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Various light-responsive strategies in photosynthetic organisms
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Light-responsive strategy in cyanobacteria
-Light-responsive system regulating chromatic acclimation, phototaxis and cell aggregation-

Key words: cyanobacteria; photoreceptor; cyanobacteriochrome; two-component system; c-di-GMP

Rei Narikawa'”
1. Department of Life Sciences, University of Tokyo
3-8-1 Komaba, Meguro, Tokyo 153-8902, Japan

2. PRESTO, Japan Science and Technology Agency
4-1-8, Honcho, Kawaguchi, Saitama 332-0012, Japan

1. [FC®IC

T NG T Y T IR I AERERIZERWNT, —IRAEFER & U CEERRFERAERDE AR AT O Rk
é%f%éo@m,%mﬁwfﬁ<,@ﬁ&8®%@i%%§@k%ﬁ i, IR, SRR
EOMRERHI AR T2 b0, W, i), EEe S LETEH00H 0, HER Eokx 7B
WAEBFLTWD, F£iz, 3’06‘@0)“/7//\77 UTIIBREENINE LT, Mz absws, Bz
IL, Anabaena,Nostoc 732 E DT 7 37 7 U TITEFRHIERSEM T C, ~7T oA b EMEHTN A FE R
25K 10 i 1 fHOEIG TR L, £ ORI CEREE L HMNATI L2125, 2O X 1A 72
BREEICHIG LT SRR NMFAE T D720, V7 /7T U TITIEEEE, o, BRI EHEN
i > TND Z eI END, 2 Th, JUINEHAEMIT & > TREZERFRE VR, EERDE
ISEREDTFENVNE S ND, FEBE, VT /T U7 T, B »bEEL OMSERGNmHNT
WD SEDOFNZAND, HDHWNE, BF D M, HWEIDNE L OHlitES vV EOR A E
Z2% THitaEnL), SEEIDSE U OBHRESY V0 BN D= RN AR B2 D (AT — &
) 72 k2 RNOEBIGDMEE L T D, BEIT DEREICHIML L, 2R K OB EIT O 720

ST I T Y TIZBNTINLONIEBRSRPEE SN LB BD,

—J7, 1996 I S DNA WFSERTIC Ko C, Hflifat:s 7 2 2327 7 U 7 Synechocystis sp. PCC 6803
(Synechocystis) D7 ) AEHIHRIE S T=D % F 1D |2 (Kaneko et al. 1996), HfEE TIZ 40 FELL ED

R. Narikawa - 1

BSJ- Revi ew 4: 3( 2013)



TR AR RTRR 4: 4(2013)

ST INTTVT DT LEBIBNRESITND, £, %< O TIPEEAEI L STV D
7o, 7 DA AR & LTSS RIS K D FERRBT SRR AT T D, £ ORER, BRx
BNIEEBRIZHONT, 5F L-Ibip bl - IR L~V £ TE OO B E 720 5o b
5 (M1, AFGTIE, THETISES SMPIIT 21T > TEomfitalink, Bk, MaEEAHIE %
HIEEL AT DZOWT OB LRI D, FHT, WSEBARDZART L IE L HlHT 2SS &
OFABIRIRIC DN T, TBISHIEFE & W D BLR T L 72V

MET S EO—/LiEER
'JP/AQTU#ODA

ISPVESR |
I LOV PixD '

Ud Tir0924 SYPIXA SyPixJ1/TePixJ di AnPli CcaS/FdReaEs
1 — Zz
| gaajAogméﬁma—émﬁwmg |
¥\A ¥ V&
22 27
XSS g x P EE
e EXi DHIEL

X1 7 80T VT DR AT SO

2. YT/ NYTUTDIZRIK

ZIVETIZ, 0FELL LD T 2 R7 T VT DT ) MEGENTE T LTEY, 7 MMERD AR
DFEEHENT 2 Z ENFREL 7o > T D, FEBRZT /) MMEMETRD &, WKDHDWNIEED ST
IR T TITBNT, BEPNEEI AT DT L 73§§7\75>ofé°f: (Ashby and Houmard 2006,
Ohmori et al. 2001), A FE TIEMR THONTWDHZEEL, LFF—iESA (o K7vy),
T I EURESRL (LOV # 08, BLUF #2308, 7V 7 hrnald), BRT N7 En—/LiEs
(T4 hruanb, YT/ T7VFrab), 7<gEeR PYP) KBS D, 7T /"I T
U7 T, 7~ MBRESTILISND BT DX A T ONZFEB DD > TD, FRZ, LOV # /37,
JUTRral, T4 70l T INTTIVE7aNIUTEAEDHEK, BEDOTT )7 T Y

