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N =g

HAREMZE > T, RITAERIIHNED LD THD, L, TNHONE
RCRE ) & BRIDIGIZ S B AR, 1R & 72 o 73 A F R IETERE R (ROS) D %
ADRREEZRD . bR I (PSIHDAEEEIZ S35, PSIT ORI SERRE &
FEEANTERY . AROIFHCHIOELZ S X 23, ZD X 5 AR R ERERIC
LT JEE AW X NPQ(non-photochemcal quenching) & U 9 a5l 72 Y = r L ¢
—H AT RN X IEMMT DR A FIESE TN D, TRETIC, 3FEEHOE
B2 NPQ NI BTV 5, T T F(LHCI) % PSII 7> 5 L% T (PSDIC
BE#hXE2FICL > T, BE= L — 2l LRI ST 57200 qT 7
TUF 7 PSHOHLE NI ETh % PSODAD) ZFAE S E 5 FIZ L - Tl
Rl e xNX—% TN FERT 2 FE2 g7 F o7, =2 o
7u hOARIERIC L > THEEINLS 7 a7 4 v tHmORD 25 &k 2
TQE /=TT ThbH, ENPLHLITE LB, o & bRV T5l
EHZIEINDNPQIL, qGE 7/ = F U7 ThD, My 73 NEFATIE, #X¢
T T & o378 (LHC, Light harvesting complex)(Z &7 %, LHCSR1 35 LY
LHCSR3 % U /N7 EN Z OREREICEE G T 5, ZHETOHREICL D &, LHCSR3
LS T CHBLFFE S 4, PSILIZ/R{EL, LHCH & PSH-LHCI-LHCSR3 #
BEKREERT D, -, BEYEFTIET 7 24 REAMOL—X o7 a
RN EH L, LHCSR3 X qE 7 = F o 7% 54 %, LHCSR3 # /K L
B BAK npqd IFFEIESRME T CIIAEGFT D 2 ENTE RV, TR, 20X
YNIBEIZV I REFTATEEZFETLHEDOFEOERTH DL LRI N
T&ET,

—7J57C, LHCSR1 % F 72 58E 54 T CHBLFHE 4, LHCI TIK pH {KFDH
HDOWEEEITH>ZENMbNLTWD, EEHD gE Z = F U7 OEFRTHD
LHCSR3 (DWW CIERE BN ED 5T 7228, LHCSR1 (ZOW ik
T LA LIS TWRN ST QE 7 o F U T DI B HERED T80
AR L OV 2 f T 247\ . LHCSR1 O JRTE & HERE & AT L 7=,
LHCSR1 |% LHCSR3 &t Z X T E T 87%DESN DR —M%NR D 5, EDOF
FEnD ., ZOMFZEIL, LHCSRI1 X LHCSR3 @ X 5 (Z PSII-LHCII-LHCSR1 #B#E &
KL L. QB 7 = F U TIZFHET LV RED S & TITo472, LHCSR1
DFBO T DMIBIXIRN R T CHEEIN., 77 a4 NENHEEESNTZ, 77



a4 RIS EIEMA] o -DM TR LS I, & o7 BEAIRIT Y a B E L)
i D BRI K 0 2y B S 7z, LHCSRI DRTEZ D120, mOnEESh
&S E 2 HNWT Y = A% T 24T > 72, L L. PSII-LHCII-LHCSR1 ##
BREHERT D 2 LT TE b7z, BOESME T Tk, LHCSR3 (2~ LHCSRI1
XLV DI NELPREE LV, g xI2, EffE7e LHCSRI O RTEE ] 6 H
2T 5720I121E, £V %< D LHCSRI #EEI T 57200, oy 7558545
& RN T BN H - 72,

Fex OWFFEEEIL LHCSRI 28 UV & F CTREMICHIFEIND LW FEE
HEMC Lz, £2C, 14372 LHCSR1 2#EB S8 5720, 7% UV F
TERT HT-OOMAONIENBERE SNz, ZOFH LWEEL AN TEEIR
Teh TN G T Y a B E AR O EE ATV, OB S e A %
AT = R X At Z1T>7-, LU, IEfEZ LHCSRlI ORTEEZEZLTH
B 5T D HENTE 2o 72, LHCSRI O RIEEZEHICH 5 20T 5L T
7o 7=, b L LHCSRI 78 PSII-LHCII-LHCSR1 BB#E A A Z DTN TH B
LTWaEa. PSIL EIET R VX —{HERENZ > TWDHIETTHLH, ZD
RERIZES & PSI 43l &2 W CHOGFHFME 21T > 72, L. PSIL 70
TN —HEERENEZ L > TV enolz, ZOREENSG, LHCSR1 OREEEIZT
7 aA REO M LOBRETRbNTZONE LnEE 2T,

COMBEEMERT D0, RSN TWRWT T aA NiEE AW CEEH
flEZIT -T2, ZOFER, LHCSRI IS T T, F7 24 FiE LIZE W
TERAF—{ERENZ LS TWDIERI LN LRS-, &572% LHCSR1 @
fRT D=0, F7aA REEOZ XAV —BEIZH LT 52 &2 HMIC
Fluorescence Decay Associated Spectrum (FDAS)H|E 1T > 7=, & DfEH. LHCSRI
IRERMESM: FIZ BV C LHCH 75 PSI ~Oifit = % L ¥ —DBEh 2755 L T\
D2 EBHBIMNIR Tz, AT, 3FDILR KM Z W THOEFF il
ExITHo7-& 2 A, PSI 7% LHCSR] (KfFD T L F—HEICHG LTINS &
EHLMC L, B 0RER S LHCSRI 13 = % /L% —% LHCI 75
PSIICBEISE S Z &L, PSIZ=RLF— T v 7L LTHIHL TS
ERERROT B, Z OFEREIZ. LHCI 2> 5 PSII ~D = X)L ¥ — Dz S,
PSII DAREEZ BN TV D D3 LIV, AHFFEIZE VTl LHCSRI O RB1EA
HODZTDENTERN->T-, L L ZORERIE, LHCSR1 23k = % /L%
—BEIOTDIZTF T aA N ETHRERS /X7 EOMITFEL, HEFRIZ



TR ITFEA L TV RN EN) Z L EZRLTWDHOE LitZey, L,
LHCSR3 (2t~ LHCSRI1 (XX > /X7 BHIZ X D RESHEE L TR, ThzicT
7 a4 REORELOIEEE T LHCSRI A bivlz, W 5o rfetE N FrES
LHZHELEZOLND, EfER LHCSR1I ORTEEZH LNICT 570X, E6725
FRNT S LETH B,

[ Abbreviations |

NPQ: Non photochemical quenching, LHC: Light harvesting complex,
HL: High light, LL: Low light, LHCSR: Light harvesting complex stress
related protein, LHCSR3-P: Light harvesting complex stress related
protein 3 phosphorylated, @LHCSR1-H: Light harvesting complex stress
related protein 1 high, LHCSR1-L: Light harvesting complex stress
related protein 1 low, Chl: Chlorophyll, ROS: Reactive oxygen spieces,
PS: Photosystem, = PSBS: PhotosystemIl subunit S, PSBA(D1):
PhotosystemIl subunit A, CP47: Chrolophyll protein 47, Cyt:
Cytochrome, PQ: Plastoquinone, PC: Plastocyanin, P700: Pigment-700,
WT: Wild type, Ilhcsrl: LHCSR1 knock out mutant, npg4: LHCSR3
knock out mutant, npq4/lhcsrli: LHCSR1/3 knock out mutant, PAR:
Photosynthetically active radiation, @ SDG: Sucroce density gradient
centrifugation, a-DM: a-Dodecyl maltoside, GBLP: G protein
subunit-like polypeptide, = FDAS: Photon decay associated spectrum, A
PSI : Photosystem I mutant, A PSII: Photosystem II mutant, A PSI/II:
Photosystem I/II mutant



(5 )

I LD F A=)

WA E X, X =D B/ET NI LY (LR BE O A % &
HMTORTH D, HERAEMIALTFRIB IO OFMIC, £L7 77
KN ETHDH LHC 85 (Allen and Staehelin, 1994; Elrad et al, 2004) .
Z A Lz mr 7 40 Chl 29l & L7t a @RI L0 i B
- T 5(Green and Kuhlbrandt, 1995), EIZHAKIZHWDLFEDO TE 5%
400-700nm DO FAH DN, Ziv% PAR (Photosynthetically active radiation,
SARA S E) E v o, KO S 1E pE(umol photons m2s1) TH i, &
HOES BT 2000nE FI2E TET 5 6B REMITIROLIZ S 6 SHTZER,
HEREARNPOWIN L=V F—2 2 TEERICHW AT TE R,
BRI TR S 2 T R F —NEFICET 5 & BRIZDEHRFEET D,
TRV F—DOWINPEZ D&, —HEHZ nr 7 LOCh)AFA L, RV
DY ETEDIREDHEL &, sz 7 o =EHERELZEEL 5

Do ZORAELTE=EHEZarn 7 4 VL, HEFEMNELS, EOZ R X —
1T 02 122 TS H, BB BOIEHEREEROS) DAL DN 5
(Krieger-Liszkay, 2005), ROS I EARMIZIZ A —/3—FF 3 F(Og), & RuF
TV ANMOH), A FabrrXa XA R(H02), —EHEEFEOOIIZHHE
Shod, TR 1D (PSID o /"7 ED—>0D D1 ZAFH) L& L
THHEAZHE . — &2, RKREFEROET., BLXUONARDONEORK T %
< BBHE & FEIEN TV D (Long et al,1994; Muller et al, 2001),
Absorbed energy

Excess light energy

Absorbed light energy

Used light energy 1R Tickir s
for photosynthesis =N ADY 3 %

Exposed light energy



MRE DA R E 25T 5 NPQ/

HEMRAEIL, BRRTHVIESCHRWVEREOF THHEICTE D L5, wmElic
BRI XNF =2 ZRR AT X VX —IZEH L TIHET 5. NPQ
(Non-Photochemical-Quenching) & FEIEN 5 3L L 72 AT A &2 REIH T
% (Muller et al, 2001), ZAuid, JERUSFRHIGIFR I LV S D E0t x5
BELTHWS Z &Ik THRIEESN D, BRERAICTHV BT & 72Ot 6E
HNO—FEOFEIETH D, HilE, b5R IR 2 R T 7
T2 R ELHO) N B EA SNt VX — 1T, —fdot e LTRELND,
— AR T EZT BT RN T =2 Z DD I Ry AR
LT < FRFFZ XL =PRI 72 0 Ic< We, JERRFFRCEEIRIE
EAERELNEEDITVWD, ZIODORISITHERFZICKIGE LT Z
HHDOTHY ., Hha R ol & Z i, EIC3EY Oy TERIND,

INPQ D553 (qE) (T (gD

o &b RO () THIE R Z S NAMIGIE qE 7 =T U T BT
N5, RISXARIHHTHY . F7 a1 FENO T v b REARLOTEMHLIZ X
- TGl 245 (Briantais et al, 1979), 2%V, JEIREEFC = 2L =21k
FREOVWIREND & R T OBFIAETNL LY . F720132 b7 v A bef
D IZ LV ERIKRT T a1 FEIZT e b OREARNPERSILD, LL,
7'a R UREAEEZ W ATP OA RSB WM DNz Zhupdg| &4 L7
D qE 7 = F U THEREY L R B AR SREF S LD EHEREN A 71T D,
%IRRT 5, qE B Z XV BT a U EREET X o THERE D BREN AN
HINTND, ZOKEEIZOCh) OB E a2 d S, fER72(02) D3
Azl L(Aro et al.,1993), 77 A h% ) T — L ORMIRBL ELE, £
FT7 aA FENOGEZR T v F AREAREK AN TS EBEZHNTND
(Kramer et al.,1999),

qT 7 = F U 73+ UNREORRE Tl & E Z S, PQ 7 —/LDlEd
IZEDIEM eSS, 7T E R ELHCID D A% 1T 225 kb5R 1
~BEIT L Ll koTHIERIEND, ELT, =¥ —2 PSI Tl
EEIND—HEDV AT LD ExfET, —MRKICAT— TP v g LT
. WA REE OB R VX — T v 2 &5 TS (Allen, 1992), Z D



BB, BRFHZ L > TTIZA MR ) T —AR b L, 7T A RF ) — LR
¥R v L bef EHEKD Qo A MIAEA L(Zito et al., 1999) L. % L TENIC
X0 IEMAL X372 STT7 (2 L5 LHCII @ iy 72 U U ERfkic K - CHiIlfE 41T
V% (Depége et al., 2003; Lemeille et al., 2010),

ql 7 =2 F o ZI3ERF R ORFME THl 2 Z S, HOLSRIME R THRAL
7ZROS KA D1 DYV T 7 vartvrZ—0OECEEL CHEEIIND,
5T PSIT O & [FIRFIC D1 & 287 B OBRI I i L SR DRI 2
2> TW% b DD(Aro et al.,1993), EEOE S BN EN G S Z &
1% (Takahashi and Murata, 2005), FtsH 7 v 75 7 —Y I t#EE 452177~ D1

IR B - T d & &b (Malnoe et al.,2014), Z D gl 7 = F 7z &
> TPSIIOMEEZFE < FIT LY PSHICEFEI/ = Rf VX —2 2 FEST Z & %Tfﬂﬁ?'
LTWo, HbFR T IHEE (X —r ) —AN"—)RBENEEbhTN5H7®H, q
& I D — @“C?)é & B7ed Z L3 CX 5 (Tikkanen et al., 2014),

(77 IFREFTADQE 7 = F U 72D BIR

Hob L REWEHEI TSR SN TIREFTAD qE 7= F 7\
LT, RAFERTBHBEEINTE 72, Lis18 (TS COs RZIZ L » THE X
n2 LHC Z /" 7EO—FTIEH LN, RELORENZ DWW TIT#TH o7
(Miura et al., 2004; Yamano et al.,2008), T4, 55T T NPQ O#FE )
X WERIK npgd NHBES -, ZOERKT LHCSR3(Li818-3) 23 K
LTEY, @R TICBWTNPQ OREJINA WTIZH L TEHELIIKTL, £
BRI T TSR T 5 2 L 3R &7z (Peers et al., 2009), U2 XLV,
Li818-3 X > /XU ENKkEE 7 7 X RETFT ADqE 7 =0 F U JICHEADRK T TH
HZENBHBMNE /o7, LHCSR31ZIFEA ERH—D 7 rE—4—TCTXE I
7z LHCSR3.1 & LHCSR3.2 OEEFICKALE LD, WTNOBET1HL LA
BREND X R BT L WECY % 6D (Erickson et al., 2015), Z DX /X7
HiZpH B> 7 CTHEE L. ZORFEMREANLH B S 272 > Ty (Liguori
et al., 2013; Ballottari et al., 2016), E{LFH72EBRIC IV | Y THE I
LHCSR3 Xt %% II o #@EAKIC/mIE L. PSII-LHCII-LHCSR3
supercomlex ZHT D Z EICL o T RAXF—HEIZHFEGTHENRH LN E
72> T A (Tokutsu and Minagawa., 2013),

—J% 7 7 I FEF A3 LHCSR3 Oz, B 2MU72El% % F-> LHCSR1



BRI B R0, Z DX 7T LHCSR3 & 87% D FA[EM: % £ (Bonente
et al., 2011), LHCSR3 & [Al— DYtk EIZ/F/EL Twb, LHCSR1 Kk
JOVLHCSR1/3 —HEZAERIK%Z H\ /= In vivo DEERTIX, LHCSR1 75 NPQ (&
FEHETDHZLENHALNE 7> TV 5 (Berteotti et al., 2016), F*7- LHCSR1 %
LHCSR3 &R U & 52K pH FIZBWTHEAE L, LHCIL IZHR W CHSEDH EI
FHHTHENHLNE 2> TS Dine et al., 2016), = X 512 LHCSR1 i
NPQ ~DFE N BN/ > TNDITH 0 6, fi#fr2y LHCSR3 12k~
ENTEY, MAOEEN D7, LHCSR1 ® NPQ ~DOF G N L E
o TWDHEENSL, VT I REFTADqE 7 =0 F 2 T OFEME R T 572901
I%. LHCSR1 ® I LR LM BMEE L STV D,

2H-0 4H" O:

25 HMHTICB T A qE 7 2 F U 7,
HALFR I O )L — il 2 i L, A%
BENLSFo TV 5,




[ Z DGR SCORFFED B

AWFFETILFREE Y 7 I REFTAZHW, ZONPQ D qE 7 = F L 7D AT
=L LY DIFLHCSRL Z U RV FITHEREEZ S TDH, 20X /N7 EDOHREL,
F 7 a4 FELETORE, BEYE R X —IHEICEDAIEEZH LTS
ZEHREMIT, BB - B - T EWT - R TREE O TR 24T

7,

10



%1% LHCSR3 @ REDREIAR L O npq4/Ihesr] 25 B AR D fRMT

_}#igA_

WEINETOREIZLD &, ELFERMITIC L - T, LI X - THREL
78 Sz LHCSR3 1% PSITIZ/TE L, PSIT-LHCIT-LHCSR3 #B#E A 4 % 2k
THREICL > TBEA= RN —HECTFLETIERTA LN ERRSTIND
(Tokutsu and Minagawa, 2013), = Z CAZFE TliZ, LHCSR3 & {El7=fkd% % F5>
LHCSR1 b [RIERIC, 7E(HL, High Light)(Z & - THHFHE ST PSILIZRTE
L. PSII-LHCII-LHCSR1 BHEAKE KT 5 FIZ L > TR L F—HEILH
I WHRHET-T, EEzEDLIFEL LT,

WFFEBRAA Y F), AWFIEEE CIrIBrAk (WT, Wild Type) 7V 7 4 /L=7 K
Niyogi i+ X v #24t %5} 7= LHCSR3 X8k npg4 & LHCSR1/3 " HARIK
npq4/lhcsrl] ® 3FDOH = 1RA L, LHCSR1 KEMKEZIRA L CWihoTz, F
7o, AWFFEETIE LHCSR1 OHUAZ 1ERi K OMREF L TR0 7z, £ 2T,
npq4/lhesrl (23T LHCSR1 A RET HFIC L DB AMNLF L L, %
(1247 9 LHCSR1 DAL FR 72 fBNTIC X @ B 2 Bl N Bk S5 72, LHCSR1
DFENTIZIENE D | W E ORI A2 S MRIZ L T(Tokutsu and Minagawa, 2013)
PSII-LHCII-LHCSR3 % HE+ 2 720 OFBER AT 5 Z L 12 L 0 AL ER
DHEAEFZ1T > 7=,

11



AR - BEE

WT. npq4 (ALHCSR3). ¥ X O} npq4/Ihesr1I(ALHCSR1/3) % VT, a7z
FRHI(HSM) | T, Z T OMIIIZR LT HLGK 400uE) % 4 R 4 L7z,
EHBHBOY TN ERNTEEA A—2 v 73E (Fluoro Cam ,Photon
System Instruments, Brno, Czech) Z F\ T NPQ DOE#E 2, K OND = A X iR
Hric X v LHCSR3 OEZERBDOMERZIT-72, TDOFEH, NPQ I WT CT—F &<
FHE I, npq4/lhesr] T b K-> (X 3), 72, LHCSR3 X WT OA T
HL B ORFRN - TINRRICER D R S 7z (K 4),

