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1. FLCOHIC -kEREIBT/ A F-

HEMME LG EEDICEDLETTRXTORAEREMITI IO T /A4 FEHK
THENTE, 2 iaT7 /A FEZALTWVWD (== etal.2006), £7=, *X&
RAEMTIE AT 2 A4 FIZEILT 7 a4 FEICFEET D, 77 24 FEIZIE, K
FTREGERER AR VRV EBEEERBFELTEBY, o XL XF —EHOE
BENEZ 5, EFR I (PSI) THRZRXALF =N EFXLF—ICEBIND
L&, KaoTnbEFNGIEHRNIN OKGHREIE), AN EET D, EFIET 7
ANF )T =, T a b bdf BEKRERTHAFERT (PSD ITInEIND,
PSI CHZRX VX —EMMNEZ D, FE T2 NADP'IZ/niE 4L, NADPH WA T 5
(1), =X X — 3RO HLAETH 208, BRE 72T L X —1TI5ME
BEEFRL, ¥ N TEHEOER, BERER SICBRILEEZ KITT,

a7 A RiE, 84 YT LA RBEHEKITH G Lz CioHse & EARE K &
TOHEBILEHTHY, RILKFZFTHDIIuT b, BEAZGLERENM WX
v T o KBlEND, InT A REFIHZAXALX—ZRINT DN, Fan 7
ANV D XTI ERICERZ &R, a7 2 4 Rk, b= %1 ¥ — %24
AL CHE =XV —2 8B LY, VI NMELEWEBETRZ LTI VAL
EFMHELELVT D, bbb, BARTIEIeT /A4 RIZERHBME, bk s
WolzfZgF#HEAH > TWD, KfaTiEL, BMEREVLEHRIZETLIeT )4 RO
Ba e BBNCOWTHRRD LI, huT /A4 ROXBEEREICE L CH-2m
REMBNT 2,

2. LEREEBEICHESTHAHOT/AF
UTAE O FE s S MR B oA I L » T, HIEFEZREERB LI OY b7 o L belf
BHEKRICHEEST 2T /A4 FORBBESCEPAL N TE, 72, 7 /A
JTVT T I T ) A RERBET LAY U RXIBE LD, HEREEICHA
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TH T ) A ROSFEIE, 7ana 7 4 V0K 20%IC *ﬁ%’lﬁ“éo:h%@

haT ) A RixEI [377:17/%3%47‘/%74/W”ﬁf%0 BOS H DA RIS

I B-T T UoRFES L, BAMEESRITIT R F74/1/§E75>n%/:.\?“675>, <a
Doy FRITAEMEIC L > TRR D, :ODET‘W&, FEmEEMATIC LV S TR o

T-hwas A ROy e REEZiR

0.,
10, H,0,, NADPH
OH-
AkOT
&
FIAAFM pan, o CYtbe/f
I—A

Hzo '/2 02+ Z H+

X 1. 7‘5/\52 5 115 2 81 O Y

PSII TOKNREICE > THELEE SN, 77 A X7 —/L (PQ/PQHy), ¥
ZA = bﬁ/f%ﬁ/\fi& (Cytbe/f), JeALF % 1 (PSI) ~& {5 I 4L, NADPH #4875
(FRHED, MIETTE, MEZX VX —E LN EENCRAE L (RRED, EER
% (102, 027, H20,) HBAEL 5,

2-1. REZRREHPDLDEERICEETSHBT/ A F

PSII O A& 1L, HEWNES T 7 X7 7 U 7 5 HEE X L7z PSIT A 1K O 5 S
AT N BB 5 272 > Ty b (Ferreira et al. 2004, Kamiya and Shen 2003, Loll et al.
2005, Umena etal. 2011), PSII /X 2 &AETIEEL, PSHHEEKEHZD 16 0 DI 1
TIARREET D, TOIH I HFIERNT o 2AMB-H T ThH5H (Loll et al.
2005) . KIGHLEFEKT S DI, D2 7 2=y MZlxEnEN 1+ hues )
A FRFEEL TS, D2V 7a2=y MIHAELTWD B-A T i, BEFHLENRK
ELTY RN bsso N LEEFBHICEET S EELLNTWVSD (Kamiya
and Shen 2003), F 7=, KIxH L4ES $#7n:y N CP43 12 3 431, CP47 12 5%y
TohaT A RBEETH, oM, AV 72=y boFicbres /A4 K
NFEEG L TWD,

