonnyro mnpody HHK (50 wmkr) nenarypupoBamu 0,3 M pactBopom NaOH u
MOJABEPTaly JIe3aMUHUPOBAaHMIO, HCToNb3ys 4,15 M pactBop Oucynbdputa u 0,2 M
pactBop runpoxuHona mpu pH 5,0. [lomyduennsiit oOpaszer; o6eccoquBaIi ¢ MOMOIIBIO
mabopa QIAEX® Il Gel Extraction Kit (150) («QIAEX», T'epmanmus).
Hecynbponupoanue mnpoBoguau 0,3 M pactBopom NaOH ¢ mocnenyromei

HelTpanu3auueit 10 M pactBopom anerara ammonus u 96% stanonom npu pH 5,6.

2.2.19 Anaim3 TpPOMOTOPOB T'EHOB HCCICIYeMBIX H30(EPMEHTOB H IMOAOOD
npaitMepoB i MeTriicnernuguanoit I[P

Jns  a”anM3a HYKICOTHAHOIO COCTaBa MPOMOTOPOB T'€HOB HCCIELYyEMbBIX
(epMEHTOB UCIHOJB30BAJIM HM3BECTHBIE IOCJIENI0BATENIbHOCTH, AHHOTUPOBAHHBIE B
MexayHapoaHoit ©Oa3e manHbiX GenBank. B kadecTBe mpaiiMepoB HCIOJIB30BAIU
HYKJICOTUAHbIE TIOCIEAOBATEIBHOCTH B HampaBlieHUu 5°->3°) pa3paOoTaHHbIE B

nporpamme MethPrimer (http://www.urogene.org/methprimer/index1.html).

2.2.20 Metuncnenuduryeckas noJuMepasHas LernHas peakuus

[TonumepasHyto LENHYIO pEakIuio ¢ MeTWICHEUDUUYHBIMUA TpaliMepaMu
NIPOBOJIMIIM C TOMOIIbI0 Habopa peaktuBoB AmpliSence (Xenukon, Poccus). Peaknus
[TLP nmpoBonunack Ha mpudope «Tepuuk» (JAHK-Texnomnorus, Poccusi) co ciaenyronmmu
napaMeTpaMu amIuiduKanuu: npeaBapuTenbHas AeHarypauus npu 95°C B teueHue 5
MHH, 3aTeM 35 nukinos: 95°C — 20 ¢, 54-58°C — 20 ¢, 72°C — 30 c, u, Hakonen, 72°C — 4

MMHH.

2.2.21 Pacyer cTemneHH METHIUPOBAHUS MPOMOTOPOB TEHOB HCCIETYyEMBIX
n30(EpPMEHTOB
Pacuer uncnennsix 3Hauenuit MC-TTLP npoBoamiy Ha OCHOBAaHUU PE3YIHTATOB

anektpodopeza IIIP-npoaykToB. 3HayeHUs CTENEHM METWIMPOBAHUS MPOMOTOpa
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ABJIAIOTCSI CyMMapHbIM IoKa3ateneM pe3ynbraroB [I[[P-ananuza ucciaenyempix CG-
JTUHYKJIEOTUAOB B IPOMOTOPE KOHKPETHOro reHa. [1ockosbKy pe3yiapTaT MOKET OBITh
TPEX THUIOB: OTCYTCTBHE METHJIMPOBAHMS, YAaCTUYHOE METWJIMPOBAHUE M TOJIHOE
METUJIMPOBAHUE, IIPU pacueTax BBEIM cienyromue ooo3HaueHus: 0% MeTHINpOBaHus —

Bce TpH HuccienoBaHHbIX CG-auHYyKIeoTHa HEMETWINPOBaHHbIE; 25% METHIMPOBaHUSA
— yactuyHo MetwiaupoBanbl 1 wmm 2 CG-aunykneoruna; 50% MeTHIMpPOBaHHUS —
noJaHOCThI0 MeTiipoBanbl 1 uinn 2 CG-nunykneornna; 75% merunupoBanus — 1 wim 2
CG-nuHykneoTHa YaCTMYHO  METWJIMPOBaHbBl, a OCTalbHbIE —  IOJHOCTBIO
MetunupoBanbl; 100% metwinpoBanus — Bce Tpu CG-IUHYKIEOTHAA METHIUPOBAHBI

(Enpunues u op., 2012).

2.2.22 Cratuctuueckas o0paboTKa JaHHBIX

OKCIIepUMEHThl ObUTM  BBIMOJIHEHBI B TpeX OWOJOTMYECKMX U YeThIpex
aHAJIUTMYECKUX  IOBTOpaX, M JaHHble OBUIM  TOABEPrHYTHl  JBYCTOPOHHEMY
mucnepcuoHHoMy aHanu3y (ANOVA) c ucnosnb3oBaHueM oOuieil JIMHEHHON Mozenu ¢
IpUMEHEHHEM IporpaMMHoro odecnedenus st aHanu3a nanHbix STATISTICA Bepcun
9 (Statsoft Wipro, East Brunswick, Hero-J[>xkepcu, CIIIA). Pe3ynbrarsl npeacTaBiieHbl
KaKk CpelHee =+ cTaHAapTHOe OTKJIOHeHHe. OOCYXTAlTCs CTAaTUCTUYECKH 3HAYUMbIE
pazmuuua mpu p < 0,05. NzobOpaxenus siexkrpodoperpaMM MpeACTaBISIOT COOOM

JTAaHHBIE TUITUYHOT'O 3KCIIEPUMEHTA, IOBTOPEHHOI'O TPU-YETHIPE pa3a.

['JIABA 3. PE3VJIBTATBI 1 UX OBCYXXIAEHUE
3.1 Ouncrka u30(pepMEeHTOB CYKIMHATAETHAPOreHa3bl, AKOHUTATTHAPATA3BI
U UTPATCUHTA3BI U3 KYKYPY3bl
3.1.1 OuncTka U30)epMEHTOB CYKIIMHATACTUIPOTEHA3BI U3 JIUCTHEB KYKYPY3bl
CykuuHataeruaporeHasa, (epMeHT, OO0eCIeUHBAIONINN MeTaboNMn3M SHTApHOU
KHUCTIOTBI B PACTUTEIBHOW KJIETKE. YCTAaHOBJICHO, YTO JaHHas (epMEHTHas CUCTeMa
MOXXET OBITh MPEJCTABICHA HECKOJBKUMH MOJEKYISIPHBIMU (OpMaMH B Pa3IMYHBIX

opraHm3Max, HO TIIpy O3TOM BC€ OHHM HMCIOT MHUTOXOHIAPHUAIBHYIO JIOKAJIMU3AIHUIO
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(Urambepnues, Pomuonosa, 1994). IlomyueHHble paHee MaHHBIC CBHICTCIBLCTBYIOT O
BOXHOU poiH MpoMexyTouHbiX meTabonutoB L[TK, u, B yacTHOCTH, CyKIIMHATA, KaK B
[[EJIOM IO OTHOIICHUI0 K (POTOCHHTETHYECKOMY METa0OIM3My, TaK U B YAaCTHOCTHU, B
OTHOIIIEHHH HX poiu B perymsuuu ycreui (Araujo et al., 2011). Dtu pacteHus
XapaKTepU3yIOTCS MOBBIIICHHBIMU MOKAa3aTEISIMM MHTEHCUBHOCTH (DOTOCHHTE3a U POCTa
IpU HOPMAJIbHBIX YCIOBHUSX, a TaKXke Oojee MHTEHCHMBHOW paboToil (hoTOoCHHTE3a B
YCIIOBHSIX HEONTHMAJBHBIX KOHIICHTpaIuii yriekucioro rasa (Sweetlove et al., 2010,

Nunes-Nesi et al., 2011).

MYTALHISA CalT MpPexT (denornn

5 HH3K0e e HEeXBATKa YHEePTHH
1 " .
\ JbIXaHIEe AT yATHHEHHA KOPHA

SKCITe CCHA
T€HOB H3MeHeHHe
‘A peradQmH3MAa

‘ g
& l
FACK| o JaKTEpHATLHASL

S IpHOHAA

S, YCTOMHBOCTB

({ymapar | A——
MaraTt COTI'-3aBHCHMBIH

OHKOI€HE?3

2-0KCOIJIy TapaT 3aBHCHMOE ‘
HHIHOHPOBaHIe (])epmemow

TIepepactpe JeTieHIe]

OPFHITIECKIR] ™y (oA IPOBOAMNOCTE
KHcror | y A5 TINOB /TN

| poTocHHTe3

Puc. 15. Ponb BBICOKOW KOHIICHTpAIIMHM CYKI[MHATA B U3MEHEHUSAX MeTaboin3ma

KJIICTKH.

[TomyueHHbBIC pe3yabTaThl CBUJICTEIICTBYIOT 0 BaXHOCTH
CYKIIMHATACTUAPOTEHA3bl B META00IM3ME MUTOXOHIPUNA ¥ (POTOCUHTE3a, B YACTHOCTH, B
Me30(HILT-0MOCPEIOBAHHON peryisauun  ycTbuil. Kpome Toro, mnrubumposanue CJI'
nposieisieTcss B Bo3zeiictBun Ha aeixanue (King et al., 2006, MacKenzie et al., 2007),
MeTaboJIU3M cepbl U AeMeTuinpoBanue ructoHoB (Smith et al., 2007). Kak noBbIiieHHOE

CoJiepKaHNe CYKIIMHATa MHTHOMpyeT (QYHKIUH PACTUTEIbHBIX KIETOK IMOKAa HEM3BECTHO

(puc. 15).
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N3yuenne coctaBa MHOXXECTBEHHbIX MOJEKYJIsApHbIX (opm CIIT B nHcThIX
KYKypy3bl ~ OBUIO  MPOBEAEHO C  MOMONIBI0  JUCK-3NekTpodopesa B 7,9%
nonuakpwiamMugHoMm rene. Cnemnuduueckoe mposBiaeHUEe reis Ha aktuBHOCcTh CHIT
MO3BOJIMJIO YCTAaHOBUTH HAJMYME JABYX HM30(DEpPMEHTOB C pazHOM 3ieKTpodopeTrnueckon
noaBmkHOCTRIO  (Pemopun u  dp., 2016) (puc. 16). IlomydeHHBIC JaHHBIE II0
n30()epMEHTHOMY COCTaBY CYKLMHATAETHIpPOreHa3bl B Halleil paboTe COOTBETCTBYIOT
paHee TMOJIyYEHHBIM JaHHBIM M3 JPYTrUX OOBEKTOB HCCIIEIOBAHUS, B YaCTHOCTH, JIA

npokapuoT u sykapuot (Enpunies u dop., 2010a).

-

Puc. 16. M3odepMeHTHBIN COCTaB CYyKIIMHATACTUIAPOTCHA3bl B 3€JIEHBIX JIMCTHIX
14-nHeBHBIX TPOPOCTKOB KYKypy3bl. P — OenkoBas monoca, F — ¢poHT Kpacurens

OpoM(DEeHOIOBOTO CUHETO.

[Ipenaparer u3odepmentoB CJI° W3 3eleHBIX JUCTHEB KYKYpPY3bl TOIydYaIH
METOJIOM OYMCTKH, BKItoUaromied 5 cramuii (tadm. 3). JlecopOupoBanue M30pepMEHTOB
OCYIIECTBISUIM XJIOpUJIOM Kanus B mpeaenax 50-250 MM u copepkaHueM CyKIIMHATa
Hatpus B cpege 20 MM, nmno3Boiauna  MONYYMTh  JBa  Ipemapara  C
CYKIIMHATJIETUIPOTE€HA3HOM  aKTHUBHOCTBIO. YJEJbHas AaKTUBHOCTH JUISi TIEPBOM
uzopopmel pepmenta (CII'1) paBusitace 0,768 E/Mr Genka, mpu 3ToOM CTENeHb OYUCTKA
cocraBuna 64 pas, Beixon — 0,91%. ns Bropoit uzodopmsl (C/AI'2) 3naueHne yaenbHON
aktTuBHOCTH ObuTO 0,492 E/Mr Genka, a cteneHb o4uCTKH M BbIxod — 41 pa3z u 0,94%,

COOTBETCTBCHHO.
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Paznenenne m3opepmentoB CJIT w3 1mCTBEB  KYKypy3bl — 0O€CIEUHIIO
UCIIOJIb30BaHUE CTAJMM HOHOOOMEHHON Xpomartorpadguu Ha JIDAD-memnonose, 4To
CIOCOOCTBOBAJIO IMOJIYYEHHIO H30()EPMEHTOB B 3JIEKTPOPOPETUUYECKHM T'OMOT€HHOM
coctostHuu. [lokazano, uro mepsas popma (CAI'1l) necopbupyercs ¢ JIDAD-11eTH010361
MIpU KOHIIGHTpaluu xjaopunaa kamus 46,9 MM, a Bropas ¢opma (CAI'2) mpu 109,4 MM,
YTO MOJKET yKa3blBaTh HA pa3jM4he B CTPYKTYPHON OpTaHU3AINH TTOJHITCTITHTHBIX
KOMIIOHEHTOB JBYX (DOPM CYKIIMHATIETHIPOTEHA3HI.

Tabmumna 3.

OuncTKa CyKIIMHATACTUAPOTEHA3bI U3 3€JICHBIX JIUCThEeB KYKypy3bl (N=3, p<0,05)

O0BéM, | OOmwmit OoOias Vnenpnas |Brixon, | Ctenenn
MJI OCJIOK, |aKTHBHOCTb, | aKTUBHOCTB, | % OYKCTKH
Cranus OYHCTKHA MT E E/Mmr Genka
"'omorenar 9,3 124,062 1,488 0,012 100 1
Opaxnus 8,4 17,388 1,349 0,076 14,02 6,3
MUTOXOHIPUI
OpakIMOHUPOBAHNE 1 4,265 0,642 0,151 3,44 12,5
CyJnb(aToM aMMOHUS
I'enb-punpTpanms 2 4,025 0,640 0,159 3,24 13,3
Ha ceanexce G-25
Xpomarorpadus |1 3 1,125 0,864 0,768 0,91 64
Ha
JODAD-nemmonose | 2 3 1,170 0,576 0,492 0,94 41

Huck-3nexktpodope3 nonydeHHbIX npenapatoB CAI B monmakpuiaMugHOM rese
CBUJETENILCTBYET 00 WX TOMOI€HHOCTH, IIOCKOJIbKY Ha TEeJIeBOM IJIaCTHHKE
oOHapy>KMBaeTCs TOJILKO OJIHA ToJIoca B Kaxaou u3 mpold (puc. 17). Pacuer Benwuuu
AEKTPOGOPETUIECKON TOABMKHOCTA JUIsl Kaxaoro oopasma CJIIT mokazan, 4To OHU
COBMAJIAIOT C JJAHHBIMU HAaTHUBHOTO 3JIEKTpodope3a U3 JMCThEB KYKYPYy3bl U COCTABISIOT
s CAL ¢ Re= 0,31 m CAI'2 ¢ Re= 0,25.

CnenoBarenbHO, HaMHU ObLT HMCHOJb30BaH A(G(EKTUBHBIA CMOCO0 MOMYyYEHHUS
TOMOTEHHBIX TmpenapatoB m3odpepmenToB CJ/IIT M3 3eneHBIX JUCTHEB KYKYpPYy3bl, YTO

MOATBCPIKACHO C TIIOMOIINBIO BHCKTpO(I)OpeTI/I‘-IeCKOFO METooa C YHHBCPCAJIbHBIM
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OKpalImBaHUEM Ha OeJIOK HUTPAaTOM cepedpa.

CATy CAI'z

a b
Puc. 17. Dnexrpodoperpammel npenaparoB CII 3eneHbIX TUCThEB 14-THEBHBIX
HPOPOCTKOB KYKYpy3bl: (d) — crmernuduyeckoe mposieienue, (D) — okpammBaHue

HUTpATOM cepebpa, F — ppoHT Kpacutenss 6poM(pEeHO0T0BOrO CHHETO.

[TonmyueHHBIE pe3ysIbTaThl MO3BOJISIIOT 3aKIIOYUTh, YTO JAecOpOLUs H30(hepMEHTOB
Ipyd HOHOOOMEHHOW xpomaTorpaduu OpU pa3HbIXx 3HaueHHsx koHueHtpaiuu KClI
CBUJIETENILCTBYET 00 OTIMYHMM B UX CTpOEHHE. Paznuuue MOJUNENTHAHBIX 3JIEMEHTOB
uzopepmentoB CJII' xapakTepuszyeT OTIMYME B IOBEPXHOCTHOM 3apsijie MOJIEKYJI.
[Ipenapatel uccienyemMoro (epMeHTa MO3BONMIM H3YYUTh HMX (PU3MKO-XMMHUYECKHE,
KUHETHUYECKUE M PETYyJISTOPHBIE CBOMCTBA, YTO MOXKET CIIOCOOCTBOBATH BBISICHEHHUIO
MEXAHU3MOB PEryJslUN CYKIMHATAECTUAPOTE€HAa3bl U MHTEHCUBHOCTH OKHCIMTEIBHOTO

MeTa00JIn3Ma MUTOXOH/IPUU B 1IEJIOM.

3.1.2 Onpenenenue (U3NKO-XUMUYECKIX XapaKTEPUCTUK
CYKLHUHATIETUPOTE€HA3BI

N3yuenue yerBepTraHoi cTpykTypsl CJII'] mokazano Hanuuue ABYX CyObeIUHHUIL
B €€ COCTaBe C MOJIeKYIspHbIMU Maccamu 72 k/la, manee 37 k/la, cimemoBaTenbHO,

JAHHBIN U30()epPMEHT TreTepoTUMEPOM.
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DneKTpOPOPETHUECKUE HUCCIETOBAHNUS C MPUMEHEHHE JOACUMIICYIb(aTra HATPUSI
MO3BOJIMJTN BBISIBUTH BEIIMYMHY MOJICKYJISIPHBIX MAcC KaKIOW CyOBEIMHHIIBI JUISI 000UX
uccienyembeix uzodepmentoB, npu 3toM s C/I2 Obuto mokazano Hamwume 4
CyObeMHUI] pa3HON MouekysipHoi Maccel: 72 xJla, 37 x/la, 13 u 15 x/la (puc. 18).
Takum 00pazoM, MOXKHO 3aKiIOuuTh, uTo H30dpepment CJII'2 mpexacrasiser coboi

reTepoTeTpamep.

CIII2 CIr'l M

Puc. 18. Omnpenenenne MonekysipHOH Macchl cyobenuuull uzopepmerntoB CJI
metosioM Ds-Na-anexkrpodopesa. M — mapkepubie Oenku: 1 - nemmtonasa (94,6 x/la), 2 -
ObIYMii CHIBOPOTOUHBIM anbOymuH (66,2 xlla), 3 - suunbii ansOymun (45 xla), 4 -

kap6oanruapasa (31 k/la), 5 - uaru6urop tpuncuna (21,5 k/la), 6 - muzonum (14,4 x/la).

Pe3ynbTaThl MPOBEACHHBIX WCCICIOBAHUI T0 W3YYCHHIO CYOBEIWHHUYHOTO
CTpOCHHUsSI  M30()EPMEHTOB  CYKIMHATIACTHUAPOTCHA3bl W3  JIUCTHEB  KYKYPY3bI
CBHUJICTEILCTBYIOT COOTHOCSITCS C PaHEe YCTaHOBJICHHBIMU MOJICKYJISIPHBIMH MacCaMH
nannbpix komnoHeHntoB CJ/II' w3 gpyrux oObekroB. Panee OBUIO YCTaHOBIIEHO, YTO
UCCIeAyeMblid  (epMEHT COM HMEeT Tak e 4-X CyObeJUHUYHOE CTPOCHHE C
MOJICKYIIIpHON Maccoii kommoHentoB 67, 30, 15 u 13 k/la (Burke et. al., 1982), u3
TOMAaTa COCTOMT M3 JABYX CyObemuHUI] Maccoi 65 u 26 k/la (Douce, 2012). IIpu 3tom,

MOJICKYJISAPHBIC MacCChI CY6’LCI[I/IHI/ILI, pacCYUTAaHHBIX C IIOMOIIBIO MECTOA0B
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ouonnpopmarukn Ha Mmiathpopme Compute pl/Mw Takke OKa3alnuch ONU3KUMH II0
3HAYEHUSM C TIOJTyYEHHBIMU HAaMU JTaHHBIMH. PacdeTHbIe 3HAYCHHSI MOJICKYJISIPHBIX MAacC
cyorequann CIII" Ha OCHOBE MAaHHBIX aMUHOKHCIIOTHBIX mociieqoBaTenbHocTelt NCBI

coctaBwM 68, 33,8, 15,2 u 12,6 x/la.

3.1.3 Ompeneneane BeMWYUHBI KOHCTAHTHI Mmuxasnuca s u30(epMEHTOB
CYKIMHATAETUAPOTr€HA3BI
3HaueHuss ~ KOHCTaHT  Muxasnuca A [OpenaparoB  M30(epMEeHTOB
CYKIIMHATACTUAPOTCHA3bl W3 JUCTHEB KYKYPY3bl OBUIM HCCIEAOBAHBI C MPUMEHEHUE
merona JlalinyuBepa-bepka B cuctemMe ABOMHBIX o0OpaTHBIX KkoopauHaT. Jlis
nuzodpepmenta C/II'1 3nauenue Benmmuuasl KM cootBeTcTBYeT 3,8 MKM (TabIMI. 4).
Tabnuua 4.
3nauenus Km mo cyknuHaTy 1uist ©130)epMEHTOB CYKIIMHATACTUIPOTeHA3bI U3

JUCTBhEB KyKypy3bl (N=2, p < 0,05)

DopMbl Bennunna Km
cari 3,8 MkM
CHI2 1,4 mxM

s mzodepmenta CII2 BenmnumHa JAHHOTO TMOKa3aTessl ObLIa BBINIE, YeM IS
CAI' 1 u coctaBuna 1,4 MkM, 4TO CBUIETEILCTBYET O OOJIBIIIEM CPOJICTBE K CyOCTparTy y
CAI'2, yem y CAI'l. Terpamepnsiit uzodpepment CAI" ob6nanaer 607bIIUM CPOJICTBOM K
CYKIIMHATY, 4TO, BEpOSATHO, o0ecrieynBaeT 0osiee OBICTPOE MPOTEKAHUE OKUCIUTEIBHOTO
dbochopunupoBanus 3a cuet DT MuTOXOHIpUI MTyTEM TOMOJIHUTEIHHOTO BKIIOUYCHUS B

JIAHHBIN IIPOLIECC DJIEKTPOHOB IIPU YTHIIN3ALUU SHTAPHON KHUCIIOTHI.

3.1.4 Onpenenenne pH-ontumyma 11t n30()epMEHTOB CYKLIMHATACTHIPOTCHA3HI
HccnenoBanue 3aBHUCHMOCTH aKTUBHOCTH n30(epMEHTOB
cykuuHataeruaporenassl ot pH cpenbl nokasano, uro pH-ontumym ans CAI'1 coctaBun

8,0 (puc. 19), mpu stom misa uzopepmenta CJI'2 onpeneneHo 3HaUCHNUE KOHIICHTPALIUN
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IPOTOHOB, O00ECHEYMBAIOIINX MAKCUMAIbHYI0 AaKTHBHOCTh HCCIEAyeMOd (GOpMBI

depmenTa, co 3HaueHuem 7,0 (puc. 20).

1,2 +
1+

o
oo
T

AKTHBHOCTB, E/Ma1
o o
> o
|
I I

o
N
T

o

pH

Puc. 19. BrnusHue KOHIICHTpallMK HWOHOB BOJOpoja Ha akTtuBHOCTh CJII2 u3

JUCTHEB KYKYPY3HbI.

B xone uccnenoBanus nokaszano, uro CJII'l umeer 6omnee kucnoe 3Hauenue pH,
obecrieunBaroniee BBICOKYIO CKOPOCTh €ro KaTaJIMTUYeCKOH akTtuBHOCTH (puc. 19).
JlaHHble W3MEHEHHsS] B CBOMCTBaX H30(EPMEHTOB TaKKe€ MOTYT OTpakaThCsl Ha HX
(GYHKIIMOHMPOBAHUY B JIUCTHAX KYKYPY3bl B YCIOBUSX aBTOTPOGHOTO THUIA TUTAHUS MPU
W3MEHEHUU CBETOBOTO peKUMa. PazHHIly B MHTEHCUBHOCTH META0OIMYECKUX MOTOKOB
IU- 1 TPUKAPOOHOBBIX KHUCIOT B TEMHOE M CBETJIOEC BPEMs CYTOK MOTYT OOECredrBaTh
COOTBETCTBYIOIINE M30epMeHThl. Mi3Menenne Benuunabl pH B MaTpukce MUTOXOHAPUI
BBI3BIBAET M3MEHEHHE [hIXaTeIbHOTO0 MeTabonm3Ma 3a CUeT pPEryNiluHd Pa3IudHBbIX
MUTOXOH/IpUATLHBIX (PEPMEHTOB.

N3menenusa pH Takke BIMAIOT Ha CTPYKTYPHYIO OpPraHU3ALMIO JIBIXaHUS, YTO
OBLIO TTOKA3aHO Ha M30JIMPOBAHHBIX MUTOXOHIPHSIX KApTOQEIsi, B KOTOPHIX IMOIKUACICHHUE
BBI3BIBAJIO  JHUCCOIMAIMIO  cyrnepkomiuiekcoB (Ramirez-Aguilar et al., 2011).
[logkucneHue KIETOK TaKXKe BBI3bIBACT aKTUBalMiO anbTepHaTUBHBIX HAJ[(D)H-

JIETUJIporeHas y apabuaorncuca.
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Puc. 20. BriusHue KOHIIGHTpaIlliM WOHOB Bojopoaa Ha akTuBHOCTH C/I'1 wu3

JUCTHEB KYKYPY3HbI.

N3menenns pH OKa3bIBAIOT HEIIOCPEICTBEHHOE BIIASIHUE Ha
BHYTPUMUTOXOHIpHATIbHBIE KOHIICHTPAIIMH JIBIXaTEeJbHBIX CYOCTpPaToB, MHOTHE W3
KOTOPBIX HAXOJATCA B JUHAMHUYECKOM PABHOBECUHU C TPaJUEHTOM IPOTOHOB, KOTOPBIN
omnpenesnsieT uX UMIOPT. B 4acTHOCTH, 3TO XapaKTEpHO AJisi HEKOTOPBIX OPraHHUYECKUX
KUCIIOT, HarpuMep, nupysarta (Schwarzliander, Finkemeier, 2013). TToatomy u3MeHeHUs
B rpaaueHTe pH TeCHO CBs3aHBbI C METa0OIMUYECKON PErysiuei, B TOM YHCIIE Ha YPOBHE
CYKIIMHATJIETUIPOT€HA3HOM cucTeMbl. CHUkEHHE BeInunHbl pH MaTprukca MUTOXOHIpUA
HAa CBETy MPUBOAUT K (OPMUPOBAHHIO AMUMEPHOTO U30(PEepMEeHTa, O00JIaJaIoNIero
Oonpllield aKTUBHOCTh NPHU JIaHHBIX 3HA4YeHHWs] BeMWuMHbl pPH 1O cpaBHEHHIO C

TETpPaMEPHBIM U30(EPMEHTOM.

3.1.5 BnusHue MaioHaTa Ha aKTUBHOCTH M30()€PMEHTOB CYKIIMHATACTHIPOTeHA3HI
HccnenoBanue BIMAHME MaJOHATa HA AKTUBHOCTb CYKIIMHATIAETMAPOr€HA3HOU
CHUCTEMBl HMEET BaXXHOE 3HAYEHHUE, TaK KAK B MHOTOYMCJIEHHBIX MCTOYHHKAX UMEHHO
MaJOHAT yKa3bIBaJCs KaK OJMH W3 CaMbIX CHJIBHBIX KOHKYPEHTHBIX MHTHOUTOPOB AJIs

nanHoro ¢pepmenta (Muller et. al., 2008).
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Puc. 21. Ompenenenne KOHCTaHTHI WHTHOMPOBAHUS MajoHATOM H30(epMeHTa
CAI'l. Conomnas nuHMsS — 2 MM cykuuHaTta HaTtpus, DyHKTHpHas JuHUA — IMM

CYKIIMHATa HAaTpHA.

Kunernueckue XapakTepUCTHKU HCCIEAyeMbIX (OPM CYKIIMHATIETHAPOTreHasbl B
ONpEJECIICHHON CTEeNeH! TOATBEPXKIAI0T HMX Yy4YacTUE B Pa3HbIX METAa0OJIMYECKUX
nporieccax. beuto ycranosneno, uro Ki mo manonaty mis CJI'1 cocrasnsier 0,5 MM, tipu
satom mus CJIT2 nanHBIi mokasarensb Bbine U paseH 0,95 MM (puc. 21 u 22). Biusaue
MaJloHaTa Ha aKTUBHOCTh u3opepmeHToB CJII' cBHUaETeNbCTBYeT O pa3HHUIE B
MEeXaHM3Max Peryasiuuu ux akTUBHOCTH. DyHkuuoHupoBanue uzodepmentoB CHIN u3
JUCTBEB KYKYpY3bl MOXET PpEryJIMpOBaThCS 3a CUET BIWAHMS HAa HHUX Pa3JIU4dHbIX
MHTEPMEINATOB KJIETKH, YTO SBISAETCS MEXaHU3MOM KIJIETOYHOI'O KOHTPOJS aKTUBHOCTH
uccinenyemoro su3uMa. Ilockonbky mist uzodpementa CJII'2 BBISIBJICH HHTHOUPYIOIIUN
ekt Oonee HU3KUMH 3HAUCHUSIMU MaJIOHATA, TO 9TO MOXET CBUICTEIHCTBOBATH O €TO
OonblIeld YYBCTBUTEIBHOCTM K JAaHHOMY JAeHcTByrolieMmy BemiecTBy. OTinume B
BEJIMYMHAX KOHCTAHT MHrHOupoBaHus ans uzopepmentoB CII" MoxeT OBITH CBS3aHO C
pasHUIIEH B UX CTPYKTYpE, YTO O0YCIOBICHO OTIIMYMEM B TEHETHUECKOH JeTepMUHAIINN
nzodpepmenToB. [lomyueHHble HAMM JaHHBIE COTJACYIOTCS C paHee IMOJIyYeHHBIMU TpU
U3y4CHHUU BIUSHHUS MajioHaTa Ha akTuBHOCTH CJII" m3 pasnmmunbix opranusmos (Valls-

Lacalle et. al., 2016, Belt et. al., 2017).
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CnenoBarenbHO, IPU UCCIEAOBAHUN PETYIATOPHBIX XapaKTEPUCTUK BBIJIEICHHBIX
n30()epMEHTOB CYKIIMHATIETHIPOTre€Hasbl U3 JINCTHEB KYKYPY3bl, CBSI3aHHBIX C JEHCTBUEM
MajJoOHaTa Ha HMX AaKTHUBHOCTb, OBLJIO IOKa3aHO, YTO OH IMpPOSIBISET HHTUOMpYIOLIEe
JIeWCTBHE Ha JTaHHBINA ToKazaTenb obeux uzodopm CJI'. Ilpm 3TOM yCTaHOBIEHO, YTO
uzopepment C/I'l Gonee uyBCcTBHUTENEH K JIEWCTBUIO MaJOHATA, TOCKOJIbKY KOHCTaHTa
ero uHrubupoBanusi cocrasiusger 0,5 MM, a gua CII'2 BenuuuHa HCCIEIyEeMOTO
nokasarens coctapiseT 0,95 MM.

[Tonyuenune romoreHHbix mnpenapatoB CJII' mo3BOJMIIO MPOBECTH U3YYEHUE HX
PEryJIsATOPHBIX XapaKTEPUCTUK, B YACTHOCTU BIUsHUE pa3innuHbiXx AT®, kak nokazarens
HPHEPreTUYECKOro CTaTyca MHUTOXOHIpHUM. YcraHoBieHo, uTo u3ohepmentsl CHAI'l u
CAI'2 uaruOupyrotcst BbICOKMMH KoHIeHTpauusmMu AT®, onnako, mig gopmer CUAI'1
3HAUUTENbHOE CHUKEHUE aKTUBHOCTH HA0JI01aeTcs PU KOHIIEHTpauuax 6oaee 50 MkM,

a st opmel CHAI'2 - mpu Gostee 20 MKkM.

1V 250 -
200
150

100

.50 [1l,mM

Puc. 22. OnpeneneHue KOHCTAHThl MHTHOMpPOBAHUS MalloOHATOM HU30(pepMeHTa
CAI'2. Conomnas nuHus — 2 MM cykuuHaTta HaTtpus, NyHKTHpHas JuHUA — IMM

CYKLIMHATA HATPHUS.