TNAFE L T DN BAATH % (Brudler et al. 2003, Tkeuchi and Ishizuka 2008, Narikawa et al. 2006, Yeh
et al. 1997), —77, BLUF & L _78eu RV AIRONI-FED LT ) 80 T ) TIZOIFEET S
(Jung et al. 2003, Okajima et al. 2005), 7 7 EAEERDEZ RN, 77 v nERNEZRINT 5720
%@%?@W&Lfﬁﬁﬁéo*ﬁ,%%?F7tﬂ~w%ﬁ%¢574F?BA-V?/A?T)
A7 a bOWE, SERIEONZREPHRESNTND, ZNHOSERINEOZRE, AL T
WD EFEROE N BREEDOIENC L > TEBLSN T D Z &R0 >odbb, 74 hra i
TlE, RO EBREICOR CORWRINER, > 7 /07 VA7 arofs, & B8 bl
EICDM T ORI, k0t & IRESEORM TO RIFHDZ R E705E S Tuvs  (Ikeuchi and

R. Narikawa - 2

BSJ- Revi ew 4: 4( 2013)



TR AR RTRR 4: 5(2013)

Ishizuka 2008)

3. HEHHEZEHIEHT HHEE AT L

T IR T VT ONERIZEBNTCL, BT M7 Y a—nA gt EES LTDBEREAR Y ot
UY—20, JEHLO7 a7 4 VPRI TERWVHEEEL, ORI —% InHNIRE
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T TITE, BERONMEITIRCT, 72 7m0 74 an ) A CORMEEHSED
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pixG 77 7 AKX —%, KIGEEOMD /7 T U TIZBWCELEZ G 285 12 7 A% — L OF
At DR SN2y FAZ—Thbd, ZILDLDOBE T E T EILPCCPRICBWTIEST 5 &, &
DS~ L EEHT 5 (Yoshihara et al. 2000), EEPERIENC W T E 2T 25 £ B 2 DL TV
L MCP % L o378 ERRRWEIN & D 2 L /X BN PIXIl T D, ZOX LI EIXT U 7y hELT,
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AV EFFD, ZO Pixll XX TBERER L CEON IR 25, FOELEIECLD
AL % 7R LT- (Yoshihara et al. 2004) (X 1), ZO#fn 17 7 AX—DIEE AL, EEE
3237 7 U 7 OBETHE L FFBURICH D03, pixG DIxa=—7 I58(a - Th-olz, iUk
PatA BID VAR AL X a L —F—L W) 2T )R\ 7T YU TR R I 2 oG a— LT
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S EIZWiER 5 (Okajima et al. 2005), PixD 137 7 B 45/ BLUF # /87 ETH Y, HHEMHR
Shokv, 7703 10 m IEERREY 7 b5 (K1), 72, PixD TSI FCTPIxE &
B EEAEETER L, FEREHNC XY ZOEAERIMREET 2 2 & b 0o T,
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D DOBIE T 2T 25 &, pixA G TAEERICB T, IEOBEEN AR 2 DIkt L, nixB,
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SO Z TR L T A, Synechocystis |IFE~IREIFEIZRT L T bR < IEOENMEZRTZ &
W TND, ZIHDI LD, KRIEZFRE SIVTORUME~IREIEINET 5 A A OB
BRDFEL, TORBIROAL T L LT, INHDT TAZ—REE LTS Z EAVRIBS NS

