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HER FICIXSRERBRENFE L, L ZOREEIAT LT Tnb, ZT07h, M
& o TERELIZHIS Lkt 2 Z LITIFFICHE TH 5, AmiA LUk, #igk E TR A 2 Em
PR LR AR D IR LR S LS RS AEMEPBFE L T D, £ORE 2RI,
HERHFBL O BRI LT D LERH U 2036, Lrbd R &b —HoAmn%
DRERZ DR TEIUIKAI L TETNDL Th D L EbiL s,

HER DA DR THHRKEDA X FDO—DRNERAEYOFEETH D, Jea i
B2 K& S ERFT, EMERIC S RERFEL 2 /T TWD, £ L TRAERRAEYH
b El, BEIC#EIG L, LU TE e, BamAEMIT L > T b EERREO—OILEER
BThs, At ¥ — (= ¥—) 2R L7RIETH D 72 DIEA AR
THDHH, FRCIERBBEZRESE L RO HGRAR LD TH L, DD E
FRAEITN T 23— ORI Z @O HIE S 2 MB35, FECHEOERFTIE, w72 phid —
AN X —NEWERRIEEZFH T D720, T 3L =2 L2 LT 2 5
FIERICEETH D,

% < DIATHIEN O B RAEW D pH KRR NE — 1L X — 2 B 2 B 2 £ o
ZEFEE<MbONTND, ZORIGTESTUNTHIICHFET LI ENTE LD, Fa
e &2 ORBENREALT 5 KEET TONEROFII EBE 2 &ZE 24H-> T 5, TLT,
W Tl LHCSR 4 /37 B HEE AN Tlk PsbS & VSV BN EICE OB R H Z &
D BT > TG, BRI &2, 2 M2 R LRI o) & L Tbinsd =
TR OET NVMENCd %D Physcomitrella 13 LHCSR & PsbS Ofi & H LT\ 5, L
C Physcomitrella 13 = Ol 5 Ot ZFIH TE 2720, BULEHEEDN RN Z E N HILTE
0. ZOBIRBIEGE IR O FLICB W TEHEEREEZ R L eBZEX2 N TWD,

S BT, A W TEBIBR M 7 23O IS S R L S Tz, Zhuid, 25



DOIACFRETHET RN F =2 LHT L AV —N—L I ENLEETH D, £V b
TRE EAEIC B TIOEER T (PSD &ob5% IT (PSID) A3 22 MRS 73 2L TR
HEEZLNTEY, TOMEOH TIERETRLF—DOBEITEZ 5RnEEZXLNT
&7z, 775, PSI & PSILIFEARZEL T L THHFEMIZEH N TWLDOTHY | Stz
FIIMEEINRNWEZZONTELLOTHD, Ll EF. BT WVEY D Arabidopsis
[ZBWT PSI & PSII 2 & TeE R & v /37 B A1 PSI-PSII megacomplex 73%8 i S 41,
S H1Z% D megacomplex N Tl PSI & PSII [H] Tl R F—DMRZEARETH DH Z & 03
BN ie T, BRERTIEZ OABERITT2ICI3MH S TW2nAs, PSI & PSII fH
T =RV ¥ — 2 WU AR T 2 72D O TH v | JeBE AUtk 5 K bR 2k
LY CTH D LEZ LN TN D,

Z @ PSI-PSII megacomplex (2B L CIERMIRENL LI TN D, £D 120
PSI-PSII megacomplex 23k AMEHIN T EDRRERFEENTNDH, EWNIHI HDTHD, =
NETIZ, AELA—"—{EE %3 25 PSI-PSII megacomplex (2B % # 1%
Arabidopsis LIAMZIE 72 < O—fBEIC B L Cid g < g S Tu e, [RIkEC, PST-PSIT
megacomplex (Z EDREDLZERMENRH DD E WS FICTEH LT, REHTH 5,

Arabidopsis LIS+ @ PSI-PSII megacomplex % ii-% 728, ABFZETIX, #F7Ep kL LT
Physcomitrella \Z% B UT-, Physcomitrella |3 Fifk L7= X 22 a7 i OEF AETH
0. WALRKEIIC Arabidopsis &iE< BV T\ 5, E£7-. Physcomitrella OE BN IX
LHCSR & PsbS O AFA2HTHHDThH Y | fkig & MEEFIEMO TR R EAH T 5=
== RbDTHHEF 2D, SHIT, PSI-LHCI OffE S LHCI O & BlEIZBE L T,
Arabidopsis L13$725 Z ERNMHLNTWD, DX HIZ, Physcomitrella 13 PSI-PSII
megacomplex D—xME & ZERMEZ TN ETHE LIEMEICTHL LEXBND,

% 2T, AWF%ETIL Physcomitrella ™ PSI-PSII megacomplex 2458 L, £ D& 2 /3y

BRSO A R A2 SR, Arabidopsis @ PSI-PSII megacomple & bt L7,



F 9", large-pore clearnative PAGE (IpCN-PAGE) ® #& 7> 5 . Physcomitrella 1%
Arabidopsis & [Rl#£IZ PSI-PSII megacomplex k3 5 Z E N LN -7, LT,
BEENZIEALELEDLRNST2Z N0, HFREIFILISETWDS EEZ BN,

WRIZ., Physcomitrella ® PSI-PSII megacomplex ® % > /X7 B #i %% 2D-SDS-PAGE T
AT HER, Arabidopsis & [ARIZ PSLPSIL, 33X O LHC 77 FRfAELTnAH I &
DA B M7 o 72, PsbS # /327 E 1 native & kE) T PSI-PSII megacomplex & [6 U
BB AR L= 2 b, Arabidopsis & [REEZ PSI-PSIT megacomplex (Z#&E A LTV 5
LR B SN, X510, Arabidopsis \IETE(E L7 LHCSR % PsbS & LIS
PSI-PSII megacomplex [ZF5A LT\ 5 Z &R /RIB X iz, 7235, Z @ LHCSR 1% PSII-
LHCII supercomplex (ZbH G LTS &EF % b,

S BT, Physcomitrella ® PSI-PSII megacomplex ([ZDWT, 7 117 ¢ Lt D RfH]
IIRIEAT AT o Te & T A, ZOBESKRANTRIE = R LF—OBEINThhTW\WH 2 &,
RPOBAENF—=N—{ENEHT DT ERHLMNIR T, & BT, %O PSI-PSIT
megacomplex (X pH T, LHCSR % L <% PsbS IZ X 2B FEINTWDH Z LR
ORI S uts, Zaud, LIRS EEZ, PSI-PSII megacomplex DAL AS HERLAY 22k S
PO DERHZFG T2 L2 RRT LR TH D,

INHORERNG, [ FAEYIE PSI-PSIT megacomplex (ZHK(F9 5 A /LA — "—%1F
I BT D AREMEDS R STz, F£7-. Physcomitrella TiX LHCSR & PsbS # /X &
A AET B bt = L F— D EE A PSI-PSIT megacomplex PN TITh Tk Y, it
Physcomitrella D) 72 BB REICHBA L TWAIZ T TH D, £ LT, AWFZE TR L=,
Physcomitrella® LHCSR & PsbS %4 % =.=—7 7z PSI-PSII megacomplex M % R4
A VA — =3 EAEY OREALHT OB LERBE~DMWISIZ H7z» T, "k Lz etz

RIE L TWA,
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AL L AR

BULE, HIER BICIIZ AR A DBAAET D05, T ORTHILEOMHEFEIZHRT 5 L%
ABNTWD, TORMTY 7 E2WKT 57 I/ BRDK 20 FEHICIRBND 2 &0,
TRAF—EHEE LTATP ZHWWTWD Z &R, AmBlG oA TN HET 5 2
LR ETH D, TE BHOLEMNS ED L DI L TEHEIRR DD ELTZDOTHS D
D, EOBGZ N Tk ThHY | BETITEMILS ) LOZERER L BRI Z BRE) /)
& T Dk A RBATEERA DN SR LR R A DORAEZ SR B o7 BZEZ BN TWVD, 2D &9
WL S IXAEMNREEICO D ZNETROREICHEIL LT 72BR s nwz b, LTI
FEWEMELOA X FOFTHIRKDA R D 1 DEEZLNTWDHOMN, T /N
77 U Tk DB RA AR OEH TH D (Hohmann-Marriott and Blankenship,
2011), > 7 /NI T VT ONA RIS D Besk OFATTHIER O KK 2 2 2 5 K& 7R ZEIK
Lotz (Fig. 1), Tk X oniT & LT, BEMW AT AN ERIZHRD, S I
BAMMNHEBL LT, BEEEMO—IT T /77 V7 il E L, kA E AT 52
& T BB REMD EENT, ZHICE s TS OLIZBBREN LA L, A VEa ik
TERINRBHZR TS 72 < 72 D AW HI EICHER LigD T, 2D X 912, BEFRHARE

B AR OFEA & EALITHIER O RAEREE-CEMEICRE S RBEH X TE T,
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Fig.1 £Y#EILLBRREEDBEMRE (Hohmann-Marriott and Blankenship 2011)

FIBOEFLBVEINZ, YT/ NI TUTHREL, XGRS O>TERREERLIBDOT:
EEZONTWVD, ZDOXERITE>THEIN-BRILX. T B KFOHKA4 %

BIEL, LIV SRS BICBEA RSN D K512, 2L T, #I1sEERTIZ, &
7/ INGTUT ORI EIC S TEMBEANHAL S DL, SHISBRREN LR
FBHIEITHot, CORBRBEBICHSIBREEDEDIL, £MEICEREE

EBL-LEZDNTWS,



KBRS EEDY AT

PR REARDEA DO SOSITK &E ZBLIRFE N ST R F—2 T L R & ARk
HEIGE LTHEFICELSMBNT NS, L) LEOBBIIIEF ITEMETH Y | RIEAZE D
ZFRINTVD, T2 TR ZOHERDOUSITHONTHTNEZWY (Fig.2), 908
I EREAE (7aa 7 o e haT ) A Rl B r X —%2Me LT, 512
EINDHZETHRIESND, KIZ, ZOREZRALF—(X, 2 2DFHR, TRDBN
FAR I (PSD BLOOEER I (PSID), OUSHLZ ma 7 4V “BEE TRESN, £
DNV F—%FHLT 2 DOFCFEROKISH L7 v 7 f VIRENEEL & T
Do BB, TNENOWNIE RS, PSI OIS L7 v w7 4L " &{K3 P700, PSII ®
BOSHL 7 a7 ¢ )L ZBRIZ P680 LIRS, £ LT, PSI bk ShizE 137 =
L RFTUaBEL L, EHICNADPH 2683 57-0cRM e s, —7. PSII OIS
DB R S BT PST OFUSHONI miES L, a2k PSIOKGSH L7 v
748K (P7007) ZEILT 5, RIEIVETFERSTZPSIIOEHT LI nr 7 4L
BiK (P6807) 13N OEFEZITY . HrEmENER SN, £7-. PSII 76 PSI ~
DETORFEIES TS HHOREENPAEL D, 29 LT TER HIREOZES VT ATP
BREERILATP #6752 LN T& 5, 2F 0, HKAKTIEET ATP & NADPH #4
PES AL, S HIZEDILF X NF =D OREN )8 D, 201 Di%, bR % FHE
BIL L THENESSND IS TH 205, LM & BRI 72 & otk x 22X
HOBEEN 72> T D, UEDHEMOMETH 508, 22 TWLKO0ER LIEWEDR S
%, ETEEEIAERIEAR TR PSI & PSIL © 2 SOWALERNHFEIICHERE L T 572
O, FNH 2 DOIFEED NG U RAERHOT ENEETHDH, RICHEAITZE < OIS
L& > TELEPERNCSUSHEET 728D | AR & 3 5 72 D1Z1E, Bk & 72 il iERAE 3 24 BE
Thod, TLTED b, BlRED Y v a7 ¢ WITEEFRE 1 & SO UIEMERESE & ARk L C

LESZLBRHMOENTEY ., KA TIZRIEY & L TORRE D OEMITIARETH D7



D, AU TIEMRRFRTERE A AR LT TLE I G T H D, ZOBANLEZD L

B RITIEERRAEMIC & > THERZISTH Y | WIZHEUICHIE SN D LERH D,



2NADP*  2NADPH

e
PSII ’ — cytbef] PSI ] ‘ ATPas%

|
7 TN
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0,

Fig.2 XEREBEFEERD DRAX—L

KAEZZRNPSIN AT RILF—ZFIBAL T, KENBLTERZRLET S, PSIHND
SN B FIEFrIA—Lb/f(Cyt by/f) EREBHLTPSIZREITON ., EXE DT
LEFS 2 (Fd) SNADPHD B RICFIAEN S, R, FIOMFERN D EFinE
[2&2TELI-HDEEEZEEFIFAL TATPaseNERENILATPE A LT b, SRl -1E
TTH (FADETTE ENADPH) EATPIEE L E DR BIDEEBI H &5 5,



JEE R OSBRI AR

KA RV F—ZME L TETFOWRNENED Z LN DIAE 22D HERITHIER
AR TH DN, HEREITEDEMOERT HERFEIC L > TRESER D, AW L > THRE
ST 2 2 LIFIEFICEE CTH D, KAMEMIC L - TR TR b BERBREDO—
DTh D, FEEITERA RGN RRAEIFET 20T 5 I AT AR OSBRI
L7 B A RO Z L THIS LT\ 5, S5 MEREORER 226 & L Tidokd & ke
FoBEWREZ NS, T 2 CIHMmE RG] L U CHRIE & B EOBENCONTE L TR,
F PR ORERFIIIETITHE < . DR & LTI umol photons/m?s F2ETH H, I 5
IZZ DWRATAKRFTIIAKRDFIT L > TREED, KPTOFEED X > THRERSRIN S
G < B RIXE AOMEEICH > T\ 5 (Stomp et al. 2007), Z D05 TROLNKE
WD DI Z RN D12 TR ER T % Palmophyllum crassum 72 £137 no
7 4 b ERRICE S FFo T (Kunugi et al. 2016), —J57, Hi ECidobiddEmicsm<
58 1T 1,000 pmol photons/m?2/s A2 5, S BIZEREOREIZ D Z & CIEFHITEUEF
M CZOMEITBINCELT D, Z O < FERFE TR E < b T 2O0BREIZES T
LTI FICAERT 2 HARAEMIIME LT R X — 28 L TERITHRT 57
DOBEEZHZ TNDZERMBNTND, ZIUIREGRDN GRS TH D Z & & LB
BERCHL Y SL o TWD 2 L LR L TV D, E A RMUTEERDRISHEVITER L H -
THID TEERR S LD 72 DB AR O RUGHEE 1L Z TN O SOED Tl bW BUGIT &
STHRED, WHHEE 2D DIXZBLRFZDOEES PSI 225 PSI ~DOEFDIRETH
Lo INHLORINIZ a7 4 VPR R VX —%MET D2 ECTHRHIAESNDNS, Z7ar >
A NVBIEMRET DRIS, FNEEEZHET L2 Z 3 LW, E LT Lz rr 7 (1
IRy L PO U CTHEMRR R 2L LG5, T78bb5, 7 un 7 ¢ L ORhEIRIEIZIEFIC
fERCo D720, A BOHEOHEHRIBRREZE 2 2 X 9 7t = L — 2RI L 72 B

