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Regulation of Xanthophyll Cycle of Photosystem by Antenna
Proteins and Thylakoid Membrane Lipids
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Abstract ; The violaxanthin cycle (V-cycle) ,reversible conversion of violaxanthin (V) to zeaxanthin (Z) via
the intermediate antheraxanthin (A),is a reversible switch of photosynthetic light-harvesting complexes
between a light-harvesting state under low light and a dissipative state under high light. Xanthophylls such
as zeaxanthin are known to play a crucial role in deactivating triplet chlorophyll (°Chl* ) and singlet oxygen
(*O, " ). Violaxanthin cycle is further assumed to be involved either directly or indirectly in the non-photo-
chemical quenching (NPQ) of excess light energy in the antenna of PS|[. Binding of xanthophylls by an-
tenna proteins of both photosystems is essential to the regulation and function of the V-cycle. Because an-
tenna proteins bind the substrates,V and Z,of the two Vx-cycle enzymes, VDE and ZEP, respectively,and
antenna proteins are supposed to be the site for the Z-dependent dissipation of excess light energy. The lip-
id properties of the thylakoid membrane have a strong impact on xanthophyll conversion. The kinetics of
violaxanthin de-epoxidation is likely to be limited by xanthophyll diffusion within the membrane. This as-
sumption is supported by the fact that the first step of de-epoxidation (the V to A conversion) exhibits a 4
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~#6 times higher rate constant than the second step (the A to Z conversion). The current knowledge sup-

ports the view that antenna proteins and thylakoid membrane lipids are essential modulators of violaxan-

thin cycle. Here a review is given on recent progress in the biochemical reaction and photoprotective func-

tions of xanthophylls, structural properties of xanthophyll-cycle enzyme and cofactors, the regulation of

xanthophyll cycle by antenna proteins and thylakoid membrane lipids.

Key words: violaxanthin cycle; antenna proteins; thylakoid membrane lipids; violaxanthine de-epoxidase

(VDE) ; zeaxanthin epoxidase (ZEP)

BEMYEASERLIRS WL THH
RN TEA=FHEREFHEE L FER T
i, HEEFERFT MBS, B TFHEER
KR EREEIOL MR, MR R AT otk
HERMZHEN, AFEHER T HAELHARENEER
wR., PEEREEINEF AN SERENIEELE
BRNPQ) AW, B THEREABY aApH
MHERFEHRY, EEFHELT,HEESFREOL
BEEHENEAKREESCCh ), BMERLUE S
¥z 978 S AE 8 0% 2 R B B B & 4K (light harvesting
chlorophyll-protein complexes, LHC) #t )\ — 4> it
RESTFHEELF -NHBHHEZEDT(<lps),
{BRTEH A RER X )b 5.0 Z B Chl” A GETE L=
KPERSHERCCH ), EIFBELELFT . KXY
HAY%~25% MM A B R Chl" B *Chl" 4
FrJA# (ms ) E'Chl" (ns B K, 865 O, R4
BAEMBRREACO). 48T LHCI PHH &
FEEOEE o M H RE AR & 1 BUR BB T &
KPChl™ , A LA B KR O, , T B ki) LHC I 7,
XA RN 100%™, EEFHEEZET, M
SR ME— R E B i Y R B R AR R DB RE AP

WA 5% RETHRFERRBEChl EMERT Y

PEEHAE TR . BRZ AR RAE B R AN
58 IS B U, J0 L 78 58 O A0 L th 16 55 M8
W TR FENZETE ., SRIEH, B4 ILMH S
PEEH(NPQ) SRR AT AR ER (A MEXRER
(DOWMERCHADBEMX, Z(BHE AEEBIE
MBEAEPREEFEENEMR. —HRAEE
(DTD R Ao NPQ i 80 E L . #IFEIF
npql RAFKGEZ £EFEBFFRALEB +,NPQ K
AR B AR 20% . HE. KB THERER
AR REY AP LSRR SR
S EMEENSH . HHh HEEEIFTRER 1L
P E Rk BEBENENY . 25 ABA &
B

HRTRHA 3 AR HRER,BIGO £]
JREI (Vx-cycle), R AETEFRA Y M HE Y

() P EEZER (Ddx-cycle) , RAETEF LLHER
friods Gi) - # BRI E LY IEIF (the lutein-epoxide
cycle, Lx-cycle) , (X & A L B AP U, KX
A REHE L L 47 36 8 S A o SR SRR SR LA AR Y
FHEERARE.