WT. npq4 (ALHCSR3). ¥ X O} npq4/Ihesr1I(ALHCSR1/3) % VT, a7
FRHHSM) T T, £ EhOMlaixf LT HL () 400uE) % 1 B S LT
P FNEEI LT, BN F L& VT, RT-PCR %17\, LHCSR3.1,
LHCSR3.2, 3 X' LHCSR1 ® mRNA R N&Z — 2R L7 2 A, npg4
B L WM npq4/lhesrl (23T LHCSR3.1 3 X O*LHCSR3.2 O RN R STz,
F7o, TXTOKT, LHCSR1 O RQ#ER S 4172, LHCSR1 O K ITAR A
YEa=T v avili B REISNTND I ERPALNLER->TED
npq4/lhcsrl IX1E TIiE720 mRNA 257 528, 1, ¥ X7 EICHERRE D
H OORER TIZZ2V, 2, RNAIZER SN D032 7 BITHIER Sy, o
WT IO AR B 2 b7z (K5), e NPQ OHIER K26 &, HL MU
12X > TIEHEZ LHCSR1I A BHEH L TW\WD EE X BN D npgd ([T,
npq4/lhcsr] [MEVMEZ R L7220, ZOFERIZ EFRRORGL A R LTV 5
PLEofER %2 5% 2% &£, LHCSR1 i+ HL ﬂdi?f HEINEE L. NPQ OBK
G T HEN R EINT-, GBLP(G protein subunit-like polypeptide)iZ
BEMEY R TETITeWeY, a3 br— L LTHEH LT,

ZORERAE S Lz, AT o7 WT, npq4, 3 & O npg4/Ihesrl
2SR B EFHI(HSM) i C HL 4560 7 C 15 BB 21T o 7o, B o ¥ v
TN HNTENENDORNET 7 a4 NEZHEEL, o 2 ¥&E AR E OS5
BiE1:(SDG, Sucrose-Density-Gradient centrifugation)ﬁi Ko THIBS N

7 EEERDITEEZAT T2 T ORER BEICHE D H -7 WT, npg4, IZIM A,
npq4/lhesr] IZBWTHIEWIZK NV R ZP%E‘Z SNTWELHEBHLNE ST
(M 6), 24k LHCSR1 ® x4 1% PSII-LHCII #E 4 &4 £ O PSI-LHCI # 1
BB NGRS X EEEROUC B 52 7202 & &R L“Cl/\é e
0. LHCSR1 2GRS v 7 BEAKIZFEL TWD EIRE LTZBE. £

12



DONEBTIZ2R < . AERICFAE L TW D ATREME RN B W EZ R L TV 5,

SDG IC L > THBE LT=BDE DY FNZ2NT, 7= A T Z4T -7
fER, SOOI X TITBWNT, FELA S /T HONMITKE 272130
BENR-T2(MT7), Zhix, LHCSR1I OXHEIL, HENEMKE 37 B D%
BUCITR B LS 5 2 70 WEERIBLTND, LML, WTIZEWT, EicHs X
T % LHCSR3 D efb2E% I BE AR ~D JBIEDHER., DV
PSIT-LHCII-LHCSR3 #&E G K 2 B3 5 538 L oo 7z,

LHCSR3 @ PSII BEGIK~DRTEN R b Ze o iR O—>& LT, F
7 aA NI EIEER 2N 2 CERENRFN T 5 B0 IRFIR ] 23R T o 72 =
& B2 DI PER RENRFNX 15 0TV B Y v X7 B & A b LT,
ZI T, FIaAf REZ AT EORE DT DRE/MZ 14>, 543, 1550
L. TNENOY T2 HWT SDG 217> 7, TDORER, - XToH 7L
IZBWTIERIZENY RRER SN (X 8), Znb DY 7 V% 4y L, PSIT
BEGEOE — 7 5B OV TN EHNTY = A X ENT 24T o To kiR
LHCSR3 OJRTEZfERT 5 Z LT TE o2 (®9), ZoFEH) 6, LHCSR3
O PSII BE AR~ RTENHER SN2 WIRIRII M FET 2 FONRE S,

YL EDOFER G LHCSR3 @ PSILEBE SR~ RTED MR S e o 7o B
HIXFENRERN S S - FER PRI, Z0%0 LHCSR1 O JRTEE iR T 5
AL ERZIT O 72D, FR D E(LFEEBROHEN OGN RO ST,

13



NPQ

0.8

0.7

0.6

0.5

0.4

0.3

0.2

0.1

\

=-\WT

/ I{/ “npg4

/‘/i npg4/lhcsrl

Time (h)

3 LR TIC 51T 5 NPQ OBiE), LHCSR3 28
K8 L7z npg4 TiL WT (2t~ NPQ OfENKL |
LHCSR1/3 % /K48 L 7= npq4/lhcsrl Tl NPQ %
EAEFBRES TR,

14




ATP-ase

LHCSR3

npq4/
WT npq4 lhcsrl

Oh

2h  4h Oh 2h 4h Oh 2h 4h

X 4 ;565 FicBiF 5 LHCSR3 D%
H, 72 &4 LHCSR3 O¥ELS WT |2
BIF5H NPQ OE\WEEICHE LTV 5,

15



LHCSR1

LHCSR3.1

LHCSR3.2

GBLP (control)

WT

npq4/
npq4 lhcsrl

Oh

1h

oh 1h oOh 1h HL B8 54 B3 e

5;RT-PCR (28} D58N5M T
BT 55 BT DHEL, npgd \ZBT
% LHCSR1 OFHLN, =D NPQ O
HEZ o TV D AREMEN B D,

16



LHC monomer
LHC trimer

PSI-LHCI #B#E &K
PSI-LHCII #B#E&K

6 5 2 R E AR D BEEIC L0 S
SNT=ENER S V&, npq4/lhesrl I
BT HAER & g L TIEFIZ AN RBE
RSN TWn5HZ &nb, LHSCR1 X
2R BEAIRDOMIZ B x5 2 720,

17



SRpcssccnBBanBEET

(b)

C
C

ATP-ase | ! 3 &J& i 8

lhesr3 |

:
s
s =
] E 3
2 8
18
¥
L ]
|

Lom |
[ on |

(c)

(@)
3

e L B

01| cemBmenege

C

Y

ATP-ase R

lhcsr3

T35 EERWEXERY V%7 D54 (@WT (b)npg4
(c)npq4/lhcsrl, LHCSR1 2 /K48 L 7= npg4/lhesrl iZBWTH, K%
NI B ORERMUT WT & EENTRE 2B/ 72, 2F Y LHCSR1 DX
BILZ T ORI B 2 5 2 720,
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FIAARERINDE
CIR 4=

LHC monomer

LHC trimer

PSI-LHCI #BESIA
PSII-LHCII #BES &

8 5 ¥ = R E Al L BEEIC L0
B SN ERF I E, FF7aA R
% AT ERACALER S D IR DIV, N R
AD AN A - oo AN
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O
&
Q\(J
e” PSIEBHE &K
Clooe @006 @06 @| c-raE.
LHCSR3 | @

Shaking 173 Shaking 543 Shaking 1543

9 ;v a PR ARLiE O BRE I K o Tl ST
PSIT-LHCII B & K5y i % Vv 7= LHCSR3 O JRTE,
F T aA NIEE A b AVEE 3 2 B o E ) 1
PSIT-LHCII-LHCSRS3 #B#E 5K 2 22 7E 11 C H R R A
T 52 EIITORN S o T,
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[SBREARL - 5T

BRI L OBER 414
AAFFETlL. Chlamydomonas reinhardtii DEFA Rk E LT
137C+(Chlamydomonas Resource Center https://www.chlamycollection.org/)
NHWSNT-, F72. LHCSR1/3 281} 25 NPQ OIEEEA A S M3 5729
ZEHAK npg4(Peers et al., 2009), npq4/Ihcsri(Silvia et al., 2016) 3\ H 7=
(B Y 7+ N=T K \—2 L —& Niyogi &+ X 0 {£{L)

LHCSR3 DOFEEL#RED =0, AMRIINE IR A= 55 H(TAP)(Gorman et al,1965)
Z B TR G 2.0~5.0x106 Cells/mDIT 28 U 7= Ml 2 JHN7 5245 Hy
(HSM)(Sueoka, 1960)IZ[EH#itk, 7o 7 4 VEREZHE L., V7%
2ugChl/m] OFEFE|ZFHEE L=, ¥ 7 /LiZ LED F(K 400uE) T 4 Bifisg s
7=

RT-PCR D7z, #faid L & A TRt R S, ¥ 71T LED F (K
400uE) T 1 FfissE S 7,

HL B RO & A b a—2ABtGo7=o, MldiFSG4: Tk S, 237C,
500uE D4 FC, ZERIER A Lo THE SNz, ¥ 7 Vi, 0,2,4,6,8,12,15
FEIC B W T 7 v &N,

FALFEERO T, TAP ZEREFH FTRE S 41TV 2 Ml 3R AT e s 5
# HSM % J\ T 100~150uE T T &£ TH T hitle, £ D%, 1L A
=N DR MBS 23°C, 100~120uE T, COg A il&l L CxIHEOHAHHT £
THT, TOHRMIBNICERE LTz CO: DREEZ T 572, ZEXaBERZ MV 12
KPS Sz, AiEEE S e 7 vid, 500uE OXEHETICE S, Eid
EIARRD 23 C DS TFITIT 15 Rl S v,

[RT-PCR/|
MlIX, 77 A —X TS 4u, Trizol(Life Technologies Japan, Tokyo,
Japan) TR I, 7 mw 7 4 L ATHIE L72dH &, b —% /L RNA X RNeasy
Mini kit(Qiagen, Valencia, USAIZ L » T i S/, Wiz h—# 1
RNA (F#iRE S, BBREEZHEL, PCRICHWLNTZ, 7T A4 ~—
(Maruyama et al., 2014) TEH 7= 0 & RROES| O H O % iz,
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NPQ HI7E
7 Z7 3 REFARCZBITFS7 007 4 v HIEIX., Fluoro Cam(Photon

System Instrument) % F\N T1T417-, Actinic light i% 500pE, Saturating
pulses 1% 900pE (2 T X TOREII T, HEEEZOY TV 48 X7
— MZ 1mL 2 AL B, ?E'Jﬁﬁu 29 ARG T T 30 4 %r%ézhto
PSIT ® &1 UEIE, (Fn 'Fo)/ FunllXoTROONTZ, FuldBEERFETITED
AT AR L 72 %’t\ééﬂé Eﬁﬁi%ﬂﬂ#% FolZZ DB O/ &
FUHR LT, NPQI i(Fm-F’m)/F’m 2 k> THEI &7z (Bode et al., 2009),
Actinic light FE5 1%, 9 10 B2 IR S 41 7- Saturating pulses (2 &> T 5
7= Fm OfE2 NPQ OB HIZHW S L7z, Fm i3 Actinic light Z 5 L T,
HERR S Y SSRA F I DIRETH O NTCRRKETFINEOFEL ST,

[ = A5 RAT
B % ORI K> TR E e, o7 uidd 6 CORIE S

16-22% SDS-tris glycine-Urea(7.5M) 7 /L & W TikEI S 7-, A7 L il
Rl 7 1w o7 s, SR Sz, HiikiL LHCSR3

ATP-B, 1:10000 & F\ iz, A V7 L ATHUACUBE S NIz d & | 2-2-5-5-5-47
Tt s b7, lug Chl "{E L —ile— Rah’, WSE-7120L
EzWestLumi plus(ATTO, Tokyo, Japan) %z i\ 7= #5823 (BECIIC L 5
7" 1% ChemiDoc(BIO-RAD, California, USA)IZ X » TR &=,

[FF a4 RO B

F 7 a4 REEOEEEIL, Tokutsu et al, 2012 I[ZfE > T{Thoni=, KEEELT-

FfE, OICE > TEIL, 60ml D3y 7 7 —IZ X o TR L7o, Mz i
w582, 25mM MES, 0.33M A7 i — A%, 5mM MgCls, 1.5mM NaCl,
/NaOH, (pH6.5) CTHFE L7y 7 7 —% i L7=, BioNeb (Glascol, Terre
Haute, IN) Z MW T, # 7.5 kglem?2 ODJESITHBWT, 2 [0 & iR L7z,

A U 7= 8683 1%, 100,000 X g , 4°C, 25min D54 F T Two Step SDG %47 9

FIZKY, FTaAf FEPRGEESNTZ, 77 34 FIEROEIZEIL S, 60ml
0.38MS N 7 7 —T 2 [Elcbivic, F7 a1 NEIX500ul DNy 7 7 —% N,
fRE L O TS S, IRIEEHE T (196 OITREI T,
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[ 2 Wi P A fidist U7 BE(SDG) |

oo Bl R A RE DAy BEl S, Tokutsu,2012 (266 - TIThb Tz, IRIKZEHRE T T
FEINTWEF T aA REE, S 25 mM MES, pH 6.5 /3>y 77— 1
[ElYEAL, 500ul DFEINY 7 7 —TiaEL HOTHERE Lo, 77 a1 FEERK
1% 0.4mgChl IZFHEE &, 1.0%D o -DM Z Mz T, BET, K ET 15 550K
fb L7z, A bfg. 10000g X ,4°C Tl L CARMB 2 0B L . LEAL%E
500ul(200ug Chl) & v . SDG F = —7(0.1/0.4/0.7/1.0/1.3 M sucrose ,25mMES,
0.02% o« -DM, pH6.5)?D Eizm— K L7z, SDG F=—71% 47C, 90,000 X gon a
P40ST rotor (Hitachi-koki, Japan) C 24h iz .0 & 1T > 72,
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# 2% LHCSR1 O RB{EDfE

— ¥

AifGE=I1L. BV 7 4/ =7 K Krishna. K. Niyogi t#+ L » #2215 7=
LHCSR3 X1tk npg4 & LHCSR1/3 —#HA BAK npq4/lhcsrl ® _FEIZN . %
(2 LHCSR1 K#8#£ Thesrl R+ X D ?Eff:o F 72, AWF5EETIX LHCSR1 %
Fe R T A PR Z B ICHERR L7, £ 2 C, RIS & E, AFEIZ
WT% LHCSR3 & [FIEkIZ, LHCSR1 X HL IZ & O“C%éfﬁ HiE X C PSIL )%
fE L. PSII-LHCII-LHCSR1 B#EAG K EZ KT 5 FIC L > TRV F—{HEIT
FETLEWVWIGEAED EICLT, M2 EDLFHE Lz, £ THIOHIZ
PSIT-LHCII-LHCSR1 E#E G &2 AL PRI HBEL . 7= A X VEITIZ L 5T
LHCSR1 23 PSII HEAGKIZRTEL CWA D AR T D ELZHE Lz,
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AR - BEE

WT., LHCSR1 X 4E#k Ihesrl, LHCSR3 K484k npq4 35 L O LHCSR1/3 &
ZHAK npq4/lhesrl D 4 FEOKZ M K #E E:#E (HSM) T2 C HL(400uE) % 4 I
ﬁaﬁ%% L7z, NPQ Z#HI7E L7-#E 58, WT, lhesrl, npg4 DJEIZ NPQ OZFE D i
BENZ(E1 0), T4, HL B Fickw\ T, LHCSR1 (2t~T LHCSR3

DIFH N NPQ DEREh~DFHFHENKEWFELRLTWDS, —F, “HERNK
npq4/lhesrl (IZHEWTIHIT E A E NPQ OBXE) XA %ﬂfﬁﬁio 7o WT T~
LHCSR1 Kk TdH % lhesrl Tix NPQ OIX F 3R &z, £7-. LHCSR3
KIEFE npq4 |2t~ LHCSR1/8 —HZA¥A{KD npq4/lhcsrl T NPQ DK T A
el S NTc, ZORERENG | FH—EOMKRFERIZ, HL B4 Nz T LHCSR1
X NPQ OB A5 L CWAHFZREL TV D,

BERBEOY TNV ERWTY = A X RN 21T > Tofbid, WT B8 X npg4 12
BT LHCSR1 OEMBfER I N7=(X1 1), WT & lhesrl (28 Tix
LHCSR3-P 35 L OV LHCSR3 O R B R S 7z, LHCSRS-P I, i ED®E
D@ Y LHCSR3 23V v gfb S i7= 1 D TH % (Bonente et al, 2010)0 ko z
&S, LHCSR1 X HL §:/F FTHRILL ., NPQ OBRENCEH 595 Z & AVURIE S
iz,

LHCSR1 3 X WU'LHCSR3 3% /)7 & T 87% D FAIAM: % #F 5 (Bonente et al,
2010), ZEN/NZ W=, LHCSR1 2V = AX 7 vT 4 U TIZBWTHR
M DB RRERY 55, DFED | EBEICAMEZEOERET 1 a2 —/1
Th 5 16%22% (Separation geDIEH 7 /L% H\ T LHCSR1/3 # i L 72855
LHCSR1, LHCSR3-P 35 L U LHCSR3 % HAfife (2 /3B - #5325 Z & B EEL W
AEmH5H(X1 2), LHCSR1 % HL THREIH 5B, [FEFIZ LHCSR3-P,
LHCSR3 $#fE b=, 1EfE7: LHCSR1 @%fﬁ@%aﬁa EREXIT O 1280
ICIEK X NI EE N FE L THRICERNT AR ERNS DH, £ I T,
LHCSR1/3 (20~30kD) ®/ 3 FZ HGRIBARRICpEECTE 2 7 VIRE 2 HR5R L
TfF, 11%(T7 27 U AT I R)ORENKETHLZ ENHLMNERD
LHCSR1, LHCSR3-P }x () LHCSR3 O yEfEizpkth L7=(X 1 3), 727 VLT 3
REEZ < L72(18%) & 2 A, HTIZ F AL TVt v 7 v hs ik sz
TEML, SBICREZEL T2 E0Q22%), B/XL— N0 Bl CrkEhnE Ik
L. Tt i&hETﬁﬁ«@ﬂyP®%@ﬁ%6m&#okoik 74
NOREZARLS LT E5GE. FVOMMAMNME T T 5729, SDS-PAGE 75
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Ty T4 TICBLERIEE LONEEARD D, T VAT I NREMREEIC
B LTIk, ORER—Q1%) DA 5T, 2FOPREDZ V% [FRIZHW TR
BT N(16.6% K T 6.75%, F-HIK) 11%) CABLEZ TR L7 VA ERR T 2 2 &3 T
51 4), MEOKEREZKLI-EZA, BIEDIZHINT = AKX UHHIC XK
% LHCSR1 X U*LHCSR3 D/ R D4y EERE AL TN T2 728  AMFFE T,
O7 7 V7 I FRER—11%) Ot 28H L,

F 7 a4 RIEEIZET 5 LHCSR1 OJRTEEZ B 60T 572D, AL FR 72 iR
Mr&17 72, WT, Ihcsrl, npq4, 3 X O npq4/lhcsrl Offifid 2 REREZH O R b
NAL 27—/ & AW TE#E L, HLEOEAT . 500uE) % 15 KRS L7, &
D CEER% O 2 AU L7=1% . Bio-Neb(Glascol, Terre Haute, IN) % Hu T
21T > 72, %12 2-STEP SDG (2 X > T, 7 21 NENHBEER S Lz,

