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Aqartaris pociuH i MIKpOBOIOPOCTEH O IHTEHCUBHOCTI 1 CIIEKTPaIBHOTO CKIIAY MaJarouoro CBiTia
BimOyBaeThCs 3aBIAKH 3MiHaM y Mopdoorii, ¢izionorii, Oioximii Ta CTPYKTypi IHCTKIB i
xnoporntacTiB. OTIsT MPUCBAYCHAN PO3TIIAY YMHHUKIB, IO BIUTMBAIOTH HAa BMICT i CITiBBiIHOIICHHS
xnopodimi (X)) a/b y ¢oTocHHTETHUHHMX KIITHHAX. 3al€XKHO Bill PIBHSA OCBITICHOCTI Bapilo€e
YIBTPACTPYKTypa XJopormiacTiB Cs-pOCIHH: TPU 3HMKCHHI IHTCHCHBHOCTI CBITJIA 301TBLIYETHCS
KUIBKICTh I'paHaJbHUX THIJIAKOIMIB 1 CTyMiHb iX CTeKiHry. PociuHM, BHpOILEHI NpH HAcHYyIOYii
IHTEHCHBHOCTI CBiTJIa, aJanTOBaHI A0 MIBUAKOTO BHKOPHUCTAHHS KBAaHTIB COHSYHOIO CBITJIA 1
XapaKTEePU3YIOThCSl BHCOKAMH 3HAYCHHSMH CIHiBBiAHOIMICHHs X1 &/, MIBUAKOCTI €IEKTPOHHOTO
TPaHCIOPTY Ta 3HWKEHHSIM BMIcTy cBiTI030MpaipHux kommuiekciB (C3K) 1 Xn y ¢portocucremi II (PC
II). Cz-pocnuHm, BHpOIMIEHI 38 HU3BKOI IHTEHCHBHOCTI CBIiTJIa, HABIIAKH, KOMIICHCYIOTH OOMEKEHY
KUTBKICTh JTOCTYITHOI JIJIsl POCTY CBITJIIOBOi €HEeprii iHTEHCMBHUM 30UTBIICHHAM BMICTY HITMEHTIB Ta
C3K i 3menmienusm criBBigHotueHas X a/b. ¥ Cy-pociuH, TeHETHYHO aJaNTOBAaHUX O BHCOKHX
IHTEHCUBHOCTEH CBiTJIa, MIMEHTHUH amapar i yJAbTPacTPyKTypa XJIOPOIUIACTIB KIITHH Me30(dimy i
O0OKJIaIKM TIPOBITHUX IMYYKiB iCTOTHO BiAPI3HAIOTHCA. [ mepmux xapakTepHa HasBHICTH BEIHKOL
KIUJIBKOCTI FpaHajbHUX TUIIAKOI/IB MPH BiIHOCHO HeBUCOKOMY cmiBBiaHOMmeHHI X a/b (~ 3), Toni sik
TUJIAKOiJIHA CHUCTEMa XJIOPOIUIACTIB y NPOBIAHUX IyYyKaxX € IEePEeBaXHO JIAMEISIPHOI 3 HHM3bKUM
Bmictom X b (cmiBBimHOmenust a/b ~ 5-10). BimxocHuii BmicT X b y Tumakoigax BH3HAYAETHCS
HAKOMMYCHHSAM IMrMEHTOBAHUX aHTeHHUX OUIKiB. Poamna Oinkie C3K Bkirouae B cebe simepHO-
KOJIOBaHI IHTErpalibHi OIJIKM THJIAKOIIHOI MeMOpaHH, SIKi MpH acolianii 3 OCHOBHUMH KOMIUIEKCaMH
000x oTocucTeM yTBOPIOIOThH THYUKY NepudepiiiHy aHTeHY /st 301IbIIeHHST IONEPEeYHOTO nepepizy
mornHadas cBitia. C3K peryrnroe edekTuBHICTH yTHii3amil cBiTia 1 3a0e3medye 3aXMCT Bix
(hOTOOKHCHIOBAJIBHOTO cTpecy. B ocTaHHI poku Oyjo JOCSATHYTO 3HAYHOTO IpOrpecy y 3'sicyBaHHI
CTPYKTYpH, QYHKIIIH 1 peryiaTopHuX NULsixiB 3a yuyacTio C3K, npoTe 6arato MOJeKyJIIpHUX AeTalei
motpebye yrouHeHHA. Y poOOTi MpoaHai3oBaHO cydacHi 3HaHHs 1po Oiorene3 C3K, moynHaroun Bif
peryismii UKy B3aemonepersopenHs Xi a — Xu b, opranizanii mirMeHT-011KOBUX KOMILIEKCIB 10
perymoBanHs 30ipku 1 pyHknionyBanHs C3K 3a pisHEX ymoB. ['eHH, SKi KOHTPOIIOIOTH IIi MOMIi, €
MOTCHI[ITHUMHU KaHAUAATAMHU JJIsI OIOTEXHOJIOTIYHUX 3aCTOCYBaHb, CIPSIMOBAHHUX HA OMNTHUMI3AIIO
€(eKTUBHOCTI BUKOPUCTAHHS (POTOCUHTETUYHUX OPraHi3MiB.
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ApnanTaiiist 1o YMOB OCBITJICHHS CYIPOBO-
JOKY€ETBCS 3MIHOIO LIJIOTO PsAY SIK MOP(OIOTIYHUX
1 CTPYKTYPHUX MapaMeTpiB JHUCTKIB, Tak i ¢izioio-
ro-010XiMIYHHUX XapaKTePUCTUK (OTOCHHTE3YIO-
ynx KIiTHH (Tabn. 1). IIpu HU3BKIHA OCBITIIEHOCTI
3pOCTa0Th PO3MIPU JHMCTKIB, 30UIBIIYETHCS Kijlb-
KiCTh IpaHAILHUX THJIAKOIMIB i CTYIIHb IX CTEKiH-
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Ty, 3pOCTa€ BiHOCHHMH BMicT xsopodiny (Xi) Ha
OJIVHUITI0 MacH 1 BMICT CBITIO30MPAIBHUX KOM-
mwiekciB ¢porocuctemu Il (C3K @C II), TobTo 3ara-
JIbHA cTpaTeris aganTaiii 10 HecTadl CBiT/Ia CIIps-
MOBaHa Ha IMOKpPAIIEHHs CBITIIO300pYy 3a paxyHOK
migsumieHHs Bmicty Xu 1 C3K (Walladares,
Niinemets, 2008). Bucoka IHTEHCHBHICTH CBITJIa
CIIPUYHHSIE JIBI PI3HOCIPSIMOBAHI BiMOBIII — KiJIb-
KiCHE 3POCTaHHSI KOMIIOHEHTIB amapary (OTOCHH-
Te3y (eJNEeKTPOH-TPAHCIIOPTHUX KOMIUIEKCIB, 30K-
pema muroxpomy f, ATD-cuHTa3M, SH3UMIB ITUKITY
KanpBina) juis ytwmizaiii J0JaTKOBOI €HEprii, i
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Tabumns 1. XapakTeprucTHKH POCJINH NPH aAanTamii 10 HU3bKOI i BUCOKOL
iHTeHcHBHOCTI cBiT/1a

InTeHcuBHIicTH cBiT/Ia
XapakTepucTnka
Husbka | Bucoka
Mopdoaoris i anaTomis aucTka
ToBIMHA THCTOBOT MIIACTUHKA HU3bKa BHCOKA
[inpHICTE IPONXIB HHU3bKa BHCOKa
Po3mip nmcTka BEJIUKUU Maui
KinpkicTh XJIOpOIIIACTIB Y KIITHHI Mana BEJIHKA
KinpkicTh THIIAKOIIB y TpaHax BeJIMKa Maia
®dizioJoriyni Ta 0ioximiuHi napamerpu
BwmicTt X1 Ha OQUHMIIO IUIOLI JINCTKA HU3bKUH BHUCOKHUM
Bwmict Xi1 Ha Ha OIWHUIIO CyXO0i PEYOBHHHU BUCOKUUI HU3bKUHI
Criseigromenusa Xi a/b HU3BKE BHCOKE
Cmissinaomensas OC 11/ X HU3bKE BHCOKE
Crmissizaomenas OC [/ X HE 3MIHIOETHCS
Cmissinaomensas C3K Il / X BHCOKE HU3BKE
Bwuicr py0icko HU3BKUH BHCOKHIA
Cmissinaomenas ATP-curaTaza / X HU3bKE BHCOKE
CuiBBigHOEHHS TUTOXpoM Def / Xot HH3bKE BUCOKE
EdexruBHicTh KapOOKCHITIOBAHHS HHU3bKa BHCOKa
KBanToBuii BUXiz BUCOKHUI HU3BKUN
HIBHAKICTH €NEKTPOHHOTO TPAHCHIOPTY HU3bKa BHCOKa
UytnusicTh 10 GpoToiHriOyBaHHS BHCOKaA HHU3bKa
BwmicT mirMeHTiB KCaHTO(IJI0BOTO IUKITY HU3BKUHT BHCOKHIHA

3MEHIIEHHS KUTBKOCTI CBITIIO30MPATBHUX KOMILIe-
KCIB Il YHUKHEHHSI €(EeKTiB HaJTUIIKOBOTO 30Y-
JOKCHHS 1 TomkojpkeHHs (ortocuctem (Bailey et
al., 2001; Yamori et al., 2010). 3naTHicTh BUTpH-
MyBaTH pi3HY IHTEHCHBHICTH CBIiTJIa CHJIBHO Bapi-
10€ 3aJIe)KHO Bijg BUAY pociuH (PomimmHa Ta iH.,
2009; Cuam Ta iH., 2016). Bunu, mo pocTyTs me-
PEBaXKHO B yMOBAaX 3aTiHEHHS, BUSBILIFOTH HIDKIY
3JIATHICTH JIO aJamTallii nmpy 3pOCTaHHI IHTCHCHB-
HOCTI CBITJIa, HA BiZIMiHY BiJl POCJIMH i3 He3aTiHe-
Hux Miciib (Murchie, Horton, 1997). XapakrepHoro
03HAKOIO POCJIHH, 1110 3POCTAIOTh NPU HECTadl CBi-
TJIa, € MiBHIICHUH BMicT xiopodiny (Xi) b i, Bia-
[OBiHO, 3HIKEHE criBBigHomeHHs Xu a/b. V wmi-
HIIUBHX YMOBAaX OCBITJICHHS POCIIMHH, aJarTOBaHi
JI0 BapirOBaHHS IHTEHCUBHOCTI CBiTJIa, MalOTh TCH-
JISHITIF0 10 OUTBIN Pi3KOI 3MiHM CITiBBiAHOIICHHS
X a/b, Hix Ti, 110 TOCTIIHO BEreTYIOTh BUKIIOY-
HO B CBITJIOBHX 4M TiHbOBUX yMoBax (Murchie,
Horton, 1997). lle mo3Bossie po3risiaT CIHiBBij-
HomreHHs: XJ1 &/b SIK MOKa3HHK, IO XapakTepH3ye
3aJIeKHICTh CTaHy ()OTOCHHTETHYHOTO amnapary
POCIIMHY BiJl YMOB ii 3pocTaHHs. Y IbOMY 3B'SI3KY
HEOOX1IHO OIIHMTH MEXI, B IKUX MOJKE 3MIHIOBa-
THUCsI 3Ha4E€HHS LIbOTO MapameTpa 3a pizHuX (izio-
JIOTIYHUX YMOB. Y TIepIy Yepry Ii Mexi BU3Haua-
IOTBCSl CKJIQZOM 1 CHiBBIJHOMIEHHSM XJIOPOdii-
BMICHHX O1JIKiB, SIKi po3TaIioBaHi y (OTOCHHTETHU-
YHHX MeMOpaHax HEPIBHOMIPHO i, TAKHM YHWHOM,
BHU3HAYalOTh OCOOJIMBOCTI YJIBTPACTPYKTYPH MEM-
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OpaH xJIOpOILIACTiB, chOPMOBAHUX 32 PI3HUX YMOB
OCBITJICHHS POCITHH.

Cmpyxkmypuna opzanizayia ceimnozoopy y
GULUX POCTIUH

XJopomnact — opraHena, OTOYEHa JBOMaA
OimapoBuMu MeMOpaHaMH, 30BHIIIHBOKO 1 BHYT-
PIIIHBOO, SIKI Pa30M Ha3WBAIOTh OOOJIIOHKOIO XJIO-
pomacty (puc. 1). Beepenuni xjoporiacty mic-
TUTHCS CKIIAJHA CiTKa BHYTPIMIHIX (THIJIAKOITHUX)
MeMOpaH y CTPOMi — BOJHOMY CEPEIOBHII MiX
BHYTPIITHHOIO MEMOPaHOI OOOJOHKH 1 THIIAKOi-
HUMH MeMOpaHamu. [I70CKi CTHCHYTI BE3WKYyIH
THJIAKOIMIIB BIIUIAIOTH Bii CTpOManbHOI (azu 3a-
KPUTHUH KOMITAPTMEHT, TaK 3BaHUI BHYTPIIIHbOTHU-
JIAKOTHUM MpocTip, abo aromMeH. TuiakoiaHi MeM-
Opanu ¢opmyrTh (Pi3UYHO HENepepBHY TPUBU-
MIpHY CITKY, sIKa CKJIaJa€ThCs 3 TBOX Mopdoori-
YHO BIMIHHHMX 00JIacTeW: TpaH — IIUIBHO YIaKo-
BaHUX (CTHKOBAaHHMX) CTOIOK THJIAKOIAiB, TUIIOBO 3
10-20 mapiB, siki yTBOPIOIOTh LMIIHIPUYHI CTOCH
niametpom 300-600 HM, 1 JamMesT CTPOMHU — HE CTH-
KOBaHMX THJIAKOIAiB, IO 3B'A3yI0Th rpanu. Lline-
HO YIaKOBaHi THJIAKOiAH IPaH CKIAAal0Th OJIM3bKO
80%  BHYTpIIHROI MeMOpaHH  XJIOPOILIACTY
(Albertsson, Andreasson, 2004).

CyuacHi 1iaHo0aKTepii, a Takox Oararo ey-
KapiOTHYHHUX 3€JIeHMX BOJOpPOCTEHl HE MICTATh
rpad. BaxaeTbcs, 1110 EPBUHHO TPaHU PO3BUHY-
JIUCH JIJIs onTuMi3anii (P OTOCHHTETHYHOI eeKTHB-
HOCTI B YMOBaXx 3aTIHEHHSI, KOJIU POCIMHH KOJIOHi-
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Puc. 1. Cxema 0ypoBu xjiopomiacra.

syBanu cyxoain (Mullineaux, 2005). I'pananbha
YIaKOBKa JIO3BOJIMJIA AYXKE ICTOTHO 301IBIIUTH Bi-
JTHOIIIEHHS TIOBEPXHI THIJIAKOITHMX MeMOpaH 0
00’emy xsoporutacta (Barber, 1980) 3a paxyHok
KOHIIGHTPYBaHHS BEJIHMKOI KiIBKOCTI CBITIO30Mpa-
JBHUX KOMIUIEKCIB UIA 3aXOIUICHHS OOMEXEeHOT
KUTBKOCTI KBaHTIB cBiTia. Jly>ke 4yTiwBi 10 YMOB
OTOYCHHS SIK KUIBKICTh T'PaH 1 THJIAKOIIIB y Ipa-
HaX, TaK 1 MOJICKYJISIPHUH CKJIaJ MeMOpaH, KUl
MOJK€E 3HaYHO 3MIHIOBATUCH IUIS ONTUMI3alii CBiT-
710300py 1 3axXUCTy (OTOCHHTETUYHOI'O arapary
Bix (otonomkomkeHus (Johnson et al.,, 2011).
HaiiBaxxnmBimumu akTopamu, M0 3aITyCKaOTh i
3MiHH, € IHTEeHCHUBHICTh CBITJIa i €HEPTisl KBAHTIB,
NPUCYTHICTh KaTiOHIB, TeMIlepaTypa, 3abesmnede-
HICTh BOJIOIO Ta iHII. 30KpeMa, P HU3bKIH iHTe-
HCUBHOCTI CBITJIa y POCIWH BHUSBISIOTH Oiibie
rpaH i Oinblile THIAKOIJIB y TpaHax, a y POCIHH,
aJanToOBaHUX 10 BHCOKOI IHTEHCHBHOCTI CBITIIA,
CIIOCTEpiraeThes MPOTHIIEKHA KapTrHa (Anderson,
1986; Ruban, 2009). Krnacuunwmii npukinam -—
Alocasia microrrhiza, mo pocte mpu IyXe CHITb-
HOMY 3aTiHEHHI Yy BOJIOTHIX TPOIIIYHHX Jicax, Mae
oimpm Hix 100 TEmakoimiB B rpani (Goodchild et
al., 1972).