[lonydyeHHbIE pE3yNbTaThl MO BIUSHUIO JHEPIETUYECKOTO SKBHUBAJIEHTA KIETKHU
(AT®) no3BOASAIOT MPEANOIOXKHUTH, YTO €r0 BHICOKHE KOHIICHTPAIIMU YTHETAIOT paboTy

obenx n30(opM CYKIIMHATACTUIPOTECHA3bl. bojiee 4YyBCTBUTENBHBIM K HCCIEAYEMOMY
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DHEPreTUYECKOMY JSKBUBaJEHTY KieTku sBisgerca CJ/II'2, o 4em CBUIETENbCTBYET
M3MEHEHHE €r0 aKTUBHOCTH YK€ MpU HU3KHUX BennuuHax AT®. CrenoBaTesbHO, MOKHO
HOPEaNoNOKUTh, 4TO0 MMEHHO AT® cmnocoOHa OBITH pPEryISITOPHBIM KOMIIOHEHTOM
KJIETKH, KOHTPOJUPYIOUIMM CKOPOCTb OKHCIHUTEIBHOTO MeTabonu3Ma Ha YpOBHE
CYKIIMHATAETUAPOreHa3bl B YCIOBHUAX AKTUBHO (DYHKIHMOHUPYIOLIEr0 (OTOCHHTE3A.
O} PeKTUBHOCTD KOHTPOJS aKTUBHOCTH MHMTOXOHJPHAIBHBIX (PEPMEHTOB 00YCIOBIIEHA
HanuuueM B ee MemOpane AT®/AJID-aHTUNOPTOB.

Takum o0Opa3om, Obul paspabotan 3ddekTuBHbI crioco6 ouuctkun CIUIT u3
3€JeHbIX JIUCThEB KYKYypy3bl, BKIIOYAIOMIMA HMOHOOOMEHHYI0O Xpomarorpaduio. B
KayecTBE  ONpEAENAIONe  CTafuud  OYUCTKU  OCYLIECTBISUIM ~ MOHOOOMEHHYIO
XpomaTorpaguio, MO3BOJIMBILYI0 MHOJY4UTh JB€ (OpMBI HCCleayeMoro (epmeHTta B
TOMOT€HHOM COCTOSIHUM, YTO TOJTBEPKAAETCA PE3yJbTaTaMH 3JIEKTPO(POPETHUECKOrO
UCCIIEZIOBaHUS C YHUBEpPCAIbHBIM OKpalllnBaHueM Ha Oesok. IlokazaHo, uyTo Bce Gopmbl
CAT necopbupyrotes ¢ IDAD-11e5u1105103bI TP Pa3HbIX KOHLEHTPALUAX XJIOpUIa Kaus,
YTO MOJKET yKa3blBaTh Ha pa3jiMuve B CTPYKTYpPHOH OpraHu3aliyl IOJMIENTHIHBIX
KOMIIOHEHTOB H30()€pMEHTOB CyKUMHaTiaeruaporeHasbl. [lonydeHHble B TOMOT€HHOM
COCTOSIHMM TpenapaThl UCCIETyeMOro (pepMeHTa MO3BOJMIN U3YUUTh UX PEryISTOPHbIC
CBOICTBa, TaK TMOKa3aHO WMHTUOMpYIONIEe JEWCTBHE BBICOKMX KOHIICHTpAlUN
HHEPreTUYECKOro 3KBUBasieHTa KJIeTKU (AT®) Ha cKOpPOCTh PYHKIMOHHUPOBAHUS 00X
n30(OpM CYKIIMHATAETUAPOreHA3bl U pa3IuyHasi UX YyBCTBUTEJIbHOCTh K MAJOHATY, YTO
MOXET OBITh OJHHUM W3 MEXaHM3MOB PETYJISIUN HWHTEHCUBHOCTH OKHCIUTEIHHOTO

MeTab0JIM3Ma MHUTOXOHIPHH.

3.2 OuncTKa aKOHUTATTUAPATA3bI U3 KYKYPY3bl

[IatucranuiiHas cxema, NPUMEHEHHas NMPU MOJY4YEHUM TOMOTE€HHBIX IpPEnapaTroB
aKOHWTA3bl M3 JIUCTHEB KYKYpPY3bl, IO3BOJMIO H30(EPMEHTHI, YHCTOTa KOTOPBIX
HOATBEPKICHA DIIEKTPOPOPETHIECKUM MeTooM (Tabi. 5). MeTonoiorus nmpoBeIeHHs

OYHNCTKHU I/ISO(i)CpMeHTOB AKOHUTATTHUAPATA3bI obecmeunia IMMOJIYy4C€HHUEC IIp€riapaToB C
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BBICOKOW YJIETbHON aKTUBHOCTBIO, TP ATOM KaXK/asi CTaIUsI IPUBOIMIA K YMEHBIIICHUIO
coJiepkaHusl COmyTcTByromux oenkos (Enpunies u op., 2007).

BaxnHoe 3HaueHMe B HCHONB3YeMOW CXEME OYMCTKM Wrpaja CTaaus
xpomartorpaduu Ha JIDAD-1iemIron03e ¢ npuMeHeHreM uneiiHoro rpaauenta KCI (75-
120 MM) B kadectBe mecopOupyromiero ¢akropa. IlpoBeneHne HOHOOOMEHHOM
Xpomarorpanuu ¢ npuMeHeHneM 1A D-1enion036l MO3BOIMI0 CTAHOBUTH Pa3inine B
BEeJIMYMHAX  KOHIEHTPAIIMH  XJOPUAA  Kaiwsl, HEOOXOAUMBIX JUIT  J1eCOpOIUu
n30(hepMEHTOB aKOHUTATTUAPATA3bl U3 JINCTHEB KYKYpy3bl. Pe3ynbTaTel HOHOOOMEHHOM
xpomaTterpaduu MO3BOJISIOT CENaTh 3aKI0YeHHEe 00 OTIWYHH MOBEPXHOCTHOTO 3apsiaa
OenkoaBbIX MOJIEKYJ n3ohepmeHToB Al

Tabnuna 5.

OuncTka H30(epMEHTOB aKOHUTATIHIPATa3bl U3 JIUCThEB KyKypy3sl (N=3, P < 0,05)

VY nenpHasa
AKTHBHOCTD,
E/mr Oenka

OObeM, | AKTHB- benoxk,
Craguy O4YUCTKH MIT HOCTB, E MT

Crenenp | Breixon,
OYHCTKHA %

['omorenar 50 16,950 329 0,05 1 100

@pakuuoHUpoBa
HUE cynbhaTrom
aMMOHUS

(50-65%)

3,5 5,742 25,367 0,23 4,6 34

I'ens-
(dbunpTpaIus Ha
KOJIOHKE C 2,5 4,899 20,136 0,24 5 30
Cedanexcom
G-25

I'enb-
xpomaTorpadus
Ha KOJIOHKE C 2,5 1,345 1,939 0,69 15,6 9
Cedanexcom
G-150

HonoobMeHHast
xpomaTorpadus
Ha KOJIOHKE C

JIDAD- 2,5 0,648 0,124 5,23 104,6 3
EJUTI0I030H

2,5 0,381 0,118 3,22 64,4 3
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VY nenbHas AKTUBHOCTh MOJTYYEHHBIX npenaparoB n30(epMEHTOB
aKOHUTATTUApaTasbl coctaBmwia 3,22 u 5,23 E/mr Oenka (tabn. 11) co cTeneHb OYUCTKA

64,4 n 104,6 pa3, COOTBETCTBEHHO, JUIsl IEPBOTO U BTOPOTO U30(PEPMEHTOB.

3.2.1 MWccnemoBanue TOMOT€HHOCTH M CHEIU(UUECKOM  aKTUBHOCTH
AKOHUTATTUIPATA3BI U3 KYKYPY3bI

YHUBepCAIbHOE TMPOSBJICHUE TMOJMAKPUIAMUIAHOTO TelIs ¢ TpernapaTtaMu
n30()epPMEHTOB aKOHUTATTHJpaTa3bl M3 JIMCThEB KYKYpPY3bl IIOKa3ajo, YTO Ha TIelle
OoOHapy>KHMBaeTCs TOJIBKO OjJHa OejKoBas I0Jioca B KaXJAOM U3 IPEnapaTroB, YTO
yKa3piBaeT Ha HUX romoreHHocTh (Ocrtepman, 1981). Dnekrpodopernyeckue

TIOJIBFDKHOCTH JJTS BBIZICTICHHBIX M30(hepMeHTOB ObLTH cienytromue: it Al'l - 0,58, Jlns

AI'2 - 0,52.
<« P2 (R=0,52)
! o +«—— Pi(R=058)
1 2
Puc. 23. [TonTBepkaeHNE TOMOTEHHOCTH IIOJIYYEHHBIX H30(EPMEHTOB
aKOHUTATTUApPATa3bl M3 JIMCThEB KYyKypy3bl. 1 — choemuduyueckoe MposBICHUE Ha

aKTUBHOCTh aKOHUTATIHIpaTa3bl. 2 — OKpAIIMBAHUE TeJIsl HUTpaTOM cepedpa (Ha 6eoK).

P1, P> — OenkoBbI€ MOJIOCHI

3.2.2 Perynsiiusi ak THBHOCTH aKOHUTATTUAPATA3bl OPraHUYECKUMHU KUCIOTaAMU
Perynsmuio akTUBHOCTH TmpemapaToB H30(QEPMEHTOB aKOHHUTATTUIAPATa3bl W3

JIMCTBCB KYKYPY3bl MHTCpMCIHUATAMUN KIICTKH HCCICAOBAJIN C HCIIOJIB30BAaHHUC MallaTa,
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CyKnmHaTa, (Qymapara, TauMoKcuiaTta. Bce ucciemyempie MpenepaTrsl OpPraHUYeCKHX
KUCJIOT TPOSBISUIM WMHTHOMpylollee JCHCTBHE Ha H3ydaeMble H30(DEpMEHTHI
AKOHUTATTUAPATa3bl 10 KOHKYPEHTHOMY TUIy. BelnuumHBl KOHCTaHT MHIHMOMPOBaHMS,
olpesieseHHble s Kaxaoro u3 udopepmenroB Al', konebanucey B npenenax ot 1,24 no
2,15 MM. MakcumaibHOEe 3Ha4€HHE HHIHOupyromero >@Qexra XapakTepHO s
dbymapoBoit kuciotsl (Benuuunsl Ki ot 1,24 no 1,72 MM), kotopasi Takxe MpOSIBIISIET
CBO€ JICCTBHE 110 KOHKYPEHTHOMY THUITY.

AHanu3  pe3ynbTaTOB ~ MHTUOMTOPHOTO  aHanmu3a I U30(EpMEHTOB
aKOHUTATTUPATa3bl, BBIICJICHHBIX U3 JIMCTbEB KYKYpPY3bl, YKa3biBaeT, 4Tto Al'l
(MuTOXoHapHuanbHas ¢opMa) Hauboyiee 4YYyBCTBUTEIbHA KO BCEM IPUMEHEHHBIM B
JTAaHHOW pa0doTe BEIECTBAaM, UTO YKa3bIBAET HA €€ BBICOKYIO UYBCTBUTEIBHOCTb. BakHO
OTMETUTh, YTO 3HAYUTENBHYIO POJb B pErymsauuu (EepMEHTATUBHOW aKTUBHOCTH
U303UMOB aKOHHUTa3bl UIPAeT TJIMOKCHIIAT, O Y€M CBHJETENIbCTBYIO JIaHHBIE O €ro
BBICOKOM MHTHOUPYIOILIEM JIEHCTBUH Ha 00a HccaeayeMbIX n30(hepMeHTa.

Tabnuma 6.
3navenus Ki uHTepMenrataMu KICTKH H30()epPMEHTOB aKOHUTATTUAPATA3HI U3

JTMCThEB KyKypy3sl (N =5; p <0,05)

3nauenue Ki, MM
HasBanue Buna pactenus

CykuuHat Mauar dymapar I'muokcunar
1 1,75 2,14 1,24 2,05
Kykypysa
2 2,06 2,86 1,72 2,18

1 — AT u3 mutoxouapuiti; 2 — AI" U3 IUTOIIA3MBI

3.3 OuncTKa HIUTPATCUHTA3bI U3 KYKYpPY3bl
W3 nucTheB KyKypy3bl ObUla MPOBEACHA OYHCTKA U30()EPMEHTOB IIUTPATCUHTA3bI
U TOJNy4deHbl mpemnaparbl JIByX ¢GopMm. OuucTka MUTOXOHAPUATIBLHOTO H30(epMeHTa
HUTPATCUHTAa3bl OblIa ocylecTBieHa B 152,4 pa3, mpu 3ToM BbIXoA coctaBui 8%.

BenwuuHa yneiapbHONW aKTHMBHOCTH JaHHOTO m3odepmenta - 0,23 E/mr Oenka (tabmn. 7).
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Jns rmmokcucomansHoit popmel LIC Beixon cocraBui 7,1%, a crenens ounctku 113,8

pa3 (tab. 8).

Tabmuma 7.
OuncTka MUTOXOHAPHAIBHOTO H30()epPMEHTA IIUTPATCUHTA3BI
U3 JINCThEB KyKypy3sl (N = 5; p < 0,05)
Cranns OO0neMm, O061mas benok, VYV nennHas Brexon | Crenens
MJT AKTUBHOCTb, MT AKTUBHOCTb, % OYHCTKHU
E E/mr Genka
I'omorenar 95 138 435 0,317 100 1
Opakius 18 48 61 0,751 34,8 2,4
MHUTOXOHJIPUHN
OpakIMOHNPOBAHUE 7 39 14 2,786 28,3 8,8
Cyb(haToOM aMMOHHSI
(40-70%)
I'enb-dunbTpanus Ha 5 36 11 3,272 26,1 10,3
Cedanexce G-25
NoHooOMeHHas 6 34 1,4 22,3 24.6 70,3
xpomarorpadus Ha
JIDAD-nemntonose
I'ens xpomarorpadus 3 111 0,23 48,3 8 152,4
Ha Cedanexce G-200
Tab6muma 8.
OuncTKa MepOKCUCOMATBHOTO N30(hepMEHTa ITUTPATCHHTA3HI
U3 JINCThEB KyKypy3sl (N = 5; p < 0.05)
Cranus OO0newMm, OOmias Benok, V nenbHast Brixon | Crenenn
MIT AKTHBHOCTb, MT AKTUBHOCTb, % OYKCTKH
E E/mr Genka
I'omorenar 52 82 241 0,34 100 1
Opaknus 14 26 41 0,63 31,7 19
TJTHOKCHCOM
@pakIIMOHNPOBAHUE
CyJibaToOM aMMOHUS 3,0 20,8 21,5 0,97 25,4 2,9
(40-70%)
I'enb-punbTpanus Ha 6,5 17,3 16,2 1,07 21,1 3,2
Cedanexce G-25
HonooOmenHast 55 14,8 2,12 6,98 21,9 20,5
XxpomaTorpadus Ha
JIDAD-nennronose
I'ens xpomarorpadus 2,5 5,8 0,15 38,7 7,1 113,8
Ha Cedanexce G-200
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[Tonyuennsie mpenapatsl M30()epPMEHTOB IUTPACTHHTA3BI U3 JHCTHEB KYKYPY3bI
UCTIONB30BAIM  JIIST  WCCIEAOBAaHUS HEKOTOPBIX KHHETHYECKHX U  PEryISITOPHBIX
xapakrepuctuk. [lokazano, uto maHHbIe N30()EPMEHTH HMEIOT 3HAYUTEIbHBIE OTIIHYHUS B
UCCJIETyeMbIX XapaKTePUCTHKAX.

B xoze mpoBEeNEHHOTO HUCCIENOBaHUS CBONCTB M30()EPMEHTOB IUTPATCUHTA3bI
OBLIO YCTaHOBJIEHO, YTO MUTOXOHJApPUAJIbHAS U IIEPOKCUCOMANIbHAS (DOPMBI Pa3IUUAOTCS
no ontuMmaabHOMy pH ® cpoactBy Kk okcanmoaneraTy W aneTwi-CoA (tabm. 9).
['muokcucomanbHas Gpopma Hambosee akTHBHA MpU HelTpanbHoM pH (7,7), umeet 6osee
HU3KOe cpojcTBO K okcanoareratry (71 mMxM) u k anetuin-KoA (26 MxkM) u mo
CPaBHEHHUIO C MMTOXOHJpHAIbHON QopMoil, nMeromeid 3Hayuenue Kwm 25 mMxM ans
okcamoanerata u 6 MxkM g anetun-CoA.  Haubonbiiyto  akTUBHOCTH
TIIMOKCHCOMANTBHBIN N30(EPMEHT MPOSBISLET B MEIOYHOM 3HadeHHH pH u onTumanbHOe
3Ha4eHHe ObLI0 BhIsABICHO mpu pH 8,2.

Taodmuna 9.
Kunerndeckne XxapakTepUCTUKH MUTOXOHAPHUATBHOTO U MTEPOKCHCOMAITLHOTO

1M30(epPMEHTOB IUTPACHHTA3bI U3 JTUCThEB KYKypy3bl (N = 5; p < 0.05)

Kwm (MxM) pH-ontumym
N3odepment
OKcajoaleTaT anetmii-CoA
MuToXoHIpuaTbHBIN 71 26 1,7
[TepokcrucoManbHbIN 25 6 8,2

BrisBieHHbIE pa3nuuus B KHUHETHYECKUX XapaKTePUCTUKaX H30(EepPMEHTOB
LUATPATCUHTA3bl IMO3BOJSAIOT MPEANOJIOKUTH HX Pa3HyKd pojb B OpraHu3aluu
MeTaboIr3Ma UTpaTa B KIETKaxX JIUCTheB KYKypy3bl. boree HI3Koe 3HaUeHUE BEJTMYHHBI
KOHCTaHTBl Muxasnmuca s TEpPOKCUCOMaIbHONW (OPMBI MO OTHOIICHHUIO K
okcanoaneraty u anetui-CoA CBUAETENLCTBYET O OOJIbILIEM CPOJACTBE SH3UMA K ATHUM
cybcTparamM, 4YeM y MUTOXOHJIpHaIbHOTO wu30depMeHTa. B mepuos akTHBHOM

MO6I/IJII/138.LII/II/I 3aIMaCHBIX BCHICCTB CECMCHHU 3TO MOXCT UI'PAaTh BA)KHYIO POJIb, ITIOCKOJIBKY
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npeoOyiajanue  aHa0OJIMYECKUX  MPOIECCOB  HEoOXomuMo it  obOecriedeHus
PacCTUTENBHOTO OPraHU3Ma HE TOJIBKO 3HEPIHEl, HO U OMOoCyOCTpaTaMHu.

Bbicokasi aKTUBHOCTh TJMOKCWJIATHOTO IIMKJIA CONPSDKEHA HE TOJNBKO C
MaKCUMAJIbHOM aKTHUBHOCTBIO MepokcucomanbHoi  Qopmbl  L[C, HO Takke u
MUTOXOHApUANbHON (opmbl. CiemoBatenbHo, UK Kpebca Takke MMEET BBICOKYIO
CKOPOCTh  (PYHKIIMOHHPOBAHUS B JIAHHBIK T1epuoia. Poiab  MEpOKCHCOMAILHOTO
n3o(epMeHTa MHUTPATCUHTA3bl, BEPOSTHO, 3aKJIIOYACTCS, BEPOSITHO, B 0OECIICUCHUU
MeTaboJIM3Ma IUTpaTa M MOCTABKH €T0 B ITUKJ TPUKAPOOHOBBIX KUCIOT B MUTOXOHIPHUSIX.
Baxnocts mepokcucomanbHoii I[[C MokeT OBITH OOYCIIOBICHa OCOOCHHOCTSMH
MeTabOoIM3Ma IUTKOB KYKYPY3bl, TOCKOJIBKY OCHOBHBIM HMCTOYHHKOM YTJICBOJIOB B HHX
SIBJISICTCSI DHIOCIIEPM, B IIMTKAax KoToporo 3amacarorcs aunuabl (Gayral et. al., 2015).
['uaponu3 >KUPHBIX KHUCIOT, AKTUBHO IPOTCKAIONIUH B IIUTKAX KYKYpPYy3bl, MOXET
NPUHUMATh y4acTHE B MOJKHCICHHH 3HIOCIIEPMa, YTO CIIOCOOCTBYET OoJiee OBICTPOMY
paclleIyICHUIO 3amacHOro Kpaxmasia Bo Bpems npopacranus (Ma et. al., 2016), u uutpar,

MTOCTABJISIEMBIN LIMTPATCUHTA30M, MOYKET UTPATh POJIb B 3TOM MPOILIECCE.

3.4 CeroBas perynsanusi GyHKIIMOHUPOBAHUS UCCIIEYEMBIX H30(EPMEHTOB

N3ydyenune BIMSIHHUS CBETOBOTO peXMMa Ha CKOpOCTh ¢yHKimonupoBanus C/I,
LIC n Al B 3e51€HBIX JTUCTHAX KYKYpPY3bl IIOKA3aJI0 U3MEHEHHUE BEJIMYMHBI HCCIEYyEMOTO
nokasareiisi B 3-4 pasza B YCJIIOBHUSIX TEMHOTHI U Ha CBETY (puc. 24).

Benuunna axtuBHoct CIIT m mMuToxonapuaibHbix uzodepmentoB Al u LIC
YMEHBIIAETCA IPU SKCIOHMPOBAHMU PACTEHHWH HA CBETYy M MEHSAETCS 3a JIOBOJIBHO
KOPOTKHI MPOMEKYTOK BpeMeHH (2-3 yaca), 4TO J1aeT BO3MOKHOCTh PACTCHHUIO OBICTPO
OCYIIECTBIISITh MEPEX0]] OT OJHOTO THMA SHEPreTUYECKOro MeTaboju3Ma K JpYroMmy B
3aBUCUMOCTH OT YCJIOBHMH oOcBelleHHs. B oTcyTrcTBHe cBeTa HaOmrofaeTcsl BbICOKas
CKOpOCTh (PYHKIIMOHUPOBAHHS HCCIEAYEMBbIX 3H3MMOB, 4YTO CBHJETEIBCTBYET 00

aktuBanuu C/{I" u nukia Kpebca.
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Puc. 24. AXTHBHOCTB CYKIIMHATIETHAPOTeHA3BI, IIUTPATCUHTA3HBI (OebIe CTOIOIBI
— MUTOXOHJpHanbHas ¢opMa, cepble CTOJOIBl — MEepoKcHcoMalbHas ¢Gopma) u

AKOHHUTATTUAPATA3bl B JUCTHAX KYKYPYy3bl IIPH CMEHE CBETOBOI'O PEKUMA PACTECHUM.

VBenuyeHne KaTaluTUYeCKONH aKTUBHOCTH LMTOIUIA3MAaTHYECKUX H30(epMEHTOB
IIUTPATCUHTA3bl M aKOHUTATTHPATA3bl HA CBETY, BEPOSTHO, HEOOXOAMMO JIsi aKTUBALIUU
paboThl (HOTOCHHTETUUECKOTO METaboIn3Ma, YTO OOYCIOBIECHO HEOOXOAMMOCTHIO
yBenrueHuss ckopoctd pabotel mukina KameBuna (lgamberdiev et al., 2014) 3a cuer
MOOWJIM3AallMM IIyJa 3alacHbIX OPraHWYECKUX KHUCIIOT KJIETKH (B TEPBYIO OuYepeb
UTpaTa, TaKk Kak MajaT MOKET MOOWJIM30BBIBATHCS MPU MOMOIIM CHUCTEMBl MAaJHK-
DH3MMOB, o0OecreurBas CyocTpaTaMu aHaOOJIMIECKUE MPOIIECCHI).

N3menenne aktuBHoctu uzopepmentoB C/I, LIC u AI' B nuCTBIX KyKypy3bl B
YCIOBHSIX ~ pa3jIMYHOTO  OCBELICHHWS  PAacTeHUH  CBUACTEIBCTBYIOT 00  HX
CBETO3aBHCUMOCTHU. BeposiTHO, B perymiuuu Hu30(epMEHTOB MeTadoju3Ma Iu- U
TPUKApOOHOBBIX  KUCJIOT TMPUHUMAIOT  ydacThe  (OTOPEUENnTOpPHBIE  CHUCTEMBI,
o0ecreynBarolMX TOHKAW MEXaHU3M KOOPAMHAIMM METa0O0JMYECKUX MPOIIECCOB.

OpHUM KX CIOCOOOB TaKOW PETYINALNU SBISETCS KOHTPOIb YPOBHS TPAHCKPUIITOB T€HOB

B kierke (Quail, 2007).
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3.4.1 Dxchopeccusi TEHOB CYKIIMHATACTUAPOTEHA3bl B JIUCTBSIX KYKYpy3bl B
YCJIOBUSIX Pa3JIMYHOIO CBETOBOTO PEKUMA

CseroBas perynsauus ¢QyHkiuonupoBanusi CII' B pacTeHUAX HWIrpaeT BaKHYIO
pOJIb B OpraHMU3AIMM JIbIXaTeIbHOTO METAa0O0IU3Ma KJIETKH U MOCPEIHUKAMHU B JaHHOM
mpolecce MOTyT BBICTyHaTh (oTopenentopHbie cucteMbl. [[ns ompeneneHus poiu
OTJENIbHBIX PEIENTOPOB KPACHOTO CBeTa ObUT NpoBeAeH aHanu3 cojepxkanus MPHK
TE€HOB CYOBEIMHUI] CYKIIMHATAECTUIPOTE€Ha3bl B JIUCTHAX KYKYpy3bl MpU OOIyYECHUU
pacTEeHU CBETOM pa3HOU IJIMHBI BOJIHBI.

[lonyueHHble  pe3ynabTaTbl O  HCCIEIOBAHUIO  YPOBHS  TPAHCKPHUIITOB
aHATM3UPYEMBIX TEHOB B YCJIOBHUSX PA3HOTO OCBEIICHUSI CBHUACTEIHCTBYIOT, YTO B
pacTEeHUAX Ha CBETY M MOCJE OOJydeHHsS KpPAaCHBIM CBETOM C JJIUHOW BOJIHBI 660HM
otHOocuTenbHas koHeHTpanus MPHK rena SDH1-2 3HaunTenbHO MEHBINIE, YeM JaHHBIN
MOKa3aTejdb B PACTCHUSX, HAXOMAIIUXCS B TEMHOTE M Toclie OONydeHUs IalbHUM
KpacHbIM CBETOM. TakK, OTHOCHUTENIbHBIA YpPOBEHb TPAHCKPUIITOB JJi1 BapUaHTOB
«reMHOTa» U «KC+IKC» cocrasnsin 11,7 u 22,1 equHul, COOTBETCTBEHHO, B TO BpPEMS

Kak B BapraHTax «cBeT» U «KC» 3ToT nmokaszarens Obu1 1,2 1 0,3 enunuiis (puc. 25).
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Puc. 25. OtHocutenbHBIi ypoBeHb TpaHckpunuuu reHa SDHI1-2 B nmcThsx
KYKYpY3bl TIPH pPa3HBIX CBETOBBIX pekuMax. CBET — pacTCHHs, OCBEUICHHBIC OCITbIM
cBeroMm; TeMHOTa — pacTeHus, BIJep)KaHHbIe B TeMHOTe; KC — pacTeHHs, OCBEIIICHHBIC
ceetoM c juinHou BostHbI 660 HM; KC+JIKC — pacTenusi, mocneqoBaTeabHO OCBELIEHHBIE

CBETOM C UTMHOU BOIHEI 660 uM 1 730 HM.
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B ombiTax 1mo BIMSHUIO KPacHOrO M JAJIbHETO KPacHOrO0 CBETa HA YpPOBEHb
skcipeccunn rena SDHI1-2 Oputo moka3zaHo, YTO akTUBAIMs (UTOXpOMa BBI3BIBACT
U3MEHEHHs B pabOTe INeHETHMYECKOro ammapaTta KJIeTKH, yMeHbluas koiaumdectBo MPHK
CHAI' B xmerke pactrenmit. IlpoTmBomonoxHBIM 3dekT HabIr0gaeTcs MpU JICHCTBUE
JAJIbHEr0 KPacHOTO CBETA, YTO BBI3bIBAET YBEIIMUEHUE COACPKAHUS TPAHCKPUIITOB I'€Ha
SDH1-2 B kieTKax JIUCTHEB KyKYPY3Hl.

[IpoBenennblii ananu3 odbpasuoB k/IHK u3 kykypy3el ¢ mpaiimepamMu K TreHY
SDH2-3 B ycnoBHsAX pa3HOTO CBETOBOTO pEXHMMa IMO3BOJIMJI YCTAaHOBUTH, UYTO B
pacTeHHMsIX Ha CBETY M IOclie OOJy4eHHS KPACHBIM CBETOM C JUITMHOW BOJIHBI 660HM
oTHocuTenbHast KoHeHTpauuss MPHK uccienyemoro reHa 3HauMTENbHO MEHbILE, YEM
JAHHBIN MMOKa3aTeNb B PACTCHUSIX, HAXOAAIMIMXCSA B TEMHOTE. [IpoTHBONOI0XKHBIN 3pPekT
BbI3bIBAET BO3JIEHCTBHE HA KYKYypy3y [JajbHEro KpacHOro cBeTa. Tak, ypOBEHb
OTHOCHUTENIbHON TpaHcKpumuuu A BapuanToB onbita «JJKC» u « KC+KC» 6ba B 5-

5,3 pa3a BBbIIlIE TAKOBOTO [TOKA3aTesl BAPHAHTA «CBET» (pHcC. 26).
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Puc. 26. OtHocuTenbHbIl ypoBeHb TpaHckpumiuu reHa SDH2-3 B nucThsix

KYKYPY3bl IIPY Pa3HBIX CBETOBBIX PEKUMaX.

YMeHblIeHHe KoJMYecTBa TpaHCKpUNTOB reHa SDH2-3 B nHuCThIX KyKypy3bl npu
UX OOJIy4eHUH KpPaCHBIM CBETOM, OOYCIIOBIEHO (POPMHUPOBAHHWEM B KIIETKE aKTHBHOU
¢dopmbl pruToOXpoMa B TaHHBIX yCIOBUsAX. [IpoTrBONONOKHBIN ekt HabI0aeTcs Ipu

BozaercTBun Ha pacteHus JKC wu nocinenoBarensHoe paericteue KC u JIKC.
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CnenoBarenbHO, OOHapyXkeHa (UTOXPOM-3aBUCHMAsi CHCTEMa KOOPAWHAIIMH PaOOTHI
FEHETHYECKOI0 amnmnapara KJIETOK KyKypy3bl IpHU OOJy4YE€HUU PACTEHUN CBETOM pa3HOM
JUIMHBI BOJHBL. AKTUBHasg (opMa (pUTOXpOMA NPOSBISAET MHTMOMpYIOLIEe NEHCTBUE I10
OTHOILLIEHHUIO K TreHaM Karainutudyekoro aumepa CJI'. cHmkeHHe TpaHCKPUILMOHHOMN
akTHOocTH TeHoB SDH1-2 m SDH2-3, BeposATHO, 00yCIIOBIEHO CHIKEHHEM CpOJICTBA
PHK-nosmmepaspl 1O OTHOLIEHUIO K IIPOMOTPOHOM YAacTH JaHHBIX T'€HOB H3-3a
(UTOXPOM-3aBUCUMON JI€TpaJallud COOTBETCTBYIOIIUX TPAaHCKPUIILIMOHHBIX (DaKTOPOB
(Paik et al., 2017).

[IpoBeneHHbIE UCCIIENOBAaHUS CBUACTEIBCTBYIOT 00 ydacTuu (UTOXPOMOM
cuctembl B peryisuuu ¢yHkuuonupoBanus CIIT B 3eNeHBIX TUCThIX apabuaoncuca, npu
ATOM KJIIOUEBYIO pOJb B peryisiiuu aktuBHocTu reHoB CJIIT urpaer aktuBHas (opma

duroxpoma A, CHUXKaroIIas CKopocTh Tpanckpumuy reaa SDH1-2 (Popov et. al., 2010).
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Puc. 27. OtHocutenbHBII ypoBeHb TpaHCKpunToB reHa SDH3-1 B mmcrhsix

KYKYPY3bl B YCIIOBHSIX Pa3HOTO CBETOBOI'O PEXKUMA.

WN3yueHne  KOJMYECTBEHHBIX  IoOKaszartenedl  coxepxkanuss MPHK  renos
MeMOpaHocBsA3aHHbIX cyObeauHul C/II" B MHCTBSIX KyKypy3bl B YCJIOBHSX Pa3IMYHOIO
CBETOBOTO peXMMa IMokazaj, 4ro skcnpeccusi reHoB SDH3-1 u SDH4 umeer Huskoe
3HAUYCHHUE y PACTCHUM, HaXOASIMXCA Mox neicTBueM cBeta (puc. 27 u 28). OmHako,

Ha6J'IIO)IaeTC$I HC3HAYUTCIIBHOC  YBCIWYCHHUC  KOJMYCCTBA  TPAHCKPUIITOB TCHOB
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MEMOPAHOCBSI3aHHBIX CYOhEIMHUII CYKIIMHATIETUIPOTEHA3HI P WHKYOAIH PACTEHUH B
temHoTe. OcBemienne pacteHuit KC wu JIKC He m0poHCXOOUT U3MEHEHUS B
aHATM3UPYEMOM IOKa3aTeie U COJACpPKAHUE TPAHCKPHUIITOB T€HOB MEMOPaHOCBSI3aHHBIX

CY6’be,Z[I/IHI/II_I CI[F COOTHOCHUTCS C TAKOBBIM ITOKA3aTCJICM BapHaHTa «TCMHOTAa».
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Puc. 28. OrHocuTenbHBI ypoBeHb TpaHCKpUNTOB reHa SDH4 B mmcThax

KYKYPY3bI B JIUCTBSAX KYKYPY3bl B YCIIOBHSIX PA3HOTO CBETOBOTO PEXKUMA.