1 SR RBP4 SOV A2 fiE

BEREYMERMEAEAE RERKEA
LT, RBEEBLAARENPSID ERSK
L1(PSI) . B E b6/f REEM ATP BE A
Z5XAERAHEANESESHK, EPSTIMPSI]
FRg4&%F LHC, LHC IheE R WK ML 3t
BEERPASRERFEB AR ER NI RSR
PAEMAERREIEENSH. PST A PSTHE
A& BM LHC, 25144 % LHCI f1 LHC I .
LHCI X4 MR ERE RSN KL, WA
WKL EH CP43 #1 CP47 EHH MNEAFHA KL S
# LHCT a(Lhcb4, 3% CP29 B8 {&).LHCII b
(Lhcbl, Lheb2 #1 Lheb3 B B = B {).LHCT ¢
(Lhcb5,8% CP26 Z A #.44) f1 LHCII d(Lhcb6, 5§
CP24 EAHM) ., RESTELSD, LB AR
BHRKBEREERE(LHCID Mg EH X RE
(LHCIa.LHCII¢c f1LHCIId). PSIWEGHETE
KAKEMERL LHCIb, A7 LHCI b &
EAMKBERBELARMONMHFEEML/I M
EH. "EXBEAFETHYERBEBENREAR
BEpE4hkL HeRAHFEEMT LHCI A —
BN S E S S5 EA (CP29, CP26 1 CP24)
EDY HEERBAREHEHEARVBAELNIAEE
KREFRA),HME ABAMIEKRERDOKTE.
LEYH AR EEIE A2 ER ZHWRE.
ZANATLGES B RER =4, T EE R LGE S
Y NREBIETHEAM.

FERSHEYN - LGB EENEETRE
0, iy & 5 F R 3F E 4k B§ (violaxanthine de-epoxi-
dase, VDE) 1 £ XK # R 35 E 1L B (zeaxanthin epoxi-
dase, ZEP) 4L B9 UE 3R RS (B 1) . VDE f{b 5 8
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Fig.1 Biochemical reaction of violaxanthin cycle

ROBAREERBAEEKRER (A, FHEH
b ARIFEEBEKK(Z); ZEP LA R 8 R
R4 ZAE - RAERER A ABEY —KHF
SER V. BIEER, VDE fi FAEKE, ZEP
fLFHEERER. EXERGBAERS VDE &
WHE X, HEREEE pH WiEHl. EXBEEE
pH /hF 6. 207, B A i35 I 88 (ASOOM 4 A4 A
F0f, VDE BiE . ERASEARN. B VEFE
R Z 7 10~30 mint'*), VDE M 7E L2 K BE
fEpH WER R R B ERANGEBETAHE ZHH
B oMAEMRNIE R B, ZEP #1b Z R AL E B
VU, 30 3R Ak S L BT 5 B 1) R B 3R A B L i
EETEIA 5~10 45U, BET, X T ZEP EHM AT
BAKRERE, BAMERR, ENHREALEMHT,ZEP
BT R,

HE 1987 £,Z RAFAM PST B EREafE
A RERE, AMIA ME L EREFR O EE, I
PAAK B (Chlamydomonas)™ #1485 3% (Arabidop-
sis thaliana)™ S H RN R K B RIHAT T K
BHME. HEREEW.ZEHRESHBRTI
HhEXEER. H—-REPSIREKEBAY S Y
B FE B R (NPQ) , #E RN B 3 & BB (FFiB qE
Pl qE BB T AR B ok B S BAKB R 7 B 0
NPQ 443) ; R BAE N R BIKEIE IS HBE L &/
FeRERMI AL H=—2 0 &7 NPQ# dl
HA(GXMHBEXNAM P, S E5XMH S
BRUSL M, Z(E AR VORIBEEAKEY. £
REEBARA D BRI MBEN B AESES.
T7E qE ML .2 R EBIERERBEER HE