HEEL 7= 7 24 BRI, EFIZLHCSR1/S BFEL CTWAMNE T = A X
VHRNTIZ L o TR EZ A, BIRILEY U TN > TIHFERICENH D F
WA BMNEZRS72( 1 5), #%OfEHTIZI VT, LHCSR1/3 O JRfE% L 0 BIfEIC
OIS T D7D H NI DIFIEENSZWNTF T a A NEZ®E Lz, 772
A R ED LHCSR/3 OFFEEIZENAE U TN DX, BESMICLY Z0%
BPEENELOER0T UV, HDOWIET T a4 REEEERFICHE LT v En D
FRZ 2 LT,

HEEL72F 7 24 NiEZ, REEEHITH S DM 2z TrEfk L, SDG
IZE->THETDHZ LR, BB Y N EEAROEH - 38417 -
T2e ZTORER, 1212 > 7= Thesrl IZBWT HilEDOHSE & AL (Tokutsu et
al., 2012)D % LN BEAKREE X LNV RS (K1 6), F1
TIZET D npq4/lhesrl Ak, lhesrl (2B W T H N RNIERICHER ST F
Mo, H 67T LHCSR1I ORBIIEZ /37 BlBEASKRORIC R EE 5
RN LSRR S LT,

21T 5 B1% 0.33MS buffer # HWClE T 7 24 FIROEH E&EZ R L,
IR RE TR T 2 Z ENEETH D, F7aA NIETHO O EN IR
OiEZ L TR, 2O EIZKIERE T EBEET D b UM
D3 EIKREE T 5 &L IR O BRRY 70 = % L 8 — 3 &l - SRR PN o
FTaA NIz b, BRIITMRRAEES L TOWRVIREETTF 7 a1

MRS D, RIZZ OFERITHE S TWRNTF T a A R & FmiE Al
THUHE L7284, SDG 2 & » T PSI-LHCT BHEARIZEE R, SIS ARZ E 72
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PSII-LHCII BE AR A2 BT 2 Z S1X TR0 1 7), T, 528k
SNTWRWT T aa NEZHWSGE, FREEERN A ha~fll(F7 24 R
BAEEDMIDN S DI LIMERHT D Z R TE 2w Eick b, —FH, 72
A R SEARICHE LT A58 13 mIE AT 2 R v <l L OL— X AT
ZaA FEEEONMTE 2 b/ERAT 22N TELD, RLEER
PSII-LHCII #B#E G TH > CTH L EICHEET D Z ENAfETh o7z &
Bxohd, 2F0, BELEOZ R EEGEREZENICHBET 255, TX
LR B O REEWANC L D 2 R EBEAER~OIER . R OEEEN
VETHL EBEZ D, PSI-LHCIEBHE A KL, PSI-LHCIIL & & A2~
WENLZE R0, F7 a4 RENERICHEE S T2 R EE C R TG PEA
B L7-E L TH, SDGIZTHEEAIROZHRENAIREThH T B2 b
Do

LHCSR1 DJRfEZ MR T D=0, WT @ SDG IZ L > THBEESN=ZT7 T 7 v
a VOB LY IR T = R Z RN LTRSS, LHCSR3 i Free LHC
{5y & O PSII-LHCII BEARICAEL TS Z LRI 1 8(a), id
FEOWAE L REORE R & 72 o 7= (Tokutsu and Minagawa, 2013), LHCSR1 @ J5
1%, @IZBWT Free LHC Wi IZIXRTENHERSNZHOD, (a)F L U(Db)
ZHHE L7c & 2 A PSII-LHCIL BEA AR BN I IS R 2 R T 5 2 &2
T 0o 72(K 1 8(a)b), Hifkix., LHCSR3 F L LHCSR1 i )5 % idik 9
PR E W,

ZOfEFIE, OLHCSR1 2% PSII BHEAKICZLZLREL TH2RV, @
LHCSR1 78 PSIT B AR RTE L T %25, HL(EEAT) T ik LHCSR1 o %
BEND W DICHER N EE LV, @LHCSR1 HifAkd LHCSR1 F8%kAE 11 MK
WZ £ 12X - TLHCSR1 @ PSII-LHCIL B A R ~D RTENHER S 72 ino 72,
EWVWD A[EEMEDE 2 LT,

F 72, PSI-LHCI BESIKICRBET 5 L #E ST b LHCSRS (221 T
%, (LM PSIT-LHCII-LHCSRS M#E A R &2 ZE I HEET 5 2 & 13Tk
N IN#ETH 5, >E V., LHCSR3 |% PSII-LHCII SB#EAKRICHELS A L TH
D, WHNIIARLETHDLZ ENEZLND, > T, b L LHCSR1 28
PSIT-LHCII B#EAEIZRHIEL TV D EE L7e%Ea . LHCSR3 & [FER BRI
BRARLEIZFEGLTWD I ENB LI, A LFEROEM M L, b LIEHE
RSO S B D REEBALETH D,
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F T aA FEHEEECEL T, SRz RERETAMLERH LN, D
B3N S B I (HSM) & W CHE S 726 0% HL LB L, 77 24 R
DHBEEZIT 72, L L, WEERELEM(TAP)IZ A, N2 E5 (HSM) %2 H
WG A TR OB A B — R, KREEREICIFE L Ty, £2 7T,
H O L TAP CRERFE LB AEKMIE A2 . HSM (Za5 5] 70 Al o i B C i #a
LT, £0%#% 1L A7 —/L"CK) 156 iR E & L, ZO®%RBLRN L, 77 =
A FEEOHEE SDG B8 LY = 2 & AEMTIZ L Y LHCSR1/3 D JRfE % Esd ¥ 5
A, FORE, NI LHCSRS A& L, NPQ ZEREIJ 5 H D
o, PSII-LHCII ## A (21X LHCSR3 O FfEIL. HSM % iV TR R
B3R LTEBRICEE IR SIS b o T,

DED ZDO LD BRERIEEDFIEOBE NI L > THZ b SNIERHEROENIC
4L T. LHCSR3 7% PSII-LHCII BESIKIZRIE L., #iET 57-9I21% HSM
TOERBOFEBENVLEARARTHY, £7- TAP TH Ciofifg oA IRRE
%, NS B HIELFRRE MR BB IS TS X 5 72 DI IT LAY K R O 5538 3 4
FECThdEEZLNTZ, TOREMNS, LHCSR1/3 DJRE &2 MR T D120 DHE
ARV TR NI REBE L HSM 2 W CREE T 5 2 E Nl Th 5 &
i ST,
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NPQ

0.8

n=5

0.7

0.6

0.5

=>=WT
/ ] =@ lhcsrl
/ / | npq4
=¢npg4/lhcsrl
1
T
. 1
T I
0.1 T I
‘/
0 T T T T T T
0 0.5 1.5 2 2.5 3 3.5 4 4.5

Time (h)

1 0 eI FIZHR 5 NPQ DBRE), 451K
Thesrl 2B W T H EPIE WV NPQ NFE I 11
TW%, LHCSR1 Z#RELTWAH 7=, WT L
D H NPQ OFEMNMENEEZ BILD,
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npq4/

WT lhcsrl npq4 lhcsrl
Oh 2h 4h Oh 2h 4h Oh 2h 4h Oh 2h 4h HL
ATP-ase
LHCSR3-P ~
LHCSR3 — - == - -
LHCSR1

1 1 ;%MW E T2k %5 LHCSRS,
LHCSR3-P 8 X O LHCSR1 O35, WT &
npq4 (2B T LHCSR1 OFEE MR I
72. K10 &ELETELNIX, LHCSRI
DERIZ L 5 NPQ D EAHERS S L7,

30



ATP-ase

LHCSR3-P
LHCSR3 -,

LHCSR1 /

WT

Ihcsrl npq4

npq4/
lhesrl

2h  4h Oh

2h 4h Oh 2h 4h Oh 2h 4h HL

1 26 E Fick ik 5 LHCSR3,
LHCSR3-P ¥ X" LHCSR1 D3,
WT 8L Thesrl IZBWTAAY RVE
7o TEY  ENENORBLE L PEIC
BT D HITEE LV,
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LHCSR3-P —
LHCSR3 —
LHCSR1 ~

npq4/

WT lhcsrl npq4 lhcsrl

LL HL LL  HL LL HL LL

11% Gel

- —

1 3 %MH Tz iF %5 LHCSRS,
LHCSR3-P 5 L O'LHCSR1 ®%EH, 11%
TNERWESE, 1ROV ERH WIS
AT~ LHCSR1/3 d/3 > R & BAKIZ Sy
B4 2N TE D,
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LHCSR3-P .
LHCSR3 —
LHCSR1 7

npq4/

WT lhcsrl npq4 lhcsrl
HL LL HL LL HL L HL L
o=

-

5-16.5% Gel

1 4;%BE FlckiF % LHCSRS,
LHCSR3-P 35 X O LHCSR1 D% Hi,
13D 11% 7 /v R DT 7 v % H
WED3 11% 7 izt~ % & LHCSR1/3
DorBfERED 8 < X7 Do T2,
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LHCSR3-P ~_
LHCSR3 —
LHCSR1 <~

O
SO N ) £
FUR A N NN \go"
A\ N\ c’(\r c}'\r ™ ™ 0‘? 0‘?
¢ ¢ & & & 8
N N N N

15;F7aA FEEIZEBIT 5 LHCSRS,
LHCSR3-P X" LHCSR1 O &##, Lot
ZXoTFFZa4f FELIZBT D
LHCSR1/3 OEMEIIANTYXNH DD
T, FHEEOHBEHNZ b DO ERBTH 2
EMVETHDHEEZDLND,
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LHC monomer
LHC trimer

PSI-LHCI #BEAK
PSI-LHCII #B#E A1

X1 6 ;3 = 5 AR O BEEIZ L0 4
INT=HIERY NI E, Thesr]l THIEH
IZARY RS TWADEFE) S, LHCSRL %
KB LIEBEATYH X o\ BRE SR ORE
ICEBh B2 s - FERNE 2 b5,
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LHC monomer
LHC trimer

PSI-LHCI #BEEIK
PSII-LHCII #B#E &K

1 753 = PR AL D oy BETE IS 0 41
ENTHENERY X TE, MRZ P EE D3 &
RIETHM L CHBEL 72T 7 24 NEZH\W:
SDG., PSII-LHCIIT #8#E AR —iE S i1 C
WHEDER TE D,
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LHCSR3-P  ~

LHCSR3 =—
LHCSR1

LHCSR3-P ~

LHCSR3 —
LHCSR1 =~

1 847 % /= LHCSR3-P, LHCSR3, £ X
" LHCSR1 @ J& £ (@WT (b)npq4/lhcsrl .
PSII-LHCII ##&E A K1Z LHCSR3-P BRELTWS
FORMERTE D500, LHCSRL 22V TIEH 5 5
IZT b FIETE N7,
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[SBREARL - 5T

BR3P L OB 4M )

ARETIX, BER 137C+, £ HAK npg4(Peers et al., 2009),
npq4/lhesri(Silvia et al., 2016)I201 %, #7212 LHCSR1 Z ¥ 4K lhesrl 73
ST (I 7 =7 K/3—2 L —#% Niyogi i+ X 0 #24)

LHCSR1/3 O3 BIER D72, SFRIINE R R E 5 H(TAP)(Gorman et
al,1965) & F\ TR () 2.0~5.0x106 Cells/mD(Z 2 L 7=/l &, Jha7 o
FZE5M(HSM)(Sueoka, 1960)IZEHL,. 7o 7 4 VEHEZREL, Yo7
JL% 2ugChl/ml OEFEICHHEE L=, ¥ 7L LED F#J 400uE) T 4 FEfi5S
TINT,

AALFEEBR O, TAP FEREEM ECHRE ST 2 ML RN SR 5
H1Z& T 100~150uE F TREUHIEH E TCHE TN, £D%, 1L A7 —L
DR M E4 23°C, 100~120uE T, CO2 #iBK L TRHEHIEI £ THE T,
ZDOHRMIIENICERE Lz CO: DIREE FIF 5720, ZERiEA & L 12 FEfE 2%
Xz, FIEE SNV 7L, 500uE O TFICBE &, Bt & RO
23 C DM FIZHB W T 15 BifE# S iz,

[ = A X RAT

BB % ORI X > TR E e, o7 uidd 6 CORIE S
11% SDS-tris glycine-Urea(7.5M) 7 /L& W TikBI S 372, A7 Lo 1B
A7 0y 7 Sh, FHUATREL S Lz, HTiiE LHCSR3  ATP-B, 1:10000
AW, AT VAT S-S L 2-2-5-5-5-53 TRl 5 Bt T,
lug Chl W& L —iZr— K&/, WSE-7120L EzWestLumi plus(ATTO,
Tokyo, dJapan) & ] \» 72 #§ 38 1k % % Ot (ECL) I £ 5 ¥ 7 F A &
ChemiDoc(BIO-RAD, California, USA)IZ k. » Tt &7z,

[FF a4 RO B
Tokutsu et al, 2012 |2t > TIThiviz, KERFE LoMildiL, #0002 K-> Tlal
L. 60ml DNy 7 7 —IZ Ko ThEE L7z, Ml 2 B3 258 25mM MES,
0.33M 27 1—*, 5mM MgCly, 1.5mM NaCl, /NaOH, (pH6.5) TF#& L 7=
v 7 7 —%fEfH L7-, BioNeb (Glascol, Terre Haute, IN) ZfH\\ T, % 7.5
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kg/em?  DFEINTIWNT, 2 [BEHIRL AR L 7o, il L 72 R@%k1L. 100,000
Xg,4C, 25min DM T T Two Step SDG #4179 FIZ LV, F7 21 RIEN
STz, F7 aA FEOSEIZE S 41, 60ml 0.33MS /Ny 7 7 —T 2 [H]
Bz, F7 aA REIX 500ul Oy 77—z, %2 HO THER S
I, IRIRZEHE T(C196 ONIRTE S T,

[ = b A0 (SDG)

Tokutsu et al, 2012 = —&kZE L TiThivz, MIKRERZ T TIRIFINLTW=T
Z a4 NI, fi# s S 25 mM MES, pH 6.5 /3 7 7 —T 1 [\, 500ul
DA Ny 77 —TREZHWVTEHEBRE L., 77 34 FERKIL 0.4mgChl (2
I, 1.0%D o-DM Z Mz T, BERT, K ET 15 b Lz, Wik
#.10000g X ,4°C Ciz.0» L TR & /7B L, EEA % 500ul(200ug ChD & 0 |
SDG F = —7(0.1/0.4/0.7/1.0/1.3 M sucrose ,25mMES, 0.02% o -DM, pH6.5)
O Ekice— KL%z, SDG F=—71% 4°C, 90,000 x gon a P40ST rotor
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HL(500uE, #®E) BN TICBIT 244 La—RA&x L2 LI2L0,
LHCSR1/3 % 1431 ’%?%fﬁé’@féf:b@%‘%f@i%%ﬁ#?aﬁ%?ﬁ/\“f:o Z DOfE R
LHCSR3 i38 &% 15 B CHREEMBKICELZ (K2 0), —J LHCSR1 X
HFRL, 12 B ECRIOMKISZELZ (X2 0), Ziui, LHCSR1 2
LHCSR3 LV H B FHINCTWH U7 ETHDH A, b L< T LHCSR1
2" & H & HL T TIELHCSRS LV HBBLO R KEN DRV D, B REE
DERICBFELZE VI FEREZ LN, LL, IEREEREMAEEX DS
IZL Y LHCSRI/B OEBEAZ M T2 FITH LWL H> TH D,

I, BT I AR O L 2507, KRS & PAR CLA I H
W5 ZEDTED 400-700nm D) DEFHEIZHELL T, GAEEHNR
LAREMED D, FEFRICIHFTEICE 2RO Y 7y MOEEE L, AW St
TN FRRATE O W 1 2 5 T NBUENEI O E Y MinlFHE LT, BAR)Z Hv
TEREEHOFEREOHIMEZHER LTI A, HEBIND B — 7 IZERNR
MR SN, TZTUHEEZH LB DOICRH L, T L4 T (500uk,

WHE) TREELLE A, HEEEEZDHATOER & i LT LHCSR1/3 @
FEEICHAR R ZITIR b hoTz, 2, HIRZEAE L IX R R - ER
DHZEHTAZNNT A KT 2 TITE 2SR T (500uE) THEEE 2 3 A 7203,
HIRE 72 LHCSR1 ORI EOZITMER I N2 -7 (M2 1),

WEOREIZL D &, LHCSR3 [FEEMF FTOHL LT kxR ERZ TIZ
BWTHREFENMEEIND Z ERHLNERS> TS, £ 2T, LHCSR1
HIARRIZRBERZFIFETIZBWTEEET 2 HFICED . BEENHINT 20089
D EMEER LTz, TEBeaist(TAP) L7- TR Lol % . EHERFENHMHB L
U8k (Fe2t) & K Z L - A e #1E #(HSM) 2 W T E a2 @4 L |
HL (500uE, #&) % 4 RIS L7o, £ ORER. HSM 2 HW e iGa 1ok~
ZEFIFAINHMN B L O8k(Fe2h) & K Z M TR L 72 #1372 LHCSR1 O
WELEN EH LI bO0, RERBEIABEOELMERT D LILTE R -72(¥
22),

UWFEE ORI LD | AW PRI KA a7 T 7 &2 v
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MBS NE 7R o7z, I, Fham e LTz s, LHCSR1 35:5M3(UV-B)
%fﬁﬁi@ UVRS % L 7= 38 Bkt 2 £5> = & (Allorent et al., 2016). LHCSR3
FONXZRETHDL 7+ b ba B 29 Lz 38 B % £F > (Petroutsos et
al., 2016)Z LN L E oo, ZOfER LY, LHCSR1 ZHMifaiN CT+43ic %
EIE57-0120F UV BN EUITHL Z ENP LN o7z, fERAWVTY
TIRIFEOEIT, LED, A XA ANT A KT UNE, EHEICITE A EERINGRE
EGERVTZH LHCSR1 Z Hil BBLSE D Z ENREECTH -7 B 26N 5D,
W RARTFI 72 38 B 2 1> LHCSR1/3 TH 53, Z DIENIT LRI 72 %
BN — U INFIETDHZ ENHBL M/ » 7=, LHCSR3 2B I H57-D, &
25 E DOFAI(450nm) & RE L= & =25, LHCSR3 O3 HEIX, B L/
HtOBEICEBBIZHMI L ClilaNIcERE L7=(K2 3), — 5., LHCSR1 %
FELI D72, BARLMIOEINREZ RS L& 2 A, LHCSR1 OF B &L
TNENBBLEEHELLEELEZX2 4), oV, FEOLKFN7: LHCSR3
DEREEIT, FEAOZIITHAI L TEB Y, —HFENMREFR 72 LHCSR1 ©OF
X, —EEU EORRPHFETNIEIBBLZE LWL L THEEZ SN
HTENHABMNERST,