Cy-pocrunu

Y C-pocnun ocratouna dikcamnis CO, 3a-
Oe3meuyeTbesi 3aBISIKM  KOOIepaTUBHOMY  (oTo-
CUHTE3Y, SIKU y3TrOJDKEHO BifOyBa€ThCsS Y KIITH-
Hax Me30Qily i OOKIaAKM MPOBIAHUX ITYYKiB.
CeitnoBa crajist poTocuHTE3y 3a0€3MeUy€eThCS I1e-
PEBAXKHO KIITHHAMH Me30Qiny, a pybicko QpyHKITI-
OHYy€ B KIITHHaX OOKJIQJAKH. XJIOPOILIACTH ME30-
¢iny nozaiOHi 3a cTpyKTyporo 10 XiopomiactiB Cs-
BUIIIUX POCIUH, Y TOH Yac K y XJoporuiactax o0-
KJIAJKH MPOBIIHUX IYYKIB BEJIMKI BUIOBKEHI TH-
JIaKoigu He yTBOPIotTh rpad. Omxe, Cs-pocinHam
npUTaMaHHUH XJIOPOTUIACTHUI auMophizm
(Ghirardi, Melis, 1983) (puc. 2).
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namena
(Tunakoin
CTPOMM)

IcHy!OTh 3HauHI BIIMIHHOCTI B OpraHizaiii
KOMITOHEHTIB €JIEKTPOHHOTO TPAHCIIOPTY B XJIOPO-
TIacTax KITHH Me30(iry i OOKIaAKH MPOBITHIX
myukiB. Tak, y Zea mays xJIoporacTa Me3odity
XapaKTepu3yIOThCs criBBiaHOmEeHHsM X1 a/b 6iu-
3bKUM JI0 3, BOHU MICTSITh TPaHU Ta MAlOTh OBHUHN
Ha0ip KOMITOHEHTIB (POTOCHHTETHYHOTO TPAHCIIOP-
Ty €JIEKTPOHIB, MOPIBHIOBAHUN 3 XJIOPOILIACTaMHU
Cs-pocnuH. ArpaHanbHi XJIOpPOIJIACTH KITHH 00-
kiaanaku (X a/b > 5,0) mictsare @C I ta muroxpom
ber, mpote maibke moszbarneni OC II ta 3B’ s3aHOTO
3 mero Xa a/b — C3K ta muroxpomy bsse (Jenkins,
Boag, 1985). B xjoporuractax oOKIaAKH OKpeMHX
C,-pocimH MOXKyYTh 3ycTpidatucs komrnoneHTH OC
I, npore momemeno, mo B Hux Hemae Xu a/b-
BMmicHoro C3K, sikuii y rpanax acomniioBanmii 3 ®C
IT (Anderson, Levine, 1974; Genge et al., 1974;
Anderson, 1980). V xyoporutactax KIiTHH OOKJia-
JKW TpaHW BUSBISIIOTH JIMIIE HAa PaHHIX CTaIisfx
po3sutky nuctka (Ghirardi, Melis, 1983); y mpo-
1eci J03piBaHHS BOHH CEJIEKTHBHO BTpadaioTh PC
II 1 3B'13anmii 3 Hero C3K. doTocuHTETHYHA ONIU-
Hun OC [ 3anumaeTscs HE3MIHHOKO 1 (DyHKITIOHA-
npHO HezanexHoro B C3KII y xmoporutacri, ocki-
JIKU BIJICYTHICTh IIbOI'O KOMIUICKCY B XJIOPOILJIac-
Tax KJIITHH OOKJIaJKH HE HPU3BOAMTH 0 3MiH i
pO3Mipy.

Takum umHOM, cmiBBigHOmeHHs X a/b y
C4-pocnun 3a3Buyaii Buie Hix y Cs-pociuH uepes
Jy’Ke HU3bKHH BMICT X1 D y KIITHHAX OOKIIAJKH.
Tak, xjopormiactTd OOKJIaJKH MPOBIAHUX ITYYKiB
JHUCTKIB Z8a Mays XapaKTepHU3YIOThCSI BUCOKHMH
craisBignomenasmu X a/b (6nuspko 10); y miio-
My K y Juctkax Xu a/b cranoButh OMU3BKO 5
(Jenkins, Boag, 1985). ns inmux C,-pocnun Oy-
JIM BU3HAUYEHi cmiBBigHONIeHH X1 a/b 6museko 6 y
XJIOPOIUTACTAX KIITHH OOKJIQJAKH Ta OMU3bKO 4 —y
KJIITUHHUX EKCTPaKTax JUCTKIB. Pazom 3 M y Cs-
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Puc. 2. Ctpykrypa THHOBUX KJIITHH JucTKa Cy-pocauni i cniBBinHomenus Xua a/b y Hux.

pOCIMH 1eW TOKa3HWK CcTaHoBHUTH 2,5-5,0
(Lichtenthaler, 1987; Dymova, Fiedor, 2014).

Opzanizayia @omocunmemuunux Kom-
HJ1eKCcie y mMUunaKoiOHuxX Memopanax euuux poc-
aun

Tunakoinni meMOpaHu 30aradeHi O1IKOBH-
MH 1 MIrMEHT-O1JIKOBUMH KOMILUIEKCAMH, 3a IIOCe-
PEIHUIITBA SKUX BifOYBAarOTHhCS CBITJIIOBI peakiii
(dhotocunTe3y. [TirMeHT-017IKOBI KOMIUJIGKCH BKpH-
BatoTh Oym3bko 80% roiomni TunakoinHoi MeMOpa-
uu (Kirchhoff, 2008).

Hudepentiais Ha rpaHalbHI i CTPOMAaIBHI
o0macTi BHSIBIISIE TIPOCTOPOBY CErperariro i HepiB-
HOMIpHHUH PO3NOJiNT (POTOCHHTETUYHUX KOMILIEK-
ciB y memOpani. B oGmacTi rpaH 30cepemkeHi 1me-
pesaxxkHo @OCII 1 cBiTIO30MpanbHi  KOMIUIEKCH
®CII (C3KII) (Allen, Forsberg, 2001). ®CI, cBit-
no36oupanbuuit komiieke dorocuctemu 1 (C3KI),
JIOKaJIi30BaHi T'OJOBHMM YMHOM B MapTiHAIbHUX,
HE CTUCHYTHX JiJISSHKaX rpaH abo B jamesax CTpo-
M, a ATDa3uuii KOMILIEKC JIOKaIi30BaHUHA B OC-
HOBHOMY B Tmiakoifgax ctpomu (Albertsson, 2001;
Allen, Forsberg, 2001). LluTroxpoMHU KOMILIEKC
b6/f, sxuii otpumye enekrponu Bijg DCII uepes
rtactoxinon i nepenae ix o ®CI, BigHOBIIOIOYN
TUTACTOIlIaHiH a00 IUTOXPOM CO, 3HAXOJATh B 000X
tunax Tunakoigaux memOpan (Allen, Forsberg,
2001).

Opeanizayis @CII — C3K Il (©CII-S) cyne-
promnaexcie 6 epanax. OCIl — BenUKU MyIbTH-
CyOOIMHUYHUHN MITrMEHT-01IKOBHIA KOMILIEKC, €BO-
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JOIHHO KOHCEPBATUBHUH SIK y CTPYKTYPHOMY TaK
i y pyHkmionansHOMy acmektax. Moro 3HaxomaTh
B TWJIAKOiTHUX MeMOpaHaX B YCiX KHCHEBUX (DOTO-
CHHTETHKIB — 3€JIEHUX POCIHH, BOJOPOCTEH 1 Iia-
HoOaktepiit. Lle equnHuii OIIKOBUN KOMILICKC, 3/1a-
THAW PO3LICIUIFOBATU BOJY HA MOJIEKYJISIPHUM KH-
ceHb, poToHH 1 enekTporu. PCII € iHTErpaNEHUM
MeMOpaHHUM MIPOTETHOM, TOOTO MPOHU3YE TUIIAKO-
imHy MeMOpaHy BiJ JfoMeHa 70 ctpomu. JltomeHa-
npHY 1 crpomaneHy yactuHd PCII mie HazuBaroTH
JIOHOPHOIO 1 aKIENTOPHOI CTOpPaHaMH, BiAIOBif-
HO. Y Bummux pocimH OCII ckmamaeTbes 3 IBOX
YaCTHH: sJpa KOMIUIEKCY (core complex), myxe
KOHCEPBATHUBHOIO y BCIX OKCUT€HHHMX (POTOCHUHTE-
THKIB, 3 KOQAKTOPaMH €JIEKTPOHHOTO TPAHCIOPTY
Ta BHYTPIIIHBOIO aHTEHOIO, 1 MepUdepiiHO aH-
TEHHOIO CHCTEMOIO, II0 OTOYYE SAPO KOMIUIEKCY
(Croce, van Amerongen, 2011). ¥ BUmuUX pociuH i
niano6akrepiii syupo komiwiekcy PCII 3Buvaiino
(YHKLIOHY€E SIK AUMEpP 3 MOJEKYJISIPHOIO Macolo
1400 x/1 (Dekker Boekema, 2005; Caffarri et al.,
2009). Monomep ®CII mictuth 6au3bK0 40 pi3HUX
O1JIKIB, OLIBIIICT 3 SIKUX € MOCTIMHOK YaCTHHOIO
CTPYKTYpH, a iHIII EKCIpecylTbcs abo acoliio-
I0ThCSI 3 HUM TIpU cTpeci um aerpanaiii (Shi et al.,
2012).

VY sapo xomiuiekcy BOyIoBaHi (OTOCHHTE-
tnuHi peakuiitai neatpu (PLI). PL] ®C II cknana-
etbes 3 OinkiB D11 D2 ta nutoxpomiB Dsse. Jlo sia-
pa xommekcy BigHocsaTh PII 1 a- (PsbE) i -
(PsbF) cyboaunuiii 3 kopakTopamu IepeHoCy elie-
KTpOHa, BHYTpilIHIO, abo sinepHy anteny (CP43 i
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CP47) i tpu nepudepiitai 6inku (PsbO, PsbP,
PsbQ). Slmpo € MiHIMATEHOIO OMHUIICIO, 3MaTHOIO
OKHCHIOBAaTH BOJY 1 BIJHOBIIOBATH IUIACTOXIHOH
(Mamedov et al., 2015). ['oI0BHI KOMITOHEHTH SI]I-
pa OCII moxxHa po3moaiuTe Ha Tpu rpymu. [lep-
BHHHHHA TOHOP €JIEKTPOHIB — (POTOXIMIYHO aKTHB-
Huii mirmeHt P680 3B’s3anuit 3 Outkamu D1
(PsbA) i D2 (PsbD) peakuiitHoro 1eHTpy, A€ Bij-
OyBaeThCsl PO3/ALICHHS 3apAIiB 1 IEPBUHHI peaxiii
nepeHeceHHs enekrpona. 3 PII 3B's3aHi mricte Mo-
aekyn Xn a i aBi — ¢eodpituny a (Dekker,
Boekema, 2005). binku CP47 (PsbB) 1 CP43
(PsbC) marotp gyxe momiOHy CTPYKTYpY, BUKOHY-
I0Th (YHKIII0 BHYTPIIIHBOI AHTEHH, MEpeaaloyu
EHEpPTil0 eJIEKTPOHHOTO 30Yy/KEHHs 3 nepudepii-
HOI aHTEHH JI0 TICPBUHHOTO JOHOPA EJICKTPOHIB. 3
CP43 3B's13an0 13 Monekyn X a i 2-3 f-kapoTHHY,
a CP47 3B'a3ye 16 mosekyn Xt @ i He MEHIIIE JBOX
— B-xaporuny (Dekker, Boekema, 2005).

[lepudepiiina anTeHHa cHCTeMa BiAirpae
BUpIIIAJBHY POJIb B CBITIIO300Di, TIepeaadi moriin-
HYTOI eHeprii 10 peakIiiHuX LEeHTPiB i poTompo-
TEKTOPHHUX MEXaHi3MaxX He(OTOXIMIYHOTO TaciHHS
(NPQ) 3a yMOB HaumMIiKy cBiTia. AHTEHHa CHC-
TeMa y BUIIUX POCIUH CKIAJA€ThCs 3 MONIMENTH-
IIiB, IO HaJIEKATh IO MYJIbTUIEHHOI pOAMHU Oij-
kiB C3K. Ile xmopodin a/b-38’s13yroui mporeinu
(chlorophyll a/b-binding proteins, CABs), nporei-
HU, 1HIYKOBaHI CBITJIOM BHCOKOI iHTEHCHUBHOCTI
(high light-induced proteins, HLIPs), panni npore-
inu iHmykoBanu cBitiaom (early light-induced
proteins, ELIPs), psbS 6imox ®CII, crpec-
inyKoBaHi Ouku (stress-enhanced proteins, SEPS)
(Dittami et al., 2010). Y Bummx pociIuH TEHHI
nponyktn CAB konmyroTbesi saepHUM T€HOMOM 1
mo3HavaroThes sk Lheb 1 Lhea gig ®CII i ®CI, Bi-
nnosinHo (Jansson, 1999). binku C3K cunTe3sy-
I0TBCS B IIUTO30J11, TOCTPAHCIAIINHO iIMIIOPTYIOTh-
csl B XJIOPOIUTACT 1 BOYAOBYIOTHCSI B THJIAKOIIHI
MeMmOpanu. B3arani, GoToCHHTETHYHI MIrMEHTH HE
3B’s13aHi 3 Oimkamu koBaneHTHoO. [lepudepiliny an-
ey OCII npuitHATO PO3AINATH HA 1B YACTHHHU.

lonoBHMI  CBITIO30MpaTbHUNA  KOMIUIEKC
(ronC3K, ronC3KII), naiimacosimuii 6iok B ¢o-
TOCHHTETHUYHIA MeMOpaHi 1 BIJOBIIHO HAHIIOIIH-
peHilmmii MeMOpaHHHMH OiJIOK y3arani, 3B’SI3ye ~
60% xnopodinie @CII (Peter, Thornber, 1991).
Amnomporein ronC3K ckimagaerbest 3 TppOX Cy0o0-
muauib Lhebl, Lheb2 i Lheb3, sxi ¢popmyrots ro-
motpumepu Lheb(1); 1 Lheb(2); abo rereporpumep
Lhcb1/Lheb2/Lheb3 31 3MiHHOKO CTEXiOMETPIERO,
3aJIe)KHO BiJl YMOB OTOYEHHS a00 BHAY POCIHH
(Jackowski et al., 2001; Standfuss, Kuhlbrandt,
2004). Lhcbl i Lheb2 marots ayxe momaiOHy mep-
BUHHY CTPYKTYpY 1 MirMeHTHWH cknan (Zhang et
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al., 2008), a Lhcb3 Tpoxu Biapi3HIETHCS
(Standfuss, Kiihlbrandt, 2004). V Arabidopsis
II’SITh TeHIB KOAYIOTh i30popmu Lhcbl, Tpu renun
KoayroTh i30gopmu Lhcb2 1 oamn reH koaye
Lhcb3. TomoBHHU# CBITIO30HpATBHUN KOMILICKC
OCII mo3naygaroth nepeBaxHo mpocrto C3KII abo
C3KIIb (Thornber, Highkin, 1974), omnak iHomi
Bclo aHTeHHy cucteMy @OCII mo3HavaroTh Takox
C3KII, a cynepkomiekc dhortocuctemu II — OCII-
C3KII a6o ®CII-S. Crpykrypa TpHUMEpPHHX
ronC3KII orpumana 3 posginennam 2,7 i 2,5 A
(Liu et al., 2004; Standfuss et al., 2005). Koxxna
cy6onunui ronC3KII Tpumepa 3B’s13ye BiciM Mo-
nekya X a i 6 monekyn X b.

Hpyry yactuny nepudepiifHoi aHTeHH CKJIa-
JAI0Th MOHOMEpHI MiHOpHI aHTEHH a00 MiHOpHI
cBiTnO30MpanbHi X a-b i kcantodin-3B's3yroui
mpoteinu: Lhcb4 (CP29), LhebS (CP26) i Lheb6
(CP24). InmuM BaXJINBUM KOMIIOHEHTOM THJIAKO-
imHx MeMOpaH B o0xacti rpaH € PsbS 6inok, skuit
BigHocsaTh A0 C3K abo C3K-momibHux OinkiB
(Funk et al., 1995; Montané, Kloppstech, 2000).
Yacom #oro BimHOCATH 10 siapa komiuiekcy OCII,
xoua PsbS Hikomm He 3Haxomwnmm B KpHCTaiax
OCII (Dekker, Boekema, 2005; Nield, Barber,
2006). Cxoxe, mo PsbS He 3B’s3ye xsopodi,
T00TO, Ha BiAMIHY Bix Oimpmocti mpoxyktiB lhe-
POIIMHU TEHiB, CTaOIIBHUN y BIJICYTHOCTI IirMeH-
tiB (Dekker, Boekema, 2005). PsbS Bigirpae Bax-
JUBY poJib B HepOTOXiMIYHOMY TaciHHI Quryopec-
uenuii xnopoginy (Niyogi et al., 2005). Y Ginbro-
CTi BUNAJKIB, B 00jacTi crekinry Tinakoigiz dCII
opranizoBani B OCII-C3KIl cynepkommiekcu
(®CII-S). BoHm ckmamatoThCs 3 AMMEPIB sipa
KOMIUIEKCY 3 MIHOPHUMH CBITJIO30MpPATbHUMUA
koMmIuiekcamu, Ta 1BoxX roniC3KII(S) miruo 3B's13a-
HUX TpuMepiB (S Tpumepn) 3 6oky CP43 i CP26
(Nield et al., 2000). Cynepkomiuiekc C2S2 e 6a3o0-
Bolo ojaunuiero ancamOniz @OCII-S. Hle naBa
ronC3KII(M) moxyTte Oytn momipHo MmimHo (M
TpuMepn) 3B'13aHi 3 aapom OCII 3a paxyHOK KOH-
takTiB 3 CP29 i CP24 yrBopyroun C2S2M2 cyme-
promriuieke (Dekker, Boekema 2005). Okpim mir-
HO (S) Ta momipHo MirHO (M) 3B’ s3arux TonC3KII
3 gaHuM puMmepoM szpa (C2) BUPI3HSIOTH TAKOXK 1
cmabo 3B’s3ani ronC3KII(L) (Boekema et al.,
1999). MinHicTh BIANOBIIHUX MiCIlb 3B'SI3yBaHHS
ouiHoTE 10 yactoTi yrpumanuasa roiaC3KIl kom-
IJIEKCIB MPH YaCTKOBIA COJOO1IIZAMIT THIIAKOIIIB
rpad 1 mo3HavaroTh sK ‘S’ (strongly), ‘M’
(moderately) 1 ‘L’ (loosely) (Boekema et al.,
1999). Bzaemoist Mixk KOMITJIEKCAMH HACITPaB/Ii HE
HaJTO MiITHA, OCKUTEKH cynepkomiuikc DCII-S nme-
3arperye mpu o0poOIli Jayxe M'SIKUMU JleTepreHTa-
My, toni sik cynepkommiekc @CI-LHCI B takux
yMOBax 3ajumacTbcs iHTakTHUM (Ballottari et al.,
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2004), TooTo cuna B3aemomii siapa i LHC xommute-
kciB B @CI i1 OCII cyTTeBO pi3HUTHCS.