—F PSLICB L ClE, M T 2 N7 57 U 7 Tk 3 &K PSI, LY CTILH
HIR PSI OFEMEENH BT > T b (Amunts et al. 2007, Jordan et al. 2001),
HEES T 2 X7 7 V7 TiE, PSLEERESHTZD 22 5FDhhaT /A4 RBFEEL
TEBY, BTEENLZOS TN B-Tu 72 LM TV d (Jordan et al.
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2001) . 2253 F D 55, 10 57 F I PSI S H D PsaA/B 7 = v MIHH L T
Wb, Eholhus ) A4 RNE, v—A Y7 2=v k PsaF & PsalJ, B XOH&E
RFE O BEBEEIZ/LE $ 5 Psal, PsalL, PsaM, PsaK + 7 2= MIZHFEAHL WD
(Jordan et al. 2001), PSI & PSII O KIS H LEGEOEEOHELUERER STV 5D
N, Kb hrzea 7 o Vi Toahe s /A4 ROEELWEOR CHEHALTWD
(Nelson and Yocum 2006),

2-2. EXMEERIZHEEITSHhOT /4 F

FRE RO kE B ClE, MEWNTEME O light-harvesting complex 11 (LHCII) 7% PSII £
etk xR EEARE L THEEL C\W5, LHCIL X, 3 BRZEMRT 5 EHE i E
B A (B ERES TiX Lhebl-3) &, HEBKTHAET LA F—H T 2= |
(B2 EME®) Tl Lheb4-6) I KBS 4, £ PSIH KIS H LDBEEER LB FHE
K%z LT\ 5% (Minagawa and Takahashi 2004, Nield et al. 2000), LHCII 3 &K ®
M EITIH O NIRRT, HEARLTLV 3RDOEREBAMVZ L DT RS a 7
A0, 8 F a7 4)va, 651D )b, 45510 T ) AR
NFEET D, £, 204 1T0IaT ) A4 RIEFH > b7 40 ThHY, TONR
X1 TOLVT Ay, 1310 FXH o F v, 250FO0OFH 2 M7 00470
s ) AR (B, BTV oF o, TaA TV TFL, TUoTrIxhoF
DWF D) TS (Liu et al. 2004)

PSI £ 56t # o /% 7 4 1K light-harvesting complex I (LHCI) (%, #L# % & 3o
MOk EAEY) T PSIAEHEE & L CHREL CW5, =2 K'Y (Pisum sativum) (25
7 % PSI -LHCI #& M # 1& £ 8T (Amunts et al. 2007, Ben-Shem et al. 2003, Qin et al.
2015) (2 &V, LHCI ®% 7 === k (Lhcal-4) I%, Lhcal & Lhca4, Lhca2 & Lhca3
D2 DODONTrE A7 —R3IFIT PSI HEERO FMIIZHEGT 52 ERARI LT
5, 420 LHCI ¥ 7 2=y hTlX, Z7uu“74/ba (4555 1), /aua~7 4L b
(124F), B-m7y 4onF), viA4y 5HF), V144 7% rF (45
+) WEESHLTWS (Qin et al. 2015),

2-3. b BLb/f EERICHEEITSINBT/AF

YT a A belf EEMWIL, ¥ UREEA Qo, Qi AWM EITRD L DT 2 &K
I L CUW 5 (Kurisu et al. 2003, Stroebel et al. 2003), H &K H 7=V 1 551D B-
v T R, YhrZurAhb M7=y MIHA L TWSD (Kurisu et al. 2003),