LHCSR1 Z IR EE D720, AXNANTA KT 72 UV HE % B
D AT TR E OSEIR A B L72(X 2 5), _@;‘n/ﬁ ¥ PAR ICIZ 8L &R
LTEY KBHDOEGEHEART MUV TE BT EWSEt2HE L=, UV #8%
I3 LHCSR1 &3 BLFHE T 2 72 O DL R Eiﬂﬁ(soo-35onm)o>y‘n%tt$xaﬁé’7< &2
ATND([E26), 20 UVELEZHIMTHWTCKREZEREL, 20T rze
FAWT D = 2 X AT 24T > 72455 . LHCSR1 O+ 72 (X 2 7) & NPQ @
BREN(X] 2 8) R Tz,

AREOFIEIZELD &, F7 a4 NEZHEET 5 7-DICHill s KERET
HES, IL A7 — VDR MY T EMZ, SRS 5, Z DR,
FRIYEITIAR MO H T A2 FZB LT FICRIET L8, R H T X2 HIE
T2 TRE O EIRDO DRI « JEE SR Z T, A it
FERT N FRRNTE OW 1 215 T, B FIOEE Y MiniFE L%, AR % H
WT, REZEORDOT T AFZBHELZIELLE A, DTNEIHI VD
HIFARONTZAF v 7 ThhoTHEIMRTHEL - MRS NITE A EFER LA
Molo, ZORRND, EIMEA RIS LT LHCSR1 # +3 2Bl 5
T=I2IE, AR EAERC Y IR SN D L9 ICT D LEMER S 5,
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(BRI X OE 41
AREE T, B4R L LT 137C+, ZRIK npg4(Peers et al., 2009)35 X O Thesrl
MAWSNT () 7 4 =7 K/3—2 L —F% Niyogi i+ X 0 #244)

ERB LUK Z FI2BWTO LHCSR1/3 ORI AR T 5720, FRRITHE
JB S 1 H(TAP)(Gorman et al,1965) % N CxFHE5EHI (9 2.0~5.0x106
Cells/mDiZ3E L7 flila %z . 2R (NHMHB L OE(Fe2) 2 58 L TV W 5e5E
e Hi(HSM)(Sueoka, 19601 (&% 7 mn 7 4 VEAEZJEL, 7%
2ugChl/m]l DR L7, o 7 /e s T F (R 500uE) CZe5ma & 1
S TR IN, 2,4 KTV U 7T,

LHCSR1/3 BHLD X A La— ARG 5700, HRITNER KRB H
(TAP)(Gorman et al,1965) %\ TxIEHEFEHI (K 2.0~5.0x106 Cells/m)iZ i
L7=fpm 2 Jhs7 s B2 i (HSM)(Sueoka, 1960) ICEHAE, 7 ou 7 4 VEaH
B2X2WHEL, 7% 2ugChl/ml OREIZTHE L=, o 7 mids e 76
500uE) CZERIER - TR &N, 12,15,18 BB CTH- 7 U v 7Mbbz,

fth DT ORI EERIC BV TIE LR R ICRTEEE N Th iz,

AALFEEBR O, TAP FEREEM ECHRE ST 2 ML RN SR 5
H1Z& T 100~150uE F TREGHIEH E TCHE o, £D%, 1L A7 —L
DR FVIZEE & 23°C, 100~120uE T, CO2 il L e il £ TF T,
ZOBMIBNIZETE LT CO: DIREZ TIF 5720 BROAR 2 L 12 RefiiEs &
Shiz, AR S Ne v 7L, 77 AF v 7 BoOERr— 2B S, 25°C
DEETIZBWT 15 B Sz,

[ = A5 RAT

Btk OMIIITE I L » TS N2, T dd 60 CORIE S vz
11% SDS-tris glycine-Urea(7.56M) 7 /L & W CTikEh & iz, A7 L oid 1B
M7 mrydor I, FHABRTUEINTL, AT L3tk TR SN2 H
&L 2-2-5-5-5-4y TRF S5 Mz, 1lug Chl RE{E L —ricu— RKEhiz,
WSE-7120L EzWestLumi plus(ATTO, Tokyo, Japan)% F V7= 5 b5 %
(ECL)Z & %5 > 7 /1% ChemiDoc(BIO-RAD, California, USA)Z X - THiH
STz,

54



HAE FHIFERENAANTA T 7F+UVE) A2 - LHCSR1
D JJTE & #EHE D fiR B

—FFi—

AREIZBWTIL, 3 3EIZBWTIER L7 E Oo# i 2 v LHCSR1 %
+7 3B & H 72 LT, LHCSR1 O JR7E & OWERE & 2L /I fifdT 3~ 5 F % H
& L7,

55



MR - B

Z DEREE P IZB W T LHCSR1 2 3Bl &1 5 72 O O fei 7 B R 2 1 5 7=
D, W BEX O npgd ZHWTH A La—2xzf5E L, £/-. o7
N HNWT T = A% T 24T H 2 L 12X - T, LHCSR1 03I - HFE 4 feid
L7ze WT B KT npg4 MfaZ sz e 38 55 M (HSM) 2 IV THE R L 72/l AL
LHCSR1 [TH/MUR & & $I1THK 10-12 Rl CHRBLE R L O NPQ OE N E—2
IZELE (K2 9), 22T, A%OFERTIIZ ONIRE HWT 13 Kefi] RN %
1792 &L L L7z, LHCSR1 OJRTEZMERT H7-0, 1ERL L7 OGRS %
MAWTTiFERE LT WT & npgd 5% L, ALFRICTF T 21 FIEE BAE
L7z, HBEL7=F 7 a4 FIEZHWTY = A Z U 24T > T2k R, W o
DT T a1 FEEIZEBWTE LHCSR1 O+ BN A o790, Bk L7z
HIROFIMENHER SN (X3 0), HEEL7Z WT BXW npg4 OFF7 a4 K
2 T SDG 21TV, S L= T Z W T Y = 2 X R 24T - 125G
H.LHCSR1/3 7% Free LHC D47 [#](Z T?T‘ LTWAZENRBHLMNE-T=2 (X3
1), —J. PSII-LHCII B & &K%y ﬁé;levﬁ&ﬁb@ » LHCSR3 D JB1E
NERIN=H oo, LHCSR1 @)%T%Wﬁ LRtz iz ehote
(X3 1), £z, PSII-LHCII ﬂ%ﬁ/\ﬁ:/\ﬁ% RAE L2t v 7 v & O (R 4
~ 6%, Chl &), 7= A& VRN 21T > 7= fE%, LHCSR1 O/ R23ER
S (X3 2), Ziix LHCSR1 A PSII-LHCIL BBESKICRTEL Y 5 Z L %
RIE LT 5D,

it DA CIEBR S F ¢ LHCSRS 233 81 L, PSII-LHCII-LHCSR3 ###
ARERT 2 2 LICE o TRV —HERICFGTHZERHLNE RS T
W5, I T, o3BT LHCSR1 » PSII-LHCII-LHCSR1 #8414k % Ak
LTWDEWNW) ZEEEEL, ALFHINCHEE L 72 4 FEORK(WT, lhesrl, npq4,
npq4/lhesr1) ® PSI-LHCIT @A R %2 W T, B FEMAEZIT o7, 2F D |
PSII-LHCII & A2\ T LHCSR1 28 EORE NPQ IZBIF 5 = R /L F—
HEHEICEG LW D00 EFZ, ZORE, B T EeHSICHB W TR
TORPNENCOWED L S, DFE D izwﬂ%b—{%fmﬁm SN (X3 3),
LML, TOREBEOREIT TR TORICBWTFIEE L) o7, WT &
lhesrl, F7- npq4 & npq4/lhcsrl ORI L%ﬂé ChpinolcZ &b,
PSII-LHCII B &AICEI1T 5 LHCSR1 OREEZ B &M+ 5 Z LiZT& 2
ST, ZOFEREN S, LHCSR1 ¥ PSII-LHCII-LHCSR1 #B#EAAZ B L TV
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HEW) ZEEIELIGEA. 1, F7 a1 RENLNAERS X0 BEARE
AR HEET 5 e T, LHCSR1 oiEtEn kb=, 2,LHCSR1 i
PSII-LHCIT B A REKAF TIZ 2V E OB = 1L ¥ —1H EHRE A FF o> T
Wb, EFEx b,

£ kA2 2B L (Liguori et al., 2013), — XA S0 TU B e 5544
pH 5.5 D5 & A& HITIROEEMES T (pH4.0012 T, £ Y LHCSR1 O#hE
e R S TOREE THOLHEMIME 21T o 12, FOREE. pH 5.5 DT TEL
DGR L R ORE R 235 bh, LHCSR1 OMREAA LN T 5 Z LN TE 2R
2o7-(X 3 4), £7-. PSI-LHCII BEAKDOE A @AHF LT 7 fE %, Chla/b
A, 77 a4 R, KOHIIZ K E o7z, PSII-LHCII BEAIRICE E
5 FEs, PSII CORE (%, Chl a A% & &, —J5 PSII CORE DRI
AL TWAENT T+ %32 LHCI i Chla %O Chlb #&#e, ©F
D PSII-LHCII BEAKRDOINENENT VT FREEISHES - RIFSNATND
546138 Chla/b FESEEERAIR < 72 0 | WBRRYICIEE S LTV 53541 Chla/b bt
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FOBREMITE L 2BV TEIZEICEHLNCT I ENTER
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DTIE 72V EB 2 bT,
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LHCIL K707 = F o 7 xFI &R 3T Z E N6 E 72> T4 (Dinc et al,,
2016), SDG # AW THALF R Y X7 B EALFENC BT 5 L, T
— 7 EED Free LHCII 43 121X LHCSR1 MFE L TWA Z E N BN E 78 o
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(ZEDHER I N o> 7o F 06 . LHCSR1 @ Free
LHCII 4y HiZ 317 5 #6E % i £ O # 5 (Dine et
al., 2016)D L 9 IZHER T HHFIXTE o 7e,

53 B % J s 7z O 75 A ) E

65




[SBREARL - 5T

[FRds L OBEE 51
ARETIX, BEKRE LT 137C+, EH{K npg4(Peers et al., 2009),
npq4/lhesr1(Silvia et al., 2016)F KO lhesrl MWL (DY 7 V=T K
N—27 L —#% Niyogi 8+ 5 0 #24E) ,

RO A ha—AERET D720, %ﬁi%%%%ﬁﬂ@Mm&mmn%
al,1965) % F U TR EEFEI () 2.0~5.0x106 Cells/mD (252 L 7= Al &, Jha72%
FEEHI(HSM)(Sueoka, 1960)IZ#E #if%, 77 4 v EGEZHEL, Vo7
V% 2ugChl/ml ORFEIZTHEE LTz, Yo T ITHORIRA(A X vNT A4 KT T+

UV &) () 400uE) TZEREA & L > TH#E S, 2,4,6,8,10,12,14 B T4~
V2> 7 hthbii,

FALFEERO T, TAP ZEREFH FTRE S 40TV D Ml R AT e e 5
#12 AT 100~150uE T CREHPEM £ THE bz, D%, IL A7 —/L
DR I S 23°C, 100~120uE T, CO: Z il L CHEIHFEM £ CTH T,
ZDOBAIENICEFE LT CO DIRFEEZE T 5728 BB 2 1V 12 KRB
ENT-, BigE SN IR, T RATF v 7 /OEEr — A B s, 25C
DEMETITBWT 13 FrfiE R S hviz,

e 't i I E

PSII-LHCII B#E A 1A% & H U 728061 FluoroCube (HORIBA Jobin-Yvon)
W CRIR23C) THIE & iz, Pico second /¥ A L —4—(DD-470L;
HORIBA Jobin-Yvon)? 463nm @ L —H#—3Z JA\ T 10 MHz O#: ) IK LT
Jan 7 VMBI X4, 461 monochromatic detector (2330 T 682nm T
A S 7= GFIE = 8nm), Ot D L. DAS6 software (HORIBA
Jobin-Yvon) & H N TREHT S 7z,

[FF a4 RO B
Tokutsu et al, 2012 |2t > TIThiviz, KERFE LoMildiL, #0002 K-> Tlal
L. 60ml DNy 7 7 —IZ Ko ThEE L7z, Ml 2 B3 258 25mM MES,
0.33M 27 1—*, 5mM MgCly, 1.5mM NaCl, /NaOH, (pH6.5) Tk L 7=
v 7 7 —%fEfH L7-, BioNeb (Glascol, Terre Haute, IN) ZfH\\ T, % 7.5
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kg/em?  DFEINTIWNT, 2 [BEHIRL AR L 7o, il L 72 R@%k1L. 100,000
Xg,4C, 25min DM T T Two Step SDG #4179 FIZ LV, F7 21 RIEN
STz, F7 aA FEOSEIZE S 41, 60ml 0.33MS /Ny 7 7 —T 2 [H]
Bz, F7 aA REIX 500ul Oy 77—z, %2 HO THER S
I, IRIRZEHE T(C196 ONIRTE S T,

[ = W P A fidist U7 BE(SDG) |

Tokutsu et al, 2012 = —&kZE L TiThivz, MIKRERZ T TIRIFINLTW=T
7 aA FIEE, fi#s S 25 mM MES, pH 6.5 /3> 7 7 —C 1 [m[gEbi, 500ul
DA Ny 77 —TREZHWVTEHEBRE L., 77 34 FERKIL 0.4mgChl (2
I, 1.0%D o-DM Z Mz T, BERT, K ET 15 b Lz, Wik
#.10000g X ,4°C Ciz.0» L TR & /7B L, B % 500ul(200ug ChD & 0 |
SDG F = —7(0.1/0.4/0.7/1.0/1.3 M sucrose ,25mMES, 0.02% o -DM, pH6.5)
O Ekice— KL%z, SDG F=—71% 4°C, 90,000 x gon a P40ST rotor
(Hitachi-koki, Japan) C 20h #iE .02 1T - 72,
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#5565 LHCSRZRR DRI/ Ny 7 7T 7 2 N ORI

H

— ¥
HEN#E 7 7 I REFTAD—FTH D Chlamydomonas reinhardtii 135
FCETNVEY & L TRRA RBFZEICHV O TW D, ZRHDKIE, Y A
T TR INZ % DOXT (mt+, mt-)IZHK L T 5 (Harris, 2001), HAE
a2 A T OB ERNPEFET 208, BREIMKRE SN 2 LI2X VB ol
L, DD TR ERNE T TWD 2 ERMEN T ) hy— T =
AFRITIC X0 BH & 03T 72 o T & 7=(Gallaher et al., 2015; Flowers et al.,2015),
AWPIERITIRE SN TO L EEOEEMRZ VT LHCSR1/3 DFEHL L ~L %
RLlcL A, SHTHBERENHER SN 3 6),

—HREIZ 7 T X RET AL, ERREBRM TH 5 TAP FIWTIERL L 72 28K E;
i EC9 N T CTRARE 5, BEOERKELHRE L Wb 2 A, %298 npg4
EERIKIZHIT D LHCSRL FBEHEME T L72(X 3 7), HUNLERBERRICHIT 5
HE I ATIE ARV EE 2 7=, LHCSR1 ORBENIRICE T L T2
THRABIZIFIXRBL TOWRWEND | HEEITM L2OBEHERD 5 W ITH% R
FIilE1 725 LHCSR1 HELREK 2 T 5 B FICE Z 272 & B bivle, H5E
BT OV ¥—1 LI E L Th o7 npgd AR Z W T LHCSR1 O3 H &
U LTI ZA, ZOFEMNHALLE, 20X DI, SHHOEIT FITHRE
L7 AICBWTHERNERGIEEZ SN 5, 77 I REFAFHARN
DRFFEINFL < BEFH A B — RN 2 D(25°C, 200-400 1 E DA 6-8 KEfH]THy
Z4; Harris, 2001), ZENA C72Mia2 o v — L—WNIZERE - 5RFE STk
NTLEIRMEEREWEEZBNLD,

72, WEOwRIL AR L, WT. npq4 3 L npg4/lhcsr] AW T v —
L—RICH NV RIR 2 RIS O F L, B8 LA, FRony s T
Ty RICE o TAFRICRERENRELZ([KI 8), 2O &b bHEOER
R ORBFI~OFENFE THD LV R D,

Jek L7ci@y . AF7ETHWT WS 380 LHCSR1/3 ZRKIX, B 7 4L
=7 RKX—27 L—#& D Krishna. K. Niyogi i =0 T EIC L Vg LT\ i=72
Wb DTHD, 2O DERKIZIZDNFHEETHNENTNDS WT Th 5 4A+
ABEHERLE L THRH>TWD, ., AMFREETHO LA TV D B AR
137C+& Lf#&bhﬂ%%@ﬂ%f‘% Do AMMEETHNLNTND 137C+%&

68



Bk e LT, Rt S i7e SFEOE BARDIENT 21T 9 72 DI21X, 137C+% H
WT, BREZER LML, BEMERER T30 E R D,
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AR - BEE

77 REF AL, 1T ROREEREZ LD, BEIKTHEEL TS, LanL,

%Kix#?fi%%%b FEINDTD, TOMEZ VTR LMEETT

E N A[RETH 5 (Harris, 2001), npg4 (mt-) 2 O Thesrl (mt+) % W TEREL

iM% AT > 72, npq4 (mt-)ILEHE 137C+ & . Ihesrl (mt+)IZB OFEFE DO BF A=
B 137C-% VTR LAMER — [TV, Thesrl (mt-) & AERL L 721212 137C+E R
URHEEAT T, £, “EHEARKGZ, 4RRE LZHEEZIT 72 npg4(mt+) LY
lhesr1(mt) Z#RRFLEE 5 Z EIC L O ER LTz, (BARE, IR LRRHMEZ AT > T2 DIk
% npq4-k, lhcsrl-k, npq4/lhcsrl-k EMESZ L ET5,)
el b ak_7= X 912, Lhesrl, Lhesr 3.1 3 X O Lhesr 3.2 (X [R Y AK FICIFEE
95728, npg4/lhcsrl-k VERXDT-121%, B RAK npg4-k 35 L O lhesrl-k %38
Bl U 72 BRICY AR DAR A X D3 Z D5 BN B 5, BLAST BB DOFER, 2415
DR T DFEREEITF L% 240kbp 1F & ThH o7, EEEAZRIC LY, 500 =0 =—
® npq4/lhcsrl #457- & Z A, Lhesrl, -3.1, -3.2 X C OB DO KN 7%
THENR NIRRT 4 oo =—TH o722 &5 Lhesrl, -3 i8fs 1 DR 2 X
7 1.6% & HH Sz,

Wiz, B LT EBIKOEE - REOMREZIT> 72, npgdk [ZBIT 5
LHCSR3 ORI, ¥ S /- an =—Z2 M NIRER 2 W T HL T T4 K
B L. SO TN a2 T = A2 R 2 F CTHEEE L7=(K 3 9), 7=,
npq4-k \Z¥ % LHCSR3 ®/x481%. LHCSR3.1 3 XU LHCSR3.2 O+
> PCR ATV, ZOERBHEETE RN ETHHRTL22LNTED
(Peers et al., 2009) 4 AR LA MEA LT > 7= npgd-k (23 1+ % LHCSR3 O /K4
B ICE s FEEEEIET2 7 74 v—%/F L, PCRICL > TR SN
(4 0),

lhesrl-k (23175 LHCSR1 OK#EIX, 22— FEBIZAR A Fla—TFT—T 3
URFET HZ EIC LV B EiE Z &5 (Truong., 2011), lhesrl-k (28T 5
LHCSR1 OXHEIZ, ¥ I/ an =—Z2MNIRER A W T UV T T4k
G L, o o I Nae T = 24 T 25 g L72(X1 4 1), 41
R LASMEA AT o 7= Thesr1-k 12317 2 LHCSR1 O KR =2 — REEK DS /) by —
JITUAEATH) LI X VR LT, ZORER, lhesr-k X, WT &kl L C=

