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HAT/ 4 FOFEDEEE

AT A RIT FITNARIA R Co) O—FHETHY, ZOWENDLI 0T AL FHF 2 M7 4
RN EN D, 10T AT, IRFADHAR 2 IEEDHIRDEAER (RN =8 &2
O RIN=TN, KR EKAFAOHTHRRSND (K1N, —F, V2 b7 VIO
Shahas ) A ROy RZLV—A21, T/va—L, 7k, TIVTEe R, VKRR TRY
VR, 77 bR EOBERTEEUERRENSHS (X 1B) (Niyogi ef al., 2015; &, 2009), w7
J A FORIFERIL L, FAD DEWrom S £ Taate 683 FREHOEMIE) B 1100
L EORINAI 1T /A RHRE TS (Yabuzaki, 2017), T/ A REEGHT 5 OIAEY)
EBgHE, TLKRLIVARED AN T VT LERICROILD T &b, Hx IR ondafio E
FTHATT A FEERE DERIRRIS 25 Z & T, R ERBRIE A OLAI T &
LU EOIEL DGR S TE T2 (2D, 2006), BWNIEYEHIC I >ThuT /A FEERT 50
T, B e T ) A R ERARD Z L IAEEROBYESHORGREI HNCT 5 Z 21T D
(I, 2009)
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ABT/ A4 FOWRED SR & HE1LE

NI Z DL NIEFISFRAD I T ) A Ry 1a, EOL S 7AERIEICRIF L Qb 0725
Iy, FEPPCEEEOIEARUZIBWTIY, MBheE L LTOERS, Y v 74 A IV EhT 5
SERAEEWER | < THIBMEIER] 2R ERBHLMMNIR D Doh D (RRTIEEOEE L EIL 2), I7¢
b, aT A R, 70T )T DI NG RO T DDA AN EE L T DI
JERIZIRWT, s & L TOENDOEER, HASITID 2 & TUIRAITAE U L =1 L —
KT IHNIREDA N U RABERZAFRINT D T2 OOMEREN ORI R L TE LB biILD, &
DIT, RMRERTFROERESTTYH, & MO a7 ) A RORZIEVMKERE S EOBEELR R
Rl ZE, BT rlE [BX I AOREKME (FreXI ) L LTERTSE
INIB BRI SN B BRI UBREEERIC L D LT —L (EX I A O—Ff) (TSN CTENAME
Hlaor R7Y o OREHE D 2 &, b MEEOR G IEEE 2 HBBHTE T 0 T U AEF
ICEREL TWDZEDNHMBNTND (ZEH,20060), ZIHLOIITEND, BaT /A RIEYE LD
IEFIZR VDD, S LF—Jie UCHIRT 20550, A iFs s UCRIAT 2506
RITBNT, AT HRIFE L CE LA D T CTHDHEWVZDHTHA I,

—F, B MOEMNEICE, ST RABRN I S Z O RN T A Ll E DX T 4 VR
NERET D 2 LS ST (Brdman er al, 2015), EOfMICH, SO0 T /A RBEH
VANTEBRENDOTIIRVEERE (7 aey I ATENE) ChHus ERCHERE LrER 27073 2
ERESNTERY, TOREE, T A RO TEHESEOMEEER), bbb [Hil )
ELTOEXICED EFHBAEIN TS (Z25,2006; = F,2009), FUR{HERHOH L heT /A FE
LTRbBEFERZED TWDLDIIT AZ XY F o (K10 THAHH, TAZFH U TFATFR 7
S VAO—FET, HHIIAMEOHIE % i D—FECd D Haematococcus pluvialis DOURIRIE - ZEFE L,
SRS HIR A ©DO 2 8 K <HIBAL TV S (Kobayashi er al., 1997), 2415 ORGlimetiod 2 f
DRI TV T IR ERNERR L TERB LI b O%, FRERO LY HIOHBEZEDOT 0N =Y 77 L
MBI L THREC) VRO v 7 (D e & U CERET 5 (KR35, 2009),

ZDXHNE, IuT A RRIEERRAEME STEMR SR AT 5 2 80, ZOREREDE
ZREBEOIGRIZE EF TSR E R T2 L1, EZR/IRT 4 b7 1 AOHARIFZEOTRER
VERDIEF BRI D, TH, 74 M abZ R EEE N LTZ7 ¢ M7 a sfkE 3y
EEnTD, 27 /37T U T2 (Ikeuchi & Ishizuka, 2008), FENAR/ N7 7V 7ich REh
(Davisetal,1999), 74 b7 v {boiEamly, KUk HEMOFIPH A2 THEEERVZ 7V 7
SRR 2 ST ITT N COAMREN b Ol L — & L TONLZ L7 BT E TR
RO DHIE LR L= 2 S 13R0EICHT LW (Montgomery & Lagarias, 2002), 27/ A RARE 51T
BUIRRO DL, < OB 0T ) A 5T 25 LT Z AN ESRKRE T, 2 1FD
HLOEER L CRIHT D 2 & TLERT CE D ThH D, ZARa=—7 ARG IMICH 572
A AT A ot < DU EmEE D b OOAREITIE 28T LWEIRLA 7R TISE VR
WEER TG T D,

R DIERL & SRDER
AKHEEL, AANEY #2581 [nIRE (2017 4£9 H, HUSEIRIRE: B v/ ) Thlles
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NI R UL iaT ) A R ZOS4RME L EmtEA I 0 #0 HEBR) ONEZ S 21T, &
SOMIDE EICEEDTELOTHD, ZOV RV TLTE, £ThaT A ROERTOK S
HEATODIARRITIS T DISRERMTC (ARIEDORERG L 6L 28) , AEIEIRR ORI
RSt (RRESEDE T 280), Hi WO TR b =—2 28 BFCh ) UG b iR ST
V% Euglena gracilis D71 0T ) A RERGROBIG RS, AvT /A REREHIEA b LA &
DORSH A i L (RNRSEOIE R BIR) , a7 ) A REEEREIRZRO—EOMZEN AL AW
AT 5 b7 v PARO OFSRERITOBITE L FEODOW = Z & b S (RRRIEDFK &
LHH B, &I, HiEEZ L OMMEEOIRAO TSRS a7 ) A RThHHZ LiTLmbh
TWAD, T, Chlamydomonas reinhardii DFENNEDWIFRZIBNT I T ) A RRIEKE V7 Bl
ROIZEIN D, a7 /A RiEZL Ry 7 Az 03 8600 TERSECRU) & L Cilied
D2 EDALINTIR ST Z EDNEI STz (RO EKRS B, R VARV T AMEHTL, &
TINTTVTERNTHRT ) A R @mEfES 572D DOBIR T UZEORA (RREDFH 5
ZH) , BEEEEOREM L ANRSE e EOFFO7T 7 a—F St Ml s ReSEEE
p. 105), 1T /A ROGHHAMHICE L CTiL, HPLC fi#HT<e LC-MS gt h SRR A 0T 7= = L 13 S
ERFIZI20D, T~ A MVGEEOR SE LWRRICE Y, EETMaobaT /A Noytiz
RS A A=V TIN5 Z ENATREICR D Do H 5 Z LR Sz GhkD REEEE
p. 105), FARfL:, HEEFEtds LU L I3 22 b ORFRERE Ch Y, a7 /A Mk
OHTRERR 2 F AT LoD, AT OBLEN D IEROER IS A ML
DPEEISHA~DORF T IR E T bitan T D EEES Lo T,

SRR, MV IREEOI v T ) A R, RIBEEFEZHOTER L THOrd 5 2 & THEZRMEED
s ) A RELTHRESIN TV (Takemura et al., 2015), AIED L HIZLT, FLTEDLH
TREPRRE EOMENRH ST, L bERR e T A RELESETE201EA 90, EOMI
FETEEN 20 TH Y, AWEBIRI IR E 7o,
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1. FLCOHIC -kEREIBT/ A F-