WZiE, B L7727 ma 7 4 b x X —% B E LTS 2 FERBLEICR DD TH
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FrEMEY DR ERBE~DOEMH & &R DOEL

A RAEY D FICART 2720121398 < TR TR & < T 2 R~ DO #EIS 2
AR THD, ZDOTDWMPRNT LT =22 UTHHETT 2H8° 2 SO (bFRO
NG UV ATROEER EBLETH D, T 2 THRAERDOPIHEREIZ OV T I ETIZHS
PSRN T DHEREZ N DR 25 (Fig. 3 B LUV Fig. 4), FTmFEl bt x/L¥—
ENE OIS 2 BB RE S 221 510D (Niyogi and Truong 2013; Goss and Lepetit
2015; Minagawa and Tokutsu 2015; Ruban 2015; Xu et al. 2015; Ruban 2016; Wobbe et
al. 2016), Z OEHEIL [flexible NPQJ =X° [qE 7 2> F > 7| L LMHIND, T ORI
3F 7 aA FENSAO pH OEIZ L > THFEIND Z ENHMBLTEY | MOt E, B0
NOEG THE SN D, MEE Y Tld 2 OBHIEAE 1T PsbS # o /37 BIZ X 0 iEME L &
WD EDBPH LN/ TWNDHD, B TIL LHCSR # VX7 ENREOHEF ZH > T\
ZEDBWBLNITIRSTND, Fo, BYHIZI PsbS =° LHCSR 7217 T2 < | AR AR T
&% zeaxanthin b TH 5, Zeaxanthin HITF T b7 4 /LA 7L LRI L1
HTHIE SN TEY, RILY RN IC K > THEIND, KRIZ, 2 2DIALFFRDNT
A ERDT D OFERE & LT state transition (27— ME&ER) BT oD, 27— MER
IRk R DD T 7 F T 5 light-harvesting complex II (LHCID) 73 2 2D J¥eAba3%
Z R BENIT 5 2 & T il kL X — D4Rl & T 28 TH 5 (Minagawa and
Tokutsu 2015; Xu et al.2015; Wobbe et al.2016), Z® LHCIIT O &)L redox-active
kinases |2 &> T LHCII 28V U2 Z & THIH STV % (Bellafiore et al.2005;
Pesaresi et al.2009), A7 — FEBOFHE, HLBO TEILZZLBMENATED ., B
B & FIRRIT, RE 2 2] 2 & 2246 T 2 R~ O IR R B ISR & L THERKE ZH - T

W5, BIRICAE LA —3— (spillover) b b =R/ —O 3 EHIENZBESR L TW\WD &5

11



b Tns (Fig. 5), AENALA— = IR —% 2 DOWALFROM AT
HHRETHD, BARMICIT, PSIL 2SI L7z fifd = % V¥ —% PSLIC T D Xk, BX
O, 2O PST 2SI L 7= ik = %L ¥ — % PSIT (26#E T 5 K2 59 (Yokono et al.
2015; Yokono et al. 2019), LU, ZHE CORBHEMICE T DA LN A — " —IZT 5

WFFRIFFEE IR BTV D,
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Chl* — FhfC R BE ChlI* —

|| =S || B
Chl HEIKAE Chl
PSII | LHCII PSII | LHClI
Ig?\
Fig.3 EER

20874)L(ChD) [XFeZ UL TRIEIRRE (Chi*) &5 b, ZDER .. Kt
FLIAA A )LICIEIRIILEF—EEELEEREIT>—AT. TD
— I BEXPBLGEICIYIRIILF—ZFHELTEEKREICRES, 8.
ChiDIEIRENRAGCEBRFRERIGLEEBEDERMNFHRINDS
=8 . BILTHEETIL, PshSAOLHCSRAV NNV B DR EIZXKY . TR
ILX—DEMEREEN LR T 5,
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PSlI LHCII PSI LHCI

@State transition

PSII LHCII PSI LHCI

Fig.4 State transition (R T—FE#) OB EX

LHC 7o T & HIRFEIZIEEL THIEZERI(PS) & PSII DEITHEISESET.,
PSIEPSI DT TFHAXERE L. FNIZKY., PSI & PSI DENEEIRETT S
RiSEAT—NEREEMES,
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PSII LHCII PSI LHCI

AE LA —/\—

*

PSII PSI

I RILF—

Fig.5 REJLA—/3\—

LHC 777 Ooa074)LMEEBLI=TRIILE—IE. HEEL TS PSI E£T=1E
PSI ITIEESND, CDLHCT T T DHEREIZ XY PSI WO PSIN E TV TFH P A X%
O IENTES, COBRZRIIILEONTINVS, — A, RE LA —/N\—[L PSI &
PSII DRI THIEIRILF—DEFINLIBEZR T, 200 RILERBOIRILF—
PELEICEMNTHSEEZLON TS, COBRRICEL TIEIFRAERLTEHAZL
BIh T3,
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YefbH % I-11 #BE & (PSI-PSII megacomplex) D3R,

ERD E B0 | A RO BRI IR A ZE S TOR TR Y | BUlie A 7 — b
B, AL A—3— (spillover) 72 EDRFIHLATWSD, Lo LikBEHEMIZEBIT 5 A VA
— AT HMIEIIIEF IR N TE 7o, TOHBIZA N A —N"—DIEEZRIET D
TENEELNZ L, TLTAELA—="—DEENRHTH-72Z T D, £/, LK
YTk PSII & PSI NZEMICER D REEZ R T LEZEZ LN TERLIE L EO—RKTHD
EEZLND, BIRBICIE, 7T a4 RIEOF T, PSII (% grana core (grana stacking) (2
J&fE L. PSI i stroma lamellae (Z/&7ET % & B2 b TR0, PSI & PSILIETF 721 K
JECHFELRNEBEZLNTELDOTHD, LirL, Jarvi BITETAVHAHMEM TH D
Arabidopsis thaliana (VLT Arabidopsis) (23 T PSI & PSII O i &2 &t E KR %
N7 EEAER (PSI-PSIT megacomplex) WfAET 2 Z & 21D TR L7z (Jarvi et al.
2011), ZDOFEKREAKRIL grana core & stroma lamellae O~ — T ILREBE TH 5
grana margin [ZJRET S5 EHEx bz, 512, Yokono HiE. Arabidopsis DHE, X
O, FEXVKE) T4y L7 PSI-PSIT megacomplex PN O 2 DD WAbR T A E LA — =7
RHND T & DAL 2L E 7R L= (Yokono et al. 2015), Z#UZ & ¥ PSI & PSII
PEAEREER L, TONE TR R L X —2 G TE 52 ERALNITR -T2, T D%
FUZZERANC I THEEL TV D EE L B TE 72 PSI & PSII AESEHAEALCE
KIGEEBHEIERL L. T OEEERNIBCTHE= L ¥ —%2 67925 2 LT, 2 20M(LFHR
BIORIE T RN X =T U RAEHIH LGS & 2R L TVW5D,

TlE. AN = N"=ZED L RAEHNEREZF OO THA I N2 BIRRTIZ 220
BHENEZ DN TS, 1ORIE 2 50RO = VX — DR TH 5, 5
Z A, PSIT 3N L 72 Y= 3oL ¥ —% PSTICAREE L7z & 34U, PSIL O T v 7 F 4 A X3
INEL RO PSI DT T FTH A ANRRKREL IR 2122 812705, VT EZ 2, PSIT 3

PSI 7 7 F L LTHREELT-Z LI D, ZOX DT 2 SO bR Ok

16



RNX—DGENT A LT HZ ERTRETH D, 2 D HIE, BVEIEETH D, Fi
BT 2 Rko7 PSI ORUSHL (P700%) 1358 DR BIRBREA AT 5 Z &b T b, £
D7z, PSIL 75 PSI ~& B L7 il = % L ¥ —% PSI & P700+23%h3 L < BV %
TEMARETH D, ZoHA, PSIIEPSII O/ = F v —L LTHRET D2 L1272 D, =
DEHR 2 DOBMEIC LY AENVA— =3P RO S L THEEL TS &
EZbND, T LTINDOMEREIL, SN2 4 2 & K& < ZAL LT 5k B YeERES
SO ANIFFHCA N ThH -T2 EBZOND, L LR L, A LA —"—DEH) e E
FITBI L TIE. Arabidopsis |2\ THZOE BN R TITHE SN TN el

ﬁl%\ Z:%fcﬁ;ﬁz)§g< N /:l\?éo)é 67‘;5%‘%%753‘%‘5?%50

Physcomitrella patens (v 2> Y HRT) OEACHIRAE & £ Da=—7 R FER

ok EAE I ERE EAGICRRE) LT ME— DB A TH D L W R 213 DORIFIZK T TH 5
EERALNTWD, Kb E~EHT DEICIIRA REEOERH Y . 61T
JodH Z & TR bR AR L e o 72T T CTh D, B BAKICEIT 2 WFSRI Tz R T e 7
ERRA 2T DIREDTON T DD, HEKOBAD L OMTEITL <2, L Lk
BRIV TEE MEITRREDO R E 2B TH Y | FFICHERREOL L THD, T2
Tl bW Ofk ki) T o 5 Physcomitrella patens (LL'T Physcomitrella) (27 H L
7o

Physcomitrella |32 7 fE¥)DET MM TH O | FEEED DI LR~ S b FE R DL
ZERET 2 2O LT AT T D, a7, B LAY OE(L DI /3 L7z
Y THY | I EHEERE O AT 2O TR E 27T 2 ENmbLATH
% (Niyogi and Truong 2013). %W, Physcomitrella \ZBWCHICE L. B2 LR
A D PsbS (AT L 7= BB & BRI Fr A 0 LHCSR (ZAKAF L 72 B O 7 &

Fedafii 2 T 5 (Peers et al. 2009; Niyogi and Truong 2013; Iwai and Yokono 2017),

17



7ok, MEE R 1T R T LHCSR % k> T 5725, PsbS IR A7 % BV ik
BOHEALTWDZ ENHLMNIR>T5 (Niyogi and Truong 2013), = L T, #k
Wil PsbS & LHCSR Difi 524 LT 273, BV X 3212 LHCSR ITHKfF L T
%o BIEOWIFE (Correa-Galvis et al.2016) Ti% Chlamydomonas @ PsbS 73 LHCSR %
TR 72 B BORRE DTEMEALIC LB Cd 5 2 & A S, kTl PsbS 13 LHCSR {77
R 72 B OHITNA F ThH 2 Z L VR ST,

SRR, Physcomitrella Tt PsbS & LHCSR I3AS7IZ, FMAYIC, HEREL T 5 &
EZHNTWD, £F, F7 a4 REIZEIT D PsbS ORTEIX LHCSR & 138725 Z &
Wi ETW5 (Pinnola et al. 2015), & H{Z, PsbS & LHCSR @ i F721F O KEKIE
WP B BSEREORD 25 X 2 L, W5 & R K S 5 2 & THID TRLIEED
FEIEOICE TR T D2 ENHLNE RS> TS (Alboresi et al. 20105 Gerotto et al.
2011), EHIZZENH D4R REFRICBE LTk, PsbS & LHCSR O 73 K L7248
ETERAFETZRELEERKLD &, B TRV ERAREIN 2 "4 Z L hlE s
THkY (Alboresi et al. 2010) . WIFEHFOL A & L A~DOPEEERE & L THEEL&ZH 23
) ZEDBB LTS TS, & BIC Physcomitrella |3 PsbS & LHCSR IZ&TFT % Ek
BHEAEZ IR 2 T2 N TE D20, MEREY LV bEWEBEEE H T2
(Alboresi et al.2010), Z V5 OFIFLIL = 7 RS BHCHUCBE LT fokile & MEE S O
THINRIEEZ AT 228, T LTENDRICEARBHHERELZ A T2 2L 2R L TR
0. ZThbO=—7 BRI Lok < TELDOB LVILEREE ~O Y O &

LTHEELTWAZ EEZREBLTUWAS (Alboresi et al. 2010),

AL ER)  —Physcomitrella ¢ PSI-PSII megacomplex DFEAT
INFETHRRTE= K ST, Arabidopsis i PSI-PSII megacomplex Z kL, & D

BEBRIA N A —R—JEREHT L ENHLMNIR o772 (Jarvi et al. 2011; Yokono et
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al. 2015), F7=. PSI-PSII megacomplex (% PsbS ZfE& L TWA Z EMMH L MNZ/R - T
BV, ZDPsbSIFLD FHREN LI H ST 2L EALND, ZAHDI &N
o, PSI-PSII megacomplex OZAKIENE EOJEEREHEICIZER L TWAH EEXLND, —
75C. Arabidopsis DSt DOFREHEYIZ IV T A B LA — =5 % A7 5 PSI-PSII
megacomplex OHEIT/2 <, MORED Z AT X 72 2T METH 5,

72T, Physcomitrella 1 3#3ER o LHCSR & e EAEM AL D PsbS # W i H. £ih
OEMSITHMANCS I S Z ENTE D720, mVBRHEKREZ A5, £DDH,
Physcomitrella i3 PSI-PSII megacomplex # % L, PsbS 7217 ¢72 < LHCSR & & ¢ew]
MR DD, LT, b LAELA——{EEZA L TWiuX, LHCSR O /77 =
F 7L E T, PSI-PSII megacomplex (YGRS ICEHE CH D AIREMENRE 2 B
Do