(B43), ZNHDNZEEPETE~FONTHD Z L OBIGHREREBLE LIV, HE~FHEouX
IR, A RICHIT DN HEL L EEZ LT VI TH D720, SE~HENIFEET DIFL,

s~ AR B LD AT B IR L LT TS IR 5 5, S%Zh2ho
RS ELRA AV, EHONEEMAE DT BT, FEE+HFREK, SR
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pixG 7 G AR —ZEL DT ) AT FY T D
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vulcanus RKN (T, vulcanus) 1%, FimEBFIREN 57°C < H5WTHY, 45°C TClimy oA EE R, T
vulcanus % 31°C (2R3 &, Ml 24 BEE E ORI 2 T CTEEEA S E 2 27~ (Kawano et al. 2011),
IEREICARIE T COMAEES, —Hl 7Y O EZRO T Z L1270 DD T, Jb RS U
oﬁﬁm&fﬁﬁm&&ﬁf ENTED, ZOREMIIIRT LT, SHOBELE (BT —7F,
TNHF—Y, FaFT—ERE) 21795, BT BB Lo CERANCEEDSRE S,
F72, 45°C & 31°C THEE LICAlZ N ENOEE Lo rn—2 2 E&T 5L, 31°C THEICE
N —ZAEFENTFEIN T, £z, 45°C 5 31°C ~SIlE B L TRbDL e —AED X A A
A= AL D L, 24 K E TOMITIRZIZEE L TS 2 EVnnole, ZhbDZend, T
vulcanus |23 F HIIEESMH F COMIEHEIZIT B 0 — ADOZREPNEETH D Z EXah o717,

T. vulcanus D77 ) LEENTIFATOIVTDRWDD,  Tovulcanus & Tix  HEFHE L~V T 99% DB IPFELIM)
72 T. elongatus BP-1 D477 ) AEIAITIRE S 41TV % (Nakamura et al. 2002), T. elongatus D77/ H5H1Z
1, 3 SO a— ARG TNFELTEY, ZNOORER VN T, vulcanus (264 THF
FEL TV, 22T, ZILOLDBIG T OMERRAAFR L2 L 25, Tvllo007 &5 BIG T ORIEIRIC
BT, KRS T COMBEESCE L — AR SN o7, ZHHDIZ LD,
Tvill0007 73— R 2%/ m— A GRaMEEE TVIN0007 MMEIRSRE FChein—2 &AL, HIfaEE
R &I LTS Z EAVRIB S L2 (Kawano etal. 2011), TVTIO007 (FEEGE K A A > LiEMEHL R
AA LISNT, CREHINC PIZ RAA %&FFD, ZDPIZ RAA L, ¢di-GMP & W IHBRIRX 7 L
FF REfEET D RAA L ThD, odi-GMP ITUTFE7 T U TIZBWT, A T T VLB 8%
fld 280 RA vy Yy —01 L LTEREZHED TN D Millsetal. 2011), FEEECAKIGEIZE
T, FEREIZ ¢di-GMP 23 /v e —AGREHHEIL TV A Z & HESILTND, ZRHDI EnD,
T.vulcanus \IZFBWThH, c-di-GMP DB PIlZ KA A IHEETHZ LT, Bro—AGHaidiiEL b

BEPEASE 2 bIVB, ITEORATIC ‘;}ﬂ
xv, i’éi‘éc:otoﬂ%’r%téhf AL <— \&lLo-
c-di-GMP ZH T DI ARIN 2 %ﬂ@ ,;é%

FIRREEHE I LT D 2 L SRR fBrast

SNTND, ZOMZAEERBFER o) me{
LREREOB TR AR L,  mhamE pilz
H ORI L > TTE DRk BEX

A ¢-di-GMP BT %, & BIZ, P

ZONEFEE A= N A ETE - o -@-w
T 5 b, HEHEAITES S A
FIMEHEA 2 B Rote, 2GTP c-di-GMP

INBDT END, HOZENGE
WGEART, Brm— A SHEE 4 T. vulcanus | Z331F HARIREEME T ORMlaEiEE Ol
DIEMAL &S LT il o—do  HET L
v RE S (M4),