Ha ocHoBaHMM pe3yNbTaTOB UCCIIETOBAHUS MOXKHO 3aKIIOYUTh, YTO (PUTOXPOMHAS
CHUCTeMa HE MPUHUMAET y4acTus B perymnsuuu TpaHckpuniuu reHoB SDH3-1 u SDH4
CYKIIMHATACTUAPOTEHA3bl.  YBEINUYECHHWE  CKOPOCTH  (YHKIMOHMPOBAaHUS  T'CHOB
cyopequany, C u JI mpu  nepeMellleHHH pacTeHUHd B TEMHOTY CBSI3aHO C
UHTEHCU(UKaLMed AbIXaTeabHOro Metabonusma. OqHaKo, MEXaHU3M JTaHHOU PeryJisiiuu
HE CBf3aH C (UTOXPOMHOW CHCTEMOM, BEpPOSITHO, MOXKET O0ecreyrBaTbCcs HHBIMU
cnocobamu. B 9acTHOCTH, KPUNTOXPOMHOM CHCTEMOW WM YHEPTETHYECKUM CTaTyTOM

KJICTKH.

3.4.2 WccnemoBaHWe OKCIPECCHH TEHOB CYKIMHATICTUAPOTEHA3bl B JIHCTHIX
Arabidopsis thaliana gukoro Tuna u gepUIMTHBIX 110 reHaM GUTOXpOMOB A 1 B
[IpoBeneHHbBIC paHee UCCIIEOBAHMUS MO BIUSHUIO CBETOBOTO PEXHMMa HA CKOPOCTh

¢yukimonupoanuss CJI B smcthsax Arabidopsis thaliana mokaszamu, 4yro naHHas
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XapakTepucTuka (hepMeHTa Ha CBETY 3HAYMTEIHHO CHM)KEHA, TI0 CPABHEHUIO C TEMHOTOM.
OnHako, Ha CBETY HE MPOUCXOAUT MOIHOro HHruoupoBanus CII", 4To BEpOATHO CBA3AHO
HE C SHEPreTUYeCKUMH (QYHKIHMSIMUA MUTOXOHAPUM B JAHHBIX YCIOBHUSAX, a C TOCTaBKOU
MeTabOIUTOB It OnocuHTeTHYeCKUX mporieccoB (Enpuniies u op., 2010).

OgHuM M3 OMOCpPENOBaHHBIX MEXAaHM3MOB CBETOBOHM peryjsiuu aKTUBHOCTH
(depMeHTa MOTYT BBICTYHaThb (PUTOXPOMBI U KPUIITOXPOMBI. PaHee ObUIO yCTaHOBIIEHO,
YTO (PUTOXPOMHAsI CUCTEMA YYaCTBYET B PEryJISILIMN AKTUBHOCTH PA3JIMYHBIX (PEPMEHTOB
(Chen et. al.,, 2014, Han et. al., 2017). ®uToxXpoM MOXET HEMOCPEICTBEHHO
BO3JICHCTBOBaTh Ha ()EPMEHT, U3MEHSTh COCTOSIHHE MeMOpaH, WIM KOHTPOJIUPOBATH
¢yukuunonupoBanre JIHK knetku (KysuenoB u ap., 1986, ®denenko u ap., 1995).
Perynsius sxcrnpeccu TeHOB MOXKET OCYIIECTBISATLCS aKTUBHOU (hopmoil puTtoxpoma A,
KOTOpBIM CHOCOOEH MNPUHUKATH B SApO Onarojaps CHEUaIW3HUPOBAHHBIM OelKaMm-
MEPEHOCYNKAM JIOCTATOYHO OBICTPO, U KOHTPOJIUPOBATH PabOTy TPaHCKPUIIIIMOHHBIX
dbakTopoB MM cocTosiHUE XpomaTtuHa. Kpome Toro, cBoe neicTBUe (HUTOXPOM MOKET
peanu30BBIBaTh MOCPEACTBOM pasnuunbix MeccenmkepoB (Klose et. al.,, 2015, Oh,
Montgomery, 2014).

UccnenoBanne pAelCTBUS CBETa pPa3HOW JUIMHBI BOJHBI HAa COAEpKaHUE
TpaHckpuntoB TeHa SDH1-2 B nucTesix apabuponcuca JUKOTO THUTA BBISIBUIO
3aBUCUMOCTb JAHHOTO TIOKa3aTelsi OT COCTOsHUA (uroxpoma. AKTHUBHas Qopma
¢duToxpoma, oOpazoBaHHE KOTOPOW BBI3BAHO OOJYyYEHUEM PACTEHUU KPACHBIM CBETOM,
BbI3bIBAJIa YMEHBILIEHUE KOJIMYECTBA TPAHCKPUIITOB aHANMU3Upyemoro reHa. Otiauuue B
conepxxaunn MPHK rena ¢naBonporenna CJII' Ha cBeTy W mpW BO3JCHCTBUM Ha
pacTeHusi KpaCHOTO CBETa OT BapuaHTOB «TeMHOTa» U «JIKC» Owuto B 6,7 u 32,7 pasa,
cootBercTBeHHO (puc. 29). [TodydyeHHbIe pe3ysbTaThl YKa3bIBAIOT HA MHIHOMTOPYIOIIEE
JecTBHEe aKTUBHOW (opMbI (PUTOXpoMa Ha TPAHCKPUMIIMOHHYK) aKTUBHOCTh T'EHA
SDH1-2.

OO6nydyeHue pacTeHU CBETOM C JUIMHHON BOJHBI 730 HM BBI3BIBAJIO YMEHBIIICHUE
coaepxkanus TpanckpunToB reHa SDH1-2 ¢naBomporenna C/I" 6onee yem B 35 pa3 no

OTHOHICHUIO K OKCIICPUMCHTAJIBHOMY BapHUAHTY «TCMHOTA». HpI/I 9TOM, aHaJIOTU4YHasdA
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cuTyanus HaOIr01anack U rnpu nocienosarenbHoM oonyuenuu pacrenuit KC u JIKC, uto
BBI3BIBAJIO CHI)KCHUE AHAIM3UPYEMOTO IokKazarens B 32,69 pasa mo OTHOLICHHIO K
MOKAa3aTeNi0 B PACTEHUAX, UHKYOUPYEMBIX B TEMHOTE.
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Puc. 29. OtHocutenbHbIi ypoBeHb TpaHckpunToB reHa SDHI1-2 B mmcThsax

apa6I/II[OHCI/ICa JAUKOI'O THUIIA ITPH PAa3HBIX CBECTOBLIX PCIKUMaAX.

[Tlpumenenne B uccnenoBanuu pacteHuit Arabidopsis thaliana, HokayTHBIX O
reHam (UTOXpOMOB A u B, M03BOJIMIIO yCTaHOBUTH (PYHKIIMOHAIBHYIO POJIb KaXKIOTO HX
HUX B peryisiun dkcrpeccun renoB CJIIM-cucremsr (puc. 30 u 31).
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Puc. 30. OtHocutTenbHBIM ypoBeHb TpaHcKkpunToB reHa SDHI1-2 B mmcThsax

apabujorcuca, MyTaHTHOTO TI0 TeHY (PUTOXpoMa A Mpu pa3HbIX CBETOBBIX PEKUMAX.
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W3 mony4eHHbIX AaHHBIX BHIHO, YTO COJAEp)KaHuEe TpaHckpunToB rena SDH1-2 B
pacTeHMsIX apaOuJoIcuca, HOKayTHBIX 10 TeHy (UTOXpoMa A, Ha CBETY U B TEMHOTE
COOTBETCTBOBAJIO TAaKOBBIM IIOKa3aTelasiM y JUKOro Tuna. OTHOCHUTENbHBIA YpOBEHb
TPAHCKUIITOB MCCIIElyeMOr0 T'€Ha B BapHaHTaX «TEMHOTa» U «CBET» cOCTaBisa 5,44 u
1,23, 1 15,67 u 1,96 enunui, coorBeTcTBeHHO (pHc. 32A u 32B).
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Puc. 31. OrHocurenbHBI ypoBeHb TpaHckpuniuu reHa SDH1-2 B amcrhsax

apabujorcruca, MyTaHTHOTO 110 reHE ¢puToXpoMa B npu pa3sHbIX CBETOBBIX peKUMAax.

3HaYUTENbHbIE OTJIMYMS HAOMIOAATUCh MPHU OOJYYEHWH MYTAHTHBIX PacTEHUH
apabujorncruca KpacHbIM CBETOM C JUIMHOW BoJHBI 660 HM. bBbUIO ycTaHOBIEHO
orcyrcTBue m3MeHenus conaepkanuss MPHK rena SDH1-2 B pactenust apaOuponcuca,
MYTAHTHOI'O MO reHy (puTOoXpoMa A, BO BCEX BapHaHTa CBETOBOro pexxuma. OaHako,
MYTaHTOB I10 TeHy puTroxpoma B Habmonanock n3aMeHeHre UCCIelyeMoro nokasaTens, B
YaCTHOCTH, YMEHbIIIEHHE B 5,52 pa3a KoJMuecTBa TpaHCKpuUnToB BapuaHta «KC» mo
OTHOUICHMIO K BApUAHTYy «TeMHOTe». JleficTBUE AalIbHEr0 KPacHOTO U MOCJIeI0BaTeIbHOE
NEHCTBUE KPACHOTO U JANbHEr0 KPAaCHOTO CBETa TAKXKe HE MPUBOJUIO K 3HAYUTEIbHBIM
u3MeHeHnsiM B coxepkanun MPHK renma SDH1-2 B HOKayTHBIX pacTEHHSIX
apabuzorcuca, OTHOCUTENIBHO BApUAHTA «TEMHOTAY.
Takum oOpa3om, aHanu3 JaHHBIX MO BIUSHUIO KPAaCHOTO M JAlIbHEro KPAacHOIO

CBETa Ha MyTaHTHBIE pacTeHus apabuporicuca mo reHam guroxpoma A u B mo3Bomser
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TOBOPUTH, YTO TOJBKO akTWBHAas (opma ¢utoxpoma A oOecrnedunBaeT pPeTyIALHUIO
COJIEp)KaHMsI TPAHCKPUITOB TE€HOB CYKIMHATAETUAPOIreHas3bl. PaHee B pacTeHHAX
Arabidopsis thaliana moka3ana 3aBUCHMOCTh paOOTHI T€HOB POTEHOHHEUYBCTBUTEIBHBIX
HAJIH-neruaporenas ot cocTosiHUS (UTOXPOMHOM cUCTeMbl. AKTUBHas Qopma
CTUMYJIUpOBajia CKOpOCTh (yHKIMOHMpoBaHus reHa Ndal, Bo3aeicTBYyI0 Ha e€ro
npomorop (Escobar et al., 2004).

Pe3ynpTaThl NpOBEAEHHOTO MCCIEIOBAaHUS TO3BOJWIM BBIIBUTH MEXaHU3M
ceetoBoii perymsaiuu CJI' B pacrenusx A. thaliana mpu ux oGnyd4eHH CBETOM pasHOU
JUIMHHBI BOJIHBI. AKTUBHas Gopma GUTOXpoMa A CHIKAET YpPOBEHb TPAHCKPHUIITOB T'€HA
SDH1-2 ¢naBonporenna C/II', 9TO COOTHOCHUTCS C YMEHBIICHHEM KaTATHTHYECKON
aKTUBHOCTH HcCclenyeMoro ¢epMeHTa M COIJIacyeTcsi € paHee YCTaHOBJICHHBIMU
JTaHHBIMH JUIs TpaHcreHHbIX pactenmii A. thaliana (Popov et al., 2010). Bepostho,
perymsiiivisi  (YHKIMOHUPOBAHUS  CYKIIMHATACTHAPOTEHA3bl  OCYIIECTBISETCS  Ha
TeHETUYECKOM YPOBHE, JCHCTBYIOIIMM (HaKTOpOM B JaHHOM CIlIy4ae BBICTYIAET
¢utoxpoM A, mNpPUBOAAIMIMM K KOOpAMHAUMKU paboOThl Te€Ha CyObeAWHULBI A
CYKIMHATAETUAPOTr€HA3BI.

HccnenoBanue conepikaHusi OTHOCUTEIBHOTO YPOBHS TpaHCKpUnToB reHa SDH2-
3, xomupyromero cyobenuuuity B CJII, B aucThsx apabumorcuca IUKOTO THUMA U
MYTAHTOB 1O TeHaM (PUTOXpoMOB A U B B yCHOBHSIX pa3iIMYHOTO CBETOBOI'O PEKUMA,
NI0KAa3aJI0 OMPE/ICIICHHYIO 3aBUCUMOCTH (pHC. 32).

N3menenne comepxaHusi TpaHCKpUNTOB reHa cyobenunuiibl B CIAIT cooTHOCHUTCS
¢ okcrpeccueil rera SDH1-2 B pacTeHHMs X HUKOro THMAa B aHAJOTUYHBIX CBETOBBIX
ycnoBusix. KommuectBo MPHK s o6omx reHOB OBIJIO CHIDKEHO B MYTaHTax,
neUIUTHBIX N0 TreHy (uroxpoma A mpu oOJyyeHUHM AAIBHUM KPAacHBIM CBETOM, a B
MyTaHTax 1o reHy ¢uroxpoma B »skcnpeccuss SDH2-3 Obina cxonHa ¢ ypoBHEM

AKCIIPECCHUH TeHa CyOheAMHUIIBI A B apaOUI0NICHUCe JUKOTO THIIA.
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Puc. 32. OtHocutenbHbIl ypoBeHb TpaHCKpUNTOB reHa SDH2-3 B nucThsx
apabuorncuca AUKoro Tuma (A), MyTaHTHOTO 10 reHy ¢utoxpoma A (b) 1 MyTaHTHOTO

no reny uroxpoma B (b), mpu pa3HBIX CBETOBBIX peKUMAX.
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OtcyrcTBHE W3MEHEHWH B COJIEPKAHHHM TPAHCKPUIITOB TEHA IKEJIEe30-CEPHOU
CyOBEAVHMIIBI CYKIIMHATICTHAPOTEHA3bl B JIUCTHAX apadmmonicuca, ASPUIIUTHOTO IIO
duToxpoMy A, MO3BOJISAET MPEANOIOXKUTH KIIOYEBYIO POJib JaHHOTO (hoTOopeuentopa B
ero peryisaiuu. AktuBHas Gopma ¢puToxpoma A MPOSABISET MHTHOMPYIOIICE ACHCTBUC
Ha reH SDH2-3. Opnako, BBISBICHBI HE3HAYUTENBbHBIC KOJCOAHUS KOHIICHTPAIIUU
TpanckpuntoB reHa SDH2-3 B mwmctesax apaOuporicuca, IeUIMTHOTO IO TEHY
dutoxpoma B, OTHOCHTENBHO BapHaHTa «TEMHOTA», TaKXKe YKa3blBAIOT Ha €ro
npuYacTHOCTH K peryisuuu C/I" mpu n3MeHEeHUH CBETOBOTO PEKUMA PACTCHHUS.

Pe3yabpTaThl HMCCICIOBaHMS HOKAayTHBIX pACTEHHU apaOWIoNCHca [0 TeHaM
boTOpenenTopoB KPAacHOTO CBETa, IMOKA3ald, YTO B PETYJSAIHH 3KCIPECCHU TeHa
cyOBeauHUIBI B cyKIMHATACTHAPOTeHA3bl IPUHUMAIOT yJacThe Kak PUTOXpoM A, Tak u

¢uToxpom B.

3.4.3 Dkcmpeccusi TeHOB aKOHUTA3bl B JIUCThSIX KYKYpPY3bl B YCIOBUSAX Pa3IN4HOTO
CBETOBOTO pEKHMa

[Tpu mccnenoBaHUM BIUSHUS CBETOBOTO PEXHMMa Ha YPOBEHb TPAHKPUIITOB TEHOB
aKOHMUTATTUApaTa3bl, OBUIO TOKAa3aHO, YTO JAHHBIA T[IOKa3aTelb  IMPOSIBIISET
omnpesiesieHHy0 3aBUCHUMOCTh (puc. 33). I[lpu obnydyeHHH pacTeHUil KpacHBIM CBETOM
MPOUCXOJAUT 3HAYMTEIbHOE CHUKEHHUE BEJIMUMHBI JaHHOTO Toka3areins ¢ 12,8 ex. no 0,52
el. OTHOCUTEIFHO BapHWaHTa «TeMHOTa». [Ipum 3TOM, 0OIydeHHE JHCTHEB KYKYPY3bI
JAIbHUM KPacHBIM CBETOM M IIOCIIE€JIOBATENbHOE OOJYydeHHE KpacHbIM U JIAIbHUM
KPacHbIM CBETOM HE TMPHUBOJUT K CYIIECTBEHHOMY H3MEHEHHIO COJEp)KaHUs
TPAHCKPUNTOB T'€Ha MUTOXOHAPUAIBHON (OPMBI aKOHHUTA3bl OTHOCUTEIIBHO BAapHaHTA
«remMHOTay». CremoBaTeNbHO, IMONYYCHHBIE PE3YJIbTaThl MOTYT CBHJCTEIBCTBOBATH O
3aBucuMoctu ckopocTu padoTsl reHa ACOLl or cocTosHus (UTOXPOMHON CHUCTEMBI.
AxTuBHas ¢opma (uTroxpomMa MpoOSBISLET MHTHOWpYIOLee IecTBHE Ha JaHHBIM TeH,
BBI3bIBAasI CHIKEHHE KOHIIEHTPALMU €ro TPaHCKpUNTOB. Takoil ad¢ekT KpacHOro cBera
coryiacyeTrcss C JaHHBIMH, TIOJYYEHHBIMH JUIS TEHOB KAaTAJIUTUYECKOTO JTuUMepa

CYKOUHATACTUAPOTCHA3bl IIPpHW HCCICOAOBAHUHA )IGIZCTBHH Ha HHUX KpaCHOro U JaJIbHETO
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KpacHOTO cBeTa. B JaHHOM cilydae, CHW)KCHHE COJAEP)KAaHUS TPAHCKPUIITOB TE€HOB
MUTOXOHJpUANbHbIX u30(pepmeHToB 1ukiIa Kpedbca (A m CHAI) oOycnoBneHo
TOPMOXKEHHEM pabOThl BCETO META0OJMYECKOTO MYyTH B  YCJIOBHUAX aKTUBHO

GyHKIMOHUpPYIOMIEro GOTOCHHTE3a.
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Puc. 33. YpoBenp TpanckpuntoB reHa ACOl B JHCTBAX KyKypy3bl NPH KX

O6JIY‘I€HI/II/I CBCTOM pa3H0171 JJINHBI BOJIHBI.

WNuass xaptuHa HaOmomanach MNpU MCCIEIOBAaHUU JEHUCTBHUS KpPACHOW YacTu
CHEeKTpa Ha Ccojep>KaHWe TPAHCKPUITOB TIeHa LUTO30JIbHON (opmbl akoHUTa3bl. B
YCIIOBUSIX CBETAa M MPHU OOIYYEHUH PACTEHUIN KYKYpy3bl KPACHBIM CBETOM HAOIIOAAIOCh
oonbiee conepxkanue ero MPHK, uem B ycnoBusix TeMHOTHI (puc. 34). B nanHoM ciyuae
YBEJIMYEHUE KOHLIEHTPALIMKU TPAHCKPUNTOB cocTaBuio 1,15 paza oTHOCHTENbHO BapuaHTa
«reMHOTa». [IpoTHBOMONOXKHAsA KapTHMHA HaAO0JI0/Aanach IPU OCBELICHUH JIUCTHEB
KYKYpy3bl JaJIbHUM KpPAaCHBIM CBETOM, YPOBEHb TPAHCKPHUIITOB ObUT PAaBEH TaKOBOMY
[IOKA3aTeII0 B YCIOBHUSIX TEMHOTBL.

N3ydyeHue BENUYMHBI COAEPKAHUSA TPAHCKPUNTOB T'€HA LMUTOIIA3MaTUYECKOTO
n3opepMeHTa aKOHUTATTHApPATa3bl B JIHCThAX KYKYpPY3bl B YCJIOBHSX Pa3IUYHOTO
CBETOBOIO0 pEXMMa IOKa3aJlo, YTO AaHAIMU3UPYEMbId IIOKa3aTelb W3MEHSAETCS B
3aBHCUMOCTH OT COCTOSIHMS (PUTOXpOMHOH cuctembl. B temuore, ypoBenb MPHK rena

ACQO2 uuxe, 4eM Ha CBETY.
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Puc. 34. Yposenp tpanckpuntoB reHa ACO2 B JHCTBAX KyKypy3bl NPH WX

O6HY‘I€HI/II/I CBCTOM pa3H0171 JJINHBI BOJIHBIL.

VYBenndyene TpaHCKPUNIHOHHONW akTHBHOCTH reHa ACOZ2 B JHCTBIAX KyKYpY3bI
npu 00JTydEeHUH KPACHBIM CBETOM, BEPOSITHO, CBSI3aHO aKTUBAIMEH ITUTO30JIEHOW (OPMBI
JAHHOTO (hepMEeHTa, HEOOXOAMMOTO AJIsi MPOTEKAaHUS OMOCHHTETHYECKUX IPOLIECCOB.
Panee moka3aHo, 4TO B YCJIOBUSIX aKTUBHO (DYHKIIMOHHpYIOLIETO (OTOCHHTE3a pabora
IIUKJTa TPUKAPOOHOBBIX KUCIIOT MPETEPIIeBACT M3MEHEHHS W HAOI0JaeTCsl OTTOK IIUTPATa
u3 mutoxoHapuu B nuroruiasmy (Meyer et al., 2011, Hanning, Heldt, 1993). O4eBunno,
Ha cBery LITK moxeT (QyHKIMOHHMpOBaTh HE 3aMKHYTO W TOCTaBIATH YTJEPOJHbIE
CKeneThl Juisi OnocuHTeTHYecKuX mporeccoB [lgamberdiev, Gardestrom, 2003, Fernie et
al., 2004]. Bwuio BBICKAa3aHO TIPEANONIOKCHHE, YTO IUTPAT SIBIISETCS OCHOBHBIM
IKCIIOPTUPYEMBIM MPoykToM 1mkia Kpebca B ycnoBusix ¢orocunTesa [Hanning, Heldt,
1993]. O6cyxnaeHue ponu (HUTOXpOMA B PETYISIIUAU DKCIPECCUU ITUX (DEepMEHTOB

npeacTaBiieHo B 0030pe Pacmyccona u Dckobap (Rasmusson, Escobar, 2007).

3.4.4 DOxcrmpeccuss T€HOB ILUTPATCUHTAa3bl B JIUCTBhSIX KYKypy3bl B YCIOBHAX
Pa3IMYHOrO CBETOBOIO PEKUMaA
M3MmeHeHne  ypOBHS ~ TpPAaHCKPUITOB  TE€HOB CSY1 (KOMpYIOILETO

mutoxouapuanbayto L{C) u CSY2 (konupyromero nepokcucomuyto L{C) 6bu10 cxomHO0 ©
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KapTHUHOM AaKTHUBHOCTH COOTBEeTCTByIommX (opm. HMukyOamusi pacreHuil Ha CBETy
cnocoOcTBOBana cHkeHHIO dkcrpeccruss CSY1 u K yBeNIMYEHHIO TAaKOBOTO MOKa3aTels
s CSY2. BoszneiictBue cBeTa pa3HOM [UIMHBI BOJHBI HAa TPAaHCKPHUIIIMOHHYIO
aKTTBHOCTh T'€HOB MUTOXOHJPHUAIBHOIO U LIUTO30JHOTO U30()epMEHTOB LIUTPATCUHTA3BI

IO3BOJIMJIO BBIABUTDL OIIPCACICHHYIO 3aBUCUMOCTD.
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Puc. 35. OrtHocutenbHblii ypoBeHb TpaHckpumimu reHa CSY1 B mmcThsax

KYKYPY3bl IIPH Pa3HbIX CBETOBBIX PEKUMaX.

[Tpu o6nyuennn pacrenuit KC nabmoganoce yBenuuenue konudectsa MPHK rena
CSY2 B nHCTBAX KYKYypy3bl, HO B TOXE BpeMsl 3HAUUTEIHHO CHIDKAJCS JaHHBIN
nokazarenb s reHa CSY1 (muroxonapuaneHbii - u3odepment). JAKC  wnm
nocnenoBarenbHoe BozaecTBue KC u JIKC BbI3pIBanM NMpOTHUBOIIOIOKHOE U3MEHEHUE
YPOBHSI TPAHCKPHUIITOB T€HOB N30()epPMEHTOB IUTpaTcHHTa3bl (puc. 35 u 36).

Pesynbratsl nccnenoanus BiusiHus KC n JIKC Ha ypoBeHb TpaHCKpPUIITOB F'€HOB
IIUTPATCUHTA3bI IOKA3aJIH MMPOTUBOMOIOKHYIO 3aBUCUMOCTD JIJII MUTOXOHIPHAIILHOTO U
MIEPOKCUCOMATBHOTO M30()EPMEHTOB.

B pacrenusix, moBepruyThIX CBETOBOMY IEPEXOY H, CIEOBATEIHHO, MEXaHU3MY
(UTOXPOM-3aBHCHMOTO PETYIMPOBaHUS, HAOIIOIAETCS TTOJIaBICHNE TeHa, KOJAUPYIOIIEro

MUTOXOHApUanbHylo (opmy L[C, OenbiM wmiaM KpacHeIM CBeTOM. B Toxke Bpems
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TPaHCKPUIILMS reHa nepokcucoManbHoil popmbl LIC akTuBHpyeTcs OelbIM U KpacHBIM
cBetoM (puc. 36). BrisiBiIeHHBIC U3MEHEHUS TPAHCKPHUITIIMOHHOW aKTUBHOCTH TeHoB 1[C
npu OOJyYEHUU PACTEHUU CBETOM Pa3HOM JJIMHBI BOJIHBI COOTBETCTBYIOT M3MEHEHUSIM
akTUBHOCTH u3o¢pepMmeHToB L[C, noka3u3oBaHHBIX B pa3HbIX KOMIApPTMEHTaX KIIETKH.
[TpOTHBOIIONIOXKHBIM MEXaHU3M KOHTPOJIs JKcupecuun reHoB wuzodepmento LIC
00ycaBIHBAaeT BO3MOKHOCTh PEOIPAHU3AUU META0OINYECKHUX IPOLECCOB KIETKU IpU

HN3MCHCHUU PC)KMMaA OCBCIICHUA paCTCHHﬁ.
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Puc. 36. OrtHocuTenbHbIl ypoBeHb TpaHckpunuuu reHa CSY2 B nMcThIX

KYKYpPY3bl IIPH Pa3HbIX CBETOBBIX PEKUMaX.

HNurubuposanue MutoxoHapuaibHoi ¢opmbl L{C Ha cBeTy MOXKET MpeaCTaBIsATh
co00l ONMH M3 OTBETHBIX PEAKIMUA MeTa0oJM3Ma KIETKH, CBSI3aHHBIX C TOPMOKCHHEM
JIbIXaHUs Ha CBETY. JTO COIIACYETCS C JAHHBIMM M3MEHEHUSI AKTUBHOCTHU M 3KCIIPECCHU
reHOB MUTOXOHApUANBHBIX W30depmeHToB CJII" 1 AI' B COOTBTETCTBYIOIIMX YCIOBUSIX
OCBEIICHUS KYKYpPY3bl M SBJISETCS OOLIUM MEXaHH3MOM JKCIHPECCHOHHOTO KOHTPOJIS
JBIXaTeNIbHOTO MeTabonu3ma Ha ypoBHe dkcmpeccuu HH3UMOB L[TK. AxtuBanus
MEPOKCUCOMATLHON (POPMBI Ha CBETY MOKET OBITh CBsI3aHa C €€ BO3MOXXHBIM y4acTHEM B

dortoasixarensHoM oomene (Igamberdiev et al., 2014).
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3.5 TpaHcayKIusi CBETOBOTO CUTHAJIA
3.5.1 Ponb KaTHOHOB KalblUs B TPAHCAYKIHMH (DOTOPELENTOPHOTO CUTHAIa B
KJIETKE

B peamuzamuum  (GUTOXPOMHOrO CHUTHalla 4Yallle BCEro 3aJeHCTBOBAHbBI
BHYTPHKJIETOUHbIE W BHyTpusaepHbic TtpaHcaykTopel (Klose et al., 2015, Oh,
Montgomery, 2014). ITockoiabKky (GUTOXpOM HUMEET B OOJbIIEH CTENEHH LMUTO30bHYIO
JOKAJIU3alMI0, a CHUrHal Imepenaercsa B sapo Ha Monekyny JHK, To Bo3Hukaer
HEOOXOJIMMOCTh ~ 33/ICICTBOBAHMSI  KJIETOUYHBIX  WHTEPMEIMATOB B  pealu3aluu
(bUTOXpPOMHOTO CUTHAJA B Tipenenax KieTku. OJUH KOPOTKUH UMITYJIbC KPACHOTO CBETa
UHAYUUpYEeT UMHOOPT (utoxpoma A B A1p0, KOTOPHIA MPOUCXOAUT OYEHb OBICTPO (B
TE€YEHHE HECKOJIbKUX MHUHYT), TOTJa Kak MepeHoc GpuroxpoMa B B sSapo OTHOCHUTEIBHO
memneHHbId u 3anumaeT dackl (Kircher et al., 2002). Ilpu sTtom, B KieTke HUMeeTCs
CUTHAJILHBIM MEXaHU3M TMepenayd (UTOXPOMHOTO CHUTHaNa, TJI€ BHYTPUKICTOYHBIMU
nocpenaukamu spisiorcs Ca?*, xanemonynun, tAM®, G-6enkxu u ap. (Bowler et al.,
1994, Neuhaus et al., 1997, Li et al., 2011).

C umenblo ompeAelieHHE  MEXaHU3MOB  BHYTPUKIETOYHOM  peaau3aluu
(UTOXpPOMHOTO CHUTHalla B PACTUTENBHOM KIETKe, OBLJIO MPOBEACHO HCCIIEJOBAHNE
coJiep>kKaHMsi CBOOO/IHBIX KATMOHOB KaJIbLIUA B siipax KJIETOK. [lomydeHHBbIE pe3ynbTaThl
YKa3bIBalOT, YTO M3MEHEHHE KOHUEHTPAllMM CBOOOJHBIX KAaTHOHOB KaJlbIMs B sAIpax
JUCTHEB KYKYpPY3bl 3aBUCHMOCTH OT COCTOSIHUSI (PUTOXPOMHOM CHCTEMBI, MpPU 3ITOM
aKkTuBHas (popma GUTOXpOMa BHI3BIBAET YBEIMYEHHUE HX COJIEPKAHMS B sIIPAX KIETOK.

BrlsicHeHne MexaHM3MOB W3MEHEHHS KOJIMUECTBAa CBOOOIHBIX KATHOHOB KaJIbIIHS
B fA/pax pPACTEHUM SBJISAETCS AaKTyaJbHOW 3agaudeil. BO3MOXHO HECKOIBKO IIyTeu
peanu3anUu JAHHOTO siBJieHUs. V3MeHeHHe KOHLIEHTpaluu CBOOOJHBIX KAaTHOHOB
KaJIbIUsl MOKET ObITh 00YCJIOBIIEHO €ro MepepacipeieieHUEM MEXy KOMIIapTMEHTaMU
kiaetku (Echevarria et al.,, 2003, Leite et al., 2003), win BBICBOOOXKICHHEM M3
kajbiMeBbIx aeno (Xiong et al., 2004).

YcraHoBiaeHo, 4to npu Bo3aedcTBuM Ha pacteHus JKC u  TeMHOTHI,

HaOIOJaeTCs CHIDKCHUE KOJMYECTBEHHBIX IIOKa3aTeled coaep)kaHusi CBOOOIHBIX
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KaTHOHOB KaJbIMs B SApax JIUCThEB KyKypy3bl. OOmydenne pacrenunit KC BbI3pIBao
YBEJIMUEHUE YPOBHS KaTHOHOB KalbIMs B Aapax B 1,4 pa3a o CpaBHEHHIO C BapUaHTOM
«reMHOTa». [lomydeHHbIe pe3ynbTaThl CBUAETENBCTBYIOT O POJIM KATUOHOB KaJIbLIUS KAk
BHYTPHUKJIETOYHOTO MECCEH/Kepa (UTOXpPOMHOro curHana. KoHueHTpanuoHHbIe
KoyieOaHus CBOOOJHBIX KATHOHOB KaJlbLUs B SAApax KIETOK SBIAIOTCA (UTOXPOM-
3aBUCUMBIM (DaKTOM, @IPH OSTOM YBEIMYEHHE HUX KOJUYECTBA B spax KIETOK
00ycIioBI€HO (POPMUPOBAHUE AKTUBHOW (OpMBI (pUTOXpOMA MPHU OOJYUYEHUU PACTEHUUH
KPacHBIM CBETOM.