7 = CAMIZE Clx Physcomitrella © PSI-PSIT megacomplex ORHF 417 - 7-. B
\Z1%. Physcomitrella /¥ PSI-PSII megacomplex Z# K L TWAH Z EEHALMNIL, &5
(ZLHCSR ®° PsbS LAEA LTV DI LaMOENI Lz, SHIT, DIFHIR G|
PSI-PSIT megacomplex |3 % /LA — S—{EPE 235 = L. 2 LCTH% 5 < 1% LHCSR
<> PsbS @B 512 & v, PSI-PSII megacomplex Wi C pH {KFHI2 7 = F o FmNAET
HZELHALMNI LT, ZDORERENG Physcomitrella 1 LHCSR, PsbS 2356 L
fem=—7 7% PSI-PSII megacomplex ZJER T % Z &, £ L TEZDOHEAIEIZAIC LV e

FEDSTR P L S EH) LigelT D F EONBREEA~OBEISIZH LG LGS Z LW LN T,
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[k & ]
T DB L
Physcomitrella patens D)4 1K% BCDAT E:#i ((Nishiyama et al. 2000) @ BCD 55t
{21 mM CaClz & 5 mM di-ammonium [+]-tartrate % /1 2 T 0.8%(w/v)?® agar CT[&E 7=
HLD) O EiZEa N EENTZED ET 25C, continuous light (40 2 mol photon m2s1)
DT THEL, 5% 4 AEORREKEZE e L, RU<EE 4 B BORRIK
{Z cold spot fiber potics (PCS-UMX250, NPI, Tokyo, Japan) % T, 583 (500 u mol

photon m2s1) % 1FEIRH L7zt o Em@e 7 e L,

Thylakoid membrane ? Hij

Thylakoid membrane O B ZIEARIZ Jarvi et al.(2011) D FiEIZHE- 7=, EBRIT 4°CE
7213k ETIT o 7=, JEAR{1K% grinding buffer [50 mM Hepes/KOH (pH 7.5), 330 mM
sorbitol, 2 mM EDTA, 1 mM MgClz, 5 mM ascorbate, 0.05% BSA, 10 mM sodium fluoride,
0.25 mg mL! Pefabloc (Sigma-Aldrich, St. Louis, MO, USA)] ' CTH# L7, # 1 mL D&%
# % 1 g @ glass beads (0.5 mm diameter)® A - 7= 2 mLvial |2 L . Mini-Bead Beater
(Waken B Tech Co., Ltd, Kyoto, Japan) % F\ T 10 BRI O Z 3 [B11T 9 Z & THGR
RERRE LTz, RIS, 2 4°C, 5,000 x g T 4 il Loyl L7, fV T~y b &
shock buffer (50 mM Hepes/KOH (pH 7.5), 5 mM sorbitol, 5 mM MgClsz, 10 mM sodium
fluoride) ZMAWTHME L, FFE 4°C. 5,000 x g T 4 s 0oL 72, RElC, Lk
storage buffer (50 mM Hepes/KOH (pH 7.5), 100 mM sorbitol, 10 mM MgCls, 10 mM
sodium fluoride) T 1.5 mg mL! chlorophyll & 2 R L. IRIKZE R Tk, -80CH

7 = —TIR{FE LT,
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Clear-native (CN)-PAGE
CN-PAGE ZFAMIZ Umetani et al.(2018) D HiEIZiE~7=, £, HEfL 7= thylakoid
membrane % solubilization buffer (50 mM imidazole/HC1 (pH?7.0), 20% glycerol, 5 mM
6-aminocaproic acid, 1 mM EDTA) CH&# L7-, KIZ, %ED 2% o -dodecyl maltoside
(o -DM) & #&JRFE 1 % D protease inhibitor cocktail (Sigma-Aldrich, St. Louis, MO, USA)
Z N Z T thylakoid membrane Az L, K ET 1 HMFHETHZ LT, 2 0HE
BERE L LTz, AL TE 20272 b D13 4°C, 21,000 x g T 1 430y L <
T NINBERW,

w00 EIFIZ 20 mg mL T Amphipol A8-35(Anatrace, OH, USA) %z ik D&z 7=
H D% CN-PAGE %> 7L & L., 4-13% polyacrylamide gradient gel (Z2— KL, 4°CT
SyBEL7-, TkEh buffer (21X Anode buffer [50 mM imidazole/HCI (pH 7.0 at 4°C)] &

cathode buffer [50 mM Tricine 15 mM imidazole/HCl (pH7.0 at 4°C)] % H\ 7=,

Large-pore (Ip)CN-PAGE

IpCN-PAGE X JEAMIZIE Jarvi et al. (2011) D HEIZHE - 7=, 25BTH20G buffer (25 mM
BisTris/HCl (pH 7.0), 20% (w/v) glycerol, 0.25 mg mL Pefabloc) % /il = C thylakoid
membrane @ Lif% 1 mg mL1 chlorophyll JEICFHHB L7, 77 a4 N¥ 7 BHEARK
% digitonin TH{E(LT D 7=, ZED 2% digitonin D A - 7= 25BTH20G buffer % &Iz
Mz, BEETC 20°C, 5 E#E LI, AL TE RN o7e b D EBRLS 7oz 0o iz L
72t%. E3E® 1/6 &0 20 mg mL1 amphipol A8-35 (Anatrace, OH,USA) % FIFIZNA 7= b
D% pkEN 7V E Lz, IpCN-PAGE O 45HE7 V1% 5-13% (w/v) polyacrylamide T Y
% @ acrylamide & bisacrylamide ®t#(E 29:1 & L7z, ¥ 7 /L5 /L D polyacrylamide
REIL 3% & L, £ acrylamide, bisacrylamide kbid 4:1 & L7=, EXIKEIHO buffer &

L <. anode buffer [50 mM BisTris/HC1 (pH7.0 at 4°C)] & cathode buffer (50 mM Tricine,
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15 mM BisTris/HCI (pH7.0 at 4°C), 0.01% amphipol A8-35)% Fv 7=,

2 %k7t(2D)-1p (large-pore) CN/SDS-PAGE

(2D) -1pCN/SDS-PAGE (ZE§ L TiZ Umetani et al.(2018) D FEIZH/E- 7=, IpCN-PAGE
7 )V % solubiliziation buffer (1% SDS, 1% 2-mercaptoethanol) (& 30°C T 60 43 [HiE L.
BN FEEESET, T 4Murea DA o7 14% acrylamide gel T/l L 7=, 2K
7t SDS-PAGE (Z X % 431213 Laemmli system % V7=, $R%4(4(Z 13 Pierce Silver Stain
kit (ThermoFisher Scientific, Rockford, IL, USA)Z V. A —h —DFHEIZHE > THEER

ZiTo7,

Immunoblot fZ4T

i)

ERUKEN CTBE L 72 ¥ > /37 'E 13 polyvinylidene fluoride membrane (PolyScreen PVDF
transfer membrane, PerkinElmer Life Science, MA, USA)IZHRE- L, #FEA 2 HIA &
Western Lightning Plus-ECL (PerkinElmer Life Science, MA, USA) % H\W\THiH L 7=,

ARERRTHWIZT R CTOHKRIL Agrisera (Vannas, Sweden) 7> 5 A L7-, Anti-PsbB
(AS04 038), anti-PsbC antibodies (AS11 1787) (% PSII core %7 ==y s OMHIZH =,
Anti-PsaD antibodies (AS09 461) |3 PSIcore Y7 == hOMRHIZH V7=, Anti-Lhch2
(AS01 003), Lhcb3 (AS01 002) antibodies % major LHCII # > /X7 EOMHIZH V=,

Anti-LHCSRI1 antibodies (AS15 3081)/Z LHCSR # > /X7 E O HIZ V=,

53 IR
1 RE O FRIEIRET AT OV > 7 v 5 IpCN-PAGE 438 L 7= PSI—PSII megacomplex %
4CT54. pH7 . & L<I%, pH4.5 @ buffer (50 mM BisTris/HC1 (pH 7 or pH 4.5),

0.5 M 6-aminocaproic acid) 23z L. L5 4 FFED Y 7 )V ORERE] Sy it bt 217 -
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720 JlECIR 1% 408 nm T repetition rate £ 2 MHz T 100ns (24.4 ps per channel * 4,096
channels) F TRIECKEBIL R0 > 1o, RFRIDMFRE 2 U5 5 7o ORI fFHOE S 10 ns

(2.4 ps per channel * 4,096 channels) & CHIE L7=, H#NENED 7 a0 — SURIT O %
fluorescence decay-associated spectra (FDAS) fi##T%1T>7-, Steady-state fluorescence
spectra % F-2500 spectrophotometer (HITACHD Z W CHITE L7z, AV v MEIXEHEEH
EEHEETENEI 10nm & 2.5nm & L7-, Steady-state absorption spectra X1 (20-

25°C) T Umetani et al.(2018) DFIEIZHE- THIE LT-,

BRIFNT

KA AFEEMH T 5720, Physcomitrella D554 K#N % acetone H C stainless beads
(5 mm in diameter, TCS0-0100, Bio medical science, Tokyo) % Fi\ T 1 2y [EIRRRE L 7=, filk
21X, ShakeMaster bead shaker (BioMedical Science Co. Ltd, Tokyo, Japan) & fv 7=,
Z ORER % 21,600 x g THrfthmO0BEL €T EiE% C18 column (YMC AL303 250%4.6
mm, 5 zm, YMC Co., Ltd., Kyoto, Japan)iZz— K L7=, H > 7 /LiE solvent A (100%
methanol) & FIV T 17 min 7B L 7214 . & 512 5 437217 T solvent A 7> 5 solvent B (60%
methanol, 20% ethanol, 20% hexane) {2 2 7253 540 L 7=, HitiE 0.8 mL/min & L7z,
BFDOWIN AT ki L-2450 photodiode array detector (HITACHI High Technologies
Science Corporation, Tokyo, Japan)% VT 450 nm CE=#—L7-, Z7rn 7 4 /LB L

CHuT ) A FERORE L ERITWILANT bV AR & T 5 2 L TITo 7,
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[ 3R]

IpCN-PAGE #% V7= Physcomitrella @ PSI-PSII megacomplex ® 3B

Arabidopsis THE X4 TV % PSI-PSII megacomplex [ZHAFMHY CH LN TWDHHT
b REREEERDO—DTHY, TDH A XL 3000kDa B2 %5 L% % Hhvd (Yokonoet
al. 2019 @ Arabidopsis PSI-PSIl megacomplex fi&E7 /L% & EIZEHE), ¥ VX7 BEAIK
EOEESTSEMOPTL, O A ZAOBEERENHETE D2 HIEIYA X Iu~ T T T
4 =RV a I EAR L EIEFICTIRONTEY . Lt ZivE T PSI-PSII megacomplex
D4rBEIZ %) L 7= 6ilE native PAGE system DIAMZITRERS S 4L TU R0y (Jarvi et al. 2011;
Yokono et al. 2015; Ferroni et al. 2016; Giovanardi etal. 2017), = 5{Z, PSI-PSII megacomplex
IZi8 5 D blue-native (BN) X° clear-native(CN)-PAGE system Tl3/#ffd 5 = L3 T 7%
VY, ZDOFH L PSI-PSII megacomplex 23 EFICRE REEKRTH D720, 7Bt VA
HEIOY TNl TERWIG TH S (Jarvietal. 2011),

% ZCAMWFSE TliL, PSI-PSII megacomplex O3B D 7= &, CN-PAGE 7 & R4 L 7= large-
pore CN-PAGE (IpCN-PAGE) % fiv 7=, 1IpCN-PAGE (3% @ CN-PAGE Tl3/pffCc&
BNE D REEOEAKREGHET 20O FIETHY . 77 VAT I RIZd o827
ZYUAT I ROWEE 20-25 %2 % THIRF = & T PSI-PSIT megacomplex 3@l T 5
RTHA RXefGO7 7 UNT I RTNVEERT 52 ENARETH S (Jarvietal. 2011),

AHFFETIZ PSI-PSII megacomplex DFRIGIEINRE A FH~ 2 72D, HOLALIEZ L 7 flifla &
RABLOMIDZNZENNSTF T aA FEZHEEEL, Wb R 2R EEEA TH 5
digitonin TH¥AE L L7z, —f%A972 IpCN-PAGE Ti%, Ffi72 R miEtER<dH 5 DOC %Ik
L. ZOREHNZ N7 EORBEIHET HZ & THERTO X 7 EOBLKIKE)
FAHEIC LTS, L LAEERTIEL DOC OftH 1 12 Amphipol A8-35 % Fiu /-,

Amphipol 381 LW Z A ZOEBIEMER U ~ — CTHRIEIEER X Ao 2 R0 BEE

24



KIZ/ERI L. Amphipol 28 % /N7 BREICHET 5, T LTEZDOMAICEIY, Z oI E
BERE FEIEER I BV OMRBESE 2 2 & T, X U XV BEEAEROZEEE & D HIE
Md %, 7277 TH AmphipolA8-35 (IS L R HOLZEITILS TS TEY, £V
DS X7 ORESEIZ B W TE S WS TW % (Popot et al. 2011; Watanabe et al.
2019), % LT, Amphipol A8-35 Xl pH CAEM A AT 5H7-0H, DOC Db v ic
B Ry EREA~DAER OGN ARRICR D D TE RV EEZTZ, DOC ¥ /3 7F
BERA~OREE - ZRRAEAD NSV Z 3BTV 278, A8-35 13 & DL E(LIEMITHE
ENTWARY, 207, DOC Oftb v Iz A8-35 3FITE UL, kBT D& L3y B
BEROZEMED ERNRIAD DO T a0 E MR Lz, EEIZ, Amphipol A8-35 % >
TIKENZAT o T2 R, EIT 3 KO FRZ RV BEEERAN Renliid 52 LT
7= (Fig. 6). Z#UiZ Amphipol # i\ 7= #]? Native-PAGE ZOHETH 5,
ThEThOEASERDOERK S Z X572, 2D-1pCN/SDS-PAGE D %

immunoblotting f##T (Fig. 7). 3B XL O, Ry (Fig.8) Z11-o72, ZODRER, 2 Eh
D3 K3 PSI-PSIT megacomplex, PSI-LHCI 3 X O PSII dimer, LHCII trimer T&H % Z
L AH B ANT 7R 57, £, PSI-PSII megacomplex ™3> K75 IpCN-PAGE 04 > 7 L4
M@ LT 2 Enh . ZONY RITAEETE R o Bl Tldiel . 2 o7 EEE
kThb EWVR D, E71-. Physcomitrella ® PSI-PSIT megacomplex (3312 PSI, PSII,
LHCII TH & T30 (Fig. 7). ZhUd Arabidopsis ® megacomplex OFEH L L < 2
b DToHh-o7- (Yokono et al. 2015), 723, PSI-LHCI & PSII dimer (347 F 825 & <2l
TSz, KBk BEL LS LML TS (Fig. 6), 7o, AEBRTIL, PSII-
LHCII 283 & A Ef S o 7223, 24T digitonin 73 grana core % & £ 0 AL L
2N T D (PSIT-LHCII X EIC grana core ([ZJ/R7ET %) (Jarvi et al. 2011), 7235,
Arabidopsis TSy N0 72 f@HT 5> B . PSI-PSIT megacomplex BIAMT & 45 T8 ety /s