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

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

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

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

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

T-hwas A ROy e REEZiR

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

Hzo '/2 02+ Z H+

X 1. 7‘5/\52 5 115 2 81 O Y

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

2-1. REZRREHPDLDEERICEETSHBT/ A F

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

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

2-2. EXMEERIZHEEITSHhOT /4 F

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

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

2-3. b BLb/f EERICHEEITSINBT/AF

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

2-4. hOT /A FeHEaTHKEEZG VNI E

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

3. AT/ A4 FDENRKEE

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

4-1. KR PFPLADLDRE - ITRILFX—DHEE-

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

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

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

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

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

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

CEEREEHZH > TN ERMBNTND

4-2. R CLADGLDRE -V —TPhILDHEE-

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

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

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

5. AT/ A FICEBRIEERDRE

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

5-1. PSIIMKXMAE L EFHBERDE R

PSII O SEPHEHAE ICIL, WS O H 5, FlxlX, 72787 % —H A4 RELT
1%, BEYE T T PSIL OIS H L THRAE L —EHERRFE D, PSIL G H O D1 # 2 ox
7B A BEEEEL, PSHZRIESHEDLEEZ XL TS (Hidegetal. 1994, Keren et
al. 1997, Vass etal. 1992), Z D&, —HBERAEANMGICFEGT L2007 7 A4 NI,
PSHOHEEEFMICEHF LG T EnE2bND, —JF, IEHFEE ST X 7= Two-step
AT, K REOG & it T 2 MBERAEER~ T 7 7 22 —=PEEL (FFIC
UVRHEN) 2RINLTHEL, sl & lleosTPSHORISHLBIEET
HZENFEZHILTUWSD (Murata and Nishiyama 2018, Nishiyama and Murata 2014,
Ohnishi et al. 2005), Two-step a3 X N OB 27 &, 1EMEEE 31T PSITIZ B £
BELEZ KT TOTIERLS, PSHOBEAZMET L2 Z LRI TWD, PSILIE,
HFTDL XU NTERBEEZ T D0, EEEEICE > THSONITERE S LGk
EHEFRFL T D, BIERMICE, BEAZIT7Z DL Z o RXIBEDSE, DI # 7 E
DFFRER, DI Z X7 ED PSHIEGKR~FFAL T ot 7% T PSI B EHRE
S 415 (Jarvi et al. 2015, Murata and Nishiyama 2018, Nishiyama and Murata 2014),
DI # " 7HX, F7aA4 FELIHEAGLEYVRY —LTXRTF IR HRIN
N5 PSIL HAMKICH A& 5 (Tyystjarvi et al. 2001), ¥~ 7 /N7 57 U 7T
Synechocystis sp. PCC 6803 (LL T Synechocystis) Ti%, 5t FTO DI # /X7 ED
BHLERRIL, A= "—=F % FOmBR KT, —HEBHEIC K > THERM R OG
DO\ THEINDS Z &EN/REA TS (Nishiyama et al. 2004, Nishiyama et al.
2001), & 51T, B EKISICE 5 3 28R K 1 EF-G 3 X O EF-Tu MM F#E I
LFoTHED VAT A VKENBRILIS N KIET D (Kojima et al. 2009, Kojima et al.
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2007, Nagano et al. 2012, Yutthanasirikul et al. 2016), X T, ZiL5H OFHRK F O
IR AT A R E ) VICEBRT S L, DI F U X7 EOHBA P REEL,
JPLE A FEF T S (Ejima et al. 2012, Jimbo et al. 2018), £ 7=, EMEEEE N EREHE
A—=N—=FF T RPALZ—BEBIONF T —E% Synechococcus elongates PCC
7942 TH@MEIEBL T H &, MK T TDl ¥ o "I EOFHHALIEE L, PSIT O YR
ENFEFIT 5 (Sae-Tang et al. 2016), T B DRFFEN S, X X7 HEAEKZBILE
EOET 2L, PSHORNHEICEETHL EEALND,

5-2. #MEEEHOT/ 4 FOBERZK

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

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

H. Takahashi-7

BSJ-Review 9:56 (2018)



faYIRE R AR 9:57 (2018)

BLO—EHERBRFZOREMEIL, 2o 0B E2BILEENSI#EL, PSII D
EEZREL TPSIORHEICES T2 RN EZLND,

6. EHYIC

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

BIINDEERK
DT HE

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

W T F—
DR

H,0 %0,+2H*

X2 YEkicBTsIuT 2 A4 ROKEE

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

< M = (1]

g

AFRIZIST R KA EEE I F— LA TF o P T 7 oun v — 1k A kRE
HEOER B2l KEBEAFEICH T CEREIC NA MR BMBEEOB R, BXO
JSPS Bl #F 2% JP18K06276 (Y.N.), IP18K06275 (H.T.)D B Z 5% 1J 7= % © T,
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DERGERIE 2 AT L ITRNOEMN B IV IALTZ L oD, AEETIE, 74 F=rinb U @
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HERENZE>TE X7 TVA) raa 7 ViZiF Tl hiaT /A4 REMEDRRGI Th D,
a7 ) A RIIHERRDT-DDNHEE, HICOIEHESERE G 7 a a7 4 VMR 70 £ OB -
e, OHBEX L RIBEROERR « L, 7o EOMRERH > QD HARAEMDSFEEFET D
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JAEFR 1R S ONEAEHIEND, BRI T ) I TVTINTE, ZOVT IR T VT
DNERZAEMN — IRk E % U TR - AR - FRBgHOTERMAIC R > T LB DTS, £D%
D IRE FOZIRIEIC I Flia OESESORE HEAHBL LT £ B 2 5T 5, S BICHARDNL
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F1:EMOSKEE IaT ) A R(E T 2006, Takaichi and Mochimaru 2007, Takaichi 2009, Takaichi 2011,

Takaichi 2013)

HALF R HERAE a4 R T4 hTUNG Y.
FAARY) PRS2 25—

1 i ARERTESR Cao- 84K Crtl CrtY

san 7Ly A By-H1a s CrtP CrtY?

174 S VEAV e Cso-BHIR CrtN (Crtl-type)? non
Tkt By-H T CrtP/Q/H? CruA/P

I+ 7Y ST INRITFIT By-H T CrtP/Q/H + Z-1SO3 CruA/P?
(FRRFEAA) HERKIA BT T CrtP/Q/H + Z-1SO CrtL

Vw7 A REMGEIE 1LY 7 A% —%JEA * Harada et al., unpublished, * Sugiyama et al.,
unpublished

2. T4 IS aARVDER
15-3A-T 4 b DB RN T VA oy

DERUZIT 4 BFEDONIFULEIEDINE T % I\:’hyt;ene\ SoorTTr o
(X Do FEEAEWLT 4 b AEaF R Cril

phytoene desaturase (Crtl) [7%: Frid &k 5128 | A~A A~ N

DWEEZ B O ENH D] ST D, kit | Phytofluene

(X 2) &7 wvwv>7 L7 X(Harada et al, OSSOt

unpublished) Tl Z OISR DIERED MR SV TS t-Carotene CHQ/ZDS
0, ~NUARTT YT ol (TAREMED B S CrtH/CrtISO
AT ot 7505 B EPHRERHER ST | S

W (FE 1) ALEHIE D Rhodobacter 73 KX Crtl 73 Neurosporene

Wieo 4 BRERORRIEECE A, U | o o Y
ORI = a—a AR L U EIKTEY) L Lycopene

P ma—B ARV UINDAT 2, TR Y
AT D ¥ 2), ~UANTT U TR
Co- VT R=a—a ARV VI RHED Th D
(Takaichietal. 1997), > 7 /3277 U 7 OHF T,
FFMIZIFAGR)TL Gloeobacter violaceus DI Crtl 248 5 73, D1 w7 ) A RERIHERIIMMDT T /8
77 )T & IEEN B 2 (Tsuchiya et al. 2005),

SRR I\ CUIR ORI & 7 /) ST T VT DR, FERHRLFRRZ T 4 h=o b e
TUETET 4 U AEIFLEESR phytoene desaturase (CrtP, Pds) [7F: : Crtl & [F] Ufi#s44 Cd> 5 2 WKEE
TR D] D, a7 b ) axXyE T e T AR SR carotene desaturase (CrtQ, Zds)
D322 BT SRS 5 (K1), & 512 CrtQ ORI ENER SN AR S AD = 2 —1 A
Aok aXvw, haT B U carotene isomerase (CrtH, CrtISO) & DU NIIERESHZ LD FF

K 1:7 ¢ b=rhb U avO&R(E T 2006,
Takaichi and Mochimaru 2007, Takaichi 2009,
Takaichi 2011)
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VAN IEWES D, I RBWTUIRY VAL 0T v B UV AL T AT S T R
M LI¥EC carotene isomerase (Z-ISO) & 43 TH H(Li et al. 2007), ZAUARENED H DB TN T/
NI TIVTITHIAEL, Foll72 > THERERMERR SAVe, ETRkaEEHED S/ LTI Z-1S0 (23
T BB TN RTE SN2 572 (Sugiyama et al. unpublished), 76> T CrtP/Q BliZ Y oAz A
FE3 HOVTATREORMREALH LTS (1 K1),

crtP crtQ, crtH VX crtl \ZAKMRENEDSSH D DT, crtl INHZEAL LT=DTH A D, 4 FOBERIZ L DY
IRUERERIRIE, SRR DT X T U T, S BICESESRE EAE) OZEARIT T | Ak
iz LB d, 7272 UHIEICIW T 1 BER (CrtI)?ﬁ\TE'o“Cb oA, CrtP/Q RUCIT 4 BRIy E
LML L7223, ZDT2bDJFENI0A Y v RN EZIZH - T=DNI AR TH S,

L fore Neurosporene a» l crc Lycopene
T

OH
WWWY NN

L CrtD Chloroxanthin l crb Rhodopin
X/Mw/ﬁ/\/\(\/\/ NI CHgo

l cHE Demethylspheroidene l CrtF 3,4-Didehydrorhodopin e HONH

3 OCH3
\ NIRRT X
i CrA Spheroidene i crc Anhydrorhodovibrin cre Dihydroanhydrorhodovibrin

OCH;z OCHg OCH;Z
\\\\\\\\\\ N D X/MVMM(\M N\/K/VK/\JW\(\/W(\/\(
OH OH

o
Spheroidenone l crDd Rhodovibrin Dihydrorhodovibrin
OCHj
Spheroidene Pathway WMW'

i CrF OH-Spirilloxanthin CrF

OCH; OCH;,
\\\\\\\\\\\\\ MMW

OCHs OCHs
Spirilloxanthin Tetrahydrospirilloxanthin
Normal Spirilloxanthin Pathway Unusual Spirilloxanthin Pathway