SRR,

2 FEFEEFMMHEET

2.1 EEFEABREMTMER

KEMEFRE FEQHE VDE M1 ZEP, E{1£
BEH 6 M ) B8 45 & [ (lipocalin proteins) H ] 2
M URESNIEHREBREEN 2 MYIESE
O, S MERAEY P REEAEHRBR
Z, ENAHELM=REHMBLKINEET . KBS
BHEA 8N REFATH B-H Ef 3 M ERTH
BAES L BRI mE - AR R NSRRI
4 o BIEAR KD REFEAMELNFEDA
BREREH EETaFEANFRRHRBBEE
CARMWMIS «BIEHR . BHEEONRAKEH
REH,B-FERRIESHREE R —1 BRI . B 4E
MR A TESRY,. AEY 40 A, 5y
BERORAERXMEBRA"FH, BE 50K
T, AR, VDE BRI EEE A K
5+ ¥ # 3-OH-5,6- 3 A4 W (A 2), AR RE S
EERHKE .

VDE i B H 4 53,1996 FH KM K i 4E 3¢
(Lactuca sativa) P EH L RKBIFFE P £ KDY,
VDE& S8 M HERBEE. WY FERN 39.9
kD,SDS-PAGE {484 F& X 43 kD, %51 45 4. 57,
SLW L 5. 48T, A AL T NS U 2 bt B
(Cy) BRX, RGN DTT WM HI AL, ¥
KR B, WX EHEEANLZAK 134 Cys 79
1A, ECRREESHERNBBEFX, ¥ K
K - BIESH . BERFISHEREV.ARF
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YiFR R IR R VDE 9 — 9 45 1 = B A o, 20 20 i 4l
B A B E (Lactuca sativa) B VDE B & &
MAVAE 9 MR E AR, #F pH 5.2 F1 5.7 B
DTT %t VDE # #0 il ¥E FH 2 W ¥ %), 7 pH 7. 2 B}
DTT % VDE Tl fE A, X il A fE BR P Sk 14 T
VDE H it it R gL FRE, MAETH pH T
BMaFHM _mEEES FHI. VDE 4 FH%
R HEWAARE T oH EM A, %, BEREET
M % VDE &4 276 pH 5. 8 M S RE ik (& B AL b
Hil 48 (MGDG) . % # J5 R 3K i B2 (ASC)H)
AT IS

ZEP BE-AMHEEMEDIESEA, A
MRS R R S R B R
w3 cDNA, 5 VDE —#,ZEP S A B &EH
GhEHy BRI B Z e &R ELA
. Bl fEMER ZEP F, KK & 103 MEHBR
RE, B ORIEN ZEP KiZX & 65~73 15k
B, FHit, RREYIF SRR ZEP #9555 A8 AR,
5 VDE #3840 U dE K2 . EBE B RRT
BAHBITI UK AR S . ZEP ZRRNEARE ., #
Lt EE R 5,6 PR ALY A AR N TE R
I 50,55 0t b BEAT MU0, ZEP MRS pH R 7,50,
2.2 SERBABERYTNHEETF
2.2.1 MEMBE(ASC) VDE FE ASC{ERE
B VRN ARl — S8R 24, Brat
I § B 93 E WA, VDE Bl pH & FUAK # ASC ¥
B, EERE pH H 4.7.4.8~4.9.5. 0 Bf i) ASC 3%
4y BIFER S 0.5.3.0.30 mmol « L ', £ pH 4.5~
5.5 5, VDE 7] # 10~20 mmol « L™ ASC 1 #1;
1£ pH 6. 0 Bf ., VDE R A fE#E 100 mmol « L. ' ASC
. REEFENEL BT ASCHRESTHE,
{EHE M iS¢k )y ASC K Fr ik RS B 72 10 ~ 50
mmol « L™'™I 2 8], BF7E X, B E & VDE
R# ASC ¥ J i B & pH 54 R AE A MIMY,
HEALME K VDE M58 pH 86 W &iE
pH JEE S AR m F& & pH, X F 2R3, &
pHETF,HF ASC W H A fir. R T ASC g5
PR AR RN, T2 B A RIKE TP,

