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FAL X URE N BIZK HERME ATP S R EFR D ERLHiI

'RRIEKRE BERNRIRMER L2ERRFEURRT
PREIEKRY AaET PR
MO s &8 B BN E- AR BT

ZERRIK FoF1-ATP &HiBE% (CF.CF1) (F. AEMBFGEERICL>THEREINSF T34 FIERND
H O ESILFH AR (AuHY) ZEEEIHE L TATP 28T %, COEEDFEMLIL, EEAKOHLEE
BT Dy T1=y bEIZHD Cys R7DBBILETKEICK > THIHSATE Y. BHRTOAZh
MNETINTEHRERIZUYE DL S, CF.CF1 DRRLETHIEIL. #EMIZE > T ATP ERDERE A
BEINE OB TEBRENEMIET 52 LT, #RED ATP MKIEEHCT-OICEELEZON
TWd, LML, CNETZORELGLIBIEDD FERENTHATH o1z, ARETIE., IBFERE SNz
FRBILRFZUNIVETHD “FALFFXFOUKRZ NV E” D, CF.CF1 281t % C & ZBEHRLE
FHICHLMNI LT, EBIZ, CF.CF1 DERIEDIEN. FI34 RIERND AuH ORBUIKRIZIE C
TEHTHEERHLLE,

1. IZC®i BRI RS (IR T DG PEHIEEERE A3 - T

FRERED L, KT L F—IZ X > TEA K
DETACEREZREH L CTKNOEBE T2 &,
EITWE TH D NADPH 4+ 5 & & Hhic, F

5 o FEERAMC B OBEILER AR (Ad) L
BT B o BEREIR FoF1-ATP 4 piB%3% (CF,CF)) b Gl
L. ZOAuH ZBEE 1 & LTRIFH L, ATP %= 5& F5 34 Fs

KT % ', F7/bb, CRCF T R ¥—2 1k Ao

FITANFX =BT DEEFETH D (X 1),
ApH T FEIZ CFCRTEH &5 2 & TREH S
NDHN, FT7 a4 Fb—RA O HPEE %7~ pH

DAEIX, ¥ 87 v A bef OEAIRZEENEDOHIHIS K- I S
HBHOFLEIE D2 BEAETLH D, 20 L
Z &M D, CF.CF OREFIENEITAEY) D A BRFRE .
et B X . X1. CF,CF,DE 5 VX

EOEERICEE LTS 2 Fo, CRCF LI TE CFoCE1E. MEFELEMEDCFS (osPayde) & P
B ATP G RO WS T 5 ATP & MK 5 TEVEDCFoi8 %y (abb’crs) THER STV 5, 7

T ; 3 A, T O R—R2pb A bR~ ~OH Ok fE
@ﬁﬁ%ﬁofwé - < T‘\Jr” SAUHTDYE W CFoifisrDeiaV v 7R L, ZHUASCRisy
ik S AVZRWIEFT Tl CF,CFy 2% ATP % Ak 45 i OO ERER T HeF T o=y F by T =y
LTHE LT LEW AEY AT 2L X — R F] FOEEEZGI SR, vy T 2=y hOREERT,

RIRIICH B SEIRIEN 5. C AR Blobic, o DR WA DRI E T

CF.CF, (ZiZ & 0 DI AuH OFERIRIL. D F 0

* WK ST B-mail: thisabor@res.titech.ac.jp
R R H AL AR ER TR E R
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Wh, T, BALETHIETH D,

CF,CFy O L& T Dy 7T 2= |k

(CF1-y) 139 FHIZ—HD Cys T &> TE
D, ZHERIERAZT D EX DHIEA A v F &
L CHEET 5 46, BEATClE. 2D Cys <7 132
BENTTANLT 4 FfEEZTER L. CF,.CF; X
ANEPEEL TV D, ZAUTK L THFTCIE, &t
NAT 4 =—2ThHFTAL FFv v (Trx) (I
FoTZoIALT 4 REEANETES N,
CF.CF &M 2 77, Trx &, AU S Y
R H X7 E T, IEEEALIZ-WCGPC-
V) ISRFESNTESIZ S B, 2D Cys X7
DERLIETTIC XV BEIL S O 217 9 101, Bk
RO Tex 13, AN ETFRERNO 7 =L RF
v (Fd) BXOFd-Trx BaEELZ N L CETH
ZEZTHY KR Ax AR Sy B T B s
T5 12, BURZEWNZ &2, Trx I2 & 5 CF-yDiE T
IR AH DR SN TV DERICO R Z 5 %18,
TR, AuH DRI & » TRHEE SN D CFi-yD
HEEZEAL M3, Trx & OWERRY 70 k0 AAE N 528
ERIFELTNDIDTHD LHREEIND, 2D L
212 LT, CF.CFy IZMFT COREMALT 2 L 9
WZHlfE S Tn s,

ZAVE TOWFFET CFi-y DR ITIBFE D FEHI LB
NI SN TE N BRI OV TIRIE L A
EWFRDBM TN TR o tz, EOERIHEIT,
el 12 T 2 ZEZO L OBRHTE 5722
L2 X B, 1980 FARIT CFi-yDER{LIE TTIRREIL,
Trx 7>5 Fd %4 L C NADP/NADPH, & %\ (%
BRI 7V & F A v Db IR E & b
LTCWD &V 9 b iam S 7oy 916 BifEE ¢
ZIBD CRyz kT 5 Z & 2 A bRl E R
™ LTEBFZEEIE72 0 SRERIZIE, CR-yIZBR BT,
Trx (2 K o TR STHlE 252 1) D ERkiA Z /3
7B OBALIBRIIREH L NICI N TR
77 T2 T CINGDF X7 ENEREIC
Lo TREMAL SN D00 FHMEDIEA N L E N
TWr, 20X oRER0L & - b OWfsEE
TlX., v A XF XF Arabidopsis thaliana % F1E}:
E LT RFBEICEDAEERE AL T H 0L
OMOERLIR 1% X7 EEFE L2178, 2
51X Trx-like2 (TrxL2) < atypical Cys-His rich Trx

A Anti CF,-y
85 s-E)
2xz G
. s{aws) \_
e
e @y
CF,-y (5 F£#336,000)
AMS (5 F8536.44)
B ~ 3G C
9 ©
S > . VATP
5 << 0]
Q g o
T
o LEG
=57+ } VFCCP
kpa) T =S8 (ii) s
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Uy ) ————
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37—-..’—0
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400 7

X2. F 5 a4 FEEDCF,CFIZ & 5 HE%EE

(A) AMSIZ X % CFi-y DR LR ICIRIE DR E H 1k
DETNK, F7aA NiEE MY 7 a7
T h TR L CTH X7 E A2 L 2mM AMS
% G e IR ILSDS-PAGE > 7Ny T 7 —( T
# L CAMSE 21T > 7=, £ D%, FEiEILSDS-
PAGET# /X7 B % 3 L CFi-y DR G4 % H
WieA D Ty T 4 v TR CCR-yZ i L
7o KITIEZERICER L & IL LI2CRiy &R LTz,

(B) R DA fE L3O AR T Lo Y vk
ENDRBLT=T 7 a2 R EOCFy OB bET
KRB, () RWIR, (i) WIE T CDTTea & 5 E 720D
HBER Ny 7 7 — &2, (i) EIREE . BIE T T
DTTra% G TdARMA Ny 7 7 —%39H, (C) B) @
F T a4 RIEOATPEFHGETENE, ATPESIN O
ACMA (hex =410 nm, hem =480 nm) DHLIEOTEI:,
B L OFCCPIRMEZ D o [RIE 2 JE Lz, (B,
C) 1T DWW TIEITHA20 &L 0 P ZE,