2 ALESCERGHIE DA 1T/ A R & EpGREH (i 2006, Takaichi 2009)
WSROI DN A T2 S B CE D SRR/ U

3. YaRVOB\EE (B-ABQTY, a-ARTUERK)
ALEMEITY 22RO F FEM L TAY Y nX o F o l2658T 5 (M2), Z< D~
AT T T 0T L DN EAETEY) T b 5 (Takaichi etal. 1997) (1),
Y a~y - 77— lycopene cyclase & U CHAFIED 700 3 FEEHDBEE D HI DAL TN D, 2< Oifff
CrtY &FERRIAR Crtl IZ RO DM, R & 50> 7 /"7 7 ) TIZ/R.5H% CruA/CruP
A OHIE(CrtY c+CrtYd) & 77— 7 (CrtYed) & EECHYB) VL, L 7=BIORIAFE L T 5,
CrtY & CrtL (213 AFEEOMREN LS D O T~ 1E[F— 27 /V—7"EE 2 T DH 73, Bryant HI
2 DI CDMaresca et al. 2007), UV XD HEBAL LTz y- a7 o LD < A2 CrtYm
& Cribm b 5703, K% CrtY X° Crtl EARFEIEASE Y,
FEMEO—FChHOIHFRMIEERMED e /7 nu T LAy nT b BhinT %
CrtY (2L VW ERT 5 (G 1) (Harada et al. unpublished),
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BRSO FRTIE, U 3~ Dt U B3 7 T —F (Cril-b, Ley-b) 73 B AHEEZ LT B-
a7 R0 bivd, —F, a-BuT AL, WEFERMEOTOIZET ) axr e 7 T7—8 (Crl-
e, Ley-e) 28 & K& a B L C, IRWTEGHEI%Z Crtl-b 23 B AR¥m&lZ L CA AL 415 (Cunningham et
al.2001), 2 SORERIIAAFEIED <, Critl-b 75 CriL-e N TEX /22BN TW5, o-huT7 &%
OFFERT—EOREE, 7V 7 e, fsele, B2 HEICRONTWT, JEERGHIE & 2 B4R
<7 /723277 Y 7 (Takaichi et al. 2012), 1@, =—— 27 L HZIAHELZRW (X 3), 7 U7 Mg
Guillardia theta D o -71 27 /1% CrtL-b, CrtL-e |2 & U A5 S 415 (Konno et al. unpublished),

Phytoene -e€—— <&—— Isopentenyl pyrophosphate

CrtP CrtB CrtE
Derivatives of a-carotene ¢ gr}(SQO Derivatives of p-carotene
CrtH/CrtISO
Monadoxanthin Lycopene

CrtL-e
CrtL-b CrtL-b
Crocoxanthin a-Carotene p-Carotene
CrtR-e
\ + CrtR-b % CriR-b

Prasinoxanthin <<+~ Lutein Zeaxanthin ———— 3

Brown algae (Chl
/ Vde ++ Zep W 9 ( C)
Loroxanthin

Diatoxanthin
Antheraxanthin E ug lena
(ChI b)
% Vde *# Zep Diadinoxanthin |—3 Heteroxanthin
Siphonaxanthin Violaxanthin /
Nsy Vaucheriaxanthin
Green algae (Chl b)

Neoxanthin Peridinol 7 Peridinine
Dinoxanthin +

Land plants (Chl b) %

9'-cis Neoxanthin Fucoxanthin Pyrrhoxanthin

3 BB RO T e v T ) A REAGEE & R (Takaichi 2011 2ZZ5)
RO RITRIEO e T ) A KXk 95,

TN TIVTOY axy - 7 T —RBITREITFR RIS SN THRYY, RN
Synechococcus sp. PCC 7942 @ CrtL (Cunningham et al. 1994), ¥R\ NT Prochlorococcus marinus @ CrtL
(Stickforth et al. 2003)DIEEEAMERR SALTc, UTAF, BRI Y 2 « 7 T —8 CruA D3kl
Chlorobaculum tepidum, CruA & CruP 75 Synechococcus sp. PCC 7002 "CHERED MRS S 417 (Maresca et al.
2007), FlT, Arthrospira platensis (235 T CruA 2EREMERS SAU72 (Sugiyama et al. 2017), S HIZ
Synechocystis sp. PCC 6803 Tl CruA OIEMFBUFEA 27 v o 7 4 VW TH 2 & i STz (Xiong
etal 2017), crtl & DT crud/cruP \ZABIRWED 8 DI85 TN DT ) 30T U T D5 ) A FIAT
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1E3 2203, Rl CIISREER CE CUVRYY, cud/oruP I8 ) 2y« 7 F—B OB 17l &
BONBn, & 525 MIEHERNLE Th s,

4. {IBMEOHOT/ A FEERERDSHRE

KLEMBEOI BT 7 A RICH SRR R ODA, BRIHROMEEOAERIZ XV SR I 2
WEULZEEZBND (X2) (& 2006, Takaichi 2009), 30D L 912 Crtl DEHEEEMIDEL VS A 7
T AATURIRE AT mX YU F R AAED LTS, A PR VEAIIFRCE Refy=a—
1 AR L U AREESE hydroxyneurosporene synthase (CrtC), A b3 == —1 AR L A fafifbiEsR
methoxyneurosporene desaturase (CrtD), B R R ¥ L =2 — 12 XK L > -0- X F LA EER
hydroxyneurosporene-O-methyl transferase (CrtF)73 &5 5 O T HAE TS,

5. REMEMEL I/ ODOTLIYROADT/ A FEERHR

PRI & 7 n e 7 LI S AOET D0 T ) A e ZOERRILE TN TS
TR (X 4) (7T 2006), FkEadiissiid Chlorobacula tepidum 13 OH-y-71027 > « 7Ly R« =
AT)V, OH-Z oy T« J)vay R« AT )L, 12-V8 Rug-h a7 7 8 & A4 5 (Takaichi
etal. 1997), —HOAREEE « BIn 7D 5 H CrtC, 7/ a—AUNIEESR glucosyltransferase (CruC), 2771
o — 2 NIRRT SR glucosyl esterase (CruD)| ZHEREMFHT < 4172 (Frigaard et al. 2004), F7-—HROFEIL B
R EFEBRIC LA Y L= T T v b, fill, AuT /A R-12-125HE5% 1,2-carotenoid-
reductase (Crul) DFEREMERSAS 72 ZA17-(Canniffe et al. 2018),

GGPP )
+ CrtB WW\VW\( \@WWWW\V\(VY
Phytoene
T 1',2"-Dihydro-y-carotene T 1',2"-Dihydrochlorobactene
¢ CrtP
Crul (+ 2H) Crul (+ 2H)
t-Carotene
crtQ l
¢ CrtH ) e e e e S o e e e N N \;r'\ﬁ)\A\/KA\A\(\/\(\W
Lycopene —>» — ‘\\\
CruA -~ y-Carotene Crtu Chlorobactene
¢ CrtC (+ H0) ¢ CrtC (+ H,0)
OH OH
! e ( G)OH-y-Carotene OH-Chlorobactene
e ¢ru+ ¢
i (CruB) CruC (+ G)
NN NN NN NN ) S e e e e e e e e N
! 0O-G 0-G
Y OH-y-Carotene glucoside OH-Chlorobactene glucoside
p-Carotene ¢ CruD (+ FA) ¢ CruD (+ FA)
§CrtU AN SN A ) e U e e WG 7S 0 e e N
| O-G-FA O-G-FA
V OH-y-Carotene glucoside ester OH-Chlorobactene glucoside ester
Isorenieratene
¢ s . — N S g
X 4. FEOREEHIE Chlorobacula tepidum DF1 77 ) A R R (Takaichi et al. 1997, Maresca
N === = - 3 - S=7 1 N
etal. 2007, S FETIMEEMGRS NIRRT D, 7 un 7 L7 2 THIRER UREE) V)
[ ANQAYS
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—7J7, 7ana 7 7% A Chloroflexus aurantiacus 13 OH=-y-71 27> « /LA K« ZAT NI E%R
“(Takaichi et al. 1995), AR L LT Crtl, CritY (3 1) 2MEREL TERY, Z5HIZ CruC, CruD & CitC
DRV IZH BT I A R-12-/KUNNEESE carotenoid-1,2-hydratase (CruF)2MERE L T 5 (X 4) (Harada
et al., unpublished),

6. BRRFBENEHREVDOHOT /) A KL EGER

DTN T VT, REEE, 7V 7 Mg, teineE, SkegtE, e MR SR AAD AR
DERIIaT ) A FEBFEZK3IZE L DTz, U aXinG B-Ia7 b a- a7 VNGRS,
HFROREEIIZEN O LR L TALND I aT /A KRBV, S BITEFITE TS
REEGRIENH Y, ZNSIFEMDORRSFBHRL T D,

TR TIUTIE BAnT UFEEDRE D, B0 0T L /KER{EE#SEB-carotene hydroxylase
(CrtR, BHY)X° FRED7 MUZ KW =%k ) KT LD ) A MY F 2B, by 7T
IR T TN 72 y- T B8RO R 7 ) — ViR Z GRS D, W< O DR DRERERES
DIRSITND (K5), T2l L BT W T UnbiED=Fr ) R0/ A P F o OERHRIEI,
BEHARIT S Sk 2 o7 (3),

Keto Pathway
Canthaxanthin

SOANANAGES b St et SaETI
rtO/Cr
. Synechoxanthin Lycopene CrtH Z-1SO
Echinenone Lycopene cyclase (CruA, CriL) Phytoene
CrtO/CrtW 8:}5
p-Carotene €——— Isopentenyl
Lycopene cyclase v-Carotene pyrophosphate
CrtR (CruA, CrtL) CruF
B-Cryptoxanthin Myxol synthesizing enzymes
CrtR
CrtR
+ CH ° GDP-L-fucose
Zeaxanthin o F I
HO trgﬁg?grase WeaG
+ crG OH 0
: A A g g
Caloxanthin OH GDP-4-dehydro-6-
+ cnG HO Myxol 2'-fucoside deoxy-D-mannose