2-4. hOT /A FeHEaTHKEEZG VNI E

FROBEEERITVVTNOF T a4 REX XV ETHLIN, InT ) A4 NEiEdE
TOAEMEY VNIV ERGFELET D, TO—RBIA Lo YhhaT /A RTaTA v
(orange carotenoid protein; OCP) bV, 7/ N7 F U TR FEFEINTND
(Holt and Krogmann 1981, Kirilovsky and Kerfeld 2012), OCP %, 7AKD a~VU v 7
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AMBIRAONRKERAAL L E, 2 KD o~V v 7 AL TR BEMNLGRD B /AL I
EHie C R RAA bR, FAALA v E2EREIKOC1InfohaT /A F
NiEE L TWb  (Kerfeld et al. 2003, Leverenz et al. 2015, Wilson et al. 2010), % @
v 7T A RE3-ERRFT XX /) U THLIN, =FR /), BT F 0,
A EFY U TFUobHAELTEBZMET LI ENAMLNA TS (Leverenz et al.
2015, Punginelli et al. 2009, Wilson et al. 2011), OCP ®AH[FE Z > N7 'EH & LT, ~V
Iniiwes ) A K7 a7 A (helical carotenoid protein; HCP) &\ 5 7 7 I U — ¢
fFEL, OCP ® N Kifi FAA VMo Dhzb b, £ AT /A FRFEETD
EWVHEEN THIE LTV D (Melnicki et al. 2016),

3. AT/ A4 FDENRKEE

ENOEL L THET LIV T /4 RiX, Z7aa 7 e HICERMEY XY
BIZHEAGLTWD, Zaue 7 VoEFMPIETST /7 B ThirolizxtL, 1nT )
A FoREHEMmEIBLZ 0 a LY (== etal 2006), TO=dIaT /A
FiZ, i< oz 7 4 VICHEZ X LX—%2EL, Z7oo 7 4 LOMBIaFEE L
THRLTWL, EXEEARB IO LEARCKEAGT 2T 7 4 NiZT
RTEHFIZI/mr 7 A VRFELTEY, £ 2 W ITEE =1L X — O #it
(k) ITFHELTWVWDHEEZDLND,

4-1. KR PFPLADLDRE - ITRILFX—DHEE-

T ) A ROREKEIT, o TOoEREZEML T XL X —2## I 5
ER & MALERISICE > T 7 )V =PIV ZMETHERICRIENS, 2 2 TiT,
WRIT RV —DHEA = AL DODNTHRRD,

EKEWREDOZ7ove 7 4 VT —HETHLIN, LT oL “HERE~ERET D,
IDELE, A URBIG ETHEZ RN —NBES T ~BEIT D & —~HIER
ENRAET DL, “HERBERECTIEX, 1a7 /A4 RO XA X ¥\ 1T/ en 7 4
NOEZX XN L VENTZD, Jea T o nbhas /) 4 RO R )LF—
BE@rEZY  s7en 7o vopERETEMNIIND, —F, Zer T o nb X
NX—ZZ TWMoTchhuT ) A4 FIEERICAZHBL TEERE~LERED, Zh
2LV, 7aua 7 4 DL BESTF~OZIXLX—BEINY T O, ~HERED
EAENMH SIS, —FH, ZaT7 /A4 FE—EHEBRZAKOHBEEIZLHFELS LTV,
TRV X—EN ORI —EHEBREZENOLIET /A4 RO VX —BE#NE
U, SN e T A4 RIBAL ML CTEERE~ERED, InT7 /A4 RO
T XX —HEN T, R T EE S OIS L TS (Hudsonetal. 1982), A HIR
BT, e T A FORBE EHEGEN IO LICRD L, —HERENEERE
NEMT2ZERmMmoNTWD, 2k, & _EEEE S 102825 L, — &
HEFROFEREID Q=R AV X —HAR TN L2DTHDH (== etal 2006),

X TN AL, Jaa T o VORRREOHEICEE 2 &RE 2 H -
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TWd, ¥ b7 40 A4 2700, LHCHICHAET DT 447X FonT v
TIXVUTFUERTET IV U FUAEEBRINDIBEMET, 2RI RLF
—WEAN TR 7T 4 AL EETRLE —%2 % T D (Demmig-Adams and
Adams 1992, Yamamoto 1979, Yamamoto et al. 1962), & D 7=, |2 FHE = /L X
—NBLE L THEIND, 2OXFY U N T g VEBMINE, V4 A TFF T
TERXF X =B S, ZOBERIEEIZT 7 a4 FEAL—X OBk
W&o THEMALT 5,