Cyb6oaununi C3K opranizoBaHi JBOMa Iia-
pamu HaBkono siapa OCII: BHyTpimmHIHM cKIanaoTh
CP29, CP26 i ogun ronC3KII(S) (Morosinotto et
al.,, 2006). 3ouimni# map DPCI-S dopmyroTs
CP24, ronC3KII(M) Tta romnC3KII(L) Tpumepn
(Bailey et al., 2001).

3aranom Oyio BUSABICHO KUTbKa KOMITO3HIIIH
OCII-S 30kpema C2S2, C2S2M2 i C2S2M2Lx
(Daum et al., 2010; Koufil et al., 2012). Tax, cyme-
PKOMIUIEKC y IIWHATI MOXe npuennysatu 1-2 L-
tpumepu C2S2M2L1-2. Omgnak ‘L’ Tpumepn 3y-
CTpivaloThCs, 3arajiom, JIOCUTD piako
(Yakushevska et al., 2003). IcHyroTp OioXiMivHi
JTOKa3u TOTO, 110 B THJIAKOIMHIA MeMOpaHi Ha OIWH
numvep sapa OCII moxe mpumagatu 10 BOCHMH
tpumepiB C3K II (van Oort et al., 2010; Duffy et
al., 2013; Koutil et al., 2013).

C2S2 cynepkoMIieKC — HalOUIbII BUpaXKe-
Ha popma OCII B xymoponnacTax, aganToBaHUX 10
BUCOKOT IHTEHCUBHOCTI cBiTia. [Ipy HU3BKIH iHTe-
HCUBHOCTI  CBITJIa TPHEAHYIOTHCSA  JIOJIATKOBI
ronC3KIl, dopMyroun BETUKHN CYIEpKOMILIEKC
OCII-S (C2S2M2Lx) (Betterle et al., 2009). Yac-
tuHa ronC3KII(L) tpumepiB Moxe dochoprintoBa-
ticst 1 wmirpyBatu go PCI, B mpomeci "state
transitions" (ST) mepexomiB mis mepepo3moaiTy
HaJXOJKEeHHsI eHeprii 30ympkenns g0 OCI 1 OCIL.
Antena ®OCI 30arayena Xu a i mornuHae B OLIBII
noBroxBuaboBiit oomacti HiX PCII, sKa MICTUTH
3HauHy 49acTky Xu1 b. ¥V 383Ky 3 1um (orocucre-
MU MOXYTh 30y/DKYBaTUCh 3 PI3HUMH HIBHJIKOCTSI-
MU 3aJIe)KHO BiJ| SKOCTi CBITIIa, IO MOXeE po30a-
JaHCOBYBAaTH €JEKTPOH-TPAHCIOPTHHH JIAHIJIOT.
Mirparis ronC3KIIl o ®CI npuBoautk 10 3MiHH
nepepiziBe nornuaanHs OCI i OCII i BimHOBIIOE
Oanmanc 30ymxeHHs ¢orocucteM. Y crani 1 (S1),
30ymkyethest iepeBakHo DCI 1 Bei ronC3KII aco-
uirioani 3 ®CII (Topchiy et al., 2005). Komnu cBi-
™10 30ymxye nepeBaxHo PCII, mMoOinpHMIA myn
roiaC3KII pyxaersca Big @®CII i acouitoeTbes 3
®CI, mo BusHauaeThcs sk craH 2 (S2) (Allen,
1992). Tpamuuiitno ST BimHOCATH 1O IIBHIKOTO
TUIy QoToaganTamii y pociuH.

Crymninb ¢GopMyBaHHS CYNEPKOMIUIEKCIB 1
natepajbHa TeTepPOTeHHICTh AMHAMIYHO PperyJo-
IOTBCS Y BIJIMOBI/Ib HA BIUIMBHU CEpPEJIOBUINA B IPO-
necax ST-nepexonis i penapauii @CII, y skux do-
cpopumoBanas roiaC3KIl a6o OCII xopemoe 3
YaCTKOBOIO 200 MMOBHOIO JHCOIIAIIEI0 CYTIEPKOMII-
JekciB 1 mirpaniero ¢ochoprnboBaHux OUIKIB B
JaMeIu CTpOMH abo MapriHajipHi oOnacTi rpaH
(Tikkanen, Aro, 2012).
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TakuM 4YMHOM, Oprasizauis (OTOCHHTETHY-
Hux komruiekciB OCII B mingHKax CTEKiHTY TpaH
BUIINX POCIHH TyXK€ THyYKa 1 9yTIuBa A0 30BHI-
IIHIX YMOB, 1[0 HAJ3BUYANHO BAXKIIUBO JUIS OITH-
Mi3amii eeKTHBHOCTI ()OTOCHHTE3Y B MiHIHBOMY
MIPUPOTHOMY CEPETOBHIIIL.

Opzanizayia gomocunmemuunux Kom-
naekcie y namenax (munakoioax cmpomu)

I'parm 3B's13aHI MK Cc00OI0 JaMerTaMHu
(CcTpoMaNbHUMH THIIAKOIMaMu). Y HUX MICTHUTHCS
oinpiicTs KomiutekciB @CI i ATDcunTa3m Ta Mo-
Homepu OCII, mo nmepeOyBaroTh B UK pemapartii
(Aro et al., 2004). ®C I € HaiiOiLIBII €PEKTUBHUM
MEPETBOPIOBAYEM CBITIOBOI eHeprii B Mpupoai 3
BiJTHOIICHHSM YHMCIIa TCHEPOBAHUX EIIEKTPOHIB JI0
noruHyTHX (GoToHiB, Omm3pkuM 1m0 1 (Nelson,
2009). Ioniono mo DCII crpykrypa PCI moxe
OyTH po3zisieHa Ha JIBi TOJOBHI TPYIU: SO 1 Te-
pudepiiiny anreny (LHCI).

VY Bunmx pociuH gapo komruiekcy OCI
CKIIQIal0Th Bl BENWKI CYOOMWHMUII, T€TePOINMED
(PsaA/PsaB), dotupu 30BHIHIIHI CcyOOAWHUII
(PsaC-E i PsaN) Ta psinq Manux BHYTpilIHiX cy0o-
muannb  (PsaF, Psal-PsalL, PsaG-H i1 PsaO)
(Dekker, Boekema, 2005). ¥ BUIUX pOCIHH KOM-
mwiekc OCI € monomepoM. [lirmenTu acomioBaHi
TOJIOBHUM YMHOM 3 JBOMAa BEJIMKHMHU CYOOIMHU-
smu PsaA 1 PsaB, a mani cyOonuHUI 3B’ S3yIOTH
HE3HAuHY KiJbKICTh MoJekyn Xi. bimbmiicts Mo-
nekyn Xi, 3B’s13aHuX 3 cyboaunuisamu PLI, Buko-
Hye (QyHKIIit0 BHYTpimIHBOI aHTeHH. [lepudeprnyny
anteny ®CI (C3KI) ckianaiwoTh CBIiTI030MpabHI
MIrMEHT-OUJIKOBI KOMILICKCH, SIKi KOJYIOThCS B SIJI-
pi. o C3KI BXoasiTh B OCHOBHOMY YOTHpPH IOJIi-
nentunu (Lhcal-4), a Lhea5 i Lhca6 npucytHi B
TWJIAKOIIHUX MeMOpaHax y He3HAYHUX KiIBKOCTAX
3a Bcix TectoBanmx ymoB (Ganeteg et al., 2004;
Storf et al., 2005). Kommiekcn nepudepuyHoi aH-
TEHU MPHUETHYIOThCA 10 sapa koMmiuiekcy DCI sk
¢ynkuionaneHi  aumepu Lhcal/4 1 Lhca2/3
(Wientjes, Croce, 2011). BnactuBocTi OokpeMux
moHomepiB LHCI icTOTHO Bigpi3HAIOTHCS, OJHAK
Oarato 010XIMIYHHX 1 CIIEKTPaJbHUX BIACTUBOCTEH
JTy’Ke CXO0XkKi. 30KpeMa, BeTMYHMHA CITiBBiIHOIICHHS
X a/b, Bu3sHauena GiOXIMIYHUMH METOJAMH, JUIS
Lhcal — 4,0, Lhca3- 6,2, Lhca2 — 1,85, Lhcad —
2,3, a nis qumepiB Lheal/4 1 Lhea2/3 Bono npu6-
mu3Ho gnopiBHioe 3,7 (Castelletti et al., 2003;
Wientjes, Croce, 2011).

Crpykrypa ®CI-LHCI cynepkoMmIuiekcy y
BUIIMX POCIUH OTPHMaHa 3 PO3JIJIBHOIO 3JaTHiC-
TiI0 2,6 A, mo mano 3MOTy JETAIBHO 1IeHTU(DIKY-
BaTH Kogakropu (Mazor et al., 2017). CtpykTypy
®CI ckmamarots 16 6inKiB, OIABIIICTE 3 AKHUX — 1H-
TerpaibHi MeMOpaHHI POTETHH, SKi 3B’S3yIOTh Oi-
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Ta6anuns 2. BmicT i cniBBinHomennst xsopogiais B kommiaekcax ¢porocucrem (PCII i @CI)
Ta TWIAKOIAHI MeMOpaHi 3arajom 3a pi3Hoi crexiomerpii @CII / ®CI
(Standfuss et al., 2005; Kriiger et al., 2013; Pan et al., 2013; Passarini et al., 2014; Qin et al., 2015).

KoMnoHeHTH ()OTOCHHTETHYHOIO aniaparty Xna Xab Xa a/b
DOCII
(D1/D2) 6
2 (Deo)

CP47 16

CP43 13

minopHi Lheb (CP24+CP26+CP29) 19 13 1,46
Monomep ronC3KII (Lhebl--3) 8 6 1,33
C2S2 (C2 /2 minopui Lheb / S2) 156 62 2,52
C252M2 204 98 2,08
C252M2L.2 252 134 1,88
C252M2L4 300 170 1,76

DCI

Snpo ®CI Psa(A,B,F,G,J,K,L) 98

C3K I (Lheal/4—Lhca2/3) 45 12 3,75
OCI-C3KI 143 12 11,92
DCI-C3KI-ronC3KII 167 30 5,57

OCIT+PCI

OCII/ DCI =1

C252-dCI-C3KI 299 4 4,04
OCII/ DdCI =1

C252-dCI-C3KI-ronC3KII 323 92 3,51
OCII/ DdCI =1

C2S2M2-®CI-C3KI Sl 110 3,15
OCII / DCI =1

C252M2—DCI-C3KI-ronC3KII 371 128 2,90
OCII / dCI =1

C2S52M2L2—DCI-C3KI-ronC3KII 395 146 2,11
OCII / DCI =2

2{C252M2L2}-DCI-C3KI-ronC3KII 671 298 2,25
OCII/ dCI =2

2{C252M2L4}-dCI-C3KI-ronC3KII 767 370 2,01
OCII/ dCI =2

2{C252M2L4}-dCI-C3KI-2roaC3KII 79l 388 2,04
OCII / ©CI =4

4{C2S2M2L 4} ®CI-C3KI-2ronC3KII 1391 728 191

neiie 200 kodakTopiB, BKIIOYHO 3 155 xmopodi-
mamu 1 35 xaporuHoimamu. CyOomuawmi LHCI
(Lhcal — Lhca4), 38’s3ytots 57 xiopodinis — 45
Xmail2 Xnb (tadn. 2) (Qin et al., 2015).

KonueHnTpariist mirMeHTiB y sapi KOMILIEKCY
OCI 3nauno Bumia Hik y PCII, ockibku B HUX
MICTUTBCS BiamoBiaHo 98 i 35 monekyn X, B Ay-
ke Onm3bkid kinbkocTi. B ®CI, Ha BigmiHy Bij
OCII, tinbku mo omuid komii Lhcal-4 mpuenny-
eTbest 0 sapa komruiekcy PCI, 1 crexiomerpis
LHCI/®CI He 3MIHIOETBCSA MPHU afanTarii o pi3-
HOI iHTeHcuBHOCTI cBitna (Ballottari et al., 2007).
[opiasino 3 DCII-S cynepkommieke @OCI-S
(®CI-LHCI) € 3Ha4HO MEHII THYYKUM Y BiJIIOBI-
X Ha 3MiHM yMOB cepenoBuma. OCI B3aram ay-
e cTalinbHa 1 (POTOIHAKTUBYETHCS TUIBKU 32 Bij-
CYTHOCTI akuentopiB enekrpona (Sonoike, 2011).

55

Ceitno3oupanbia ¢ynkiis PCI perymoerscs B
OCHOBHOMY 3a paxyHOK 3MiH CITiBBiIHOIIEHHS
OCI/OCIT 1 acomamii mirmMenT-OuikiB  Lhcb
(ronC3KII) 3 ®CI (Ballottari et al., 2007; Bonente
et al., 2012). B ymoBax, Koyu 30ymIKyeTbcs nepe-
BaxkHO @PCII, gactuna ronC3KIl pyxaetscs no
OCI, 36inpuryroun po3mip ii antenu 3 GopmyBaH-
Ham  cynepkomiuiekey — DCI-LHCI-ronC3KII
(Lemeille, Rochaix, 2010). Lleit mporec posrisaa-
JIM SIK MBUAKY aJanTailiio, Mo MmarpuMye OanxaHc
30y/pKeHHS (POTOCHCTEM TPH PanTOBUX 3MiHAX iH-
TEHCHBHOCTI 1 KoJIbopy cBiTna. OnHak OyJo moka-
3aHO, IO 1 B MPOIIECi TPUBAJIOT aJjaNTaIlii YacTuHa
roniC3KII acomiiioBana 3 ®CI (Wientjes et al.,
2013). Tak, npu ocsitinenni ~ 100 MKMOIb M * ¢ -
6mu3pko monosuHu DCI acoriroBany 1mo ogHOMY
ronC3KII, KimbKiCTh SIKUX 3pocTalia 32 HU3bKOI 1H-
TEHCUBHOCTI CBITJIa 1 3MEHIIIYBAJIACs 33 BUCOKOI.
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Puc. 3. Byaosa moaekya xjopodinie a i b Ta
CIIEKTPH iX NOTJIMHAHHS.

Xoua BigHomeHndss LHCI/®CI e 3MIHIOETE-
Cs IIpU Bapiarlii IHTEHCUBHOCTI CBITJIA, OJIHAK 3Mi-
Ha kigpkocTi ronC3KIl, acoriioBanux 3 OCI, 3mi-
HIOE po3Mip 060x ¢orocucrem (Wientjes et al.,
2013). V Bumumx pociuH Bei ronC3KII 38’ s13aHi 3
OCII B crani 1 (S1) Toxi sk B S2, SIKHiA iHTYKY€Th-
ca mnepe3dbymkennsm DCII, wactuna (~15%)
ronC3KIl nepexogute g0 PCI (Koutil et al.,
2005). 3okpemMa, y pociiuH OyB 130/1b0BaHUH CTa0i-
gpauit  OCI-LHCI-ronC3KIl  cynepkomiuiekc,
KU YTBOPIOEThCS B mpoueci ST-mepexoniB npu
dochopmmoBanni ronC3KII(L) (Galka et al.,
2012). Xoua ¢GochOpHIIOIOTECA HE  TIIBKH
ronC3KII(L), a # inmi ronC3KII 8 ®CII-S, ans
mirpauii 7o @CI uporo HemocratHbo (Wientjes et
al., 2013).

Y MemOpaHax BHIIMX POCIHH 3MiHYy CTEXio-
MmeTpii @CI/DCI cnpuinHSAIOTH peloKC-CUTHAIY,
SK1 TEHEPYIOThCS NIPU JucOalaHCi CBITIOBOTO 30Y-
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mxeras OCII i ®CI (Kim et al., 1993). fkicte
CBiTJIa TaKOX BIUTHBAE Ha crexiomeTpiro OCII/DCI
(Pfannschmidt et al.,, 1999). BigHomenHs
OCII/DCI BapiroBaiio Bix 1,1-1,9 npu onpomineH-
Hi cBiTioM 550-660 HM (mepeBaxHO 30ymKye
®CII) i 3pocrano a0 2,2-4,0 mpu ompoMiHEHHI po-
ciuH cBitioM >660 HM (mepeBaxHo 30ymxye DCI)
(Chow et al., 1990; Fan et al., 2007). 3arayibHa Ki-
JBKICTh (POTOCHCTEM B XJIOPOILIACTI, BiIHOIICHHS
OCII/DCI, gncio cBITIO30MPaTEHUX aHTEH BiIHO-
CHO peakliifHuX IEHTPIB TiCHO MOB’si3aHE 3 YMO-
Bamu ocBiTieHHs (Tikkanen et al., 2012; Koufil et
al., 2013). ¥V Tabn. 2 HaBemHo BMICT XII y pI3HHX
MIrMEHT-O1IKOBUX KOMIUIEKCAX 1 CIIIBBIHOLICHHS
X a/b 3a pi3HOi KOMIIO3HMIIIT (BKJIFOYHO 3 TillOTe-
THYHOI0) ¢orocucteM 1 BimHOmEHHAX DCIV/DCIL
Bignomenus ®CII/PCI B nucrkax 3HAYHO BUILI
BiJl OJIMHUIL, 3aBISKM OUTBLIIN KiTbKOCTI (PyHKIII-
onanmpHUX OCII Hix DCI (Fan et al., 2007). MiHi-
MaJbHAM TpaHuYHKM 3HaveHHsM Xi a/b e 1,91
JUI TiMOTETHYHOI MeMOpaHHW, B SIKid Ha YOTHUPH
nuMepu siapa komiviekcy @C 11, koxeH 3 IKux
acomiifoBanuii 3 BicekmMoma Tpumepamu C3K I,
npurnanae auie oauH qumep PC 113 C3K 1, a 38's1-
30K MiX (hoTocucTeMaMu 3a0e€3MeUyrOTh JjBa KOM-
mnekeu roaC3KIL

HaBpsin 9 MOXIHBO YSIBUTH CTEXiOMETPItO
MITMEHTHUX KOMIUIEKCIB y (pyHKIIOHATEHOMY (O-
TOCHHTETUYHOMY amapari, sika O BiJloBijana cris-
BigHomenHo Xi a/b < 1,91. Oanak y niteparypi
JOCHTB YacTO 3yCTPIYaOThCs MOKA3HUKH, HIDKYI 32
e 3HaYCHHs, OTPUMaHi NMPH BU3HAYEHHI IMIrMEHT-
HOTO CKJIaJy POCIHMH JWKOTO THUIY, SK 332 YMOB
cTpecy, Tak i 3BHYAiHUX. Buxonmsum 3 cydacHUX
3HaHb NPO OYZOBY (POTOCHHTETHYHOIO arapary,
IO CIUPAIOThCST Ha JaHi PEHTICHOCTPYKTYPHOTO
aHayi3y, Taki 3Ha4YeHHs crhiBBimHOmeHHs X a/b
CIIi/T PO3TIISIIATH SIK apTeaKTH.