Nostoxanthin Crtw cng  Myxol Pathway
“gHydroxylase
O e . ™o
HO™SC ™~ » HO HO
OH

(0] Reductase
4-Ketomyxol 2'-fucoside 4-Hydroxymyxol 2'-fucoside 2-Hydroxymyxol 2'-fucoside

X5 >7 7TV TOhvT ) A RERGEH(E T 2006, Takaichi and Mochimaru 2007, Takaichi
2011)

TR T IUTINET MUEER E LT, AWIZHREIMED 2V B-h v o kT —EB-carotene
ketolase 73 2 FRFEAFAET D (CrtO, CrtW) (X 5), Anabaena sp. PCC 7120 TIL Z L5 OEEE)ME < 135
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TRHE 23572 2 (Mochimaru et al. 2005), CrtO X Dinococcus 7¢ EC, CrtW 1% Paracoccus 7 & CHEREMES.
SNTEY, ZNOLDBEIEFEYT /37T U T 0ES Lc & B s, fEMEOA7 caAfT 2 -
£ /) A% /7 —F spheroidene monooxygenase (CrtA) (X]2), 1EBEFAD 7 24 F L OREEED
T FFXRY U F Dl M ARBERITE IR0 TRV BN S BEVNTARENED 72 <,
HSEARIACH D, B HciIsr Mebhas 2 A K237, A MUEBEER2W (K3),

T )T ) TR U RO, BT R YT U ETLOMED T ENTEARLY,

TR T )T ISR UTALBEAE, AT DT A Rink, E7F Vo F o, 7T
TxRY T VT A B AT B, RO RIS LTV 2 (Takaichi et al. 2016),
1L, YT AT YT LNV e Kk LT A V) 137 V7 MEEICL R bD, £
TRV (T T THY T ) ITERSET T Ce ek - [ EREIC S Ao ND 03, BEE - &
BrOHRRIIAATHS (K3),

ALEEEANS IR % LT 2 ORI a7 ) A NI _XTR-Iu7 EZOFERT, 71>
B (C=C=C) &bV T V)XY TFr, TaxhrTr, XY= RERbD, 7L URITAR
WEE L TINaT /A NIRRT, toERWEIZITE AR, B HEyTiie s
TXY T UNERAFY T UEAKL, TV UEEED XA XY T UG #ESE neoxanthin
synthase (NSY) 23HIHIL TS, HBEFECTIIR ATV F U PRS2 WZ ENZ, s
it o LT LU E O T A RiE, NIRRT T UnbERESND EEDbND
(X3), =77 LR b A B2 DL, Y2 TIO Ny B a5, E0X ) Usboiz)
IIARATH D,

BN kA2 L2 U 7 ML, 7R FLUEE (C=C) 2 b o7 uxd o Frilid
D, BTV F U lOEEANL T LR TE R EEDND, BESEICR LN YT Y
XY TF LR EICETEF L URIIH L0, IR TIL R L— R DA T AR
H L CAR ST~ (Swiftetal. 1982) (X3),

T I T VTR LT RS, OB A ORI, AR TR T U
Flix DNT A LFHEARDDL BID, FRESE T B0 1T v OFBEAI IR SRR LAMFE L7
D, o BT UHEEIRIIISRMEN RGNS, T2 La—2 LT o v T UEEEAD R B
(3),

VI EOKAEBFEICH LT, &Toke o aT /A RIXHIFRTT, X3 oM@
Lp-huTry, BFEITX T, P ARARIEXY T, NTA BTG ET D, FRROX S
BT XV F U BARL, £IVTA AT -T2 oG PASO D o -7 v 7 L /KR KR o~carotene
hydroxylase 23K % SRk T 5, BT XV FUATET T « ZARF X —F zeaxanthin
epoxydase (ZEP)\Z L V) 7o T T %L FUARTEA T 0L F AL T 5, O F i 4%
T e T AR F U4 —E violaxanthin deepoxydasa (VDE)2NEM L SN T AT o F o287 %
P F AN SED, BTV T UAINSY 128D XA YT ATEL, FERRICIT 9-2
ARIDRA XY T UHMEE LIRWD TEMAERD B DI 72N E 2R S Tuvieny, ko
FER—FHMIR I 0T ) A RIZTPEST-O1EA 90y, e I IERERN I IR X et a LT3,
D= DR (et = A L B [ G /N Y A WA VAN
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7. BHYIC

JERA CLaRHE, 7 /77 V7, RO, KA, ohelE, whietd, be i) o
a7 A N, B maT ) A RERGERIRICIIZRMEN RO D, ZHUuTAEOE LB A D
DL T ) A ROMBRERMFRIBICRE RIS E 72720 C, Z DR OGN 215
TC, —EOBRHRIE OB T HAERT L 104N B IAAT T2 & b 2,

KM DT 0T ) A RERGBIS L7 T AZ —ZTR L TODDS, MONEGRAEMDTI 0T ) A
NEBGRIE 137/ A BIEIEL T D, D7D s - OFEIRIMED BITIR S8 5 1O L),
DI HNIRY, FICBIn HATHREED B> THEDOBRELZ RVl b D, ZORER, Bin 08
EVRIZH DIRNERRBREL 2, ERRAEWTZT TR, tohvT ) A REREMEEDT,
TGIIAL AT ) A NERIRIE MR & OBRE S BITHETT 2 083 H D,

g

i < ODIERAEMDO T 0T ) A ROGHEAEG - « RO 2 TE =01, %< DILfFE
MBI CEENTZ O TH D, ZOBREEY Tzl L P £, £72, oz EME%TE
EFE LIV VR Y T ADF—H A PO FERER -t & RN E s i e A 3%
LET,

SE 3T
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1. [XCHIC

Euglenagracilis (X11) 1%, ¥ (22— L7 OHATEHFLD
D¢ D BRSO L TER STV 5RE
X A MZMBSEDO T TH 5, — 7 LT 2 PEEI R R,

FIH-0120%, Ko m X —aFH LB A —7 R i {‘,
NCORBEBRAR T %, LinL, [FIRHCRINCIABORSH 2 LN e A
S k5 AT X B HANARONIEET XS L, LIEUS ' Y
RO AFENE AR F 885, 2O

HAEBAEMCIRW T T /A RIIEEMA T/ ra 7 4L L B, Euglena gracilis Klebs#ifa o
BT L R AR B Oy

LU CHSEET 2 LRIEAT, 0170 T L B B AD YA S AT I UTEM AR Al 5=
T 2B & L CHEEARREI R LD, FE DIT E. gracilis DONBRFINE OB 2
SN B T % BRIC, E gracilis OB 0T /A KA H LEOBKOS THIFIEA F LA T
BIFDHaT A ROLFERROMY A AHE L C\\D, ARILCIIES 523 E. gracilis H>HHBERE
Li=huT ) A RARREE TV TR 5, S5IC, E gracilis SIADH 0T ) A ROMR L Z
BT RIETEA N L AORN B AT Z o\ THE 0 T E CORMLERNT 5,

2. A—7J LT OEYrEsEE
2-1. 1—J LDl & R 4R

E. gracilistx TX U LY EBFHINTOD X D1T, FTRHATIEAREITV VR HHEEZ AV TOK
HATEF\ SRS 2 HHIEZ A Ch 5, E. gracilis| Tk & [FIBRCE OB LARGH#RD Y 7
17 4 NalbE T DD, FREeE ORI L NTR BR D TN —T IR T 5, R EIZBn
CE. gracilislI A— 3= V—"7" [ ZAF5j/3—% | (Excavata) O—2 L} H (Euglenida) (ZJ& L T
BY, L0 b LAE FOTFERTHD MUY/ Y —~ (Kinetoplastea) & UTiwDAmD THEMEAIZR
WFHTH 5 (Adl et al., 2005; Ahmadinejad et al., 2007; Simpson et al., 2004) , —=—2 L} HIZIX1000% 7 %
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DFED— 7 VISEDMFET 203, TOZ BRI GRS Th D (Zakrys et
al., 2017), E. gracilis% & O ARSI R M D — 7" LI HH T RS AR A > TR TS DA
DSBS B iAA, RS- 2 & CHERMAA S L (CdE) &2 6T
(Gibbs, 1978; Turmel et al.,2009), —=—2 L HHAOHIZIIZEFA THAMAATO R DRI EME D A
LCWD 73 (Rapazaviridis) & D IREFREMEO L —7 L) B A7-ET % (Yamaguchi et al., 2012), 7
PNPTOREEET H— 7 LIHEOEMRIAIET 2 R/HTH Y, —7 L HEIERREED HIR
AR AR O M BRI s e i L 7 2 L 2R LT 5,

2—7 LA IRE L RS B 52  OFEMAAET 573, —fIC T=—27 L)) LIRSS
BN D 22— 7 LD T Thie b B KBRSV TWDE. gracilisD Z & 25 LT D,

2-2. aA—7 LT OHEHEE

2— 7 LD HIEE A3, FIIREICN Y 7L LT D RS S A T T
% (Leander ef al., 2007), —-— 27 LI HEIT IRIAENT o THERMAZ IS LT-720, FOERRI3ED
AP EI TN D(Gibbs, 1978), Z D728, KA a— R SNAIERHE S L 37 D% < | o
Fi) & 13872 DM E ORfE b 7 /VECS |((Bipartite presequence) %/ 3% (Durnford and Gray, 2006), &
HIT, RO B R PEM & 3ERAPNCT V7 (a1, 47V ) & LU CHTIEES D DITHT L,
Z— 7 UFHIINT I EMEHINAB-L 37V AR ISR T D I b — L HHD R X
IRFHBD—DTH %,