REEID 5> B0 2 [IITERBAST-RA M a—T—a UBNFEL,
wEOEWE & —E L7z (Truong., 2011), £7-. ZOERZT, R LRMZIT I
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O® lhesrl ZEAEO LD L[E—THdH Z & biER I N,

npq4/lhcsr1-k\Z3\1F %5 LHCSR3 O KR IE, M B (2B FiElk & g3 5 77
A ~—%/ER L, PCRICK » THER S N= (K4 2), [ARRIT, o> —FEIzkb,
TRk - BT 2 an=—8nZW\icH, 96 /X7 L— F &AW T PCR TR %
1TV LHCSR3 "KL TV 5 LB X b DHDEREAZTT -7, LHCSR1 OXK
L. SeoERLEREIC, MEXE oo o — 2N ek A FVvWC UV F
TARRIERL, BonY I NE Y = A2 T 25 CTHER LT, 418
R LUARHEZAT > T2 npq4/lhesr]-k (2515 %5 LHCSR1 O KRB IE 22— NiEIKkD 7/
A= 2 AEATH Z LI VR LT,

R URRHEZAT - 2B RARICB T 5 LHCSRL/3 BB B AR T 5720, xR
2 NN Z1T -7, LHCSR3 DXL LHCSR1 OEMEA 2T 57-9, WT
& npq4-k # HLLED)B X XUV FTHEEL, TOV U FAEZHNTYT = X4
RN RAT o T2, FORER. npg4-k (28T LHCSR3 OFERENFER S 7
ST EHICWT LV H 2 WLHCSRI BRI T 5 Z LRSI N-(X 4 3),
ZAuZ, LHCSR3 AR L7- Z &2 X 2 FEMRIRREIC L W . LHCSR1 0%l &
DOTNIERF LD ThHLEEZOND, Z7ur 7 o VEHUEIZED
NPQ #HEL7=& Z A, LHCSR1 OFMIT E- T NPQ DEREL S iR S 4,
WT LR TH-72(X 4 4), LHCSR1 OFEIEN npqd-k (TR WT T 720
DIZH 23 B9, ZFCHRRE O NPQ 238#+4 5 = L%k, WT IcBW\ T,
LHCSR1 (Z/1x LHCSR3 &, T NMIFELL TW 7o, Ziavh NPQ OERE)IC
FHHELEZNOTHDLHEEZLND,

LHCSR1 ®»/x#8 &, LHCSR3 OEM MR d o729, WT & lhesrl-k %
HLILED)B XUV FTHEL, OV TV EHWNTY = 2% VT 217>
72o T DFER lhesr]l k2B W T LHCSR1 OZ MR I NenoT- & & b,
WT L[EFEEO LHCSR3 WRET 5 Z LR sn/=(X4 5), 7uena~7 (v
THMEIZ LY NPQ ZHIE L= & Z A, LHCSR3 OFEMICEV, NPQ DOERE)
LR ENT(X 4 6),

LHCSR1/38 D R{#BZ g3 D72, R LM% O npgd-k 3 L O lhesrl -k %
FWTHERY U 7= npg4/lhcsrl-k #% AT, HLILED)B XN UV FTHZE L.
OV TN ERHNT Y 2 2 Z T E T 7c, ZOfE%., LED | Tix
npq4/lhesrl-k T LHCSR3 O RERMER SNz, L, UV FTIX WT ([Zh
RTAR0 LHCSR1 D X 9 72830 RAHER S N7=(X 4 7), NPQ DEiEh%

71



R L= & Z A, WT (2t npq4/lhesrl-k TIX LED 83X OV UV FWF iz
WTH, NPQ DOEREINHER SN2 -7-(K4 8), ZDfEENS, UV FT
npq4/lhesrl-k CTHER S 472 LHCSR1 O X 5 23y ik, AA LV Fla—7—
va VTEENA- TS LHCSR1 & v 8 7 BN — MR BFE SN2, 1T
A EEBER TII R o T F A "B LT 5, 4% LHCSR1 REZEMAKIZT UV
TCHEINDFEED #2327 X Nonfunctional LHCSR1 # > /X7 & & FE5
HLT5,
INHDRUAZHEICTERR LI2ERIZ, e A S ) — L E T L7,

EHIRAFZ A E L TIRIEER FITRIEI LT,

KULBEDO BN ZBUNTIL, FRICHT D 23720 R Y R UARHERS @ lhesrl -k VX Thesrl.,
R LUAHE% D npqd-k 1% npq4. R LM% D npg4/lhesrl-k X npq4/lhesrl &
Kb+ HHELET D,
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o\ o\ N
O D LD AP
AN S AN AN A AN AN e a4
DR ER R SR
NN
SHEHFHHHHEE
LHCSR3-P ~_ e
LHCSR3 — - .
LHCSR1 <~ ey v
LL (control) LED uv

3 6 ;UV LIRS Ficks1) 5 LHCSR3-P,
LHCSR3 5 X' LHCSR1 O¥Hl, £FED
WT ¢, LHCSR1/3 O3B EIC K& /7%
DD EBHLNEIRoT,
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¢
Q®
e
3
b(\@ O
z\
Q QQO\ (\QO\
LHCSR3-P \_ - -
LHCSR3 —

LlHCsR1 — | D

3 7;UVEIRST Fick 1) 5 LHCSR3-P,
LHCSR3 £ XU LHCSR1 ®%*Hl., npg4
IZ81F %5 LHCSR1/3 HELENME T LT
%o BEMEE L CWERICYH, 225861
BHRPEL ) HDHELRELTND,
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6.0x10% Cells
4.5x10% Cells

3.0x104 Cells

3 8 MNT A E DO FE R G 2 F
7ot T R ER, WT O BB mi1
BN TWEEED, vy —1L ETO
AFRPMMET LTV D,
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RLAR & Progeny S

LHCSR3-P ~
LHCSR3 —

"
i)
)
i
|

0

3 9 Tz 5 LHCSR3-P
B L LHCSR3 @3 #H., LHCSR3
RIBRRZRIKT D,
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LHCSR3.1 —

RL3 & Progeny S

X4 0;PCR (21725 LHCSR3.1 DO
i, LHCSR3 KR Z 2T 5,

7



LHCSR3-P ~
LHCSR1 —

RL3# & Progeny éqbr\

4 1;UVRBEH Tz 5 LHCSR1 OFH,
LHCSR1 XR{EfkZ k7 5,
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LHCSR3.1 —

LHCSR3.1 —

LHCSR3.1 —

LHCSR3.1 —

X4 2 ;PCR 28175 LHCSR3.1 O
H, LHCSR3 K{EfkZ KT 5,
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RV I RAVATINC I VARV

A A N N NN X OW
A (S R s o ¥
& G I S @@
LHCSR3-P ~ - -
LHCSR3 — g R
LHCSR1 <~
LL (control) uv LED

4 3 I T2 5 LHCSR3-P,
LHCSR3 3 X W'LHCSR1 O%8l, KL%
MERL D npg4 \ZB W T LHCSR3 /K4 L
TV D A R,
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0.8

LED

uv

LL

1} %5 NPQ DEEH)

-
—

X4 4 ;3R
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A T T A Nt T A T T
OO

N N NN NN NN Y
RS S LA SAIE S SN <
\\g\ W& W ¢ $& Q‘\cf’ @? \“é’ %\é < %\c" W ¢
LHCSR3-P ~o
LHCSR3 — - >~
—
LHCSR1 <~
LL (control) uv LED

4 5;%WE Tk 5 LHCSRS-P,
LHCSR3 B3 LW LHCSR1 OFH, B LA
Met% D lhesrl \23B W T LHCSR1I AR L

TV D HE R
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ur
—

LL

uv LED

4 6 EHH N2 5 NPQ DERH)
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N YLD N YLD
i(\ N K(\ {0 i(‘ NS \\‘ %\ K“
«Q\Q\Q\ \\u\é\ \\Q\
$ (\Q (\Q (\Q $ (\Q (\Q (\Q QQ (\Q
LHCSR3-P ~
LHCSR3 — - _2
LHCSR1 «~
LL (control) uv LED

4 7 ;% W E T2 B 5 LHCSR3-P,
LHCSR3 ¥ L' LHCSR1 0388, & LM% D
npq4/lhcsr1 (23 C LHCSR1/3 3K L TW 5
FriERl, LU, UV FTIX npg4/lhesrl \IZF
T Nonfunctional -LHCSR1 23 3E,L L T\ %,
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NPQ

0.9

0.8

0.7

0.6

0.5

0.4

0.3

0.2

0.1

0

& o X & a8 .0
$é'\,é\,é'\,$é~,é'\,é\,$é\,é~,é~,

O < O < O ] < < O
& & &Y & &Y &
RO NN W RO

X X X X X X X X X
L &L & &L L &L
LL uv LED

4 8 ;YR Tz 5 NPQ D ERE)
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[SBREARL - 5T

M5 L AHE
77 I REFTRIBRRZFMH T CRBFIEREITO ZEDRMBNATND,

Z O E O TEME T2 N TINZHEE LR LARMEZ1T - 72, ek L7=, Niyogi
2 bk I vz LHCSR3 & %KX npg4(mt-), LHCSR1 % %K1
Ihesrl(mt+) T 5, AFFEE THWO TV D B4 KK 137C+? Mating type 1% mt+
Ths72D, npqdlmt-) & ILEHE 4 BIR LRMEZIT 9 FIZE > T npg4-k(mt+)
AERL LTz, 25K Ihesr]l @ Mating type 1 mt+ Th A7, 77 I REF A
y ¥ — A & v % — (Chlamydomonas Resource Center
https://www.chlamycollection.org/) L ¥ ¥ ZFH 7= ¥4k 137C- (mt-) & T
1 AR LAZHEZAT 5 T K o TEEIK ThesrI(mt) ZERL L, 2 vz W CERA
% 137C+(mt+) & 4 [A157 LRMEA 1T - T Thesrl-k(mt+) % 1k L7-, LHCSR1/3
" HERAR npq4/lhesrl-k 1%, 4 PR LRHEITO FITE o TIERKR L 2
npq4-k(mt+)3 KX O lhesrl-k(mt-) % 23 M5 2 FI2 KL - TIER L 7=,

[PCRJ
RLERMIZE--TEHEONT npgdk BLXORMIZL--THEONTE
npq4/lhcsri-k ® LHCSR3.1 = — Rk PCRICTHIE L7z, 77 A ~—HdS
/X LHCSR3.1_F GCCAGGCCACAATTCGCAG LHCSR3.1_R TTTAATC
GATGGCCAGGCTCTTGAGGTTGTCG Td& 5,

[v—tr R
Bonizan=—%MH\ T, LHCSR1 == — R#EmKJH % PCRIZ X - CTHitE L,
Wizl L7, 714 ~—1ZLHCSRI_F GAGTCTGAGATCACCCACGG
LHCSR1_R CAACCGTGCCAGCCAAGCAAG % 7=, K8 L =W %%
T L L. BigDye(Applied Biosystems, USA) % T PCR RMTbiviz, 774
~—|ZLHCSR1_F CCCCACCCAACAGACTTCGAC % H\ 7=,

IR DRI ZE R IRAT ]

TR RBRTH(TAP) CTREE SNTRICA X ) — Vv EIRINL, 7 A F Ry 7 A
(CANEIRZESR T TRIF S U,
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®6 i FOEIEUV &) % 7= LHCSR1 O JB1F & HERE DA A

— ¥ im—

FAAT o T EFRERNS MBIER LTI (A XTG4 KT 7+U0V Z
) B AW TERE L2 C LHCSR1 O JRTE S HEREA TR+ A Z LN T&
2o tle, 2T, LHCSR1 OJRTE L HEREZMERT D720, & HITH T2 7208)R
FECEICER L RFEEE LYV Z W, 5RO UV B HW)AER L,
LHCSR1 Z# L W 3Hl - ZRESEDLZEDTEX LT TEREI TR T,
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AR - BEE

B ICVERR L= JEIREE E 2 W C LHCSRL O JR7E EMEREZ B Sz 5729
EERIZHWAKRDREEIT -T2, ZOREEEZ AW T, WT. Ihesrl, npq4
K% npq4/lhcsrl %= (E@REEHHESM) F CHEEZIT- 72, BEEZIT- =/
ZRHWCTY = 2 Z T2 T > 1o fE R, WT O npg4 © LHCSR1 OFEHL 73 e
wanz (X4 9), LaL, WT KO Thesrl i3 LHCSR3 230707697588 L
NPQ DOFFENCZ G- L TWDH Z ENRB 2 biLd, £ Z T, LHCSR1 OFERE % B

IR T 572, LHCSR3 723k L LHCSR1 O ANFIELT 5 npgd &Y
LHCSR1/3 23K48 L7z npq4/lhcsrl O _FEDORKZ W TRT 217V, KB %
i35 Z ERWEYITH L LR L, o oKk E AW TEEOEREITO
N O

WIT, HEALZEH 72 TR £ % LHCSR1 O REDMEGRD 7=, O % H
WCTRERE LIEMZ HNTENENDOTF T a1 RELEEE L7z, Z 08
LIeF 7 aA FIREMWTY = 27 AT 2470 LHCSR1 OfF{E & 2 i L
T2 ZAH WTNOEBESENETICE W TH LHCSR1 OFES R S (X5
0), LU, WEEEEHEM CTE C/-F 7 =4 FiETIX. LHCSR1 2/ %,
Nonfunctional-LHCSR1 »3H#HYZ < fFE L TW/ (X5 0), LHCSR1 OiE(s
FREIZHLELERA LV P I a—T =2 a i BIERIEINEZHLDOTH
5 7=®, LHCSR1 & & D L < {7z, Nonfunctional-LHCSR1 % > /X7 B H3 3%
HL22b0EEZ N5, IZ, Nonfunctional- LHCSR1 b T/MITH=
INX—HEREZRDLADETWD LRET D &, ERFEE S (TAP)
X2 DEDFERICHND Z LIT#EUTIERWEHl a5, £2 T, Z0kD
KBTI, M RBEEHI(HSM) T SN2 W TERZITH I & L LT,

AT S5 HI(HSM) FC. npg4 & npq4/lhesrl % FWT 12 Koo UV B
TTREREL, BEEZOMIZ HWTNPQ HIEZITW., £7-F 7 24 FNiEE
HiEE L 7=, NPQ HIEDFEE, npgd DA T NPQ OERI MR SN-(X 5
1), HEEL7=F 7 a4 FIEEZHWT Y = A X RN E1T > I2FE R, npg4 IZB W
ThHF, LHCSR1 ORBL R S n7=(K 5 2), £7z. LHCSR1 [RIERIZ RN
R T CRETDZEDNHLNE RS> TWD PSBS OFMEIL —HOK TEIX
MR Iz hnolz, £, CBBRAIZ L > TTF T aA FELICIFEET DELT
YT H R LHC O EEA R LIz L 2 A, “HOK TEITMRE S 172
Molz, ZILHOFERDS . npgd (2 TEHME L7 LHCSR1 OFEIZ LY NPQ
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FHEINTFDRMR SN, £ T, BBEL7 npg4 DF 7 2 A REZE W T
SM}%ﬁw @%ﬁ%éht“ﬁ%%wfﬁix5/%ﬁ%ﬁ% LHCSR1
DRTEEMER LT, ZTOfES:, Free LHCII 477121X LHCSR1 ® v — 7 M3\ fifgi8
Sz b oo PSI-LHCL B# A 7Kk & O PSIT-LHCIL B G K53 BIT 1LY = 2 ¥
EHTIZH T H LHCSRL OB — 27 BN—F Leh->72(M5 3), 2FV, ZDFE
k7> 5 1L LHCSR1 73 PSI-LHCI #84 & 4 & O PSTT-LHCII #2848 &4 53 B I A7 T
952 L EWREICIRED T D Z LT TE 2o 72, SDG IZEIF 5 PSI- LHCI@
HEAHKRE L O PSI-LHCITBHE A O3> FALE I LHCSR1 28 b iR &
k:&ﬁ\um&uwPﬂLmﬂﬁﬁémﬁinQH}mH%@é_bﬁw
IZRTELTWD 2, HLIFarZIx—raili2bDThHhD I ENEX
b7z,

Lpﬂ@%%ﬁft%ﬁl ©. LHCSR1 2% PSII-LHCII ## &K% X O Free LHCII

IZJRTELTWD ERE L7ZHA. LHCSRL RZEDE DB TY = F 7
%bofwéﬂkow%%gw_#ékb\%m?_kwfmt%ﬁ@m%T
ST, WEOHEN S LHCSR3 X PSII-LHCII-LHCSR3 Z/EEk L. =3
X —IHEIZ% 5T 5 (Tokutsu and Minagawal, 2013), & L. LHCSR1
PSIT-LHCII-LHCSR1 BB#E AR Z M L T\ D EIRET S &, SDG (XL »>Th
B L7z PSILEBESARE S I L X —HER I 2R > TV Db Lt %
72, wBEOHEHN S LHCSRI 1% Free LHCIT 28V Tl — R /L F—1H EITH
54 2%(Dinc et al., 2016), & L. LHCSR1 7 Free LHC /7 E[IZBIEL TV 5 &
RET 5 &, SDG 2 X - TH L7z Free LHC 43I — /L X —{H ERE ) & £F
STNDDE LIV,

% ZC, PSII-LHCII #E#E A5y % H v ‘T%%%ﬁ?ﬁﬂﬁéﬁo e Ah,
npq4 X O* npq4/lhesr1 \Z TSR T T 0 F U I RER SN D00, —
MlCEITMRIN 2> (K54), ZDZ 6, LHCSR1 1 PSIT-LHCII
BEASERICFHEL TS 00, OFEBRIEHFICHEEN Kbt 2 @PSIT-LHCII
BEG M TIIRRE Lo, & L<IE@% b2 PSIFLHCI BEAKIC
RIELTELT, avHIx—valrTholmENEZLNTZ, Lo T,
PSIT-LHCII BBEAKIZH1T 5 LHCSR1 OEREAZH T 5 Z ERTE
> 72,

KIZ, Free LHCII 73 % W T, #0tFmMlEZITo72 & 2 A, npgd K
npq4/lhcsr] ([ TN T T o F U I NERINTZ L OO, I T
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WENeho2 (M5 5), BFHL, ALFEAT R EIEMEACRBE L 72 BRIC,
LHCSR1 ® 7 =2 F > J OMREDN KbV " REMEN B 2 B 72,185 @ Dinc et
al., 2016 OAFFEIZIB VW CTITHILZ A= E8R CTdh > 7= T LHCSR1 ® LHCII
BT AEREMRAFESIN TV EEZ BN, ZOFEF LD | Free LHC 47 E[IZ
175 LHCSR1 DBEREZ I HNTT A Z ENRTE R o7, 2D DOFERN G,
PSII-LHCII ## &K N Free LHCII M)y THR SN 7 = F 7%,
LHCSR1 K F 72 b D TH D L immlt T b v/, @, Hi T T3t y%
[ DiE, EEDBEINRN ENMEN TS, PSI-LHCT #4E &K
FAEIZH W2 o 72,