X R ASC A2 VDE W4 HE 7.
H#EZ VDE Wit k¥, 3 18 ASC fE it Y M
KU HH KX K# T pH 24K, In7E pH
4,5.5.0.5.5.6.0 B i KA 4Kk 0.3,1.0.2. 5,
10 mmol « L', (A EEMEMEE pH M T %,
K& RN, METWEERAENDY pH 4.1

i, R A 0.1 mmol » L', S, HUIA AR AR
¥R (ASCH) 4 (£ ASCH ) pKa=4.1). #
MBI M BRAE A VDE 3L IR H R 2 1 s i 0 B
TR, R R B fT R B X (ASCH)
ASCH 1E 3 P 1R 4 B F F1 JI 7 it 4 ] T VDE 4
kg HFERAFAK UMEKRRE VDE B 1
prleesst) | Saga N I XTHIRE ST VDE EFE #AT
EHRT EEFNBI TFPFEERYNERERKE
3 T112. D114, Q119 f1 Y198/T245, i# — % A
AutoDOCK #### T VDE-¥ #HE-M K MM =
TEAERE 3D EAE 2),
222 ¥ERBERHEMBET LHRBEHRIE
FAh #7544k 5 3 T8 30 0938 LA K, L
W E R R E R T 4% ZEP.NADPH,FAD, & &4k
REEAFOMSFE" . CAEEARBEHRE
EHEAMMEMFRECBETERSNNET. F
. ERAEABRFERREOA LA NADPH-
Cyt P450 E AL B, W ZEP T E LA K ¥,
Bouvier 27 A 3% § NADPH W T £33 Fd.
NADP' &4 X i # & Fd, & J5 3| FAD. & &1
FADE1MEAFERER 1 AMHRAKTELEER
f1id #) (hydroperoxiflavin intermediate), % ¥ [H)
YREN AN ERETFE ZEE5HFFE 14T AR
1 5F H,O, T — 25 #E 4T [ i 52 BL » B o 18] 49 R A
.1 MERFS AGRIFTELISFVRLAT
H,OM

ZEP 4L T 5 IR -

Zeaxanthin(Z) +NAD(P) H+ O, = Antherax-
anthin(A) +NAD(P) " +H,0

Antheraxanthin(A) +NAD(P) H+ O, = Vio-
laxanthin(V) +NAD(P)* +H,0

3 EHEEMEIKIAT

Wit AR npgl (B %& VDE) #l npq2 (B K
ZEPMBI R AMMIAEEFHHERRBEANEE
P FE npql M) H, B VDE A REE B E K
HR(Z) . PSTHEME, B8R A b 21
e, SRR Z B T AR A SR A AR B
MM A, BEAPEMANIIGE. 5HAMER,E npe2
RAMYH, B FHE ZEPHMET KREW 2,4
AR P HRR T A EE AT IR A IE L2
RNPQM, HRFRE KM npq2 YK NPQ st
BRI BROLRERI A & AN npe2 M
PLHCI =Rk miae 0" LRER Y,
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(H A>VIHEEELZRE P RN (H Z>A)
[y — 57 3 o A VDE 8 4k i 527 50
AR AR5 B AR R B P B PR DL 2 &2 8
A, R H A A,

SR ZEP B YE ML o] B E OB B B o
RODAOMEH BB S K 6 B #EER (Do F#
JRAE BT (DUOAUE — 2 R i . TEREHE (Bacilla-
riophyceae) .4 % (Crysophyceae) ., 3 8 ( Xantho-
phyceae) . 7€ ¥ 3 (Haptophyceae) Fl H B (Dino-
phyceae) XEF R LA Ddx 1535, (B1E = M
# (Phaeodactylum tricornutum) B g Ddx ¥ 4,
ZAFERCRH R R A R ERBHAT, HEH
JRAG A o 3 30 AL BB —#E 5 72 Ddx EER P Ddx Bt
HAAIE R Dix & BAE L T R RIKKAL pH K4
THAT R ) F A R ESR TR
B, 1 Dex [ & #| Ddx #9386 5w ) &2 85 B8 pH 86
BT, B2 T pH BEMME. £S5 T
Dtx 3L AEFITE 15~30 min 2R R TEH
RIEA S Z A ErERT.

£ = fa s 3 b, A B 47 76 48 8 W18 26 Al Ddx
TEES X RE AT LUE S DL gt . Ddx i B3R E Ak
TERE V BB A fE AR 4 £%, Dix f1 Z 1935 5
R . MAERF/RY D Z WA EE
R48  HE I H R R v] fE 2 ZEP R YW AT A VBE 2R
BEo-Mer—-ME=fmEEPHAR, B,
Bt HRMEY T ZEP M= MBI ET Dix 3%
FALBER TS TE .