2= LD 1T 2 ARDMIE LR, E. gracilisl3E S ORI HMEAHD, 1 AITHIARTGNED
FEAEBIZEE2IL TN T, BAEBAMCE U2 5 1 RKOMFEAZ P78 KR &2k T 5, E
gracilis OWFFEFSSOMNIEN I T — 7 LT (T 7 VB Ceuds L\ MglenallR) ODAFROHIE o741
O TR (eyespot/stigma) & MEHINAREENFET D, TR EADBDNTNDA, IR
MBI CER Lz aT /A FEESURIREEN TH Y, EEONSZ NI B OB A
(Paraflagellar body, PFB) & FF I A 4iECdh 5, Iseki et al. (20021 ZEMEEIARIZFIES D EMH LT 7 =
JUs 77 7 —E(Photoactivated adenylyl cyclase, PAC)SE. gracilisDIFEBBEEE (AT > 77 7 HEBH
) BB —E UTHERET 5 Z L 2N LT 5, IR & RIMFBANSRE U CIES
5 EnD, BRSNS T2 D a0 D = LTRGBS L T L EZ B
TWD, fkEb IR T /A REERE LIRS A AT 5703, FREOIRRII AR TIHE U T 55k AN
DT T A NI S 4 5 (Kreimer, 2009), —-—72" L ORR s Tiskise & 135872 HENITTERL S U
HZ &, SDOICIRAZEAT 2IFERRIO IR & BERMATBORESE & DAL IR BTN &
(Kivic and Vesk, 1972)73 5, =— 7 L HEIIMBICIR A E S B2 L S D,

3. A—JLFTDhAaT/ 4 FEREEFDEEERE

3-1. E gracilislC8FENAEELGHAT/A K

a7 ) A REEHDA Y T L (Cs) B DIERL S DRFEEL40 (Coo) DEAREEZFFOALA
WChbd, haT /A RIIRFBFET EKRBRETOLTIHERIND ThaT) LRERT L AKERT
DM TR T bETe [ hT7 v OREL 2 2D7NV—F5EIND, FrEEE DO
RIIIEL LT IRT T A Y, BT T, OV AIAFH T UonEGEN, £ofi
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-1 T BT X T 7w EOAG RO B E T H(Takaichi, 2011), =—7 LA TIEZ
NETIZB-InT o BT XY T, YL AXAXYFo, T Ty, D7V
T2 70 E OIFAEDNHAE STV D (Takaichi, 2011; Aitzetmiiller ef al., 1968; Bjornland, 1982; Takaichi and
Mimuro, 1998), — /5 C, —27 LJHHIINT A U EF-20NEEZ LTS (Z=E5, 2006),

. 2 \Z E. gracilis DHEESND 0T ) A RERK
TZPNRINLY B+

AYRYFZANZY VB RN LTz, 5 O E gracilis \Z&EN5H 70
J EgertE (Kato etal., 2016) F ) A REmEmlkiks o~ 757 4—& C-18

FSZNESZ VY VEE

T LEFANTONL, - a7 v 3 AT,
l EgertB (Kato etal., 2016)

DTV XY T, T MY UTF U E. gracilis

o
T ot et et reparton ML 0 ) A 15 7R ([2) Tid o
Z-haFy &AW LT (Katoetal ,2017), 07 /A RERGR
J EgertQ(Kato etal, in preparation) DOFTT 4 FonD U a~XOERRIZE D1
YAy BEREIES 7 ) N0 T Y T b SR E T L
} _ TW5, ZHETIZEELIL E gracilis D17
g _iné‘;ﬁ’i‘?i’fi/_ - R4 BAMERVE L, B2 0
80U T EB T (EgertE 35 KO EgertB) Z s L7-(Kato et al., 2016),
l ZZTCIEI v T A ROV BB A8 s T
ETEYLFY [ZOWTOHIREFANT 5, 728, AR ClIrn
! Foraaaaaas T A RABROEE T4 T TR E DA &
AERYUFY o U 7R THILL, ZOREMDE L3 BIIRICT
Wt/ eyory ThRE DR TERL LTz (BgCYPI7HI %FR< ),
it

3-2. 74 FIVDERK
2. E graciisoh A7/ 4 KBRS AT ) A ROREMKIA Y 7TV A FERHR
(EE) LEBENOT/ A FOBER TEMESND YT =VT T =Y Uik (GGPP; Cy)
T %, GGPP &hli##5% (CrtE F 7213 GGPPS, GGPS)
IZEoTT 7RIV Y LR (FPP; Cis) & A VU T =)L U UEEIPP; Co)»MEE L, GGPP &
RESD, T, 74 b AREERCHB £7201E Psy, Pys)HIZL T 24510 GGPP 23V iEHA
[l t(tail-to-tail) CHEGT D Z & TIRHIDOI BT, 7 4 b ACo)NEEIND, GGPP AlIHRIE A
F& 74 b UARESERE FITREETIIS T /32 T U T O Thermosynechococeus elongatus (crtE)X°
Gloeobacter violaceus PCC 7421 (crtB), Synechococcus elongatus PCC 7942 (pys) N EA%ZFEFAD  Pyropia
umbilicalis (ggps), Chlamydomonas reinhardtii (crtB), Haematococcus pluvialis (pys), Chlorella zofingiensis (psy)
TE DHE & BERERNT 2 K3 TV D (Takaichi, 2011; Cordero ef al., 2011; Yang et al., 2016), ZiVETD
L AT VT O ) BESNIAB SIVTWRW, E. gracilis D ST A7 VT h—LT—H
(Yoshida et al., 2016)I T E XL TND, FEE O ILESHEYCMOBEADBEN D GGPP GhkliEE & 7 1
~ T BRIEEDT X S IO THRIMERRR 21TV, E. gracilis O EgertE & EgertB 0 cDNA %
HREEL, RG2S ™7 BRI T AR T OREREZ W] 57 L7-(Kato et al., 2016),
EgCrtE D7 2/ FAiAIN L, B & AP O GGPP &1l (type IGGPPS) CIA(FESFL TV
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DT ANT X PR FEZE Te First-aspartate rich motif (FARM: DDXXXD) & Second-aspartate-rich motif

(SARM: DDXXD) MMFE(ET D, GGPP BHkEEE D/ 1-RHMINIIT, EgCrtE [ Iy 7/ /"7
7 1 7 (Cyanophyta) AL Rhodophyta) & ifTkx T ¥, T elongatus & P. umbilicalis 7 GGPP & hkEE &
FAVEIL46% & 44%DIF—FE & 59% & 55% DAL 27~ LT (Katoetal.,2016), EgCrtB &7/ /37
T TAFIED T 4 N AR L FREIC T AT R UPRICE AT 2 D DXXXD & F— 7 54
LTW5, LLRDD, ANV T EgCrtB (XL 7 /37 7 U TORRRED 7 4 b= Ak &
132D 7 L— RITALE L, FREED Psy/Pys & D[Rl LFELEITENZEI 3840% & 52-56% CTdh -
72 (Kato et al., 2016), =—7 LT HNEKTHYT bV oF o o7V ) FHhoFu0E, 2—7 1L
FTHOMIZIZ Y v LT V4T — % (Chromalveolata)lZJ& 9~ 2% — 4 D #EkH(Heterokontophyta, Haptophyta
$3 O Dinophyta) COHGED HAVDRHEN 7253 N7 4 /LT H(Takaichi, 2011), S 512, ITHEDSy
TRIIHTORER, — 2 LA S Tk RO TSR 2 S50~ 5 Bl SO R4
(Chromalveolata-like prey alga) & itV iAZr, BARFIKVALREIZ L > TRLERBIS F 25 L2 L3
HMTEN T D Maruyamaetal,2011), VDI LMD, 22— LFDhaT ) A RERGRITRE
Tl372 ALHER —UAEMI RS2 L HER STz,

PRBECTR B Tl CrtE D% < & CrtB 3ERMAIZRfET 2 DITxT L, EgCrtE & EgCrtB 7 X/
FERCE 701 E. gracilis DI 72 3ERMAIRIEL > 7 VBB R S e o Te, ZOfERIT, =—
TVLFDA YTV ) A RERRIIEIAAET 5 2 & EBERH D B2 b, ®EOA
TV A REBGRIZITHIFIE D A 231 AFBMVAYRREE & BERARDIE X S 1 i DOXP/MEP)RIE M
TET20, EEMMIIIEA o VR TRk S A VY 7V ) A REWThaT /A4 ek L
TV %(Lichtenthaler, 1999; 2007), HALOMBFET A /N1 LR & 2o T-HkME & ity & R ZIE A
N AEREHROA VTV ) A RETaT ) A4 FERICHNTWS, —FHT, 22— L HLARK
A CHMINZIEA N RIS 2 R E, A VTV ) A REMIED A e VR CEk LT\ D
(Lichtenthaler, 2007; Disch et al., 1998), ZiL5HMDZ &b, E. gracilis 13 GGPP & 7 ¢ b= ZHiWE T
B LTV D RTREMEDYE 2 DAL,

3-3. 74 b UMBY)ARVET
7 4 hmAT A BBEOA IR AR T Y 22 A X d D (Takaichi, 2011; Huang et al., 2017), 7

IR T N TROEREETI, 74 FmunD Y 3 ETTOREFRYRIC 2 FEEORER G- LT
%o BAND 2 BFEDOAEIFYILT ¢ F = AR EEER (R  (CrtP E721%Pds) 128 - TS
N, 74 FZUinBT 4 NIV ER T DT URERESD, D, (a7 AR S