(ACHT) &g ST\ X7 BT Trx O
TEMESRAL E 1T 72 5 -CxxC-DE F— 7 & FFD

“Trx B & BTSN TV D, TixL2 &
ACHT |33 L €, Trx R OHE & 78

Db EOH R LR CEM AR o TR Y AR ¥
VR ENDETELIEHRERT WV (ERHZ N
IEEBALLOTV), & AN, IEHEE O
RIGEICNEFIHT D 2-Cys-~vAF L R
T2 (2CP) 2%, BIAMEIICE LT D Z LR T
&=, OFV ., IS DOLIKRTZ R T BT,
2CP &t L CIEMERE R & Refd iy ek 1 & LT
FIH U BN X7 BER B L TnDs b0 eE
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Hxld, InETHELNTW AR5 CF.CF
DR IR 2 1 0 IR 7- & LT, 20 Trx Bk
VNV EIZHEB Lic, £ LT, MBD in vitro 52
BRoR L Trx Bk ¥ > /X7 B2 X 5 CF,CF D
itz AL FRICB BT 5 2 L Rl 2,

2. B! CF.CF1 281 F 7 a4 FEOFHR

CF -y DAL FEER 21T 5 72 DIZiE, BEIeH CFy-
VyEGLT T aA NEZHHT Z0ERNH D, 7K
UL Y UK DBE D FIETT T aA NE
AT 5 & RICEH £ D CF.CF D CFi-yl&
PR OWETHRILINTLE D, £ T, FEE
R 2 IERTT FREE~E R 36 K OWE T
% 5 dithiothreitol (DTTe) DIRMEEIT 72, =
DRRENOGRB LT 7 a4 FEICEEND
CF,CF; ® CF-yOf bR ekEE | T4 — L HdE
fifimd ¥ Td %5 4-acetamido-4'-maleimidylstilbene-
2,2'-disulfonate (AMS) % HWCi~7=, AMS X
WD F A —NID B EAEMT D7D, BT &
R EIMER S DA BRLAUTER S L7200,
ZDE YT AMS DIEiOF I L > THEL D F
LRI E DL FRDEN % HE T SDS-PAGE D
VKB EDENE LTKRAITHZ LT H# "I 'E
L Cys ORRLRITCIKEBOHIBIN TE S (X 2A),
PULCFi2yPUAZFANTA b T v T 4 v TfifHT
AT 2L, F7 24 FIE LD CF-yOEE LTIk
REZHFRMICHRD Z L b alfETh D, £ 2T,
CF -y Rt U CRERE LA W TE
ELECHOBGZHE N L2E ZA DTT & H
U ORI D HIETHLT 7 a4 FEIZE
FND CF-y13# 80% LA L& Tt ¢ b = &)

RCE (K2B), —F. MREEICK L ORI
ZHT DITwed &8 £V NNy 7 7 —D &
EIRJEIRE LGS, 77 a4 RIEICEERD
CFi-yI352 Il b 72 5 7=,

WIT, FF a4 REIZHES L7 CF.CF O H'i
EIEVEZRE LTz, CF.CFy1Z, ATP JI/K5 R
JEEHBE LT HETF T a1 Rb— R s Liligik
T 5, F7 a4 FIENIMIIZE S T-ApH 13, &
o R ¥ T b D
methoxyacridine (ACMA) THifi L7z, ACMA %

9-amino-6-chloro-2-

JeA e 32 (3) 2022

Light
- FCCP

0 (RIGHD)
m
O
o)
o

900
900 ! | Dark

- AMS

Light
+FCCP

900 +

&

Dark
- FCCP

—h— Light, + FCCP
Light, - FCCP  —fll= Dark, - FCCP

1_ -

+ACHT1 | |

CF,y :Z2TtE

0 300 600 900

RInEefE (7))

X/3. ACHT & TrxL2IiZ & 5 CF -y DEE{L

(A) DTTIZ L A CF-yDER b, F7 21 FIE (50
g Chlorophyll/mg) (2100 pM DTTexZ A L. 900
MR L=, AMSEE# L TR bz oikigz vl
B L7z, (B) ACHTIIZ & % CFi-yDER{L DB, (A)
DFUEEAEIZ500 nM ACHT1 225801 L, 87 O B#RE
IR L=tk AMSEERE U CER LR TTIRIE & wTH L
L7z, (O) TrxtEH v /37 B X 5 CF iy DR LDRE
M2k, (B) (2R LIZCFi-yOBR LS TTIRIE & E &
L. IGEEIC LT my f Lz, =7 —3—[%
HEHRZEE£T (0=3), SCER0DE Y | {CFi-yred}
= {CF1Yrea}o x e T7 4 v T 4 7 L7z, {CFi<yred}
[ LCF1-yDIETEH,  {CFi-yrea ol XU BHAERT O CFi-y
DOIFRTLE, IS HEEER, (ISUGREM 2T,

(A-C) 1 ZWF b SCHk20 & 0 SRk s,
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#1. ACHT & TrxL2IZ & B AuH TG Z & DCF -y DERLIEE
IR B tpZ RDT=, BIe DT NVT 7y ME, HTexkEHX v 37 &I

CFry DX TSRS RSB B

Rale

B DAH DR T OFEEEZFRT (p<0.05; —TERESEOITE LT 2 —F—HE), CHE0LD
PP,
Significance
Species Conditions ApH* tin (s) by condition IR|
(P <0.05)

500 nM ACHT1 Light, — FCCP Formed 4332 +62.5 a 0.964
Light, + FCCP Not formed 88.9+37.5 b 0.990
Dark, — FCCP Not formed 62.5+6.4 b 0.967

500 nM ACHT2 Light, — FCCP Formed 688.9 +385.9 a 0.855
Light, + FCCP Not formed 70.3+15.3 b 0.984
Dark, — FCCP Not formed 592+11.3 b 0.974

500 nM TrxL2.1 Light, — FCCP Formed 9.4+1.1 a 0.986
Light, + FCCP Not formed 8.4+1.0 a 0.994
Dark, — FCCP Not formed 9.9+1.9 a 0.964

500 nM TrxL2.2 Light, — FCCP Formed 1149 +£21.9 a 0.955
Light, + FCCP Not formed 14.4+3.0 b 0.995
Dark, — FCCP Not formed 179+2.1 b 0.991

50 nM TrxL2.1 Light, — FCCP Formed 65.4+14.7 a 0.904
Light, + FCCP Not formed 31.6+3.1 b 0.951
Dark, — FCCP Not formed 42.84+9.6 ab 0.896

7u M AT D EZOESEPENET D728, ApH
DI % 8 YR 12 X - TRIFICBIER T 25 2

ENTE L2 RO RIHTF T a4 RET
gLz 2 A, Bt CRy2 5 F 7 a4 N

T DI, ATP BN K 2% @ 2 072 d e DI,
BLO, W% A TH % carbonyl cyanide 4-
(trifluoromethoxy) phenylhydrazone (FCCP) ORI

X pEeoEENBE S (K 2C (i), T
7B, CFR-yOF{LERTTIRREIZHK AT L 7= CF,CF,

O HEEEEDOZL 2+ 2 Z LR TE T,

3.Tex #RZ X7 BIC K B CRiyDEEAl
Trx #R¥ X7 ED CF-y &2 BILTE 500G

ZIRRDT=0OIT, invitro EERR BB LT-, AW
TeCIE BEIC LR & L CoMENSRE SN T

W5 TrxL2 (TrxL2.1, TrxL2.2) & ACHT (ACHTI,
ACHT2) DX T AV 7 —AIZOWTCHH L=

B PR L FETR L2 24 FIRIZ,
M AR R e L TRERILT: Trx BkH v
NTEBLOVEE ) & L CER{EA dithiothreitol