& 72 PSI-PSII OfFE L G STV 5 (Yokonoetal. 2015) 728, BE L IZFDOEDD R E
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MHAN RE LTI TERWZD, RUFFETIIITRIR & Lo Tz,
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<— PSI-PSIl megacomplex

<— Putative PSI-LHCI-LHCII
<— PSll dimer, PSI-LHCI

<«— LHCII trimer

Fig.6 Amphipol A8-35% FIL\f= IpCN-PAGE [Z&% Physcomitrella
RAEER D5

Low-light (40 umol photons m2s1) TEELZRARAKE, ZOERARIKIZIFFRD
8 S ALEE (500 umol photons m2s1) #4To1= High-Light > F LS F5a4/K
JEEEBEL. 1% O digitonin TFZAMRREAV N\ VBB EARERRIEL-E.
3.5%-13% @ polyacrylamide 4 JL.% AL 7= large-pore clear-native PAGE (IpCN-
PAGE) THBfEL 1=,

FOHEE . PSI-PSIl megacomplex. putative PSI-LHCI-LHCII. PSII dimerd & UPSI-
LHCI, LHCII trimer D&/ R RBHEMNT=,
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\,Q"’\ \9‘\90\‘5
O DRI NS
PsbB -
PsbC | ™ - —
PsaD | —
Lhcbh2 -
Lhcb3 | ™ -
LhcSR | = -

Fig.7 low-light TI&ELT= Physcomitrella R R KD ILILFERE /OB D
2D-IpCN/SDS-PAGE # 0 Immunoblotf# 4T

PsbB (PSII),PsbC(PSII),PsaB (PSI),Lhcb2 (LHCII) ,Lhcb3 (LHCII) ,LHCSRR /N U &
[Z2DUWT., ENoDEHEMIAEZERVTImmunoblotfi@frF1To1=. TDHERE.
IDCN-PAGE THBETE=RIEZRD/NAVEN, @RFEIHI L. FNFH PSI-
PSII megacomplex (PSI-PSIl mc). PSII dimer (PSII-D). PSI-LHCI. PSIl monomer
(PSII-M). LHCII trimer C&H A EMBAL M ZHoT=, 2 E . PsaDD /U KA 2K R
SNBDIE. EAVYH RIS (ZIEPsaDEI—R T B EEFH22HB=HTH

HEZEZLNT=,

28



1D-IpCN-PAGE

\S
O <
& &€
R S
O X
. =
- e o | D
¥~ 50kDa
- 1= 37kDa
- —
§ . "~ 25kDa
— 20kDa
“|— 15kDa
“1— 10kDa

Fig. 8 Physcomitrella DF5AAFEA 1\ EE S A D 2D-1pCN(3.5%-13%)
/SDS-PAGE [C kB 5 Bt/ N\ 32—

Physcomitrella Mo BBELI=F 5O/ RRZ2 NV BB &K% 1% digitonin TH

B1ELT-121pCN-PAGE-gel (3.5-13%) TH Bt L7=( Fig. 6) 7 JL D 2D-SDS-PAGE,

DEEBDAVINVE LB TAHRIELz, K FEY—H—IFTHAIIZRLT=,
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Arabidopsis ® PSI-PSII megacomplex & D¥KE)E D Hrigk
Arabidopsis @ PSI-PSII megacomplex ORE&EIZEI L Tk, falt. 307 4 7175
7= PSI-PSII megacomplex % #EBAMEE CHIZE LI BICEKSEEET VD #®E ST
(‘Yokono et al. 2019), Z DEF /L TiL 1 -2® PSII dimer 7% 2 2@ PSI-LHCI ([ZFeE 7= 2
[EHRR RS 22 > TH Y . 2 DAY % LHCII trimer 23HY PTe X 9 Z2ME1EIC 72> T D, b
L Physcomitrella ® PSI-PSII megacomplex 7% Z DE5 /L LRl %Z LT\ b7 5,
1t Arabidopsis ® megacomplex Ll TWAIXT TH D, T0 2 FEOMYD PSI-
PSII megacomplex D4y 1 & A X #3572, Arabidopsis & Physcomitrella D
T aA NEL X7 EEAK% digitonin TrRIE{L L IpCN-PAGE T3 L 7=, £ DERIT,
DFEICEDKEEDLEZ LV LT 5720, acryl amide IRE A A 2 72 3 FHD T
JIUNT I RPNV ERANT, KEEOE LB L (8% 13%, 3.25%-13%) (Fig. 9),
ZFDOFER Physcomitrella & Arabidopsis @ PSI-PSII megacomplex (V3 7LD E D
TNVEHWEGAETH, AREOKBEL R L, 20O &b Physcomitrella &
Arabidopsis ® PSI-PSII megacomplex O4 T &IXFRETHDH EE 2 HNS (Fig. 9).
F 2O0DRRDEEDOT 7 VLT I R (3.5%13% (Fig. 6) , 3.25%-13% (Fig.9))
Z M7z 2D-1pCN/SDS-PAGE T L7=# /X7 BIZHOWT, RYazIT-o72, T OhE
% Physcomitrella & Arabidopsis ® PSI-PSII megacomplex D/3> K/$# — %k < $
PLL Tz (Fig. 8 B XV Fig. 10), £727 27 VA7 I ROREZZE{L ST PSI-PSII
megacomplex O JFIIIZMOFEED /N RIZRBO LN h-T722 o (Fige B LW Fig.
9). PSII-LHCII megacomplex 72 EOMOEAEERDBENTHEATEHEW2 D, T
PSII-LHCII megacomplex 7% grana core |2 JR7E LTV %7, digitonin TH¥%LTX 72
MolzlebTh»AH, —J T PSI-PSII megacomplex O/ KiZ7—U 7 LT\
(Fig.6 B XL Fig. 9), Z i PSI-PSII megacomplex (Zf#5& 9% LHCII ORIk

NHHT-DTHA A EEZBNT- (Yokono et al. (2019)), ZHHDZ &b,
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Physcomitrella & Arabidopsis @ PSI-PSII megacomplex OAEEITFELL L TV 5 & P X

iz,
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G C
NN Q7 &
QP L
Sample gel Y. % Sample gel +» R
poge 3% (C20) |77
3% (€20) a 3_2)5% <« PSI-PSII mc
3% < PSI-PSIl mc _
Putative Putative
PSI-LHCI-LHCII
« PSI-LHCI-LHCII < P3Il dimer,
< PSlI dimer, PSI-LHC
PSI-LHCI
< LHCII trimer < LHCII trimer
13% 134

Fig. 9 Acrylamide 0 EE (A:3%-13%; B:3.25%-13%) MR 225D 7 BES L
# AL = IpCN-PAGE [Z& 5., Physcomitrella & Arabidopsis D YL{LFE R D
SHEE— ) LB

Physcomitrella (P. patens) & Arabidopsis (A. thaliana) DF 5 FEZBEBL .

1% digitonin ZFALVNT., ZILFERIV /NN EE S KREAA1ELT=, Large-pore

sample gel (C20) MYERKIZIE. 3%T&20%C (Strecker et al.2010) @ acrylamide ;&

BERAW=, JIPIUMIVEEDIET (3.25% >3%) [THELY. PSI-PSII

megacomplex (PSI-PSIl mc) DBEEMN LR LA, WTHhDEEHIZENTE,

Physcomitrella & Arabidopsis M PSI-PSIl megacomplex DBEHE XIFIFFE—T

Ho1=. TDI=H. FD22DM megacomplex DR FEIFFALLTWNSEEZEZON

%,
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1D-IpCN-PAGE

A N &
N N\
QL E NS

w* — 10kDa

Fig. 10 Physcomitrella DFS5aAARIEAR2 /) B8 & D 2D-1pCN(3.25%-13%)
/SDS-PAGE [C k55 B/ \ 32—

Physcomitrella Do BB L= FZaMREA I\ BB E K% 1% digitonin TH

iB1EL1=1&IpCN-PAGE-gel (3.25-13%) T/ BftL7=( Fig. 9B) 47" JL 0D 2D-SDS-PAGE,

DR DAV NV B TR EE TRIRIELz, R FET—H—IFER/IIZRLT=,
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Physcomitrella @ PSI-PSII megacomplex iZ LHCSR & PsbS #H LT3

IR D X 912, Arabidopsis ® PSI-PSII megacomplex 7% PsbS E#E&3 5 Z LR Tz
WE S TS (Suorsa et al. 2015), % Z C Physcomitrella ® PSI-PSII megacomplex
(2 PsbS 23 A L TV D 03D D 5 72 Ht PsbS Htf& % H\ T immunoblot f#T 217 > 72,
Z DR R IpCN-PAGE (2 3\ C Physcomitrella \Z %\ T % PsbS 1% PSI-PSII
megacomplex & [7] UVkENE 2 £ (co-migration) = & BH LM -7 (Fig. 11), Z D
fER1X. Physcomitrela Tt PSI-PSII megacomplex (2 PsbS 23 fEA LT\ 5 Z & &< IR
LT D,

S B2, Physcomitrella 1% Arabidopsis \ZI377E L7\ LHCSR # 6/ LT\ 5, JEiTif
275 Physcomitrella ™ LHCSR 1% PSI & PSII Offi 5 NPQ EIZ B > T 523,
% O JHEIT stroma lamellae X° grana margin TH 5 9 & i 41TV 5 (Pinnola et al.
2015), % ZC. LHCSR X PSI-PSII megacomplex |Zf5& L TRV . ZOEIEIZEE L
TWL5DOTERVWNEE R, ZORMEZMRIET 27202 Hl LHCSR Hifkz AT
immunoblotting fi##T 217 - 7= (Fig. 7), = D fE %, 2D-1pCN-PAGE/SDS-PAGE (25T,
LHCSR monomer OfiZ, PSI-PSII megacomplex & [F] U E)E % £F> (co-migration)
LHCSR O/ R s, Zid Physcomitrella @ PSI-PSII megacomplex 73
LHCSR ##fA L CWA Z L &< /RIE LT %, LHCSR [3HEY) DAL OaFE THER HhE
WCcixkbihv bz, LHCSR OF ML Arabidopsis & Physcomitrella ™ PSI-PSII
megacomplex D KEX 72BN ThH D L2 5, LHCSR & PsbS Ofi 50 & o737 E ) PSI-
PSII megacomplex (Zf5E L TWAH Z &b, 2L DX /37 'H T megacomplex N Tl

R RN F—Z e LTS5 2 LICHF G LTWD EERIDND,
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(Q(J QC'J QO(Q
“)\\ 0\ @O
\'Q \'\\’2\ \\’Q b?’
< g g &
PsbC - - -

PsbS - “

Fig.11 2D-IpCN/SDS-PAGE £ @ PsbC(PSII) & PsbS ) immunoblot 24T

Low-light C¥&E&E L 1= Physcomitrella DFSAAR R NV EHEE KL
1%digitonin TAIA{E L . Amphipol A8-35 Z FHL VT IpCN-PAGE (3.25-13%)
(K> THEELT=, ZDTE. S5122D-SDS-PAGETH B L= PsbC. PsbS
DHEFEMAZF AL Timmunoblot fEHE1To1=, ZTDHEER. PSI-PSII
megacomplex (PSI-PSIl mc) & PsbS M co-migration MHEFR TET-=,
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77K (281} 5 PSI-PSII megacomplex D EFIRIERH LA b v

IpCN-PAGE T4y L 7= PSI-PSII megacomplex (Fig. 6) OYAREMEZFH~57-0,
TTK OEFIRREG L AT M2 JIE LTz (Fig. 12) , = Of#ENTIZ 1% PSI-LHCI, PSII-LHCII,
LHCII trimer OB TOHN AT MARKE L2 D720, F7 a4 NEX 7 BEEE
K% o -DM (dodecyl maltoside) Tr[#F{k L. (large-pore TiX72\) CN-PAGE (Fig. 13)
THBEL7-, REEHEAE LTa DM ZHWDX, o DM BF 7 a4 REOETO
subfraction % AL T& 5205 T 0 PSII-LHCII © % < N Effi9 53 Td 5 grana core
bS5, EEE. digitonin # V72 IpCN-PAGE (Fig. 6 38 X Fig. 9) TIiXH#E
IR 6o 72 PSII-LHCIT O8> RISARSERR R TIEHIBRIC MR Sz (Figld), Bt
BREWZ L2, Z @ CN-PAGE (23 T, LHCSR (% PSI-PSII megacomplex 721F C72< |
PSII-LHCII & % co-migration %/~ L7z (Fig. 14), Z® Z &% Physcomitrella |23 T
LHCSR /& PSII-LHCII & H 55 L TWA Z & 2m L Tn5 (Figld), *HEEYIZ LHCSR
& PSI-LHCI & @ co-migration (F38 biviedno7z, 72720, Ziux, LHCSR & PSI-
LHCI 2Bt L CLE o7 g+ 25 & O TidAv, 7238, «-DM % PSI-PSII
megacomplex PG PSIT 76 PSI ~O T X L¥—BEI4ZMET S - L AHMON TN