Memabonizm xnopodpinie

Xnopodinn Hamexarh 10 TETPaIlipoJIbHUX
cnionryk. IlpoTspkHa JenokaiizoBaHa apoMaTH4YHA
CHUCTEMa XJOPUHOBOTO MAaKPOLUKIY 3YMOBIIOE
TUTIOBI CIIEKTPH MOTJIMHAHHS B YIbTPadioneToBil i
BUJUMI UISTHKAX criekTpa (puc. 3).

Xoua nuiax OiocuHTe3y Xi1 @ OyB po3mud-
poBanmii 10 1963 p., KI1IOYOBUH eH3UM O10CHHTE3Y
X b 0yB BusBnenwmii Tinpku y 1998 p. Iloka3zano,
o Xut b yrBoproerses 3 Xi1 @ 3a yuactio ximopodi-
nmig a okxcureHasu (XmaO) (Tanaka et al., 1998;
Espineda et al., 1999). MeTa6omizm Xi1 MOKHa po-
3IUIATH HA TPU OCHOBHI eTamu: CHHTe3 XJI, XJO-
podiyoBuil MK Ta Jerpajaiiio xiopodiny (puc.
4).

Cunte3 Xn B ImiacTHIaX MOYMHAETHCA 3
YTBOpPEHHsI 5-aMiHOJNIeBYMiHOBOI Kuciotu (ALA) 3
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[nyramiHoBa kucnoTa
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5H-amiHonesyniHosa kucnota (AMK)
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[MpoTtonopdipuH IX

[em
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[Mpotoxnopodinig

Linkn xnopodiny

Kataboniam xnopodiny

Puc. 4. Cxema MeTa60Ji3my xsopodiiy.

st moGynoBu puc. Bukopucrtani aani po6oru Rosianskey et al., 2016.
GIUTR — rnyramin TPHK penykrasa; XnaO — xnopodinio a okcurenasa; CLS — xmopodincunraza; CBR — xmopodin
b penykraza; CHL — xsopodinaza; HCR — 7-rinpokcumetrixiaopodin peaykraza; POR — mporoxiopodimig OKcH-

JopeyKTasa.

rryTamary 3a ydacTio rirytamin TPHK pemykraszm
(GIuTR). 3a yuactio mpoToxiopodinig peayKTasu
(POR) mnporoxmnopodinix Tpanchopmyerbes y
xyopodiniz. 3aBepmanbHUM €TaroM CHHTE3Yy XJI €
BBEJIEHHS TeTpamnpeHinoBoro (QiTmwisHOro abo re-
paHIUITepaHioNoBoro) OIYHOTO JIAHIIOTY, IO KaTa-
nizyetbes  xjopodincuarazoro (CLS). 3BoporHs
peakuia Kartamizyerbcsi xsopoginazoro (CHL).
Hpyroto cragiero meradomnizamy Xi € xiopodiso-
BUH nuki. Ha npoMy erami BiIOyBaeThCsi B3a€EMO-
HepeTBOPEHHs MiXk XyiopodisioM a i b, 110 KoHTpO-
JIFOETHCSI aKTUBHICTIO TPHOX EH3MMIB: XJIOPOQimifg
a oxcurenasu (XmaO), xmopodin b pemykrazu
(CBR) i 7-rigpokcumerwiaxiopdin penykrasu b
(HCR). Tperiit erann MeTabomnizmy xsopodinty — 1e
Horo jnerpajarisi, sSika MOYMHAETHCS 3 BHJAICHHS
LeHTpalibHOro artoma Mg 3a gonomoror Mg-
nexenara3u abo BiIIIJICHHS HEUUKIIYHOTO JHUTEp-
neny ¢irony 3a ygactio xaopodinasu (CHL) (Cu-
Bai, 3oorapena, 2013).

X a i b MaroTh oiHaKOBI CTPYKTYpH 3a BU-
HATKOM 3aMicHHUKA B mojioskeHHi C, sskuii y X a e
METWIIBHOIO Tpynor, a y Xia b — ¢opminbHO0O
(puc. 3). IloagiliHuii 3B'130K y QOPMIiNbHINA rpymi
X1 b BXOIUTh y CyNpsDKEHHS 3 CHCTEMOIO TIepeMi-
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JKHUX TIO/IBIHHMX 3B'SI3KIB M-€JIEKTPOHHOI CHCTEMH
MaKpOLMKIYy W ICTOTHO BIUIMBAa€ Ha CHEKTPajbHI
BJIACTUBOCTI MIrMEHTY. 30KpeMa, 3Ha4HO 3MEHIIy-
€THCSI MUTOME NOTrTMHAHHSA B Q-cMy3i Xut b i Bif-
OyBaeThC ii 3pymIeHHs y OJakuTHY 00macTh. X a
Ma€ OJTaKUTHHIA BiATIHOK, a Xu1 b — BupaxkeHuit 3e-
nennit xomip. Xa b y ckmami C3KI, C3KII i mepu-
(hepryHOi aHTEHH, 3aJIEKHO BiJl YMOB OCBITIIEHHS,
Oepe y4acTp y 301UJIBIICHHI CBITIIO300pY Ha HU3b-
KOMY CBITJII 1 B JUCHIIALli HAJJIMIIKY MTOTJIHMHEHOT
CBITJIOBO1 €Heprii Ha BUCOKOMY CBiTii. BiH Takox
HEOOXiTHUH AJI IPAaBIJILHOTO CKIIAJaHHA 1 cTabi-
JIbHOCTI aHTEHHUX KOMILJICKCIB 1 JUIs HiATPUMAaHHS
Ha/IMOJIEKYJISIPHOI OpraHizalii TiTaKOiJHUX MeM-
OpaH.

biocunmes xnopoginy b. llpumyckanu, 1o
OiocunTe3 000x THIiB XJ1 BiOYBa€eThCS MEpeBaX-
HO OJTHUM HIISXOM, a MOJUQIKaIisi KOHKPETHOTO
OIYHOTIO JIaHIIOra 3a0€3MeUy€EThCS B KOPOTKIN J0-
JIATKOBiM mociigoBHOCTI peakuiid. [IpoTtsrom moB-
roro 4acy BiJIOMO, IO ITICJIsI ONMPOMIHEHHS €Tio-
JTHOBAaHUX POCIHH CHOYATKY YTBOPIOEThCS X @, 1
auure 3rogoM — Xi b. s 3akoHOMipHicTh Oyoia mi-
IOTBEpIKEHAa B EKCHEPUMEHTaX 3 PalioaKkTHBHOIO
mitkoro (**CO,) Ta inmmmu mapkepamu (Bogorad,
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1976). by 3poOneHUi BUCHOBOK, MO0 OiOCHHTE3
X1 b moBuMHEH BKIIOUATH IIEPETBOPEHHSA 7-
METWIbHOI Tpymu y 7-gopMminbHy. Schneegurt i
Beale (1992) nepmumu nHa mpukiani Chlorella
vulgaris mpoxeMOHCTPYBaIM 3a JOMOMOron O,
o okcured (opminbHoi rpynu B X b yrBOpro-
erbest 3 Op. Pesynpraté nmx Ta momiOHUX ekcrie-
PUMEHTIB, BUKOHAHUX 3 iHIIUMH BHJAMH POCIIHH,
BKa3yIOTh Ha y4acTh AIOKCHT€HA3HOTO ab0 MOHOO-
KCUTCHA3HOTO MexaHi3my B GiocuuTesi Xu b, ame
HE TIOKa3yI0Th, Y BiIOYBA€ThCS IS peakiis 3 ca-
MuUM X7 a ab0 3 OyIb-SIKUM 3 HOT0 TMONepeTHUKIB.
Le muTaHHs BUpINTYBaIOCS B €KCIIEpUMEHTaX 3 XII
b-nedinnTHUME MyTaHTaMu Ta PEeKOMOIHAHTHUMU
EH3UMaMHU.

Xnopoghinio — oxcueenaza (XnaO). 11106
3HAMTH T'eHH, BIAMOBIMaJbHI 3a yTBOpeHHs Xi b,
Tanaka i cmiBaBT. (1998) BHKOpHCTAIH MyTaHTH
Chlamydomonas reinhardtii, mos6asneni Xa b.
CeneKTHBHUMH MapKepaMH Ui iHCEPIIHHOTO My-
TareHesy Oynu abo HiTpaTpeaykTasa, abo TeHH ap-
rimincykuuHatmiasu. Espineda Ta iH. (1999) Buko-
PHUCTOBYBaJIM KOHCEPBATUBHI TOCIHIJOBHOCTI TeHa
XnaO 3 Chlamydomonas st KI0HYyBaHHS TOMO-
noriunoro rena (AtXz0) 3 Arabidopsis thaliana.
ABTOpH BHSBWJIM, IO EKCIpECis TeHa pearye Ha
aJanTaIlito pOCIWH 10 Pi3HUX YMOB OCBITJICHHS,
ockinpku piBeHb MPHK AtXnaO 3HmKyBaBcs mpu
MEPEBE/ICHHI POCIUH 3 CEPeIHbOI IHTEHCHUBHOCTI
ocBiTIeHHS (60 MKMOJTb M > ¢ ') Ha JyXe HH3bKY
(5 MkMoIb M 2 ¢ V), i e 3Hmkenns pisas MPHK
Oyno 000poTHUM. BaxxuBUM pe3yibpTaToM JI0CHi-
JUKEeHHsST Oyia Kopesist Mk aedirmurom X b ta
nopymeHHsiM reHa XinaO, ocoOIMBO 3 BTPATOIO
¢parmenra JIHK, BiamosigHoro 40 amiHOKHCIIO-
tam y Oinky AtXmaO, y no3dasieHoro Xi b myra-
Hra chl-3. HasgBHICTh TUIBKA OJHOTO-€IUHOTO Te-
Ha, HeoOXximHoro must GiocuHredy Xi b, moscHroe
OiMbII paHHI TEHETHYHI JaHi, SKi MOKa3alu, IO
myTanTH sumento i Chlamydomonas, noBHicTiO
no36asueni Xu b, HamexaTs 10 OIHIET KOMILIEME-
HTapHO1 rpynu (Simpson et al., 1995), na BiaMiny
BiJl PEryJIIpHAX MYTaHTIB 31 3HWKEHUM BMICTOM

Xn b.

VYV OioXiIMIYHMX JOCIIPKEHHSIX MEXaHI3My
peakiii yrBopeHHs: XJ1 D BUKOPUCTOBYBAJIH PEKO-
MOinanTHu# enszuMm (Oster et al., 2000). Sk i1 oui-
KyBaJiocst, Juis 1epediry peakiii OyB moTpiOeH Ku-
ceHb 1 KoakTop sSIK BiIHOBHUK. Peakuito mpoBo-
UK B IPUCYTHOCTI pepelOKCHHY, IO MiATPUMY-
BaBCSl Yy BIJJHOBJICHOMY CTaHi 3a JOIIOMOTOO
HAI®H: depenokcuH-OKCHIOPEAYKTa3H 1 CUCTE-
mu perenepanii HA/I®H. Ilpu Bukopucransi xio-
podininy a sik cyocTpary, IpoJyKTOM eH3MMaTHY-
HOi peakmii 6yB xmopodimig b i cmign 71-OH-
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xjopodinin @, B TOH Yac sIK MpH BUKOPHCTaHHI
UHK-BMiCHOTO aHajory Zn-(eodopOiay a mpoy-
KTaM{ peakiii OynaM BiAMOBIAHI CIONYKH IHHKY
Zn-deodopodin b i Zn-71-OH-beodopbin a. Haii-
Kpamwii Buxin Zn-peodop0bixy b OyB oTpumMaHuii 3
Zn-71-OH-peodopbiny a sk cyoderpary. Ilei
(hakT, a TaKOXK KIHETUYHI JaHi, SIKi TIOKa3aJu TUITO-
BE HAKOMUYEHHS KiHIIEBOTO MPOJYKTY TITBKH IS
noxigaux Xi b, mo3Bosnwnu imeHtudikysaru 71-
OH cnionyku sk TpOMiXKHI IPOTYKTH OKCUTEHA3HOT
peaxiii. Takum 4rHOM, OyJia TOBEIEHA JBOCTAIi M-
HICTh OKCUT€HA3HOI peakiiii, KaTajai30BaHOl MPOIy-
kToM reHa XiaO. Tectu 3 mpoToxiopodigiaoM a i
ectepugikoBaHuM X1 @ OyJIM HETaTUBHUMH, ITOKa-
3YI0YH, IO XJIOPOQLTIT 8 HE € HAJIe)KHUM CyOCcTpa-
toMm it ersumy (Riidiger, 2002).

Slxmo OioxiMiuHI BIaCTHBOCTI peKOMOiHaH-
THOTO €H3WMY BIiAMNOBITAIOTh XapaKTEPUCTHUKAM
eHsuMy in Situ, e Mo)ke BBaKATHCSA TCHETHUYHUM
JIOKa30M TOTO, IO JIMIIE OJUH €H3UM € BiIMoBiga-
JeHUM 3a GiocuuTes X1 b. Ileit BUCHOBOK, TOMOB-
HEHUI pe3yJbTaTaMH JOCHTIDKCHHS MYTaHTIB, SKi
MOKa3alii, 0 HE iCHye albTepPHATHBHUX IUISIXIB
6iocunTe3y Xu b, no3Bossie BBaxkatu Heectepudi-
KOBaHUH XJ0po(iig 8 000B'I3KOBUM ITOTIEPEIHH-
koM OiocunTe3y X b. OnHak y nanuit yac He Mo-
JKHA BUKITIOYUTH, IO CyOCTpaTHa crierudidHicTh
X1aO moxe Oyt MmoaudikioBaHa in Vivo mpu B3a-
emoii 3 Oimkamu. Taka Momudikallis aKTUBHOCTI
XnaO B C3K Bxe Oysa npojgeMoHcTpoBaHa (Xu et
al., 2001). Ipa tunu terparipoiis, Xia b i ¢iko6i-
JHH, € THIIOBUMHU aHTEHHUMH TIrMEHTaMH B Opra-
Hi3MaxX 3 OKCUTeHHHM (oTocuHTe30M. [IpumiTHO,
0 JUII YTBOPEHHSI 000X THIIB TETPAITipoOIIiB MOT-
piOeH MOJNEKyNISpHUIA KUCeHb. TaKuM YHHOM, MO-
JKHA TIPUIYCTHTH, 1m0 OiocuaTe3 X b i dikobimi-
HIB pO3BHHYBCS Micisl (OPMyBaHHS KHCHEBOTO
¢dortocunTesy. [ BUpILIEHHS NMUTAHHS TPO €BO-
JIOLIHE TOXO/pKeHHs TeHa Xia(O Oy BUBYEHI
rean abo twiactuaHa JIHK 3 oprani3miB pi3zHOro
€BOJIIOLIIHOTO TOJIOKEHHs. BHpiBHIOBaHHS BHBe-
JICHUX aMIHOKHCJIOTHUX IOCIIZOBHOCTEH, BKIIIO-
garoun Chlamydomonas reinhardtii (Tanaka et al.,
1998), mokazano Bix 51 mo 83% imeHTHYHOCTI IS
Oynb-sIKUX JBOX IOCIiZOBHOCTEH, NPU LBOMY Y
BCIX IMOCIIIOBHOCTEH OyJIM TPUCYTHI J[BA THIIOBI
motuBH s [2Fe-2S] Picke i mist ieHTpy 3B's3y-
BaHHs (epymy. Kpim TOro, BHpiBHIOBaHHS MOKa-
3aJI0 B I[UIOMY BiCIM IPOITYCKiB B aMiHOKHCIIOTHUX
MOCHIIOBHOCTSIX, SIKi OyJM a00 XapaKTepHUMH IS
OJTHOTO 3 JOCIJKEHHX TaKCOHIB, 200 Oy MpHUCy-
THI B KIJIbKOX, aJIe HE Y BCiX BUBYCHHX BHUJaX. AB-
TOPH 3alPOIIOHYBAJIM BUKOPUCTOBYBATH I1i MIPOIY-
CKU sIK (pioreHeTHUHI Mapkepu. Bucokuii cTymiHb
rOMOJIOril aMIHOKHCJIOTHHUX IIOCIIJOBHOCTEHN Jie-
MOHCTpPY€E, IO OOWH 1 TOW caMuii eH3uM Oepe
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y4acTh y OiocuHTe3i XJ1 b y Takux BigganeHux op-
ranizmax sk Prochlorophyta i sumii pocounm. Ie
BUKJIFOUAE MOJKJIMBICTH 0araTropa3oBOro BHHHK-
HEeHHs 1ULsIXy OlocuHTedy X b B eBosmowii poc-
JIH.