(DTTon) #IRA L CEILEIGZ Btk L, CFi-y®D
e biE eIk D2 b 2 AMS BRI X - T~ 7=,
Trx 12 £ % CF-yD#ERICIHFR TIFALH DI
Bl ol Z b, Fx T BRIz b AuH O
TERCRI P S 5 L P L., £Z2C, ALE
T AT 4 = — % 1-methoxy-5-methylphenazinium
methylsulfate & F 7 2 A FIEIZIRIN L TR %
T, AN THICAH ZFIIN L7 89, PHRSEER &
L CIE, RS FCAUH Z TR S0 GE &
JSe TR S B 7-AuH % FCCP 12 X - TfE
LG AIZOWTEREITo 72, 728, DTTuw
B CIE, A OF )b 53, CFy& H
Pl b DR R FEHITIRNZ & 2R Lz (K
3A),
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TrxL2 & ACHT {22\ C CF-yDER{LRES) % 7
Rz ZA WITRY CRyZEbT 2 2 &3]
R Th-o7lz, K 3BIZiE, —flE LT ACHTI (Z
X% CFR-yOB b ZRFIICBE LA LT
0y T g TR ORERE R T, CR-yDiELHE
O L E Trx B4 X7 T LITif~RD L
TNENDT A V7 F— AT CF-yDEALIZIE
EWAR SN, & 512, AuH OFERIRILITIRTE L
TR L OETHENET DR BBE ST

(K3C), 22T, KT A4 Y 74+ —AIZX% CF-
y DAL SIS DRFE R & AuH DT RCIR L Z & 12
RE LT L7z (£ 1), ACHTL & ACHT2 I
WG SR R CAUH AR S 2L D
t . BESIETFR° FCCP 12X » TAUH BN ERL S
TWRWRFD A, CRy &2l 0@ bd 5 2
LMo tz, Trxl22 DBE S, FREICAUHY K
7L RE DB E MR LTz, LaL,
TrxL2.1 % CF-yDOELIEENE L < #Eoo7oTe
. M OBLE T Z 7 B LR ST
ApHHEAF 2 B A E DAL A T+ 5 2 &
T&ERholz, I T, LVIKRED TrxL2.1 %
FAWT CFyOBRALREE 2 7= & 2 A, AuH K
IR MR T 2 2 &N T&E = (Uit 20 ©
Supporting information /), LL EOFERNE | W
THNO Trx B¥ N7 EIZ LD CRyDORRIL D,
ApHYDOTERR « RIEIC L > CTHIF S b 2 &
DA LMNZ IR ST, Tbb | CRyORRbiL, F
T aA NENIIDOAH O Z L E Lz Trx
\Z XKD CFi-yDiEIT & 1%, kR 72 ApH A7 %
w7,

4. Trx IZ & 5 CFi-yDER{L

WIZ, BT ELLL ZERFALNATND
Trx (Z2OWT, CF-yDmEALRES ) Z RIRED in vitro
FBR VTR, A X X OZERA
B Tex 13 fom,x,y,z D5 OOV T H A TS
U, ENENER DIFARIRME 2R T 2 & 3
EINTW5D, 2095 Trx-f 1T b % < DIEH X
VRENREEINTEY 2, CFyb Trxo 12
Ko TEILINDENZ L RXITHEDODOEDTH
570, L AN AuHTINER S 720G T,
CF-yZ DI ICRIL L7 b DD, Trx KX /87
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BITHAD L2 DRBbhRITE L <UEh o7 (M
4A), T, BERHMAN TRt b B & ICIF/E L CFi-
YEIZEILTDH I ENTED Trxem®? 0, FilR{EA
MUARICEHDD Z EMTPREIND Trxx* B &
O Trx-? IZOWTHRROFER ZIT 723, W
THNOD Trx b CFyZ 2RI b3 2 2 &1
Krpinotz (K4B), b OfERND, Einkx
9 Trx (TWT1 b CRyOBbIZIZEHERE G L
e EfEEm LT,

5. BbVIT

LBl OBFFE T, CF-yDERE Trx £% L%
VB Lo TiTbha o, LT, F7aA( K
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4. TrxiZ & 5 CF-yDEMK

(A) >uA XF X T Trx-fIIT X 5 CFi=y DEEAL DI
1281k, (B) v v A X F X ) Trx-ml, x, y21Z & % CFi-
yOWEt, F7 24 R (50 pg Chlorophyll /mg) 12
100 uM DTTox & 500 nMDA TrxIBA L. 9005V IR
W Ui=th. AMSEZE U CER g oikig 2 ik L
2o M OalIFEEEET (p<0.05; —JCHED
BB LT 2 —F—E) (AB) =7 — 13—
IEE R AL R T (n=3), CHR20L U SR s,
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L7z tiish THLRIR WIS CTh Y |\ 7 X/ BRER D
BRr O EERBRTHA S,

124 A
-6:& E603 (‘2
) alg A
V608 » &5\4\
(C-term), Caz* ! D563
FALFERI AYFRGTFIT Rensma
[ MAREAAT—RIEHD
B
ANJFRGTIT/
HEREWE STINGTIT
IBRGHD BERERI SEFERT
PshA/PscA PsaA PsaB CP43 D1 D2 CP47
1 1
D OED ~resre-
1 K
Bl wesre-

I

]

t t[xm

EpEnEss. @ | ofg | BRORGEO
St P 38~35{REF AT
~

M8 JALFERUE ANV AT T Y 78 L OREARBEME D 1 BRE X A v —REP L0 BREE & Rt
E51P3

(A) PSIICHE T 2Mn7 7 A — L1IHIARE Z A < —RIEH LIS BT 5 Caftl & #ALO e #k, PSI
(Thermosynechococcus vulcanus), -~ YU A X7 7 1 7 (Heliobacterium modestlcaldum) FkEaHi H B (Chlorobaculum
tepidum)DOHEIEIL, £ ZNPDBID4UB6Y, 5V8K3®S, 6M32¥ L 01572, (B) PSIIEVRARE & A ~— Ui Huls
D FHBALRON, Cafi L (RAL) LT o ViR A R LTz, 20D ORGEE R A 2 72 G o if
JRAIB S TN T ., RFERZRK DI L DR SRR RIEAE LT > TOTZ RN S D,