JUis UCKITIOYeHHsI OUTMOOK B M3MEPEHUSIX KOHILIEHTPALUi KaTHOHOB KaJbIUS B
pa3IMYHbIX (PpaKUMSIX KIETKH, ObLI MPOBEACH aHAIU3 MEPEKPECTHOrO 3arpsi3HEHUs Ha
OCHOBE AaKTUBHOCTHM  MApPKEpPHBIX (EPMEHTOB, COOTBETCTBYIOUIMX  KJIETOYHBIX
KoMnapTMeHToB. llepekpecTHoe 3arps3HeHHE SACpHON (GpakuuU KOHTPOJIMPOBAIIU
OTIpe/IeJIeHUEM AaKTUBHOCTH aJIKOTOJIBJIETHJIPOreHa3bl U JIAKTaTAErHJIpOreHasbl, JUis
KOTOpPBIX XapaKTepHa LMTO30JIbHAS JIOKAJIM3alus. YCTaHOBJIEHO, 4YTO CTEIEHb
3arpsi3HEHUs saepHo ¢pakmuu coctaBmia 6,4 u  6,1% COOTBETCTBEHHO, YTO
YUUTBHIBAJIOCh MIPHU ONpPENEICHUU COACpPKAaHUS KalblUs B SApax KIETOK pacTEHUM Npu
pa3HBIX CBETOBBIX pexkumax (tadu. 10).

Tab6awna 10.
OnpeneneHue NepeKpecTHOro 3arpsA3HeHMs PpakIuil siaep 10 MapKepHbIM

¢depmentam nurommiasmel (N =4, p <0,05)

T'oMoreHar KJIeTOK Opakuus saaep
depMeHT AT JUAT Al JIAI
AXTHUBHOCTb,
0,0210+0,0040 | 0,0180+0,0030 | 0,0014+0,0001 | 0,0011+0,0001
E/Mr Genka
3arpszuenue, % 100 100 6,4 6,1

[Ipumenenune cnenupuYecKoro MHIHOMTOpPa KaJNbIMEBBIX KAHAIOB PYTEHUS
KpacHOro IOKa3ajlo, 4TO MpU OOJYYEHHWH pacTEHUH KyKypy3bl CBETOM pa3iIM4HON

JJIMHHBI BOJIHBI HE MMPUBOJUT K KOHICHTPALIUOHHBIM KOJIEOAHHSIM COJACPIKAaHUA KaJlblUA
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B uX sapax. B wactHocTH, npu o6nyuennn pacrenuit KC, JIKC u npu nocnenoBareasHOM
BozneiicTBuu KC u JIKC nzmeneHus: koimyecTBa CBOOOIHBIX KATUOHOB KAJIBIIHS B sIIpax
KJIETOK JIUCThEB KYKYpy3bl OBUIM HE3HAUUTENIbHBIMH M HAaXOAWINCh B Mpelenax
CTaTUCTUYECKOUN MOTPEIIHOCTH.

Kpome Toro, mpumenenune komruiekcoHa DI TA s cBs3pIBaHHS CBOOOIHOTO
KIbIMA TAKXKE IMOKA3aJ0 AHAJIOTUYHBIE PE3YyJIbTaThl, KAK U C PYTECHUEM KPACHBIM.
3HAUYUTENbHBIX U3MEHEHUM COJIepKaHusl CBOOOAHBIX KATUOHOB KaJbLIUs B AJIpaxX JINCTHEB
KYKypy3bl TpH HX OOJy4YeHHH KpacHbIM M JaJdbHUM KpPAacHBIM CBETOM B pPa3HBIX
COYCTAaHHMAX HE OOHapyKeHo. Bo Bcex aHanm3MpyeMbIX BapHaHTaX CBETOBOTO PEKHMa
KOJIMYECTBO KATHOHOB KajbIlUs cocTaBimsio 1,24-1,26 MM/r ChIpoil MaccChl, 4TO

COOTBETCTBOBAJIO 3HAYCHUSIM BapUaHTa «TeMHOTa» (puc. 37).
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Puc. 37. BnusiHre cBeTOBOTrO peKMMa Ha COJEp’KaHHEe KaJbIus B sApax 3€JICHBIX
JUCTHEB KYKYpPY3bl B HOpME (Oesbie CTOIOIbI), B MPUCYTCTBUU PYTEHUS KPACHOTO (Cepbie

cTon61bl) ¥ B mpucyTcTBUM DI TA (4epHbIe CTONOIBI).

Pe3ynpTaThl NpOBENEHHBIX HCCIEAOBAHMM € pyTeHHeM KpacHbiM u OI'TA
NOKa3ajii, YTO U3MEHEHUE COJEp’KaHUs CBOOOIHOIO KajbLUs B AJlpax KJIETOK JUCTHEB
KYKYpy3bl CBSI3aHO C €ro Iepepaclpe/ieIeHUEM MEXIy KOMIIApTMEHTaMHU KJIETKH, B
YaCTHOCTH C TlepeHocoM HoHoB Ca?* U3 HUTOIIIa3MBI B PO, IPH U3MEHEHUH CBETOBOTO

peXuMa, SBISIOLIETOCS OJHUM W3 KIIOYEBBIX (DAaKTOPOB pEryisnmuu MeTadoim3Ma
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pacTUTENbHON KIeTKH. PaHee ObUIO ycTaHOBIEHO, 4TO 0OnydeHue pacrenuid A. thaliana
¥ KYKYpY3bl KPacHbIM CBETOM HM3MEHSET pabOTy IeHETHYECKOro ammapara KIeTKH, 4TO
BBIPKACTCS B MHTHOMPOBAHUYU CKOPOCTH TPAHCKPHITIIUKM TC€HOB YH3UMOB JIBIXaTEIHHOTO
metabonusma (Popov et al., 2010, Enpunries u op., 2012).

Takoii MeXaHHW3M pEryJSIUU OCYIIECTBISIETCS TMOCPEICTBOM (UTOXPOMHON
CHCTEMBI, TJIe B Ka4eCTBE BTOPHYHOTO MECCEH/KEepa CHTHAJa BBICTYIIAIOT CBOOOIHEIC
katuonbl kaneitus (Kim et al., 2009, Kreslavski et al., 2012). Perynsanus koindecTBa
TpaHcKpunToB rera (iaaBonporenHa CIIT B JIHCTBIX KyKypy3bl OBUIO IOKa3aHO paHee
IPU 3TOM, BEPOSATHO, M3MEHEHUE BHYTPUKIETOYHOTO KOJMYECTBA CBOOOHBIX KATHOHOB
KaJIBIUS SBISICTCS OJHHM W3 MEXaHU3MOB KOHTPOJISI CKOPOCTH TPaHCKPHUIIIMH CBETO-
3aBucuMbIX TeHoB C/II'-xomiutekca (Enpunies u dp., 2012).

VYBenuueHne KOHIECHTPAIMHA KaJbIHsI B sIpax B OTBET Ha OOJYYCHUE PACTCHHI
KC, npuBOAMT K 3amycKy KacKaIHBIX MEXaHH3MOB (UTOXPOM-3aBUCHMON PETYIISIHH

9KCIIPECCHUU I'CHOB ITOCPCACTBOM BHYTPHAIACPHBIX TPAHCAYKTOPOB CHUI'HAJIA.
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Puc. 38. DOkcnpeccust rena SDH1-2 B npucyTCTBUM pyTEHHUs KpacHOro (cepnie
cron6upl) U DI TA (wTprxoBaHHbIE CTONOLBI) MpU OOJYYEHHUH PACTECHUH KYKYpYy3bl

CBCTOM pa3H0ﬁ JJINHBI BOJIHBI.
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Pe3ynpTaThl MCClIEJOBAaHUN 10 W3MEHEHUIO COAEPXKAHUS TPAHCKPUIITOB IeHa
SDH1-2 ¢naBonporenna C/AI" B MUCTBSIX KYKypy3bl B YCIOBHSIX Pa3IMYHOTO CBETOBOTO
peXHMa MOKa3zalu, YTO B MNPUCYTCTBUU pyTeHHsl KpacHoro u DI'TA He oOHapyxeHO
U3MEHEHMsI COJIepKaHMsI TPAHCKPUIITOB aHAJIM3UPYEMOro réHa OTHOCUTEIbHO BapHaHTa
«reMHoTa» (puc. 38).

N3ydyeHnne wu3MEHEHUsT KOJIMYECTBA TPAHCKPUNTOB TIeHa CyOpeauHuisl B
CYKLMHATAECTUAPOreHa3bl B MPHUCYTCTBUU CHEHU(PUUECKOTO HMHTUOMTOpA KaJIbLIMEBBIX
KaHalIoOB  (pyTeHMH  KpacHbI)  yKa3blBaeT Ha  OTCYTCTBHE  BapuadeIbHOCTb
aHAJM3UPYEMOTro TOKa3aTedsl NpU OOJydyeHUM pAaCTEeHHM KyKypy3bl CBETOM Ppa3HOM
mmuHbl BoutHBL (prc. 39). Bo Bcex BapuaHTax BO3JCHCTBHS CBETOBOI'O pEXHMa Ha
pacTeHusi ycTaHoBJeHO, yTo konnuectBo MPHK unccnenyemoro rena Obuio paBHOE WK

BBIIIC TAKOBOT'O ITOKA3aTCIId BapHaHTa «KTCMHOTA».
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0
CBeT TEeMHOTA KC JAKC KC+IAKC
Puc. 39. DOkcnpeccuss rena SDH2-3 B mpucyTrcTBUM pyTEHHS KpPacHOTO MpH

00JTyYEHUH JINCTHEB KYKYPY3bl CBETOM Pa3HOM JJIMHBI BOJIHBI.

B npucyrctBuM pyTeHUS KpAaCHOTO y pacTEHUH MPHU PA3HBIX TUMAX OOIydYEHHS
pacTeHuil Takke He BhISIBICHO M3MeHeHHs B konnuyecTBe MPHK rena SDH2-3 xeneso-

cepuoit cyowsenunuipl C/I. biaokupoBanne MeMOpaHHOTO TpPAaHCHOPTAa KalbIUs HE
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IPUBOJUT K U3MEHEHUIO COJIEP>KAHMSI IOCIIEIHETO B S,APAX KIETOK, YTO, B CBOIO OYEPE/Ib,
HE BJIMSIET Ha YPOBEHb TPAHCKPHUITOB UCCIEAYEMOTO TEHA.

[lony4yeHHble pe3yNabTaThl YKa3bIBAIOT HA BA)XKHYIO POJb CBOOOIHBIX KAaTHOHOB
KaJbl[Usl BO BHYTPUKIETOUHOM TpaHCAYKIMH (PUTOXpOMHOTO curHaia. [IpumeneHue
crenupUYecKoro MHruOUTOpa KaJbIMEBbIX KaHAJIOB MO3BOJIMIO YCTAHOBUTH MEXaHU3M
U3MEHEHHS KOHUEHTpAalMM Kalblus B sjape KieTku. JlanHbld 3(Q¢ekT cBsi3aH ¢
nepepacnpeieIeHUEM KalblUsl MEXIy KOMIAPTMEHTAMH KIIETKH, B YAaCTHOCTH, MEXIY
LIUTOIUIA3MOM U SIAPOM, BEPOSITHO, MYTEM €ro 3aKaykh U3 IUTOIUIA3MbI MOCPEACTBOM
KaJIbLINEBBIX KaHAJIOB.

AHanoruyHele MCCIIe0BaHUs ObUTH MpoBeaeHb! it rera Sdh2-3 jxene3o-cepHoid
cyosenunuibsl CII. Ipucyrctue DI TA B kileTKax pacTEHUN HE BIHSIET HA IKCIIPECCHUIO

UCCIIelyeMOT0 TeHa BO BCEX BapHaHTaX CBETOBOTO pexnma pactenuit (puc. 40).
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OTHOCHTEIBHBIN YPOBEHb TPAHCKPHUIITOB, €11.

Puc. 40. Yposensb skcnipeccuu rena SDH2-3 B Hopme u B ipucyrcteun D1 TA nipu

00Jy4yeHUH pacTeHU KyKypy3bl CBETOM Pa3HOM JJIMHBI BOJIHBI.

[TokazaHo, 4TO Tpu OOJIYYCHHM pPACTEHUH KPACHBIM CBETOM B TPUCYTCTBUHU
kommiekcora OI'TA He HaOmIOJANTOCh 3HAYUTETBHBIX HW3MEHEHUH CONEp)KaHUs
TpaHcKpunToB reHa SDH2-3 otHocuTenbHO BapuaHTa «TeMHOTa». OOmyueHre pacTeHHUH

JAKC nmnpuBeno K aHaJOTMYHBIM pE3yJbTaTaM [0 COJEPKAHMIO TPAaHCKPUIITOB



128

uccienyemblx TreHoB. OtHocutenbHbli  ypoBeHb MPHK rena xenezo-cepHoit
cyobenunuilbl nocne obnyudenus pacteHuit KC ObL1 OMM30K K TaKOBOMY TOKAa3aTeNo
BapUaHTa «TEMHOTAY.

AHaNOTHYHbIE pe3yJdbTaThl ObUTM TONy4deHbl i reHa SDH2-3 B mucThsax
KYKYpY3bl IpU TOCTIEA0BATEILHOM OOJYUeHUH PACTEHUN KPacHBIM U JTaTbHUM KPAaCHBIM
ceeroM B npucytctBuu DI TA. CoueraHHOoe AEHCTBHE KPACHOTO U JAJILHETO KPacHOTO
CBETa HE MPUBOAWIO K U3MEHEHHUIO COJICP)KAaHUS TPAHCKPHUIITOB HCCIIENYEMOTO TeHa B
JUCTBSIX MCCIEAYEMbIX pAacTEHUN OTHOCUTENBHO TEMHOBOTO BapuaHTa. Ha ocHoBanuu
MOJIYUCHHBIX JAHHBIX MOHO 3aKIIOYUTh, UYTO OTCYTCTBHUE KOHIICHTPAIMOHHBIX
Koyie0aHU CBOOOJTHBIX KATHOHOB KaJbIUS B sJIpaxX KIETOK PAaCTCHHA HE MPUBOIUT K
W3MEHEHHIO B pab0Te CBETO3aBUCUMBIX TeHOB, B yacTHocTn SDH1-2 u SDH2-3 (puc. 38-
40).

[IpoBeneHHbIE UCCIENOBAHUS MMOKA3aJId, YTO U3MEHEHHUE YPOBHSI TPAHCKPHUIITOB
reHoB SDH1-2 m SDH2-3 katanmurmdeckoro auMepa CYKIMHATIACTHIPOTCHA3bl U
KoJicOaHUsT KOHIICHTPAIIUU KaTHOHOB KaJIBITUS B SIpaxX PacTEHUH B YCIOBHSIX OCBEIICHHS
CBETOM PA3HOTO CIEKTPAIBHOTO COCTaBa HAXOJATCS B ONPEACIICHHON KOPPEISITHOHHON
3aBUCHUMOCTHU. BEeposSITHO, KATHOHBI KaNIbIIMs UTPAIOT 3HAYUTEIHLHYIO POJIb B TPAHCYKITUU
(UTOXPOMHOTO CHUTHANIA, MOIYJIUPYS Pa3IMYHbIE MEXaHU3MbI PETYISIMHA SKCIPECCUU

reHeTnuyeckoro matepuana kiaetku (Eprintsev et al., 2013, Galon et al., 2010).

3.5.2 Dkcnpeccus paxropoB PIF B ycnoBusix pa3HOTO CBETOBOTO PeKUMa

CocrosiHre (UTOXPOMHON CHUCTEMBI MOXKET KOHTPOJIMPOBATH BHYTPHUKIETOYHOE
nepepacrpesieieHie CBOOOJHBIX KAaTHMOHOB KaJbIMsI, 4YTO SBISETCS OJHUM HX
MEXAHM3MOB PETYJISIUKM SKCIIPeccHu reHoB. KoHnenTpanuonuele konebanus Ca?* B
AIpax PACTUTENBHBIX KIETOK BBI3BIBAIOT HM3MEHEHUs B (yHKIUMOHMpoBaHum Ca’'-
3aBUCUMBIX  TNPOTEMHKWHA3bl W (QocdaTta3pl,  OCYIIECTBISIOMNUX  KOHTPOJIb
B3aumozercTBus JIHK ¢ TpaHCKpUIIIIMOHHBIMH (akTOpaMH M PETYISALHUIO SKCIPECCHU

renos (Galon et al., 2010, Eprintsev et al., 2013).
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B3aumoneiictBue mexay puroxpomamu u PIF HeoOxommMo /i1t CBeTO3aBUCUMOTO
dochopunrpoBaHusl TMOCIEIHEr0, MOTOMY uTo MyTaHThl Pifl u pif3, y koropbix
HapyIIeHO B3auMoieiicTBre ¢ puToxpoMamu A u B, He moaBeprarTCs CBET-3aBUCUMOMY
dbochopminpoBannio. B TeMHOTEe TPOUCXOAUT OBICTpoe BoccTaHOBIeHHWe myna PIF-
(bakTOpOB, KOTOPHIE CIOCOOHBI PEATU30BBIBATh (PUTOXPOMHBIE CUTHAJIBI, YTO MIPUBOAUT K
uX pazpyuieHuto. Bee 310 ykaspiBaeT Ha AuHaMU4HOCTH PIF B snpax kimeTok, u JaHHBIN
IpoLecc HaxXOAUTCS MoJ KOoHTposieMm @uroxpoma. Takum oOpazoM, (QUTOXpPOM-
uHaynupoBanHoe (ochopunupoBanue u npoteonus PIF MoryT npeactaBisaTh 0OCHOBHOM
OMOXMMHYECKHI MEXaHU3M Iepeaadnd (UTOXPOMHOIO CUTHAJa B siApe, OO0ecredrBaro
peryisiuio sxcnpeccuu reHos (Lau, Deng, 2010).

C uenbto BeisiBIeHUs yyacTus (aktopa PIF3 B perymnsuuu ckopoctu sKkcnpeccuu
reHoB C/II' Obuta mnpoBeaeHa KOJMYECTBEHHAs] OIEHKA OTHOCHUTEIBHOTO YpPOBHS
TpaHckpuntoB reHa PIF3 B nuCTBAX KyKypy3bl IpH H3MEHEHHUH CBETOBOTO pPEKHMMa
pactenuid. Pesynprarhl wmcciemoBanus Tmokasanu, uro MPHK renma PIF3 wumeer
ONpPEJEJICHHYI0 3aBUCUMOCTb OT COCTOSIHMSI (UTOXPOMHOM cucteMbl. OOnyudeHue
pacTeHuil KpacHBIM CBETOM MPHBOIMIO K YBEIHUYCHHUIO COJCPXKAHHS TPAHCKPHUIITOB
PIF3, xak 1 B pacTeHHUSX, SKCTIOHUPYEMbIX Ha cBeTy. OJIHAKO, MpU OOIYyYEHUH JIUCTHEB
KYKypy3bl JaIbHUM KPAaCHBIM CBETOM WU IOCIJIEJIOBATEIbHBIM OOJIYYEHHEM KpPacHbIM U
JATbHUM KPAaCHBIM CBETOM KOHIIEHTPAIUSI TPAHCKPHUIITOB UCCIIEAYEMOTO TeHa CHIDKAJIACh
Ha 30-35% (puc. 41).

Ha ocHoBanum pesynbpTatoB uccinepoBanust dkcnpeccun PIF3  moxHO
3aKJIIOYUTh, YTO TpaHCKpUNIMOHHBINA (akTop PIF3 BbIMONHAET poJib BHYTPHUSACPHOTO
nocpenHuka (UTOXPOMHOIO CHTHaJla B pAcCTUTENbHOM KieTke. AKTHUBHas (opma
¢buTOXpOMa BBI3BIBACT YBEIMUEHUE KOJIMYECTBA TpaHCKpunToB reHa PIF3, uto B cBoro
odepelb UMEET ONPEICTCHHYIO KOPPEIALNI0 C HHTEHCUBHOCThIO paboThl reHoB SDH1-2
u SDH2-3. ®uroxpom-3aBucMMas aerpaganus OenkoB PIF3 mpuBoguT K CHMKEHHUIO

TPAaHCKUIIIMOHHONW AaKTUBHOCTH TI'€HOB Karamutuueckoro gumepa CJI' B nmcrhax

KYKYpY3Bbl.
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Puc. 41. OTtHOCUTENnbHBI ypoBeHb TpaHckpumnimu (akropa PIF3 B mucThsix

KYKYPY3bI IIPH Pa3HBIX CBETOBBIX PEKUMaX.

VCTaHOBIEHHOE HAMH yBEeIHMYEHHE cojepxkaHus cBodognoro Ca?* B sape, npu
OOy4eHWH pacTeHHWH KpacHBIM CBETOM, BBI3BIBACT YBEIMYCHHE COJACPIKAHUS
TPAaHCKPUNITOB TeHa TpaHckpunmuonnoro ¢akropa PIF3 (Lorrain et al., 2006),
CJIeI0BATEIIbHO, HMEHHO (DUTOXPOM A KOHTpOIHMpYET dKcnpeccuto reHa PIF3. AxtuBHas
dbopma putoxpoma A CTUMYIUPYET TPAHCIIOPT KATHOHOB KaJIBIUS B SJIPO, YTO BHI3BIBAET
akTUBaIMiO reHa Pif3, HeoOXomuMyro JUIsi KOMIICHCAIlMU IIyJia JaHHOTO (akTopa,
KOTOpBIN mojBepraercs (HochOopmIMpOBaHUIO U TIOCIEAYIONIEH Ierpajaliu B JaHHBIX
ycinoBusix. CHmwkenue ¢aktopa PIF3 B kiieTke BBI3BIBACT CHUXKEHUE KOJIWYECTBEHHBIX
nokasareseil TpanckpuntoB renoB SDH1-2 u SDH2-3 xaranutnueckoro aumepa CJT.
CBoe neiictBue PIF3 mposiBiasier O6maromapsi cnenuudeckomMy caity cBsizbiBanust (G-
yuactky) (Oh et al., 2009, Martinez-Garcia et al., 2000). MccnenoBanue HyKI€OTHIHOM
TIOCJIeIOBAaTEILHOCTH MPOMOTOPOB TeHOB KaTanmuThueckoro ammepa CJ/IIT mo3Bommio
BBISIBUTh B MX COCTaBe CHEeUU(UYECKHX Y4YacTKOB CBs3bIBaHUS (axTopoB PIF, uto
CBUJIETEIIbCTBYET O BO3MOXKHOCTH PETYISIMA YPOBHS WX TPAHCKPUIIIIMU 32 CUET

B3aumoericTeus ¢ PIF3 (Shin et al., 2007, Hornitschek et al., 2009).
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Puc. 42. OrtHocutenbHbIl ypoBeHb JKcrpeccuu (Qakrtopa PIF1 B muctesx

KYKYpPY3bl IPH Pa3HBIX CBETOBBIX PEXKUMaX.

[Tpu sTom, st reroB SDH3 1 SDH4 He 00HapyKeHO HAIHUUS CIICIH(PUISCKOTO
G-ydJacTka B cOCTaBe WX MPOMOTOPOB, YTO HCKIIIOYAET BO3MOKHOCTH B3aWMOJICHCTBUS
dakropa PIF3 ¢ aumu. Jlannasie renst CIAIT He mposBASIOT PUTOXPOM-3aBUCUMOCTH, YTO,
BEPOSITHO, OOYCJIOBJIEHO OTCYTCTBHEM B COCTaBe MX IPOMOTOpa IIEHTpa CBSA3BIBAHUS
(buTOXpPOM-3aBUCUMOT0 TpaHCKpUIIIMoHHOTO (hakTopa PIF.

C uenbro BBISICHEHUS MPOLECCOB BHYTPHUSACPHON TPAaHCAYKIHMH (PUTOXPOMHBIX
CUTHAJIOB, HAMHU OBUIO MPOBEICHO HCCIIEOBAHHUE 3aBHUCHUMOCTH CKOPOCTH 3KCIPECCUU
dakropa PIF1, or cocTossHUS (PUTOXPOMHOM CHCTEMBI, KaK MOTEHIIMAIBHOTO areHTa B
MeXaHH3Max peryisiuu (yHKIHOHUpOoBaHus uccieayeMbix reHos (Lau, Deng, 2010).

AnHanu3 ypoBHs 3kcrpeccud reHa Pifl B 3elieHBIX JIMCThSIX KYKYpy3bl MOKa3al
HEe3HAUYUTENbHbIE KOJeOaHusl KOJMYEeCTBA €ro MpoayKTa, HAabI0JaeMble TP N3MEHEHUN
CBETOBOTO pexxuMa (puc. 42), 4TO CBHIETEIBCTBYET O €r0 MACCHBHOCTU B TPAHCIYKIIUH
(UTOXpOMHOTO CHTHaja B KIETKax JHUCThE KyKypy3bl. M3 Bcex ucclieZoBaHHBIX Ha
CErOJHAIIHMM MOMEHT TPaHCKPUMIMOHHBIX (akTopoB cemelictBa PIF, naunbonbiiee
cponctBoM Kk ¢utoxpomam umeet PIF1, HO mpu 3TOM, CTeneHb B3aUMOICHCTBUS MEXITY

HUMH B 3HAUUTEJILHOM CTEIEHM 3aBUCUT OT CBETOBOTO peixrumMa, Ka4cCTBa U KOJINYCCTBA
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HoCcTymaeMoro cBera Ha pactenne. OcHOBHBIM (pakTopom nerpamanuu PIF1 mHa cety
aBigeTca (QUTOXpoM A, NpPOSBIAIOIIMNA CBOE JEHUCTBUE Jake IpPU HMITYJIbCHOM
o0nyuenuu. Onnaxo, guroxpomel B u D Takke BbI3bIBAIOT paspyuieHue ¢axropa PIF1
npu OONY4eHHH pacTEeHUl CBETOM, HO JaHHbIA 3(QexT Habmoaaercs TONbKO MpU
JUIATeNIbHOM neiicTBum cBeta (Imaizumi et al., 2000).

PIF1 ObicTpo ¢ochopunupyercss 1 YOUKBUTUHUPYETCA MO/ JEHCTBUEM KPAaCHOTO
U JabHErO0 KpPacHOTO CBETa, COOTBETCTBEHHO. CKOpOCTh Jerpajaiuu JIaHHOI'O
TPAHCKPUIIIMOHHOTO (paKkTOpa HPOUCXOAUT OYEHb OBICTPO, B YAaCTHOCTH, NEPUOJ
HoJypacmazaa CocTaBisieT oT 1 1o 2 MUHYT Ipu 00Iy4eHuH KpacHbIM cBeToM (Lorrain et
al., 2006).

JlaHHBINA TPAaHCKPUMIIMOHHBIN (AKTOP UMEET MUPOKUI Npoduib B3auMOAEHCTBUI
¢ pa3HbIMH puTOoXpoMaMu. OH criocoOeH B3aMMOJEHCTBOBATh Kak ¢ puToxpoMoM B, pu
3TOM  cOXpaHseTcs aKkTUBHBIM  PuTB-cBs3pIBaromas  IMOCIENOBATENBHOCTb, OH
B3auMosielicTByeT ¢ DuTA uepe3 AONMOMHUTENbHBIH DUTA-CBI3BIBAIOIIYI0 00JaCTb.
B3aumoneiictBue ¢ (UTOXpOMOM SIBIISIETCS HEOOXOIMMBIM, HO HE JOCTAaTOYHBIM [T

CBETOMHIYLIUPOBAHHOTO (hochopuinrpoBanus u pazpymenus PIF1.
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Puc. 43. OrtHocutenbHbIi ypoBeHb dSkcmpeccuu ¢aktopa PIF4 B mmcTeax

KYKYPY3bl IIPY Pa3HBIX CBETOBBIX PEKUMaX.

PesynbTaTel uccnenoBanus mnokaszanu, yto PIF4 He ywactByeT ¢dutoxpom A-

3aBHCUMOM DPETYJIATOPHOM 3 deKkTe, 00ecedrBaroeM peaan3aliio CUrHala B KIETKE,
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IIOCKOJIBKY HE HaOIIOJaeTcsl YBEIMYEHHsS KOHLEHTpAalMM TPAaHCKPUITOB €ro IeHa B
KJIETKE NpH HaJIMYMM aKTUBHOW (Gopmbl ¢utoxpoMa. B mpobax «cset» um «KC»
skcripeccusi ¢GakTopa CHIDKEHAa B CPaBHEHMHM C OCTAJIbHBIMU MpoOamMu. OTO JaéT
OCHOBaHHUS MPEJIoaraTh, 4To 3TOT (HAaKTOp HE aKTUBUPYETCS B OTBET HA HAKOIUICHUE B
KJIETKE aKTUBHOM (opMbI PUTOXpOMa MpU OOITYYECHHUH PACTEHHUI KPAaCHBIM CBETOM (pHC.
43). OmHaKo, OH MOXXET NMPUHHMATh BKHYIO POJb B AKTUBAIIMH TPACHKPHITIIMOHHBIX
MPOIIECCOB KIIETKH B TEMHOTE, B 4acTHocTH, PIF4 urpaer BaxkHyi0 poJib B KOHTpOJE

coJiepKaHusl CBOOOMHBIX cBeTo3aBHCHMbIX MHUKpOPHK, Hampumep, miR165a (Zhang et

al., 2020).
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Puc. 44. OtHOCUTENBHBIN YPOBEHBb TPAaHCKPUINTOB reHa PIFS B nHCThAX KyKypy3bl

B YCJIOBHAX PA3JIMYHOIO CBETOBOI'0 PEIKHUMA.

[Toxazano, uto ypoBeHb TpaHckpuntoB ¢akropoB PIF5 u PIF6 3aBucur ot
cocTosiHUS PUTOXPOMHOI cucteMsl (puc. 44). Beicokoe conepxanne TpanckpuntoB PIFS
B TEMHOTE€ OOYCJIOBIICHO €ro HAaKOIUJICHHEM B TEMHOBOW TMEepUOjd B pe3yjbTaTe
aucconanuu komruiekca ¢uroxpom B-daktop PIFS, HeoOxomammbeiM nmiis mepexoja
pacteHuii K (OTOCHHTETHYECKON aKTUBHOCTU TIOCIE JJIUTEIBLHOTO MpeObIBaHUS B

temHote. Ilokasano, 4to coaepkaHue TpaHCKpunuuoHHOTO (akropa PIF6 Tarke
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HPOSIBIISIET 3aBHCUMOCTh OT COCTOSHHSI (PUTOXpPOMHOHM cuctembl (puc. 45), dro

00yCIIOBIIEHO peryJssiueii cyrounoro 1ukina pacrenuit (Shen et al., 2007).

HH
HH

OTHOCUTENbLHbLIN YPOBEHb
TpaHCKpUNTOB, e
w
|

0 T T T 1
cBeT TeMHoTa KC OKC KC+OKC
Puc. 45. OTHOCHUTENBHBIN YPOBEHB TPaHCKpUNTOB reHa PIF6 B HCThAX KyKypy3bl

B YCJIOBHAX PA3JIMYHOIO CBETOBOI'O PpCKUMaA.

[lonyyeHHple  maHHBIE  MO3BOJLKOT  CHENATh  3AKIIOYEHHME O  POJU
TPAHCKPUITIIMOHHBIX (akTopoB cemeiictBa PIF B MexaHu3me TpaHCIYKIIMU CBETOBOTO
cUTHalla (PUTOXPOMHON CHUCTEMON B JIHMCTBSIX KYKypy3bl. Pe3ynpTaThl ucclieqoBaHUI
CBUJIETENICTBYIOT, YTO M3 BCEX IPOAHATM3UPOBAHHBIX B Hallel pabore (akTopoB
cemeiictBa PIF, OCHOBHBIM MOCPEHUKOM BO BHYTPHUSAJEPHOU nepenadye PUTOXPOMHOTO
CUTHAJIa BBICTYIAET TpaHCKpUIIMOoHHbIN (pakTop PIF3, obecrnieunBaromiero TpaHcIyKIus
curHana ot ¢uroxpoma A. OpHako, aHaIW3 TPAHCKPUIILIMOHHON aKTUBHOCTH T'€HOB
PIF4, PIF5, PIF6 cBumerenbcTByeT 00 WX HAKOIJIEHWE B TEMHOBOW TIEPHOJ, YTO
HE0OXO0IMMO /171l IPAaBWIIBHOM OpraHu3anuu GOoTONEePHUOJUYHOCTH PACTEHUN.

Takum oO0Opa3oM, B XO/€ HCCIEIOBAaHUS BBISICHEHO, YTO BHYTPHUKJIETOYHOE
niepepacrnpeieJieHue KalbIls 3aBUCUT OT COCTOSHUS (PUTOXPOMHOM cucteMbl. Kanbiuid,
BBIMONHAS (PYHKIHIO BTOPUYHOTO MECCEHJKEpa (PUTOXPOMHOTO CHTHANA, aKTHUBHPYET
BHYTpUsiZIepHbIe (hakTOphl TpaHCKpHUIIMU Onarogaps kunazam (Poovaiah, Reddy, 1993).
BrisiBneHo, uTO KackaJaHbIH MeXaHU3M (UTOXpOM-3aBUCUMON perymsiuuu reHoB CI,

LIC u AT oGecnieunBaeT TpaHckpunimoHHbIi (¢akrop PIF3, mockonpky ero HakormjaeHue
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BBI3BaHO 00pa3oBaHWEM aKTHUBHOU (popmbl pUTOXpOMA B PACTHTEITHHOUN KIETKE B OTBET
Ha e¢ OOJydeHHe KpacHbIM CBETOM. BO3MOXHOCTH JaHHOTO MEXaHW3Ma PeryJsIuu
TeHOB HCCIEAYEMBIX M30(hepMEHTOB 00yCIOBIIEHA HAJMYNEM B COCTaBE MX MPOMOTOPOB
crienuPpUIeCKUX y4acTKOB, perenTupyeMbix ¢pakropom PIF3.