V xmopomnactax 6iocunTe3 X b mos's3a-
HUH i3 cuHTe30M X1 b-3B's3yrounx OinkiB. Iloka-
3aHo, 110 Hajaekcmpecis rena XnaO B A. thaliana
IPU3BOANTE 10 30imbimeHHs piBHsg X b i 3men-
HIeHHs CriBBigHOmEeHHS X1 &/b y 3pinux pocnus 3
2,85 o 2,65 i 30inbuieHHs npubnmu3Ho Ha 20% me-
pudepruyHOro  CBITIO30MPaIBPHOTO  KOMIUIEKCY
(C3K II) mono anrenHoro koMmiuiekcy sapa OCII
(Tanaka, Tanaka, 2011). Hanmexcmpecis XmnaO 3
A. thaliana B Synechocystis sp. PCC6803 mana Ha-
ciizikoM yrBopeHHs: X1 b mo mpubnusao 10% Bin
3arajibHOl KiJTBKOCTI XJ1 Y I[bOMY OpraHi3Mi, SIKUii
3a3Buuail He mictuth X b (Satoh et al., 2001). Xn
b mepeBaxno mictuBcs B kKomruiekci P700 i akTHB-
HO TIEPEHOCHB CBITJIIOBY €HEprito Ha XJ1 a. 3HAaYHO
oinbme X b (mo 80% 3arambHOi KimbKoCTi Xi1)
akymymoBaocs B Synechocystis sp. PCC6803 mpu
BKIIFOUEHHI B T€HOM Ili€l IiaHoOaKTepii, pa3oM 3
reHoM XiaO, reHiB BUIIUX POCIHWH, IO KOAYIOTbH
C3K II (Xu et al., 2001). HecioniBanum pe3yibTa-
TOM IIBOTO JIOCHI/DKEHHS Oyia BiJICYTHICTH HaKo-
muuerns Oinka C3K II. ¥V mrami Synechocystis,
no3z6aineHomy DC I, sskuii BAKOPUCTOBYBABCSI JIJIsI
iei Tpancdopmartii, HakonmueHuidi X b 3aminuB
Oinpiry yactuHy X1 a 'y Bcix koMmmnoneHtax @C II
0e3 Brpatu (i3i0IOriYHOI aKTHBHOCTI I[LOTO KOM-
ieKcy. MoneKysIpHUil MeXaHi3M CTHUMYJIALIT eH-
3UMaTHYHOI akTHBHOCTI XyaO mpu 3B'sA3yBaHHI 3
C3K 11e HaneXuTh 3'5ICyBaTH.

Huxn xnopoginy. Bimnosnenns X b go X
a, rigpoiniz Xi a 1o xaopoditiay a i 6iocurres Xi
b 3 xmopodinminy a posrisaaeTeCs K MUKTIUHHUHA
nporiec (puc. 4). AHaJOTIYHO KCaHTO(iIOBOMY
ukiy, [to 1 Tanaka (1996) HazBam Horo «IUKIOM
xynopodiay». [IUKI MOYMHAETHCS 1 3aKIHUYETHCS
xyopodinigom a. biocuHTes 000X X1 3/IHCHIOETH-
cs yepe3 xyopodimin a. [yis 3aBepiieHHs 0i0CHH-
Te3y XU HOTPiOHO TiJBKHU eTan ecTepudikarliii, 1o
kaTaiizye Xu-cuHrasza. biocunTtes Xiu b 3 xmopo-
¢inigy a BkIOYae ABI cTaiii: peakwUilo 3a y4acTio
npoaykty rera XiaO — xJIopodisia-oKCUreHasH, i
HacTymHy crafito ecrepudikarii. [TogibHO 10 KCa-
HTOQIOBOIO LUKy, UK XJI HE 3aBXKAH MPOXO-
JUTh TIOBHICTIO. MOro (yHKIIis, K BBAXKAKOTh, MO-
Jsirae B 3a0e3mnedeHHi porocuHTesy ado Xi a, abo
Xt b, 3a1exHO BiJl KOHKPETHOI (i310JI0TIYHOT MOT-
pedwu, 1 3a10BOJICHHI Li€l MOTPeOH 3a paxyHOK IO-
IEPEAHBO CUHTE30BaHUX XJ. TakuM 4MHOM, poc-
JIMHA MOXYTh IMOTEHUIITHO BUKOPHCTOBYBATU pea-
Kuii mukiTy XJ1 U1 KOPUTyBaHHS CIiBBiAHOILIECHHS
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Xn a/b B pi3HEX (i310NOTIYHUX 1 EKOJOTIYHUX
YMOBaX.

Becr Habip peaxilii B3a€MOIIEPETBOPCHHS
MiXk XJopodinoMm a Ta xiaopodinom b mpeacrasie-
Huit Ha puc. 4. YV 3BoporHiit peaxmii X b — Xt a,
7-bopMinpHa Tpyma xyopodixy b cnoyatky BigHO-
BJIIOETHCS /0 TiIPOKCHIBHOI TPyNU 3a Y4YacTio
xjopodin b-pemykrasu, sika HaJCKHUTH O HAIPO-
IUHU  KOPOTKOJIAHIIOTOBUX  Jerimporenas. g
MpPOMIXKHA  CIIOJIyKa  SIBJISIE co0oro 7-
rizpokcumeruxiopodin a (HMChl), skuit Takox €
IHTEpMEiaTOM JIBOETAITHOI PeaKIii, Mo KaTami3y-
erbess X1aO. Ilorim HMChl BigHOBmIOETBCS 110
xmopodiny b 3a momomororo enzumy HMChI-
penykrazu (HCAR), sikuif e He oxapakTepu30Ba-
Huid. Y pociuH € 1Bi i3odopmu xmopodiny b pe-
JyKTa3u, 10 BiAnoBigHO HazuBarThcs NYC1 Tta
NOL (Sato et al., 2009). I3odpopma NYCI1 mae, K
MIPHUITYCKAIOTh, TPU MEeMOpaHHI JOMEHHW, TOMi SK
NOL ©e MmicTHTh TpaHCMEMOpaHHUX YacCTHH. Y
pociuHax pucy NYCI ta NOL ¢yHKIiOHYIOTh SK
rerepoaumepu. L[ Mozens IpyHTYeThCS Ha CIIO-
CTEpeXeHHi, 0 Y MYTaHTIB PHUCY, SKi HE MAalOTh
NYCI1 a6o NOL, 3amkeHa akTUBHICTD xsopodin b
penykTasu mpH ctapinai mucta. Kpim Toro, B3ae-
momist NYC1 ta NOL Oyma minTBepKkeHa eKciie-
PUMEHTaMH 13 3aCTOCYBaHHSIM IMYHOKOIPELUITITa-
1ii in vitro 3 pexom6inanTHrMu Oimkamu NYC1 Ta
NOL (Sato et al., 2009). Ockinbku peKoMOiHAHT-
uuii en3uM NOL mokasas in Vitro akTHBHICTB XJ10-
podin b peaykrasu 3a BiacyraHocti NYCI, He BH-
kimoueHo, mo NOL moxe ¢yHKLiIOHYyBaTH Hesa-
nexxHo Bix NYCI1 (Horie et al., 2009). Bucynyro
NPUNYIICHHS, WIO YTBOPEHHS TeTepoanMepy
NYCI1 i NOL neobxinHe TUIbKH MPH MIEBHUX YMO-
BaX PpO3BHUTKY, TaKHX $K CTapiHHS JIUCTKIiB
(Tanaka, Tanaka, 2011).

Bananc mix xiopodimoM a i xaopodimom b
Moxe. ICHye HHM3Ka JIOKa3iB TOrO, IO NIBUIKICThH
MPSIMOi peakIlii 3a1eKUTh BiJl CIiBBiIHOMICHHS XII
a/b 3a HOpMalbHUX YyMOB pocty y Arabidopsis
(manpukiazx, 23°C, 100 mxmons M2 ¢™V). TTigsu-
nieHHs BMicTy Oinka XnaO npu3BOAMTE A0 Pi3KOTO
3HIKEHHS criBBigHOeHHs Xi a/b Bix mpubnuzno
3,0 1o < 1,0 mio BiAmoBigae 301NBIICHHIO BMICTY
Xa b (Bix 25% a0 6inbir Hixk 50% Bij 3arajgbHOTO
Bmicty Xi) (Hirashima et al., 2006). Ha Bigminy
Bij 11bOTO, B MyTaHTi Arabidopsis, sikuii He Mae Hi
NYCl1, ani NOL, crnissignomensns X a/b ne Bin-
pi3HsUIOCA BiA POCIMH AWKOTO THITY Mija Yac ix Be-
reratuBHoi (a3 (Tanaka et al., 2011). 1li nmawni
cBiguaTh, o Hi NYCI, ani NOL He OepyTb yuacTi
y PeryioBaHHI CHIBBiAHOWIEHHS XJOpOdiniB 3a y
takux ymoBax. Huni NYC1 i1 NOL, sixk BBaKatoTh,
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BiZIrpaloTh BAXJIMBY POJIb y LUK XJI JIMIIE MIpH
aKTUBHIN Aerpafarii xiuopodity.

MeTaboniTi 1 €H3UMH LUKIY XJIOpOQiiB,
nepm 3a Bce XiaO, aKTHBHO MOCHIIKYIOTBCS Y
3B’SI3KY 3 iX HMOBIpPHOIO POJUTIO B PEryJLii cra-
PIHHA JIUCTKIB 1 POCIMHHOTO OpPTraHi3My B IJIOMY.
X b BrummBae He TimBKK Ha 30MpaHHS aHTEH, a i
Ha jaerpamamiro aHTeHHHX OinkiB (Cusari, 3o0Ta-
pesa, 2013). Cunre3 amonpoteinie C3K II 3men-
HIYETHCS MPH MOYaTKOBOMY CTapiHHI, aje 3aBIsKH
BIJTHOCHO BUCOKIH CTaOiIbHOCTI 1l OlJIKH BUSBIIS-
I0TBCS Y JIUCTKAaX TUIbKI Ha HOTro Mi3HIX CTafisiX.
[Toku xnopodinu 3B'a3aHi 3 6iTKaMu, BOHI HE J0C-
TymHI ans mporeas (Syvash, Zolotareva, 2017).
Kara6ommsm X b HemoxuBuii 6e3 #oro mepert-
BopeHHs Ha X1 a (Cusam, 3onorapea, 2013). Pe-
aKIisg Karaji3upyeTcsi IBoMa i30popMaMu €H3UMY
xnopodimut b pemxykrasu: non-yellow coloring 1
(NYC1) i NYCl1-noxiOHa. 3 nporo eramy no4uHa-
etbest po3oupanns C3K II (Hopkins et al., 2007).
NYC1 He HakomuuyeThecsl 3a BiacyTHocTi Xi b;
e OiOK TakoX He BHSBISIETBCS Y MYTAHTIB
Arabidopsis, mo He maroTe Xia b. B minomy, cun-
Te3 1 karabousism Xu1 b perymooThes 3a MpUHIK-
HaMy HETaTHBHOTO Ta IO3MUTHUBHOTO 3BOPOTHHOTO
3B'13Ky: Mpu BUuUepnanHi xi b ersum XnaO migna-
€THCS IETpajaIlii, o JA03BOJISE KIITHHI MATPUMY-
BaTH HEBUCOKHW BMICT MITMEHTY, a JJIsi HaKOIIH-
yenns 6iika NYC1, naBnaku, neoboximnuii X b.

Ocoonueocmi mymanmie 3 eiocymuicmio
abo naoekcnpecieto xaopoginy b

Benuke 3HaueHHs 11 3'SICyBaHHS CTPYKTY-
pHO-QyHKIIOHaTBHOI pomi X b Ta Xin-BmicHux
OiNKiB Mae aHaji3 KOHCTUTYTUBHUX 1 KOHIUIIOHA-
JBHUX MYTaHTIB, Y XJIOpOIUIaCTax sKuX Xi b abo
BiZICYTHili, 200 HOT0 BMICT 3HIKEHHI MOPIBHIHO 3
POCIIMHAMH BHX1JIHOTO T€HOTHITY. ¥ KOHCTHTYTHB-
HHUX MyTaHTiB cuHTe3 XJ1 b 3a610K0BaHuil 6e3 MO-
JKJIMBOCTI BIJIHOBJICHHS, SIK, HAIIPUKJIAI, TIPU TIOII-
KOoUKeHHI eH3uMy XuiaO npu myramii chl y
Arabidopsis (Reinbothe et al., 2006). Pociuuu 3
HOpyLIeHHsIM OiocuHTe3y XJ1 D maroTe MeHmmii
3arajlbHUA BMICT XJ1 1 Onigo-3eiaeHuid Kojip. Y
KOH/IMLIOHAJIbHUX MYTaHTIB cuHTE3 XJ D TOHOB-
JIIOETHCS B TIEBHUX YMOBaX, SIK, HAIIPUKJIA, Y MY-
tauty mmenunni CD3 chlorina (Allen et al., 1988).
IcHye nBa KjlacW MYTaHTIB 31 3MEHIIIEHOIO KiJIbKic-
TI0 X1 b: ogun Tun B3aram He Mae Xi1 b, a inmmmit
€ Xu b-geditmraum. J[o mepuroro THIY BiTHOCSITH
MyTaHT suMeH0 3 cuHapomom chorina  fl
(Bellemare et al., 1982) ta myrant Arabidopsis
thaliana chl (Reinbothe et al., 2006), sxi He cuH-
TE3yI0Th XJI D He3ane)KHO Bil YMOB OCBITJICHHSI.
OcCKinbKM LIed THIT MPOAYKYE Maiike HOpPMaJbHY
KUIBKICTh XJI 8, BBa)KA€ThCS, 110 TEPBUHHI ypa-
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JKeHHS Oe3MOCepeIHbO BILTUBAIOTH Ha OlOCHHTE3
X b. MyranTu, mio He Marots X b, sk npaswuIio,
HE HAKONMHWYYIOTh 3HAYHUX KIUIbKOCTEH  XII-
3B's3ytounx OinkiB C3K 3a Oyap-sikux yMoB
(Harrison et al., 1993). Ynprpactpykrypa Ta aare-
3is1 00NMacTe CTEKiHTY B TpaHATbHUX THIIAKOigax
IUX MYTAHTIB € 3MIHCHMMHU TOPIBHSIHO 3 JUKUM
tunom (Stachelin, 1996).

Myrant ssamenro Hordeum vulgare, sikuit ve
mictuts X b — chlorina f2 — 6yB izenTudikosa-
HUM 1 oXapakTepn3oBaHWA XaWKiHUM Ta iH. ¥
1950 p. ¥V mporo myrtaHTy, ik OyJi0 BCTaHOBICHO
nizHinre, BigcytHuit ronC3KII (Thornber, Highkin,
1974). Hedimur Xa b, oueBumHO, BIUIMBAa€E Ha
CTIMKICTh moninenTuaiB 3 Mos. Macoro 25-30 Ta
20-25 k/la BiANOBIAHO, ajie HE 3MIHIOE PIBHS Bil-
nmoBiganx MPHK (Ghirardi et al., 1986). Xiopo-
wiactd mytantiB chlorina f2 mictsare rpanu, xoua
BiJTHOCHA IUIOIIA 00JIaCTi CTEKIHI'y MEMOpaH icTo-
THO 3MEHINYETHhCS MOPIBHIHO 3 IXHIMU aHaIoraMu
nmukoro tumy. [lpu 3icTaBmeHHi (QyHKITIOHATHHIX
XapaKTePUCTUK €JEKTPOHHOTO TPAHCIIOPTY Ta IIir-
MEHTHOTO CKJIaJy KOMIUIEKCIB (OTOCHCTEM Yy NH-
KoMy THmi Ta B xyoporutactax chlorina 2
Hordeum vulgare Gyso mokasaHo, 10 MyTaHT MaB
ICTOTHO MEHIIWH po3Mip CBITI030ipanbHOi aHTEHH
OCII. Takox Oyi0 BHUIBIEHO 3MEHIICHHS PO3MIpy
aatean y OCI. ¥V MyTaHTHHX XJIOpOIUIAcTiB Oyna
BigcytHs nudepenmianis ®C II va ©C Ila i ®C
[IB. OueBunna BigcyTHicTs rereporennocti OC 11
y Tiakoigaux Memb6panax chlorina f2 ceimunts
npo 3aimydenns C3KII y 10 HeogHOpimHICTH
(Ghirardi et al., 1986). MyTaHTHi XJI0pOILIacTH Ta-
KOX TTOKa3aly 3HauHe 301BIICHHS CTeXiOMEeTPHY-
Horo criBBigHomenHs ckiany OC 1I/DC 1. 3poc-
tanus criBBigHoenHs OC [I/OC I po3rnsgaerses
SIK BIJIIIOB1/Ib POCIMHKM Ha 3HM)KEHY OCBITJIHOBaJIb-
Hy 3aatHicTh @C Il B MyTaHTHHX XJIOpOILIACTaX,
0 npoTtuaie eheKTy MyTalli Ta BiJHOBJIIOE 3ara-
JbHE 30alaHCcOBaHe MOTJIMHAHHS CBITJIa MK JJBOMA
dorocucremamu. Heznatricte mytanTa chlorina f2
no cuntesy Xi b mae tpu crerudivni Hacmiaku
JUTS OpraHi3alii Ta ckiaay pOoTOCHCTEM:

(a) cyTTeBe 3MEHIIYEThCS XJI-BMICHA CBIT-
n030upainbHa aHTeHa B 000X (OTOCHUCTEM;

(b) 3MiHIOETbCS CTEXIOMETpisl peaKIiifHuX
nentpiB OC Il ta OC ;

(¢) 3uukae rereporennicts OC II.