FEEDXIIC, FTaL FEEDZ 7B &2 R EiEEA TRk L. SDG
(2 THE L7236, LHCSR1 OREREA R T 5 Z &N TE o To, T,
F T aA RENSKZ N7 BEGERE /T 212 C LHCSR1 OiEMED K
PNTLESTAREELE X OIS, £ 2T, npgd O\ npg4/lhcsrl H> 5 HiEf
SNTTF T aA RiEE AW TEIEHFMAEZIT 9 2 &£ 128> TLHCSR1 O#RE
R LTz, T OREE. BMESRMETIZEB W T npg4/lhesr] (2, npg4 Tl X
D RERESOWWEZMHER LT (K5 6(a), EwIFHFMDEKI T 21T > T AE S,
npq4 pH5.5 [IZB W TITHRFIC R WA O tl OFEN 2T EH LTz (X5 6
M), LLEDZ et BHESRATIZE T % npgd DF 7 a4 REIZBWT, 7
TUTF U T PHERINTZZ LY, FT a4 FME RIZEBWTIX LHCSR1 238
R THD Z ENHLENE R oT2,

LHCSR1 %4 L7z 2RO =1L —{ilfll & WL & iR T 572, npgd kO
npq4/lhcsrl MO HEEL7=F T a4 REEZHWT, KR (77K 2 1) E L
7= ARIR(7T7TK) T Tidotibs:5% HPSIDFE L OYE k5% IPSDIZH B S 5 g
HENWTHOHET DI ENTED, Fo, WEEEICIIEOERZTY 17T
B o7, mIEOMEZRET H2FENTX 5, WEDOKR., npg4 pH5.5 D5
= TFIZEB T PSII (685nm) K O PSI (715nm)(Z 35 1) 5 8 OB 23R S -
(X5 7), 2% v, LHCSR1 OfEREIC L > T, PSII O PSI 26 SN 51
TTHOTELTRNLFT =N L TWD I LRSI N, 2 F Y, LHCSR1
DR LV | PSIT L PSTIZHIT DimH =R /L X —03HE I LT 5 Al REME
R L TWD,

RS TOF 7 a4 NI EIZB W T, LHCSRI N ED X H ITHEREL T\ D
MNE BIZFEICI~ D728, npq4 XWX npg4/lhcsr] O HBEEL 7257 2 A R
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Z AT, FDAS (Fluorescence Decay Associated Spectrum)ill & %177,
680nm DO EAIL, LHCIH oW SN/ = R AF—IZ L5 ADOWEE
685nm T D RAHNL PSIL OIS N L9 EONES F3 0 & 710nm T D
BEFIIPSI ORI NDEIEDNDL ERY 2R L TWDH, ~30ps DicdH F\»
WHDONH BN 2R TChRDE ., npgd pH5.5 DFEMITMOSEMIZE~X, PSI O
HHONH ERYRKEW(XS5 8), Ziux, npg4 pH5.5 OFEMIZHNT
LHCII "W &Nz f X =N K0 PSI~EBEHL TVDH I EER LT
%, D%V, LHCSR1 X LHCII 7> 5WIN S 7z =L —@ PSI l~D )
FRELTWD Z ENRB Iz, 72, npg4pH5.5 DM T, thatFicit
R~85ps IZBWTPSIL BLOPSI TZRALFX—D T v B ITNREETND
—J. ~500ps IZHBWV T PSII OEI - T 5d Z &k, PSII OV IZHIT
éz*w¥~%£ﬁ@%1m5:&%%bfwéoik W N FF N D Y B 4
FRCHEE L THD & IRIFEN2 -T2 (X5 8(b), ~85ps 3L UN~500ps D
REf a3 bR T2 T D EL s BEO IR & & —27 5 (Van et al.,2000,
Savikhin., 2006), _na@ &5, LHCSR1 %4 LT LHCII 75 PSIIZif
Sl X—iF, Kb IZB W TEILTHEC L > THAEDIEENG] =
ZEINTNWDLZENREZ 6%50

EEOFER) S LHCSRL IEEMSM T IR W T PSTIIKAFE L e = R /LF —
21T > CWD AR H D Z EBW ol 22T, FUERE L
T, PSI Xk A PSTHfRZ HWC, UV % 6 BRI L7, dotHMIE %
1To7z, LHCSR1 2V %R T IKFRREOCDOEELZR~T b, UV RE L
APSI KTl = F U I PR TERWET ThHH, 2 hr—L & LT,
LL(Low light) F CE;#& L 7= Rk Z W=, AKX ITIT 72 npgd B L O
npq4/lhcssrl & RlkE, Rz KREEER L CF 7 a4 REELZBEEL CEBRIZHWN
LHRETHDH, L, BEOHRENS, MIMOERIRICEEST VY 211
5D DHT, fF#%lJfoeH%@u%%f%%%w‘M TH, MENBLOTF 7 a1 REN
® pH ZZ{kxt., LHCSR1 OHREAHIE T2 Z 0N LMo TND
(Dinc et al, 2016), =Z T, SENI7 LV FEER & L Tt FmBlEIC B W TLLT
D in vivo (Z31F 5 HiEZ AT,

uv H%’é%n“ IC TR LRI EERR N T v ) 2Nz CHIET %, pH5.5
DEMFEOT=HIZ AcOH %, pH7.5 OFMAFHE O HIZ NaOH # X 7=, F
ANCHERRE 4 10ml &0, BBIOT L H Y ZEEMZ 2N S pH ZHE L,
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HOEFMRERFICIRINT 2 _XEBET AN Y OB&EIIE LT,

FEROFER, UV BN 21T o 72 A PSIRRIFZHRIIR & 72/ 2 F o TR LT
(K5 9), o, V= AX ENTIZE T LHCSR1 OFERBEMERLI-LE Z A,
UV FZ L 5 LHCSR1 OEREN MR SN (K6 0), ZoOfEHREN L, PSIIC
{77 L7 LHCSR1 OFEREZ B T 2 HIZ TE o7z,

ERROMREE 5 F 2T, PSIHEFED LHCSRL O 7 =0 F o I RFIET D00 %
S OICFERNCHER T 2720, bR T R RIK A PST #RI2INZ, LT3R
II RIBZEFAR A PSIT K O —EERAR A PSHIT D 35 % T, UV % 12 B
5L, F7 a4 FEZEBELEEEMUEZITo72, TORE., WTFokd
T TF UM E TV, B TIE XD & LEEEITHER SN 2o 72 (K
6 1), VxAX AMENA2FZ 7, LHCSR1 O OERE 2R LT-, &L
—\Z 1lug Chl ¥ o1 — FL7Z#ER, LHCSR1 O &MNFE—TiERr-7- (X6
2)e ZOY T IWEITF T a4 REEZHNTWS D, BHEEEE T LHCSR1 28
HBNHE O AREER B 2 bivd, HMEFRERBLIZERKT, 7724 R
JEO S RAEE DZEMEIMN L B DO EZ 52 TRV | IEROTF 7 3 FEHE
Bt 7 v s a2 —/ L CIZLHCSR1 Z L EMNIR - T F £ THEBET 5 Z & BEEL
ST RN E 2 bz,

WIZ, b FR T REBEBIR A PSTRRIZIN 2, K b5k T RABZ Bk A PSIT
F OV EHERMK APSHITI O 3% H\WT, UV %2 12 FEfMRE L CTREL, 20
MG ERERR E T VD) ZMZ D FICL > TEEFGUEEI T T2, ZOFER
IZBWTIE, pH 7.5 OFBLO7=HI1Z NaOH %, pH 5.5 OFHO =12 AcOH
ROz, SEOFEBROFEE,. AcOH 2 H\\W =723 HCL # WG4~ LY
K&y oo FrIpnRAoni-izo, pH 5.5 OMESRGZEY HI7=oic, 4
% AcOH Z# W THEBRZITH> Z L & LT,

HHFMPEZIT TR, APSI BLWAPSVIT (2B WCRED 7 = F
VI, APSIT IZEBWTIXE W KRE R 2 F o 73RS (M6 3(@),
APSITERRO A PSI 24 L TR Y 2K L8 EBEE S S v s
e b, ZoZ LS LHCSR1 OFF(EIC L - T, LHCII 75kt = %L
X—MN PSLIZI S, S BIZPSHIZBITDEMEDEHENEZ > TWNDH Z & ER
L CTWb, a2 hra—/Le LT, LL OFMHTHEE L% UV ClRER D 5E5R
EATH TR, WINOKRICB W THIZE A EHEEIIHER I N2~ 72 (X6
4), Flo, YT NERWTY = AZ Uit #1772 2 A, LL FIZBWNT
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IFAHRIZHB VT LHCSR1 OFRITMER I 20> 72 (M6 5),

PlbEowtozEsEE 2 T, I NPQ ZIET A ENTX S, — i
HIIZ NPQ=(Fm-F’m)/F’m TRDDHZ ENTE D (Bode et al., 2009), Fm=
[pH7.5 \28 1) 5 ¥ EFHm . £/ Fm= [pH5.5 (281 2 s FH
LT D EHEMFEREHRONPQ ZH T 5208 TE D, FLoXEBEZ D
&L KRR NPQ 1%, APSI0.76, APSIT3.00, APSI/IT0.93 LHHENn7= (K
6 3(), APSIEIWAPSUII TlElA%D NPQ OBEEN SR S =D
PSIT (2417 L7= LHCSR1 ® 7 = F o FBIF(E LR W & RIB STz,

FREOREIZE férﬁmﬂ@%%\TWIX& RN AT o ToRE R LHCSR1 1%
“HETIEIER—-ThHZ LRI (M6 6), 2F 0, dAFMUEICE
\F 58 R 1T LHCSR1 DI BLE DA 2 5- 2 72> 72, APSITI CP47,
A PSIT Ti% PSbAD1), APSHII TiZWFho 7 HRELTWDZ &
Wzl &N/, ATP-ase i UV FEMETIZARVWOT, Zhaxn—F 47 ar b
7—/LE L THW,

93



N
< é{\/

S
O 0
SN N )
A SO Q7 N N
@R WS $
LHCSR3-P ~ .
LHCSR3 —
P — -_
LHCSR1
LL uv

4 9 ;)RS FicdksiF 5 LHCSR3-P, LHCSR3
B L LHCSR1 @o¥#Hl, WT BELT, npg4 TiX
LHCSR1 &L TWS, LarL, WT & lhesrl
TIX LHCSR3 »&ERE L CW\Wb, £ Z T, LHCSR1
DOHEREZ X VBIRIC A D720, Lo FER T
npqg4 3 KO npg4/lhcsrl =AW BHFHIZ LT,
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& S
&5
S EL L
LHCSR1-H —
LHCSR1-L — | - - -
TAP HSM

5 0 M Ticki7 5 LHCSRI-H B
L OV LHCSR1-L DO¥8L, Hf 852 55
TAP % H\W723%4& . npq4/lhesrl Tl
Nonfunctional-LHCSR1 23 %E8l L T\ 5%
Tosh BB ISR E R M HSM 2 VW 5%
FE L,
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-

npq4 npq4/lhcsrl

5 1;BETICET 5 NPQ OEF#E), LHCSR1
%D npg4 TliE, MR HSM 2 AT
UV T TR LB, NPQ OEREIAFER S iz,
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ATPB

LHCSR1

PSBS

B ‘,\
S
¢ N
U
kDa & & &
35 = CP26
— CP29

S S (e | HC type |

28 W s e LHCII type IV
S s LHC type 111

5 25 (A)ERH FICR 1T 5 LHCSR1L B LW
PSBS D38, npgd DF T 24 REIZBWT,

LHCSR1 O#FMB R iz, £7=. (BICBB %
CICBTLERT VT FH2 U RTEOIHFERED
ek, X5 3 ORIEICHW S UV T TH#%E S
Nl zZ AW TTF 7 aA NEZHEBEL, DT
FaA REE% L —2 2ugChl o — K L7,
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LHCSR1

cemeemo-es8ge-

5 33 = M A B O 1% O 45y 1 %
72 LHCSR1 O JRjft, SDG 5 DF 2 —7 D
PSII BEEKRDON RE | T2 AX NI
75 LHCSR1 OB —Z7 R —E L T\
735, LHCSR1 @ PSII #E & 1k ~D RfE %
MRS DT D FIT T E R o7z,
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1000 -
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Fluorescence (photon counts)

o
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npg4lhcsrl_pH7.5

—npqg4dlhcsrl_pH5.5

6 10 14 18 22
Time (ns)

5 45 a MR E AL 0% O PSIT-LHCIT
ARG R ) 2 O T2 sl e, MRk o
HPBR ORI EZN R SN oT2FN D,
PSII B AR 1T 5 LHCSR1 OHEREA A 5
T HRIITE R o T,
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Fluorescence (photon counts)

E

1000 -

100 -

-
o
1

—npg4_pH7.5
—npg4_pHS5.5

—npgdlhcsrl_pH5.5

10 15 20 25 30
Time (ns)

5 53 = MR AL 0% O LHCIT 4y
AW ToaobEmMRE, BrEST (pH5.5)
IZBIT DENEDOPEICEN R LN -T2
Z &5, LHCSR1 @ Free LHCII (238517}
HHEREE I BN T D HENRTE o,
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(a) 10000 10000
Z z npq4/lhcsr1
c c
3 =
3 8
S 5
S 1000 S 1000
s s
S 3
c
g pH5.5 ] pH5.5
w
2 g
o
S 100 S 100 .
* 0 1 2 3 4 5| w 0 1 2 3 4 5
Time (ns) Time (ns)
(b) T1 (ps) [A1 T2 (ps) [A2 T3 (ps) |A3 T AVE (ps) |NPQ calc
npg4 pH7.5 156.7 30% 711.3 55% 2887 16% 882.2
npq4 pH5.5 139.7 45Y% 558.6 41% 27445 14% 674.6 0.31
npg4/lhcsr1 pH7.5 161.3 27% 785.6 61% 2953.6 12% 879.9
npq4/lhcsr1 pH5.5 1494 29% 707.3 61% 2817.3 10% 750.9 0.17

56;F7aA NEEHWiza b FHFamillE,
LHCSR1 M3 LT\ 5 npg4 1 LHCSRI
DRI LT= npqg4/lhcsrl (ZHEA_EEPHESAE T
BOWTEYREREHOBWELIAR N, ZD
fER2 5, LHCSRL (257 =4 RiE ElZdHw
TIIHERERY T D FDERD S LT,
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16

Fluorescence intensity

FProdn,

\\ Absolute amplitude

—npg4 pH7.5
—npg4 pH5.5

npg4/lhcsrl pH7.5
-==npq4/lhcsrl pH5.5

680 700 720 740 760
Wavelength (nm)

5 75 F7 a4 NEZHH W7o AKX H5 6 J1 E
(77K), LHCSR1 2M&EERITdH 5 npg4 pH5.5 IZHBWNT
DF, PSII(685nm)Is L ¥ PSI(715nm) 7> 5% S5
D LT, LHCSR1 O#6EIC L W PST J (X PSII
DR F—INTNAT B DL 5 2 TV DHHEDRIE
ST,
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10_ [ | I I ]

—npg4 pHS5.5

=npq4 pH7.5

=—npg4/lhcsrl pH5.5
npg4/lhcsrl pH7.5

(a)

-10}F -
- 10 ~85 ps
2

(0}

=

9 0

n

2

S Ll ~500 ps |
T

=
o
T

0
660 680 700 720 740 760
Wavelength (nm)

(b)

npqg4 npq4/lhcsri
Components At pH 7.5 At pH 5.5 At pH 7.5 At pH 5.5
First 40 ps 30 ps 30 ps 40 ps
Second 90 ps 90 ps 80 ps 80 ps
Third 510 ps 480 ps 490 ps 480 ps
Fourth 23 ns 2.2 ns 23 ns 22 ns

58; @F T aA FiE% A7 FDAS (Fluorescence Decay
Associated Spectrum) il iE 33 & O\(b) &z Y Ffm O EA% k%57, npq4 pH5.5
TlX. ~30ps ORMHHHIZI51 T LHCII(680nm) 7> H WL X 417z = K /L F
—23 &V PSI(7T16nm)ICBE) L T\ 5, ->F Y, LHCSR1 #° LHCIL 725
WIR S /e 3 ¥ —% PSLICBEI S TWVWD,
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5 9; APSI¥k % W =8 FmilE, UV
TCEEEE LT-3854 1% Dark & RIEEICHE D
ERRONZWEE L TV, FHUIK

LTI DS HERD S 472,
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LHCSR1 —

NIEEINE
—— —

6 0;Ha Fizk i 5 LHCSRS-P,
LHCSR3 ¥ X O LHCSR1 »%¢#Hl, UV |
THELZAPSIIZBWTC, 23 hr—/b
TdH 5 WT [FEIREIC LHCSR1 O3B0 e iR
S,
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WRW 2O D DI B YL o 72 2 TR S g
MNoT-,
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ATP-ase —

LHCSR3-P ~
LHCSR3, LHCSR1-H —

—
LHCSR1-L

6 23O FRRXEKZ AW
LHCSR3-P, LHCSR3 $ &k () LHCSR1 DO ¥Hi,

F T a4 FIENLZEMICHBETE TRz
2>, LHCSR1 OEMEENSHK T ETIE o7,
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1000

100

Fluorescence (photon counts)

pH5.5

Fluorescence (photon counts)

1000

100

(a)

pH5.5

10 10
1 1
0 2 4 6 8 0 2 4 6 8
Time (ns) Time (ns)
__1000 pH7.5
£
3
o 100
8
.g_ pH5.5
< 10
[
s | APSIII
5 1
2 0 4 6 8
Time (ns) (b)
Ave Fluorescence lifetime ( T AVE) pH-inducible fluorescence
pH 7.5 pH5.5 quenching (%) NPQ calc

APSI 2.06 1.17 435 0.76
APSII 2.32 0.58 75.0 3.00
APSL/II 2.30 1.19 48.2 0.93

6 3;UV T TH#E L7z 3HEOIALT R E A o a0t il E
()RR 7 7 7 (DT T OVNPQ OF H, Ylba:% I % K4E
L7 APSIT Tl o> “ERICH ARSI IR W TR Y REREto
WENRL N, APSII OA) PSI #H L CW\WA %) 6, LHCSR1
Ty oF o7 PSLIZIZ L S OREEMENH D FR /RIS,

108




10000

1000

—APSI pH7.5
—APSI pH5.5

10000

1000

—APSII pH7.5
—APSII pH5.5

= =
c c
3 3
8 8
— 100 ~ 100
o ]
o o
c c
[} o
b 2
9 10 @ 10
o o
E 3
o [
1 1 I
0 5 10 15 20 0 10 15 20
Time(ns) Time(ns)
10000
—APSI/Il pH7.5
1000 —APSI/Il pH5.5
=
c
3
o
(%)
— 100
[}
o
c
o
(5]
w
9 10
o
E
o

Time(ns)