ZONZFENF I TIE L E N7, JE & MIakiE & ORSEMEAZEBL LT\, 4 BETHER
L7e L9, FERIIEEISLUGIETHY, = F =55, HHFELTIESEI LOTVWHETH
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5o ZOBGMEREEV D, HEFELZEZ LT WERHE T TOBETHLHZLbEZLHE, FEL
DOZFRIZLY, SeE T DEHEBISG A E Z T2 LIRS Th D LW i b, £72, AN T vulcanus
(BT DM CH DN, VT /T T VT DY ) AT, SR R AL & c-di-GMP AR KA A
VEFERIONEIEE IRSEEE T 5 &, 2OXLTT TV EEAE L THOLEZZA TS LoV A
WSRO R OB BT ) NI T VA7 v M FENZE AL ETH -T2, Zib?d
FEIL, Z2<OVT AT TITITRNT, FEIMINE LU THIIESEZ 5| S Z3BIRB - ET 5
T L AR 570 Ly,

6. SEROEE

TN T TR DHINEBG A S LoV TR BT D 72 DI, IR A AT
BEZR T VA & W& AT N ECTh -T2, LU D, WIS —4 o4 —7a B
FER72HANEIRIC LD, FEET VEMIZRIT 5o =— 7 I O EBISR & WB RN IRAT 35 2 &3
PRIE D bEDIZ/2 o TS, 77 KMEREHIEL LT, V7 /7T VT ORI UEBIS % E
SRR T D 2 LIS L0, > T 7377 U T ONUGEBE I L~ O B C
XDIEAHD, —H, SARIRNZBIROZENE T AT, SFRINTIT T 5 2 & bR Tt
T 5 (Rockwell et al. 2011, Rockwell et al. 2012), ZAL5H —DOHANEHL TN ZET, 7/
77 VT ORISEEMEE, 5 LIV DRIIE L~V E TR RS EWECE 5 L HiRF S LA,
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Light-dependent transcriptional regulation in chloroplasts
Key words: chloroplasts, Cyanidioschyzon merolae, light response, transcriptional regulation, two-

component system.
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1. [FL®IC
BERHALY, AR BRI 7 2 N7 T U T OSSN AT S Z L THAE L L
BEZONTWD, Thd 2 BRI, HEICHET2MAE DS 7 & DNA & Z O s 73
(R « FIRR) VAT AMEbD > TV 5, MO EISE, —IEOBLEFRBEZ N T 5
HDOLE L THMINTNDN, D &b AN YNTIBWTTIERADZ DMREZ > Tz &
HEE S LD, AR TlE, HMIZALEE C. merolae |23} 5 RN E L T OIREHIENC R 2 H R
DOUWVTHERR L, WEBILAER OB INE R PE s R BUHIEH R OEIZ DN TE R T 5,

2. BEifpaiTES VY

Cyanidioschyzon merolae (C. merolae, VLT > ERES) (ZHMROAEETHY, A X VT -
TRV EROMEBIERIR DRt S o, @i - RERMEOMIREREE AR T 2 2 ORGIE,
B I har RUT - ERAZZNE LT O LFrcanie &, FERIC M oS 2 R
L, ZOREAEFM L TANT R T H558EE O Z LT, WhHAEYFOET L E LTD
FgE3 s 5T 7= (Kuroiwa 2000, Misumi et al. 2005)

[1 BB FLMECyanidioschyzon merolae (P2 R EC 1R )
W& TMTP oM () LaEiE ot =
(£7) 27 Li-. ZNZFNDAPLC L 5 Ufaig & IR G
§

- e - . N -
L T4, Scale barfi = TluymTH 5

VDI b3 RY T (Ohta et al. 1998), FEfk{A (Ohta et al. 2003), #% (Matsuzaki et al.
2004, Nozaki et al. 2007) D5 ) LMIETHHINLTEY, A hrrBEEAERY, BIETO
FHAEDD TR R EDJFARRI R RSN 7 ) DMEIEN S bR S, WA N DMFREOET V&
LTHIEANEE > T D, FTIZ/-> T, 4Kk DNA OBEASL—IEMERBL, FHFEIELHR 2 2 F) H]
LBt 2 =Ty T 47 HA[REL 725> TH Y (Ohnuma et al. 2008, Ohnuma et al. 2009,
Imamura et al. 2010), 5% D FBIRFFRORIELHIFG SN TN D,
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3. VYVERKYT/ L

BERRIL, 7 /T T U T ONEEAICHRT2MBE DS ) L%FD, ¥ U OFEKEIZE
DR & AR —ARGHBRIRD 7 /7 2 DNA DIFEEL TWDDS, @S OZEIRYT ) L & g
LT, A R1FK 150 kbp L IFIELEDSRNE DD, BInFHIL 243 Lo XF RF0A F -