158



A ORELIZITN D0 D8 L 7 D LR R
DMFAET 203, PSIL DK 53R « W858 A2 SO 1]
EWRLZEDIBO—2THAH, ORI,
BIREKICEDDL Z LICE > TR FRILF—
LR 7 SERL S A & o VX —RED D iR
L7z, 2L T, HERKRRICFELZ LD L, S
725 Aty DML ZHEME U T, ZEAn D FEARBEFR T
bDHKEH OB T HDBEFRICR B
DI REBWNEENS -7 Th A D Z & I13E
BICHE 720, ENEZ(TT HOIT, Bl
NLTOEIZHRA LT, B M TNV R~ %2
TR T 2V BERE VI FTEAWZOI
T EZBND DI ETH D, AFFEIZEBNT,
e b ARIRI 7 B BSOS B W T b | K2hH
2D bR L DB AN TOIL TNz
AIREMED R ST, ENRARY TH D &1,
WA TR ITIK & D 2R U R S FE R AL TR B Rl
BIRE 7D TIE < T LAEEITFIET D
KEBFHGHRE L THWD Z L 2RiEE LT
B CTAERY AT A THD G Live, Ko fE
DAMRE TH AU, BB TEAL N L 0 RV MEEY
ZETFHEAR L U THW D EBREIERARDEA K
IBESIHELTHTHA S, 29 LB 2 ITBLEE
BECIE— D DRI X 728 YA RO L
BEWAOLNCT D LT BET_REEERHRE
HBZ5bDThHHEEZD,

i3

ARG TR L7 irgei, B AR T 00 B Al
| BRI L 44 B OIS FAC— RS 1
RREEE L ERILR) ALBCHR)EERE L, &
At ARG & o L[EIIFFE L L CTiTb iz
HLOThHD, ZITEHOBEER L2V, RIFTE
%, JSPS Bl w28 & 4l B & (JP17H06435,
JP17H03662, JP22K19270) D XiEIZ L - Tirbi
776

Received Oct 20, 2022; Accepted Oct 27, 2022; Published
Dec 31, 2022

B E TR

1. Holland, H. D. The oxygenation of the atmosphere and

10.

11.

12.

13.

14.

15.

16.

JeA e 32 (3) 2022
oceans. Philos. Trans. R. Soc. B 361, 903-915 (2006).
Lyons, T. W., Reinhard, C. T. & Planavsky, N. J. The
rise of oxygen in Earth's early ocean and atmosphere.
Nature 506, 307-315 (2014).

Crowe, S. A. et al. Atmospheric oxygenation three
billion years ago. Nature 501, 535-538 (2013).
Fischer, W. W., Hemp, J. & Johnson, J. E. Evolution of
oxygenic photosynthesis. Annu. Rev. Earth Planet Sci.
44, 647-683 (2016).

Cardona, T., Sanchez-Baracaldo, P., Rutherford, A. W.
& Larkum, A. W. Early Archean origin of Photosystem
II. Geobiology 17, 127-150 (2019).

Oliver, T., Sanchez-Baracaldo, P., Larkum, A. W.,,
Rutherford, A. W. & Cardona, T. Time-resolved
comparative molecular evolution of oxygenic
photosynthesis. Biochim. Biophys. Acta Bioenerg.
1862, 148400 (2021).

Anbar, A. D. et al. A whiff of oxygen before the Great
Oxidation Event? Science 317, 1903-1906 (2007).
Brochier-Armanet, C., Talla, E. & Gribaldo, S. The
multiple  evolutionary  histories of dioxygen
reductases: Implications for the origin and evolution of
aerobic respiration. Mol. Biol. Evol. 26, 285-297
(2009).

Jabtonska, J. & Tawfik, D. S. The evolution of oxygen-
enzymes suggests early biosphere
oxygenation. Nat. Ecol. Evol. 5, 442-448 (2021).

Dismukes, G. C. et al. The origin of atmospheric

utilizing

oxygen on Earth: The innovation of oxygenic
photosynthesis. Proc. Natl. Acad. Sci. U. S. A. 98,
2170-2175 (2001).

Raymond, J. & Blankenship, R. E. The origin of the
oxygen-evolving complex. Coord. Chem. Rev. 252,
377-383 (2008).

Chernev, P. et al. Light-driven formation of manganese
by I
evolutionarily manganese-oxidizing
photosynthesis. Nat. Commun. 11, 6110 (2020).
Umena, Y., Kawakami, K., Shen, J.-R. & Kamiya, N.
Crystal structure of oxygen-evolving photosystem II at
a resolution of 1.9 A. Nature 473, 55-60 (2011).

Suga, M. et al. Native structure of photosystem II at

oxide today's  photosystem supports

ancient

1.95 A resolution viewed by femtosecond X-ray pulses.
Nature 517, 99-103 (2015).

Suga, M. et al. Light-induced structural changes and
the site of O=0O bond formation in PSII caught by
XFEL. Nature 543, 131-135 (2017).

Kern, J. et al. Structures of the intermediates of Kok's

photosynthetic water oxidation clock. Nature 563,

159



JEERAISE 32 (3) 2022

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

421-425 (2018).
Kitajima-Ihara, T. ef al. Fourier transform infrared and
mass spectrometry analyses of a site-directed mutant
of D1-Aspl70 as a ligand to the water-oxidizing
Mn4CaO:s cluster in photosystem I1. Biochim. Biophys.
Acta Bioenerg. 1861, 148086 (2020).

Shimada, Y. et al Post-translational amino acid
conversion in photosystem II as a possible origin of
photosynthetic oxygen evolution. Nat. Commun. 13,
4211 (2022).

Shen, J.-R. The structure of photosystem II and the
mechanism of water oxidation in photosynthesis. Annu.
Rev. Plant Biol. 66, 23-48 (2015).

Cox, N., Pantazis, D. A. & Lubitz, W. Current
understanding of the mechanism of water oxidation in
photosystem II and Its relation to XFEL data. Annu.
Rev. Biochem. 89, 795-820 (2020).

Bao, H. & Burnap, R. L. Photoactivation: The light-
driven assembly of the water oxidation complex of
photosystem II. Front. Plant Sci. 7, 578 (2016).

Sato, A., Nakano, Y., Nakamura, S. & Noguchi, T.
Rapid-scan time-resolved ATR-FTIR study on the
photoassembly of the water-oxidizing MnsCaOs
cluster in photosystem II. J. Phys. Chem. B 125, 4031-
4045 (2021).

Gisriel, C. J. et al. Cryo-EM Structure of monomeric
photosystem II from Synechocystis sp. PCC 6803
lacking the water-oxidation complex. Joule 4, 2131-
2148 (2020).

Zabret, J. et al. Structural insights into photosystem II
assembly. Nat. Plants 7, 524-538 (2021).

Huang, G. ef al. Structural insights into a dimeric
Psb27-photosystem II

complex from a

cyanobacterium  Thermosynechococcus — vulcanus.
Proc. Natl. Acad. Sci. U. S. A. 118, 2018053118
(2021).

Tokano, T., Kato, Y., Sugiyama, S., Uchihashi, T. &
Noguchi, T. Structural dynamics of a protein domain
the
photosystem II as visualized by high-speed atomic

force microscopy. J. Phys. Chem. B 124, 5847-5857

relevant  to water-oxidizing complex in

(2020).

Soo, R. M., Hemp, J., Parks, D. H., Fischer, W. W. &
Hugenholtz, P. On the origins of oxygenic
photosynthesis ~ and  aerobic  respiration  in

Cyanobacteria. Science 355, 1436-1439 (2017).
Noguchi, T. Fourier transform infrared difference and
time-resolved infrared detection of the electron and

proton transfer dynamics in photosynthetic water

29.

30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

oxidation. Biochim. Biophys. Acta 1847,35-45 (2015).
Debus, R. J., Strickler, M. A., Walker, L. M. & Hillier,
W. No evidence from FTIR difference spectroscopy
that aspartate-170 of the D1 polypeptide ligates a
manganese ion that undergoes oxidation during the So
to S1, Si1to Sz, or S to S3 transitions in photosystem II.
Biochemistry 44, 1367-1374 (2005).

Nixon, P. J. & Diner, B. A. Aspartate 170 of the
photosystem II reaction center polypeptide D1 is
involved in the assembly of the oxygen-evolving
manganese cluster. Biochemistry 31, 942-948 (1992).
Chu, H. A., Nguyen, A. P. & Debus, R. J. Site-directed
photosystem II mutants with perturbed oxygen-
evolving properties. 1. Instability or inefficient
assembly of the manganese cluster in vivo.
Biochemistry 33, 6137-6149 (1994).