GACGCGTCGACATGGGAAGCAGAGAAGGAGAGCTTGTGCGGGGAAGAAGACGATA
CATGTGACAGAGCAGGAGATGTCATATATGCTTAATTTTCGATTACTGACACGTG
ACTGTCGAAAATAACTTATTTTTAGCGGGTACATACCAGCCACCGAAATTAATTG
ATTTATTTTCGCCCGCTAGAAAAATTAACTAATTTTCCGACGATCTATACGTTAG
GGTCGAAAATAAACTCGATTATTTTGGGTGCTGAAATTTAGGTTGGCCGCTCAAA
GTTGTTTGATGCAGTGAACTGTCTAGCTGAGGCCCTAAGAATAGAAAGACATGAC
AAAGTCTCTGAGTATTAGTTTGAGAGTCATAAAACCGGAGTAGATTAGAGTGACT
AGAATCCTCTTAATTATTCAAAATTAGCTCAAACTGGTCTAATCGGACATCGATA
ACGGATGGGGTCACGCTGCCACAACGCTGGTGCGTCAGCAAAGGAGCAATGGCAC
GTAGGGGATGTTTGTGCCGCGTATCATCTCTCGTTCGTGGCCGTTCCACTCTCCA
CTCATCAAAAGAAGAGTTCCCTCACGACAAGGAACGAACCAAGAAACCCAAGCCA
CCCACCCACCGTGAATTAATGCATACACATCAGGGAAGGATAAAATTTCTACTTT
ATCTACCTTTTCCCCTCAAGATAAAATTATTGTTCCATCAACTGGACAAGTCATC
TGCGAACAAGATGTGGCTTGATGGCCAACCAAATGTGTGCAGGAAAAAAAATTGT
CAAAAGCTTGTAAAACCTGACGTCACAGCAAAGTTAAAAATCATCATCATCATCA
TCATAAAAACGAAACTAATGCAAACAAAACAAGAAACGAAGAAATCATCAATCAA
CAACAAAAGAAAAAAGGAAAGAGCAGTGGCGCAAGAATCTTCAAAATCCGAAGGG
CAAAATGGTCCCATGAAAAGCCCTACTTTGCCCGAGAATAAACAAAACGACCTCC
TCCGCCCGCCCGLCCCGCCCGCCTGCCCGTCGGCGTTGTTTCGTCTCCACCGCCGL
TCTCCTCTCCAGTCTCCCACCACCGCTCGTCTCCCCGTACCGCCCGCAACCLCCCC
TCCCCTGCGAGATCCGGGGCGCGATG

Puc. 46. HykneotuaHas mociie1oBaTeIbHOCTh MpomMoTopa reHa SDH1-2 kykypy3s
c ykazaHuem mnojoxeHus G-ydacTtka (BBIACICHO cepaM C Tog4apkuBaHuem) u E-
y4acTKOB (BbIAENIEHO cepbhiM) cCBs3biBaHus (aktopa PIF u crapToBeiM KOJOHOM
(BBIIETIEHO TTOTYEPKUBAHUEM ).

TATGCATAGCAGGTTGCACTTGTACGGTTCCCATATCAAACTGGTTGGCCGGAGG
ATACCTACTCCCTATGAAGTCTGAACTCGAGATGAGATGCCACTAGAGCAGTAGC
TAGAAGAACAACTGGGCTCAGTGGCTACGCTTCTGCATGCATATTAGACTCAACT
GACGAGCAGGTTTTACTACTAGAAGCCGGTGAACGACGACGATGGCCTCAGCTTC
ACGTCGCCGCCAGCATTTGCAATAAAACAACGAAGGTTCCTGGCACACGCGGTGA
AACCACTGGTCCAGCAGCAGTACATGTGCAGCTCTGTTAGTCAGTGGTTAAATAG
TCGCAGCAAATCCAAGCCTACGCCGGCGCGGCCACGGCTAACTAATCAGGCGTGC
GGCTCTGAAGTTTACTCCTGCTGACGTCGGTGCGCGAGATGCTGACGAGACACGC
GGGGCTCGTCTCGTCAAAGTTTTACATGATGGAATACCGAATACACAATACAATA
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CGCGGCTCGCGCTTTCCTCCGCGTCCCTGTCATCTCAAGTTCAGCGCCAACCCGG
CGCGGACGCGTGAAAATTCCTTCTAGAACAGCACGACCTGTGCCGATAGCAACGG
TGGTCAATGGTCGCCGGGGAGGGGGAGCGCCCCCCTTTCCTCTGCCCTTCCTCGG
AGGGGAGCCGGCGTGGGATCTGTCTGGCTTTCCCCGGCCGGTTCCTTTTTCACGT
CGGATAGGATAGGAGATCGAAACCTGCTGCCGCTTTCAGCTAGTAACTTGAGTCG
ATTGTTTCTCAGCTCCATGAAACGGCCCACGACAGCCCATGATTGTTGCCTGTTT
TCAGTTCCAAAAACAAAAATCGCAAAAAACAAAAAAAAAACGCTATGGGCCGAGC
CGACTGCTGCCTCGCATCGCTCCACCGTCGCGCCATCCCGGCGTGCCGCGGCAGA
CGTGTCGACAGAGCTGGCACGTGCCGTCGCGGGGCGCATCCTTATAACTCACTTC
CTTCCTCGCCACTCGCCAGCCACTCTCTCAGGCTCTCTGCAAGCGAGCAGGATG
Puc. 47. HykneotuaHas mocjieIoBaTelIbHOCTh MpoMoTopa reHa SDH2-3 kykypy3sl

¢ ykazaHueMm mnojoxeHus G-ydacTka (BBIACICHO cepaM C Mog4yapkuBaHuem) U E-
Y4acTKOB (BbLAENIEHO cephiM) cBsA3bIBaHMs (akTtopa PIF u crapToBeiM KOJOHOM

(BBIIACIICHO TTOTYEPKUBAHUEM ).

AHanM3 HYKJICOTHUAHBIX IOCIEIOBATEIbHOCTEH TpoMOoTOpoB reHoB SDHI1-2 mu
SDH2-3 kykypy3bl MOKaszaj, 4TO B HX COCTaBe OOHapyXHWBaeTcs crenupuyeckue
yuacTku cBs3biBaHus (E-ywactku) nns  TpaHckpuniuoHHbIX (axkropoB PIF. PIF
HaMpsSMYIO CBSI3bIBAIOTCS CO CHEHM(PUUECKUMU MOCIeI0BaTeNbHOCTAMHU - G-ydacTkamu u
E-ygactkamu (CANNTG) B mpoMoTOpax MX TeHOB-muiIeHeH. [Ipu 3ToM moka3aHo, 4To
TpaHckpunuronHsid ¢aktop PIF3 obecneunBaer B3aumosentcBue kak ¢ G-ydacTkamu,
seisiromumucs nipuopureteivu (Martinez-Garcia et al., 2000), tak u E-yuactkamu,
B30SIIMMU B BOCTaB MPOMOTPOB perynupyembix reros (Jiang et al., 2017). Hamuuwme
JAHHOTO y4yacTKa B COCTaBE IIPOMOTOPOB HCCIEIYEMBIX TI'€HOB YyKa3bIBaeT Ha
BO3MOXXHOCTb PEryJysiiuu ux paboTsl Ha ypoBHE U3MeHeHus cpoactsa PHK-nonumepass
K TpOMOTOpY 3THX reHoB. KackagHbli MeXaHHM3M BHYTPHUKJIETOYHOW TPaHCIYKIUU
(UTOXPOMHOTO CUTHaNIa NMPUBOIUT K Moy st PIF3, koTopslit siBsieTcs mocpeaHuKOM
(UTOXPOMHOTO CHTHANA B SIpe PACTUTEIHHON KIETKH, 0OecrednBasi peryssinio TeHOB
SDH1-2 u SDH2-3 (puc. 49 u 47). ®ochopunupoBanHas GpopmMa TPaAaHCKPHUIIIIUOHHOTO

daktopa PIF3 pa3pymaercs u tepsier cBsa3b ¢ E-ygacTkamu nmpomoTopoB reHoB SDH1-2
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u SDH2-3, 9ro cHmWkaeT ypoBeHb MX TPAHCKPHIILMU 33 CUET YMEHBIIEHHS CpPOJICTBA
PHK-nommmepassr.

BaxxHOo oTMETHTH, UTO B IMPOMOTOpPaX T€éHOB MEMOPAHOCBS3aHHBIX CYyOBEIWHUI]
cyknuHataeruaporenas (C u D cyOpeauHuIibl) Takke ooHapyx)eHbl crienuduieckue E-
ydacTku. BeposdTHo, oTcyTcTBHE (QUTOXpOM-3aBUCHUMOrO 3(dekTa Ha coJep’kaHue
TPAHCKPUNTOB JAHHBIX T'€HOB B PA3JIMYHBIX CBETOBBIX PEXUMaxX OOYCIIOBICHO HHBIMH
MeXaHU3MaMH KOHTPOJS, HE CBsi3aHHBIMU C feiictBueM PIF3, mms koTporo BaKHBIM
apnsgercs Hannune G-yuacTka.

CrnenoBarenbHO, akTHUBalMg (QUTOXpoMa MPHUBOJUT K TepepacnpeieICHHI0
KATHOHOB KallbLMsl MEXJy IIUTO30]EM M SApoM. YBelnuueHue cojepxkanus Ca2t B aupe
NPUBOANT K WHAYIUPOBAHHUIO OMPEACICHHBIX MEXaHU3MOB PETYISAINNA BHYTPHUSIICPHBIX
TPAHCKPUIILIMOHHBIX (DAKTOPOB, BEPOSITHO, MyTeM HX (HOCHOPUIUPOBAHUS KHUHA3aMU U
docharazamu. AktuBHas ¢opma GUTOXpoMa A BBI3BIBACT YBEIMYECHHUE TPAHCKPHUIITOB
reda PIF3 nans BoccraHoBienus mnyna OenkoB pgaHHOTO (Qakropa. Ilpu 3ToM
MIPOTUBOTIONIOXKHOE JIEUCTBUE BhI3bIBaeT 00nyuenue pacrennit JJKC. dochopunupoBanas
dopMa (PUTOXPOM-3aBUCHMOIO TPAHCKPUIIMOHHOTO (hakTopa cBsi3bIBaerca ¢ E-
ydacTtkamu poMoTopoB reHoB SDH1-2 u SDH2-3 u cHmkaeT ypoBeHb UX TPAHCKPUIITOB
B PACTUTEIBHOM KIIETKE.

[Ipumenenre MeTOOB OMOMH(POPMATUKU TO3BOJIMJIO TPOBECTU  aHAIU3
HYKJICOTUHBIX ~ TIOCJIEIOBATEIFHOCTEH  MPOMOTOPOB T'€HOB  LUTPATCHUHTA3bl U
aKOHMUTATTUApaTa3bl. Pe3yiabTaTbl MOMCKAa B aAHAIM3HPYEMBIX I10OCIIEIOBATEIBHOCTSIX
cnerupuyHbIX K ¢dakropam cemeiicTBa PIF y4acTKOB CBHUIETENBCTBYIOT, UTO B COCTaBE
npomotopoB reHoB CSY1 u CSY2 nmanHHbie ameMeHTHl oOHapyxeHbl (puc. 48 u 49).

Hanuuue E-y‘IaCTKOB B COCTABC UCCIICAYCMBIX IIPOMOTOPOB IMOATBCPKAAIOT MOJTYUYCHHBIC

JaHHBIC 00 ux (bHTOXpOM-SaBI/ICI/IMOI‘/JI peryIsnuun.

TTTTTTCCATGAAAAGTGTGAAGCCGTCTCACTTTCTAGGTGGCAAAGTGTGACC
TAGCTACCAAATTCAAATCATTCACCTACAGATTATTCGATCAACCTTTCTAAAC
AACCAGGATCATGTGTTTGCTCACGAGAGCCAAAAACCGATGCCCCTTTTCTTTC
TTGTGGAATCGAAATATGGAAGAGGTACGCGTTGCATCAGATTTTGTTTTTAATT
TGCAGTTGTGTGTTCAGTGTTCTATTCTTCATTTTACATATTATTAATTTGTGAC
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TACAGCCCTGAAGCGCCTTTCCATCCATGTATAAAATCCCATATTACGGAGGACT
GAAAGGGGTGACATTCATATATATATATATATATATGGCTGGAGCTTAAAAGTCC
AATCTGTGTTCTTTTCTACCTCTTTCGGTCTCCGCTGAGACTTGAAACAGCCTTT
CATGGATGTACTGAAGAGAAAAAGAACCTTTTGTACCATAAGATAGTAGAACAGA
ATTGGTGTCTCAGGTATCTTTGCCCCACCGTCTCCAGTATCTCAAAAATCCAACG
CATAACTCACAAAAATGACCATAATATGGTTTGAACCGTTTGTTTACAAATTTGG
ATATGCCATTTCGATTTCAGATTTCTTCAAAGTTCTGAGTCTCCAAATTGGCAAA
AAGTTGAAGTTAATGGGGGCCATGTGCATGTGTCCGGGTCCGGCATCTGGAAATG
GAATGGTACTCCAATATATATTCGGCTCGCCCCTCACCAACCGGTGGAGGACGAC
GACCGGTCCCATTCCCCCCGCCCCAACTTGTCAGGACTCAAGAGGCTCCCCTCCT
CCCTCGCCGCGGAACACGCGCGCCGTCGTCGCCAGCCCGGGTTCATTTCTCCGTT
CCTTGGTAAGCAAGTCTAGGCCTAATGTTCGTTTTATTCGCTGGGATTGGGATCT
CTTCCCCATCGCGAGCCCTCGAATCCAGCCTCATCTTCGTCTCCGATCTGCCCCC
CGCTCAGCCGCGGATTCTTTCGCTGCGTGGTGGGACGGAGCCGAGTAGTAATTAT
CCGTTTGCTTCCCCTAATTTCTTCTCTGGGGTCTCGGTCAAATTCGGCTGCGGCG
GTGACCTGATGGGATCCTCTATTTGTTTGGTTGCTGTGTCTGTGCAGGTGCGGTG
GTAGCCGAGCGCTCCGGCCATG

Puc. 48. Hykneotuanas mociaeaoBaTeIbHOCTh MpoMoTopa reHa CSY1 KyKypy3sl ¢
yKazaHueM mnojoxkeHusi E-yudactka (BblaeneHO cepsiM) cBsizbiBaHus (aktopa PIF u

CTapTOBBIM KOJOHOM (BBIJIEICHO MOJYCPKUBAHUEM ).

CTGGTAAGCACATCCATAATTATAATAAAAGTCATAGGAGACAAAAAGTCACTTT
GTCTCATACCCCTCAGTCCCAACGTGTGGAAATTTAGGGACTTAATTAGACTAAA
ATAAAAACTAATCTTTAGTGCTGTTGGGGGTCACTCCAAAAATTTCAGCTTTGGT
TTTACAGTTTCACTATAAAACAATTTCAACAAAAACATTAAGGTGAGTTCGAAGA
GIGTTTTGTTTGTACATGGACTCTAGCTTCTGTAATACAATAAATTTGTGTGAAT
TTTTTAGATTACCTTTAATAATTAGTAGGCTGTCACAAGAGAATCGAAGTAGTAT
GTTGTGTAACCGGTGGTATGGTGATTAATTTTTGTGTAACTTCATGATGATATAT
GAAAATAGTGTTTGTGAAGTACCTCTTGAGGAGCATCGCGACCTGTTTGAATAGA
AGAAAATGAAATGAATCCGAAATTCTTAGTCTCCCAAAGAGGCGCTAAATATGTA
TATGTGATTTCAATCAATTTCTGGCATAAAAAAATTGTGTGCATTTTGAATGCAA
ATATACTCCATTGTACCTCTCATATCTATTACTTAGAGGCCCATAAAAATAGAAG
AAAAACAAATTAATAAAATGTTAAGTTACTAATTTCCATCTATTTTGTGAGCCTC
AACATAGTAACATAGTGGATACGCTGCAAAGCAGCCTTTGCATCGGGATGTACAA
TTTTTTTTTTCCCTCTAGGACCTGTATATATTCATGTCCCGAGAACTTGTCAGGC
TCTCTTCCTCCCTCGCCGCGGAACACGCGCCCCGTCCTCGCCCGCCCGTGTTCAT
CTCTCCATTCCATACCTTGGTAAGCAATTCTAGACGTAATCGTTCGTTTCATTCG
CTGGGATTGGGATCTCTTCTCTCATCGCGAGCCCTCGAATCCAACCCCAGATTCG
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TCTCTAATCTGCCCTCCCCGCTCTGTCGGACTGTCTCGGATTCGTTCGCTGCGTG
GCGGGGCGGAGCCGATTAGTAACTATCCATTTGCTTCCCGTAGTTTCCTCTGGGA
GTTTCGGTTAAATTCGGTTGTGGTGAGGACATGATGGGATCGTCTGTTTGTTTGG
TTCCTGTGTCTGTGCAGCAGTGCAGGTGCGGTGGTAGCCGAGCGCTCCGGCCATG
Puc. 49. HykneoTtuanas mocieaoBaTenbHOCTh IpoMoTopa reHa CSY2 KyKypys3sl C

yKa3aHUEM TOJIoKeHUs1 E-ydyacTkoB (BbIIENEHO cepbiM) cBs3biBanus (aktopa PIF u

CTapTOBBIM KOJOHOM (BBIJEICHO MOJYEPKUBAHUEM ).

Nzyuenne ctpykTypbl mpoMoTopoB reHoB ACO1 m ACOZ BBISBWIIO, YTO B HX
COCTaB€ OTCYTCTBYIOT IOCJIEIOBATEIIBHOCTH, XapaKTepHbIe Mg E-y4acTKOB CBSI3bIBaHUS
dakropoB PIF, HO mpucyrcBytor G-yuactku. JlaHHBIE TI0O HW3MCHCHHIO YPOBHS
TPAaCHKPHUIITOB 3THUX TE€HOB IIOKAa3bIBAIOT 3aBUCUMOCTh OT pEXHUMa OCBEILIECHUA U
perynupyroTcss GUTOXpoMHOM cucteMoi. BeposiTHO, B JaHHOM cilydae BaXHYIO POJb B
perymsiiun  pyHkumonupoBanus reHoB Al wurpator PlF-3aBucumbie MexaHU3MBI,
oOycioBneHHsie aelictBue umMeHHO PIF3. [loHmmaHme MexaHM3MOB B3aWMOCHCTBUS
MPOMOTPOB TE€HOB-MHILIEHEH C TPAHCKPHUMIIIMOHHBIMU (aKTOpaMH CEMEHCTB CIUPAIb-
nemisg-ciiupanb (bHLH) wu  Ga3oBoit  nedinmHOBOM 3acTexxkku  (DZIP) 3HaunTEIBHO
pacIIUpWINCh, U, KaK MOKa3aHO B HacTosmIee BpeMs, cemerictBo bHLH sBisiercs BTopsiM
10 BEJIMYMHE CEMEHCTBOM TPaHCKPHUMIIMOHHBIX (hakTopoB B pactenusax (Carretero-Paulet
et al., 2010). ITo mensniieir mepe, 80 mpeacraBureneir u3 cemeiictea bHLH umeror
TOYHBI aMHHOKHCIIOTHBIA cocTaB B cBoeM JIHK-cBs3bIBaroleM TO0MeHE, HCOOXOUMbIH
Uit cBsi3biBaHMs ¢ snemeHtamu G-box (Heim et al., 2003, Carretero-Paulet et al.,
2010). ITpu sTom, mHOrMe mpeacrtaButenn cemeiicteBa bHLH MoryTr cBs3bIBaThCs C
sneMeHTamMu E-DOX, KOTOpBIE COXpaHSIOT YeThIpe HYKJICOTH 1A, XapakTepHbie it G-box
(ACGT mmu CANNTG). CewmeiictBo bZIP Takke pacmIMpHiIoCh C YETHIPEX T'€HOB-
ocHoBarteneit 10 6onee yem 70 (Correa et al., 2008). [laxe ne-G-boX-cBsi3piBarorime
npeacrasurean bHLH u apyrue ¢akropst HLH mMoryt kocBenHo perymnuposath G-box-
peryaupyemMbie TeHbl, KOHKypupys ¢ G-box-cBs3piBaromumu ¢akropamu bHLH (Hao et
al., 2012, Oh et al., 2014). Kpome toro, bZIP u bHLH wmoryr neiictBoBaTh

AHTArOHUCTHUYCCKH, KOHKYpHUPYSA 3a CBA3BIBAHUC C OIHMMH U TCMH IKC CaP’ITaMH,
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HarpuMep, 32 KOHKYPEHIIMIO CBS3BIBAHHS ¢ MHUIICHSMH, odmmmu st pakropa bHLH3
(PIF3) u dakropa bZIP (HY5) (Toledo-Ortiz et al., 2014).

[Torck COOTBETCTBYIOMIMX AOMOTHUTENHHBIX deMeHTOB (E-ydacTkoB) B cocTaBe
IPOMOTOPOB TE€HOB aKOHHMTATIHMApATasbl IOKa3an ux Haauume (puc. 50 um  51).
CrnenoBatenbHo, peryisnus dxcnpeccuu reHoB ACO1 u ACO2 ocyrecTBiasieTcs 3a CUeT
($UTOXpOM-3aBHCUMBIX  ()AaKTOPOB  TPAHCKPHIILIMHK, B3aUMOACHCTByrommx ¢ E-

3IIEMEHTaMH IPOMOTOPA.

ATACCTTTTGAGTCATTAAGATTGCAAGAATTGTCTTAGATTTTGGTTAGTATAT
TAGACACTTTTGTATATGAAACCATCTGAAATAAAGATATTATTGAAGTCGTTTA
GACTATAAGAATTGTCTTAGATGTTAGTGAGTATATTAGACATTTCTAAATATAA
AATTATCTTCATATGATATTTCTAATTAGACATATTGTGAAAAAATGTAGTAAAT
AATGAATTCAACTTACTTTGATGATATATCTCTTCAGTTTTTTTAAAACATGAAT
CCTCCTCCCTCCACATTAAGGCTACCGCACTCATGGAACCCTAAATTTCTACTCT
AAAAGGAATATTTCATCCTGGTCAGCGAGATTCTCTACTCTATCCTATAATACTC
CGCGTTCATATTCACCCTAAATATCTACCCTATATCAACTACCACATATTTTATC
ATTTTTTCCCACACTTTTTTATCTCCACCCACCAATCTCCTTCCAGCACCAGTCT
CCTGCCAGCACCCGGTAGAGCACCTGTCGCCGAAGAGAGGTTTTACAGTAGCAGT
TGCATGCACCCTAGAAATAGAGTTCTGCGTTCCCCACCTTTAGATAGAGTAGCAG
AAACAGTCACCGCTGCAGCTGAGATTTTACTGCATATGAAGCTCTATATCCATAG
CGCACCCGGTAGAGCTCTTCGGTGCGGGCAACCTAACGTTTGGCGCGTACGACTA
CACCACATCGTGCTGACGTGTGAAAATTTATTTATCATTTTCTTTTTATGTCTTC
ACTTTCTCTCCTGACCACGAGCCCTCACTAGAGACTACCCCTCGACCCGATTCGG
TTTGGACCCAATAAAAAAAGATCTTTAATATTTCGTGTCCCTTTGTTTCCTCTCC
CAGCTGAGCCTGCGCCTGTACTCTGATGGGCCAACCCACTAACGTTCAGCGGCAG
AGCCCGTTATTTCCCCACTTCAGCGCCCACACTTGCGCCGCGGCAGCAGAACACC
TTCCTGACCCGAATTCAATCCGTGCGCAGGCACCCTCCGCCGGCGATGGCTCACG
CATCGCTCGGCGCCCGCCCCACGTCCCCGAGGCGACGACCGGCACAACGCGCCCT
CGCGGCGCTACCCGACACCTGCGACGAAACGCGCCAAGTTCAGGAGCGCGTCGAC
ACAGGGGCTCGGGAACACGGTGTCGCCATCGCGGAACCCTAGCGAGATCGTCGGG
AAGGTCCGAAGATG
Puc. 50. Hykneotuanas nocnenoBatesnbHOCTh TpoMoTopa reHa ACO1 kykypy3sl ¢

yKa3aHHeM TOoJokeHus E-ydacTkoB (BbIIENEHO cepbiM) cBsi3biBaHus (aktopa PIF u

CTapTOBBIM KOJOHOM (BBIJEICHO MOTYEPKUBAHUEM ).
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GATCCAGTCCACTGTCCACATGGGTGAGAGAATATGCTACCAGTGCTGTCTAGCT
ACAAATAATGEACETSCCGTCCCTGTCTATTTGCTGGAGATATCCTTTATTGCAA
GGATATTTGGCTACCTTGCTCTCTACGTGTACAGTTTTTTTTGTTTTAGAACGAA
AAATTGAGTGGGTCGTTCATATATTCTGTGTGTGTGTATGAGTTAAGTGATATGC
GAACTGGCCTATCAGCAACCACACTCCAACACGAGACTCATGTTTCAGAGAAATA
TATATGTTGAGTTTGTGATCCAAATTCTGAAGAAGGCGGCAGGAGATATCACCTC
TATAAATATCTTTGTAAGTCGCAGGAGATATCTATCTCAATTGTAAATCTTCTGC
GATCTGTAACCACCCGAAAATAGTGAGAAGTTGCCGGCCGGCGCTCGTGGTTTTT
TCCCCTTCACTTTGGAGGGGTTTTCCACGTTAAATCCGTGTCTTTTCTGTGATTG
ATCCTATTTGTGTCGCATTTATTTATAACAATATAAGAGTCTGGTACCATAAAAT
TTACTAAGGCCGGGCGCTTTAATTTACAACGCAAGGTTTAGTAATAGAAATCATG
TAGAAATTTTTTTTTGTTTCCTGCATATTTGAAAGAAGAATAGTAGTAGTCTAGC
AACATGATAGATTCTTCATGTTAATTATTAGTTGTTGGACGTATATATTAATAAT
AAATCCGTATGTATCATGTCCTGGCTTGTTTGACTATGTGACTTAGATGCGTTTG
GTTGTAATGATTGGACGGGATGTGATGGGATGATCCCTCAAATAAGTTTGTTTGG
TTCAGGGTTAAGGATTGAGACAGGTCTATCTCACTGTTGTCTCCAGTTATCCTTT
AAATTTGGATGAAGGAGACGTCCCTGTTGTCCCCTAAACAAACACACCCTTAATT
AGCACAAGTACTACACGGTAAGAATGAATGGGGAAAAAATTACTAGCTGGCCGGC
TGTTCGCAGTGTGCTACTAGCGCCCACTGTACGTATAAGGAAGCGGCTGTCCCTG
GTCCTCACACCATCACTTGTTCTICTCTTCTCTCTCTCTCGTCGTGTGCCTGGGTC
GACCAGCGACCTGGCTAGCTAGCTCTCCAGCTGCGCGCGCCATG

Puc. 51. Hykneotunnas nocnenoBatenbHOCTh npomMoTopa rena ACO2 KyKypy3sblI C
yKazaHueM moyiokeHus: E-yuacTkoB (BblIeneHo cepbiM) W G-yyacTka (3a4epKHYTHIN

TekcT) cBsa3biBaHUs pakTopa PIF u cTapTOBBIM KOJTOHOM (BBIAEIEHO MOJYEPKUBAHUEM).

[IpucyTcTBHE I1IMC-2JIEMEHTOB, K KOTOPBIM OTHOCSTCS TPaHCKPHUITIIMOHHBIC
dakropsl cemerictea bHLH, B mpomMoTOpHOIl 001acTu TEHOB SBISETCS KIFOYEBBIM
(dakTOpoM peryssiuu TPAaHCKPUTIMU. BakHOe 3Ha4YeHHE WUTpaeT HE TOJIBKO HAIIMYUE
cnenupUUISCKUX CaUTOB B3aUMOJICHCTBHS C TPACHKPHUIIMIIHHBIMU (paKTOpaMu, HO U UX
pacnonoxxenue. Ocoboe 3HaueHUE B PETYISIUN TPAHCKPUIIIIMOHHOW aKTUBHOCTH T€HOB
UTPAIOT CAWTHI TPAHCKPUIIIIMOHHBIX (DAaKTOPOB, PACIIOIIOKECHHBIX B 00JIACTH WHUITUAIIUU
tpackpunimu (Lis, Walther, 2016). Taxxe smureHeTHUYECKHEe MEXaHHU3MbI MPUHHUMAIOT
HEMOCPEJCTBEHHOE YYacTHEe B KOHTPOJE O3TUX TCHOB, HM3MCHSS WX CBS3BIBAHHUC C
dakropamu tpanckpunuuu (Medvedeva et al., 2014, Escrich et al., 2022). Ananu3

HYKIJIICOTUIHBIX HOCJIGZ[OB&TGHBHOCTG?I IpOMOTOPOB TCHOB CYKHOHUHATACTHAPOICHA3BI
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UTPATCUHTA3bI, AaKOHUTA3bl CBUIETEILCTBYET O HAIWYMH B MX COCTaBE CIEUU()UIECKIX
calToB cBs3bIBaHUA (HDakTOpOB TpaHCKpunuuu cemeiictea bHLH, k koTopbiM oTHOCSTCS
¢axropsr PIF (Tadm. 11).
Tabmuna 11.
Pacnpenenenune G- u E-o0nacreit B coctaBe NpoMOTOPOB I'€HOB, KOJUPYIOLIUX

n30(hepMEHTHI IUKJIA TPUKAPOOHOBBIX KUCIIOT

I'en G-ydacTok E-yuacTtox Pacnonoxxenue
CYyS-3JIECMEHTa B
o0ylacta canra

1505050005 :00050%
TPACHPHUTIITUU

CSY1 HET 3 1

CSY2 HET 2 2

ACO1 HET 3 3

ACO2 1 3 2

SDH1-2 1 2 2

SDH2-3 1 2 3

[IpomoTOpel BCEX MpPOAHATU3UPOBAHHBIX T'E€HOB, KOAUPYOIIMX H30()EPMEHTHI
CAI, LUC u AL xykypy3sl couaepar B O0JacTH WHHUIMAIUUA TPAHCKPUIIIHH
cnerupuYecKre CaliThl CBI3BIBACHUS C TPAHKPUIIIMOHHBIMU (pakTopamu cemeiictBa PIF,

4yTO 00ecrneynBaeT GUTOXPOM-3aBUCUMBIA MEXaHU3M UX PETyJIsSLuu.

3.5.3 Ponp KalnbMOAYIMHOB B TPAaHCAYKIMU (HOTOPELENTOPHOIO CHUTHAjIa B
KJIETKaX KyKypy3bl

XOTs peryJsius MpoIeccOB KU3HEEATEIbHOCTH PACTUTENILHON KIIETKU MOKa He
U3y4YeHa JOCTATOYHO MOAPOOHO, YK€ HM3BECTHO, YTO KOOPJAMHALUSA SKCIPECCUU TPex
T€HOMOB JYKapHUOTUYECKON KJIETKU: SJIEPHOTO0, MIACTUAHOIO M MHUTOXOHJPHAIIBHOTO,
JOCTUTAETCS C TMOMOIIBIO crienu(pUIecKnx cUrHagoB. Ompeaensionyo poib B JaHHOM
IpOLECCe UrpaeT KIETOYHOE s11po. OHO KOHTPOJIUPYET, KAKUM 00pa3oM KajabMOyJIMHbI

u KaHBMO)IYJ'II/IH'HO)IO6HBIC O€JIKH CBS3BIBAIOTCA C 6CJ'IKaMI/I-MI/IHI€H${MI/I, BKJIIO4as
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POTENHKUHA3BI, HOHHBIE KaHATBI U ()aKTOPhI TpaHCKpUIuu. Hanpumep, KanbMOIyJIUH
CaM7 y Arabidopsis perymupyeT (akTop TPaHCKPHUIIMH T'€HOB, HEOOXOIUMBIX JIJIS
dboromopdoreHesa, a y MyTaHTa IO ITOMY T€HY IKCIPECCHS CBETOMHIYITUPYEMBIX T€HOB
3HauynTeapHO cHrkaeTcs (Kushwaha et al., 2008).

WccnenoBanne ypoBHS  TpaHckpunToB reHa CALM7-1, koaupyromiero
KaJIbMOIYJIHH 7, TOKa3ajo, YTO JAaHHBIA MOKAa3aTellb 3aBHCUT OT YCJIOBHH OCBEIICHUS
pactenuii. Ha cBeTy ypoBeHb TpaHCKpHUNTOB ObLT 2,4 pa3a HMKE TAaKOBOTO MOKa3aTess B
temuote (puc. 52). Obaydyenne pactenuiit JIKC (730 HM), a Takke MOCICIOBATEILHOE
o0nyuyeHue KpacHbIM M JAJIbHUM KpPAaCHBIM CBETOM HE BBI3BIBAJIO U3MEHECHUN B
COJICp)KaHUHM TPAHCKPUNITOB HCCIEAYeMOrO0 TeHa TO0 OTHONICHWI0O K TaKOBOMY
MoKa3aTeNl0 BapuaHTa «cBeT». MccnmemoBanue mokazanu, 4to B TemHore CaM7
HaKaITUBaeTcss Oojiee BBICOKHME YPOBHM TPAHCKPUIITOB, YeM Ha CBETy, 4YTO
HEMOCPEJCTBEHHO KOPPENIUPYEeT € €ro (U3HOJOTHYECKUMHU (YHKIUSAMH B TaKUX

ycnoBusx (Kushwaha et al., 2008).
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Puc. 52. OtHocurenbHbll ypoBeHb TpaHckpunToB reHa CALM7-1 B nucThsax

KYKYPY3bl B YCIIOBUSIX Pa3JIMYHOIO CBETOBOT'O PEKHUMA.