Z o8 alp EESEREY) (R 120 A5 T) ORI 2 HFAEL TWD Z & AVRE7- (Ohta et al. 2003)

DT EIE, AT MTEVEICEEFREREL TS I EERLTEY, HAEFOTT
NI T VT OWEER XKML TWDEZE XD, LLARns, HERKTHIET S22 L/ ED
EE 2000-3000 L SDILTEY, AT ) A EOBE T2 TETOMREZH 5 [ZITEE,

I[N

-

AL S TRBIAENTZ ST /N7 7 U T OB OKREIE, EEOWER TR LizEic
BITLIEEEZ5N0 TS (Leister 2003), 3V AZBWNWTHEL OMERKAZ X B a— R
T OB ITET ) DFHELTOD T EBHL N E R o720, @MY TIIEY ) Aca— R
ENTWD XD RS DB TRRIEERRT ) A FIZESNTWD Z Enb, L0 HAELO
FMZRLTNDEEZ DL ENTE D,

(2 2 AZET A YRR RIE SRR O, BERES 7 A BIZITAE S oG EB 2 5
23 T a— FEANTEY, o 27U PHEORNAKEY A F7—F L )V EY—AIZLY
5 - BiREN 5, Fiz, WY / LiZa— FEan 3 A KR ROFEOT G R 7 BFET
HZELEEO—2THY, MEANHEERZIZLVIEVIREEZRML TWS L0 L PEENS,
4. U DEZIAES I

FROEY, HERMATHRET 2 ¥ VXV AR a— N8B, Y A LTERKST 7 AT
DIVTHAE L TN D728, AR & OFERRMAREE 2 EF TS - MR 2720l s/ A0
IR 72 B RENMNETH S (Goldschmidt-Clermont 1998), L72723-> T, BREZZE(LSOFED
AT = VIRAF LT B S FRBURE S BB AR 2 RT3, T ETIS, MREIDSE LTI
& 2 HERME S F O BEHIEN BT DUFIE R~ R FE CIRBE S AL TR Y, KR, HERIAE
RNA R YU AT —EBOT mE—F =ikl 5 v 7~ KON TIZ X DEEHIE O SZRD,
UV L B DT IZBWORE TS (Kanamaru et al. 2001, Hanaoka et al. 2003, Ishizaki
et al. 2005, Minoda et al. 2005) .

— 5T, ZOXI R EDERMBOEGHENIINZ T, ¥ A8 I T 2 "7 T T
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Hk LB X BID 4 FROJFEZAEMRI OB R % 2 — R 586570, FEREST ) A Blza—§k
ENTW5, ZHHIE Yef27-Yef30 EFEEN, oY v LSO EIEORERIE T ) 2B IFEL T
% (Reith & Munholland 1995, Glockner et al. 2000), Z#L5HD 5 5 Yef27 & Yef29 1%, ZiL<E1
OmpR ! & Narl BUZFEE D RGHIERO L AR AL F 2 L—F—%a— KL TEY,
7 )77 U T D Rre3l (RpaA) * Rre26 (RpaB), 3L Rrel (ZENEAVHFIMEN E & S
AT % (Ashby et al. 2002), RpaA & RpaB (%, M4#liT A7 — MEF OLERBIICISE L TPSI &
PSIL O 7 WA X&Fii3 %) ([THMICBEH 2R & L TRIESNTEY (Ashby &
Mullineaux 1999), %72, ¥ 7 /77 U T7IZHBTC, RpaA [T HIFEFOH IR (Takai et al.
2006), RpaB (FHEJEA N L RIGEICES 5 (Kappell & van Waasbergen 2007, Seki et al. 2007,
Hanaoka et al. 2008) Z & NZNFIVRINTEY, LlEDOZ N vy v OBERIKICE S Lz
TR ISR MAT B 2N O HBREES A IR B D ATREMEN B 2 Hiv D,