(Yokono et al. 2015), & ®7=% ., PSI-PSII megacomplex D43 a0 72 7T D 72 D121,
digitonin & V7= al A LA LT 5,

Wz, 7B L7 PSI-LHCI, PSII-LHCII, LHCII trimer ® 77K Yt A~X7 LV EHIE L
7z (Fig. 15), B L7=/Nv FOREICIZERY . (Fig. 16) & PSI, PSII, LHCIL, & X O
LHCSR. =N ENOFRFIAZ V- immunoblot f#fT 217 -7 (Fig. 14), L TCTZ
B L 4517 IpCN-PAGE G430 L7 PSI-PSIT megacomplex 0 77K 0 ik AES I 2 ~2

MNvE R TH B &, Physcomitrella ™ PSI-PSII megacomplex D A~ kL (Fig.12) &
Arabidopsis ® PSI-PSII megacomplex A7 kL (Yokono et al. 2015) & FEH 2L <L

TWAHZ EMHLNI o T2, £9°, 725nm HTlZ B — 72 ZFo5su i i, PSI-LHCI @
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low-energy chlorophyll (red form) (Z&fii L CWAE N THDH EEx b (Fig. 12), —
75T 690nm fHiTiZ B — 727 2 Ffo, 59< 7 r— Kig A7 ~uid PSIT-LHCIL 22 5 i &
mHkTHD EEZ LN (Fig. 12), £ OB, o -DM TriEb &, CN-PAGE (2 k&
v 4yBf &7z PSIT-LHCIT & LHCII trimer (3#) 693nm & 678nm (Z# G — 27 Z/R L7z
(Fig. 15) "6 TH 5, £ 690nm (2 &°— 2 & Hi-> PSII-LHCIL IZ R $ 2 #0otD > 7)1
(Fig. 12) 23, #9 725nm |2 &°— 7 % F#-> PSI-LHCI (I3 540t > 7w (Fig. 12)
X0 LEEEICIHZ L iX. Physcomitrella @ PSI-PSII megacomplex 1% Arabidopsis
(Yokono et al. 2015) & [AIEEIZ PSII 75 PSI ~D %N 72 = 3L F—BE 25 Z > T
HZEERABTLHHERTHS, 2L, TTK TIEZRLF =DKW (BEE) Z7ee 7 41
MO T RLF—DEW ERE) 7an 7 4 L~OT %L ¥ —KB#) (uphill =%/ F—
BEh) 13 Z Vi< <, PSI & PSII O] Tl =% VX —BEI A4 U 55813 &K b =L
F— DRV PSI @ red form [IZ= RV F =2 F T v FINDLMEEPIFEFICEHNEZEZBND
72 Th D, £72, 1h OEICWIRORFIH TAEAT MV EED & Physcomitrella ® PSI-
PSIT megacomplex DHE N AR FVIT/INSIRBENRAEL TWDH Z ENRPF LN T
(Fig. 12), &0 biF, £ 726nm (28— 27 ZFFOWmE AT "L 7 F VRSB C
L0z TWB Z LiX. Physcomitrella ® PSI-PSII megacomplex 23905 FCix, kv £%
< Db = %L ¥ —% PSI-LHCI ¢ low-energy chlorophyll (red form) \Z{5i#Ed % & 91
B LI L2 L TW5b, £ LT, EDZ%1 k% Physcomitrella Di# B ~D IS

HERL D 5 Zz b7z (Yokono et al. 2019),
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Fig.12 PSI-PSIl megacomplex (Fig6) D E FHIRBELARIIL

IPCN-PAGE T4 Bt L 7=PSI-PSIl megacomplex M EEIREDHILARIKLE
77K CRIELTz. EDARIEILIZL low-light TIEZEL -5 5B LT-PSI-
PSIl megacomplex D ARIRIL, EATIIESNIBLI=- YT IS BELT=
PSI-PSIl megacomplex M ANRI L)L, FIXRILNIBDH ETEILLT=PSI-PSII
megacomplex D ZEARIKMILZERLTINVS,

38



Putative PSI-PSII
PSII-LHCII

PSI-LHCI

— LHCII trimer

— LHCHl monomer

Fig. 13 Amphipol A8-35 % FL ‘7= CN-PAGE [Z& 3 Physcomitrella DILILH#E T
ANV BEEBEDOOHE

Physcomitrella Mo BBELT=F A/ RIER /0% 1% a-dodecyl maltoside (o-
DM) TH[;A1EL . AmphipolA8-35 Z#FHL f= CN-PAGE (4-13%) THEELT=. AD S IL
[£ZDCN-PAGE D4 JLECBBEELT-2 D,
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PsaD t‘ :

PsbB | ™ =

Lhcb2

-
LHCSR | s s =

Fig.14 2D-CN/SDS-PAGE # @) PsaD (PSI) . PsbB (PSII) . Lhcb2

(LHCII) , LHCSR 227X B ? Immunoblot f##T
Physcomitrella DF SRR INDBEEE K% 1% a-dodecyl
maltoside THI;&1E LAmphipol A8-35 Z FAL /= CN-PAGE TH EEL 1=
)L (Figl3) & . &51Z, 2D-SDS-PAGE THEELT=, TN . BIH1E
F2DEEMNLTIRAZRAULT Immunoblot f#T&1To71=, 158,
PsaDELHCSRD T FIL A2 DHbNADIE, EAVYA RIS Tl
PsaDE KU LHCSRAEH D EEFIZTO—FEINTWS1=6HTHDH L
EZbNnb,
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Fig.15 Low-light TI&E L 1=PhyscomitrellaM > B EELF-F 5/ KRR /08
15 8 F%E1%a-dodecyl maltoside TR ;AL L . CN-PAGE TS L 1=PSI-
LHCI, PSII-LHCII, LHCIl trimerD77KIZH [T H B ILRARIMIL

(A) BN BERIEARINLDET—E, B) ET—3OOBREEL-EFEN

ARIEIL, (O BLBMBEARIRL,
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1D-CN-PAGE
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e il 3 --7 1OOkDa
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Fig.16 Low-light TYEEL 1= Physcomitrella F5AAFEA IO EES
{K® 2D-CN/SDS-PAGE [Z& 50 Btk DR L

Physcomitrella DFZAA R NI BEE A% 1% o-dodecyl maltoside

THB1ELAmphipol A8-35 & AL \f= CN-PAGE THEEL =4 )L (Figl3) % .
(2, 2D-SDS-PAGE THEEL Tz, A2 /N VB D ARYMELEREE TH4]
{ELT=. P FEX—D—ITHEBIZRLT=, CN-PAGE [ZE TR HILZERD
NRDREEIXSTILO EEIIZRLT=,
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PSI-PSII megacomplex O R 43R YL@t

Z Z TI% PSI-PSII megacomplex W T Okl = % /L ¥ — O &) 2 fiF B4 5 72 12 PSI-
PSII megacomplex O HO DO ST 247 > 7= (Fig. 17), AW TIRRGAH A 1
TYH Y T 3 THEBINT 24T > 1225, 9, T OMLAEIZ L 2 2 ic oW TRl L 72
VY, FRIGALERIZ L W . LHCSR & PsbS O % > X7 OFEREEN ML (Fig. 18), & 5HI(Z
violaxanthin 7% zeaxanthin O TR FHE S 7z (Table 1) Z LA SN -T2,
72%5, zeaxanthin |F58YEICIGZE L CRERFH T violaxanthin 2> HESHR S NG5 Z E 3B L
TBY., ZOBEIEZXY > N7 4 A 7V EMHEITV S, £ LT, 2O zeaxanthin (X
Physcomitrella\=%» T LHCSR & PsbS O ifi /70 NPQ IZ /42T & % (Pinnola et al.2013),
ZD7=8, Z O zeaxanthin O (Table 1) % LHCSR ¥ LN PsbS O3 TFHE (Fig.
18) LAbETEZD &, FRCALERIZ L W PSI-PSII megacomplex Ol 72 Yo gL —
EERET DRENN EFH LT D 0TI avan bt PHEIN, 28, 1h &0 ) ER O
YeALEEC LHCSR & PsbS 0% U X7 EOEBENEML7-Z &5 (Fig. 18), LHCSR
B LN PsbS 130 HIH 25217 TR Y | MEAIERIC K 0 Z O3RN S 4v7z FTRENE DS R
STz, ZD X5 7288YEITIEE Lz LHCSR <° PsbS O\ &l 2B LTIk, FFk
7R TH D,

Physcomitrella <> Chlamydomonas reinhardtii (1 F Chlamydomonas) @ PSTT-LHCII
supercomplex {X LHCSR (Z L W {X pH FCHMRFL D b RERIT U F U VREEZRT I &

(Tokutsu, Minagawa 2013) . & &\ Chlamydomonas ® LHCSRI 12/ pH ¢ LHCII >
5 (PSII CTix7e2<) PSI ~O=x X —BE)jZ5i{b325 2 L AMH6 TS (Kosuge et
al.2018), T B DBGINE I - TL— A ORI AR D Z L, ZhE b H—
ELTPSII OBBBEAFEEINDI I LLEIS LTV D, ZOLbL0OHEND
Physcomitrella ® PSI-PSIT megacomplex % LHCSR iz £ - Cif pH Th X727 =L F o

THREH T D TIHRWINE B X T, Z DGR 2 BGEES 5 728 AWFSE Tidsr#E L 72 PSI-PSII
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megacomplex % pH7 & pH4.5 @ buffer |27 LZ OH &M L=, 7% PSI-PSII
megacomplex DWW IEFE AT kUK pH SCHUEALERZ I - T2 RIZR B v 7e n - 72 (Fig.
19), pH CHIEIZ Ko TR AT BIVITRE 227805580 G2 Z &3, doto 2k (o
Wi & BRI 1T pH RIKIC L 5 BROZERITRIE L TV RWZ L &5 <RI LTV
Do

Fig. 17TA IZ58EALEBE 2 L CTu 72\ Physcomitrella @ PSI-PSII megacomplex @8t i 5
AR MVTH D, wHFmIT Table2 12 F L7, 9, FHESEH TN T (Fig. 17A 5
) = OB % — 13 Arabidopsis ® PSI-PSIT megacomplex & #ifEl LT\ 7= (Yokono
etal.2015), FAIOFH MMy (~50ps) 1L PSIL & PSI O OIEFITE N TRV F—B#) %
RLTWD, PSI, PSII D R L ¥ —E)T PSI & PSII Of5E 03, IR &Rk
STZbDTHY, LTI UHLRBEEICLDBOTIERNZ EERB LTINS, Zhd
Physcomitrella ® PSI-PSII megacomplex D& 7)Y Arabidopsis Dt D ERL TS &9
Rt =BT 2bDOTHH D, £ LT 2-5%FHDOHSIIERITHN TR LF—BEDRKIC
il = 5L % — AL R S LR PSI-LHCI 0 low-energy chlorophyll (red form)
M7y T LEEbDERM LTS, LT, &ED 6 FHOHFMAIITEIEE ALY
ML TH Y, PSI OIGH L7 v a7 4 VO O%KIZAE U B i &tk O — L

DBl ER LTV 5D, 6FHOEEFHM T PSI-LHCI 206 gt S 728 725nm (2

7 B FEom D v 7 IV 690nm (2 ¥ — 7 &£ PSII-LHCII O 60 > 70 K0 4
BN E U 2 & %, PSI-PSTI megacomplex 0 H1C PSIT 7> 5 PST (2T L3 — 233 3A910
BE#HLEZLERLTWD, 28, AELA—N—DOIEMEO R S (TR O I L5 T
RKELE{L L7 7= (Table 2),

BN Z L2, R pH ISR L2 o 7 LIcB W T, K 710nm (2 ¥ — 27 ZE ot ol
WD RO bive (Fig1TA 5§ 2 FFmplksr) . T OEMIEFRGALEEIC & - TR Y BEEEIT

- 7= (Fig. 17B % 2 Ak Sy) . MIEALERIC X - T LHCSR & PsbS 23753 & 41, zeaxanthin

44



DEHENL L RO 22 BX D L ZOEIEART ML OZELIX LHCSR/PsbS & LT
zeaxanthin (ZIEKFT 2BHWMBIZ L 2D THAH LEZX b, £ 710nm (I — 7 ZFf
DHHANT MBI ECIREE (7 = F 77 4 —24) O LHCIL % L < (X PSTIZHIkS
HHDThHHEZEZBND (Vasilev et al.1997; Iwai et al.2010; Kosuge et al.2018), &
51T, # 710nm [ B —2 ZRFOENMN, 7 = F 77 4+ — 250 LHCILIZ K Bk,
t L<I1EZF D LHCI 75 PSI ~Dfhft = % /L ¥ —BEHZ L > TRV (~200ps) i %R
FTIENTTICHESN TS (Mimuro et al.2010; Bos et al.2017), 7245, LHCII 358
KL »TF T aA FEOL— X MINE pH (2725 & aggregation form % A% LY
710nm (B —7 ZFFOHEE AR MLVARTZENMbNATEY, T LHCII o7~
YFT T LTSI EEZBLNTVS (Johnson et al. 2011),

112 LHCI @ low-energy chlorophyll iZ k7 v 7 72 2 & 23K T 740nm ([T — 7 & Ff
2 (Iwai et al.2015; Mazor et al.2015) 3K pH T LTz (Figl7 55 5 FFmik
7)o ZAUHE pH Tl hiE =3 1% —2% LHCI (Z)@ < 712 LHCII 2> 5 g S v d-<
B8 PSLICE T v 7 a3 <2 2L am2L Tns, & pH TO 710nm iz
B — 7 ZROUOE ORI, B AT MATHEIH S (Figl7 2 6 FHapkisr) . K

pH TIL PSII b DR X —DBENZIRILT 52 L 2R LTS,
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Fig.17 PSI-PSIl megacomplex O B[] 4> i B S AT