(CrtQ F721F Zds) ICE-o T T o Noa—a ZARL VAR TY au~ZBishg, —5T,
Gloeobacter violaceus PCC 7421 13D~ 7 /377 )7 LR/R Y | FEMO 7 ¢ b= U AREGF R

(CrtD) ZFiD, 7 4 h=2inb U a0 ETO 4 BREO A FaF Y b A —DDEERE T T T\ %, E. gracilis
DT 4 b UAREIFUVESRIAEYTLCH Y, EgCrtP & EgCrtQ D 2 DDEEENT 4 Il inn Y a2
UDER S TUNS (Kato et al., in preparation),

4. A—JLFOHOT/ A FER - BEOXR FLRGE
FKEED Dunaliella salina (Krol et al., 1997)X° H. pluvialis (Steinbrenner and Linden, 2001), C. zofingiensis (Li
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et al, 2009)1%, FREA N LA T CHIBUICEREDO I aT ) A REEET L2 ENmbiTng, E5
BIX E gracilis NERKT D H 07 ) A ROABVERE EOMEEZI ONCT 5720, JEA LA TCR;
# LT E gracilis DH a7 ) A RGBS ORBICHIAD I 07 ) A4 ROE & LA T LTz
(Kato et al., 2016; 2017), [X] 3 |ZHEARIRFOIEIRAEQR7T, 55, 240, 460, 920 umol photon m™*s )7 E. gracilis
DOEHEI2 T ) A ROEREEIMITTEZ R LIz, I6IT, BERRFONGRE ORI Y: 5 A
TR A R SR SR, AR OSHIE D2 L e DBMRA 1412 F & 7z, KEGOESEIE 2000

umol photon m* s [ ZAHYS 9%,
(A) (B)

B-hAOFy RAXFHYFY IFPI/FXHIFY IFNEHYFY Dtx/DdxLt
1] _ _ _ _ b = _
o 012 0.08 1.2 . 0.10 = 0.12
£ 0104 b a 10 £ o0 b
N ab : ab 2 ap M 0.08 s
A} 0.06 a S
IN 0.08 - be 0.8 = 0.08
a i a cd 0.06 <\
go.os— 0.04 1 9 06 Qﬂ;ooefa 22
= a a 0.04 A N 5_\
S 0041 0.4 P 0041
a 0.02 - 5 N
o002 0.2 00 L\ 0.02 1
8 AN
g 0 0+ 0 0+ NN oA
= A DO O 0 A OO O 0 A OO 00 A OO O 0 A OO0 0
P PP St P PRSP P PRSP P PP P LRSS
EZERF DI (umol photon m2 s7) EBEFONEE

(umol photon m2 s7)

E3. I BEONRBEDE. gracilisO(NEELEHAOT /A FOEEBLB)PT7 Y Fv
/ST %Y F 2 Dtx/DAIC RIFTEE (Kato ef al, 2017% TTIZ{EK)
55 umol photon m2 s 1B X OffaHh =) 0EELHOAT /A4 FOREELIE LT,

E. gracilis D& 720 D7 vv 7 4 L EEOJEIN T 240 pmol photonm *s ' L1, AHRHFHOEEIER>
HilI % 460 umol photon m™ s™ LA EDEFGHEHREHZ L > TH & Z &7z, 920 pmol photon m™® s FR
T CE#ET D L E gracilis Dh a7 ) A RARGRIE EgertB DEEG- L~V CIE L, MilRd7=0 o33
7R T ) A RO E: S HEREIZ 2872 (S5 pmol photon m” ™) CHE#E L7-MRIZ HE 1.3 5124
MUTe, —AZEERAD I aT ) A ROZLITT T a1 RERST 7 a4 NE EORIGHL EENET
TFE R EOEEIRAHET D73, A NV AMENZ L > T E. gracilis DI 2T ) A REEN
HIN L T2 DIk LEERRAT T 2o RO OBITE L < LT-(Katoetal ,2017), —TFT7aA N
ORI A S DNEERERIO K & LB DHREE DHGIN - TN 2 mA580 iz Z
EMD, ZILHOIFEERIOEIN 0T ) A REEOHINOERD—>ThdH LB 2 LAk,

RO CIXEA T X F U LB TR F U OMHALER (B4 T 50T g 7L) DR
F 2 [BhEES 2 72 O DOIDALFHREIENPQ AT T 5 F ¥ b7 4 LA 7L & L THRREL T D,
— 5T, HEEoNT ME, RIS TV YT U L UT MY U TF U OMEABSUS T D
T XY TF A 7 VA NPQ REIZHV TV D (Goss and Jakob, 2010), EERED Phaeodactylum
tricornutum VI TV ) FH U F L OEBENZNTE NPQ &M EL, ¥RV T bV oF 8
FENERENPQ I & FEBET 5 = & A3 QD (Lavaud ef al., 2002; Ruban ef al., 2004), E. gracilis
DFEEIR AT ) A FOBEOK) 8 ElZ 50507 V) FH UF AL, JHREOHEIN > TEHED
HIT EmZ R L, ZOIEIL7 v a7 ¢ L E ORISR OIIHIAE U 2 68 L 0 $55
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V(55 pmol photon m® s ) THEIZEZ SNz, SBIZ, VT MV FATFERI0T /A FD
REI T DEIET RN S DD, G8HEA R L RUPRZ L THRIFF(S5 pmol photon m ™ s FRER )P 2 %
PLEZEEIL, 7Y 7 30T (Ddx) HEREOIMBE(imol photon m~2s71)

XD U7 R A T DD [27_ 55 240 460 920
(Dtx/Ddx) b 25 EF- Lz, Zhbo

OTT/ XYV FEROEM

REFHUFOBEDRD
Z DD E gracilis IZBWTHY T Y/ EREFSI L EORY
LT LRI DT R F U 7007/ L ARORDI—
SRS
\ SO ) - /}-L‘i
JEA b L ADIEREH IS\ CE B % & ¢ o AR
Bl-L Wb hias /A R ThDHAEENE B -hOFUESTH
FHUFU OEEREM
R -
AN ST, Dtx/Ddx®_E 5
B4. E. gracilisDh BT/ 4K OERE . g
EROEAL L ABEDEE D et il
5. BhHYIZ

BSENERT D a7 A RITRMOFAIC L > TEIGICH2 0, BRI s a7 /A NapkiE
(B OB D2  VIAMINCh 5, BIFE, EH BILE gracilis D107 ) A REHEL - EREOFIEIC
FIFTHER U X LN 7 FNOFBEEIT L, T ONERBISE Dy TS OMA%Z BHa L T 5,

W, a7 A4 ROFERHERCE X X 0 A RZONEEEAN:, Ty, WERBO TR
HEh, WisEE~~ b2y DANGHERT 57 AZ XY Fro¥7 ) 2 MR E~OF]
FAIERL TG, 22— LR -V AR A XY F 0T v F LU EREFT LTV ) T
VIR EERO R FE I e T A REEL I END, 22— L FOhaT ) A REGRRZED
FHERZ R 5 00 TR AR5 2 & TRl 7 C b R TR 2D ) B O A2 5T, =
— T VHRE DT ) A REWRINAFET 72D OISHFZEORBICHL B CE 5 L B2 TD,

6. HifE

AT TR LIE D OWISEE, BEAIEEAB4:(25450308, 17K07945)F5 K OFANT KFHRIEH
TFFERAETOR SR F3E(S1311014), PRk 27 FFRERT FOCF B T AH80E - WHCHEER B0 3k %
BCT LT,
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Y+ AL PAS0 BHOT U KERIEEESR (CYPIT) DDHEREARHT

AR, AATEE
FFE RN, G T F N EWTEE v 2 —
T 657-8501 i WA = i it X /S FH B T 1-1
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1. ERAEEGREYICETS2#%GEHAT/ A4 FEZTDERRZER
BEENABAEMIAAET 20T ) A Ry FIXZHEZETH 5 (Takaichi 2011),
< DEBNAREMIZBNT, B-huaT IEHEDE NS %@T%éﬁ,%ﬂu%@
a7 ) A RIS EMREOEL OB TEERL Uiz, Bl 21X, [ Byt
FIClE, B4 7%V F 0, x4FH%F 0, w74/#£&ﬁm7/4% T FECH
D05, RLEEEMIF CTIXE T % F o3, FRIC KRB Tl T A4 U b BB IS/ ET D,
Z— T L, R TIXT T X TF U, NT RmTIE, VTV T

iCmzxCr7axprFrbEERIuT /A Ryt THY, HR, BiEETIEra
XYoo FUREER I T A RofETHD, LL, D OEEEETIE, ML
ﬁ%@@@@%ﬁff%ﬁﬁﬂT/%%ﬁ%@f%5WT4/%%k@%y*7%3y
71 A (Haematococcus pluvialis) <° Chromochloris zofingiensis <5 D — 5l D i A 1 X8 55
DEETFTTTAZ XY FredEMmL, R T52LbMbATND

oLl haT A R HEOSEMIE, haT ) A4 RERERE O ZRMEIC L - TE
AHEIND, K TITRT DI, EEEREMIRBT 2 KR IaT ) A4 REAHRE
BTIE, A YT =2V ) URENEWEE L, TI7=AT T =V U U, T4 b
T, VaXvERT, aeha T o ERE BT o nARENS, BT UikER
DERBREE TIX, B-a 7o PWKBbEhsd &, B-Z7 V7 by Fo, BTV F
VEATD, L ORBIETIE, BT XV F U0 R X ALK TH LT v
TIXHF L, EATIFFUTF U, BT TONT AT —ORIEEETH L5 x4
YRTZ 4 NHA TNV T B, EATXH U TFUIERAT T UICERIN, S5
2, BEEOBERNRSTY ) %Yo F o, OT7 bV oFr, TakP o F s
DERIND, EFREITRRREELT, B-IaTr iy Mekansd ok x /v,
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B BXW o F o EED, FOKBIVERT ZAZXH o F o Thb, o-B1 0T U FEE
DA TIE, o-aT o BNKBIbSnb VT A 28T, T0%, BEEEEORE
By 7 X o F USRI EB SN A,
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hnhaT A REMREOHRTYH, U aXy bt CIEBEEEAREDIZBWT
FFHBE LR TH D, —F, VaXyBRbah, aeohe 7 EiiIp-rueron
ARk D BB LI TUE, S EAOE A AR RN BRSNS IV e T /A4 RO
ZERMENAET D, B-I T THERIC BEREZA L, ool ua T U AL— 0 BER, e
BROWE ZFFON, a7 KEUEESE (CYP97, BCH) (X BER, Bz FFRAIC/KER
Ib+52L7T, BE7rxHoFr, LTAUDESRICES LT\,