TN T U T T, OCP AR ARFET R LF—D#HEEH S TWD
(Kirilovsky and Kerfeld 2012, Wilson et al. 2006), = % /L ¥ —HuktbHsiL, ¥ b
T AN A7 ERRRICT FOREREOMETHL0, 7ru 7 4 L TEHR Y
TONRITIVTHENOETHLIEY VERPLHET R VX —2% T 5, 0CP T,
BELTWVD3-E R/ LD HERITL, 460 -480 nm T IR K

T, ZONRIIZ X o T, OCP 13 = /b 3 — Bk 58 73 A R 7e 16 PR AL~ & 25
SNd, TEORFAAIN=ALFLTOHEY ThHDH : U)ﬂﬁﬁ¢ﬁﬁﬁféxﬁﬁ
A OCP 28, HFENLHAHORKIZ LV IEM(L~ZHT 5 (Wilson et al. 2006), &
PEAL OCP TiX, OCPINDO AT /) A4 ROBMT XV BAEL, ThiZfkts> TN
K RAAL D a~U v 7 ATHEALTWE C Kim K AL R4, o FRNICE
nTwichas ) A4 RPAINCENT 2 X9 tEE~ L &b 5 (Leverenz et al.
2015), & HIZZ D EEILT, c:ﬂeﬂ%}\%l4 Yy B AL N R R A A vy, 4
HMEEEE 74 a )Y —b0aTHaIlbdT R T a3y T =0 3 BEOVY
VA —EEICAYIAA THEA T D (Harris et al. 2016), 2D &L X, hus /A4 Kk
EU CBFESRILT S L TREIREZME L, ER = x L —2 PSII RS+ 0
~BEHTLOEZMEI L TS EB X D (Leverenz et al. 2015), Z DT R /L ¥ —
HEME XY TH Y, ML TIX fluorescence recovery protein (& & - TAR{E M
Bl~L K% (Boulay et al. 2010),

EHMEAERTHAZ IV —BOREL LT, Z7ru 7 0 VEBIERS W
b b, =X A X =D FERISICHOND &7 vr 7 4 V@ EICRITER T L
MHIREE ) & 72D, MALFRIGUSNDOER T v r 7 ¢ L@ IR K N 5 8L
G0, A FHIE Y (nonphotochemical quenching, NPQ) & FEZiL D, FH > b7
ANVHFA 7R OCP IZLDHTRALEF—DHERIX, T INVF—DOMERTH
D, BIEFEKIBICED2ET X LEF—DHERTIERNZD NPQ I D
(Niyogi and Truong 2013), — AV, KM TIEINPQ BEm< 2V, JLFR DMk

CEEREEHZH > TN ERMBNTND

4-2. R CLADGLDRE -V —TPhILDHEE-

BiE CII b FERISE D WVWHEZ R L X —DOEEICOWVTIRRERN, = 2 Tl
kRIS E LTI T ) A RN 7)) =TGP WNVEHETDEZAD=ALIZODNTIR
/\“‘éo
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BT CIE, AR EFLESICBWTEBEOBE -V E/REN, T0O—H0n
MBELRBILT DI EICIVENBRENEL D BES FR—EBEFELIND & A—
N—=FFH A F (0y) , A—=RN—=—FFH A FRIDLICELIND LWMBILAKFE

(H202) , 7= PRI IV MBI KBZENRELCINDEE R LT UH L

(OH:) WEKRT 2, huT7 /A4 RE, N6 T7 VNV EBTORZEIT>TT
CVANEEETHI LN TE S (El-Agamey et al. 2004), L2»L, VB ALHEED
BESHBIZCOWTIEAH AN SZ W, £, a7 /A4 REZ7 VI k54
G O b 2 #il 3 5  (El-Agamey et al. 2004),

5. AT/ A FICEBRIEERDRE

aT A RIE, BETFTCTRHE/ e 7 4 VO —HEBEZHELLEY, KEK
BIGEMIGHOLAECREEREFLZHELZYD LTEBRILA L AEEEZB VL TY
LEEBEZOND, ZOHKET, BEEMICEERKDO ED T v X THEILA N LA
LOREFEIZHFLGLTNDDEA I D, BT TIEIRERIEERELSITKRTT 5, 2
DBGIIOLIE & MEiEi, FITHEZEDOE W PSH O RIENREKF & 25,