Low-light TY&EELT= Physcomitrella DR KRN S5 B L1=PSI-PSII
megacomplex(A) . $ £ U High-light L3 1£ D Physcomitrella DR %
{RDNS 5 BE L 7=PSI-PSIl megacomplex (B) O B 43 fif & L iR 4T . =
#R(EXpH7. RERIXpHA.5 DB &3 L 1=PSI-PSIl megacomplex %l
EL=T—4% , BIERE77K, B F I Table2ZFEHT=,
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Low-Light High-Light
#1 #2 #1 #2

® & @
AL

LHCSR | i -

Pshs | - 0‘

RubisCO e s e o v —

Fig.18 TR YLALIRRTL D LHCSR, PshS R NHOBDEEENE(L

AN BEZ1hDERIINIRFE] (LL) . B KV ALIEER (HL) D Physcomitrella &
MM S L., SDS-PAGE THEELT =, A/ 0B D O—KE (2ug) (X BSA
@ standard curve ZFALNTEAHL L 1=, RubisCO /N> K0 CBB £ N REA
A—RL=2U N BEDIEELLT-, 2D EMFEEIER (#1, #2) FLL,
HLDZNZFN TR =, FRRH (2ug. 3ug. 4pg) (FLLHD) YU TILEFH
RUTHERLT=,
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LL HL

Z [ Chl aratio 0.030+£0.011 0.123 +0.006
Z | VAZ ratio 0.171 + 0.055

0.703 +£0.010

Table1 1h DIEILIMERFTHE D zeaxanthin LR JLDEAL

1h DIRIEANIBDFI (LL) &% (HL) TPhyscomitrella @M EREE
i L. zeaxanthin (Z) M &% chlorophyll (Chl) a &£ xanthophyll &%
(Violaxanthin (V) . Antheraxanthin(A) . Z) THR#1ELT=,
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 pH4.5 ~ pH7.0
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Fig.19 B4 pH (7.0) &{E pH (4.5) IZ#51F B Physcomitrella® PSI-PSII
megacomplex DIRIRARIILDZEAL

1h DB FLAIRFTE D Physcomitrella $AREAMNSF A/ RIRZBEBEL . 1%
digitonin TRV /NI EHEEARZRLBIELT-1&. IpCN-PAGETHBELT=. £
M. PSI-PSIl megacomplex M /\>xF% pH7.0 & pH4.5 MDbuffer[Z;EL T
Mo, RIARIGRILZEAELIZFER. RKEGEEFFEHLON G o1,
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Low-light High-light

pH7.0 pH4.5 pH7.0 pH4.5
1st 45 ps 50 ps 50 ps 40 ps
2nd 200 ps 220 ps 230 ps 210 ps
3rd 750 ps 850 ps 860 ps 840 ps
4th 19ns 2.1ns 2.1ns 2.1ns
5th 4.1ns 4.8 ns 4.9ns 5.5ns
6th 30 ns 25ns 31ns 25ns
Mean Lifetime
PSII: PSI (ns) 1.07: 1.46 0.90: 1.41 1.15:1.47 0.95: 1.31
Delayed fluorescence Intensity (after vibrational band correction)
PSII: PSI 0.183: 0.191 0.168: 0.216 0.163: 0.137 0.265: 0.22
Spillover ratio 43% 45% 40% 38%

Table 2 PSI-PSIl megacomplexM FH LHEARINILD &L FAR
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[Z£]

IpCN-PAGE (Z & b Physcomitrella ® LHCSR #& &% PSI-PSII megacomplex M4 B

ARWFFETlL Physcomitrella D54 {K % T PSI-PSII megacomplex % IpCN-PAGE (2
LBl (Fig. 6 83X W Fig. 9), Physcomitrella ® PSI-PSII megacomplex M/ R
B TATNEBYRT TEBE LIZZ Lid, 2O RBFEFICRE RF 7 EEE
KTHHZ L ERL TS (<10MDa) (Strecker et al.2010), Physcomitrella @ PSI-PSII
megacomplex 7 Arabidopsis & [FIF2EDVKENE 2~ L2 Z & (Fig. 9) 726, Physcomitrella
@ PSI-PSII megacomplex O A X%, Arabidopsis @ PSI-PSII megacomplex (Yokono
etal.2019) LRRETHDHEBZBNDH, XHTT 4 7Y SV Arabidopsis ® PSI-PSII
megacomplex DEFABRIZIS, ZOHEET /L TIL 1 2@ PSII dimer 28 2 >? PSI-
LHCI OIZEEE N TV TZDJE Y 12 LHCI trimer 23554 LTV %  (Yokono et al.2019)
Physcomitrella & Arabidopsis @ PSI-PSII megacomplex % b, ERIVKENZ I 1T 5 FBH)
. TTK COEFIREHE I AT ML (Fig. 12), R EIEMTIC I 1 2 b = 1L ¥
— Dz (Fig. 17) DML TW5 Z & 1x Physcomitrella & Arabidopsis @ PSI-PSII
megacomplex D5 FHEENU TS Z & A< RIE L T % (Yokono et al.2019) 723, %
DOFEFIZIE, HRODMIENLETH D,

% 7= Physcomitrella @ PSI-PSII megacomplex (23T PSII 75 PSI ~DOIEF 2
TRAR—BEAER SN D 21 (Fig. 17 8 1 Z64y) . PSIT & PSI 28 LHCII 72 &

NS TICERESEES L TS Z L Z2 R L T b (Yokono et al.2015; Yokono and Akimoto

pou

I}

2018), 7 FE D=L X —BENFEIT - OEEE L BRI IERICRE R EEZ T 5T
®. Yokono et al.2015 @ Fig 1c ® w2 /N> K& w3 /Xy RTREINT L HIC PSIT & PSI
DFE CHKENE CH L7210 TIEEN L DR T XA F—BENI A ONR NI T TH L5 T

»%, 2F b, PSI-PSII megacomplex DWNHET? PSI & PSIT Ofd PSS PSIT 25 PSI
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SO R T L F—BENZHETHY | EFITH N LT —BENETTVWD Z &I,
PSI & PSII AEHHA L TVD Z &, L bEEAICHR > THE LTS 2 & 2R
LTW5, ZOMEDFHMIZE L TiE, BRI 72 &4 7245 5% O REF RN I 11T
Lz,

Arabidopsis @ PSI-PSII megacomplex (235 Cid PSI, PSILLHCII (21 2 T, PsbS 73
A LTS LV (Suorsa et al.2015) 286 5, & B2, AAFSE T, Physcomitrella
@ PSI-PSII megacomplex (213 PSI, PSIL,LHCII (24l 2. T Arabidopsis [Fl£k(Z PsbS 733
ZTOHLAEALTEY, &5IT Arabidopsis \ZIZIFHE L720 LHCSR AL TWAH72A 9
ZEDNH BN/ o T2, Chlamydomonas (Peer et al.2009) <° Physcomitrella (Alboresi
et al.2010) ZJHWV2SEATAIZEA S LHCSR IR 22 =) L F— 2B E L THET 5 2 &
THALFRZRET DDICHBEREHZREZL TVWDL I EBHLNITR>TWVD,
Physcomitrella ® PSI-PSII megacomplex {Z LHCSR <> PsbS & L CW\W=Z ik, £
N2 N7 EPNER e x VX —2 8L LTS 52 &2k b, PSI-PSII

megacomplex N WERALIIFE S Z 85 Z ENAETH D Z L 2R LTV D,

Physcomitrella PSI-PSII megacomplex @ pH #&1FHI 72 2k

& pH TiZ, £ 710nm (2 &' — 7 ZFF RO HEE (~200ps) 235R< 772 Z LITfTREL
T, LHCI @ low-energy chlorophyll (740nm) ~® k7 v 7N 72> TWDH Z E NS
M7z o7= (Fig. 17), 2D Z B 710nm (2 B — 27 Z£55 chlorophyll H D B\
X, =L X—HEORAED LHCIT R° PSIIZ 7 » 7SN TEHB SN 2 & 2 KT 5
DTIER W EE 2T, £724% pH TH PSII 7225 PSI ~DO T R /L ¥ —BEERICEIZ R
Lotz (B 1 Fapksr (~50ps) in Fig. 17), Z O Z &HE pH T 710nm (28—
7 HRFOWMNOBENE L oD%, PSI MK pH IZRE L TEL LR TIE7e <,

Physcomitrella ™ PSI-PSII megacomplex (255925 LHCII OZ(LIC LD Z & &RIEL
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TW5, JefTiFgeic KX, LHCII 75 PSI ~® LHCI % /1 & 72 WV 1L £ — R R K N
TF1ET 5 7-% (Benson et al.2015; Ferroni et al.2018) . % UK pH TiEM{k &5 LHCII
DEFCHIAE N HIUL, Z UL PSI N D =RV F—%Z TS Z LN TEH0E L7y,

F 7=, Physcomitrella ® LHCSR % PSI-LHCI/II ® LHCII (#5495 Z & (Pinnolaet
al.2017) 2Nz, Physcomitrella & Chlamydomonas|Z3>C, LHCSR 7% pH #AF DEN
Kz md &0 ) W23 H 5 (Tokutsu and Minagawa 2013; Pinnola et al.2017) , & OFE,
Physcomitrella TiX LHCSR HH N7 = F v —& L THEE L, BEHEEVKEUCEES 3250
T2 < . LHCI ouaHmaZ b 32 2 & CRIEMICBIRICEH 572 L OWmERH
% (Pinnola et al.2015,2017), Z O FHEMOFEANIIE L Tix, 4% O S b7 DREHTIN
ETHA 9, 3BT Chlamydomonas ® LHCILIZ TTK © 7 va 7 ¢ )L SEfENTIZ BV T,
710nm |2 ¥ — 7 ZEFOUOE AT ML aE R L, [FRFIC pH IKRFEOBRBEE R FFH Z & 2R
L7 (Dinc et al.2016), Z®#) 710nm |2 & —7 Z FFO®HE A7 FUIARMFZEICEH N T
LRINSNTHY (Fig. 17) . IS pH T2 OMENBAN LT i=, Chlamydomonas
DFEREZADLETEZDL L, I 710nm ([ZE—7 ZRFOZ DALY N VIZBRIREEN =
VW LHCIT (2 2k 5 etk m <. Lavs LHCSR (3% @ LHCIT OEVLHGEEIZRE 5 L T
WAHAREREWEBZZLND, ZTNHLDOTFT—ZE2HbETEx 5L, LHCSR X
Physcomitrella ® PSI-PSIT megacomplex % Ht ¥ [fiTs LHCII |= 54 L. pH %° zeaxanthin
AP LD OB 21T > T D & BEX b D,

X512, LHCSR (Z/M% T PsbS % PSII-LHCII @ LHCII (Z#4A& L. pH B LW
zeaxanthin (K73 25 NPQ KIZESG L TWA Z ERHLNZEN TS (Correa-
Galvis et al.2016; Sacharz et al.2017), ZH&E{T % L. Physcomitrella ® PSI-PSII
megacomplex @ pH (KR 7 = F 712 LHCSR & PsbS O 3 BEHE L TW5D Z &

T3NS,
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Physcomitrella ® PSI-LHCI (281} %, V> low-energy chlorophyll & #\> low-energy
chlorophyll D417

FE#91% PSI-LHCI (Z low-energy chlorophyll (red form) &FEXILAHFRIe7 vm > (b
A LTS, Zhud, #@fE®o PSI-LHCL IZHAD, REEY 7 bLiczmn 7 41
DZETHY, TOE=RLF—EMTBF O/ rr 7 4 LED HEN, TLT, 20
low-energy chlorophyll i%% DR b = %L ¥ —UEN 2RI L C. PSLICEIT 5 BB
FELTODLO TRV EEZEZ BTV (Yokono et al. 2019),

Physcomitrella @ PSI-PSII megacomplex O WJdizE A7 L (Figl7?) 2B\ T
%5 2-5 Fni sy C 710, 720, 730, 740nm @ low-energy chlorophyll (2 Hi3k9~ 2 H#OE A
Si7=, —7F. Arabidopsis @ PSI-PSII megacomplex | [Fltk D RERE]fEIE T, 720, 725, 735,
740nm @ low-energy chlorophyll ([ZH kT 280t Z R L7z (Fig. S3b in Yokono et al.

(2015)), TN HDIZ rE 7 A VEHOFEREE—2 7% (700nm £V ) BEHFICRERY Y
FLTWABZ EMND, ZNHI1E4T low-energy chlorophyll Th 2 & HND, 2B,
Arabidopsis & Physcomitrella ® low-energy chlorophyll O#a% D&\ ML Physcomitrella
O LHCI % > /37 DA %2 KR LT 5 A[EEMED & 5 (Busch et al.2013).,

FEEERY 72 B> 6 low-energy chlorophyll (3% DT R /LF— L ~ULIZ K-> THEV low-
energy chlorophyll &%\ low-energy chlorophyll ® 2 SO X A FITo3F5H Z LN T 5,
fFROAEY) Tlx PSI 27\ low-energy chlorophyll Z 5%, LHCI [Zi&\ low-energy
chlorophyll Z##> (Kunugi et al.2016), %, #\> low-energy chlorophyll (34 720nm
YRR CRROIOLE R, £ LT, PSI OKIETLTH D P700 (ZE i~ %L %
—EZBETLHILETHRAEREHET L2 &8 TE S (Melkozernov et al.2004;
Melkozernov and Blankenship 2005), i#Z, PSI-LHCI ® ¥\ low-energy chlorophyll %
LLFD 2 DOMEIZ Lo TEE L TUiE =RV X —Z2 i35 Z L3 T& 2% (Yokono and

Akimoto 2018), 1 > H O PT00HI i = Rr VX —ZAniET H Z 12XV P700+H3 7
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TrFx—L LTEES, 2O X —2 8L LTS 2% Td % (Shubin et al. 1995;
Schlodder et al.2011), %\ low-energy chlorophyll ™ 134 725nm KLV EEE THRK
DEEER L, PT00+ & K& 72 Forster DER Y 2 Ff>, PT00HIENTZY =0 F v —Th
%7=% (Croce and van Amerongen2013) P700*~T R /L X —Z{RETEX 5 Z &I E 72
THNF—ZEE L THBT 2DICERL T 51T Th D, 2 DHOHEIL PST O
T low-energy chlorophyll 75 carotenoid & ERBENRIEL KT HZ L THDH, ZHITE
> THMRZRGE L —2 8 e LTl 52 &8 T& 5 (Ballottari et al.2014), =
6 2 SOREIC LY PSI-LHCI 1330 low-energy chlorophyll #£f-> Z & Ttz x4
% W % Ff> T % (Yokono et al.2019),