Chu, H. A., Nguyen, A. P. & Debus, R. J. Amino-acid
residues that influence the binding of manganese or
calcium to photosystem II .1. The lumenal interhelical
domains of the DI polypeptide. Biochemistry 34,
5839-5858 (1995).

Debus, R. J., Campbell, K. A., Pham, D. P, Hays, A.
M. A. & Britt, R. D. Glutamate 189 of the DI
polypeptide modulates the magnetic and redox
properties of the manganese cluster and tyrosine Yz in
photosystem II. Biochemistry 39, 6275-6287 (2000).
Uchida, K. & Kawakishi, S. Ascorbate-mediated
specific oxidation of the imidazole ring in a histidine
derivative. Bioorg. Chem. 17, 330-343 (1989).
Stadtman, E. R. Metal ion-catalyzed oxidation of
proteins: Biochemical mechanism and biological
consequences. Free Radic. Biol. Med. 9, 315-325
(1990).

Robinson, N. E. Protein deamidation. Proc. Natl. Acad.
Sci. U. S. A. 99, 5283-5288 (2002).

Robinson, D. M. et al. Photochemical water oxidation
by crystalline polymorphs of manganese oxides:
Structural requirements for catalysis. J. Am. Chem. Soc.
135, 3494-3501 (2013).

Gisriel, C. et
photosynthetic reaction center-photosystem. Science
357, 1021-1025 (2017).

Chen, J. H. et al. Architecture of the photosynthetic

al. Structure of a symmetric

complex from a green sulfur bacterium. Science 370,
abb6350 (2020).

Cardona, T. & Rutherford, A. W. Evolution of
Photochemical Reaction Centres: More Twists?
Trends Plant Sci. 24, 1008-1021 (2019).

Gisriel, C. J., Azai, C. & Cardona, T. Recent advances

160



JEERAISE 32 (3) 2022

in the structural diversity of reaction centers.
Photosynth. Res. 149, 329-343 (2021).

Post-translational amino acid conversion in photosystem Il and the origin of photosynthetic
oxygen evolution

Takumi Noguchi*

Graduate School of Science, Nagoya University

161



JeA e 32 (3) 2022

(V2

fiz

anh

REEVOLEFBRRDEL &L ARTRE ML

EEERAE BB AR
BE RW. B =—. a4 ER

REHEY ES S UELEY) OREZROBHOBEICEALTE, 04 XFZXFPRILIYD
DESBGHEREMEI S FEFTRAICRRSIN S —BOAT7HREFEZAVERFOMEICL-TK
ECEBNEATE . LML, BEOFTHLELDHAICHKR LA LT MEEOTS S/ B, &
BIZIRTZL/ TILIEEDORILFERDEREFEIZROATVIDONEKRTH S, Fht=bIFETN5
BEOKIEFR, HICABERICEREF >THEMEEDTEY . TORRMR. & /T EHlK. 5
HFHEELGEITODVTHREL TS, AR TR, BEEOARERDFHICOVWTETHREZEF
ATHEMLOD, Thoz MBEOKREOARFEIL] EVWSBERANGEZ D,
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-
—

— Mg-DVP

T T T 1
550 600 650 700
(nm)

4:30 5(I)0
X2 Chl a, Chl b, Mg-DVP, prasinoxanthin® ¥ I 2
~7 hv

WEEENE DR, RIS 7 T o 7 B O AR DB R
MO E LT, Zur 7 4L b (Chl b)D &%
FE<°Mg-DVP I & Utprasinoxanthin @ FFE 23 %61 &
B, RRZHMEDRRE 2R E TIE450-500 nm D bt
WHENEOFOAREETHL ZENMLNTE
D.INBTT Y BB aRITEDO LD
REROHDOEHRICHRTHDL EEZ HNTNWD,
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Bl SIS D20 TIERW D EHERTE 5,

— T TV TNSEEART TV BENE
DEIIZChlb ZEEME L TWDHDN, Z O
IZOWTIEH ST 22 - TRV, 7272, Fi bhl
W CRANZ Z 72 Chlb B RkEEE (CAO) D&Y
HIEIBLAN 23 2 O Rk EEREH O CAO ITITAFAE L 720
7 Z ORIEECAIX Chl b OEFEICLE S CAO D4y
RAEHELZ XD CAO D7 1 — K3 7 il HERE
LTk, T LAk LEYOUKPEREEDS Chl b
DELEEERTH-OOETHILEEZDN
%, Chlb OEEEIL TRV F —BE O R =1k,
OWTIHIEHERICLDEEICORNBLENLT
HAHHB, OFY, TV EEHTChb EES
T 10D AN =X NHRRLDONH 5D
FTIEAR< (FIZ1E mRNA 0K 7 B L~L
O BT H43) | B2 ERE0u K kR DS Chl
b ZEEE LW OEMED N EE TR
WrEEBZTND,

5. BEDONMBRE CORNICERNRIERAR L
O DORKBRIZEBT D9

FA7Z B OESE 167 HEZ O T FATIIEIC L D
TV TS EIE, A MU NESE, e B,
7T EE, AT REE O BRI O Hg O
b FATZ B2 Chl b LISNZ 7T > 7 BEERIZBA
ERNARAHE T, L b I CONEREREG I
HETIIRWNEBILTWDHLEERD D, ZD 1
21 2,4-divinylprotochlorophyllide « (Mg-DVP) T
5 (X 2), Mg-DVP (7 aua 7 4 LERDH
WETH D2, BHENZ Lo, #0757 )
BIHIIZ0BRLEMRAERL L TR LT
% 17192 Mg-DVP OWIN A7 hv (K2) 1%
Mg-DVP 75 chlorophyll c-like 458 & FEXIL TN
ZELHDH LI, Chle LIEFITELS BTN D,
Chl ¢ |FEERIECM BRI & O "I BEIED R
DruBrT )V THY RILVIBETOENIZE
FlthrtEXLNDEETHD, 2D Mg-DVP
OZEFRITIRAKME O FREECE Y TIER S,
FRHE CIIFEE OO A TR OND Z LB %
HhE DL METOENRED M LD T DITHH
LTWLDOTHAD, £z, Chle3 [ITRINA~Y
FADMETUND Chl eesazo & FHEI D BRI

JeA e 32 (3) 2022
PDT T v 7 BEICERT L2 Enmbh T
7oy 2B 2 O IE 7-Methoxycarbonyl-8-
vinylprotochlorophyllide @ T& % Z & 258 & 7~M2
2o TND M, ZOEFE S YKMEDRKIEEIZITA S
NWTWER ORI OBR R OND Z ER0ZF DR
AT NS WHETOENREDR EIZHE
LTWHOTIERWNEZZX LN TIENDH D
D, ZNHOBEFEDOIES LHC 7 v 7 FIEE
T LRI OWTITRETH D S%OMNTH HIFE
Ihd,