5-1. PSIIMKXMAE L EFHBERDE R

PSII O SEPHEHAE ICIL, WS O H 5, FlxlX, 72787 % —H A4 RELT
1%, BEYE T T PSIL OIS H L THRAE L —EHERRFE D, PSIL G H O D1 # 2 ox
7B A BEEEEL, PSHZRIESHEDLEEZ XL TS (Hidegetal. 1994, Keren et
al. 1997, Vass etal. 1992), Z D&, —HBERAEANMGICFEGT L2007 7 A4 NI,
PSHOHEEEFMICEHF LG T EnE2bND, —JF, IEHFEE ST X 7= Two-step
AT, K REOG & it T 2 MBERAEER~ T 7 7 22 —=PEEL (FFIC
UVRHEN) 2RINLTHEL, sl & lleosTPSHORISHLBIEET
HZENFEZHILTUWSD (Murata and Nishiyama 2018, Nishiyama and Murata 2014,
Ohnishi et al. 2005), Two-step a3 X N OB 27 &, 1EMEEE 31T PSITIZ B £
BELEZ KT TOTIERLS, PSHOBEAZMET L2 Z LRI TWD, PSILIE,
HFTDL XU NTERBEEZ T D0, EEEEICE > THSONITERE S LGk
EHEFRFL T D, BIERMICE, BEAZIT7Z DL Z o RXIBEDSE, DI # 7 E
DFFRER, DI Z X7 ED PSHIEGKR~FFAL T ot 7% T PSI B EHRE
S 415 (Jarvi et al. 2015, Murata and Nishiyama 2018, Nishiyama and Murata 2014),
DI # " 7HX, F7aA4 FELIHEAGLEYVRY —LTXRTF IR HRIN
N5 PSIL HAMKICH A& 5 (Tyystjarvi et al. 2001), ¥~ 7 /N7 57 U 7T
Synechocystis sp. PCC 6803 (LL T Synechocystis) Ti%, 5t FTO DI # /X7 ED
BHLERRIL, A= "—=F % FOmBR KT, —HEBHEIC K > THERM R OG
DO\ THEINDS Z &EN/REA TS (Nishiyama et al. 2004, Nishiyama et al.
2001), & 51T, B EKISICE 5 3 28R K 1 EF-G 3 X O EF-Tu MM F#E I
LFoTHED VAT A VKENBRILIS N KIET D (Kojima et al. 2009, Kojima et al.

H. Takahashi-6

BSJ-Review 9:55 (2018)



TaYI £ AR 9:56 (2018)

2007, Nagano et al. 2012, Yutthanasirikul et al. 2016), X T, ZiL5H OFHRK F O
IR AT A R E ) VICEBRT S L, DI F U X7 EOHBA P REEL,
JPLE A FEF T S (Ejima et al. 2012, Jimbo et al. 2018), £ 7=, EMEEEE N EREHE
A—=N—=FF T RPALZ—BEBIONF T —E% Synechococcus elongates PCC
7942 TH@MEIEBL T H &, MK T TDl ¥ o "I EOFHHALIEE L, PSIT O YR
ENFEFIT 5 (Sae-Tang et al. 2016), T B DRFFEN S, X X7 HEAEKZBILE
EOET 2L, PSHORNHEICEETHL EEALND,