15 20

6 4;LL F T L7z 3FEO b7 RRIEHK A W 7o a0t FmillE,
ar hr—LE LT3R KK LL T THELZSGS. X6
3 TR LI L ) RESCOBRITMR S R o7z, Lo T, X6 3 TR
L7=# e oEEIX, UV OREHZ X - TiFiE X7 LHCSR1 ORI
IVglEEZshEBZExLND,
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APSI  APSII  APSI/II

ATP-ase I pp———

LHCSR3-P ~
LHCSR3, LHCSR1-H —

LHCSR1-L =~

6 5;LLI X ONUV N F T L7z SFEOIL:
% K 8 # % J§ v 7= LHCSR3-P, LHCSRS,
LHCSR1-H,% X () LHCSR1-L ® %8, Dark %/t
IZB W TIZ LHCSR1 23 FEL L TWiaWnWizd, X6
4B T 2a0EFEMRE IV TEIEDJE D I~
SN ENbIND,
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ATP-ase —— ——

D1 (PSIl) | v

PSaA (PSI) -
LHCSR3-P ~
LHCSR3, LHCSR1-H —
- e
LHCSR1-L

6 6; UV T TEE L SEONILTFARK
BHREZH WG Z X7 H O,
LHCSR1-H,-L ORFUIFIEENR D> 2 HE)
5. ZOZENK 6 3IZRBIT D HSEFMAE DR
R B L 5 2 - Al RerE R,
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[SBREARL - 5T

(BRI X OE 41
ARECIXBAEKE LT 137C+H ZHAR npq4-k, Ihesrl-k 3 KO npq4/lhesrl-k
NDHWB T,

FOLIR T T LHCSR1/8 BELORBL & Z MR T 5720, FARIIIE BB
(TAP)(Gorman et al,1965) % T FEHI (K 2.0~5.0x106 Cells/m)iZ i
L7=ffm 2 Jhs7 s B2 i (HSM) (Sueoka, 1960) ICEHAtE, 7o 7 4 VEaH
®AME L, 7% 2ugChl/ml OUREEICTREE Lz, Yo 73 Bl
FiE S v, 4 RefERR ST,

HALFEBRD 7=, TAP FERFEHY |- CIRE ST 5 AT IR AN 38 1S
H1Z& T 100~150uE F TREUHIEH E TCHE TN, £D%, 1L A7 —L
@f%»’%éh2ﬁj1mbmmm1?5%&%%L%Lfﬁﬁﬁh%ifﬁ
T, ZOBRAIENIZETE LT CO DIREZL FIF 570, 22K A £ 12 K
R INT, AiEEINTZY T E, 7T ATF v 7 BORER T — A S,
BOLIR T, 25 COSMICH T 12 g SNz,

[Chlorophyll EEHIE |
san 7 4 WVREKRONY va 7 4L alb X (Porra,1989; Porra,2002) 12 HEV T
;bzw:o AIREIE 100% D A Z 7 —VAZTEfR S U, 18,000g T 3 3 DiE.LD%, |
& 7% v C NanoDrop(Thermo Fisher Scientific, Japan)iZ CHIE N T 7=,

[F 7 a4 FEO LR

Tokutsu et al, 2012 Z—H ik L CiThbiLlz, KERSE LML, =012 X
S TEUL L, 60ml D3y 7 7 —I|Z K> THEE L7, fMilg % %7 552, 25mM
MES, 0.33M A7 o—XA, 5mM MgCls, 1.5mM NaCl, 1.0M Betain, /NaOH,
(pH6.5) TIFE L7y 7 7 — %l L7=, BioNeb (Glascol, Terre Haute, IN)
ZHWT, K 7.5 kglem? OFENITIBWNT, 2 [FIMIAL AR L 72, ﬁﬁ@bf:%
EIE. 100,000 X g, 4°C, 25min D5 F T Two Step SDG %17 9 FIC

F 7 aA FERDBES Nz, F7a3A FEOZEIZE S, 60ml 0.33MS /3
v 77 =T 2 bz, F7 34 FEZ 500ul DNy 77—z, inEE
AW THEE S, mIRER TC196°0OICRFE S LT,
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[ 2 Wi P A fidist U7 BE(SDG) |

Tokutsu et al, 2012 2 —&kZE L TiThivz, MKRERZ T TIRIFINLTW=T
Z a4 NI S A, 25 mM MES, 1.0M Betain, /NaOH, (pH6.5)/% v 7 7 —
T 1 [FEEDIL, 500ul D[FE Ny 7 7 —TlrEEZHWTHERE LT, 77 24 FIE
WIRIE 0.4mgChl IZFHEE S, 1.0%D o -DM Z#/1x T, R T, K ET 154
A b L7, A b, 10000g X ,4°C T L AR 2 0B L, EES%E
500ul(200ug Chl) & v . SDG F = —7(0.1/0.4/0.7/1.0/1.3 M sucrose ,25mMES,
1.0M Betain, /NaOH, (pH6.5),0.02% o-DM)®D iz — K L7=, SDG F = —
71X 4°C, 90,000 x g, P40ST rotor (Hitachi-koki, Japan) C 20h #z.[» S 1177,

[ = A X RAT

Btk OMIIITE L > T SN2, T dd 60 CORIE Sz
11% SDS-tris glycine-Urea(7.56M) 7 /L & W CTikEh & iz, A7 L oid 1B
7 mydor 7, SHETRE SN, AT L3k TR INTH
L. 2-2-5-5-5-4y CEF 5 Mz, 1lug Chl "KL —ricr— RKahi,
WSE-7120L EzWestLumi plus(ATTO, Tokyo, Japan)% V7= 5L 5%
(ECL)Z & %5 > 7 /1% ChemiDoc(BIO-RAD, California, USA)IZ X - THiH
STz,

M FEMMET 7 a4 R
F7 a1 FEEE b Bz 61E FluoroCube (HORIBA Jobin-Yvon) % H VT
IR (23°C) THIE & 472, Pico second 3/ A L —# —(DD-470L; HORIBA
Jobin-Yvon)® 463nm @ L —%# —3t % T 10 MHz OV ik LT/ mr 7
S VDML & AU, @ 61E monochromatic detector (2350 T 682nm CTHRAI X4
7= (5 3EhE = 8nm), #EDOEFIL. DAS6 software (HORIBA Jobin-Yvon) %
Wt ST,

ML e 7 L E (TTK) |

TR 3 EE I, SEICHRE STV DD ER A 2 72 20O E e E 32 v
TiTh 7~ (FP-6600/ILFC-543L;JASCO)(Ueno et al.,2015).
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[FDAS HIE |

(RIS T (TTRIC 31T 2 IR o3 MR IR 13, I R O3 i WL - HOG AR AT 26
SPC-630 (Becker and Hickl, GmbH) % F\\»CTHIE & 7=, Pico second /3/L A
L — % —(PiL047X; Advanced Laser Diode Systems) % f\»T 459nm < 3 MHz
OV LI Tr7mr 7 (v 2R L, ik S 7zstid. 660-760nm Ok
2BV T Inm P K MR TR S L7z, GRIENE = 2.5nm), 8 SE0E O #ifR 1,
WEOWAE & Ham o RSl 2 L THEHT < u7= (Akimoto et al, 2012),

[ AAIE A PS #R

3FED APS#i% & H U =801 FluoroCube (HORIBA Jobin-Yvon) % F > C
WIREQ3C) THIE Sz, %7 ix 2ug Chl/ml OREICHHEE S/, Pico
second /X)L A L —H#—(DD-470L; HORIBA Jobin-Yvon)® 463nm ® L —¥% —
YxEHAWT 10 MHz O VK LETrZ vr 7 0 VR EINE S, 86 1E
monochromatic detector (2351 T 682nm THAI S #L7-(HrikiE = 8nm), #
DOWiEIL. DAS6 software (HORIBA Jobin-Yvon) % i\ Tt S 7=,
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I ZET, @EDEm R L —HukEERE NPQ D qE 7 = F U I b s, 7
7 X FEF 2D LHCSR1 # v /X7 E O RIE & BEBEIC DWW TARY: - 5314
T AT - I TFEE W TR 21T > CT& 7o, qEIET7 4 — R3y 7l
N &> THREDE = L F — 2 BUZ WY 5 A% T & % (Kulheim et al, 2002)0
FlqE 7= F U F T 3L Rv—A o7 e N REARORKIC
S>THlERIEIND, NPQ OFTHhix b PV Col =il = éhé)ﬁﬁ[‘?“@&)
5o ZHETOHRETIEX, LHCSR3 (FH AN CHERFRIVICHBLTE T I 4.,
PSIT-LHCII B#EAAIZRAE L, EEMICER =L ¥ —2lET 52 L& -
T qE 7o F o7 HGTHZ ENRHALMNE 725 T % (Petroutsos et al.,
2016; Tokutsu and Minagawa.,2013; Kim et al., 2017), —J5 LHCSR1 /%, UV
TR ERRICRBIFESILqE 7 = F 712 % 59 5 (Allorent et al., 2016),
AWFFRIZBNTEDRIEELHLNCT D LR TE eh>7zb Do, LHCII 7>

RISl R V¥ —% PSLIZZ T L. £72 PSLIZKIT 28 EHE
rolER T Eengnrolc, B NEZ &IZ, LHCSR1 134 /"7 ElFIT

87% D FAFIM: % F#->(Bonente et al., 2010)LHCSR3 & (72 ~72, &<H LW
WD qE 7 = F o TIZB T HEREZF O LRGN E R T,

[ B A

LHCSR1/3 i%. Peers et al., 2009 |2 L » THE b £ T, Li818-1 B k&
O Li818-3 LRk ST, HFHFEMOENT v T F & LRy EOBIET#E

BT 52N ETHY ., ZOKBEOFMIALNCINZ2NEDD, £
DFBEE N ON TE I TE o, MEMEYORIED 7 m a7 1 )L alb 56 ¥
VRRIBEBHE L TWDEEZ LN TS Li818 M X /37 MiFEMTh 5
FERHOLNIR-2TBY, 773 FEFTRABOF THREIN TV A Richard et
al., 2000) DN T X7 EITEVETHFESIND Z LD, Mo
KSEEN B 5 DO TIE 72 EE 2 5TV =(Richard et al., 2000) . EizFHIIZ
LHC | _Baa_ L7zt DO ThDHESbNTNDEN, oK% UII © LHC & iX
IR STRBLA R THERIHALNE 2o “Cb\é(Savard,1996)o i OBIET
< Chla/c # %> Li818 LAER SN TH Y, AN HWELREINTND

RT-PCRIZ & » T HL FTLi818-1/3 ® mRNA 2"#E & 15 Z & (Richard et
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al., 2000), i CO2 e F T Li818-3 7%, Low CO2 4/ T Li818-1 ® mRNA
DEHE I NDFENHAL NI/ > T A (Yamano et al., 2008), F7-. #ix72 b T
YA )T b= AEHTIZEW TS, Li818(LHCSR)® mRNA 78 Fe, S, Cu, K Z
FETFTH, EREENEINT52FENHAL N E 22> TS (Naumann et al., 2007;
Zhang et al.,; Strenkert et al., 2016), AAFFEIZFHBVTEH ., LHCSRS [F4H 7%
R HSM CHREL-FFE <415 —7F . LHCSR1 30N SRFEFH HSM (2
EIEAFE M TAP TL Y B - B RB-FESNLFLW SN LIZ(6 7),
Zo X 9iz, Lis18(LHCSR)IL, KD+ 7 F VD IHie b SO~ 72854k
IR CCTRBLSHET ST b, LHCSR1/3 114 v /37 BFHIT 87%DAH[H
M %2 Ff>(Bonente et al., 2010) H D D | AAFFEIT L 0 FBENERE DN D 72 B3 87
DR ICHEE SN TV L ENRH LN E > TET,

AR TRIZAE B L7238 BIERE I, LHCSR3 8 % ~ T, LHCSR1
PEAR TICB W THBFEINLIFETH D, [EFFITBVWTOREDOESH
BARANLE A BET 12 FFHRICHSMREITR LT 2 (K& T HP UV A &~
7 v 7 A XD, http://www.data.jma.go.jp/gmd/env/uvhp/info_uv.html), = DHF
M. FARIET TR KRGO AN E bR LT oA TH D, Lo T,
B & 2R s S HAE IOV E R VWERORICIZ L 5 X A=V B E LTS H .
SRAMIRIZ K > TLHCSR1 238 BLFHE X 5 FIT Lo THOCHIbriitE 2 5k L T
WO HREMEDE X BILD,

[RITE

LHCSR1 1ZF 7 aA NELTEZIZHFEL TWDHDTH A 9 12 RAFFETIEL,
AL B 72 AT 2 VW C LHCSR1 O RfE= M+ s F 2 HEL CTx 7,
LHCSR1 32 22— F &SN cBsn 230t (O L 2B nZERDET
DFEE D) KUV F QERFFRA) ICHBL L, ERIRDTF T 2 A R EICTHE S
NOFEEWLMNI LI, EOF T a4 REE HWTIT o AR 228 (SDG)
(XY LHCSR1 7% Free LHC B/ ICHFET DENREBEINT, LML,
PSI-LHCI ##E A3 L O PSII-LHCIL #BHEARIZJEIE L T2 XM T
HENTERNoT,

WEOHREIZL D L, LHCSRL IX Free LHCII (2B WCEAMESRM T T/ =
F U T BT O EN TSI TS Dine et al, 2016), ZOFEELHETH LD
2. EAEFRIZREITIC L o TARFZE TS, SDG F2—7 @ Free LHC 43T
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LHCSR1 NRTEL TV D HER R Sz, L L, ABFZETIE, Free LHC 4y
E(ZJHET 5 LHCSR1 OEREZ B ST AL TE R o T, BEOHET
I%(Dinc et al, 2016), ERKBEIHA HWTHRAZEE L, Ml Z T el
EZAT ) FIT L > TLHCSR1 OFEREZ I DT Lz, —HARNIE Tlix, HEEL
7-F 7 a4 RiEZa[i{fk L., SDG 12X > THlE L7=% D Free LHC B LW
LHCSR1 # MW TCTH# MM EEIT-72, ZTD1D, AL FHNEROER T T
LHCSR1 O#REN KON T LE ST AEENB 2 bvd, Ml TIEL, Free
LHC & LHCSR1 BRI K 0 SBENCAH AAE L T zo v Livzeuy,

LHCSR3 % PSII-LHCII B# &K1 /e L. PSII-LHCII-LHCSR3 @A &
EEKRT D LI L o T = F 7% 53 5 (Tokutsu and Minagawa,
2013), ZiiZhz T, LHCSR3 BHNRZRXALFXF— KT v S IZ/RoTNH I &
DRIE STV A (Kim et al., 2017), LHCSR1 & [Alkkic, PSII BEASRICH S
LTW5 ERE L CTAALZRRIIENT 217 > T & 7243, LHCSR1 @ PSII-LHCII #
BER~OFRES 2 AR ICHERT 2 ENTE o712 (5 3), ZORENS,
MLHCSR1 1% PSII BESKIZHEL T, 25 WIT@LHCSRL 1%
LHCSR3 2k~ PSIT BEGEIZH2 VA LTS, 2FED, RFERT
XZOREADISD X, FT7 a4 RED PSIF-LHCIL AR E Alig b4 2 i
F2CLHCSR1 B’ NE LT LESTAREMEREZ HILD, ZILD OIRGZ iR
iF9 572, LHCSR1 O RfEE, HEEOEMNSHEL L T\, 3FDHALER
RAAREE O T2 EBR Tk, APSHIT#R(NPQ=0.93)1Z kb, PSII &K% & Te
APSI #R(NPQ=0.76)IZEB VTR F—HEDO KX S8 LT~ 72 (K 6
3), TOHEMND Y, LHCSR1 K7D PSILBHE A KKF D = 3L X —iH =TT
ErETWRVWEEZONS, £72, LHCSRI1 (% Free LHCII (3B THE
PWERETFT T2 F o T %1T 9 FIRE I TV SH(Dinc et al, 2016), ZDHE
E 5, in vivo DELHIEICE W CTHER S 72 LHCSR1 #1770 NPQ(X 5 1)
I, LHCSR1 3 PSII-LHCIT BEAKICHESG LTl R St D TR,
Free LHCII * HHAEAEHZ T A2FICLVEZ 72D THD EHEHI NS, OF
. U EDFEENSTSHE, OLHCSRI (% PSII BEAMEKIZREL TV,
EVIORRNZY DL Y ICEZ NS,

—J . ARWFEIZEB VT LHCSRT I3 EeMESAt: T iz W T LHCI 722 bR S
¥ —% PSIL ICBEI S5 & bR OFENRHALNER->TND (K5 8),
F 7o, ARIRAHE FHEOL(TTRIZ W T, BRMESRE TI2E1T 5 LHCSR1 OfhE
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DFEIZ LD PSHUNOFRSNDEEDD T HHENHLNER->TNS (M5
7). ZOFEZENG, LHCSR 1IMMEMF T2k W T LHCI oG Sh-=
INX—=DH)H AR PSIHICZITEEINDLRETh oz /LF¥—% PSLIT
LTW5, ZZTHERLEWDIEX, 20 LHCII i, Free THFEELTWH H DD
fliiz, PSI BESIKOIATIZHA LT b Db EEN TV A AREERH D Z LT
Zbéo Z @ PSII-LHCIT BEAKRICE 472 LHCIL 75, PSI ~D T R /LF—
BaEh et LT D &V ) AlRetE & &9 5 &, LHCSR1 2% PSII-LHCII ##
EIRICHEA LTS EE 5., @QLHCSR1 1% LHCSRS3 (2~ PSIT @ #E A IKIZ )
BRYFHFEAE LTS, DR THDLIZEHEZXDLND,

FEITINZ T, AHFFETiX. LHCSR1 @ PSI-LHCI AR ~D#E A % WHHE
IZFERT HDENTE o Te, LnL, a7 O—FfTh %5 Physcomitrella
patens 1%, LHCSR WAL RICHE LERE L TWAHENRH LN EZR-> TN
% (Pinnora et al., 2015), Z @5, LHCSR1 @ PSI-LHCI BHE A IE~D 5
EIL, EEICBREFESN T D HEELZE X N2 IER N, bodkb, 77
X REFA® LHCSR1 (% LHCII 75 PSI ~O = )V F—BE# 2 EtE L T\ 25
EWVWOHREMEAE BT DS L. ZOMEEE X 2 57912 LHCSR1 7% PSI-LHCI
BEARIZFEL TS EE X THARER TR,

{KIZ LHCSR1 7 PSI-LHCI B# &k 3 X OV PSIT-LHCIL@E A AR /TE L T
WIRIp o Te B aBE 2 THhD, ZOWaE. LHCSRLIIE X v /X7 BEHAER &
W Free LHC OFICEFEL TWD EWS FIZR D, Z08A . LHCSRL [3ElF
L CHEESRITIIES - RELTWARWE oo, LHCI I Tl ShizoxL
X—I X RV EEROZ TREITH5H L TEX 50D T(X 6 8(a)), LHCSR1
25 LHCIL 725 PSI ~DO =3 )L F—B# 2 45 & ) FREITITFE LRV,
F7-. Dincet al.,, 2016 Ti%, AWF5ED UV &1L % HL 544 F < LHCSR1