% L. Physcomitrella & Arabidopsis Lt /i & & %> low-energy chlorophyll & %\
low-energy chlorophyll % f-> T\ %, Physcomitrella @ PSI-PSII megacomplex TlX
amplitude D 72%723 %\ low-energy chlorophyll (Z X > Tl 530 CTE Y | Arabidopsis D
PSI-PSII megacomplex TiZ amplitude @ 72%737%\  low-energy chlorophyll (Z X > T /5
H BTz (Table 3), Amplitude I[LZ41Z 41D low-energy chlorophyll @ x x/L ¥ —5
ROMEREF L TWD, Tz Physcomitrella ® PSI-PSII megacomplex TN 7=
Jibid =L F—LFEIZ PT00 15 S AV THEA R Z 1TV, #RU low-energy chlorophyll ~®
B (&TOBROEAE) 1T TIUETERBE, %t LT Arabidopsis @ PSI-PSII
megacomplex (2N S U7 it = R L X —13EERICHIHT 5 L0 b FITEE LTk S
N5, %@ Physcomitrella & Arabidopsis D& T PSI-LHCI O &) 72 EWIZBEIR L T
WA LivZey, Arabidopsis @ PSI-LHCI (% 4 5@ Lhea # > /"7 EnbH725 1 ED
LHCI ~V h &£ H, 203 XTH P700+E =R VF—{rni#E% T 5 Forster DA 2hHiFHN

(<80-90A) ZfF7E+ % (van Grondelle 1985; Mazor et al.2015), *iLwbx Arabidopsis
@ LHCI ~v MZ&H 53T D low-energy chlorophyll |LJihift =% /L ¥ — D D7 DI

P700+~D T R VX —REZEIZSHM L TWE0E LIv7eVy (Yokono and Akimoto 2018), i
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\Z Physcomitrella 3 8 >0 Lhea # /X7 E 672 % 2 gD LHCI ~)L k& Fi> (Iwaiet
al.2018), L/>L 28 H® LHCI & P700 & OFEEfIL, Forster O xR /L X —{niZEA 2hEiH
ZHZTWD AR ®H D, D72 2 J& H ® LHCI ~/L k3% low-energy chlorophyll
ZROTWELTH, 22X T vy TENTZTRLF—%& PT00+ % 7o BV CHIGR
THZEEFTE 2wt Livavy, VI Physcomitrella X LHCSR & PsbS #4H L T
B, 2152 PSI-LHCI (Pinnola et al.2015, 2017) <° PSII-LHCII (Correa-Galvis et
al.2016; Sacharz et al.2017) @A » LHCII :#EE& LT, B%F 5 < &\ low-energy
chlorophyll RZ T -T2 R VX —D 7 = F v —L LTEHINWTNDDTIZ RV EE X

5,
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FPeakwavelength Lifetime Amplitude Amplitude ration (%) Deeper ratio (%)

FPhyscomitrella patens [in this study]

T10nm 200ps 1.5
T20nm Thlps 1.4
73lnm 1.9ns 1.1
T40nm 4.1ns 0.08
Arahidopsis thaliana [from Y okono et al, (20147]
T20nm 240ps 0.35
728nm 1.0ns 0.26
Taanm 2.2ns 0.44
T40nm d.3ns 0.22

af
a6
26

2

28
20
a5
17

28

T2

Table 3 low-energy chlorophyllD ¥ )L+ —=SHEEH,
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AWFZEH HAE XN D Physcomitrella D YtEHHIE MG
INETHEm L CE 72X 91, Physcomitrella @ PSI-LHCI @ %\ low-energy
chlorophyll 1T L 7= = %L F—% P700 [Z8hRANAGE L TEA A REId 5 2 LN T
% % (Yokono and Akimoto 2018), F7-. 5. F Ci&. LHCSR <> PsbS ® ¥ > /X7 EH D%
BNRFEHIND ZERHELNITR-> TS (Gerotto et al.2011) , I DHFJE Tl
Chlamydomonas @ LHCSR % v /X7 13 ) (Petroutsos et al.2016) <°%&4 Mk
(Tilbrook et al.2016; Allorent et al.2016; Tokutsu et al.2019) (2L > CHFEINDH Z &0
OS> TVD, b LasEdnFaieosicsZd LT LHCSR # v RV B
4% Chlamydomonas L0 Z oD 726, Ziuidhe FBREE~DOw# i 2 85k LS
5133 CHD, —JF. Physcomitrella ® PsbS % grana stack (Z/&fF L T8 Y PSII-LHCII
CRI ST i oL — 2B e LTS 5 2 & 23 T& % (Pinnola et al.2015), €41
D ZBRIEERBE Tl EH#H EOBETEERE (Whwd Z A% —2) 1T PsbS 12X 5 NPQ X°
PSI & OFE BRI E I ER Y (Allahverdiyeva et al.2015) (2 X 0 #ifl &+ 5, Grana
margin (ZRET 5 & T X5 PSI-PSII megacomplex MNIZEFE L 72 P700+%, PSI-PSII
megacomplex NDEW low-energy chlorophyll 7> St = % /L ¥ —% kT v 7 L TEhHEL
WS 5, 2O U X Arabidopsis TIEiEZ > TW0WA X 9 THDH (Fig.20), LrL
Physcomitrella TIEE low-energy chlorophyll 73 5 0> = 5 L% —{Z1E 0 4 RIS L (Fig.
17 and Table 2), =D 0 2, Physcomitrella TiZ, LHCSR A PSI /"6 h 7 w7 L7z
i = p L F— 2B L LT T & %5 (Pinnola et al.2015), Z#LiEkE o> X 9 22 i8R
NDHE AR T2 b % 5D, Physcomitrella ® PSI-PSII megacomplex J&iJ 0
LHCII B3k & B i1 5 710nm (2 B — 727 & £F- chlorophyll 52 Y613 = /L — /3l & Bk
FNZBET T D DG LI, ZHUS & VK pH TR F =D RN L2 > Tnd
Db Livzevy (Yokono et al.2018), Z ORELOHIAVIL, FRIEEREE TIIZhRAYICHERE L&

HOTE RN EEZBND (Fig. 20), L) L AGROSNREIZIZE R DN LETH D,
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Z OFZED 1 > DR T PSI-PSII megacomplex D ZE{LAY Physcomitrella D% EEEPE &
EDXHITEEL TV L MNICHET RPN RN o122 L Th D, AL TIIEARE
Z I THRAT L7228, ZREERA~DMBITHE D, LA IS E OIS 72 & D 5 FlHE
bd b LEZTND, Physcomitrella O JFKRKN BEIER~OHIZHEV, PSI-PSIT
megacomplex OREIECHEREN & D K 5 IZE(LT DD, £ D & 9 Zefiffir & BURZR VO Tl

IRWNTED D D,
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Arabidopsis thaliana Physcomitrella patens

HHEBIETE, LHCIIM aggregation [Z4£ > Ti#L low-energy
LHCII 13 (L) low-energy 200 7 L& D) 002 ILHER L, =20 FsyEnERbE T )L -
LHCI [ T4 — %45 L TW S OEEE N 5 2 LHCSR (c k0 TOT U F &N SRR 5.

LHCH Physcomitrela (34 (Arabidopis
LEID) 2EEO LHCTAUL |

" ' EHLTNG

ABETIE, LHCIINS (R low-energy ZO00 1 ILEHT é:) PsbS [ LHCIIEJJ‘ o w I LB T LY~
PSI core [CEIETTILE— 5 EELTVSTRMEN B S, LT, DTFAACHSLTWSEEAENS,

Arabidopss @ LHCI (231 low-energy
2002 7)L (~7350m) ZHEL TG .

PSI core (3L low-energy 2007+ L
(«720nm) EHLTWLS

ZOTFILF—BEEREOEIHEC LHCSR ABS L TLSTTRHES
THEEN TS (Kosugeetal. 2018).

Fig. 20 Arabidopsis & Physcomitrella @ PSI-PSIl megacomplex DET JLE

K/DDEIL LHCH trimer & LHCI monomer &KL TV, THRILF—AHVELY
low-energy VA 74 )LIRZESINT=GE . IEMIZEELTHREEIN S, —
H.IRILF—HNEL low-energy VOOT4)LIZHT=5 & BB TPSI O K
FulD P700 [TIEESNTHRERMICFIATE S,

Arabidopsis Tl PSI [Xi% LY low-energy VA0 J4)L ZHFH . LHCI [EFEL
low-energy VA0 74 L&D, £1=. digitonin-sensitive LHCII (& LHCI Z#XH
LTPSI [CZRILF—F{RZETE% (Benson et al.2015) ,

Physcomitrella @ PSI-PSIl megacomplex @ LHCII [£HZ 5<% LY low-energy
JOA74)VEFES, PSICEEIRILTF—FRZET HRIEEENH D, LHCI D
HEEBMOEVHIBEIRIILF—ORRICEELTNSEEIALNDS, Eit
Tl Physcomitrella M PSI-PSII megacomplex M LHCSR %2PsbS A\ h#E T A
X —DBBBIFEL TS EEZLND,
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[

ABFFEEAT IS HT= 0 %< O THRE 2277 & & U AbiRE KRR R 22 AT 0 [ s
HEHIR, APt — R, @R RBEL PRI BIEHI O LES, a I L
TTHREW 72 & F Uz dbiil KR EBe B A JE e AR R P oo jie R sl B, =
SAEIZLD & T LB OERIEH N LET, AR EZITOICHD 7 ra 7 41
DOESHE Z LT 272 & F LIS KRR e R R B0 BE AT (L5250 B O BK A
BRI N LET, AR ZITIICHT D Z D THEEL W&, Jrna 7 L
DENFT 2 L T2 & F LI BB AR LI LET, R WO a2 C
B 22 CTRIMEEIC/R D £ LIAEMBEISTREDO R Y v 7 EFEITE#H W LET, £ L

TINFETHA TS NLEMBUTEHROELZR LHFEL SETWEEEET,

61



EZ PG

Alboresi A, Gerotto C, Giacometti GM, Bassi R, Morosinotto T (2010)
Physcomitrella patens mutants affected on heat dissipation clarify the evolution of
photoprotection mechanisms upon land colonization.

Proc Natl Acad Sci U SA. 107(24):11128-33. doi: 10.1073/pnas.1002873107.

Allahverdiyeva Y, Suorsa M, Tikkanen M, Aro EM (2015)
Photoprotection of photosystems in fluctuating light intensities.

J Exp Bot. 66(9):2427-36. doi: 10.1093/jxb/eru463.

Allorent G, Lefebvre-Legendre L, Chappuis R, Kuntz M, Truong TB, Niyogi KK, Ulm R,
Goldschmidt-Clermont M (2016)

UV-B photoreceptor-mediated protection of the photosynthetic machinery in
Chlamydomonas reinhardtii.

Proc Natl Acad Sci U S A. 113(51):14864-14869. doi: 10.1073/pnas.1607695114.

Ballottari M, Alcocer MdJ, D'Andrea C, Viola D, Ahn TK, Petrozza A, Polli D, Fleming GR,
Cerullo G, Bassi R (2014)
Regulation of photosystem I light harvesting by zeaxanthin.

Proc Natl Acad Sci U S A. 111(23):E2431-8. doi: 10.1073/pnas.1404377111.

Bellafiore S, Barneche F, Peltier G, Rochaix JD (2005)

State transitions and light adaptation require chloroplast thylakoid protein kinase STN7.

62



Nature. 433(7028):892-5.

Benson SL, Maheswaran P, Ware MA, Hunter CN, Horton P, Jansson S, Ruban AV,
Johnson MP (2015)

An intact light harvesting complex I antenna system is required for complete state
transitions in Arabidopsis.

Nat Plants. 1:15176. doi- 10.1038/nplants.2015.176.

Bos I, Bland KM, Tian L, Croce R, Frankel LK, van Amerongen H, Bricker TM, Wientjes
E (2017)
Multiple LHCII antennae can transfer energy efficiently to a single Photosystem I.

Biochim Biophys Acta Bioenerg. 1858(5):371-378. doi: 10.1016/j.bbabio.2017.02.012.

Busch A, Petersen J, Webber-Birungi MT, Powikrowska M, Lassen LM, Naumann-Busch
B, Nielsen AZ, Ye J, Boekema EJ, Jensen ON, Lunde C, Jensen PE (2013)
Composition and structure of photosystem I in the moss Physcomitrella patens.

J Exp Bot. 64(10):2689-99. doi: 10.1093/jxb/ert126.

Correa-Galvis V, Poschmann G, Melzer M, Stiihler K, Jahns P (2016)
PsbS interactions involved in the activation of energy dissipation in Arabidopsis.

Nat Plants. 2:15225. doi: 10.1038/nplants.2015.225.

Correa-Galvis V, Redekop P, Guan K, Griess A, Truong TB, Wakao S, Niyogi KK, Jahns

P (2016)

63



Photosystem II Subunit PsbS Is Involved in the Induction of LHCSR Protein-dependent
Energy Dissipation in Chlamydomonas reinhardtii.

J Biol Chem. 291(33):17478-87. doi: 10.1074/jbc.M116.737312.

Croce R, van Amerongen H (2013)
Light-harvesting in photosystem 1.

Photosynth Res. 116(2-3):153-66. doi: 10.1007/s11120-013-9838-x.

Dinc E, Tian L, Roy LM, Roth R, Goodenough U, Croce R (2016)
LHCSRI1 induces a fast and reversible pH-dependent fluorescence quenching in LHCII
in Chlamydomonas reinhardtii cells.

Proc Natl Acad Sci U SA. 113(27):7673-8. doi: 10.1073/pnas.1605380113.

Ferroni L, Suorsa M, Aro EM, Baldisserotto C, Pancaldi S (2016)
Light acclimation in the lycophyte Selaginella martensii depends on changes in the
amount of photosystems and on the flexibility of the light-harvesting complex II antenna

association with both photosystems.

New Phytol. 211(2):554-68. doi: 10.1111/nph.13939.