5-2. #MEEEHOT/ 4 FOBERZK

i L2k 212, IeT /A4 I FERESEROTBHRCREICHETH D, B-
a7 EER T X R\ Synechocystis 1%, AER 2 PSIIE G K EZK T3,
IST R S TITAE TE 2 (Sozeretal. 2010), Synechocystis TlX, =F%x /v~
EBT XV UTFT U, ENERB- I T D ME, B-Ia T o ~DOKEEE DN
X VA& D (Takaichi and Mochimaru 2007), Z D& kixTZ N, B-H a7
v MeBESE (CrtO) , B-T a7 U KEE{EEESR (CrtR) I X Vit X5, CrtO X
R (crt0) TEHZF R UPBRBRALLT E TR L, CrtR R (crtR) Tl
BT X F oD BRHRALLT £ TRA T 2% (Kusama et al. 2015, Schafer et al.
2005), B T CHi#&Z T 5D &, crtO, crtR, crtOcrtR ~HERBHEDO NT NIZB WV TH
KA RIEENK T 3 528, FFIC crtR, crtOcrtR (2B 1T DMK T IX3E L (Schafer
et al. 2005)., ¥TEE, ZDOXHRI T /A FEHEESR KRB O A RTE MR T,
PSIHH O NFLEICEK T 5 Z E LIS N TV D (Kusama et al. 2015), & 512,
PSII O NFHFILX, RBEEORETE LRI EERNOKTHRERE > TWnD Z &
L, WX FTT DI ZUARNTHOHBAEKPETTDZEB8bhoTD, 2
crtOcrtR TlX, BT TO—HHEMEOHRADNEZE LIEMLILZ &b, IuT )
A FIZ—HEBEOFREZME L, ¥ X7 BAEROBILEE %\ T PSII O
FLEZEMLTWVWD Z ERNEX LD (Kusama et al. 2015),

OCPIC LA =¥ —HWikb, Va7 /A NZXDHFERORED —H L
LTEFHND, OCPIEFAETHI T /A FEMLT, EAMEAKRT r 2L
U Y —=LIZB W THE T3 /L¥—2Hii#d 2% (El Bissati et al. 2000, Wilson et al.
2006), OCP % K48 L 7= Synechocystis 22 Bk Tl = % L F — O Wk IEME 2 WA L
THY (Wilson et al. 2006), ) F THE I LD NPQ 2K 7 5 (Kusama et al.
2015), OCP # /R T 5 & PSII OEHEE NN T L, SHEENMEE T H (Kusama
etal. 2015), F£7- OCP RE TIX, BT C-HEMEOREEDHM L
(Kusama et al. 2015, Sedoud et al. 2014), OCP & FIH BLLE TiX, = R/ F¥—0DHk
W TEME S RIS 5 Z & 23 S CTuw b (Wilson et al. 2008), OCP if3 % %
BIEE TIE NPQ O HI <. PSII O FHE O fRFn, DI Z > /X7 EH O FHH A O 5
Ao TWnD (BREUEMT) . Lo T, OCPIZ L 2R T 3 /L ¥ — 0Bk
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BLO—EHERBRFZOREMEIL, 2o 0B E2BILEENSI#EL, PSII D
EEZREL TPSIORHEICES T2 RN EZLND,

6. EHYIC

AT A FIFERGCFEL L THEELTWLETTARL, BAKEITHY L TR
HZEDOTERVWHBILA ML ZAOBFIZHEL>TWD (K2), hueT /A RIZ
FH=ZHH 7 vn 7 4 LR —EHEEEOREREOREMIL, LT R, FFiZ PSII O
WP HELST A2 ERNMON TS, ZNETHIET /) 4 RN —HIHABED L
ZIHI LT PSIH OXBEEZH S EBZ2O6NTE N, EFE, haT /A RRZ v
NRIBERE —BEBRICL2BILEENOEHEL, LT T PSII OEHE %R
LCHILEEZBMT LN TRBRENT VD, 5%, TOREEROEMR A D =
XAfEAREIFEES N D,

BIINDEERK
DT HE

T w5
HzOz,
A EHEEO /> OH-
Se A%

W T F—
DR

H,0 %0,+2H*

X2 YEkicBFshuT 2 A4 ROKEE

ar /A4 RIE, e o VOfBitEE L TENEELZH S, AT,
HH/7oue 7 4V BHERZEOFEIREOMIEIZ L D= 2L X —gik,
it OREMENCHFET D, BFEOMENS, huT ) A4 Rk DIEMEERSE
DFEIMEN N2 R TEEROBILEEZME L, PSIOXMAEEZEMT D
BZHS>TWVWDHZ ENRRBIN TS,

< M = (1]

g

AFRIZIST R KA EEE I F— LA TF o P T 7 oun v — 1k A kRE
HEOER B2l KEBEAFEICH T CEREIC NA MR BMBEEOB R, BXO
JSPS Bl #F 2% JP18K06276 (Y.N.), IP18K06275 (H.T.)D B Z 5% 1J 7= % © T,
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