Biacyrnicts Xu b y mytanTi chlorina f2 sa-
MEHIO MPHU3BOJUTH J0 3MEHINEHHS PO3Mipy QyHK-
nionanbHoi anTenHn OC I Big 185 X (a + b) y
JUKOTO THITy 110 mpubmusHo 150 Xn a y myTaHTi,
TOOTO aHTeHa 3MEHINYeThcs MpUOIN3HO Ha 20% y
KUTBKOCTI MOJIeKyNl XJI, cienuQiuHO MOB'I3aHUX 3
OC L
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Hagekcnpecia XnaO + sigcyTHicTe Xn b peaykrasu
a 60% | Hapekcnpecia
) (0.67) i PhXna0 BkntoueHHsa Xn b B Ginku
0 g kopoBoro komnnekcy ®Cl|
% % 40% | Hapekcnpecis
E3 (15) XnaO
x 0
o5 - ImoBipHWI nopir BMicTy Xn b
= g
Sm 20%| S
[ =
S0 (40 K OT npw HU3LKOMY CBITMI Kopenauis
OT npwn Bucokomy ceitni 6_'00“"'-"933’ Xnbi
6es Xr1 pisHa C3KII
0% MyTaHTu 6e3
¢ I e T 7 :

AkTuBHOCTL XnaO y pocnuH aukoro Tuny (OT)
i FreHeTUYHO-TPaHCOPMOBAHNX BUAIB

Puc. 5. B3aeM03B's130K MiK y1aBaHUM NepeTBOPEHHSIM XJiopogiay a—b i iioro BIInBOM Ha piBeHb
C3K T1a exToniyHMM BKJIIOUEeHHSIM XJ1 D B IrMeHT-0L1KOBI KOMILIEKCH.

I'padix 6yB moOymoBaHuit Ha mifcTaBi gocmimkeHs MyTadTiB chlorinal Ta pi3HEX TpaHCTEHHHX POCIHH, IO €KC-
npecytoth Xi1a0, a Takok pociauH gukoro tumy (JT), BUpoIieHuX 3a YMOB HU3bKOTO a00 BHCOKOTO OCBITICHHS
(BukopucTai pe3ynpTati pobit: Hirashima et al., 2006; Tanaka, Tanaka 2011; Sakuraba et al., 2012). Ha oci Y mo-
Ka3aHa yacTka xj0podiay b y 3aransHOMY BMICTI XJI0podiy.

daza [ na oci X. Sdxkmio aktuBHicTh XiaO nopyiieHa, sk y MmytanTa chlorinal, o cmiBsinsomenus X a/b cknanae
6inbmie 4 (BMicT xsopodinry b mermre 20%).

®a3za II. [Ipu aganTomii pocIMH AUKOTO THITY JO IHTEHCHBHOCTI CBiTJIa aKTHUBHICTE Xi1aO MOXE 3MIHIOBATHCS B
MeKax MEBHOTO [iana3ony, 1 11e 3a3Buuai npu3BoauTh 0 craiBBinHomeHus X a/b Bix 4,0 1o 3,0 (Bix 20 % 10 25%
xnopodiny b).

®a3a I1I. Tpu Hagekcnpecii Xi1aO croiBeigHoeHus Xi a/b sumwkyetses 10 2,7 (BMicT xaopodiny b 27%).

®aza [V. V TpaHCTeHHHX POCIIMHAX, sIKi EpEeBaKHO eKCIpecyrTh 010k XiaO 6e3 peryasaTopHOro JOMEHA, CITiB-
BigHomenus X a/b smenmyetses 3 2,7 no 0,8 (BMmict xsopodiny b Bix 27 10 56%).

®aza V. [Ipu cxpelryBaHHi [IMX POCIMHH 3 MyTaHTaMH, sIKi He MaroTh xiopodin b pemykrasu (myrant nycl/nol),
criBeigHomeHHst X a/b 3umwkyerses mo < 0,8 (Bmict Xt b 56%).

Busisiieno 6arato Xi-neinuTHUX MyTaHTIB — MPHPOJIA CTPYKTYPHHUX Ta OlOXIMIYHMX (PEHOTHUIIIB
Ty 2 (y sSIKHX BMICT XJI 3HW)KEHHI), 1 B ycix BU-  Xu1 b-medinuraux myTanTtiB. Ockinbku Xi b HeoO-
majaKax mokasamo, mo gAedinut X b symommenuit  xiguwuit ans crabimizarii C3K, ane ve PII, mocuire-
YaCTKOBUM OJIOKYBaHHSM CHHTE3y XJI. Y Oiblio- He iHriOyBaHHs cHHTE3y XJ D mpu3BoauTh 10
CTi 3 HUX OJIOKYBaHHS BiIOyBa€ThCS HA OAHOMY 1  3MEHIICHHS PO3MipiB (DOTOCHHTETHYHHX OJMHUIIH
TOMY 3K eTaIli 0i0CHHTe3y, CaMe Ha YTBOPEHHI MPO-  Ta PO3BHTKY aHOMAJIBHHUX THJIAKOIMHMX MeMOpaH.
tonopdipuny IX — Touri Bigraayx’eHHs MK CMH-  [HIIMMHU ClIOBaMH, IMIBHJKICTh HAKOIUYEHHS X Y
Te30M X Ta rema (puc. 4). 3 ypyXyBaHHSIM LIbOTO,  THJIAKOIAaX BU3HAYAE IMIBHIKICTb, 3 KO HAKOIIH-
a TaKOX pe3yJNbTaTiB iHmMMX jgociiukenb (Ghirardi  wyrorbes sik Xut b, Tak i pisHi TN XI1-3B'13yrH0unx
et al., 1986) 6yn0 moctymsoBaHo, 1m0 X b cuaTe-  GinkiB, a Takox piBHOBary Kommiekcis PI]i C3K y
3YETHCS Y 3HAUHUX KUTBKOCTSIX TIBKH TOJI, KOJM €  3PUIMX THIAKOIAax.
"samumku" X1 a. Lle moske BigOyBatucs micis To-
ro sk XJ1 a- 38’s13yro4i caiitu B PL] Bxke 3anoBHEHi,
1 BitbHHH XJT @ HEe MOXe 3B’s3aTHCSA 3 OLIKaMu.
TakuM YMHOM, YacTKOBE OJOKYBaHHS OCHOBHOTO

UUISIXY CHHTE3y XJI ONOCEPEAKOBAHO BIUIMBAE HA  jox iCTOTHHX nedekTiB Makpooprasizauii Goro-
6iocunTe3 X b. Buxoasun 3 11poro, Oyno BUCYHY-  cpuTeTHUHOLO anapary. ToMy Ha yBary 3aciyro-
te npunymenns (Ghirardi et al., 1986), mo Gyxb- By€ yHiKanbHHI heHoTun noszdasieHoro Xi b my-
SIKMH 4acTKOBHIL 610K y cuHTe3l XII CHpUYMHSE tanty sumenro chlorina 3613 (Trorepesa, Boiire-
HETpsIME Ta MOCHIIeHe iHTibyBaHHs cuHTE3y X1 b, xoBckas, 2011; Trotepesa u ap., 2017), sikuii xe-
OCKiNTbKU XJ1 b BUPOOISETHCS 13 3aIMIIKIB MOJIe- MOHCTPY€E BHCOKHii piBeHb (DOTOCHHTE3y Ta MPO-
KyJd X7 a. [luM NosICHIOETBCS TaKOXK IJIEHOTpOIHA JYKTHBHOCTI, TIOPIBHIOBAHMH i3 TAKHM y JIHKOTO

[TpakTHYHO BCi AOCIHI/HKEHI HAa CHOTOMIHI MY-
TaHTH 1 TpaHCTeHHI (OPMH BHUIIMX POCIHH 3 TO-
pywenHsMu OiocuHTe3y X1 b BinpisHSAIOTBCS 3HU-
KEHHSIM (OTOCUHTE3Y Ta MPOAYKTHBHOCTI BHACITi-
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tury. [lokaszano, mo myrantu chlorina 3613 mpu-
CTOCOBaHI 10 3HIKEHOI'O OCBITJICHHS, HE3BaXKalo-
YW Ha BIJCYTHICTH OiNBIIOI YacTWHU mepudeprud-
HOI aHTEHHU.

[Tpu BHBYEHHI perymsuii OHTOreHe3y 0co0-
JMBHUI 1HTEPEC CTAHOBISATH MYTaHTH 3 (YHKIIOHA-
JT6HUM (PEHOTHIIOM Stay-green, HaIpHUKIJIaa MyTaH-
TH 3a TeHaMu aBTodarii. SIk BimoMo, aBTodharis Bi-
Jirpae BaXJIMBY POJIb B YTUi3aMii XJIOPOILIACTHUX
OinkiB, y mepury uepry pyOicko, ocoOnMBO mpH
crapinHi. DyHKIiIOHAIBHUHN stay-green (eHOTHIT
3'BIISIETHCS] Y POCMH BHACIHIJOK HAKOMMYEHHS XJI
b Bume Bix HOpMH. Y TPaHCTEHHUX POCIHH
Arabidopsis mamekcmpecis resa XmaO 3 mianobax-
tepii Prochlorothrix hollandica npuBoamma mo
Haanpoaykii Xi b (puc. 5), ocKijabkH, Ha BiMiHY
BiJI €HJOr€HHOTO C€H3WMY POCIHH, LEH eH3UM Yy
POCIMHHIM KIITHHI HE MiJIa€ThCS PEryIsmii 3a
HPUHIIUIIOM 3BOPOTHOTO 3B's13Ky. BmicT X b y Ta-
KHUX POCJIMH OyB HACTIIBKHM 3HAYMHUM, IO BiH 3a-
MimaB X a B aareHi ®C [ 1 OC I, a po3mip cBiT-
J1030UpaJIbHOT aHTEeHH 1 1i CTa0IIbHICTD BUSBUIIACS
Haj3BuvaiiHo Bucokmmu (Hirashima et al., 2006;
Sakuraba et al., 2012). V nux pociaun X b BOymo-
BYBaBCS HE TIIBKH B CBITVIO3OMpanbHI aHTEHHI
KOMITIeKCH, ane i B simpo ¢orocucteM (Hirashima
et al., 2006). 3amimenns 40% Xu a Ha X by ¢o-
TOCHCTEMaX TaKUX POCIMH HE TIPH3BOIWIO [0
3HW)KEHHS X (POTOCHHTETUYHOI aKTUBHOCTI MOPIiB-
HSAHO 3 Takow y aukoro tumy (Hirashima et al.,
2006). 3BopoTHHIi mporiec, TOOTO 31aTHICTh XTI a
CTPYKTYpHO i (pyHKIIOHABHO 3amimati Xia b, go-
Tenep He NoKa3aHuil. TakuM 4MHOM, IPUITYLICHHS
po (GYHKIIOHATIHHY B3a€MO3aMiHHICTh 000X XJIO-
podistiB HE M ATBEPIKYETHCS.

Tpancdopmantu 3 Hazekcrnpeciero XinaO
JIEMOHCTpYBaH (DYHKI[IOHATIbHMI (heHoTHIl stay-
green 1 BIAPI3HSJIUCS BiJl POCIUH JUKOTO THITY BiJi-
TEPMIHOBAaHUM HACTaHHSIM CTapiHHA JIMCTKIB SIK
TIpH HecTadi cBiTia, Tak 1 B Tempssi (Hirashima et
al., 2006; Sakuraba et al., 2012). MoxuBo, Haj-
crabimzamis X b cBITIO36HpaNbHAX ITITMEHT-
O1IKOBMX KOMILJIEKCIB 1 POJIOHTALS iX aKTHBHOTO
(GYHKIIIOHYBaHHSI 3MIHIOIOTh KIIBKICTh ITIOKH HE
IZICHTU(IKOBAaHUX CUTHAIBHUX MOJIEKYJ, HEOOXi-
HUX JUId TIEPEKIIOYEeHHS OHTOTCHETHYHHUX IIPO-
rpam, 10 IPU3BOIUTH 10 MOAYJIOBaHHS eKcIpecii
TeHOMY, B TOMY 4YHMCIIi 3HWKEHHs ekcrpecii SAG-
reHiB (TrorepeBa u np., 2017). Ponb Takux curna-
JBHUX MOJIEKYJI MOTJIM O BUKOHYBAaTH KaTaOOoIiTH
X , anonporeinn C3K 11, mo36asieni X b, abo
NPOJAYKTH IX MPOTeoizy. MoKHA TakoX MpUITyC-
TUTH, WO TpuBaja miarpumka antenn C3K II y
(GYHKIIOHATBHOMY CTaHi Tifcuinoe GOTO3axXuCT i,
oTKe, 3a0e3neuye 3HmwKeHHs BMicTy ADK 1o mo-
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MEHTY IOYaTKy CTApiHHs KIiTHHH. VIMOBipHO, me
YHOBUTHHIOE 1HIIIAIII0 HACTYITHUX CTaJil MPOIECY
CTapiHHA. Y «KOCMETHYHHX) Stay-green MyTaHTIB
nirmeHT-0uTkoBUH kKomIuieke C3K 11 30epiraerncs,
aje BTpavae 3matHicTh B3aeMoxistu 3 OC II. Ta-
KHM YMHOM, LIJIKOM MOJKJIMBO, 110 IPUYMHOIO HE-
raTUBHOI 3BOPOTHOI peryisinii emsumy XinaO Oys
BIUTUB HAJUTUIIKOBUX KiTbKOCTEH Xi1 D Ha oHTOTE-
HETUYHWH CHUTHAIHT, ONOCEPEAKOBAHWUN HaJICTa-
Oinmizaniero anrenu C3K 11

[Mpumyckators (Tanaka, Tanaka, 2011), mo
ICHye Topir BMICTy xyopodiny b, skuii BkiItoua-
€Thes 10 caiiTiB 3B's3yBanHsg X b B C3K (puc. 5).
Sxmo BMmicT X b nmepeBuIye nuif TOPOroBHA pi-
BEHb, XJ1 b Oy/ie eKTOmvYHO 3B’ I3yBaTHCS 3 aHTCH-
HUM KomuiekcoM siapa DCIl abo 3 meHTpamu
C3K, sixi B HOpMi 3B'S3YI0Th XTI @.

Bmicm xnopoginie y pocaun 6 ymoeax
cmpecy

Po3kpuTTsi MexaHi3MiB, SKI 3aJlydeHi [0
cHHTE3y XJIOpodimB 1 perymamii XIopodiabHOTO
[UKITY, TO3BOJISIE HAOMU3UTHUCS 10 PO3YMiHHS MPU-
YMH BIUIMBY Pi3HOMaHITHHX CTPECOBMX UYMHHHUKIB
Ha MIrMEHTHUH anapat pociuH. Ha croromHi MOX-
JIMBO JIMIIE KOHCTaTyBaTH, III0 HECTAa4ya Y HaJUIU-
IIIOK BOJIM, HU3bKI 1 BUCOKI TeMIIEpaTypH, 3acOJie-
HICTB, BaXXKi MeTanu (BM), Y ®-BurpoMiHIOBaHHS,
HecTaua MiHEpaJbHUX €JIEeMEHTIB i T. 1. HETAaTHBHO
M03HaYalThCs Ha BMicTi mirmenTiB (Nouri et al.,
2015). Onnak cykynHicTh OioxiMiuHUX 1 Qiziono-
TIYHUX TPOIECIB, SAKi 32 YMOB CTPECIB MPHU3BOIATH
JI0 IPUTHIYEHHS CHHTe3y a00 aKTUBAIlii JecTpyKIii
MIrMEHTIB, MOKH 110 HE BH3HAaY€HA HaBITh CXeMa-
THYHO. YaCTKOBMM BHHSTKOM MOYKHA BBaXKaTH
etdextn BM, sKi BBaXXarOThCA HEOE3NMEYHUM CTpPE-
COBHM YMHHUKOM. BrumuB BM i3 yacom mocuio-
€ThCS Yepe3 3pOCTaHHs iX HaJAXO/PKEHHS Y HaBKO-
JMIIHE CEPeJOBHIIE 3 EJIEeKTPOCTAHIIH, CHCTeM
OMaJIeHHS, METAIypPrifHUX MiIIPUEMCTB, 4epes3
MiHEpaJbHI J00pWBa 1 BIAXOAHM [EAKUX BHUPOO-
HunTB (OpIioB u 11p., 2002). Y GinbocTi BUNAAKiB
BUCOKI KoHUIeHTpauii BM mpuraiuytorts pict poc-
JIUH, 3MEHIIYIOTh BMICT XJI 1 3HW)XKYIOTh CIIBBiJ-
nomennHs X a/b, xoua i ve 3aBxau (Tomuiit, 2010;
Meitei et al., 2014). YV geskux Bumagkax BM 3gat-
Hi BKITIOYATUCS B XJIOPUHOBHH MaKPOIIMKII 3aMiCTh
Mg®*. Mg moxe 6yt 3amimennii xa Cu, Zn, Cd,
Pb, Hg, Ni (Watanabe, Kobayashi, 1988; Kiipper
et al., 2006). B mpupoxi okpim Mg-BmicHux X
3yCTpUaIOThCs Jie Zn-BMicHI GakTepioxiopodi-
1 'y aepoOHUX (PoTOCHHTE3yI0UNX OakTepiid pomy
Acidiphilium (Wakao et al., 1996; Hiraishi,
Shimada, 2001). B ymoBax nyxe Huzbkoro pH (~
1,5) Mg2+ MOXKE JIy’)K€ JIETKO 3aMilllyBaTHCh Ha
MPOTOHH, NPU LBOMY OakTepioxjopodin KoHBep-
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TyeTbca y OakrtepiodeodituH, a Monexyina [Zn]-
OaxTepioxiopodisly 3HaYHO CTaOUIbHIIIA B KHCIIO-
My cepenoui. IIpu samimenni Mg®* na BM Xi1 3
pAAy TPUYHMH € HEMPUIATHUM JUIS (POTOCUHTETHY-
HOT'O TEPETBOPCHHS. AKYMYJISIINiS MEBHOI YacTKH
[BM]-X11 B aHTEHHHUX KOMITIEKCAX IMPU3BOINTE 10
3HIKCHHSI e(DeKTUBHOCTI a00 HaBITh JJO YHEMOX-
JUBJICHHA Mirpanii eHeprii, OCKiNbKM Ii MOXiJgHi
X7 cTaloTh HEHTPaMU TaciHHS €NEeKTPOHHOTO 30Yy-
JHDKEHHS B aHTEHI.