Ferroni L, Cucuzza S, Angeleri M, Aro EM, Pagliano C, Giovanardi M, Baldisserotto C,
Pancaldi S (2018)

In the lycophyte Selaginella martensii is the “extra-qT” related to energy spillover?
Insights into photoprotection in ancestral vascular plants.

FEnrion Exp Bot 154:110-122. doi: 10.1016/j.envex pbot.2017.10.023

64



Gerotto C, Alboresi A, Giacometti GM, Bassi R, Morosinotto T (2011)
Role of PSBS and LHCSR in Physcomitrella patens acclimation to high light and low
temperature.

Plant Cell Environ. 34(6):922-932. doi: 10.1111/).1365-3040.2011.02294.x.

Giovanardi M, Poggioli M, Ferroni L, Lespinasse M, Baldisserotto C, Aro EM, Pancaldi
S (2017)

Higher packing of thylakoid complexes ensures a preserved photosystem II activity in
mixotrophic Neochloris oleoabundans.

Algal Res 25:322—-332. doi: 10.1016/j.algal .2017.05.020

Goss R, Lepetit B (2015)
Biodiversity of NPQ.

J Plant Physiol, 172:13-32. doi: 10.1016/}.jplph.2014.03.004.

Hohmann-Marriott MF, Blankenship RE (2011)
Evolution of photosynthesis.

Annu Rev Plant Biol. 62:515-48. doi: 10.1146/annurev-arplant-042110-103811. Review.

Iwai M, Yokono M, Inada N, Minagawa J (2010)

Live-cell imaging of photosystem II antenna dissociation during state transitions.

Proc Natl Acad Sci U S A. 107(5):2337-42. doi: 10.1073/pnas.0908808107.

65



Iwai M, Yokono M, Kono M, Noguchi K, Akimoto S, Nakano A (2015)
Light-harvesting complex Lhcb9 confers a green alga-type photosystem I supercomplex
to the moss Physcomitrella patens.

Nat Plants. 1:14008. doi: 10.1038/nplants.2014.8.

Iwai M, Yokono M (2017)
Light-harvesting antenna complexes in the moss Physcomitrella patens: implications for
the evolutionary transition from green algae to land plants.

Curr Opin Plant Biol. 37:94-101. doi: 10.1016/5.pbi.2017.04.002.

Iwai M, Grob P, Iavarone AT, Nogales E, Niyogi KK (2018)
A unique supramolecular organization of photosystem I in the moss Physcomitrella
patens.

Nat Plants. 4(11):904-909. doi: 10.1038/s41477-018-0271-1.

Jarvi S, Suorsa M, Paakkarinen V, Aro EM (2011)
Optimized native gel systems for separation of thylakoid protein complexes: novel super-
and mega-complexes.

Biochem J. 439(2):207-14. doi: 10.1042/BJ20102155.

Johnson MP, Goral TK, Duffy CD, Brain AP, Mullineaux CW, Ruban AV (2011)
Photoprotective energy dissipation involves the reorganization of photosystem II light-
harvesting complexes in the grana membranes of spinach chloroplasts.

Plant Cell. 23(4):1468-79. doi: 10.1105/tpc.110.081646.

66



Kosuge K, Tokutsu R, Kim E, Akimoto S, Yokono M, Ueno Y, Minagawa J (2018)
LHCSR1-dependent fluorescence quenching is mediated by excitation energy transfer
from LHCII to photosystem I in Chlamydomonas reinhardtii.

Proc Natl Acad Sei U S A. 115(14):3722-3727. doi: 10.1073/pnas.1720574115.

Kunugi M, Satoh S, Thara K, Shibata K, Yamagishi Y, Kogame K, Obokata J,
Takabayashi A, Tanaka A (2016)
Evolution of Green Plants Accompanied Changes in Light-Harvesting Systems.

Plant Cell Physiol. 57(6):1231-43. doi: 10.1093/pcp/pew071.

Mazor Y, Borovikova A, Nelson N (2015)
The structure of plant photosystem I super-complex at 2.8 A resolution.

FElife. 4:e07433. doi: 10.7554/eLife.07433.

Melkozernov AN, Blankenship RE (2005)
Structural and functional organization of the peripheral light-harvesting system in
photosystem 1.

Photosynth Res. 85(1):33-50. Review.

Melkozernov AN, Kargul J, Lin S, Barber J, Blankenship RE (2005)
Spectral and kinetic analysis of the energy coupling in the PS I-LHC I supercomplex
from the green alga Chlamydomonas reinhardtii at 77 K.

Photosynth Res. 86(1-2):203-15.

67



Mimuro M, Yokono M, Akimoto S (2010)
Variations in photosystem I properties in the primordial cyanobacterium Gloeobacter
violaceus PCC 7421.

Photochem Photobiol. 86(1):62-69. doi: 10.1111/5.1751-1097.2009.00619.x.

Minagawa J, Tokutsu R (2015)
Dynamic regulation of photosynthesis in Chlamydomonas reinhardtii.

Plant J. 82(3):413-428. doi: 10.1111/tpj.12805.

Nishiyama T, Hiwatashi Y, Sakakibara I, Kato M, Hasebe M (2000)
Tagged mutagenesis and gene-trap in the moss, Physcomitrella patens by shuttle
mutagenesis.

DNA Res. 7(1):9-17.

Niyogi KK, Truong TB (2013)
Evolution of flexible non-photochemical quenching mechanisms that regulate light
harvesting in oxygenic photosynthesis.

Curr Opin Plant Biol. 16(3):307-14. doi: 10.1016/j.pbi.2013.03.011.

Peers G, Truong TB, Ostendorf E, Busch A, Elrad D, Grossman AR, Hippler M, Niyogi
KK (2009)
An ancient light-harvesting protein is critical for the regulation of algal photosynthesis.

Nature. 462(7272):518-21. doi: 10.1038/nature08587.

68



Pesaresi P, Hertle A, Pribil M, Kleine T, Wagner R, Strissel H, Ihnatowicz A, BonardiV,
Scharfenberg M, Schneider A, Pfannschmidt T, Leister D (2009)

Arabidopsis STN7 kinase provides a link between short- and long-term photosynthetic
acclimation.

Plant Cell. 21(8):2402-23. doi: 10.1105/tpc.108.064964.

Petroutsos D, Tokutsu R, Maruyama S, Flori S, Greiner A, Magneschi L, Cusant L,
Kottke T, Mittag M, Hegemann P, Finazzi G, Minagawa J (2016)
A blue-light photoreceptor mediates the feedback regulation of photosynthesis.

Nature. 537(7621):563-566. doi: 10.1038/nature19358.

Pinnola A, Cazzaniga S, Alboresi A, Nevo R, Levin-Zaidman S, Reich Z, Bassi R (2015)
Light-Harvesting Complex Stress-Related Proteins Catalyze Excess Energy Dissipation
in Both Photosystems of Physcomitrella patens.

Plant Cell. 27(11):3213-27. doi: 10.1105/tpc.15.00443.

Pinnola A, Dall'Osto L, Gerotto C, Morosinotto T, Bassi R, Alboresi A (2013)
Zeaxanthin binds to light-harvesting complex stress-related protein to enhance
nonphotochemical quenching in Physcomitrella patens.

Plant Cell. 25(9):3519-34. doi: 10.1105/tpc.113.114538.

Pinnola A, Ballottari M, Bargigia I, Alcocer M, D'Andrea C, Cerullo G, Bassi R (2017)

Functional modulation of LHCSR1 protein from Physcomitrella patens by zeaxanthin

69



binding and low pH.

Sci Rep. 7(1):11158. doi: 10.1038/s41598-017-11101-7.

Popot JL, Althoff T, Bagnard D, Banéres JL, Bazzacco P, Billon-Denis E, Catoire LdJ,
Champeil P, Charvolin D, Cocco MdJ, Crémel G, Dahmane T, de la Maza LM, Ebel C,
Gabel F, Giusti F, Gohon Y, Goormaghtigh E, Guittet E, Kleinschmidt JH, Kiihlbrandt
W, Le Bon C, Martinez KL, Picard M, Pucci B, Sachs JN, Tribet C, van Heijenoort C,
Wien F, Zito F, Zoonens M (2011)

Amphipols from A to Z.

Annu Rev Biophys. 40:379-408. doi: 10.1146/annurev-biophys-042910-155219.

Ruban AV (2015)
Evolution under the sun: optimizing light harvesting in photosynthesis.

J Exp Bot. 66(1):7-23. doi: 10.1093/jxb/eru400.

Ruban AV (2016)
Nonphotochemical Chlorophyll Fluorescence Quenching: Mechanism and Effectiveness
in Protecting Plants from Photodamage.

Plant Physiol. 170(4):1903-16. doi: 10.1104/pp.15.01935.

Sacharz J, Giovagnetti V, Ungerer P, Mastroianni G, Ruban AV (2017)
The xanthophyll cycle affects reversible interactions between PsbS and light-harvesting
complex II to control non-photochemical quenching.

Nat Plants. 3:16225. doi: 10.1038mplants.2016.225.

70



Schlodder E, Hussels M, Cetin M, Karapetyan NV, Brecht M (2011)
Fluorescence of the various red antenna states in photosystem I complexes from
cyanobacteria is affected differently by the redox state of P700.

Biochim Biophys Acta. 1807(11):1423-31. doi: 10.1016/j.bbabi0.2011.06.018.

Shubin VV, Bezsmertnaya IN, Karapetyan NV (1995)
Efficient energytransfer from the long-wavelength antenna chlorophylls to P700 in
photosystem-I complexes from Spirulina platensis.

J Photochem Photobiol B 30:153—160. doi: 10.1016/10111344(95)07173 -Y

Stomp M, Huisman J, Stal LJ, Matthijs HC (2007)
Colorful niches of phototrophic microorganisms shaped by vibrations of the water
molecule.

ISME J. 1(4):271-82.

Strecker V, Wumaier Z, Wittig I, Schagger H (2010)
Large pore gels to separate mega protein complexes larger than 10 MDa by blue native
electrophoresis: isolation of putative respiratory strings or patches.

Proteomics. 10(18):3379-87. doi: 10.1002/pmic.201000343.

Suorsa M, Rantala M, Mamedov F, Lespinasse M, Trotta A, Grieco M, Vuorio E,
Tikkanen M, Jarvi S, Aro EM (2015)

Light acclimation involves dynamic re-organization of the pigment-protein

71



megacomplexes in non-appressed thylakoid domains.

Plant J. 84(2):360-73. doi: 10.1111/tpj.13004.

Tilbrook K, Dubois M, Crocco CD, Yin R, Chappuis R, Allorent G, Schmid-Siegert E,
Goldschmidt-Clermont M, Ulm R (2016)
UV-B Perception and Acclimation in Chlamydomonas reinhardtii.

Plant Cell. 28(4):966-83. doi: 10.1105/tpc.15.00287.

Tokutsu R, Minagawa J (2013)
Energy-dissipative supercomplex of photosystem II associated with LHCSR3 in
Chlamydomonas reinhardtii.

Proc Natl Acad Sci U S A. 110(24):10016-21. doi: 10.1073/pnas.1222606110.

Tokutsu R, Fujimura-Kamada K, Yamasaki T, Matsuo T, Minagawa J (2019)
Isolation of photoprotective signal transduction mutants by systematic bioluminescence
screening in Chlamydomonas reinhardtii.

Secr Rep. 9(1):2820. doi: 10.1038/s41598-019-39785-z.

Ueno Y, Aikawa S, Kondo A, Akimoto S (2019)
Adaptation of light-harvesting functions of unicellular green algae to different light
qualities.

Photosynth Res. 139(1-3):145-154. doi: 10.1007/s11120-018-0523-y.

Umetani I, Kunugi M, Yokono M, Takabayashi A, Tanaka A (2018)

72



Evidence of the supercomplex organization of photosystem II and light-harvesting
complexes in Nannochloropsis granulata.

Photosynth Res. 136(1):49-61. doi: 10.1007/s11120-017-0438-z.

Van Grondelle R (1985)
Excitation-energy transfer, trapping and annihilation in photosynthetic systems.

Biochim Biophys Acta 811:147-195. doi: 10.1016/0304-4173(85)90017 -5

Vasil'ev S, Irrgang KD, Schrotter T, Bergmann A, Eichler HJ, Renger G (1997)
Quenching of chlorophyll a fluorescence in the aggregates of LHCII: steady state
fluorescence and picosecond relaxation kinetics.

Biochemistry. 36(24):7503-12.

Watanabe A, Kim E, Burton-Smith RN, Tokutsu R, Minagawa J (2019)
Amphipol-assisted purification method for the highly active and stable photosystem II
supercomplex of Chlamydomonas reinhardtii.

FEBS Lett. 593(10):1072-1079. doi: 10.1002/1873-3468.13394.

Wobbe L, Bassi R, Kruse O (2016)
Multi-Level Light Capture Control in Plants and Green Algae.

Trends Plant Sci. 21(1):55-68. doi: 10.1016/j.tplants.2015.10.004.

Xu DQ, Chen Y, Chen GY (2015)

Light-harvesting regulation from leaf to molecule with the emphasis on rapid changes

73



1n antenna size.

Photosynth Res. 124(2):137-58. doi: 10.1007/s11120-015-0115-z.

Yokono M, Akimoto S (2018)
Energy transfer and distribution in photosystem super/megacomplexes of plants.

Curr Opin Biotechnol. 54:50-56. doi: 10.1016/j.copbi0.2018.01.001.

Yokono M, Umetani I, Takabayashi A, Akimoto S, Tanaka A (2019)
Regulation of excitation energy in Nannochloropsis photosystem II.

Photosynth Res. 139(1-3):155-161. doi: 10.1007/s11120-018-0510-3.

Yokono M, Takabayashi A, Kishimoto J, Fujita T, Iwai M, Murakami A, Akimoto S,
Tanaka A (2019)
The PSI-PSII Megacomplex in Green Plants.

Plant Cell Physiol. 60(5):1098-1108. doi: 10.1093/pcp/pcz026.

Yokono M, Takabayashi A, Akimoto S, Tanaka A (2015)

A megacomplex composed of both photosystem reaction centres in higher plants.

Nat Commun. 6:6675. doi: 10.1038/mncomms7675.

74