5. ERABEMLGIRIERE & EEHIH

REBIGEICERS D2 L3N TWD ROHEHAD LV AR AL F 2 L —F —BI5T
(Ycf27 » Ycf29) By v DHEERRITIEINTND Z &b, WAEFIOVT /377 U 7 flilan
AL TCWIEBREISE VAT A, FRCHIRE RO R Yy VERMAT BEL 13N L) 47k
FEREL TV D ATREMES PAR S vz, SEBE, HBESERMAZ V72 Run-on #5%5% (Hanaoka et al.
2010) &7 a~TF oagEikkike e —E=2OERIZE Y, O OBERRICIE B ENDEEE
R BRI EET D 2 EAVREH TV 5 (Hanaoka et al. RFEHRT —H), il S L=
BRI EHIEIZ OV T, BIOZERAR 2 — ROEER T TH 2D Ycf30 23 CO, BREEDILNEIC
Blios Z LAVRENTHEY (Minodaetal. 2010), FEHAIZ 2 — R 472 24D 4 FOEEER 73
NY T ) TRIBRBRIN A O TR E U CHERMAM B OBRBIISEICED S Z LR R E R TV D,

(B)
tight — @ —»Q Light

(A)

X3 SEERBDICH IS Uikl s T oS E,  (A) BEREO LIS Uiz S L.
FE A DO HINA R At LW A2 Twa E PiEEh S, (B) —F, ¥/ ORI,
TR HIEGR A AT LIS RIC BERAICIRE LS HE RS HFE L, e oM T HORSI2H S
LTWADafEMEN R X Tna,
U VBERHR D TR HIEIRICBWT, VAR AL F 2 L—F—Ycf27 ¢ Y29 & xtE 7T
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EAF YU FF—Y (CmHIK : BEERIKOZRICEDS B H—) 1%, 7272 1 BORGFELT
BY, Blla—RFE&T\% (Matsuzaki et al. 2004), =@ CmHIK (%, RO 7 4 F 7 v AR
TN T U T THIGEIZED D Z EDPRINTWVDRRO e ATV o FF—8 (7 /"7
TUFI7vl) PAELTWD GAF FAA LV OEZFICEDLIEAHZHEET D) IR b
HAFRMEZ RO ZFF > TR Y, MOLNDNZFERE L TOUSEITED 5 AR R~ ST
WABD, ZORERIZOWTIHLCENTE ST, 5% O L DA S D,
LLRID & @I 3N T S BERHAR O BRI NERPEEL, TR T LT R T O
NG AT T D72 OICHERET 2 2 L DVREA T2 (Pfannschmidt et al. 1999, Allen 2005),
Z Ofillf#IZ CSK  (Chloroplast Sensor Kinase) & FHIIVD & /X7 E 0305 Z & D3 Fciltic 72> T
BB 2MZ S 47z (Puthiyaveetil et al. 2008, Puthiyaveetil et al. 2010, Allen et al. 2011), CSK {%, & &
FUHF =TI RN OO RTF SN GAF KA A VU &2Ff-oTEY, Llickx7z
CmHIK DA —Y 7 ThHhHIEIRBENTNDS, ZOZEE, ¥ 7 /77U TICHET D
HISE BRI AR DRI B DT HEOIICE SN TEY, a2 GRS T 72 mHEE
PEEZRLTEBY, 0~ ABBEZGEN,

6. KILERDEL

TRy T )T BREAET HRIOFMBEZHITIE, AR TR T\ oot B B,
Zd 2 ELOIONIEEINLS T ) X0 T VT BREELIAATEY AT A, $b bRz L
THLDOThHoTmEBEZLND, WLOBRET, ¥ 7 /0T U THKEDEL L OBIEFIFEERA
T BINBRDNTED, HAOANVTEIIBITLIEE SNTWDN, ZOEETHISEICEbD =
A=y NOBIEFHIRAIEIIBIT L, b LIFFHLIEEINZL D EEZ LN, %
DT CHUE ORI SERDER SN EFE 2 Hivh,