Bricokas skcnpeccust CaM7 MOXKET 4YaCTUYHO MOJABIATh ypoBeHb ¢pakTopa HY5,
yKa3bIBasi Ha TO, YTO JBa (pakTopa paboTaroT BMecTe, oOecreuynBasi KOHTPOIb Pa3BUTHS

pactenuii Ha cBety. [Ipu aHanM3e OTHOCUTENHLHOTO YpOBHS TpaHcKpunToB reHa CALM7-
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2 OBLJIO YCTAHOBIIEHO, YTO JAHHBIN KAIIbMOAYJIMH HE IPUHUMAET Y9acTUsl B TPAHCAYKINN
CBETOBOI'0 CHTHaJla B KIIETKaX KYyKypy3bl, IIOCKOJIBKY HCCIEAYEMBIH ITOKA3aTelIb HE

U3MEHSIETCS MPH 00TYyICHUH PaCTEHHI KPaCHBIM CBETOM (puc. 53).
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Puc. 53. OtHocurenwvHbIl ypoBeHb TpaHcKpunToB reHa CALM7-2 B nmucThsax
KYKYPY3bl B YCIIOBUSX Pa3IMYHOTO CBETOBOTO PEIKHUMA.

Ycranosneno, uro ren CALM7-3 mposBiseT HamOONBIIYI0O aKTHBHOCTh MpPHU
OTCYTCTBUHU CBETa, O 4Ye€M CBUJCTEIbCTBYET yBelnuueHue conaepxkanus ero MPHK B
KJIETKA B JIaHHBIX JKCIIEPUMEHTAIBHBIX ycioBUAX. OONydueHHe pacTeHUU KyKypy3bl
KpacHbIM M JaJbHHM KpacHbIM CBETOM HE BBI3BIBACT W3MCHCHUH B BEIMYWHE
cogepkannss MPHK pganHOro reHa, 4YTO yKa3blBa€T Ha OTCYTCTBUE BIIHUSHUA

(UTOXPOMHOIM CHCTEMBI Ha BEJIMYMHY TAaHHOTO MoKa3aTeiis (puc. 54).
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Puc. 54. OtHocutenbHblii ypoBeHb TpaHckpunToB rena CALM7-3 B nmucThsx

KYKYpPY3bl B YCIIOBHSIX Pa3JIMYHOIO CBETOBOT'O PEKHUMA.

UccnenoBanus coxaepkanus TpaHckpuntoB reHa CALM7-4 B pacteHus mnpu
OOJY4eHHH CBETOM pa3HOW JITMHBI BOJHBI ITO3BOJIMIM YCTaHOBUTH OIPEACICHHYIO
3aBUCUMOCTh. B pactenusix BapmaHToB «cBeT» M «KC» conepskaHue TpPaHCKPUIITOB
UCCIIEyeMOT0 TeHa MPEeBhImano Ha 1,7 pa3a TakoBO# MOKa3aTellb B BApUAHTE «TEMHOTA
(puc. 55). ns pactenuit, oonydennsix JJKC u npu mocienoBaTenbHoM BosaeiictBun KC
u JIKC, usywaemblii mokazatenb ckopoctu (yHkiuonupoBanusi rena CALM7-4 He

OTJINYAJICA OT BapHWaHTa «KC» u Op11 BBIIIC, YEM B BApUAHTC KTCMHOTA».
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Puc. 55. OtHocutenbHbll ypoBeHb TpaHckpunToB reHa CALM7-4 B nucThsax

KYKYpPY3bl B YCIOBUAX Pa3JIMYHOTO CBETOBOIO PEKHUMA.

Hanportus, ypoBenb TpanckpuntoB CALM3 B TemHOTE M mpu 00IydyeHUU
KOPOTKOBOJIHOBBIM CBETOM, KaK BHUAHO Ha Tpaduke, Oojiee BBICOKHMHA, 4YeM IMpHU
0o0nyuyeHUn OONBIIMMH JUTHHAMH BOJH (KPacHBIM WM JTHEBHBIM cBeToM) (puc. 56). Ilpu
3TOM, M3 MOJYYEHHBIX JAHHBIX BHIHO, YTO UMEHHO (PUTOXpOMHAs CHCTEMa SIBISIETCS
PETYJISTOPHBIM MEXaHU3MOM KOHTPOJISI YPOBHS TPAHCKPUIITOB I'e€Ha KaJbMOAYJIMHA 3.
AKTHBUPOBAaHHBI (PUTOXPOM CHUXKAeT cojaepxaHue TpaHckpuntoB reHa CALM3, B

OTBET Ha BO3JICHCTBUEC KpaCHOr'o CB€Ta Ha paCTCHHA.
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Puc. 56. OtHocutenbHbiii ypoBeHb TpaHcKpunToB reHa CALM3 B nucThsax

KYKYpY3bl B YCIIOBUSIX Pa3JIMYHOIO CBETOBOTO PEKHUMA.

Taxkum 00pa3oM, yCTaHOBJIEHO, YTO JaHHBIN KaJIbMOAYJIMH NMPUHUMAET y4yacTHE B
CBETOBOM  pEeryjsiliMM  KJIETOYHOro  MeTaboiau3Ma, oOecrneuuBas  peaau3aliio
¢doropenenTopHoro curHana. Bwicokoe comepikanue TpanckpuntoB rera CALM7-1 B
YCIIOBUSIX TEMHOTBI CBSI3aHO C €ro pPOJbI0 PEryjsiTopa CBETO-3aBUCUMBIX TI'€HOB B
temHore. [Ipu 3tom st rena CALMS xapakrepHa cxonHas kaptuHa coaepxanus MPHK
B KIETKE B pa3IUYHBIX CBETOBBIX pEXHMMax. BbICOKOE colep)KaHHE TPaHCKPUIITOB
JTAHHOTO I'€HA Ha CBETY TAK)KE YKa3bIBAET HA €T0 Y4aCTHUE B PETYJISLMU T€HOB B YCIOBHAX
OCBEILICHUS.

AHann3 OTHOCUTENBHOTO YpOBHsS TpaHckpuntoB reHa CALM2, xoaupyromiero
KaJIbMOAYJIMH 2, BBIABWI, YTO MCCIEAYEMbIH II0Ka3aTelb HE M3MEHSETCS B JIUCTBAX
KYKYypY3bl B 3aBUCUMOCTH OT yCIIOBUH 0Ony4deHUs: pacteHuit (puc. 57). CnenoBarenbHO,
JAHHBIA KaJbMOAYJIMH HE NPUHUMAET y4yacTusi B Iepeaye CBETOBOIO CHUrHajia oOT
¢dbuTOXpOMA K KJIETKAM JINCTHEB KYKYPY3bl.

Haubonpmmit otHocutensubiii ypoBenb MPHK rena CALM1 oOnapyxuBaincsi B
pactenusix, nocie ux odmyuenus JKC u nocnenoBarenbHbiM obnydennem KC n JIKC
(puc. 58). MHas kapTHHaA HCCIEIyeMOro MOKa3arens HaOJIoJaeTcsi Ha CBETY M IPH

BOS}ICP'ICTBPIH KpaCHOro CB€Ta, 4YTO HPOABIACTCA B 3HAUYUTCIIBHOM CHMIKCHHUH YPOBHSA
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TPAHCKPUIITOB HccaeayeMoro resa. [lonydeHHble pe3ysbTaThl CBUAETENBCTBYIOT O TOM,
yTO (UTOXPOMHASI CHUCTEMa MNpPUHUMAaeT ydyactue B perymsuuu ypoBHs MPHK rena
CALM1 B nucThsIX KyKypy3bl IIPH U3MEHEHUU CBETOBOTO PEXHMMa PAaCTCHUN. AKTHBHAS

(bopMa (bHTOXpOMa BBI3bIBACT CHUIKCHHC UCCIICAYCMOI'O IIOKA3aTCIIA pa60TI>I T'CHOB.
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Puc. 57. OrtnocurennHbIii ypoBeHb TpaHckpunToB TeHa CALM2 B mmcThsx

KYKYPY3bl B YCIIOBUSIX Pa3JIMYHOIO CBETOBOT'O PEKHUMA.

AHanu3 pe3yiabTaTOB MPOBEICHHOTO HCCIEIOBAHUS [0 BBISIBICHUIO YpPOBHS
tpanckpuntoB renoB CALM7-1, CALM7-4, u CALM3 mnoxaszan uX 3aBUCUMOCTb OT
YCIOBUM OCBELICHHUS PACTCHUH. YCTAaHOBJEHO, 4YTO TE€Hbl ATHUX HCCIEIOBAaHHBIX
KaJIbMOIYJIMHOB MPUHUMAIOT Y4acTHE B CBETOBOM PETYISAINU KIETOYHOTO MeTadoIn3Ma,
obecrieunBasl peaym3alno GoroperentopHoro curnana. Ilpu srom mis rena CALM2 we
BBISIBJICHO M3MeHeHHi B cofepxanuu MPHK mpu Bcex BapuanTax oOiydeHHs] pacTeHUI
KpPaCHBIM CBETOM, YTO YKa3bIBaeT Ha €ro MacCUBHOCTh B peanu3anuu (OTOPELenTOPHOTO
CUTHaNa OT (PUTOXpOMA.

Pe3ynbpTaThl HaMIMX HMCCIEIOBAHHMMA MOKA3bIBAIOT, 4TO (epMeHThl mukia Kpebca,
DKCIIPECCHsl MX TEHOB B PACTCHUAX, MOJBEPraroTcs (OTOPEHENTOPHON peryssiuu
nocpeactBoM GuToxpomoB u kpurntoxpomos (Empunies u dp., 2015, Enpuniies u op.,

2015a). Kpome TOro, psija MCCICAOBAaHUI HAIMPABICEHO HA BBISICHEHHWE POJIM KajbIMs B
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MEXaHH3ME CBETOBOM peryjsanaun 9H3MMOB, B TOM  4YHCIIC KAJIbMOAYJIWHA WU

KaJbMOyIHMHOIO100HBIX OekoB (Eprintsev et al., 2013).

3 _
T
2,5 - 1

& T
o 1
E T
s 2 4 ik
o
x
o
I
g. 115 B
=
A
3 +
o 1 T
K
1%
>
2 05
]
[ =
(4]
=
3 0
2 cBeT TeMHoOTa KC OKC KC+OKC
=
o

Puc. 58. OrtnocurenpHbIii ypoBeHb TpanckpunToB TeHa CALM1 B mmcThsx

KYKYPY3bl B YCIIOBUSIX Pa3JIMYHOIO CBETOBOT'O PEKHUMA.

[TokazaHo, YTO OTHOCHTENIBHBIM YpOBeHb TpaHCKpunToB reHoB CALM7-1 u
CALM7-4 yBenuuuBaetrcs B ycnoBusix ocBemieHus pacteHuit KC. BreisBneHo, drto
KaJTbMOIYJIHH 7 MPUHUMAIOT yJ4aCTHE B CBETOBOW PETYISANNU KJIETOYHOTO METa0OIU3Ma,
obecrnieunBasi peanuzanuio (poroperentopHoro curHaia. Ilpu stom st rena CALM3
TaK)K€ XapaKTepHO BBICOKOE COJIEpP’KaHHE TPAHCKPUIITOB Ha CBETY, YKa3bIBAIOIIEE, YTO
JAHHBINA KaTbMOAYJIMH 3 00ecrieuynBaeT nepeaady CUuraana oT GUTOXpOMHON CUCTEMBI.

N3 ananm3a nuTepaTypHBIX JI@HHBIX YCTAaHOBJICHO, YTO KaJIbMOJYJIMHBI MOTYT
obecrieunBaTh peaau3aluio KajablueBoro u (ocdaTHOro myTu mepenayd CuUrHaja, a
TaKke ydacTByloT B QocdopmmupoBanuu (Enslen et al., 1995). Kpome Toro,
KaJbMOIYJIMHBI MPOSBISIOT CBOE JACHCTBUE 4Yepe3 HEMOCPEJICTBEHHOTO BO3JICHCTBHE Ha
oenxoBbie Mosekyisl (Crivici, Ikura, 1995).

[TomyueHnple B Hameld paboTe ITaHHBIC MO3BOJISIOT CHENATh 3aKIIOYCHUE O
MEXaHU3ME TPAHCAYKIMH (QUTOXPOMHOTO CHUTHala B  PACTUTEILHOW  KIJIETKE.
OUTOXpOMHAsI CHCTEMa DPETYIUPYyeT COJEp’KaHWE KATHOHOB KaJbIUs B s/IpaxX KIETOK

pacTeHUN IIyTeM €ro IIepepacHpenciieHus] MeXAy KOMIApTMEHTAaMH. YBEIMYCHUE
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KOHIIEHTPAIIUNA KalbIIUs B SIEPHON (PAKIUU TMPUBOIAUT K aKTHUBAIUU BHYTPHUSICPHO
JOKaJTM30BAaHHOTO KAJIBMOAYJIHHA 7, TPOSBISIFOMIET0 KHHA3HYIO PEaKLIHUIO0 U CIIOCOOHOTO
MOJIYJIMPOBATh PaObOTy TPAHCKPHUITIIMOHHBIX (GaKTOPOB. BBISBICHO, YTO TIOCPETHUKOM BO
BHYTpUAJIEPHON Tiepenade (HUTOXPOMHOTO CHUTHANa SIBISETCS TPaHCKPHUIIIMOHHBIN
daktop PIF3, akTuBamus KOTOpOro HAOMIOJAETCs B OTBET HAa HAKOIUICHHE aKTUBHOM
dopmbl putoxpoma A B kietke. [lpu stom, yBenuuenue skcupeccuu PIF4 B TemHOTE
MOJXKET SIBIIATHCS HEOOXOAMMBIM JUIsi KOHTPOJISI CBETO3aBHUCMBIX T'€HOB B OTCYTCTBUU

CBCTA IIYTCM HUX aKTHUBALlUH.
‘CamT, ( /\
k\-/, KpacHblii ceeT /' ~— (@)

S '\ ’ . N
Catt — —)E — Ca*
N

AanbHMI KPacHbIN ceeT

(' PHK -nomtxepas
/

(« PHK-nomnecpasa \) I< :
'bggcacgtg‘g By s satttatataaaacgac.....agagatgtgge
=14 ST 1

aattgatataaaacgac.....agagatgrggce
L y ) S -S6 +1

CTAPTOBMR XOROK

\ J S

CTapTOBN A KOROR

Puc. 59. T'mnorermueckas cxemMa TpaHCAYKIUH (PUTOXPOMHOTO CHUTHaja U
MeXaHU3Ma PETYJSAINH SKCIIPECCUN T€HOB B JIUCThAX pacTeHuii. Ok — HeakTHBHAsA hopma
¢utoxpoma, ®nk — aktuBHasg (opma @uroxpoma, IId — nporemndocdaraza, IIK-
npoTenHknHaza, @ — ocraTok Gochopuoit kuciotsl, PIF — Phytochrom interacting factor

(paxTop duroxpomHoro Bzaumoericteus), Cam7 — kanbMOYJIHH 7.

AHanu3 HYKJIEOTHIHOM IOCJIEI0BAaTENIbHOCTH MPOMOTOPOB T'€HOB HCCIETYEMbBIX
n30(epMEHTOB KYKYpY3bl IIOKa3aj, YTO B UX COCTaBE OOHApPYKUBAIOTCA CHelU(pUIECKUE
yuacTku cBsi3biBaHus (G- u E-ydacTku) /s TpaHCKpHUMNIIMOHHOTO (hakTopa cemeicTBa
PIF. Hainuue naHHOro ydacTka B COCTaB€ IPOMOTOPA MCCIEAYEMbBIX T€HOB YKAa3bIBAE€T
Ha BO3MOXXHOCTb PETYJIAIMHU MX TPAHCKPHUIIMU HAa ypoBHe mM3MeHeHus cpojctBa PHK-

MOJIMMEPA3bI K TPOMOTOpaM T'eHOB (puc. 59).
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3.6 DnureHeTnyeckue - MEXAHW3MBI ~ PETYJSIMUM  TE€HOB  HMCCIEAyEeMBIX
n30()epMEHTOB

3.6.1 AHanmu3 TPOMOTOPOB TEHOB CYKIIMHATIETHIPOTEHA3bI, ITUTPATCUHTA3Bl U
AKOHUTATTUPATA3BI

MexanuaM perymsiimuu  o0pa3oBaHUs HM3(PEpPMEHTOB MeTabonu3Ma JH- W
TPUKAPOOHOBBIX KHCJIOT, BEPOSATHO, CBSI3aH C pETYJSAIUMEd OSKCIPEeCCHHd TEHOB,
KOIupyrommx ux cyobeannuisl. MetunupoBanue JJHK — oqun u3 ¢pakTopoB, BAUSIOMINX
Ha JKCIIPECCHIO TEHOB. V3MEHEHHWE METHIILHOTO CTaTyca ITMTO3MHA B PACTUTEIBHBIX
OpraHm3Max B OOJBIICH CTENEHU XapaKTEepPHO I MPOMOTOPHBIX O0JIACTEH TEHOB
(Antequera, Bird, 1993), uTo Oka3pIBacT BIMSHUE HA YPOBCHb JKCIIPECCHU T'CHOB, B
coctaBe MPOoMOTOpOB KoTOpbix mMmetorcs CpG-octpoBku (Singer-Sam, Riggs, 1993).
NurunbupoBaHue CKOPOCTH TPAHCKPHUIIUU TEHOB SBISIETCS PE3yJbTaTOM HM3MEHEHUS
COCTOSIHMSI XpoMaTuHa (yBEIUYCHHUS €r0 KOHACHCAIIMU TPH YBEIWYCHUU METHUIBHOTO
cTaryca), 4YTO HE CIOCOOCTBYET JIETKOCTH TMPHCOSAMHEHUS TPAHCKPUIITHOHHBIX
($hakTOpoOB K COOTBETCTBYIOMEMY TeHy. [Ipn 3TOM, M3MEHEHHE cTaTyca METHIIMPOBAHUS
OJIHOTO HYKJICOTHAA TIPAKTHUYECKH HE BIHICT Ha TMPOLECC MPUCOCTUHEHUS
TPAHCKPHUIIIIMOHHOTO (paKkTopa K MPOMOTOPY T'€Ha, OJTHAKO, 3HAUYUTEIbHBIC TPOSBICHUS
HaOJTI0AAr0TCS TTPH CKOTUICHUH 1TMTO3uHOB B Buiie CpG-ocporka (Kass et. al., 1997).

OTyinuus B peryJssiiiuy TEHOB 3a CYET U3MEHECHUS METHIILHOTO CTaTyca HaOIo1aeT
IpH OTCYTCTBUU B cocTaBe nmpoMoTopa CpG-octpoBka. 3MeHEHHE METHIIBHOTO CTaTyca
OTJIEJIbHBIX IIUTO3MHOB B HMX COCTAaBE OKAa3bIBAET 3HAUMUTEIHHOE BIUSHUE HA YPOBEHBb
IKCIIpecCH  AaHHBIX  TreHoB.  [lomoOubld  3ddext Obul  ompexeneH IS
TpaHCKpUNIMoHHOTO (hakropa ¢akrtopa AP-2 (Comb, Goodman, 1990). I[TomoOHsrit
MEXaHW3M Tmpeanonaraercs u aua  ¢aktopa Spl, HO dTOT dakr Tpedyer
nononuutensHoro uccienoanus (Clark et. al., 1997, Kakutani et. al., 1995).

Perynsius TpaHCKPHUIIIMN T€HOB MOXKET OCYIIECTBISATHCS U IPYTUM MEXAHU3MOM,
3a CUeT aKTUBHOCTH METHJI-CBs3bIBaroIuxcs oenkoB (MDBPS), koTopbie uMeroT ocoboe
cTpoeHue, oOyciioBiIecHHOEe HaimuueM B uXx coctaBe JIHK-cBs3piBaromero jmomeHa u

nomMena, naruoupyromiero PHK-monumepasy (Hendrich, Bird, 1998).
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Baxxnoe 3HaueHue B onpeeNieHUd TPAHCKPUIIIIMOHHONW aKTUBHOCTH F€HOB UTPAET
aHaJIn3 HYKJIEOTUHOTO cocTaBa MIPOMOTOPOB T'CHOB, KOJUPYIOLTUX
CYKIIMHATACTUAPOTCHA3y, ITUTPATCUHTA3y, AaKOHHUTATTHApOTa3dy, Ha Hammune CpG-
OCTPOBKOB B IpomoTopax. JlJis ycTaHOBJIEHHS METWJIBHOTO cTaTyca otraenbHoro CG-
JUHYKIJIEOTHIA C IPUMEHEHUEM MEeTUIICTICU(PUIHOM [P, HEO00XO0IMMO
HCIIOJIb30BaHUEM JIBYX BapUAHTOB MPSIMOTO MpaiiMepa, OTIIMYAIOIINXCS MEXTy coO0H 1Mo
CG-cality. B Bapmante «U» 1muTO3MH 3amernieH Ha TuMuH, a B «M» - Her. [lpu
npoBeaeHuu I[P BO3MOXHO TONIy4yeHHME aMIJIMKOHOB C PAa3HbIM COYETaHHEM
cpaboraBmmx mpaiimepoB. Ilonyuenue TILP-npoaykToB ¢ BapumanTom mpaitmepoB «Uy»
yKa3blBaeT HA OTCYTCTBHE METHJIMPOBaHWsS B aHanmm3upyemom CG-muHykneotuae, u
HAa000pOT, €CJIM TMOJICYeH MPOAYKT C BapuaHTOB «M» - TO HCClenyeMblid TUHYKICOTHU]T
MeTHIHpoBaH. Bo3MokHO «cpabaTbiBaHHE» O0OMX MpailMepoB, TOr/AAa aHAIU3UPYEMbIN
LUTO3UH SIBJISIETCS YACTUYHO METWUIMPOBAHHBIM, MOCKOJIBKY B KIIETKE MPHUCYTCTBYIOT
pasHble TI0 METWJIBHOMY cTaTycy amienu aanHoro CG-munykineoruna (Herman et. al.,
1996).

Hccnenosanue ctpykrypsl mpoMoTopoB reHoB SDH1-1 u SDH1-2 dhnaBonpoTenna
CAI' xykypy3sl mokaszamo omimuue B pacnpeneneHnn CG-TuHYKICOTHOB B HX
HYKJICOTUIHBIX TOCIeAoBaTenbHOCTSIX. B mpomorope rena SDH1-2 ¢unaBomnporenna
CYKIIMHATIIETUApPOTreHa3sl Obio oOHapyxkeHo aBa CpG-octpoBka (puc. 60), urto
YKa3bIBA€T Ha BO3MOXKHOCTBH €T0 PEryJsIUHU MPU WU3MEHEHUHM MeTuiIbHOro craryca CG-
TUHYKJIEOTUAOB, Bxoaamux B coctaB CpG-octpoBkoB. Pasmep mepBoro octpoBka 174
HYKJI. (B moJioskeHuu ¢ -354 mo -527 HykIL.), a pazmep BTOporo octpoBka 134 wykn (B
noyioxeHuu ¢ -867 mo -1000 myki1.).

Ha ocHOBe HYKJICOTHAHBIX IOCIEIOBATEIbHOCTEH MPOMOTOPOB  T'€HOB
cyObemUHMIIBI A CYKIIMHATACTUIPOTEeHA3bl pa3padO0TaHbl MpaMepbl JJIs ONpPEACIICHUS
METWJIBHOTO cTaryca metogoMm wmetwmwicnenuduunoin TIIP. Ilpaiimepbr momdupamuck
TakuM oOpa3oM, 4ToObl aHamm3upyembli CG-IUMHYKIEOTHA pacmojaraics B OOJacTH
CpG-octpoBka (mns reHa SDH1-2). Takoe pacrnoyioxxeHre aHaTU3HPYEMbIX IIUTO3HMHOB

IMO3BOJIACT OMPECACINTE 3aBUCUMOCTDL CTATyCa MCTUIIUPOBAHUSA CpG-OCTpOBKa " €ro poJib
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B peryJsiuun JKCIIPECCUH AQHAJIM3UPYEMBIX TE€HOB ¢aBonpoTenHa
CYKIMHATAETUAPOTreHa3bl  KyKypy3bl. IlocinenoBaTenbHOCTM — ONMIOHYKJICOTHAHBIX

3aTPaBOK U TIOJIOKEHUE UCCIIEIYEMBIX B pa0OTe IIMTO3MHOB MTPUBEACHBI B TabmuIie 12.

- SDH1-1

. %

CG
020 4o 6o G0

0 200 hp 400 bp 800 kp 00 bp 1000 by

SDH1-2

CG, %

O 20 4o &0 §o

I L I | L L L I | I I I I 1 I I L L | L I L I ]
o 200 bp 400 bp BO0 bp GO0 bp 1000 bp

[ ] -CpG-ocrposok

Puc. 60. Ananmu3 CG-auHyKICOTHIOB B COCTaBE MPOMOTOPOB T'€HOB CyOBEIMHUIIBI
A cyknuHaTaeruaporeHassl Z. mays. BepTUkanbHBIME JIMHUSMH YKa3aHbI TOJOKEHUS

CG-auHYKIICOTH/IOB.

Ornpeznenennie BeIMUYMHBI METHIIBHOTO CTaTyca MPOMOTOPOB T'€HOB HCCIEAYEMbIX
n30(hepMEHTOB OCYIIECTBISLIA HAa OCHOBE PE3YNbTATOB 3JEKTpodope3a aMILIMKOHOB,
MOJIYYEHHBIX C TOMOIIBI0 METUIICTICIIM(UIHBIX TPAaHiMEPOB.

Tabmuma 12.
OnuronykieoTHABI s poBenenus Metwicnenubuanon [P mist mpomoTopoB reHoB

SDH1-1 u SDH1-2 ¢ IHK nucTtheB KyKypy3bl

T'en Tomnoxenne nccrenyemoro Hassanue IlocnenoBaTenbHOCTE
IIUTO3HUHA
1 2 3 4 )
npsmoid M | 5’-atcattaatcaatagcc-3°
obpatubeiii M | 5’-ttttttttgaggtgggt-3’
I -38 HyKJI.
SDH1-1 npsimoit U 5’-atcattaatcaataacc-3’
obpatueii U | 5°-ttttttttgaggtgggt-3°
] -61 myx. npsimoid M | 5°-cccaatatataaaatgcc-3’
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obpatHbIii M

5°-ttttttttgaggtgggt-3’

npsimoit U

5’-cccaatatataaaatacc-3’

oOpatusbIit U

5’-ttttttttgaggtgggt-3°

-111 myxn.

npssmor M

5’-caaacaaacctacaagca-3’

obpatHbIit M

5’-ttttttttgaggtgggt-3°

npsimoit U

5’-caaacaaacctacaaaca-3’

oOpatusbIit U

5’-ttttttttgaggtgggt-3°

-57 nyxi.

npsmMon M

5’-aatatattttaaattgca-3’

obpatHbIit M

5’-taatttaaggttagagg-3’

npsimoit U

5’-aatatattttaaattaca-3’

obpatusbIit U

5’-taatttaaggttagagg-3’

spH1-2 !l

-115 myxn.

npsmont M

5’-taacccaccttacaagca-3’

obpatHbiit M

5’-taatttaaggttagagg-3’

npsimoit U

5’-taacccaccttacaaaca-3'

obpatubIit U

5’-taatttaaggttagagg-3’

-307 myx.

npsmont M

5’-caaaataaaactattgct-3’

obpatHbiit M

5’-taatttaaggttagagg-3’

npsimoit U

5’-caaaataaaactattact-3’

obpatubIit U

5’-taatttaaggttagagg-3’

IIpumeuanue: «-» ykas3bplBaeT, HA KaKOM PacCTOSHUM OT Hadajla II€pBOro 3K30HA
reHa pacrnoisioxkeH uccienyembii nutosus; I, I, 111 — pasusie rpynmnel npaiiMepos. Ilpu
TOM LMUTO3MH B KaXXJO0M rpynmne npaiMepoB OTIMYAJICS 0 HAJUYHMIO METUIMPOBAHMS

(M) mm ero otcyrctBuio (U).

HccrnenoBanne  MOCIEAOBAaTEIBHOCTH — HYKJICOTHAOB  MPOMOTOPOB — T'€HOB,
koqupyromnux cyobenunnily B C/I' mokazano mpucyrctBue CpG-oCcTpOBKOB B reHax
SDH2-1 u SDH2-2 pazmepom 158 m.H. (B monoxenuu ¢ -400 go -558 u.) u 163 m.H. (B
nosioxkernu ¢ -373 mo — 536 H.), coorBercTBeHHO (puc. 61). Jlns rena SDH2-3 CpG-

OCTPOBKOB HE OOHAPYKEHO.
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Puc. 61. Ananuz CG-auHYyKI€OTHIOB B COCTABE MPOMOTOPOB T€HOB CYObETUHUIIBI
B cyknunarmeruaporenassl Z. mays. BepTukanbHBIMU JIMHUSMU YKa3aHbI TOJOXKEHUS

CG-auHyKIICOTHIOB.

AHanmM3 TPOMOTOPOB TEHOB CYOBEIUHMI] CYKIIMHATIECTHUIAPOTEHAa3bl TMO3BOJIMI
YCTAaHOBUTh UX (UIOTEHETHYECKOE CPOJICTBO M BBISBUTH OOIIHOCTH MPOUCXOXKICHUS
reHoB SDH2-1 u SDH2-2, B To Bpems kak reH SDH2-3 umeeT 3HaunTenbHbIC OTINYHS B
cBOeH CTpykType. Pa3znuune B CTpyKType MPOMOTOPHBIX 00JacTeil T€HOB, KOJIUPYIOLTUX
xKene3o-cepHyro cyoreaunuity CIIT, mokasano, uyto reHsl SDH2-1 u SDH2-2, umeromue
B cBoeM coctaBe CpG-0oCTpOBKH, CIIOCOOHBI MOABEPTaThCS PETYISIUN MPU U3MEHEHUU
craryca MmetwnpoBanuss CG-TuHYKIETHIOB, BXOSIINX B UX COCTaB.

[Tog6op mpaitMepoB K HYKJICOTHIHBIM MOCJIECIOBATEILHOCTAM MPOMOTOPOB I'€HOB
xKeneszo-cepHot cyOwemuuunbl CIHIT nns  mpoBemenuss wmetwicnenuduynoit ITLP

OCYILECTBIISUIN C UCIOJIb30BaHueM mporpammbl MethPrimer - Li Lab, UCSF (ta6a. 13).
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Tabmuna 13.

Onuronykiieotu sl s nposeaenus Mmetwicnerupuunoit [P ¢ JIHK nuctres

KYKYPY3hbI
[Tonoxenue
I'en HCCIICAYEMOT'O Ha3sanue HOCJIGI[OB&TCJIBHOCTB
OUTO3HMHA
1 2 3 4 5
npsmoit M 5’-gacgaagaacttctcgacgct-3’
obpatueit M | 5’-ttagagttgttagtttttg-3’
| - 429 HyKII.
npsimoit U 5’-gacgaagaacttctcgacact-3’
obpatueii U | 5’-ttagagttgttagtttttg-3°
npsmoit M 5’-tagaactcgatagagtgct-3’
obpatueii M | 5’-ttagagttgttagtttttg-3’
SDH2-1 | I - 777 HyK.
npsmoit U 5’-tagaactcgatagagtact-3’
obpatueii U | 5°-ttagagttgttagtttttg-3°
npsmoit M 5’-aatcgtcgaaattagttacggc-3’
oOpatublii M | 5°-caaccaaatccttaatcacaaac-3’
Il - 226 HYKIL
npsimoit U 5’-aattgttgaaattagttatggtgg-3’
obparnsiit U | 5°-caaccaaatccttaatcacaaac-3’
npsimori M ataaacaaaaaaaaaagct
obparablii M | ttggtaatttggtgttagg
| - 164 nyxn.
npsimoit U ataaacaaaaaaaaaaact
obpatueii U | ttggtaatttggtgttagg
npsamon M aaccttaatttaataatgct
SDH2-2
obpatubeiii M | ttggtaatttggtgttagg
I - 228 HyKIIL.
npsimoit U aaccttaatttaataatact
obparnsiit U | ttggtaatttggtgttagg
npsmoit M atcctaatcttcatattagct
Il - 280 HyKiI.

oOpatHblii M

ttggtaatttggtgttagg
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npsmoit U

atcctaatcttcatattaact

obpatubiit U

ttggtaatttggtgttagg

SDH2-3

npsmon M

5’-ttttatacgatcgagttagtacg-3’

oOpaTHbIii M

5’-aaaatatctttaaataaatcttaaacc-3’

| - 109 nykur.
npsimoit U 5’-tttttttatatgattgagttagtatg-3’
obpatueiii U | 5’-aaaatatctttaaataaatcttaaacc-3’
npsiMmoit M 5’-ttaataatatcaacaagcg-3’
oOpaTtueiii M | 5°-ttagttataaattttgattg-3’

I - 165 myx.
npsimoii U 5’-ttaataatatcaacaaacg-3’
obOpatueiii U | 5°-ttagttataaattttgattg-3’
npsiMoit M 5’-aaatctttctttcacccgct-3’
oOpatueiii M | 5°-ttagttataaattttgattg-3’

Il - 205 HyKIL

npsimoit U

5’-aaatctttctttcacccact-3’

obpatubIit U

5’-ttagttataaattttgattg-3’

[Ipumeuanue: «-» yka3blBaeT, Ha KaKOM PAacCTOSHUM OT Hayaljla IepBOro 3K30Ha
reHa pacrnoisioxkeH uccienyembii nutosus; I, I, 111 — pasusie rpynmnel npaiiMepos. Ilpu
ATOM IIUTO3MH B KaXXJOM rpymnmne mpaiMepoB OTJIMYAJICS MO HAJTUYHI0 METUIMPOBAHUS

(M) mm ero otcyrctBuio (U).