WP COENRICEEROIZZ7an 7 4 L2
TRV, InT /A FMaFELZO&EE ZH - T
W5, RN BT ) A REFEOMREICIIES
(2N 2T B BCOTE R SR DI B D 5 23, e
& AR THEREE T d 2 Wi CIIARICEE
BEENEHEETHD B2 D, FERE, WKMER
WSOl FREY) bbb D b MR, FRlC T T
VWEOaT ) A4 RARIISETH D, E
TOENEEZD LI ERIRE T /A
KR IXT T >/ 4 F > (prasinoxanthin) T
HDHYB, FT. TTV YT ATHRKIEDRE
BAIZIZRONT, 7TV BEICORFET D
7220 2 LC, TV YT iR coE
FCHRREEEA LTS (K2), £/, 77
V)XY UF U RO T BHEOAFEMK
IR TH 0 B bR & ITBREIC R R D 2 L
BE B TNWD 278z X, vIUAU R
(uriolide) % X°~ A 7 27+ —/L (micromonal)
WIETT )XY UF U EREEOT T L I
KRB, RIL VI TOENITHFIIR AN
7 R vz L LHCH O EALSe 3 B bIoh
BELTWDO TRV E BHER SN T2 3132,
LU, T Tv ) YT o aRpofkiE & Rt
UNBREE CIIAATNE 9 O DN TIEAS Z OIS
Thd, Gtk TT7 Y BEOYT 7 LRI
LR OMEERNT ST = & TE ORI S I
DT EEMIFFLTZU,

6. MWD LHC Bin T D RSN

AR D & 912 VTHED 7 T A B FHmE% A
W RERTEIR DR RIZEY 7T I FEF X
LISt Difki=e 2 iy 7 & OS5 5% DR A
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LHCP  (Mv, Mp)
_E LHCB4 (At, Kn, Mv, Mp, Cr)

—— LHCA1 (At, Kn, Mv, Mp, Cr)

—E LHCBM (At, Kn, My, Cr)

LHCB7 (At, Kn, My, Cr)
L LHCBS (At, Kn, Mv, Cr)
—E LHCA2/6 (At, Kn, Mv, Mp, Cr)

LHCA4  (At, Kn)

—— LHCA5  (At, Kn)
LHCA3  (At, Kn, My, Mp, Cr)
LHCB6  (At, Kn)

Algae-type LHCA2 (Mv, Mp, Cr!
Algae-type LHCA9 (Myv, Mp, Cr|

Red algae

3 kB DOLHCOD AR

AT HAVE LTRHA (Aso et al. 2021) & 2E(Z
LHCO AR 27~ Lz, 1 v 2 NIEZ OLHC A
H ST AEWFL A 7R, At: Arabidopsis thaliana (37
2 A XFAXF) |, Cr: Chlamydomonas reinhardtii (7
7 2 KEF R) ,Kn: Klebsormidium nitens (7 L 7>/
VT 4 T L), Mp: Micromonas pusilla (< 4 7 7 &
F=R), Mv: Mesostimga viride (* Y AT 4 7<), A
AT 4 7= DOFFOLHCE v Mo 2 h L7 Ml
MEFIRESER>TND,

WESND LR ZNDDOEED NG|
WAL RIIT TR LD ZEMEN & D Z & A3
OIS TE 3, gl L0 | FREfETIX
LHC B TRNEEIZZHEELTBY ., Bt
LHC #5172 EET 5, PSI X PSILIZHEG T 5
LHC O#<° LHC ® assembly D 772 53 fiEA4
% LHC % > /37 OFIEIC S SHEN 5 D DI
ZDHTH D, LHC X /7 ZITHERT Dk
BRAHRE S LHC Z LR R D 5 E T 2 &0
5H. LHC BEIE T DZERMILE OB FE & 5
BRSNS EEZXBND,

WAERRBED 7 ) BMRTRED SN TE b D
D, TNDLT ) LMME#RE V- LHC Bis 1O
BRI T2 BT I T OIL e, FA2 B, b
W7 ) DMRGES VT2 A B VT B EE D
AVAT 4 T=RI VT IIVIT 4 T LEED
72 LHC ORfft21Ek Lz (K 3) oTxhnz
A LIZW,

RTBIZA NV T MEBERE T T 7B b L
<IFEA MV NEESE L B B O LHC BB T

v N & LEST 2 72912, Isoform sequencing (Iso-
seq)Z 1TV, LHC Bln & FET D & &bz, 4k
TFFE DB RE S - LHC Bin i, S 610
AR ENTT 7 MR Y CT /T —va s &
ATV LHC BB TR, S DI fkEeoke
FREH DT ) T — 2 TR 2B L
723, LT Mmoo ExiE, A U7 Mg
DI VLT INIF 47O LHC £y MIHEE R
O LHC By FEIFEAEEDL R ST,
LU IR BELS DI LA ML MEETH D
AV AT 4 7 =TI LHC &5t~ Sl 2
LT ME ERE S Eipo T (K3),
WIZ, AE LAY AT ¢ 7~ @ LHC 28 PSILIZ
FEET 200 (LHCH 72 D7) | PSLICHEAT D D
7> (LHCI 72 ®7>) (2B LTI Native-PAGE T4
HEL7- PSI & PSIL DN ROBESHTEITH =
ECHImT Lz (X 4),

FP. AV AT 4V~ LHCI & L THEE S
7= DX, major LHCI Z4#/k9 % LHCBM (fft
BHAEY D Lhebl, Lheb2, Lheb3 (2FHY) LISRMC

¥
N
&
*-
<4=r PSII-LHCII
LHCBM, LHCB4, LHCB5, LHCP |
<=
PSI-LHCI
LHCAI, LHCA2, LHCA3,
algae-type LHCA2, LHCAY
.~ gmp LHCII trimer
(mainly) LHCBM

M4 A Y RAT 4 7~ DHALFEFRDCN-PAGEIZ &
58 L ERSHTIZ L DLHCORE

AVAT 4 T~DF T a4 RE%1% a-dodecyl
maltoside T Al F {k L T, Clear-Native (CN)-
PAGE THiit:. BEMITTENY FIZEEND
LHCY > /37 E%[FE LTz, ke EAEmO %
L4 % & PSINCLHCB62Y 72 < LHCPA & 5
Z & . PSIIZ algae-type LHCAZ2 & algae-type
LHCAODE A L TWVWD I LI IA Y AT 4 T~ D
HALFRDOFFHETH 5,
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/< LHCB4, LHCBS5, % L T prasinophyte-specific
LHC (LHCP) ¥ CTh-7= (X 4), LHCP X7 7
VBEOFA N LA Ay HATT T mA
2RO LHC & L CRE S #7235, 2 LHCP
T4 A A= 7 AT major LHC TH Y,
LHCII trimer Z K3 % & ORENH 5 0, —F
T, ALY NEECTLHCP RO A Y AT 4
~IIBSNI IR FAETH D, BESPTOFRERIE |
A AT <@ LHCP X LHCII trimer (25 F
NTCWiRno 722 &35, minor LHCIT & L CH¥
BBLTW DTSz bhi, £,
LHCB6 (XA F 7 MEIZFH D LHC Th D
W A AT 4TI TN AR o T,
WIZ, AV AT 4 7<@®LHCI & L CHEES L
D%, LHCAL, LHCA2 (& FAHY D LHCA2 7~
E R ), LHCA3, ##E LHCA2 (7 7 X REF
A D LHCA2 RE R 7)) 3 L Ok LHCA9 (7
7 I REFTAOLHCAY FE1Y) Tholz (X
4), 72k, HREE & HEE MY O LHC OdaiEs
—E LT\, 77 REF AD LHCA2,
LHCA9 (ZB L Tid, AR TIE I DX 5 IThksil
ELTCRHT D AV AT 4 I~ DS DOA LT
MBS I3 LHCA2 & ke LHCA9 % Fi7-
TRV, A Y AT 4 7 [ LRk EEREY) &[RRI 2
HaEH L T2, 7235, LHCA2 23 2 47 1HE i
SNl Ens, BEXAY U RIS o
PSI—LHCT® [AIERIZ, 1 2% LHCA4 Ot v iz
FIFHL TS arRetEDn & 5,