D) A RIIET 4 vk, VT Rk, Tk bhauipd, A e
WZHEE = R L TWAELBTINRYTZL20T EAREN TS (Matsuzaki et al. 2004,
Nozaki et al. 2007), BT HISERDBATT DIBHPOBFEZ S Y U BT D D0, B DHWNIIT X
FEE L QWGBSR SRIRBR BE I AE B LT D 9 BIZEDI T LE - OIRHTH 573,
VDL OIAGTIBNEBRITEIEE T 5 Z EWVREN TV D (Fujiwara et al. 2010) 72,
UV UPRITIE LT S OB T REEE S AT L EA LTS Z LN TH D, Bk
21z, AEZRICEDDAREMEDO H D CmHIK [ TEEREIFET DB 20, ¥ BT
XIERRIC I T D HIEE R DI REDONHIEICE G L TW A RREE L H Y, vV U ifEnb
(AL D) HEW) OSBRI DOJFRI O I A& D Z LN TE 500 LIV,

LA OIS A, SITKAFE LTS X D SRS s T3 BRI I Z o TR 7R
BN R 2 SIXT IR CTE 2, — 5T, ITE [T AF Ry 70 TN D3RR
HRD T 7N, BEOBMKETHRBAEZGHIEHT LA =ALARHESINTEY (Ferndndez &
Strand 2008, Kleine et al. 2009), % & FERARH O M OIERISENBE TH H & OET /LD
EN TS (Woodson & Chory 2008), HIFEPNILAEICEIL, WiY ) AOBA TR ST
72U, BT & OFIBEITET TIEZR <, BERMROIRAE A Sk LT & 0 2020l 217 9
VERNH-T2EEZ NS, VY NTBNT, DX D BT 7T IAREED A S
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STV ET 275, HEREIGEIC OV THERK TR LG RE ST AT RV 7%
ML TRIUSZEL TV DO AR S E X b D, EBRIT, B L EEERIKT ) LOBERO I
BOWTERKBRO V7T NVRENEETH D Z ENRSN TS (Kobayashi et al. 2009,
Kobayashi et al. 2011), 77 AF R 7 F /&G LIz Y > OB T HBHIER I OWTIERT
O TWRVENRZ DN, A X T AT EEEEMICBW T, Ba— ROKEK
BB TFORBUNT T AF R 7TV L > Tl Z%T 2 2 L0, ZOFRISERKICEET 5
B ROERRACHLMCENTND, SHIT, 20K RV 7 I MEERITICARET DR
726, BPESERR e EOIEHEMAREKTHLALND Z EDRRITIZHR > TORSATEY  (Enami
et al. 2011), > > @D X 5 72 FHARI e REWAINE CHREZE S 7o % & BERRIR O BT M) v 77 AR
VAT MIEFERED~OHELOWE T LY MEICEMIIFZE L D EBE X bD,

7. SROEE

Pk, HAALEE S SRS e SRR ORISR 2R U, MR R X0 BERE A
FEAE L T DBED R EMEMICE D E TONIEERDOEIZONTELE LT, HISERIZRST,
Bz 7237 TV TRID Y AT APRBITEITEAT L T IZON T, SERITHAERI - T
BREISER, BIETFRARIIGRAICEDN T b0 EEZ NS, FTH CSK DL H I
B DEERIRIZ BN TS BERZOLERRICED IR SN TR, A ERDOIBIZLD
HIH, ERARICL DT TAF R 7P af Lkl & & b, MW AR O SEIRE R 2 R
LTWEHDLETREND, 5% bOESORIERERICIRET 5 Z & 722K, LIRS L
SIS DG PR L TV S ENEETH D,

—Ji, RIZHBRIZEY, VY AT EOMRREAY TH Y, TOBRETAEZ TV DD
VR PRI ETHEIBE 'Y FEEE L TOWDAREMDR SV, & D FEORHSIN 22 B gD 7
EHRLCWDABEER D H, LI >C, LAY ONIEED— g% M5 72oIs, FiobIsE
HERK OO X 0 BEMZR LA N D 720121, S DICE L O A Exg L L CRER T 7 e —F (12
KAMENVIETHDH EEZBND, TOT-OIZIE, IHICEL DAL D7 ) MMERESD
ZEBRITVEETH Y, LIIUT K DINE RO IEABESE OO IR S D,
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Light-responsive strategy in stramenopile alga, Vaucheria
-Blue-light receptor, AUREOCHROME, act as a transcription factor-
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EE SO N— 1%, BEEWM T > 2 Fa (Vaucheria) 7S Ha5KF T 5 bZIP
RAA & LOV RAA U EFOHFONZRIKA—1L 427 1 . (Aureochrome) % F R L7=,
AL TIL, A — L A7 0 ADOHRE & ZDOREEBRICOWTHRITT 5,