Bxurouennss BM y TerpamiponbHe Kinblie
XJ1 CYTTEBO 3MiHIOE iX CIEKTpaibHi BIaCTHUBOCTI
nopiBHAHO 3 Mg”'-xnopodinamu, mo BrUIMBaE HA
OIIHKY BMICTY 1 OCOONMBO CHIiBBIJHOIICHHS IIiT-
MEHTIB TPU CTaHAAPTHOMY CHEKTPOPOTOMETPHY-
HOMY iX BHu3Ha4yeHHi. OCKINBKH AJSl TEepeBaKHOL
Oimpmocti [BM]-Xn crmocrepiraerbecs OnakuTHE
3pymeHHs Qy-CMyTH, TO CTaHIapTHE CIEKTPOdo-
TOMETPUYHE BH3HAYCHHS BMICTY HIrMEHTIB MOXKe
aBaTh 3HWKEHI 3HAYEHHS CIIBBIIHONIEHHS XUI

a/b (Kiipper et al., 2007).

TakuMm 9rHOM, IaHi CBiT4aTh, MO y OLTBIIO-
CTi pociauH BMICT XJ1 b, a TakoX CITiBBiIHOIICHHS
Xn a/b Bapitoe y OCHTh IIMPOKOMY Jiaria3oHi
ymoB (Xn a/b = 2-5). Ilpu upoMy TEOpETUYHO
MOJJIMBUM HW)KHIM MOPOTOM IIHOTO MOKA3HHKA €
1,91 (tabn. 2). Pazom 3 num, y JiTepaTypi 4acto
3yCTPIYarOThCS POOOTH, Y SKUX HABOISATHCS BEIIH-
YUHH, HIWKYI BiJl 1[bOTO CITiBBimHOMmEHHS. [Ipndn-
HOIO TaKUX MOMHJIOK, HIMOBIPHO, € HETOTPHUMAHHSI
OCHOBHHUX TpaBUJ BHU3HAYCHHS MITMEHTIB y PoOC-
JUHHOMY Matepiaii, Y 3B'SI3Ky 3 IUM 3aKJIFOYHA
YaCcTHUHA OTJISIly IPUCBSIYCHA METO]aM BU3HAUCHHSI
BMicTy XJI 1 3aCTEPEIKEHHSIM IIIOJ0 THIIOBUX IIO-
MUJIOK.,

Busnauenns nizunenmis

CriekTpoOTOMETpHYHE BH3HAYEHHS XJIO-
poGdiNiB IPYHTYETHCS Ha 3aCTOCYBaHHI 3akoHa By-
repa-JlambepTra-bepa:

I = lg exp[—a(A)ecel],
ne lp — IHTEeHCUBHICTh TaJa0uoro MapaieibHOTO
My4Ka BUMPOMiHEHHS, | — IHTEHCHBHICTH BUIIPOMi-
HEHHS MicTs MPOXOHKEHHS MOTJIMHAIOYOTO PO34H-
HY, o(A) — KoeQIillieHT TOTTTHHAHHS, ¢ — KOHICHT-
pailis MOTJIMHAIOYMX MOJIEKYI, | — TIOBKUHA UIAXY
MPOXO/pKEeHHsT TpoMeHst. KoediieHT mornuHaHHS
CTaJIMii Ha BCbOMY LUIAXY MPOXODKEHHS IPOMEHS,
ajie 3aJICKUTh BiJ JOBXXHUHHM XBUJII BUITPOMIHIOBaH-
HS 1 XapakTepu3ye MOTJIMHAIYY 3JaTHICTH MOJie-
kyn. Yacrime, onHak, 3akoH byrepa-Jlambepra-
bepa nojaroTh B iHIIOMY BUIJISII:

A =1g(l/1) = g(X)=cel.
Benuuuny 1g(10/1) panime HazuBanu ontuy-
HOIO TycTHHOIO 1 mo3Hauyayn sk D (Density) abo
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OD (Optical density); ocTaHHIM YacOM MEPEBAKHO
BUKOPHCTOBYIOTh TEPMIH «IOTTHHAHHSDY (A —
Absorbance). Benmanna 1g(lo/I) Bumiproerscs 6e3-
MOCEePEIHBO Ha criekTpodoTomeTpi. Ko koHIICH-
TpaIlito BUPaXKaroTh B MOJIX Ha JITp, £(\) Ha3uBa-
FOTh MOJISIPHUM KOE(IIli€HTOM eKCTHHKIIII (TTOTIIH-
HauHs). ONTHYHA TYCTHHA — BEeIW4YMHA Oe3po3Mip-
Ha, OTXKE PO3MIPHICTh & — [Monb ecm *]. Komn
KOHIICHTPAII0 BHUPAKAIOTh B MKI/MJI YW MI/MJI,
€(\) Ha3WBAIOTh MUTOMHUM KOE(DIIliEHTOM €KCTHHK-
1ii 3 PO3MIPHOCTAMH [MII*MKT "*cM '] 260 [MiIeMI
1'CM71]. OnTryHa TYCTHHA — BEMYWHA aINTHBHA,
TOOTO TPH HAIBHOCTI KITLKOX TMOTIMHAIOYNX arcH-
TiB ONTHYHA 'YCTHHA PO3YMHY Ha JaHIH JOBXWHI
XBHJII € CyMOIO 11 CKJIQJIHUKIB:
A = A+A+. . . +A, = (grocitepecyt.. . tepecy) L
Po3paxyHOK KOHIEHTpalil XJIOpoQiliB B eK-
CTpakTi 3 (OTOCHHTE3YI04Y01 TKAHUHHU TPOBOJSATH,
BAMIPIOIOYH ONTHYHY TYCTHHY JUIS JABOX JTOBXKHH
XBWJIb Y MAKCUMYMI TIOTJIMHAHHS ITITMEHTIB B 9ep-
BOHIM oOnacti cnekrpa (Qy cMyru Xjuopodinis)
(puc. 3). Takuii po3paxyHOK HA3WBalOTh IBOXBH-
JHOBUM METOJIOM. BinmoBimHI piBHSHHSA 3aIuCy-
I0Tb SIK:

A1 = (ea*CatepleCp)

A= (Saz'ca+8b2'cb)v
ne A; 1 A, — onITHYHA TYCTHHA PO3YHHY Ha JTOBXKH-
Hax XBWIb y MaKCUMyMi nornuHanHs X a i Xi b,
BIJIMIOBI/THO, €51, €32, Ep1, En2, — KOCPIIIEHTH SKCTH-
kil X a 1 Xuo b Ha BiANOBIAHUX [TOBXWHAX
XBWIb. Po3B's3aBI1IM crcTeMy PiBHSAHB BiTHOCHO C,
i Cp, OTpUMYEMO:

Ca = (Ar*en2-A2*€b1)/(€a1°En2€a2°Eb1)

Ch = (A2*€ar—A1e2)/(€a1°En2—€a2°Eb1)-

Hanpuxman, KoHIEHTpamii MIrMeHTiB y
80%-my areToHi pO3paxoBYIOTH 3a (QOpMyJamu
(Lichtenthaler, Buschmann, 2001):

Xma (MKF/MJ'I) = 12,25'A563’2—2,79'A545’3

Xunb (MKF/MJ'I) = 21,50'A545’3—5,10'A563’2.

[Iporieaypa Bu3HAYEHHS KOEQIILIEHTIB IMOT-
JMHAHHS OmMcaHa y BiamoBizHux poOortax (Porra
et al., 1989; Porra, 2002; Ritchie, 2006). OcHogHi
3aCTEpEKEHHsI CTOCOBHO BIJIaCHE PIBHSIHb BUHHKA-
I0Th TIJIBKH 3 MPHUBOLY BU3HAUEHHS KOe]ili€HTIB
NOMIMHAHHA XJopodiniB. Jna nporo moTpidHi uu-
CTl HIrMEHTH, He3aje)KHE TOUYHE BU3HAUECHHS iX
KOHIIGHTpAII{, HANpHKIJ, 4Yepe3 KOHIICHTPAIIio
10HIB MarHiroo, i AKiCHHH CIEKTPOPOTOMETPUIHUI
aHai3.

IIpy MacoBHMX pPYTHHHHX aHalli3aX BMICTYy
XJ10po(iiB HEJOTPUMAHHS TIEBHUX MPABHII 3/1aTHE
ICTOTHO BIUIMHYTH Ha pe3yJbTaTH Ta 3MIHUTH Be-
JIMYUHY X CIiBBiTHOIIEHHS.
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Puc. 6. CieKTpHu NOTJMHAHHS XJ0podiiiB, eKcTparoBaHux i3 3ejeHux JucTkiB TioTioHy (Nicotiana
tabacum L.) 100% aueronom (Buxopucrano gani: Lichtenthaler, Buschmann, 2001).

3acmepedicennsn, noé’s3ani 3 Ni020MOBKOI0
excmpakmie niemenmie. [ BU3HAYEHHS BMICTY
MITMEHTIB CIIOYaTKy MOTPIOHO eKCTparyBaTd iX 3
pPOCIMHHMX TKaHUH. llepiioro BUMOTrOK0 A0 eKCT-
pakii € 1 moBHOTa. SIK eKCTpareHTH BHKOPHUCTO-
BYIOTh alleTOH, cyMilri aretroH:Boaa (9:1 abo 8:2),
€TaHoll, METaHOI, XJIOpOohOpM, AUMETHICYIb(HOK-
cun (AMCO), aumerundopmamin (AMDA). Haii-
yacrTille JUIs eKCTpakLii XJ1 3aCTOCOBYIOTh alleTOH
yepe3 WOTo BiIHOCHO HU3BKY TOKCHYHICTH 1 BHUCO-
Ky €(QEeKTHBHICTb SIK €KCTpareHTa, Xo4a i BiJI3Ha-
yanocs, 10 OJHOPa30Ba EKCTPaKLisi BOJHUM ale-
TOHOM HeE TTOBHICTIO BHJIYYa€ MIrMeHTH (TOJIOBHUM
yrHOM [-kapoTtuH) 3 nucTkiB (Thayer, Bjorkman,
1992; Dunn et al., 2004). OnHak MOBTOPEHHS MPO-
LenypHu 3HIMae 1€ 3aCTEepeeHHsA. Xoda yacThHa
MICMEHTIB 3 KJIITUH BUJIYYAa€ThCS BXKE MPHU MPOCTO-
My 3aMOYyBaHHI B PO3UMHHHKY, JUIS MOKpAIICHHS
eKCTparyBaHHsl HaldacTille POCIMHHUN MaTtepian
po3THparoTh abo MijIalTh 00poOIi YIBTPa3By-
koM. [lpu 3actocyBanni IMCO un IM®PA poc-
JUHHMKA MaTtepial MO)KHAa He Je3iHTerpyBaTH. 3
MipKyBaHb Oe€3leKkd mepeBary Oa)kaHO BigiaBaTH
MAJIOTOKCHYHMM 1 Ba)KKO3aMMHUCTUM EKCTpareH-
Tam.

OCKiJIbKH B OCHOBI BU3HAY€HHS BMICTY IIir-
MEHTIB JIC)KHTh CHEKTPOPOTOMETPUYHMIA aHai3
EKCTPAaKTiB POCIMHHUX TKaHWH, TO OyIb-sIKi MaHi-
MyJIsIiii B mporieci iX OTpuMaHHs, sIKi TIPU3BOJISATH
JI0 YTBOPEHHS MOXIIHUX CIOJNYK 31 CIIEKTpaMH T10-
TJIMHAHHS, BIIMIHHAMH BiJI CTIEKTPiB HATUBHUX ITi-
TMEHTIB, MOXYTb 3MIiHMTH pe3ynbrar. Ilim uac
MPOLIEAYPH E€KCTPAKIil MIrMEHTIB MarOTh OyTH Mi-
HIMi30BaHi IEPETBOPEHHS 1 Jerpajalisi mirMeHTiB.
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st poro mporeaypa Ma€e BigOyBaTHCS SKOMOTa
MIBUAIIE, 3 MIHIMAJbHOIO KIJBKICTIO €TalB, 3a
HelTpanpHOro pH, pu c1abkomy po3cissHOMY CBi-
TN 1 HU3bKIH TemmepaTypi. KimiTuHHHHN CiK 3a3BU-
Yaii Ma€ KHCITy peakiito, TOMy peKOMEHAYIOTh MPH
PO3THpaHHI JUCTKIB 01aBaTH O €KCTpareHTa He-
Benuky Kinbkicth NH4OH, MgCQO;, abo CaCO;
(xkpefimy) s 3amobiranHs deodituHizamii mirme-
HTIB.

Sk 1 1 OyAb-9KOT0 aHAJTITHYHOI'O METOY,
HEBI'€MHOI0 YMOBOIO aJICKBaTHOI MPOLECAYPH BU-
3HAYEHHS MIrMEHTIB € i BiATBOPIOBAHICTh 3 BUCO-
KOIO TOYHICTIO.

3acmepeosicenns npu nposedenni cnekmpo-
Gpomomempii niemenmig. Jleski 3pa3kd MOXYTb
OyTH KaJTaMyTHHMH 1 PO3CiIOBAaTH CBITJIO, TOMY IO~
TpiOHO M030yBaTHCS KajlaMyTi HeHTpU(yTyBaHHIM
a0o (inbTpyBaHHAM po3unHiB. OJIHAK, KOJIH 1€ HE
BIAETHCSL 3POOUTH TIOBHICTIO, ONTHYHY TYCTHUHY
3pa3kiB MOTPiOHO ckoperyBaTu. Jns Kopekii or-
TUYHOI TYCTWHH, TOOTO BpaxyBaHHs Hecrenudid-
HOT'O PO3CIIOBaHHS, BiJl TOKa3HUKIB MPH BiJIIIOBIJI-
HUX JOBXXHMHAX XBWJIb BiJHIMalOTh ONTHYHY TyC-
TuHy 3paska npu 750 um. [Ticns 700 HM «BUIUME
MOTJIMHAHHSD) 3YMOBJICHE KaIaMyTHICTIO PO3UYUHY,
T00TO po3ciroBaHHAM. OCKIIBKH ONTHYHA TYCTHHA
eKCTPaKTy MIrMEHTIB B o0yacti mornmuHanHs Xi b
3HaYHO HIDKYa HIXK X1 a (puc. 6), To U1 Kamamy-
THUX PO3YMHIB BiIHOCHA MOXHOKa y BHU3HAYEHHI
X b 6yne Butioro, Hix X a.

[Ipu npoBeneHHI aHaizy CIiJ] TAKOX BUKO-
PHUCTOBYBAaTH MiHIMaJbHY MIMPUHY MIJIMHA CIIEKT-
podoTomMeTpa Ta peTENbHO BCTAHOBIIOBATH JOB-
JKUHY XBHIIi, OCKiJIbKM BU3HAYEHHsI ONTHYHOI T'yc-
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Puc. 7. CnexTpu norinHanHs 3pa3kiB xaopodiny 3 Liriodendron tulipifera mpu BapioBanHi koHize-
HTpauiii xjaopodiay a i xaopodiay b. 3arannna konuenrpanis xaopodinie oanakosa B ycix 3paskax (2

mkM) (Bukopucrano aauni: Lamb et al., 2012).
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Puc. 8. Cnextpn norimHanus xjaopoginy a i ¢peodituny a.

tiHU X7 b, 30Kkpema, MpoBO/SITE HE B MAaKCUMYyMi
CIEKTpa TOTJMHAHHS €KCTPAaKTy MIrMEHTIB. Y Cy-
MapHOMY CIEKTpi HOTJIMHAHHS XJIOPO(DLIiB y uep-
BOHI# 00nacti morimHanHs X b nmpu HU3bKHX iHo0-
r0 KOHIIEHTPALisX NPOSBISETHCS SK PO3LIMPEHHS,
3 KOPOTKOXBHMJILOBOTO OOKY, MPaKTHYHO raycoBOl
Qy cmyru X a. Ha puc. 7 nokasaHo, sIK BIUIUBAE
30UIBIIEHHS YacTKH XJ1 b y cymapHOMY eKcTpakTi
X7 Ha crekTp foro moriavHaHHA. BuaHo, mo npu
30ibIIeHH] BigHOCHOTO BMicTy Xt b #oro mormu-
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HaHHS TOYMHAE TMPOSBIIATUCS BCE BUpA3Hillle, Iie-
pEeXoIsuM B IUIeUe CMYTH MOTIMHAHHA X1 &, 1 Bij-
OyBa€eThCs 3pYLICHHSI MAKCHMYMY CYMapHOTO CIie-
KTpa B KOPOTKOXBHJIbOBY 0Oinacth. HaBeneHi crie-
KTPH HAOYHO CBiJUaTh, 110 HEMOXIIMUBO OTPHUMATH
JIOCTOBIpHI pe3yJIbTaTH BMICTy XJI NpPH BUMIpIO-
BaHHI ormHaHHA y cMmy3i Cope.

MoxuBicTe Momudikamii GyHKIIOHATBHUX
rpyn Xi1 3a0e3mnedye MOsABY ILIOr0 psiay iX JepH-
BaTiB. Ha yBary 3acnyroByroTh Ti 3 HHX, SIKi MO-
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KYTh JIOCTaTHBO JIETKO YTBOPIOBATHCS B TPOIIECI
MiATOTOBKH 3pa3KiB POCIMHHOTO MaTepiany i
BIUIMATH Ha CHEKTPO(POTOMETpHYHE BHU3HAYCHHSI
KoHIeHTparii X ai X b.