INETORERNG, AV AT 47 <® LHC
Ty MIT TV EEO LHC By & EET
WD =T AV AT 4 T~ I VT INIT 4
U LATOLHC £y MIIRERBEVWRHDH Z &
DAL NI o7z, 2O Z ST EERT 5072
BIMPFT=BIT AV AT 4 T=NHIELT- &
L DA MU MEEOAL T SRIZHEBR R Z
BALRAET ., DB D20 70557 HikE_ i
IZHIE/HDBNT=DIEAH S LB ZTWD, BIfE, A
VAT A T<R NI VLTI IVIT 47 LDNAL
FROGEECHATICID AA TR (O Z Dt
ILFR D FHEALIZ OV T LI LTV E -
|

B, HEBREMEICEWIBATEZDLE, AY

JeA e 32 (3) 2022
AT A TN T TP FUoE2FFoT0D
ZEHBRE, T XY T AT O
FREEIZ FL DI D JEA AR A TR T K MERREE Tl A
VAT 4 7 UAMTIER B e, LHCP & ¥EF:
MWDTZ L ) BEICRAEOR LIS LHC TH D |
KPERERETIX LHCP XA Y AT 4 V< LIFMC
RN EEBXEDEDL L, T+ T %
P F 2P LHCP IZHEA LT ATREMEN S 2
bNb, Riko X 512 Z o LHCP 1% major LHCII
TIERWE BN S T2 iz LT D DD NRA
HThH D, 5HkOBEMRNT OREREFRFHIZU,

7. £¢ 9
ARG Tl B O & T T T Dt
TERLARMEC DUV T L 72, TR D 7 ) Wi
X°RNAseq, = L CZ 7 A A% BAIKEE O H A7
JBIZE Y RREEEOENT T T OSEEMEIZ DN
T T LV TOmRND LT otEd b b &
Il oT&E T, —H T, $BEOFEDO LN & L
RBHEZOREFNIELELRONTEY 5%
DI LRDLIBNTNLEEND, EVbIF, 77/
BN OARAZEOREIIEE THLH O
D, EDHALFFRDOIATIEIT L THRONTE
O ET2 D BB ORI 72 52— > F Th
HEZEZTWD, —FHT, 773/ BIEICON
TIIT B R DS NT S AL 7- RO D TR B
TR ERKY Y — A EERER O /e &
IZAZICMITTCORETH DL, £, BT,
FRIZ 7T ¥ 7 BB ITE R O L R O I
HELWRER DR 2N E LR U TR, Z08IC
BWTH, HINZREEN RSN TW D,
BEHEIGE WO BN L E XD L LR
DEINT T FRITENE, T —BE), Bk
& AR OBRBEMEIG I B A SAE 2 > T
Do FRBEIIA U S EEEDNOK /M REREE T
{CL. T TV 7 TA~BEET Ty BEITE
\CHBLEBREE Tl L LTV DA, Hek/Bi b & e
TIHHREE WO BLAD D KREREVRSH Y | FL
HIE, 20BN T T ) EHEA N LT MR
HOENFROBNIEELEOIEAS LEZT
W5, EHITIEA VT MEEOBK/ME FBREE
~OENEE FEOBIC b EN L7 & b,

167



JEERAISE 32 (3) 2022

ZOMEOEMAEHLNCTHEDICEH, 5.
AVAT 4 TR TV ) TNA~EE £1-77
¥ BRI RO IS LB TH A O LT
HHENERELAIZL TS,

Received Nov 4, 2022; Accepted Nov 8, 2022; Published Dec
31,2022

B E TR

1.

10.

11.

12.

Neilson, J. A. D. & Durnford, D. G. Structural and
functional diversification of the light-harvesting
complexes in photosynthetic eukaryotes. Photosynth.
Res. 106, 57-71 (2010).

Green, B. R. What happened to the phycobilisome?
Biomolecules 9, 748 (2019).

Tomitani, A. et al. Chlorophyll b and phycobilins in
the common ancestor of cyanobacteria
chloroplasts. Nature 400, 159162 (1999).
Becker, B. & Marin, B. Streptophyte algae and the
origin of embryophytes. Ann. Bot. 103, 999-1004
(2009).

Leliaert, F. ef al. Phylogeny and molecular evolution
of the green algae. CRC Crit. Rev. Plant Sci. 31, 1-46
(2012).

de Vries, J. & Archibald, J. M. Plant evolution:
landmarks on the path to terrestrial life. New Phytol.
217, 1428-1434 (2018).
Cheng, S. et al

and

of
zygnematophyceae provide insights into land plant
evolution. Cell 179, 1057-1067.e14 (2019).

Leliaert, F. et al. Chloroplast phylogenomic analyses
the of the

Genomes subaerial

reveal deepest-branching lineage

Chlorophyta, Palmophyllophyceae class. nov. Sci. Rep.

6, 25367 (2016).
Li, L. et al. The genome of Prasinoderma coloniale
unveils the existence of a third phylum within green
plants. Nat Ecol. Evol. 4, 1220-1231 (2020).
Lemieux, C., Otis, C. & Turmel, M. A clade uniting the
green algae Mesostigma viride and Chlorokybus
atmophyticus represents the deepest branch of the
Streptophyta ~ in  chloroplast
phylogenies. BMC Biol. 5,2 (2007).
Wang, S. et

genome-based

al. Genomes of -early-diverging
streptophyte algae shed light on plant terrestrialization.
Nat. Plants 6, 95-106 (2020).

Furukawa, R., Kunugi, M., Thara, K., Takabayashi, A.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

& Tanaka,
Sequence of the Early Diverging Green Alga

A. Complete Chloroplast Genome
Palmophyllum crassum. Genome Announc. 5, (2017).
Archibald, J. M. The puzzle of plastid evolution. Curr:
Biol. 19, R81-8 (2009).

Leliaert, F., Verbruggen, H. & Zechman, F. W. Into the
deep: new discoveries at the base of the green plant
phylogeny. Bioessays 33, 683-692 (2011).

Stomp, M., Huisman, J., Stal, L. J. & Matthijs, H. C. P.
Colorful niches of phototrophic microorganisms
shaped by vibrations of the water molecule. ISME J. 1,
271-282 (2007).

M., Takabayashi, A. & Tanaka, A.

Evolutionary changes in chlorophyllide a oxygenase

Kunugi,

(CAO) structure contribute to the acquisition of a new
light-harvesting complex in micromonas. J. Biol.
Chem. 288, 19330-19341 (2013).

Kunugi, M. et al. Evolution of green plants
accompanied changes in light-harvesting systems.
Plant Cell Physiol. 57, 1231-1243 (2016).

Sakuraba, Y., Tanaka, R., Yamasato, A. & Tanaka, A.
Determination of a chloroplast degron in the
regulatory domain of chlorophyllide a oxygenase. J.
Biol. Chem. 284, 3668936699 (2009).

Garrido, J. L. & Zapata, M. High performance liquid
chromatographic separation of polar and non-polar
chlorophyll pigments from algae using a wide pore
polymeric octadecylsilica column. J. High Resolut.
Chromatogr. 16, 229-233 (1993).