FHEINTb DD LHCSRUFEEENT T T % /37 HTh % LHCBM1

DBE%IFIELLIFELRWVWERESIN TS, 2D L7 LHCSR1 ORBLE
DY IBHEET H &, LHCSRL IXF AT VXV BIRIETH &0 D &

DX, BHERE R EOMTHESINTWD EEXTHFNRELY»E Ll
VW, DFED | ARIFEOEBREREBO LT TE XS L, LHCSR1 IX Free
LHCII & PSI-LHCI &SRO, XU PSII-LHCIT ##&E 4K & PSI-LHCI
BEGIRORIZEH L CHEEL, ZRUVXF—BEZMANM LTV LB b
Do
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7 Z X REFAD LHCSR3 1%, PSII-LHCII BBEAARNIZEB T D5 EEALIC
DONTHHARSEIN TV S Xue et al, 2015a ; Xue et al, 2015b), {KiZ. LHCSR1
WNE T EBEAERITRIEL T D ERE LT HE. 2O X0 REEfrO7-012
FE L RLAFERENOR LICXY, KOVLEICH T EEGERE R
TLOMEND D,

HEREIC 1T 2 =) L X — )

ARIFFEIZ BV TIX, LHCSR1 (X LHCII TEAS SNz x/L¥—% PSI |[Z%
FHTHEER S D FEH LN LT, ZOBERIZEDL IR > TNDEDT
b5 90 ? —2iL LHCSR1 ez & A L, =x/L¥—LHCII & PSI = x
NEX—DFEELEZ L TWNDEENIFETHLH(X6 8(a), MEDHREFIZLD &,
LHCSR3 iZ7 v 74 ab thvaTs /)4 REEGHETHIENRESNTND
(Bonente et al., 2010), fiZ. LHCSR1 1425 H L CWH ERTET D L.
ZOMPRLERHO—DOTH D, b9 21 LHCSR1 BN ¥ L 37 EHEAEKRED
AR S 7 HEOREER b ES Z# Z L, LHCII 2°6 PSI ~O =R /L ¥ —8
BEMHLTCNDEENHIETHLH(X6 80), MEOHEICLDLE, gE V=
Fr 7 ORFE LT F R T 2=y hO—2ThH 2 PSBS 23O 5 FH %
SNTEY ., ZE TEIZ Arabidopsis thaliana \[ZB W THIZE ST 7=(Li et
al., 2000), Arabidopsis thaliana ® PSBS % /X7 B 1303 % #EH5H 9 ( Funk
et al., 1995; Crouchman et al., 2006; Bonente et al., 2008a). F&IES{:Thbid
S et al, 2004), # > 7 BEAEROHRZ (LS ELF TR LT —{HE
51T HEN MBI TS (Betterle et al., 2009 ; Johnson et al., 2011), —J7.
Physcomitrella patens X°7 7 X RETFTATH, ZOX U RITEBRGFINTE
D . HEHER TH D ENRE I TS (Alboresi et al., 2010; Gerotto et al.,
2012; Correa-Galvis et al., 2016 ; Tibiletti et al., 2016), 7 7 X KEFT AD
PSBS . [EHFMICHEL L T\ 5 Arabidopsis thaliana <° Physcomitrella
patens \[ZH~ T, T SENTWS, 77 I RETST AL PSBS O#{s ALY %
oM, ¥ oV BOEBEITE VR SN TE 53 ( Bonente et al., 2008b).,
BERRZEMT TmRNA NI HFDOLN5H> Ti=(Miller et al., 2010),
FDY, 77 REFAD PSBS 1% Pseudo gene TliEZ2WW M EE X HL T
72 & LCHTHE, 3L T2V T PSBS OFME, & O PSII ~O RTENHERR
S 7= (Correa-Galvis et al., 2016 ; Tibiletti et al., 2016), &\ \EHEZR S 720>

119



S7cHh & LT, PSBS OFBLENIETFICA 72 < EBEAES O W BLE R
ELRWERBEZOND, 77 RETACZBWT, MEFERII OV T 2=y
cD—>ThHsH LHCBM1 35508, ZE R LIEERIKIIqE 7 = F 7
REN K E UK T T 5 (Elrad et al., 2002), Z DHEND G, X 7 HHEAK
DREZEALIZIB T D qE 7 =0 F 2 7 OBERE~OEEBEDO el 2 R L T D, D
F Y . ABOr—ATiZ LHCSR1 O % 2 X > T PSI-LHCI & &1k & LHCIT
OMHAANEH, 3 L0 PSI-LHCI ## Ak & PSII-LHCIL BEA KO AEEH %
FHOlT D XD EEE A EEITEREZ LD,

ARFZECIE LHCIL 75 PSI IC= R X =03 B8+ 2 F 25N LT 72,
EEEF T a A FiE EI2I%, Free LHCII £ L O PSIT-LHCIL BEAKICHES LT
W% LHCII O “fEENFAET 5, FDAS DF —H 2R THhDHE, bo s bR
I R i (~ 30ps) 2BV T LHCII 5> & PSI ~D = 3 L ¥ —B#hN B 51 2 03(K 5
8), ZuiE PSII-LHCII A IRICE £ T D LHCIL 2> 5 O = 3 /L X —F4 )
ZRLTCW5D, ~30ps FEO R WEFMENC W TIL, TR A F—BHEIOEZ VX
TVESIRL L TRV EBHI SN2 bThD, —F. Free LHCII 206
PSI ~DOZ= R FXF—BENIEZ > TWNDDEA 5 0?2 3FEO AR KB E
MW RNE ORERIC L D & B8R A PSIT THFRIZH N TRE o x
N —JHENEZ > T 5, ZOfkIE, PSII-LHCIL 8BE G RBFE L7272,
Z ZITHEE L7 LHCII 25 PSI ~O = R L X —BENIE Z 5720, Tl d
5T, REREHEOWEN RSN LW HHT, LHCSR 1 OREIC L » T
Free LHCIL 7°& PSI ~OD =X )V F—BEINE Z > TWAHHFELZRBL TWH,
7o, EEEEHM cave OB L7 NPQ 1%, ZEIKAPSI Ot DOITH A~
(NPQ=0.76), ZEIKAPSIVII DT 5 BPETRKE 72> T H(NPQ=0.93), =
A, APSIIT <% PSII-LHCIIL B SR O E 23 AL, PSIT-LHCIT B G K
IZ#EA LTz LHCII 78 Free LHCIL (I3 > 7= b THhH EEZ BN D,
DT, LHCSR1 (% Free LHCII TRV X—l{EE2TIHENHLNE 25
TW5 23 (Dinc et al., 2016), F7 =4 FE_LEIZEBWT Free LHCII OfR & A3HE
Z, ZCHESTLHCSRLIZE o THESN D =R VX — DR E LI X - FI
X0, NPQ O EHNBEINT-OTIE R WhEEZLND,

2T — &% LHCII 73 PSII 55 PSI (2@ L T, PSII TO T %L ¥ —if
Rl & BHWNCHlEL RO T v A EFHiT 25 H D Th 5 (Allen, 1992; P7
FFESM), SRR ON=8HE Y, Ak LHCI 76 PSILICZ T ESND & T
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Hol =R LFX—0N PSIICBEIT 2L 0WI b DTHLN, ZNLETERD
EAT— FEBLFEROBRSEN LN Z LIC b, L, 4EIE LHCSR1
DEZICL > T PSLIZBIT AR X —HENG EB I Sz &) sTliEHn
LW, £2, ZOBGIIAT— NEBLIZRRY pHEL VT TOARFEHE D
SNDHZEBLERTOHRERTH D,

HARUZBNT, BT 2L F =D b FRGBEEROB 5 A BV F— /3 —
EEVHENH SN E 2> TS (Yokono et al., 2011; Ueno et al., 2016), A3k
AT, PSII 22 HRIN SN = F—IZ L > THELTEFIL Cytbef
BLO PCEHZRTPSIIC—HHMPNIRE SN D D, lib kD= L¥
—DFNENRT A ERDTZOD DD FELROTHSH, —RARFER I
LHCSR1 {EfFO =R VX —BE D X HITH 2 508, ARAFFRIZEBIT 2BETH] 0
REE . W B0 D BOEEER(~30ps) THIZ R Z SN TV HHE (AL
A== LY BV CEM & D) . 72, LHCSR1 2 {77E L pH 23K
ST TORZOHABPERESNT-OTHEESIND, AFFIHNZ7 TR
ETEFADOT T aAf REEZHNTAE L= NN—2HE L LA, BEICHE
DB STV T ) RN T VT TOAE LG —NR—|ZHR 7T I REF R
TIHERE TR SN o7z,

[LHCSR1 IFE#HEN =RV —HEL T L0, b LLZ T EEAIKRH O
WEEEZ D02 |

A7 TIL, LHCSR1 23HERERYZ2IRTL N Tid, PSIIZHBIF D =R vF—iHE
DFEISNLEENRHALNE T2, T2, BEOHREIZIHE VT LHCSR |3 Free
LHCIL IZB W T=R X —HEZFEE T & I T 5 Dinc et al., 2016),
ORI X—HFEIT LHCSRL I & » TEHEM, &5 WM ED X 51
FIEEZENTHWDHEDTH A I D,

277 FEFRIZEITSH LHCSR3 X, Chlab BLNIwT /A REEAT
W5 (Bonente et al., 2011), 1 us7 /A RO—FETHLXV L F 7 4 LiE, =%
NF—HEZFLET DL EEbNATWD, BEFETIIES T X0 F 0 TEE
T, RBH TICBW TR VX —HEENEZROT VAT X T,
A TXY U FULLBREREEZ NI N T A AT A 7V EREEN TV D
(Niyogi et al., 1995), LHCSR1 M EFFICAREMEA L TCWENIHL N E 2o
TWRWLA, RICBEHZHEG L TV LA IREZEN LT L X —HEICHFS L
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TWDHREMEN B D, BRI Physcomitrella patens THRAF X1 CW % LHCSR
HLX U T o ERAE L TS ENRE STV 5 (Pinnola et al., 2013;
Pinnola et al., 2017), F£7z, LHCSR3 ITHYt4F FIZB W CTHREIFHE S,
PSII-LHCII-LHCSR3 B#E &K ZE AT 5 & & 12 (Tokutsu and Minagawa,
2013), LHCSR3 IZ= /¥ — L& T v 272> TNDHHEPRL I TV (Kim
et al, 2017), F 7 a4 NEEEZHWCHOEHEMHEDH RN OB X5 & MR
HTF@EHS.5)IICH1F5 LHCSR1 O/ = F o 7Ick» Tl Db o b bR
DO EIE ML TWVWA (X5 6) (LHCSR1 # > npg4 (28T 5 ¢l W5y
30.0%—44.7%; LHCSR1 % & 7= 72\ npq4/lhcsrl 1285 5 © 1 pX 5
26.7%—29.0%) . Z#LiZ FDAS € LHCII 7% PSI ~DO =3 /L —B@ihH /e
D BREWEFE B W TRES N TWAEEL —HT5 (X5 8), Kim et al,
2017 (2 &% & LHCSR3 (T & 2 HERRITRIERIC F IEffh (—40ps) THIZ S
LHIZEPHOMNERSOTND, TNHEEEZXDLE, ZXALF—HENEZD
RERTEHAYIZIE LHCSR1/38 THE L TW AR H L DG LitZey, — 5T,
(5 8M)&&M7 5L, LHCSR1I BMERBAITH - TH, £ 95 Thn& Z (T
WHF A ORI KL 2, 2D Z &, LHCSR1 28 LHCSRS &[]
FRIZ PSIT-LHCIT-LHCSR1 B#E A A Z A L, BEEN2=XLX— T v 7L
L TN TW D AIREMRIIS E S D, BLho Z L 2% 2T, LHCSR1 (377
a4 RE LTl L T Y | Free LHCII EHHAAEH T 2 FIC L > THEHER /o
FNFX— KT v 7> T 5H EFE XX, Dinc et al., 2017 OHEIZTJE L7
U,

LHCSR1 MR =R F—HEIZFG LT L A[REMEILH 5725 5 92 ?
W TCRICLIRAR @Y, VI I RS RIE, qgEV U F U HE 5T AL E
bbb PSII %7 == k PSBS % £f>( Tibiletti et al., 2016;
Correa-Galvis et al., 2016), Z D% > 737 &% Arabidopsis thaliana T X < #f
EINTEY, BFEL2F7-( Funk et al.,, 1995; Crouchman et al., 2006;
Bonente et al., 2008a), PSII ® % X7 EHEEKROEREEZ D FICL Y =%
NF—HEILEHESTDH ESHOILTVA( Betterle et al., 2009 ; Johnson et al.,
2011), T HOWEEKEZLH L, b LA LH, LHCSRL & PSBS & [Alkk
2 N EEERDOHERAEEZ DRI > TR LXF—HEILHFG LTS
NEH LIV, ZANFEEETE, LHCSRL (77 24 RELOYAERK Y
NI BORREZSI R ZFTZ 12k »> T, LHCIL 725D =R LF—% A5
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MOFET PSLIZ= T L., 7o, PSIICHIT DEDEEC L > TatoriEk
ol LTWDH O Livey, X5 8 (b)%ZS,HQ L. LHCSR1 23 #§rER Td -
Th, €I ThRVE SITHAEEHFMOMEKITICRET RN L Z2HE XD
LU THD, £7-. Free LHCIL (X, TNENDEHET HFICL > T=RLF
—WHEELT D EHEZIIN TS Ruben et al, 1997; Tokutsu et al., 2009), & D
72, LHCSR1 (Z%4 5 Free LHCII 23 E84E L, R RNV X —{HELT
LEEZMPLTNDLOMNE LRy, TANFEELTLHE #BED Dine et
al.,2016 DOHEIFJE L7220,

(700 Z DRERE R T- D>, MR A PR )

Y. 77X FEJT AT LHCSRL 2R HY7e qE 7 = F > 7 Disie & 815
L7=DTHAH 0?2 KL Tix, UV T CHIEFHE I N7- LHCSR1L 28, MMk
14:7: ZBWT LHCII oSG SN Rk LF—% PSIIZZTEL, 512 PSI

BUAEIEEZSI SR I LTSI EER LN LT, ZOKREIZE-T
LHCII 7°& PSI i FE S b =R/ ¥ —d, A%k PSII ﬂ%ﬁ/\ﬁ: Wi S
HIITTHSTbDTHD, 2FED ., ARDONERDE S (mEKIGE, LHCII-
PSII-Cytb6f-PSI ® L 5 ([ZE fmiZNEE Z 5, L2oxL, LHCSR1 2351 T
THERERY 725 A1, LHCII-PSI & WH NRNA NRZAE T HEFHIC LY PSII o=
FILX —lH Z PHVTW S, PSIT OYERE X PSIT O % /L F—i@flin s 5| &
ZEN5HOTHH72H, LHCSR1 OREIX PSIT % = /L X —i@fEH 5 R~
# L., PSII ONHFLHNTW D ATREMEZ R L TV D, ABFETIE, UV R4
% @ npq4 3 L O npq4/lhcsrl (2T Fv/Fm O/3F A — 4% — % T b
F I OBSEORREAZPE LIz & 2 A FEHTOEIITA LN hoTo, L L
WEOHREIZLD E, UVIBH L2%ZICHL 232 L. D Fv/Fm (22
bR SN2 b, 753 FEF R UV BEEZICHEN S 8EI2H 2 T,
LHCSR1 8 & T\ % &ffimftiT T2 (Allorent et al., 2016), DF Y |

INESFH LT HE, RPFFEIZEBNOTH LI S L7z LHCSR1 OREREIL A BT
ThodEE25, F£lo. TR U OWEED A I =X LD HHED b TE
7o BLD—2IZ, Two-Step E7 VFIET 5, Two-Step E7 /L%, _EfED
S & O FRETH _J:ofél%t_ ENHWETHL LS5, 1EMEIL UVH
HUVNEHF BRI L > TR 11 OERAET M AMES LS, 2 BiEH
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HZLI2E0, eFER T OIS LAEES NS &) O TH % (Ohnishi
et al., 2005), ZOETNEZETDH L. 1 BREH OREEFR A ORI D
YRR, UVEB XU, HE)6iE, LHCSR1 83X ' LHCSR3 ZifE S ¥ 57
DOWRRE—HT S, 2D, UVEBLIOFENKIZL > T—BEEH OMFERA
AL ORGEENE Z 5 Z & LRI LHCSRL/3 3Bl S8, 5l&faitz b B
B H OSUG R D OREEN S AR I ZR#E L TN D EEZDRENTE D,

W3k LHCSR3 ICRHND L 972 PSIKED 7 = F o 7 LB AR 72
¥/ 5 I FEFZ2DLHCSRL (X PSTIcBIF A # il ELBI R -T2V (M
57,6 3)PSIKIFD I = F L 75475 D ThHAHH?PSIiX, PSII Ik
RCEZRFNAFXF—@ENZ72 0 (2< <, PSI OKIGHLOGF L7 ara 7 40
P700 1 X OV P700+H T ENT- 7 =0 F ¥ —Th % & ST 5 (Savikhin,
2006), F7=. HFER TITEFIERIZIE 100% ThH Y (Nelson, 2009)W71T L
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Hi7eBROD =3 N ¥ — L T v 7 L Ebi T % (Mazor et al., 2015), PSI .l
ZUNRTEIX, VTN T )T EEERYTT X BRESNERIMED <
(Cantrel and Bryant, 1987), Y& AW O FTH K < RMF I T D A[HEMEA
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BV AT LD—DRDE LR, KAFZETIE 7 7 X FEF A® LHCSR1 1
LHCII SN S izm ¥ —2% PSIIZZ T L, & 512 PSI # = R/L¥—
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WHODOET A4 a7 THhDHLHCSRL 2ME1FEE N THE Y (Alboresi et al.,
2008). & SEEAEY) TIXIE L L TV 5 (Niyogi and Truong., 2013), — 5 T,
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Tzl o TR AT —{HEE G| & Z 9 (Betterle et al., 2009 ; Johnson
etal., 2011), b L2 L7zb, #E(LAYICHE LRI E TiX PSTICK T 52 =) /L¥
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N=IZBW T o F v —Ilo>TW5H EEbIL T A(Slavov et al., 2016),
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D AT — NiER(Allen, 1992, PT FESR) RH L3, 77 I REST AT
K 80% LHCII 8 A7 — MNERIZ L Y PSIIZEEI7T 5 (Vallon et al., 1986;
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LHCII L7 PSIIZE#E) L T\ e & X5 (Allen,1992; Finazzi, 2005), O FE V) |
B, 7T I REFAOEFNELY PSIAllc=r ¥ —%3 L, &2
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LIL720,
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@ Fluorescence quenching in LHCII
LHCII (Light harvesting complex) (Dinc et al., 2016)

@ Excitation energy transfer from LHCII
to PSI and fluorescence quenching in PSI

Photosynthetic
electron transfer

PSII PSI

LHCSR3 (Tokutsu and Minagawa., 2013)

X6 9; 773 RFEFRIZEITH LHCSRL Z4- L
Hz qE 7 = F o S OET L, OEICHE
D - 7= LHCIL (281 5 HIHECRKHD) @AM
FeCH 52z L=, LHCII 75 PSI ~D T R /LF
—RBEE L O PSIICEIT 28T £ (F R<ED)
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