3.4 ERIEEMER

3.4.1 5 EAMWEMRRA VDE ZREBEmEHK
WYEEA L EK pH B R EIKELE &, s pH B
HAEAESE " VDE @S T CRnSE
FIRIRS 4 VDE 4F His RETE VDE 5K #
KEEASIEPREBEEMMEM. £M/K pH KM
F.i% His R FAE# H . 51,8 VDE &2 1k,
MY VDE S amam™ . H5h. 1 C
A B Glu BRIt A A His A URYHE - 5

MIB M, 7 VDE BB L HEH
MGDG. B A A EW"-. R VDE i85 MGDG
HAERBEE S AMT&ES. T VDE M 5 56 AT E 4
A7, B MGDG FEMULIE VDE B H A
KEIRREARH 4~38 £5., A X MGDG 4k +y VDE
{3 MR UL IE VDE M HLH B 305 kA B
#091, FRINN VDE KEFEVLES & B 2K 81K R
EL TR AERE & MGDG ##) , B F AR

o7 S AE e & A0

A—H T, EEN ZEP B B2 B 7 28

REARERE  REAEIMNIE ZEP EHNFEAS
A MGDG # DGDG ) 2 i ¥ #1707,
3.4.2 JEEREHEYSME  Yamamoto/ L EHKIEH
TEERZHT MGDG 8 F VIRA BB EE,
WAV B ETE B 28 A MGDG 4 1 4 B 1% A
F,V Tl IFE A B A m#Esh 5 VDE 4
A7 VDE M4 T A AA AR AEiE g,
#ks:7E VDE B4 IL T 58 BUAE — W 3R b IR A
B Z, #F MGDG B4 B4k 45477 KR T
H MGDG ANAJ BE T2 B A, 338 A TE JUR AH N £
RILEHY (H yp 58775,

Sprague %My g T — A A THIBEE (PO) 5
Bk, ZIEFRAESH MGDG 1 V/Ddx, &4 F 2
PRRES. SREW, Hy 45 W REL KB AT
—REFE N T RS R i i Bt

TE AN THE B b,V 8 Ddx B9 1B 55 48 10 7E B
# T MGDG/V 8 MGDG/Ddx # .6, V 7E 5 &
A B U2 8 ol ot ) 1) B B R IR MGDG X, X1
VI B ER E AL R AR T VI i o
mF Hy 457 MGDG X, A EATE M AR 8
HEsh iz g, X E A AT VDE fE4b 5 kB
AL R A R Z. P B BE BE 2 B (PED OB
MGDGHER IR iE, B F TREMN LK S
KU, MR PE M4k 5 AT LU K 2 AR R 1
iy T VDE W& # . K2 VDE 5589 3% &
F P A HAE A E VDE M35 #°. MGDG A
DGDG #Yy 3k &8 2 B 2 M T A4 47 (9, T PE 1
PC A MR FHLE. BRI MGDG 1 PE #)
WA TSR VDE # 4 1§ ¥, BT LA R
VDE @it 55k HERE R M B (MARE M
HAEFDEIATE R BB B,

Hy &M RAMEERBANAEST. K
2943 20 A MGDG (8, PE) A+ FHal ifg 1 4~ V 4
F. B4, E 100 4 DGDG (5 PO 4> F L fE A
14V 47 ,{5 V 72 DGDG (8 PC) J& B ¥ g S {4
R BELERE AL, B PC Ml DGDG A HETE B i
ReM, ABEAENAWRG WS VDE A FHEH. B
 EREE R AT LA NER BRI V B HF Ak
YERTE S A Hy S MRS 1750,

V #1 Ddx IS AL =4 Z Fl Dix £ 98 19 B
Wt FmEEEEMER. SHERE —-H,Z 6
R B FEY . Laurdan %566 i
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trimer) , W # —FHH K T C,S;M, 84 F 8 & &,
C:SM, B TEAEREMBEIF R REAN.
4.2 PsbS EAMKR