Fawley, M. W. A new form of chlorophyll ¢ involved
in light-harvesting. Plant Physiol. 91, 727-732 (1989).
Latasa, M., Scharek, R., Gall, F. L. & Guillou, L.
Pigment groups  in
Prasinophyceae. J. Phycol. 40, 1149-1155 (2004).
Guillard, R. R. L., Keller, M. D., O’Kelly, C. J. &
Floyd, G. L. Pycnococcus provasolii gen. Et Sp. Nov.,

suites and taxonomic

a coccoid prasinoxanthin-containing phytoplankter
from the western north Atlantic and gulf of Mexico. J.
Phycol. 27, 39-47 (1991).

Wynne, M. J., Green, J. C., Leadbeater, B. S. C. &
Diver, W. L. The chromophyte algae: problems and
perspectives. Taxon 39, 638 (1990).

Alvarez, S., Rodriguez, F., Riobd, P., Garrido, J. L. &
Vaz, B. Chlorophyll ¢ (CS-170) isolated from
sp. is  [7-methoxycarbonyl-8-
vinyl]protochlorophyllide a. Org. Lett. 15, 44304433
(2013).

Foss, P., Guillard, R. R. L. & Liaaen-Jensen, S.

Prasinoxanthin—a chemosystematic marker for algae.

Ostreococcus

168



26.

27.

28.

29.

30.

31.

32.

33.

Phytochemistry 23, 1629-1633 (1984).

Takaichi, S. Carotenoids in algae: distributions,
biosyntheses and functions. Mar. Drugs 9, 1101-1118
(2011).

Egeland, E. S. et al. Carotenoids from further
prasinophytes. Biochem. Syst. Ecol. 23, 747-755
(1995).

Egeland, E. S., Guillard, R. R. L. & Liaaen-Jensen, S.
Additional carotenoid prototype representatives and a
general chemosystematic evaluation of carotenoids in
Prasinophyceae (Chlorophyta). Phytochemistry 44,
1087-1097 (1997).

Foss, P, Guillard, R. R. L. & Synneve, L.-J.
Carotenoids from eucaryotic ultraplankton clones

(Prasinophyceae). Phytochemistry 25, 119124 (1985).

Egeland, E. S. & Liaaen-Jensen, S. Ten minor
carotenoids from Prasinophyceae (Chlorophyta).
Phytochemistry 40, 515-520 (1995).

Wilhelm, C. et al. Refined carotenoid analysis of the
major light-harvesting complex of Mantoniella
squamata. Photosynthetica 33, 161-171 (1997).
Bohme, K., Wilhelm, C. & Goss, R. Light regulation
of carotenoid biosynthesis in the prasinophycean alga
Mantoniella squamata. Photochem. Photobiol. Sci. 1,
619-628 (2002).

Suga, M. & Shen, J. R. Structural variations of

34.

35.

36.

37.

38.

JEERAISE 32 (3) 2022

photosystem I-antenna supercomplex in response to
adaptations to different light environments. Curr: Opin.
Struct. Biol. 63, 10-17 (2020).

Aso, M., Matsumae, R., Tanaka, A., Tanaka, R. &
Takabayashi, A. Unique peripheral antennas in the
photosystems of the streptophyte alga Mesostigma
viride. Plant Cell Physiol. 62, 436-446 (2021).

Six, C., Worden, A. Z., Rodriguez, F., Moreau, H. &
Partensky, F. New insights into the nature and
phylogeny
Ostreococcus tauri, a case study. Mol. Biol. Evol. 22,
2217-2230 (2005).

Swingley, W. D. et al. Characterization of photosystem

of prasinophyte antenna proteins:

I antenna proteins in the prasinophyte Ostreococcus
tauri. Biochim. Biophys. Acta 1797, 1458—1464 (2010).
Koufil, R., Nosek, L., Bartos§, J., Boekema, E. J. & Ilik,
P. Evolutionary loss of light-harvesting proteins Lhcb6
and Lhcb3 in major land plant groups —break-up of
current dogma. New Phytol. 210, 808-814 (2016).
Gorski, C. et al. The structure of the Physcomitrium
patens photosystem [ reveals a unique Lhca2
paralogue replacing Lhca4. Nat. Plants 8, 307-316
(2022).

Evolution and adaptation of light-harvesting systems in green plants

Shinsa Kameo, Ryouichi Tanaka, Atsushi Takabayashi*

Institute of Low Temperature Science, Hokkaido University

169



JeA e 32 (3) 2022

(V2

fiz

anh

HEYMORE EEH EFRX L RGEREDFHE!

REIXKF 4SBT Pk
¥E #F—

HEBREYDELERT, BRAFRERAEHORLE ) TERALEREYORE] LA SIEREYDE
LICETARELEBRATH D, KPLELRETIBO TEREL-LRIETHSIMN, BEKEREITE
DEBRAICEVTELREBICBITL TV S0 55, COMBIXLEHED DA 5 FEML
EETEHY . EYE. ARER. ELFE,. D FEVFZFORALLIBENCOMEIZ7 TO—F L. &
ILGHREBSCEAHE LTS, SLITEFEDT / LBITOEREETIVEYMOMRFEZDOKEIC
&V, FHLGELEERICOVTERBMNAEEICHEY DD0H 5, HEHOELEHICEbL 25 58%
IR THEIN AR CTIHEZREGERBICEB L. EFOBRRS LU, ELEHMBOFHEZ L TL
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HEB L=y,
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SARAEDIERE L EMEPEIC IR A5 L, HIER B B AR SEEOFIENEE L /o> TL b,

DERERE X2 TV D, B LRI T DG
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TWBN L AL T~ RTFDIF L A &N B AEY) (KRR CIEsAeT S 2B L, A
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2, ZOkE LM ORI AA A~ AT RFEITRE WE SIS & b E ST A R LT
72 EOWEELR, TEROERSOMRE FARER OMERT MEMIZ T B (K1), FREREY PR & e
728 HIERD BRI TR E A% H.x T SERTHY BT AEEE L CTHRx eiF2EIc i
T EB B3, BIEOMERBRET I T D e FiE WHNB7 T REFAR I 0 L T5 L Bl
Hob-oTobDoThHdEEbihvd, LivL, R NHLIMTRELZ N ER Y, —FH, AL T b
BREITIREEZ L, WM, Tk, AR, EAR Y W E WS EERIEDID T E 3D 0, B
KPEBEF N T AT ET D Z L 3md Tt FEY ORI T2 5 RFEBER TITEE R E R
LWBREETH 5, (Tl Z Dk LWBREEZ 50k L T ZFEO, A N LT MEWIEREE B &k 6 S
KM LI CTE 0N LT 5 DOEFARE (A Y AT 4 V<@, 7au X7 A5
XY OREISEDOEAD T T HIBROEE M, 7 VT YA T 4 U LEM, Vv P 7 B/,
HOBEEREH SO SRN D EEZ LN 3 LA — T RO 2N A T2 JERET
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Ll LTH EREZAELES ) 2O a e — T B CIRIREE & W o T RFER R BREE T CL R BRI xf
RMITHER L, BREENIRE SN o= Th T2 RPUENSKIBIZE T L RGO 2 7 #EE T
59 ZOARKEN, BUFET DRFEDONEHNES Y (CEBENE U OFREST ) 50 a e —MERN,
ALY J0e :E e B DWVITEMNICH 2 T s L, 20
— 5 AEERBIE A MR L2 O ABR S ) A ZEMIENEHALDIREY 1D 1D Th A H L
TIE A by EINT 22T A bry JILTWD, BEREEOERE, TOGFRKT )
Bl & L7 FRRIRR 2 72 SI2 L » T, 2D LNZIXT 7 DR AIMEASOBROVEIERE T, A
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