Hyxkmeotuaapiii cocTaB MPOMOTOPOB TEHOB MEMOpPaHOCBSI3aHHBIX CYOBEIMHUIL
CAI' taxxke npoaHanu3upoBaH Ha Hanuuue CPG-OCTPOBKOB, UTO MOXKET OBITh BA’KHBIM
dakTopom ux perymsinuu (puc. 62, 63 u 64). Ycranorneno Hamuune CpG-0CTPOBKOB B
npomoTopax TeHoB SDH3-2 u SDH4, 4rto yka3piBET Ha BO3MOXHOCTh HX
AMUTE€HETUYECKOW PETyNALNU MPU W3MEHEHUH METUIBHOTO IUTO3MHOB. Ha ocHoBanum
HYKJICOTHUTHBIX MTOCIIEIOBATEIFHOCTEH MPOMOTOPOB pa3padOTaHbl MpaiiMepsl ISl OLIEHKH
mMeTmipHOTO cTtaryca CpPG-OCTpOBKOB METOIOM METHIICTICIH(DHYHONW TMOTMMepa3HOu

LICITHOM PEaKLIMH.
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Puc. 62. Anamuz CG-gumHYKI€OTHIOB B cocTaBe mpomoTopa reHa SDH3-1
cyovemuanipl C  CyKIMHATIOETHIpOTeHa3bl Zea mayS. BepTHKaIbHBIMU JTHHUSMH

YKa3aHbI ITOJIOKCHUA CG'ILI/IHYKIIGOTI/II[OB.
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Puc. 63. Anamuz CG-gmHYKICOTHIOB B cocTaBe mpomoTopa reHa SDH3-2
cyobenuauipl C  CyKIMHATICTUAPOTeHA3bl Zea mayS. BepTukajibHBIMH JTHHUSMH

YKa3aHbl ITOJIOKCHUA CG-I[I/IHYKJIGOTI/II[OB.
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Puc. 64. Amnamn3z CG-muHyKI€oTHIOB B cocTaBe mpomotopa Tena SDH4
cyopenuuannbl D cyknumHatmerumaporeHassl Zea mayS. BepTuUKalbHBIMU  JTUHUSMU

ykazanbl nojiokeHus: CG-1MHyKIe0TU 10B.

[Ipomotop rena SDH3-1 wumeer HeBbicOKHl ypoBeHb conaepxkanus CG-
TUHYKJIEOTUAOB B cBoeM coctaBe. OmHako, s mpomotopa rera SDH3-2 obHapykeHa
WHas Mojenb opranm3amuu. B ero cocraBe mmeercs 2 CpG-octpoBka (388 um 285
HYKJICOTUJIOB) HA  OCHOBAaHMM  TOCJENOBATEILHOCTH  KOTOPBIX  pa3pabOoTaHBI
MeTwicnienuduanpie  mpaiMepbl. OJIUTOHYKJICOTHAHBIE TOCIEAOBATEILHOCTH TS

npoBenenus Mmeruicnernupuuaroi [P Ha ocHOBE HYKICOTHUTHBIX MOCIIEIOBATEIBHOCTEH
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T'CHOB

npeacTaBieHbl B Tabnuie 14.
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CcyObeIMHHUIL]

CYKOUHTAACTUAPOTCHA3BI

Tabnuma 14.

[Tpatimepsr k renam SDH3-1, SDH3-2 u SDH4 nns metuncnenuduanoii [TIIP

[Tonoxxenue
I'en UCCIIEAYEMOTO HasBanue IlocnenoBaTenbHOCTD
OUTO3HNHA
1 2 3 4 5
npsimoit M 5’-tatttttatgttttttattttgcgg-3°
obOpatHbiii M |5’-tcaagggaacgagtatatctaaac-3’
I -506 myKI.
npsimoii U 5’-tatttttatgttttttattttgtgg-3°
obopatueiii U |5’-ttaagggaatgagtatatttaaat-3°
npsimoit M 5’-tataataagggtaagtgaaagtcgt-3’
oOparnbiiit M | 5’-tcaagggaacgagtatatctaaac-3’
SDH3-1 I -454 HyKI1. P 99994c999
npsimoit U 5’-tataataagggtaagtgaaagttgt-3’
obopatueiii U |5’-ttaagggaatgagtatatttaaat-3’
npsimoit M 5’-tttagaggggaggtgaataggcga-3’
obOpatHbiii M |5’-tcaagggaacgagtatatctaaac-3’
Il -431 HyKI.
npsimoii U 5’-tttagaggggaggtgaataggtga-3’
obopatueiii U |5’°-ttaagggaatgagtatatttaaat-3’
npsimoit M 5’-atgggccatgtcaacccgggc
| 225 HyKIL obparubii M | 5’-acgctcgtacctctatcgac-3’
npsimoit U 5’-atgggttatgttaattcgggt-3’
obparnbiii U |5’-aaaaaacactcatacctctatcaac-3’
npssmoi M 5’-aagcaaacgtttgtgttcatgcc-3’
obparubii M | 5’-acgctcgtacctctatcgac-3’
SDH3-2 I -265 HYKIIL.
npsimoit U 5’-aagtaaacgtttgtgtttatgtt-3°
obparsbiii U | 5’-aaaaaacactcatacctctatcaac-3’
npsmoit M 5’-aataatctgaagttttatgct-3°
obOparubii M |5’-acgctcgtacctctatcgac-3’
Il -280 HyKJI.
npsimoit U 5’-aataatttgaagttttatgtt-3°
obparsbiii U | 5’-aaaaaacactcatacctctatcaac
SDH4 | -57 nyxn. npsimoit M 5’-gatgttttttcgtcgtattattttc-3’
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oOpatHbiii M | 5’-gtattaggcggttttagagaagg-3’

mpsmoit U | 5°-tgtttttttgttgtattatttitga-3°

obpatubeiii U | 5°-gtattaggcggttttagagaagg-3’

mpsiMoit M | 5°-ttttaaagtttttatttttttcga-3’

obpatubeiit M | 5’°-gtattaggcggttttagagaagg-3’

I -115 myk.
npsimoit U 5’-ttttaaagtttttattttttttga-3'
obpatubeiii U | 5°-gtattaggcggttttagagaagg-3’
npsimoit M 5’-aaattagatttaattaatttcgt-3’
obpatubeiit M | 5’°-gtattaggcggttttagagaagg-3’
Il -307 HykI.

npsimoit U 5’-aaattagatttaattaattttgt-3’

obparubeii U | 5°-gtattaggcggttttagagaagg-3’

[Tpumeuanue: «-» yka3bpIBaeT, Ha KaKOM PacCTOSHUM OT Hadaljla MEepPBOrO 3K30HA
reHa pacmnojiokeH ucciaeayemslid muto3ud; |, 11, 111 — pa3neie rpynmel npaiimepos. [lpu
ATOM ITUTO3WH B KKJOHW TpyIIe MpaiMepoB OTIMYAICS MO HATUYHIO METHIUPOBAHHUS

(M) wiu ero otcyrctBuio (U).

YcTaHOBIIEHO, YTO TMPOMOTOpPHI TreHOB  MuTOXoHAapuanbHoW (CSY1l) wu
nepokcucomansHoi (CSY2) muTpaTcuHTasbl cofepkaT B CBOEM COCTaBE IO OJHOMY

CpG-octpoBky pazmepom 484 1.H. u 316 1.H., cooTBeTCTBEeHHO (pHc. 65 u 66).

%
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Puc. 65. Ananu3 HyKJICOTHIHOW MOcienoBaTeabHOCTH poMoTopa reHa CSY1 Ha
Hammuue CpG-octpoBkoB. BepTukanbHbIMU JIHHHSAMH yKa3aHbl mnonoxeHuss CG-

JAUHYKICOTUIOB.

Ha ocHOBaHWM HYKJICOTHUIHBIX MOJIEIOBATEILHOCTEH HCCIEAYEMBIX IMPOMOTOPOB
LIC 651161 pa3paboTansl npaiiMeps! i nposeneHus metuiacnennduyunoi [P ¢ yuetom

nonoxenust CpG-octpoBkoB (Tabm. 15).
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Puc. 66. Ananu3 HyKICOTHIHON TOCIeI0oBaTeNbHOCTH poMoTopa rena CSY2 Ha

Hammyne CpG-ocTpoBkoB. BeprukanbHbIME JUHHSMH yKa3zaHel mojoxeHus CG-
JTMHYKJICOTUIOB.
Tabmuna 15.

[IpaiiMepsl K TPOMOTOPaAM T'€HOB LUTPATCUHTA3bI A MeTricnenuduyanoit [P

T'en

Tlomoxenue
HCCIIEIyEMOTO
UTO3MHA

Hassanue

[locnenoBaTeaIbLHOCTE

4

5

-478 HyKI.

npsamon M

5’-gttttttattaatcggtggaggac-3’

obOpaTtHbIit M

5’-gaaaaaataaacccgaactaacga-3’

npsimoit U

5°-ttttttattaattggtggaggatga-3°

obpatubiit U

5’-caaaaaaataaacccaaactaacaac-3’

CSY1

-488 nyx.

npssMor M

5’-ttaccatgaggttatatataagcc-3°

obOpaTtHbIit M

5’-gaaaaaataaacccgaactaacga-3’

npsimoit U

5’-ttaccataaaattatatataagcc-3’

obparnsiii U

5’-caaaaaaataaacccaaactaacaac-3’

-529 nyki.

npssMort M

5’-acccccggtacacgtacacaggec-3°

obOpaTtHbIit M

5’-gaaaaaataaacccgaactaacga-3’

npsimoit U

5’-acccccaatacacatacacaagcc-3’

obpatubiit U

5’-caaaaaaataaacccaaactaacaac-3’

CSY2

-291 nyki.

npssMor M

5’-tittcgaatttaattttagattcgt-3’

oOpatHelii M

5’-taaataattactaatcgactccgcec-3’

npsimoit U

5’-tttttgaatttaattttagatttgt-3’

obpatubiit U

5’-taaataattactaatcaactccacc-3’

-342 HyKiI.

npssmon M

5°-tggaaccattcgttaagatctgca-3°

oOpatHelii M

5’-taaataattactaatcgactccgcece-3’

npsimoit U

5’-taaaaccattcattaaaatctgca-3’

obpatubiit U

5’-taaataattactaatcaactccacc-3’
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npssmoit M |5’-aaccctagagaagagagtagcg-3’

obOpatubiii M |5’°-taaataattactaatcgactccgcece-3’

Il -297 HyKIIL.
npsamoit U |5’-aaccctaaaaaaaaaaatagcg-3’

obpatueiii U |5’°-taaataattactaatcaactccacc-3’

[Tpumeuanue: «-» yka3bpIBaeT, Ha KAKOM PAcCTOSHUHM OT Hayalia IEepBOTO 3K30HA
reHa pacmnojiokeH ucciaeayemsiid muto3us; |, 1, 111 — pasneie rpynmel npaiimepos. [1pu
ATOM ITUTO3WH B KXKJOHW TpymIe MpaiMepoB OTIMYAICS MO0 HATUYHIO METHIUPOBAHHUS

(M) wu ero otcyrctBuio (U).

B cocraBe mpomMoTOpoB TeHOB, Koaupymomux muToxoHapuanbHbii (ACOL1) u
nuto30abHbI (ACO2) u3odepMeHT akoHUTATrHApaTasbl, o0HapyxeHbl CpG-OCTPOBKH
(puc. 67). Ilpomotop rema ACOl wmmeer B cBoeM cocraBe jgBa CpG-0CTpOBKa,

OIIPpCACIIAIONNX BO3MOKHOCTD SIUTCHETUYECKOMN PETYyJIHUA JaHHOI'O I'CHA.

GC,%
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CpG
Puc. 67. Ananu3z CG-auHykineoTuaoB B coctaBe npomoropa rena ACO1 Z. mays.
BeptukanbHpiMu JTMHUSAMHM  yKa3aHbl moyiokeHUss CG-auHykieoTu1oB. CIUIOMIHBIM

nosneM BoiziesieH CpG-0CTpOBOK.
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Puc 68. Ananu3 CG-quHykiIeoTHA0B B cocTaBe nmpomoTtopa rena ACO2 Z. mays.
BeprukaneHbiMu JIMHUAMHM  yKa3aHbl nosoxkeHuss CG-punykneotunoB. CIUIONIHBIM

nosieM BoiiesieH CpG-0CTPOBOK.
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[Tpomorop rena ACOZ2 xapakrepusyercss Hanumuuem B coctaBe oxHoro CpG-
OCTPOBKA, HMMEIONICTO JIOKAIM3AlUI0, ONHM3KYI0 K CTapTOBOMY KOJOHY (puc. 68).
VCTaHOBJICHHOE  CTPOCHHE  MPOMOTOPHOH  o0NacT  WCCIeIyeMoro  IeHa
AKOHHTATTHIPATa3bl KYKYPY3bl MO3BOJISIET MPEIIIOIIOKUTH BOSMOXKHOCTh €TI0 PEeryJIsIIUU
HOCPEICTBOM HW3MCHEHHMSI METHIBHOrO cTaryca otTAeibHbiXx CG-IMHYKICOTHIOB,
Bxo X B coctaB CpG-ocTpoBKa.

HykneoTuaHbIe MOCIEA0BATEIBHOCTH IPOMOTOPOB T€HOB MHTOXOHIPUAIILHON H
IIUTO30JIbHON (OpPM aKOHMTA3bl HMCIOJNB30BAIHM Uil pa3paOb0TKU METHIICTICI(PUISCKUX
HpaiiMepoB, MOCIEI0BATEILHOCTH KOTOPBIX MIPUBEICHBI B Tabuie 16.

Tabauma 16.

ONMUroHyKIJICOTHIBI K TPOMOTOpaM T€HOB st MeTuiicnienupuynoii [P

[Tosoxenue
I'en uccaenyemoro | Hasanue [TocnenoBaTenbHOCTH
UTO3MHA
1 2 3 4 5
npsimoid M | 5°- tgtattttagaaatagagttttgcgt-3°
obpatHbiii M |5’°-ctacgcacgaattaaattcgaar-3’
I -425 HyKIIL.
npsmoit U | 5’-atgtattttagaaatagagttttgtgt-3’
obparnbiit U |5’-aTacctacacacaaattaaattcaaa-3’
npsimoid M | 5°-tagagattatttttcgattcgattc-3’
obpatHbiii M |5’°-ctacgcacgaattaaattcgaar-3’
ACO1 I -565HYKII.
npsimoii U | 5°-gagattattttttgatttgatttggtt-3'
obpatubiit U | 5’-atacctacacacaaattaaattcaaa -3’
npsamoii M | 5°-ttattaacgtttagcggtagagttc -3
oOpartnbiii M | 5’-ctacgcacgaattaaattcgaar-3’
"l -941nyKn.
npsimoit U 5’-attaatgtttagtggtagagtttgt -3’
obpatubiit U | 5’-atacctacacacaaattaaattcaaa -3’
npsamoii M | 5’-attcgaaaatagtgagaagttgtc -3’
obOparsbiii M | 5°-taaaaaactaactaaccaaatcgct-3’
I -579 nykiL.
ACO2 npsamoii U | 5°-ttatttgaaaatagtgagaagttgttg -3
oOpathslif U |5°-tcaaacaaaccaaaacataatacataca -3’
I -821 nyku. |mpamoit M |5’-gtttattgtacgtataaggaagce-3’
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oOpatHbIil M | 5’-taaaaaactaactaaccaaatcgct-3’

npsimoit U | 5°-gtttattgtatgtataaggaagtgg -3'

obpatusbrit U |5’°-tcaaacaaaccaaaacataatacataca -3’

npssmoit M |5°-ggtattataaaatttattaaggtcgg -3’

oOpatHbIil M | 5’-taaaaaactaactaaccaaatcgct -3’

Il -1034nykt.
npsimoit U 5’-agtttggtattataaaatttattaaggttg -3’

obpatusbrit U |5’°-tcaaacaaaccaaaacataatacataca -3’

[Ipumeuanue: «-» ykas3blBaeT, Ha KaKOM PacCTOSHUM OT Hayajla [epBOro 3K30HA
reHa pacrnosioxkeH uccienyembsiii nutosus; I, I, 111 — pasusie rpynnel npaiimepos. Ilpu
TOM IUTO3MH B KaXXJIOM rpynmne npaiiMepoB OTJIMYAJICS MO HAJTUYHIO METUIMPOBAHMS

(M) unu ero orcyrcrBuio (U).

3.6.2 AmHamu3 CTEemeHH METWIMPOBAHHS TPOMOTOPOB TE€HOB HCCIEIYEMbBIX
n30()epMEHTOB B Pa3IMYHBIX CBETOBBIX pEKUMAaX

JIns BBIACHEHMS] SIUTE€HETUYECKHX MEXAHM3MOB PETYIISIIUU SKCIPECCHH TE€HOB
dbepmeHTOB MeTabonu3Ma M- U TPUKAPOOHOBBIX KUCIOT ObUIa yCTaHOBJIEHA CTETCHBb
METUJIMPOBAHUSI UX MPOMOTOPOB B PA3IMUHBIX CBETOBBIX PEKMMaX pacTeHHl. AHanu3
CTENEHU METHJIMPOBAHUS MPOMOTOPOB UCCIEAYEMbIX F€HOB OCYILECTBIISIN C TTOMOIIBIO
pa3paboOTaHHBIX  METWICNEUU(PHUUHBIX MIpailMepoB Ha  OCHOBE  HYKJIEOTHJHBIX
NIOCJIEJOBATENBHOCTEN MPOMOTOPOB JAHHBIX T'€HOB.

ITpoBenieHHBIE paHee HCCIEN0BAaHUS IO BIUSHUIO CBETOBOIO PEXHMMa HAa YPOBEHb
TPAHCKPUIITOB T'€HOB, KOJUPYIOIIUX CYOBEIMHUIBI CYKIIMHATIECTUAPOTreHasbl, MOKa3alu
€ro 3aBUCUMOCTb OT YCJIOBUM OCBelleHHs pacTteHuid. MccimenoBaHne ypOBHS
METHWINPOBAHUS IIPpOMOTOpa reHa, KOAUPYIOLIETO CyObEeTUHUITY A
CYKLMHATAETUAPOTreHAa3bl, I0KA3aJI0, YTO AMUT€HETUYECKUE MEXaHU3MbI UTPAIOT BAKHYIO
POJIb B peryIsiiuu ero sKkcnpeccun. [[ns rena SDH1-2 ycranoBneHa deTkasi 3aBUCUMOCTD
MEXIY YPOBHEM €ro TPaHCKPUITOB M CTAaTyCOM METHJIMpOBaHUS OTAenbHBIX CG-
JTUHYKJICOTUOB, aHAIM3UPYEMbIX B Halled paboTe. Y CTaHOBIIEHO, YTO Ha CBETY U MpHU
BO3JCHCTBUU KPAaCHOTO CBETa HAOJIOJACTCS BBICOKUHA METHJIBHBIA CTaTyCc MpPOMOTOpa

rera SDH1-2. YpoBens merunupoBanus nocturaet 75%, 4TO COOTHOCUTCS C HU3KHM
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COJIEpKaHNEM TPAHCKPHUIITOB TE€HAa CYOBEOMHHIBI A CYKIMHATIETHAPOTreHas3bl. B
pacTeHUsIX, HAXOAAIUXCA B TEMHOTE W IOCJE OOIXYYEeHHUs JATbHUM KPACHBIM CBETOM,
Ha0JTI0/1a71aCh TPOTUBOIIONIOKHASL KAPTHHA. Y POBEHb METHIIMPOBaHU uccieayeMbix CG-
JMHYKJICOTUIOB COCTaBIsLT 25% st 00oux Bapuantos (Tabim. 17).
Tabmuna 17.
Crenenp metuupoBanns CG-IHHYKICOTHIOB IPOMOTOPA T€HA, KOTUPYIOIIETO

(hbaBOMPOTENH CYKIIMHATICTHAPOTEHA3bl B YCIOBUSAX PAa3IMYHOTO OCBEIICHUS

ceer | Temnora | KC | JIKC | KC+JKC
! + + + | = +
Il + + + + +
SDH1-2
Il + + + + +
% 75 25 75 25 25

[Tpu 3TOM, B TaHHBIX SKCIEPUMEHTAIBHBIX YCJIOBUAX OBLIT YCTAHOBIIEH BBICOKHUI
ypoBeHb TpaHckpunToB reHa SDH1-2 cyknmuatneruaporeHassl (puc. 69). Crmemyer
OTMETHUTh, YTO TOJIYYEHHBIE PE3YyIbTaThl IOKA3bIBAIOT OINPEIEICHHYI0 3aBHCHUMOCTH
BBICOKOTO COJIEp’KaHUs TPAHCKPHUITOB HCCIEAYyeMOro TI'eHa, OO0YCIOBICHHOTO HU3KUM
YPOBHEM METHJIMPOBAHUS €r0 POMOTOPA.

Hns rena SDH2-3 cyOweaunuiibl B cykumMHaTAETUApPOTeHA3bl HE YCTAHOBJIEHO
3aBUCHMOCTH ME¥XK]ly CTaTyCOM METWJIMPOBAHM €ro mpomoropa u conepxannem MPHK B
KIeTke. MeTuibHbI cTatyc mpomoropa TeHa SDH2-3 cocraBmsan 25% Bo Bcex
BapHaHTaX CBETOBOro pexuma pacreHud (tabm. 18). Ilpm »ToM, HabmIOmANOCH
M3MEHEHUE COJEPKaHUSI TPAHCKPUIITOB HMCCJIEAYEMOr0 I'eHa B 3aBUCHUMOCTH OT CBETA,
Bo3neicTByronero Ha pactenus (puc. 70). TlomydyeHHble AaHHBIE YKa3bIBAIOT Ha
OTCYTCTBHUE IMUTCHETUYECKOTO MEXaHHW3Ma PETYJIUPOBAHUS YPOBHS TPAHCKPHUIIIUU T'eHA

xene3o-cepHor cyoreauHuIel CJI.
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Puc. 69. OtHocutenwvHbIi ypoBeHb TpaHcKkpunToB reHa SDHI1-2 (cepwie
CTOJNOIBI) M CTENEHb METUJIMPOBAHUSA (YEpHBbIE TOYKH) €ro IMPOMOTOpPa B JIMCTHIX

KYKYPY3bI B YCIIOBHSIX Pa3JIMYHOTO OCBEILCHHUS.

CrnenoBaTenpHO, TIOJIYYEHHBIE pe3ylbTaThl IO MCCIEIOBAaHUIO W3MEHEHUs
METHJIBHOTO craTtyca MIPOMOTOPOB TEHOB KaTaJIUTHYECKOTrO aumepa
CYKIIMHATAETUAPOreHa3bl MPU OCBELIEHUM PACTEHUIl CBETOM pPAa3HOW JUIMHBI BOJIHBI,
MO3BOJIMJIN BBISBUTH, 4TO dKcmpeccus reHa SDH1-2 cyowenununbr A CAIT HaxoauTcs
10JT KOHTPOJIEM SMHUI€HETHYECKUX MEXaHU3MOB M 3aBUCHUT OT CTETIEHU METHIIMPOBAHUS
€ro mMpoMoTopa. YBeIMYEeHHE METUIIBHOrO cTaTyca npomoropa reHa SDH1-2 Bei3biBaeT
cHmkeHne konuyectBa ero MPHK B kieTkax nucTheB KyKypysbl, YTO HaOIIOAaeTcs B
NPUCYTCTBUU aKTUBHOU (HOPMBI GUTOXpOMA.

Tabawna 18.
Crenenp MetmnpoBanus CG-AMHYKICOTHI0B IPOMOTOpA I'eHa, KOJUPYIOIIETo Kelle30-

CCPHYIO CY6’B€,ZII/IHI/IHY CYKOUHATACTUAPOTCHA3EI B YCJIOBUAX PA3JIMIHOTO OCBCIICHHUA

Crer | Temnora | KC JIKC | KC+IKC

| + + + + +

Il + + + + +
SDH2-3

i + + + + +

% 25 25 25 25 25




166

14 ¢ T30

X
2 127 o . . . * 257
2 5 1+ T + - =
=5 ! ' r20

(=4
2 08 s
= E _ + 15 E
58 067 : :
cE +10 =
8 8 04+ :
g F g
s 02+ To 2

0 1 1 1 1 0

cBeT TEeMHOTA KC JKC KC+IKC

Puc. 70. OTHOCUTENBHBIN YpOBEHb TpaHCKpUTITOB TeHa SDH2-3 (cepbie cTonO11bI)
U CTCNEHb METWJIMPOBAaHHS (YEpHBIC TOYKH) €ro MPOMOTOpA B JIUCTHIX KYKYpYy3bl B

YCIOBHAX pa3JIMIHOI0 OCBCIICHUSA.

Pe3ynbTaThl MCcae10BaHUS SMUTEHETHYECKOTO MEXaHU3Ma PETysinu (pepMeHTOB
MeTaboau3Ma JAu- U TPUKAPOOHOBBIX KHUCIOT CBUIETEIBCTBYIOT 00 WX BaXKHOUM pOJIM B
KOOpJMHAIIMN META0OJUYCCKUX TIOTOKOB KJIETKH. J[aHHBIE 1O OOJy4YEeHUWIO pacTEeHUH
KpacHbIM M JAJIbHHM KPACHBIM CBETOM ITOKa3bIBAIOT, YTO PETYISIHUS COACPKAHUS
TpanckpuntoB  reHoB  [[C, mno-BuaumMomy,  OCYIIECTBIAETCA C  MOMOIIBIO
SMHUTeHeTHYeCKUX MexaHu3MoB (Tabm. 19 u 20). M3MeHeHWe METHIBHOIO cCTaTyca
MIPOMOTOPOB T'€HOB ITUTPATCUHTA3HI MIPU BO3JICHCTBUU HA PACTCHUS CBETA PA3HOM JITMHBI
BOJIHBI XOPOIIIO COTJIACYIOTCS ¢ W3MCHCHHEM YPOBHS WX TPAHCKPHUIITOB. BBISBICHHBI
u3MeHeHus B cojepkanny MPHK reHoB nuTpaTcHHTA3bI Ha CBETY, a TAKXKE B PACTCHHSX,
noaBeprimmxcsi  obnyuenuto KC. Hwuskoe 3HaueHHE OTHOCHTENBHOTO  YpPOBHS
TpanckpunToB reHa CSY1l, koaupyromero MHUTOXOHIPHANBHBIA — H30(epMEeHT
IUTPATCHUHTA3bl, COOTHOCHTCS C BBICOKOW CTemeHpto metwaupoBanus (75-100%) ero
npoMoTopa. [IpOTHBOMOJIOKHAS KapTUHA XapaKTepHa I TEHa, KOJIUPYIOIIETO
nepoKkcucoManbHy Gopmy storo sH3uMa. KoHreHTpanus TpanckpuntoB rena CSY2 Ha
cBery, a Takke mupu obmyuenun KC pesko Bo3pacTana, 4YTO KOPPEITUPOBAIO C
YMEHBIIICHUEM CTENEHU METWIHpoBaHus uccineayembix CG-auHykIeoTuaAoB 10 25%.

Takum 00pa3oM, MOXHO 3aKJIIOUUTh, YTO DJMHUTCHETHYECKUE (PAKTOPBI PETYIUPYIOT
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ckopoctb paboTel reHoB CSY1 m CSY2 kykypy3sl npu BO3IACHCTBHM Ha PACTEHHUS
KYKYpy3bl CBETa pa3HOU JUTHHBI BOJHBI (puc. 71 u 72).
Ta6suma 19.
Crenenp MetunnpoBanus CG-AUMHYKICOTHA0B IPOMOTOpA I'eHa, KOJUPYIOIIEro

MUTOXOHIPHUAIBHYIO HUTPATCUHTA3Y B YCJIOBUAX PA3JIMYHOI'O OCBCUICHUA

Cser | Temnorta | KC JAKC | KC+JIKC
[ + - + - -
T + + + + +
CSY1
11! + - - - +
% 100 25 75 50 50
%25 ® 100
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Puc. 71. OTHOCUTENBHBIN ypOBEHb TPAHCKPHUNTOB (CEpble CTOJIOIBI) U CTENEHb
meTtunupoBanus (uepusie Touku) CG-mHykneotunoB mpomotopa reHa CSY1 B mmcThsx

KYKYPY3bl B YCIIOBUSIX Pa3JIMYHOIO OCBEILECHHUS.

[lonyueHHble  AaHHBIE  CBHUIETEIBCTBYIOT O  TOM, 4YTO  DKCIPECCHUSA
MHUTOXOHAPUANBbHON U mepokcucoManbHOM (opmbl LIC B IHCTBIX B OTBET Ha CBET

PEryanpyeTcsa MECTUIIUPOBAHUECM IIPOMOTOPOB COOTBETCTBYIOIIHUX I'CHOB.



168
Taodmuna 20.

Crenenp MetmmpoBanus CG-AMHYKICOTHIOB IPOMOTOpA T'eHa, KOTUPYIOIIETO

MEPOKCUCOMAJIBHYIO UTPATCHUHTA3Yy B YCIIOBHAX PA3JIMIHOIO0 OCBCIICHUSA

Cser | Temnorta | KC JAKC | KC+JIKC
I + + + - -
1 - + + - +
CSY2
"I + + + + +
% 25 75 50 50 50

1.2 ~ 80
= u
- 70
f ok
& f 60
5 =
z 0.8 A =
2 L | L L 50 2
=
- 3
3 0,6 - . - 40 E
g I 5
=% T 1 E
- I
= 30 £
2047 |'m =
& 2
I 2075
E 0,2 -
= 10

D T T T T 1 0
CBeT TeMHOTa KC ARKC EKC+IKC

Puc. 72. OtHOCUTENbHBIN ypOBEHb TPAaHCKPUNTOB (Cephble CTONOLBI) M CTENEHb
MetunupoBanus (depubie Touku) CG-mHykneoTuaoB nmpomoropa reHa CSY2 B nucThsIX

KYKYpPY3bl B YCIOBUAX Pa3JIMYHOTO OCBEIICHUS.

IIpoBeneHbl  HCCIAENOBAHMS  SIUICHETHUYECKUX  MEXAHU3MOB  PEryssiiuu
¢yHkunoHupoBaHus reHOB Al B JIMCTBAX KyKypy3bl IpH OOJyYE€HUH PACTCHUN CBETOM
pa3HON NJUHBI BOJNHBI. BpIsBIEHa pa3HUIIAa B CTaTycax METHJIMPOBAHMS MPOMOTOPOB
UCCIICIyeMbIX T'€HOB, B PACTCHUSX, MPHU Pa3IMYHBIX CBETOBBIX peknMmax (tadm. 21).
[Toxazano, yro mpomotop rera ACOL OblT NpakTUYECKH MOJTHOCTHIO METHIMPOBAH B

pacTeHMsIX, HKCIIOHMPOBAaHHbIX Ha cBery M B Bapuante «KC». B pacrtenusx,
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MMOMCHICHHBIX B YCJIIOBHA TCMHOTBI, MCTUIIMPOBAHUC NCCIICAYCMBbIX CG'I[I/IHyKJ'IeOTI/II[OB

OTCYTCTBOBAJIO ITOJTHOCTBIO.

Tabmuna 21.

Crenenb MetunnpoBanus CG-IUHYKIEOTHIOB POMOTOPA I'eHa, KOJIUPYIOIIETo

MHUTOXOHAPHUAIBHYIO aKOHHUTA3y B YCJIIOBUAX PA3JIMYHOI'O OCBCUICHHUA

CBET TEeMHOTa KC JKC KC+IKC
I + - + + -
I + - + - +
ACO1
I + - + - +
% 75 0 75 50 50

VY BapuanrtoB, ocemieHHbIX JIKC u mocienoBaTenbHO OCBEUIEHHBIX CBETOM C
UMHOM BoiHBL 660 w730 HM TPOMOTOpP HCCIEAYeMOro TeHa ObUl YacTUYHO
MeTwmpoBaH (puc. 73). IlomoOHas 3aBUCUMOCTH COOTHOCUTCSI C JAQHHBIMH OIICHKHU

conepxanust TpanckpunToB reHa ACOL B TUCTBSIX KYKypY3Hl.
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Puc. 73. OTHOCUTENbHBIA YPOBEHb TPaHCKpUNTOB (cepble cTond1bl) reHa ACOL u
CTENEHb METWJIMPOBaHUS (YepHble TOYKU) OTAENbHbIX CG-IUHYKICOTHAOB B €T0

IIPOMOTOPE B PA3IMYHBIX PEKUMAX OCBEIICHUS KYKYPY3bl.
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Bricokas konnentpanust MPHK rema ACO1 obnapyxkeHa B BapHaHTe «TEMHOTa,
MOCKOJIBKY B JIaHHBIX YCJIOBUSX MUTOXOHApHanbHas (popma Al obGecmeumBaeT paboTy
mukna Kpebcea. [lo-BuanMomy, METUIMpOBaHHE TIPUHUMAET HEMOCPEACTBEHHOE ydacTHe
B €0 PEryJISILUH.