Li 4500 29— G R 5 R B
MEREH(PHS EA)EAEK CP22(HTBH
22 000) s AN A RUH AR OL BE A A 1R AT 7 1
RFEBIROCRETL TN, 5B 55EH, PsbS
RIERHES  TUALBEESEHBH &
fEM¥i s PS4 AHYS LHC I X444,
PsbBSEHREAR T PSI/LHCI B4 TE&HKE
R BERES PST REMAR™ . Hik,
PsbS AL & MAMME W PUX BH —HE
BAREHAE"WER ., 7 E(E BK#H T
EREREEERFHBEN NPQ U5 £HT.
PsbS 2 R TR, LHC I K& K 4 £ T
BB RARS . XFE, PsbS BEH 5 1M AT 0 #3535
NPQ W “FF7 gl “ %™,
4.3 DEHAERMRRIFEEEEER

Horton % $2 1 7 4 e 4k 2 18 K g PR 7578
MR E S, BERMT. (1) BHRRE. TH
BRET, R EAE pH B k. PsbS(E 5 i)
frF PSI/LHCI Z&/kH C.S. M, BE & %1
ShELPSH/LHC I B & 4K 8 3F 1L i 58 B R 4
A HR & (the nonprotonated violaxanthin-binding
state) ,SEFFEEZ N ET. (1) EHEH ERE
(violaxanthin qE state), BX/5,.K %k pH &
iR (B AL ERD) , PsbS 5 2 (R E SO A ) B 4
TEEHRTN LHCI MR R EEAIFMEREE.
F By, % # B (V) £ VDE #4 T IR % & .
CSM BN FEAERHFABERRS (A5, DD,
(M %54 FKHEHK qE R (zeaxanthin binding
qE state), —HEHRERIFEMTE R E KRB R,
MAVE A TFE A &M LHC 28 8948 5 1F 15 5
H—H MR FFHERZRMER, (V) BB
VK AR A (partly locked in the quenched state), g
BEOGHE A BREA, REAREZ S EE 7. pH #iE
i, AHSED.PsODSHBESHERZBZHER. L
WiER LHCT BERE RAME(E S IV, REFH
L, 51 PEHkMER, EXERAE ZEP #L T B #
AEMERERF(V), I T ERYEN ¥R
HEEREE. ERKAEA CSM, B0 FRE
TR ERET T BERRE, BRIEERLKER
[FERHRERE.

Johnson %1 435Il B BB 6 2 5 0 3¢ B Ak ot 4

1R A1 %k, SR ¥ O fth %) 88 45 (freeze-fracture elec-
tron microscopy) Fl ¥ Y3t B £ & 145 (laser confo-
cal microscopy) HR , # B T 3k b 3 B K (NPQ)
WS CSM, B E &KW S B HIERE, 3
BE—HIESE T Horton %W 42 4 (AR S AL 2 K 1
VRS EMBE R st . R b — 25
# [ Horton MZEMBRI MK 6, SEBILET, K%
PRz e pH TR, ApH A8 FRE & &+ LHCI
MM REZ, R, 285E V) BEAEAER
EXERD,VHRAEAEHARE LHCT B4
H5PSI4rE.

5 & iR

ERTBEIERNAAFRERAE S EREMETH
RARBES A THRERECRES Z B & IT
X, VDE WiE ™2 BI2L Bk pH EMEE,
HAEYLEKE pH E/NT 6.5 8 VDE 4 fe44&
BIRRIKREE |, VDE A gl b, ffk V #2552, U
BRABERANBTAA ZHRR BT R
REE BRATET 4 Z, WM AR, ENH
Y25 FHOAIEIR, AT LAFE 15~30 min P35 30 & R B
KA REDY ., ERFR/ALAIV.ARD S
ARG REE O WG G X & TG A &5 MIhEE
WEBEITE T LEN. REEAEAEVMZ.V
Wit G REED L2 AW ERRE VI Z
o, FEHURRE AR 00 o o B R T 5B R B A
(VAR DR FE#R. —FE,V IRFELESE
T VEXBREBE LMY BER,H—F
E,.VDE A ZHNESRLBEEL MELESE
B & MGDG, JE U AH7S A BY 45 44 (Hy 2540 i
FoEXA Hy &P 2% VB SH LR,
ZEP L ZH M V. XA B AR E E S E &
HF.ZEPBEXLEASEN ZENEY, A
AEREM TR Z, X — ¥ EA VDE €& AR,

TR EERGE LT EERE IR ROLR
PGB T AR, REEEMBAEXT £ H K
AR TERARLIRE THREHE, X LR
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