CYP97 X M7 APASOEERE 7 7 S U —IZB L, ~ 2 2B H T 5 KBILEESE TH 5,
—J5, BCH I~ LB HOKEMLEEE TH Y, B BROKIEILICOAEIE9 5, BCH IZ
FRZ: B- a7 v KEELEEE CTH D CrR 137 /37 7 U 7IZAF(E L (Takaichi and
Mochimaru 2007), % OAHFESFIZEEZGE Y TIXALEES Y o (Cyanidioschyzon
merolae) \ZA7(E7 % (Cunningham et al. 2007), BCH 5 X O OFEFEIBISE 7 25EY), %
B, ALEES Y DR BB A RRAEWIZ Lo L S 720, CYP9T 1A H7R B
A RAEMIZHA LTEY (Cui et al. 2013), < OBELWERIFEITERSEA RAEMIC
BIFT5H CYPY7 OAEBMEEMZE®R T LB LD, AT, ZHETICHLN
(272> B AR BT D CYPIT OBEHEIERER L OVEREBREZ L L, X 5T,
2— 7 LD —FE Euglena gracilis (LT, @— 27 L J L RKG0) IR S 472 CYP9T O
L =— 7 BREEREIC O W T B RENT D,

2. ERAEGREMICHEET S CYPIT BERFH
b7\ PAS0 BEFRIT RN Y U HIT K o THRIR RN ITHOA TN D
(Cytochrome P450 homepage (http://drnelson.uthsc.edu/CytochromeP450.html), Nelson et al.
2008), CYP97 B L OZ DMHFIEIATI1L7 7 A, B, C, E, F, G, HIZpH SN (£
1, FREAEAM, R EEITIEL T, 77 A, B, C B/ CYPIT 2FfoZ &b,
CYPO7 | ThkEIADE L DOIMFE THAE L= L B2 b D, ALEMEMP TIL, & —FET
& B RBKLHER VT« (Porphyra umbilicalis) 737 7 > B CYP97 #2753 (Yanget
al. 2014), HfAL#EE S A2 CYPI7 MHIFIEIEF 3 FAE L 72w (Cui et al. 2013), 7~
EEmSH (Heterokontophyta) (ZJ& 7 HEEEESH (Phaeodactylum tricornutum, Skeletonema
costatum, Thalassiosira pseudonana), @& (Ectocarpus siliculosus) 3 CYP97 X7 T v
E, FIZ, HIEIRA#EE (Nannochloropsis oceanica) 3% CYP97 1327 7 » F TS LTz,
S (Symbiodinium minutum) H3E CYP97 (X7 7> G T, =—727 L} H3K CYP97
(37 7 F, HIZHE STz, CYPIT DR & FREARAEN O v T /A FHLAL
(IXBERH Y, 7T A, B, CHLCYP97 ZHioke LAWY, wkiedd, A7 4 7 Tl
EETXH Ty, REFYUTF U, ATAURFEERI 0T ) A RyTFRTH LN,
77 E, F, G, HB CYPIT ZFi > RERHMH, MEIER, ~—27 17 Tiayry
¥V oFr, TR T ax I FURTELRInT A RyFRETH L, LIZR-T,
BEENGRAEMIZBIT 20T ) A4 RyFiEs LOEDOARKARDLERMEZ B 5 -
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T, CYP97 OFEREZNT I 5 Z LIXEETH D, T4, LLTIZER 955D CYP97
DOREFENBH LT > TE T,

1. CYP97 OFRMAIE

= EiE
(Bl 2aARXFXF, 44, E=T4)

B=HEWA
(Bl : #S2EEEF R, ATROVAR)

Y
(81l : Porphyra umbilicalis)

HEE

({5 : Phaeodactylum tricornutum,
Skeletonema costatum,
Thalassiosira pseudonana)

BE
(151 : Ectocarpus siliculosus)

EFERE

(151 : Nannochloropsis oceanica)

A EE

(51 : Symbiodinium minutum)

1—9JLTE&E
(181 Euglena gracilis)

2 — 1. &Y CYP97 DHERERRHT

v aA X} XF (Arabidopsis thaliana), A * (Oryza sativa) H0D CYP97 OHEREME
Mrizk v, CYPITA X a-B L O B-T T > D B ERO KB Z fiffitd 5 Z &, CYPITC 73
a-H T D e BROKIEL AT 25 Z LB 5 E 72 57~ (Tian et al. 2004, Kim and
DellaPenna 2006, Quinlanetal.2007), & 51T, A % CYP97A4 35 LT CYP97C2 KB #%,
BRI ERMBEAERT D Z & T, VT A ARICES TS Z LA &7z (Quinlan
etal.2012), — 5T, P uA XFXF D B-H v kK E S KB FBAK (cyp97a3 behl
bch2) \IZBWTATA UBRHSNIZZ Enh, vaA XX 50O CYPIICL 28 a-F 1
T O B BERAKBILIEEEZFFORRENE L, v u A XTF X FICRMD a- a7 D B ERK
FRALEE R INFAET D Al ReE AV R S 7z (Kimetal. 2009), 72, vuA X+ XF+%H
WS AR BN 20 B, CYPIT 1X BCH & & B A LFR I ORECTRE A b
VA% U CEERES 2R3 2 RPN 572 (Kimetal. 2009), 72
=7 X J1 > (Citrus unshiv), ¥ ==/ (Marchantia polymorpha) H 3 CYP97 DOFEEEMEHT
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2 61E, CYPITC D a-F1 107 D g B/KAGTEMEDR A 622 & 72 57273, CYPITA D o-F5
KO B-T T D B ERKEBCIEMEIIMRE S22 > 72 (Takemura et al. 2015, Ma et al.
2016), 2TV 2T I v, B=3 1k CYPITA WEMEEZ FF- /2o Tlik7zze <,
KIGH 2 AV T2 CYP9T OREREMNTICIV T, BEEERYR ¥ L X7 B ORBUT KR L= =
ERERFRTHD EZZ BT,

77 v BB CYPY7 EinFIEbE bLhEY), kPR RAFES TV D0, D7r<
Eh, v a U I UHEEKR CYPITBIZEBWT, a8 KU B- v 7 KR IE M I3 AERR
ENnZenolz Maetal 2016), — 5T, A XFXF CYPI7B3 @EIFEIIAKICI
T, o7y, B-Z VT IV U FUOERBNAERBICEILLIZZ EnD, WICEIT
%577 BRECYPIT DI vT ) A REHHRA~OREE R E 727 (Kimetal. 2010),
BIRF AT, Z ORI TH 5,

2 — 2. ERESE CYPIT DHEEEREMT

T & bl U CEEZEEE D CYPIT (2B o MF7Ei & 132 < vy, dTETIE, A7
4 TIZFVT, CYP97 (PuCHY1) DOREREMAT 2 S S 7z, PuCHY1 1X CYP97 7 7
V=D 7 BILEL, B-IuT oKL, €7 F 24T 5 (Yangetal.
2014), HiE X O%REIEHR k7 7 > B A CYP97 OIEREIZ AR CTH 5728, PuCHY1 [1F%
FHBENRH SN2 o T=Me—D 7 Z > BRI CYPIT7 TH D,
TARZXH U FUEABDONY NIy DA, FANFELEBRDNT 70 LT
(Parachlorella kessleri) (23T, CYP97 FHFELEE - DIBUEN BTz, 25D
FREEEA CIR YRR LT, CYPI7 MRIEE T DG LU R L, 7 A & %4
VFURET XY T UERBEOHBAND D Z LoD, CYPI7 FHFEEIG T DT A K X
YT AR, HABTHETER T ORGES~DORE G AR S5 (Cui et al. 2013, Yu et al.
2014), LU, BUEE TN ORGEIED CYP97 FRIFEAS T PEY) DB S RE o AL PRI AE
AT S TR DT, 5% I DR EERMIT A EEN 5,

3. 3—4 L7 CYPIT DIEHEERRHT '3
3—1. A—J LD

=7 PRI O M TH Y (K2), K >
BREAT O MR E MR I K 0 EE A2 1T O B o) &4
RIS % OF & FF> (B 1989, Schwartzbach and I
Shigeoka 2017), &7 AMilHEE & L TR MRS L -
%7 7 X REF A (Chlamydomonas reinhardtii) <°, 7 —
07 A4 FFRICAHEN D ~~ bay A, C
zofingiensis T IFKEEED PN IB T D DKL, 22—
L HEa—27 L Y TMIZET D720, FEETHZD