Jns reHa ACOZ2, KOJUPYIOIIETO [IATOIIA3MATHIECKYIO bopmy
AKOHHMTATIUIPATA3bl, BBISIBICHA 3aBUCUMOCTh CTAaTyCca METHJIMPOBAHHS €ro MPOMOTOpa B
o0pasiax KyKypy3bl B Pa3JIMYHBIX CBETOBBIX pekuMax (Tadi. 22).

Tabmuna 22.
Crenenps MetunpoBanus CG-TUHYKIEOTHIOB MPOMOTOPA F'eHa, KOJIUPYIOIIETO

MUTOIINTa3MaTHYCCKYIO aKOHUTA3y B YCIIOBHAX PA3JIMIHOIO0 OCBCIICHUSA

CBET TEMHOTA KC JAKC KC+JKC
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Puc. 74. OTHOCUTENBHBIN YPOBEHBb TPAHCKPUNTOB (cepbie cTonbIbl) rena ACO2 u
CTEeTIEeHb METWJIHPOBaHUs (4epHble TOYKHM) OTAENbHBIX CG-TUHYKICOTHIOB B €Tr0

IMPOMOTOPEC B PA3JIIMYHBIX PCIKHNMAX OCBCIICHUA.
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[TpoMoTOp AaHHOTO reHa OBLI YaCTUYHO METHUJIMPOBAH B Mpo0ax, MOJIBEPTHYTHIX
00myuyeHuto cBetoM ¢ anuHamMu BosH 730 m 660+730, a Takke B JHMCTBIX KYKYpY3bl,
WHKYOMPOBAaHHBIX B TEMHOTE. B pacTeHusx BapuaHTa «CBET» U OOJNYYCHHBIX CBETOM C
JUIMHOM BOJHBI 660 HM, METWJIMPOBAHME, HANPOTHUB, OBUIO MPEICTABICHO Ha Oolee
HU3KOM ypoBHe U cocrtaBasuio 50% (puc. 74). BeisgBieHa 3aBUCHMOCTb METHIBHOTO
cTaryca mpomoropa reHa ACOZ C €ro OTHOCHUTEIbHOW JKCIpPECCHe B PACTCHUAX B
YCIOBHSIX PA3IMYHOTO CBETOBOTO PEXKHMMA, CBHUIETEIHCTBYET, YTO B €T0 PETYJISAINH
METWJIMPOBAaHUE TMPUHUMAET HEMOCPEJCTBEHHOE  ydacThe. Bwicokas  cremneHb
MeTunupoBanus ucciaeayemoix CG-nunykieotn1oB mpomoropa rena ACO2 nmpuBoauT K

CHIDKEHHIO YPOBHS €T0 TPAHCKPHUIITOB.
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3aKIrroueHne

[IpumMeHenne B HalleM MCCIEAOBAaHUM MATUCTAIUMHONM CXEMBbl OUYUCTKHU
MO3BOJIMJIO TOJIYYUTh B FOMOI€HHOM HWJIM BBICOKOOYMIIEHHOM COCTOSIHUM Ipenaparbl
depMeHTOB  MeTaboiau3Ma  AM- W TPUKAapOOHOBBIX  KHCJIOT, TaKMX  Kak
CYKIMHATAETUAPOreHa3a, aKOHUTATTuApaTa3a U LUTPATCUHTA3a U3 JIMCTHEB KYKYpY3bl.
Oranbl OYMCTKU YEpeAOoBaJIMCh TaKUM 00pa3oM, uTO oOecrneduBad MOCTEHNEHHOE
CHM)KEHHE KOJIMYECTBA COIYTCTBYIOIIMX OEJIIKOB M YBEIMYEHHE YACIbHONM aKTUBHOCTHU
uccienyemMbix 3H3UMOB. MccienoBaHue uxX (U3MKO-XMMHUYECKUX M KHHETHYECKHX
XapaKTepUCTUK TO3BOJIUJIO YCTAHOBUTH CYIIECTBEHHbIE OTJIMYUS B aHAIU3UPYEMBIX
nokazatensx. Pasnmuuuss B cBoiicTBax H30(E€PMEHTOB, BEPOSITHO, OOECHEUYUBAIOT
BO3MOKHOCTh HMX Y4YacTHsl B pa3jMYHBIX MeTabOoNIMYecKuX Mmporeccax KieTku. Kpome
TOT0, HE OJUHAKOBBIE PETYJATOPHbIE XAPAKTEPUCTUKU H30(EPMEHTOB IMPEAOCTABISAIOT
BO3MOXXHOCTh KOHTPOJISi MeTaboJIM3Ma Ju- U TPUKApPOOHOBBIX KHUCIOT Ha YpPOBHE
peryJsiui aKTUBHOCTH COOTBETCTBYIOIIUX SH3UMOB.

BaxxHpIM perysisTopHbIM (pakTopoM sl pacTeHuil sBisercs cBeT. M3ydenue
BJIMSIHUSL TEMHOTBI U CBETA HA CKOPOCTh ()YHKLIMOHUPOBaHUS (PEpMEHTOB MeTaboIn3Ma
M- U TPUKAPOOHOBBIX KHCIOT B 3€JEHBIX JIUCTHhAX PACTEHUN BBISIBUIO H3MEHEHUE
BEJIMYMHBI CCIIEIyEMOTI0 [T0Ka3aTeNsl B HECKOJIBKO pa3 (2-4 pa3a) B yCIOBHUIX TEMHOTHI U
Ha CBeTy. BenuumHa KaTaqIUTUYECKOM  AKTUBHOCTH  CYKIIMHATIEIMIPOTEHa3bl,
AKOHUTATTUAPATa3bl U IUTPATCUHTA3bl U3MEHSETCS B T€UEHUE 2-3 4YacoB, YTO MOXKET
yKa3blBaTh Ha y4yacTue (POTOPEUENTOPHBIX CHUCTEM KIETKM B MX PErysiiud U JaeT
BO3MOXXHOCTb ~PacCTEHUIO OBICTPO OCYIIECTBISATh IEPECTPOMKY OSHEPreTUYECKOIo
MeTaboMu3Ma KIETKM B 3aBHCHUMOCTH OT YCJIOBHUH OCBelleHHs. BakHoe 3HadeHHe B
nanHoM mpomecce wurpaiot um3odepmentsr CHAI, A m ILC, obGecneunBatomme
nepepacrnpesieieHie MOTOKOB OpPraHMYeCKUX KHUCIOT M JAPYTHMX MHTEPMEAMATOB B
yCIIOBUSAX TpaHchopmaluu katabonmu3sma U (POTOCHHTE3a B pa3HbIX KOMIAPTMEHTaX
KJIETKH.

bbuta ycTaHOBIIEHAa 3aBUCMMOCTb YPOBHSI TPAHCKPUIITOB TI'€HOB MCCIEIYEMBbIX

130(hepMEHTOB OT CBETOBOTO pexxnuMa. Tak, ObLIO TOKa3aHO, YTO KPACHBIN CBET SBJISICTCS
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uHruouropom tpanckpunuuu reHoB C/AI' u muroxonapuansHbeix n3odepmentoB Al u
IIC. IlpuMmeHeHHE HOKAyTHBIX pacTEHUH apabHaoICUcCa [0 TeHaM aloNpOTEUHOB
¢uToxpoMoB A U B 1mo3BONMIIO BBISIBUTH HETATUBHYIO PETYJSLUI0 3KCIPECCUU T'€HOB
MUTOXOHAPUAIBHBIX (OpPM HccaenyeMbIX (EpPMEHTOB, OCYIIECTBISEMYIO aKTHUBHOMN
dopmoii  puroxpoma A. Jlng IMTOIUIA3MATUYECKHX M30(EPMEHTOB XapaKTepeH
IPOTUBOMNOJIOKHBI ~ MEXaHM3M CBETOBOM  pEryisiliud, CBUACTEIbCTBYIOLIUN 00
aKTUBallMM COOTBETCTBYIOLIMX TI'€HOB aKTUBHOW (opmoii ¢utoxpomoB B u A.
[TomyueHHbIE 1aHHBIE CBUJCTENBCTBYIOT O TOHKOH peryisiuuu (pUTOXpOMHON CUCTEMOM
MEeTa0OJMYECKUX IPOLIECCOB, MPOTEKAIOIIUX B MHUTOXOHAPHUSAX M  IUTOIUIa3Me,
(GUTOXPOMHON CHUCTEMOH B YCIOBHUSX (POTOCHHTETUUYECKOM AaKTUBHOCTH PACTHUTEIIbHON
KJIETKU. AKTUBHBIE (hOpMBI (UTOXPOMOB A U B nposBisioT nHruOUpymoiiee 1eiCTBUE Ha
koHreHtpaunro MPHK reHoB karanutuueckoro naumepa. Ilpm 3TOM, OCHOBHBIM
peryasatopoM skcnpeccur reHoB SDH1-2 u SDH2-3 BeicTymaeT ¢putoxpom A, B TO BpeMs
Kak (QuroxpoM B BeIMONHAET BCrOMOrareiabHYIO poiib. DTH JaHHBIE YKa3bIBAIOT Ha
IPUYACTHOCTh (PUTOXPOMHOW CHUCTEMBI K KOHTpoito akTtuBHOcTH CJII' Ha ypoBHe
TPAHCKPUILMK TeHOB. J[711 MeMOpaHOCBA3aHHBIX CYOBEAMHUI] CYKIIMHATAECTUAPOTEHA3bI
He ObUIO BBISIBIIEHO 3aBUCUMOCTH YPOBHS MX TPAHCKPHUITOB OT COCTOSIHUS (DUTOXPOMHON
CHUCTEMBI, U, BEpPOATHO, HUX PEryJslus OCYyLIECTBIsAETCS 0e3 ydacTHs JIaHHOTO
doToperienTopa U MOKET ObITh 00YCIIOBIIEHA HHBIMU MEXaHU3MaMHU.

BrlIsiBeHHOE M3MEHEHHE UHTEHCUBHOCTHU 3KCIpecCcur reHoB n3opepmentoB Al u
I[IC npu BIMAHMM CBETa Ha 3€IEHBIE JIMCThA KYKypy3bl TaKXKe YyKa3blBaeT Ha
FEHETUYECKUM MEXaHU3M HX pPEryJupoBaHusd. Pe3yinbraTel 1O H3Yy4YEHUIO YpPOBHEH
TpaHckpunToB TeHoB Al' u I[C B pa3iIMuyHBIX CBETOBBIX PEKHUMAX KOPPEIUPYIOT C
JAHHBIMU, IIOJIYYEHHBIMH IIPU U3MEPEHUM AaKTHUBHOCTH JTHX OJH3UMOB, 4YTO
CBUJIETENILCTBYET O BIUSHUU (UTOXPOMHOW CHUCTEMBI Ha YpPOBHE T€HETUYECKOTO
ammapara KJIETKU. YCTaHOBJIEHO, YTO akTHBHas (opma ¢uroxpoma A HMHTHOUpYeET
ckopocth okcupeccun TeHoB ACOl wu  CSY1l, OTBETCTBEHHBIX 3a CHHTE3
MUTOXOHAPUATBHBIX W30()EPMEHTOB, O YEM CBHUJETEILCTBYIOT JaHHBIE MpPH OOTy4YEeHUU

pacTeHuil KyKypy3bl KpacHbIM cBeToM. Opnako, B cinydae reHoB ACO2 u CSY2,
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KOJWPYIOIUX BHEMHTOXOHAPHAIBHBIE (OPMBI HCCIENYEMBIX H3MMOB, Ha0I0anach
MHAas 3aBUCHUMOCTb, B YaCTHOCTH, YBEJIMUEHHE YPOBHSI UX TPaHCKpUINTOB Ha cBeTy U KC u
CHW)KEHHME JJaHHOTO I0Ka3aTesis B OCTAJbHBIX BapuaHTax onbiTa. [lonydyeHHble Hamu
JaHHBIE TI0 BJIMSHHUIO CBETOBOIO pEXUMa Ha YpOBEHb TpaHCKpunToB reHoB Al u IIC
MOTYT CBUJETEIBCTBOBATH 0 pa3IUYHbIX (bU3NOTOrNYECKUX poJIsIX
BHEMUTOXOHAPUATILHON U MHUTOXOHJIPHAIBHON (POPM HCCIEAYEMBIX 3H3UMOB B KIIETKE.
MuTtoxonpuanbable n3opepmenTsl yyacTBytoT B LITK u ngeixatensHoM meTtabonusMme,
OCYILIECTBIISIEMOM B TEMHOTE, a BHEMUTOXOHJIpPHUAIbHbIE - (PYHKIUOHHPYIOT B
MeTa0O0IM3aluy IOTOKA ACCUMUIISIHTOB Ha CBETY.

BaxxHoe 3HaueHne B (UTOXPOM-3aBUCUMOI peryiasiuuu (EepMEHTOB HIpaeT
KOHTPOJIb YPOBHS TPAHCKPUIIIIMU FeHOB-MHUILIEHEN. [Ipy 3TOM, B KJIETKE CYIIECTBYET P
TPaHCAYKTOPOB (PUTOXpPOMHOrO CHTHajga, B TOM 4YHCIIE€ KaTHOHBI Kaiblus. B xone
UCClieZIoOBaHUI ObUIa MOKa3aHa 3aBUCUMOCTb COJIEP’KAaHUS KaTHOHOB KalbLUA B sipax
KJIETOK OT COCTOSHUS (UTOXpOMHOHM cucrembl. IlpumeHenue crenupuueckoro
MHTHOUTOpA KaJbIMEBBIX KAHAIOB MO3BOJIMIIO YCTAHOBHUTH, YTO U3MEHEHHUE COAECPKAHUS
CBOOOJHBIX KAaTMOHOB KaJbIUsl B sApax JHUCTHEB KYKYpy3bl HE IPOUCXOJUT BO BCEX
BapHaHTaX CBETOBOrO0 peXMMa pacTeHHid. CnenoBareiabHO, MOJYYEHHBIE PE3YNIbTATHI
NO3BOJISIFOT 3aKIKOYUTh, YTO MEXAHU3MOM PETYISIUM KOHLEHTpALUU KaJlbLUs B SApax
ABJISETCS €ro Iepepacipe/ieleHie Mexy KOMIapTMeHTaMu KieTku. YBenudenue Ca’* B
AIepHON (PpaKLMU CBSI3aHO C €ro 3aKauMBaHUEM Yepes sIIEpHYI0 MeMOpaHy, TJ€ BaXKHYIO
poJib WrparT KanbliMeBble KaHanbl W nomnbl (Lau, Deng, 2010). CnenmoarenbHo,
cBoOonHble  KartvoHbl Ca?"  BBINONHAIOT POJb  BHYTPHKIETOYHOM TPaHCIYKLHH
(UTOXPOMHOTO CUrHaJIa, 00eCTIeYnBas €ro peayn3aluio B SApe KIETKH.

Pe3ynpTaThl HamMX HCCIENOBAHUN MOKA3bIBAIOT, 4YTO (epMEHTHl MeTadoinM3Ma
M- W TPUKAPOOHOBBIX KHUCIOT TMOJABEPraroTcs (OTOPELENTOPHOW Pperyisiuuu
HOCPEICTBOM (PUTOXPOMOB Ha YPOBHE 3KCIIPECCHH MX T€HOB, /i€ BAXKHYIO POJIb UTPAIOT
KaabMOAYyIHHbI. [loka3zaHo, YTO OTHOCHUTENBHBIN YPOBEHb TpaHCKpUNTOB reHoB CALM7-
1, CALM7-4 u CALM3 3aBuCHUT OT YCJIOBUI OCBELICHHS PAaCTEHUH, U KaJIbMOIYJIUHBI

(kanbMOOyMUMH 7 W KaJIbMOAYJIWH 3), KOAUpYEMble AAHHBIMU TI€HAaMHU, NPUHUMAIOT
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ydacTU€ B  CBETOBOM  peryjsilud  KJIETOYHOro  merabosims3ma, oOecreyuBas
BHYTPUAJIEPHYIO peann3alnio GoTopenenTopHoro cursaia. [Ipu s3Tom ais reHoB Apyrux
KaJbMOJYJIMHOB HEXapaKTEPHO BBICOKOE COJEp)KaHWE TPAHCKPUIITOB Ha CBETY,
YKa3bIBAIOIIEE, YTO [aHHBIE KaJbMOJYJIWHBI HE IPUHUMAIOT Y4YacTHs B Iepefadu
CUTHaNa OT (GPUTOXPOMHON CHUCTEMBI.

[lockonbKy KaJbMOAYJIMHBI HE MMEIOT BO3MOKHOCTH B3aUMOJACHCTBUS C
mosekyioi JIHK, a Moryt BeicTynaTh B KauecTBE peryiasiTOpoB OEJIKOBOM aKTUBHOCTHU 3a
cUeT UX KoBalleHTHOH Moaupukanuu myrem ¢ochopunuposanus (Enslen et al., 1995),
HETMOCPEICTBEHHYIO PEryJsIlIMI0 aKTUBHOCTU T€HOB O0ECIEeYMBAIOT TPAHCKPUIIIMOHHBIE
¢dakropsl. IlomydyeHHble JaHHBIE TMO3BOJSIOT — CclelaTh 3aKJIIOUYEHHE O  POJH
TPaHCKPUIIIMOHHBIX (akTopoB cemeiictBa PIF B MexaHum3Me TpaHCIyKIIMM CBETOBOTO
CUTHaJla (PUTOXPOMHOM CHUCTEMOl B JHCTBSIX KYKypy3bl. Pe3ynpTaThl HcclieqoBaHUI
CBUJICTEIBbCTBYIOT, UTO PsAJ NPOAHATN3UPOBAHHBIX B Halllell pabote (hakTopoB cemeiicTBa
PIF sBnstoTcst mMocpeqHUKaMH BO BHYTpHUSZEpHOW mepenade (UTOXPOMHOrO CHUTHAIA.
Oco0as poap B JaHHOM IPOLECCE OTBOAMUTCS TpaHCKpUNIMOHHOMY ¢akropy PIF3, Ha
YTO YKa3bIBAET YBEJIMYEHUE YPOBHS €TI0 TPAHCKPUIITOB Ha CBETY.

AHanu3 HyKJIEOTUHOM nociienoBarenbHocTu mpomoropoB renoB CAI, AI' u 1IC
KyKypy3bl TIOKa3aJl, YTO B HX COCTaBe€ OOHAapy>KMBAeTCs CHEIU(PUUECKUN YIacTOK
cBsa3biBanusl (E- wnn G-ywacTok) ansg TpaHCKpUNIMOHHBIX (akTopoB cemeiictBa PIF.
Hanuune naHHOro ydyacTka B COCTaBe MPOMOTOpa HMCCIENYEMbIX T'€HOB YKa3blBaeT Ha
BO3MOXHOCTb PETYJIIMM MX TPAHCKPUIILIMM Ha YpPOBHE H3MeHeHus cpoiactBa PHK-
HOJMMepasbl K MPOMOTOPaM I'€HOB COOTBETCTBYIOIIUX H30(epMeHTOB. CienoBaTenbHo,
noj JelcTBUEM aKTUBHOM ¢opMbl (UTOXpOMa MPOUCXOAUT BHYTPUKIETOYHOE
nepepacrnpeieieHie CBOOOJHBIX KAaTHOHOB KaJbIUsl, YBEJIMYEHHUE KOTOPOTO B sijpe
OPUBOJUT K MHIYLIMPOBAHUIO OINpPEACIEHHBIX MEXaHW3MOB aKTUBAIIMM BHYTPHUSIEPHBIX
TPAHCKPUIIIMOHHBIX (PAaKTOPOB MyTeM UX (HOCHOPHINPOBAHUS KUHA3AMH, B TOM YHUCIIE U
kanpmonyauaamu 7 u 3 (Park et al., 2004, Eprintsev et al., 2013). W3 ananu3za
JUTEPATYpHBIX JTaHHBIX BBITEKAET, YTO KaJIbMOJYJIUHBI MOTYT SIBIISITHCSA CBSI3YIOLIUM

3BEHOM MEX]y KalblueBbIM U (ochaTHbIM TyTéM Mepenayd CHUrHajga, a TakkKe
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ydacTByIOT B (ocdopmmupoanuu OenkoB (Enslen et al., 1995, Crivici, Ikura, 1995).

®dochopunupoBanHas ¢Gopma TpaHckpunimonHoro Gaxropa PIF3 Tepsier cBsizp ¢ E-
ygactkoM mpomoropoB reHoB SDH1-2, SDH2-3, ACOl1 u CSY1 u cHumxkaercs wux
TPAHCKPUIIIIMOHHAs aKTUBHOCTH (puc. 14). AxtuBHas ¢opma ¢utoxpoma A BBI3BIBAET
yBEJIMYEHUE CKOPOCTU TpaHCcKpumiuu reda PIF3, 94To B cBOIO ouepe b HEOOXOAUMO IS
BO300HOCTEHHS TTya cBoOoaHoro dakropa PIF3. Obmyuenue pactenuit Kykypyssl KC u
JIKC B pa3iuyHOM COYETaHWHM, a TakXKe IMPUMEHEHHE HOKAayTHBIX pacTEeHUMU
apabuporicuca no reHam Quroxpoma A u ¢uroxpoma B, Mo3BOIMIO yCTaHOBUTH, UTO
OCHOBHYIO POJIb B peryisiuu sxcnpeccun reHos uzopepmentos C/I, AI' u LIC urpaer
¢utoxpom A. OnHako, puroxpom B Taxke yyacTByeT B PEryJssiliud 3KCHPECCUU TE€HOB
UCCIIElyeMbIX M30(EPMEHTOB B KA4yE€CTBE JIONOJHUTENBHOIO (PaKTopa, 4To OCOOEHHO
xapaktepHo g reHoB ACO2 u CSY2 BHEMHTOXOHAPHAIBHBIX H30(EPMEHTOB
aKOHUTATTUAPATA3bl M IUTPATCUHTA3bl U B MCHBIIICH cTeneHu i rena SDH2-3.

B kierke BaxkHOE€ 3HAYCHHE B PETYISIHH JKCIOPECCHMH TEHOB OTBOJUTCS
u3MeHeHnto MetuwnbHoro craryca JIHK 3a cuer ¢ynkumonuposanus JIHK-
MeTuiTpaHcdepas. AKTUBALUS KAIbMOIYJIMHOB PUTOXPOMOM A MOKET CITIOCOOCTBOBATh
yBenmmueHuto aktuBHoctu JIHK-metunrpancdhepas npu ux dochopunupoBanuu, yto
HaNPSMYIO OTpaXkaeTcs Ha BelMuuHe MeTmibHOTO cratyca JIHK (puc. 75).

[Ipumenenne merona metwi-cnenudpuyHoi [P mo3Boauno ycTaHOBUTH pOJIb
MeTuapHOro craryca npomoropoB reHoB CI, LIC u Al B ux peryisanuu. Ilokasano, uro
U3MEHEHHE IKCIIPECCUU T'€HOB, KOJUPYIOLIUX CYKLIMHATAETUAPOTeHA3Y,
aKOHUTATTUApPATA3y U LUTPATCUHTA3y, U cTerneHu MeTwnnpoBanus CG-AMHYKICOTHIOB
IPOMOTOpPA B JINCTBSIX KYKYPY3bl B YCIOBUSAX PA3IMYHOIO CBETOBOTO PEXHMA MPOSBISET
OTpe/ieIeHHbIE 3aKOHOMEPHOCTH.

s renoB ¢naBonporemna CJ/II, a Takke TE€HOB MHTOXOHIPHAIBHBIX
U30(pEpPMEHTOB AKOHUTATTUApPATa3bl M IMTPATCUHTA3bl TMOKA3aHO, 4YTO YBEIUYECHUE
METWJIBHOI'O ~CTaTyca UX IPOMOTOPOB COOTHOCHUTCA C HHU3KHM COJAEpNKAaHUEM
TpaHCcKpunToB. Bricokas crenenp MetunupoBanus CG-AMHYKIEOTHAOB MPOMOTOPOB

reHoB SDH1-2, ACO1 u CSY1l B pacTeHusAX, SKCIIOHMPYEMBIX Ha CBETYy W IMOCJe
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o0nyyeHuss KpacHbIM CBETOM, COBIajajga C HEBBICOKOM  TPAHCKPUIILMOHHOU

AKTUBHOCTBIO HCCJIEAYEMBIX T€HOB W, Kak CJIEIACTBHE, HHM3KOM KaTaIUTHYECKOU
aKTUBHOCTBIO 3H3UMOB. OOparHas cuTyanus HaOMOAAeTCsl B TEMHOTE, IPU OOJIy4YEeHUU
pacTeHui JaJbHUM KPAacCHBIM CBETOM M TOCJIEIOBATEIbHBIM OOJIyU€HHUEM KpPacHbIM U
JAJIbHUM KpacHbIM CBETOM. B JaHHBIX BapuaHTax ONbITa HAOJMIOJACTCS yMEHbILIEHHE
BEJIMYMHBI METHIIBHOTO craryca CG-IMHYKIEOTHIOB MPOMOTOPOB I'€HOB HCCIENYEMBIX

(epMEHTOB, YTO IPUBOJUT K YBEIMUYEHUIO CKOPOCTU UX (PYHKIIMOHUPOBAHMUS.

A0po

KanbMoaynuH 7
> ) -

- / B

Ca“" -gaman //" SBH4 AHK-metunasa
-2t T
2.\4 g /  SDH3-1
Ca* - / [sDH2-3 CH,
KC (Dﬁl'( / SDH1-2 N
. . | CSY1
(660HM - J MenuInpoeatie
PIF— < CSY2 npostomopoa
| ACO1 2eH0a

ACQ2

(730HMm)

AkoHuTaTrmgparasa 2

(akTMBaUMA)

unTonnazma

CykuuHaTaerngporeHasa
AkoHuTaTrngpartasa 1
LutpaTtcuHTasa 1

(MHaKTMBaUMUA)
MUTOXOHAPUA

~
LiuTpaTtcuHTasa 2

(akTMBaUMA)

nepokcnucoma

Puc. 75. T'mnorernueckas cxeMa TpaHCAYKIUH (PUTOXPOMHOTO CHUTHaja U
MexaHusma perynsiinuu skcapeccuu reHoB C/AI, IIC u AT B 3e/1€HBIX JTUCTBAX KYKYPY3bl.
VYcnoBuble 0603HaueHus: Ok — HeakTUBHas ¢popMa Guroxpoma, Ok — akTuBHaAsA Ghopma
¢utoxpoma, KC — kpacusiii cer, JJIKC — mganbHuii kpacHsiii cBet, PIF3 — ¢utoxpom-
UHAYIHPYEMbIi TpaHcKpunuuoHHbIN ¢akrop, MPHK — cymmapnas marpuunas PHK
kierku, CIAIT — Al - oc -

CYKIOUHATACTUAPOTCHA34, AKOHUTAaTTHUApAarasa,

OUTpAaTCUHTA34a.
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Takum 00pa3zom, pe3ynbTaThl MPOBEJACHHOTO HCCIIEIOBAHMS IMOKA3bIBAIOT, YTO B
pPacCTUTENBHON KJIETKE peryssiiuus MeTadojiM3Ma OPraHMYECKHX KHCJIOT 00ecreuynBaeTcs
¢yHkumonnpoBanueM crennpuueckux nzopepmenton. Uzopepmenter CAL, LIC u AT,
IpE/ICTaBJICHHBIE B KJIETKE, UMEIOT CYIIECTBEHHbIE Pa3inuus B (PU3MKO-XUMUYECKUX U
KUHETUYECKUX XapaKTepUCTUKAX, YTO JAaeT BO3MOXKHOCTb PErylsilud MeTaboiu3ma
OTIEIBbHBIX U- U TPUKAPOOHOBBIX KHUCIOT Ha YPOBHE KOHTPOJS COOTBETCTBYIOIIHX
U303UMOB. JleMcTByOmUM (aKTOpOM BBICTYNAE€T CBET, OCYLIECTBIISIOUINI CBOIO
peryssuio yepe3 GUTOXPOMHYIO cucTeMy. AKTHUBHas ¢opMa GpuToxpoMa A TOPMO3HUT
paboTy MHUTOXOHAPUATBHBIX H30(PEPMEHTOB, B TO BpeMs KakK I IIUTO30JBHBIX
Ha0JIt01aeTcs MPOTUBOMOJIOKHBIA 3pdekr. B peanusanum ¢PuUTOXpOMHOTO CHUTHajIa
3a/IeCTBOBAaHbl KAaK BHYTPHUKJIETOYHBIE TPAHCAYKTOPBl, TaK M BHYTpPUSAJEPHbIC
KOMIIOHEHTBI CUTHAJIbHOTO MYTH.

Kanbmonynunel,  sBISISICK  NPOTEMHKHWHA3aMH,  KOOPAMHUPYIOT  YPOBEHb
TPAHCKPHUIIIIMA T€HOB M30(EPMEHTOB MeTaboiM3Ma M- U TPUKAPOOHOBBIX KHUCIOT 3a
cyeT perymanuu TpaHckpumniuonHoro ¢akropa PIF3. Ilocnepnuit oOecneunBaeT
KOHTPOJIb SKCIIPECCHH TEHOB 3a CUET B3amMoeicTBus co cnenupmueckum E- wm G-
Y4aCTKOM ITPOMOTOPOB CBETO3aBUCHMBIX T€HOB.

Kpowme TOrO, KaJbMOYJINHBI KOOPJIUHUPYIOT AKTUBHOCTb JIHK-
MeTuiTpaHcdepas, o00ecneurnBalOT  peald3aliilo  SIUIeHETHYECKOro  MeXaHH3Ma
peryisiiuy TE€HOB, B COCTaBe MPOMOTOPOB KOTOpPbIX OOHapyxkeHbl CpG-0CTPOBKH.
Beposatno, ¢uToxpomMHas cucrtema 3aJeHCTBYET HECKOJbKO MEXaHM3MOB KOHTPOJIS
AKCIIPECCHH TEHOB, Kak 3a cueT TpaHckpumiuoHHoro dakropa PIF3, Tak u 3a cuer
M3MEHEHHsI METUJIBHOT'O CTaTyca IPOMOTOPOB I€HOB.

AHanu3 HyKJICOTUAHBIX TOCIEA0BATEILHOCTEH MPOMOTOPOB T'€HOB UCCIEAYEMBIX
n30(epMEHTOB MeTa0oNIM3Ma - U TPUKAPOOHOBBIX KHUCJIOT yKa3bIBAaeT HA OTJIMYUE B
xapakrepe pacnpeaeneHust CG-IUHYKICOTHIOB B JAHHOW PEryNATOPHOM 00JacTH TeHa.
st 6onpmimacTBa TeHOB M30depmertoB CJIIT, IIC u Al moka3zaHo HanWuue B COCTaBe
ux nmpoMoTopoB CpG-0CTPOBKOB, UTO SIBISIETCS HEOOXOAUMBIM YCIOBUEM UX PEryJsUU

nocpenctsoM u3MeHeHuss metwibHOro craryca JHK. OrcyrcrBue CpG-0CcTpOBKOB B
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npomoropax reHoB SDH2-3 u SDH3-1 cBuaetenscTByeT 00 HHOM MEXaHH3ME KOHTPOJIS
UX CKOPOCTH (DYHKIIMOHMPOBAHWS, HE CBS3aHHOM C M3MEHEHHEM METHIIBHOTO CTaTyca
PEryIsTOPHON 00TaCTH COOTBETCTBYIOIINX T€HOB.

HccnenoBanne ypoBHS METHIMPOBAHHUS MPOMOTOPOB TEHOB, KOIUPYIOIINX
depmenTsl  MeTabonmu3Ma M- W TPUKAPOOHOBBIX  KHUCIOT, IIOKa3ajo, dTO
AMUTEHETUYECKUE MEXaHU3MBl UTPAIOT BAXKHYIO POJIb B PETYJISIINHN SKCIIPECCHU JaHHBIX
renoB. Jns renos CHI, LIC u A, comepxammux B cBoeMm cocTaBe CpG-0CTPOBOK,
YCTAaHOBJIGHA 4YeTKas 3aBUCHMOCTb MEXAy YPOBHEM TPAHCKPHUIITOB M CTaTycoM
MeTUIUpoBaHUs OTAeNbHBIX CG-IMHYKIEOTHIOB. BbICOKMIT METWUIBHBIH ypPOBEHB
IPOMOTOPOB T€HOB MHUTOXOHAPUANBHBIX (POpM HccaenyeMbix (epMEHTOB MPHUBOIUT K
CHIDKEHHUIO COACP)KaHWSA MX TPAHCKPUIITOB B PACTCHHAX HA CBETY W INPH OOIYYCHHUU
KpacHbBIM cBeTOM. I[lpm oTOM, IS TPOMOTOPOB TEHOB BHEMHUTOXOHIPHUATBHBIX

I/ISO(l)epMeHTOB AKOHHMTAa3bl U MUTPATCHUHTA3BI IIOKAa3aHa 06paTHEUI 3aBUCHUMOCTD.
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