Bnnue npomonis. @eopimunizayis. Y kuc-
JIOMY CEpENIOBUINI ICHTPAIbHUN 10H MarHito X
JIETKO 3aMINIyeThCA TIPOTOHAMH 3 YTBOPEHHSM (e-
odiTuny:

Xna+2H" — deo a+ Mg*"

3aMiHa MarHil0 Ha MPOTOHU NMPHUBOAMTH IO
3MIiHH CIIeKTpa TMOTJIMHAHHS MirMeHty. BinOysa-
€TbCSl 3HAYHE 3HIDKEHHA MOJISIPHOTO KoedilieHTa
eKCTHHKIIi 4epBoHOi Qy CMyru 1 HEBEIMKE 3py-
IIeHHA Y JOBTOXBHJIBOBY 00macTh (puc. 8). Ocki-
a6k XJT @ 3HAYHO IMIBUAIIEC KOHBEPTYEThCA y (e-
oditun a (Peo a) nixk Xu b, crocrepiraeTsCst ysaB-
He 3MeHIIeHHs cmiBBinHOmeHnHs Xin a/b. Hagite
npu pH 6 gepe3 30 roxun 6imseko 10% X a ne-
perBoproeThes Ha Meo a (Mazaki et al., 1992). Sk
BXKE BiJ3HaAyYasocs paHimie, GeodiTHHIZAII XJI0-
podiniB mpu BUAIICHH] BiBEPTAIOTH OJaBaHHIM
JI0 €KCTpareHTy KapOOHATIB JIY)KHO3EMEIbHUX Me-
TaiB abo TiAPOKCUIY aMOHIIO.

Hiss nyey ma xnopoghin. Xnopodin MoxHa
BBa)XKaTH €CTEPOM IUKApPOOHOBOI KHCIIOTH XJIOPO-
¢ininy, ecrepudikoBaHOl MeTaHOJIOM i1 (iTONOM,
ToMy 10 BiH Mae 2 ecrepHi rpynu npu Ciz; Ta
Ci72. Ilpu B3aeMomii ckimaguux edipis 3 JiyraMu Bi-
OYBa€ThCSI PO3PHUB CKIAJAHOEDIPHUX 3B'SA3KIB 3
yTBOpeHHssM coxmi  maHoi  kumenotd  (K/Na-
xJIopoidiH) 1 JABOX Ha3BaHMX CIUPTIB (peakxiiis
oMmiieHHs). BigmeruieHHs 3amumky ditomy i
YTBOPEHHSI BOJIOPO3YMHHOTO Xjopodimigy He
BIUIMBA€E HA CIIEKTp MOTJIMHAHHS, IPUHANMHI Yy BU-
JTuMil 0071acTi, a BIUIMBA€E TUIBKM Ha MEPEXOAU B
ynbTpadioneToBii 00macTi.

JIyru katajmizyroTh TaKOX €HOJII3AIlI0 B LIH-
kioreHTaHoHOBoMYy  Kimbli  (Hynnien, Ellfok,
1973). YV nonsipHUX PO3YMHHUKAX €HOJI 10HI3YETh-
csi 3 YTBOPCHHSM CHOIISIT-aHIOHA, SIKMH Mae
CIIEKTp, ICTOTHO BiIMiHHUK Bix cniekTpa Xi. EHo-
JST-aHiOH HecTaOlIbHUH, IIBUIKO aTaKyeThCS KH-
CHEM 3 YTBOPEHHSM Pi3HHUX IPOAYKTIB 3aJIeKHO
BiJl po3uMHHUKA. ETepHi pO34MHN HATHBHOTO XJO-
podiny npu noJaBaHHI COMPTOBOTO JYTY B MPHUCY-
THOCTI KHCHIO JIalOTh Tak 3BaHy Oypy dazy Momi-
11a, KOJIip SIKOi IIBUJIKO 3HOBY CTa€ 3€JICHUM, IO
NOB'S3YIOTh 3 PO3MBOM LHUKJIOIEHTAHOHOBOTO Ki-
TBIIS 1 TepexoioM Bia ¢GopOiny 1o XjIopuHy, Mg
XJIOpUHY €6.

VY cnupToBUX pO3YMHAX MITMEHTIB MPU KOH-
TaKTI 3 TIOBITPSIM BiOYBA€ETHCS PEAKIIisl aJoMepu-
3aii, sika BKTIOYae oxucHenHst C-13° TpumnerHum
xucueMm (°0,). TIpoayKTH OKHMCHEHHs (anmomepw)
MarOTh aTOM OKCHTEHY 3aMiCTh TiIpOTeHy, 3B'sa-
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HOro 3 KapGoHoM C-13°. YTBOpIOETHCS, HAIpH-
Ki1az, rigpokcuxitopodin (Xi1-C13°-OH). V noxa-
JBIIOMY, OCOOJIMBO B MPHUCYTHOCTI JYTY, PO3PHUB
UKJIOTICHTAHOHOBOT'O KiJIbLiA 3 YTBOpEHHsM Mg
xXJopuHYy €6, To0TO Tepexin Bix (GopOiHy mo Xio-
pUHY, IO TIPUBOAWTH O 3MIHH CIIEKTPIB IOTIH-
HaHHSA, 3pYLICHHS YePBOHOI CMYTH B KOPOTKOXBH-
nmeoBuit Oik (Seely, 1966). Mg xiopuH €6 Ha3uBa-
10Th T11e Xstopodimiaom (Seely, 1966).

@omoodecpadayis. BuzHaueHHS BMICTY TIir-
MEHTIB i criBBigHOmEeHH X1 a/b 3HauHOI0 Miporo
3aJeKUTh Bifl OMPOMiHEHHS eKcTpakry. CBiTIo,
0cOOIMBO IHTEHCUBHE, 32 HASIBHOCTI KUCHIO, CIIPHU-
YUHSE «BUIBITAHHS» PO3YUHIB Xiopodinis. IIpu
upoMy (ortomecTpykiiss Xa a BinOyBaeTbes 3
OB BHCOKOO MBUAKICTIO, Hix X1 b. [TokaszaHo,
30KpeMa, IS PO3YMHIB MIrMEHTIB B €TAaHOJI, IIO0
yac HarmiBposkiany (t1/2) Xu a ckmamgae 110 xB, a
X b — 240 XB npu ONPOMIHEHHI X YSPBOHUM CBi-
tiom 31,2 MBr/em® (A > 630 um) (Karcz et al.,
2014). [lepeBaxkatoua oTomecTpykiiss X a mopi-
BHSIHO 3 XJ1 b mij Ji€ro CBiTia Bifi3HAYasIacs TaKOX
IS 130JIbOBAHUX THJIAKOITHUX MeMOpaH
(Veltchkova, Picorel, 2004). Ockinbku ompomi-
HEHHS J00pe BaKyyMOBAaHHX PO3YMHIB XJIOPO(DiTiB
HE BUKJIHMKAe necTpykuii mirmentiB (dunynr, Kap-
nmuTckas, 1963), y mpucyTHocTi KHCHIO (hoTomer-
pamamis TITMEHTIB 3yMOBJEHa HOTO aKTHBHUMH
¢dopmamu. Mexani3mi ¢otoaerpanamii Xaopodinis
Ta MPUYMHA MEHIIO1 eEeKTUBHOCTI Mpoliecy y BU-
naaky Xu b me norpebyrotsh BuBueHns (Okazaki et
al., 2010).

Mis xnopogpinazu. llpu pyiiHyBaHHI TKaHWH
JIUCTKAa MOXe BimOyBatucs neditmmizaris X 3
YTBOPEHHSIM BOJIOPO3YMHHOTO XJIOpodimiay a, Ka-
TanizoBaHa xyuopodinazoro (Cusam, 3omorapesa,
2013; Syvash, Zolotareva, 2017). Ockinbku cy0-
CTpaToM XJIopodiiaa3Hoi peakiiie € uiie X1 a, Ipu
BHU3HAYEHHI BMICTY IIrMEHTIB CHiBBIIHOIIEHHS XJI
a/b y MmemMOpaHHHX mpenapaTax XJIOpOILIACTIB MO-
KyTb OyTH OTpUMaHi 3aHIDKEHI 3HA4YCHHS. AKTHU-
BaIli€0 XJI0podiazi MOXKYTh OyTH 3yMOBIICHI i
TIOMUJIKH ITPY BH3HAYEHHI criBBiqHOmEeHHS X a/b
Y MOIIKOJIKCHUX JIUCTKAX.

TakuM 4MHOM, Y MIPOLECi eKCTpakKii mrme-
HTIB (3 (poTOCHHTE3yIOUNX TKaHWH), Yepe3 UyTJIH-
BICTh XJIOPOQIIIIB JI0 PI3HOTO POy XIMIUYHHUX Tiepe-
TBOPEHb Ta CBiTJa, MOXIIHMBE YTBOPEHHS IJIOTO
psany moximHux crpyktyp. Lli  Tpancdopmarii
BKITIO4aOTh (heodiTHHIZaIlI0, KETO-SHOJIbHY Tay-
TOMEpIt0, OKHCHEHHS (ajoMepu3ailiro), (pOTOBHII-
BiTaHHA. SIKILIO IPU MacOBUX aHai3aX OTPUMYIOTb
Hu3bKi 3HaueHHs (X a/b < 2), To mainepire mot-
piOHO TpoaHami3yBaTH NPOLEAYPY BHU3HAUCHHS
KOHIIEHTpALii MIrMEeHTiB Ha MpPEeIMET YTBOPEHHS
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noxizHux xyuopodinmiB. ToOTo HM3BKI 3HAYEHHS
criBBigHOmenHs mirmMenTis (Xir a/b < 2), € un He
HaWIIPOCTIIIAM 1HIUKATOPOM, MOKJIMBHUX TpaHC-
¢dopmaniii mirMeHTiB, 0coONMBO y BUIAIKax poc-
JIMH, IO HE 3a3HAJIN CTPECOBHX BIUTUBIB.
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VARIATION OF CHLOROPHYLL a TO b RATIO
AT ADAPTATION OF PLANTS TO EXTERNAL FACTORS

O. O. Syvash, N. F. Mykhaylenko, E. K. Zolotareva

Kholodny Institute of Botany
of National Academy of Sciences of Ukraine
(Kyiv, Ukraine)
E-mail: membrana@ukr.net

Adaptation of plants and microalgae to the intensity and spectral composition of the incident light
occurs due to specific changes in the morphology, physiology, biochemistry and structure of leaves
and chloroplasts. This review is devoted to the consideration of factors affecting the content and
ratio of chlorophylls (Chl) a/b in photosynthetic cells. Depending on illumination level, the
ultrastructure of C; plant chloroplasts varies; as light intensity of decreases, the humber of granal
thylakoids and their stacking degree increase. Plants grown at saturating light intensity are adapted
to the rapid use of sunlight quanta and are characterized by high values of the Chl a/b ratio, the
electron transport rate and a decrease in the content of light-harvesting complexes (LHC) and Chl in
the photosystem II (PS II). On the contrary, C; plants grown at low light intensity compensate for
the limited amount of light energy available for growth by increasing intensely the content of
pigments and LHC and decreasing the Chl a/b ratio. The pigment apparatus and the ultrastructure of
C,4 plant chloroplasts, genetically adapted to high light intensities, differ significantly in mesophyll
and bundle sheath cells. The former are characterized by the presence of a large number of granal
thylakoids with a relatively low Chl a/b ratio (~ 3), whereas the thylakoid system of bundle sheath
cell chloroplasts is mainly lamellar with a low content of Chl b (a/b ~ 5-10). The relative content of
Chl b in thylakoids is determined by the accumulation of pigmented antenna proteins. The LHC
family of proteins includes nuclear-encoded integral proteins of the thylakoid membrane, which,
when associated with the main complexes of both photosystems, form a flexible peripheral antenna
to increase the light absorption cross-section. LHC regulates the efficiency of light utilization and
provides protection against photo-oxidative stress. In recent years, significant progress has been
made in clarifying the structure, functions and regulatory pathways with the participation of LHC;
however many molecular details need clarification. The paper provides an overview of current
knowledge of LHC biogenesis, starting from the regulation of the cycle of interconversion Chl a —
Chl b, the organization of pigment-protein complexes to the regulation of LHC assembly and
functioning under different conditions. The genes controlling these events are a potential candidate
for biotechnological applications aimed at optimizing the efficiency of photosynthetic organisms
utilization.

Key words: chlorophyll a, chlorophyll b, pigment-protein complexes, photosystems, chlorophyll
metabolism, mutants, spectrophotometrical analysis

BAPUALIAA COOTHOIEHUA COAEP)KAHUSA XJIOPOPHJIJIOB a n b
P AJATITAIIUU PACTEHUU K BHEIITHUM ®AKTOPAM
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Hucmumym domanuxu um. H.I'. Xonoonozo
Hayuonanvnoii akademuu nayx Yxpaunoi
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Apnanranys pacTeHU 1 MUKPOBOJIOPOCIIEi K MFHTEHCHBHOCTH M CIIEKTPAILHOMY COCTaBY I1afarolie-
rO CBeTa NMPOUCXOANT Oarosiapss KOHKPETHBIM M3MEHEHUSIM B MOPQOJIOTHH, (PU3HOJIOTHH, OHOXH-
MHH U CTPYKTYpE JINCThEB M XJOporriacToB. O030p MOCBAIMIEH pacCMOTPEHUIO (PAKTOPOB, BIIHSIO-
[IMX Ha COJIepyKaHne U COOTHOIIeHHe xmopodumios (Xu) a/b B poTocuHTeTHUECKHX KIIETKaxX. B 3a-
BHUCHMOCTH OT YPOBHSI OCBELIEHHOCTH BapbHPYeT YIbTPACTPYKTypa xJoporuactoB Cz-pacTeHHid:
IIpU CHUXKCHUHN UHTCHCUBHOCTHU CBETA YBCIIMYMBACTCA KOJMYCCTBO I'paHAJIBHBIX TUJIIAKOUIOB U CTC-
IICHb UX CTCKUHIA. PaCTeHI/IH, BBIPAIICHHBIC TIPU HaCBIHIaIOHICﬁ HMHTCHCUBHOCTH CBE€TA, aJalTupo-
BaHBI K 6I)ICTpOMy HCIIOJIb30BAHUIO KBAHTOB COJTHEYHOT'O CBETA U XaPAKTECPU3YIOTCA BHICOKUMHU 3HA-
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CHBAIII, MHXAHAEHKO, 30A0TAPHOBA

YEHHSAMH COOTHOLIeHHs XJ1 /b, CKOPOCTH 3JIEKTPOHHOTO TPAHCIOPTA U CHHXKCHHEM COJCpPIKaHHUS
ceerocobuparonux kommiekcoB (CCK) u Xa B ¢orocucreme 11 (DC II). Cs-pactenusi, BoIpaleH-
HBIC TIPY HU3KOH MHTCHCUBHOCTHU CBETA, HAIIPOTUB, KOMICHCHPYIOT OTPaHWYEHHOE KOJIMIECTBO J0-
CTYIHOM UI1 pOCTa CBETOBOW JHEPTMHM MHTCHCHBHBIM YBEIMUCHHEM COJEpPKAaHHMA IMTMEHTOB
CCK u ymensInenreM cootHotmenust X a/b. [TurMeHTHBIH anmapaT v yJIbTpacTpyKTypa XJIOpornia-
c1oB C4-pacTeHNH, TEHETHYECKH aJaNTHPOBAHHBIX K BBICOKMM MHTCHCHBHOCTSIM CBETA, CYLIECTBEH-
HO OTIMYAIOTCS B KIETKaX Me30(HiIa M OOKJIaJKN MPOBOAAMINX ITydKOB. [I7Is1 IEPBBIX XapaKTEPHO
HaJIu4gue OOJIBIIOTO KOJIWYECTBA IPAHANIBHBIX THIAKOMIOB IPH OTHOCHTENILHO HEBBICOKOM COOTHO-
urernu X a/b (~ 3), Torma kak TUIAKOUIHAS CHCTEMA XJIOPOIIIACTOB B MPOBOIANIMX MTyYKaX sBIIse-
TCsI 10 IPEUMYIIECTBY JaMEJULIPHOW ¢ HU3KHUM cojiep:kanueM Xi b (cootHomenue a/b ~ 5-10). O1-
HOCHTEJIbHOE cofiepkaHue X1 D B ThUmakougax ompenessieTcs HAKOIUICHHEM MHTMEHTHPOBAHHBIX
aHTeHHbIX OenkoB. CemelicTBo GenkoB CCK Bkiouaer B ce0sl s/IepHO-KOJUPOBAHHBIE MHTETPANIb-
Hble OCJIKM TUIIAaKOMHOW MeMOpaHbl, KOTOpPBIE TP ACCOIMAIIMN C OCHOBHBIMH KOMITJIEKCAMH 00EHX
¢orocucTeM 00pa3zyroT rHOKYI0 eprU(epUIecKyr0 aHTEHHY AJIsl YBEJIHUYECHUS TONIEPEYHOro CeUeHHs
mornomenus ceeta. CCK perymmpyet 3¢ (eKTHBHOCTh YTHIM3AIUN CBETAa W 00CCIIEYNBACT 3AILTUTY
0T ()OTOOKHCIUTENHHOTO cTpecca. B mocnenHne roapl ObUT JOCTUTHYT 3HAYUTENBHBIN IpOrpecc B
BBIICHEHUH CTPYKTYPHI, GYHKIMH U peryasaTopHBIX myTer ¢ ydactuem CCK; omnako MHOTHE MoJe-
KyJISIpHBIE JIeTain TpeOyIoT yTouHeHns. B paboTe mpuBeneH 0030p TEKyIMX 3HaHWH O OHMOreHese
CCK, HauuHas OT peryJisiuu IUKIa B3aumornpespaiienuss Xia a — Xu b, opranusanuu nurmenr-
OENKOBBIX KOMITIEKCOB 110 peryisnun coopku u pynkuuonunpoBanns CCK B pa3HbIx ycnosusx. 'e-
HBI, KOHTPOJIUPYIOIIHNE 3TU COOBITHS, SBISIOTCA NOTEHIHUATIBHBIM KaHAUIATOM I OMOTEXHOJIOT U-
YEeCKUX NMPUMEHEHHH, HAPaBICHHBIX Ha ONTHMU3ALNI0 3 (PEKTUBHOCTH HCIIOJIL30BAHUS (POTOCHH-
TETHUECKUX OPTaHU3MOB.

KiroueBble ciioBa: xiopoguin a, xnopoguin b, nuemenm-6enkosvie KOMNIEKCol, Gomocucmemul,
Memabou3M X10poPUII08, MYMAHMbL, CREKMPOYOMOMEMPULECKUT AHATU3
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