RS
N t

20 pm

2. =—2 v} (Euglena
gracilis) DPAEEEE H.
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ELDOBRRIIRE S B> TS, ZORE, 22— 27 L IIIRERIR I 0T /7 A N
EED, TNOOAMRKE O RS> TWDH EEZ LN TWD, FFIZ E gracilis 1%, £F
BEDSENZ &0, IBAWV pH FRIF T THOAET L2 L, £, MBI OEESRES
HEONTRTHEFTARETH D Z L L, o BEEEE & il U CHAIZ2 M T TR &
TEXHZERMENTVWS, 29 Liza—7 Lo >EN-fEemHAL, 2—7 L
FHTa— 7 VT EANKRERERIEORSE & ORGEAEZ KT X2 (Suzuki 2017),
ZOX ST, BUEL—7 U IZEEIE ST TR, BRREERL, bRk, 3o AR
DS AN SN L9 IThsTE T,

3—2. A—JLFIZBITHHBT/ A4 FHE

2= VI REAT DRIENEAWEOHR T, huT /A4 FEIEREZED TS, =
— VI EER I T A RELT, pB-AuT o3t FdoF o ofic, i, &
BHIIIMHE SN R2WS T Y ) %Yo F o, D7 bV F o wEAT S (Wrightetal.
1991, Kiipperetal. 2007, Katoetal.2017), B/ETIE, T mT /A FEAREEERS T Ol
BRE OB, PEEEEAMOm =T L FEhaT ) A4 REEICHHAT S ETHER
AIRTHDLEEZEZOND LI R-oTE, TNETIZ, =2—F L FDhuT /A FE
REBIRFE LT, AR O RIR TS 27 7 =177 =V ) VRGBS T
(crtE) &, 74 b BB ELG T (ertB) MRIE SN (Kato et al. 2016), &5
2, CrtBlZ>2—7' L FDhuT /A4 REKRIZET TR, Zun 7 o VERK, Bk
DIRAF AL v ANZEE o fE 2 Rel=3 2 LB 5027 - 7= (Katoetal. 2017) , CYP97
EELT7 4 N UTRO AT ) A RERMCRER T OFEMZREEE X 62072 > T
2N, BRI OWFGEN S, 22— Lo CYP97 MilFEIs T (EgCYPI97HI, EgCYP97F2)
DOFEFEHERE, AFRHEEE, REFIEICE T 22 =— 2 RAMANE LN 720, LLFICHENT 5
(Tamaki et al. #&FaH),

3—3. 1—% L7} CYPYT DEREM

EgCYP97H1, EgCYP97F2 DEEFRIGMEZFHII L7z, B-F 77 L KEB(LIEMEDFEN CTIX, B-
a7 CEBARIGEICHIRI G0 CYPY7 Bin 2 RMERIEE, ELInT /A FD
HPLC 73Hr %247 9 invivo IEPERIETEN —XAICT&H 5 (Quinlan etal. 2007, Quinlan etal. 2012,
Yangetal. 2014), AFIEIZ Lo THEHEHEZIT o7& 25, EgCYPITHL 1L B-F v 7 %7K
b3 52 & TR VT bHXF o FUaEl L2 &inb, EgCYPITHL X B-T w7 €/
KBBLEEE TH DL Z L EH LT LT,

3—4. 1—45 L7 CYPY7 DAE#EE
2— 7 Lz 31T % EgCYPITHL 3 KUY EgCYPITF2 DAEBREERE A Bl H M7 5
7202, =2—=27 1L+ CYPYT / v/ X7 (KD) Milgz1EH L7z, =— 27 L DOIEA
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Bl e LT, BEREEBE O v 7 7 U MIRIIREMSL S TWRY, E7o, mFls
BIEOBRIITME SN=28 (Ogawaetal. 2015), HAED & Z APAMED & 2 Hiffficid =
STV, —FHT, ENEETOAEHRNAZT L7 bR —y a3 9Bk E
AT HZET, BT KD fMlaz/EH 3 2R IBEICHE ST 5 (Tamaki et al.
2014, Tamaki et al. 2015),

EgCYP97HI 3 KUY EgCYP97F2 @ KD ffifid (KD-cyp97hi, KD-cyp97f2) TiX, £HH
EBIONTMELY7- o r7ae 7 4 VERIFHEIK T L TN, 202 &0, i KD
FIROAEBTHREDKTIX, 7 ru 7 4 VEBOIKTNHHA L 5 A HEHE O T IR
TLHLIENWRBENT, £T2, M KD MlaFoRaT /A &L, 22—/ 1L FItk
WTHRLEBEROREWY TV ) XU F U RITH 0 %K T L7eZ &5, i EgCYP9T7 A3
2= L FDhuT ) A RERICRAIRBEE ZRIZT Z B LNTRoT-, Fi,
KD-cyp97hl KR TIE, a7 /A NIZHO D B-I a7 OFNENEM LT Z &0 b,
EgCYPI7HI 728 B-1 227 U AKEBALIEME A2 FFD 2 LAY in vivo DEBRARTHH G Lo
7z —77, KD-oyp972 Ml TIE, AR THRE SN2 WB-Z7 UV 7T X FrB8LU%
DIZRFY ROER-NELZ o722 &5, EgCYPITF2 1L B-7 U 7 &4 F kg
R TH D AHEMENE Z BT, 728, KD-cyp97f2 MildiZ9e 0t T CHEEZIT 72720,
ZHELEE B2V T X TFro—HR=R XL &EL2L b5 (Lohr and
Wilhelm2001), & 51T, W KD M T, MEDO=FR /v, B EFHoFo, TA
XY Frolnolcr v T A4 FOERBOIER SN L0n, 22— L FRNE
TERNZT v ) A RERRKE AT 52 LR s,

%< DY) - B TIEL, B-I a7 VIKEEEEE & LT CYPI7 EInF721F T2 <,
BCH Bt b > T\Wb (Sunetal. 1996, Quietal.2013), L»L, =—27 LT DFH
a7 —H _X—A (Yoshidaetal.2016) FIZ1% BCH MBRIE I IXFEAE LR o7z, L
TENoT, =7 LFICBITD p-I T o DKERLIZIL CYPIT DHNEET S L5 %
bivd, ZOMGEIE, M KD HIROAEFTRE, iar /AR, /aue7 4 VE&ICE
T DB 72 REVM DS b RSz,

3—5. A—4 L7 CYPy7 RENEE®RIAL

iR X 5z, KD HCB N T, BT ) A REENEEICVK TS 5T,
vuA XRFAFTIEB-A v T K EER RIBE IR (cyp97a3 behl beh2) DT w7
A4 REBEXIFEAEENET, RDVIZ a-haT oRONTA P OERMEZ D Z &
D BN >TWD (Kimetal. 2009), L7223-> T, =2—27 L FHicBTs0hu7s /A
RERITHE DZEIN TR R D AT = AL THIE SN EEZOND, £2C, =2—7
VrosaT ) A REGREL T (EgCYP97HI, EgCYP97F2, EgcertE, EgcrtB) D#RE.
FENZ DWW TR Lo, 2 — 27 LT, BRI S BRITBAT L7BRIS, 7R 3E
Wk EE T A4 FRERBPEZ S, o, MLBR T, prT7y, U7V
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xRV TF, VT MRV UOFUNFRICEMET S (Katoetal. 2017), L22L, Zhb
HaT ) A RERSMT CIX, EgCYP97HI, EgCYP97F2, EgcrtE ¥ X1 EgertB in1-
DG LT E A EEL L oTe, £Z2C, =7 L FohnT /A4 RERIZE
JAEREFECIER L, BEGFHEOMREEERFTI LI 2 A, 2= LFIZEB T D1
S OHKUBITRO I 0T ) A4 REBITIESER DR R L Z T 2o 1283, BIRR
FLERE I L0 B HESNZ, 20 Enh, 2= LvFohnT ) A4 FEkitis
BRI L > THIBEI S LD Z EAVRB ENTo, F7o, AHHEIXCICHIT S -,
TREEEE SR CYPY7 AR 1 OFBUHIE & 13 H 7 > Tz,

4. BnYIc

CYP97 3 L O OFFRIE S F13Z < OEICAERAEM D7 7 A FITEEL TR Y, &
Nz v A XF AP CTEORELZKIENH O o Tz, Dk, 4%, B=I 5o
Ve EAEY), RV T 4 T, 22— L &\ o T EALESE & BFSCHBH N RS » T T, 72,
—ODHFR T 7 IV —ThORNRD, TObD7 T RN ES, 77T 812
BRICEVWRHDLZ Lo TE, 2O LT, 22— LD 7 FBIURHM
CYP97 DFERE (BERVENE, AEFkne, FBUHE) 1IMHD 7 7 A B LOC B CYP97
DEND EITERR > TV, ZOZ &L, BIFOMAZHEICT 2720 T2, @Eilot
MFEIZ BT D CYPIT OREREMNT O ML EMEZ /R L TV D, AT, BERMEIER L O
REREN AR 224 7 Z B AL CYP9T DRERERIT=C, = — 7 L LIS OA I ERZ S,
Bz, EEIEEI T 2 A4 R LTHbND 7 ax Vo F 2% ET 2EE, BRI
BT D CYPYT DHEREFRITNMEET 25 Z S ICHIfF L72uy,

HiEE

AT ZAT DN DTIZY, AR « AT 20%, AR L, B - Al
g, APERSERI e - RIAZFE/E LICZ K05 T zlAE £ Lz, LLDH
LB L BT ET,

5| FA3CHER
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