1. FLDHIT-FEACEREEFTBAZBEARDHKERE-

FEIZ & > T, HIFHERETVE RV —Z BT LD Tid/e <, #Elh, 54E,
L Wo T EMIEEIZ 2 br— LT 2GS (BR) &L THATHD, MHONIEER
ISDA N RIE, RES - mREEE FEANXTH Y, FFIF ORI E O TR
B - EARENIETH D, £, HMB IO I > THET 28, SV Er
IEERNE THRIFE N O ZERKIE DG A 7> o THS /il D BER AL ENER), LD 172 &
FREORFEANIETH D,

PR < EAREIEPOE DZAFMIT, 1959 47, b 7w =2 v Om{e3FA X 5 bl &t (Butler
etal.1959), 7 4 K7 v X (Phytochrome) & 4T iz, 74 7 B AOFREND, Rk
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I e EARBESISIE L 0 EEARFZEER S TS (EA 2001), — 5T, FERSELED
WZHERDOEBRIIAHAOE E, AT, MIRFH, PR RET b TE e (8
8 2001), 1993 EiZ, v v A X+ XF (drabidopsis) FE5RIE FAR DR > & W] D F A%
Bik27 V7~ 7 a2 (Cryptochrome) 723% "7 &1 (Ahmad and Cashmore 1993), & ®%% 1990
FERBZPLICIIREEOF RS EIRE LT7 4+ b ha vy (Phototropin) 23 [FlE & 4172 (Huala
et al. 1997, Christie et al.1998), 74+ M bR BV IIHZH NA AL THDH DD LOV
(Light-Oxygen-Voltage) KA A > & C Kigflokv) v/ AL A =2FF—Enn7r0, K
PETZT Tl e < BERE N EMEBI ORI OB O, FEDORER e E~DB N Z D% 62N
-7z (Kagawa et al. 2001, Kinoshita et al. 2001, Sakamoto and Briggs 2002), 1990 #={t D & )
ZREORE I L - T, FORIEOMIEE, T E TOAEBZEN, MR RN 6 5
TEMFHIR T~ R L, 74 P e B ORZR NAL U THDH LOV KA AL U,
chromophore & L CT7 7€/ X7 LAF K (FMN) ZfEe L, FRNEZET H, LOV
RAAL L, EEOANZ TV T OECANZEERICE A LN, BEAYDOIREBEAY £ TIR<
FELTWDZ ERBH BN > T3 (Crosson ef al. 2003) , A X CTHEAE L, R
MaT T2 L, BRI L C& e, F-fkDERBOE LENR VR CHEAE LT
BN, HONZRVAT LAERESETE LI LITSRORVITEND LR,

2. JVUFVIFOQFREZRRRAF—LA I OL

— - > C) ontrol 7 T\/vj—‘?/ i ]\\\ X &iﬁé*ﬁ% Fqﬁ{f‘%

urec? & 2

a)| *WL’ *GL
BT 2 mETHY, HRR

TIZAAE, WE WA, o7z
THEICETOALAER LTS, &
ROLEMIBTHY, ZOMEND
RN Z Y, IERITEIEE L~
v MRICEBT 5,

Tl Ran, FEEfEYyE

e = LR

e e " DIV, IR 2 7T

Z L0 100 LU ERTICEEIC R H# S
AUREO2 sasss T\ 7= (Oltmanns 1892, Senn 1908).
I- -I~— — ——J:‘ Lgy-s J 1975 #1213, Kataoka N7 3

1. 2vFoikOx—LA 04 Feoldic etz 5L,

a) 7V VR FrFEPERIEMKIE, WL, BLEET e, e -
BR300 & D3 B 3 5HE T =
A, GL, RL TIEBIIFMRE N, b) A—1L 7 il ’ﬂ§‘$% RS
1 A DORERE. AUREO2 L2 DA > b a (BN D 5, L5 (X 1a, Kataoka
¢) RNAi Bt 1. AUREOL2 L HI2/ v 7 XU, d)RNAL 1975), D% b7V F I Fad
FEBR 2. AUREOLL2 ZZFNEN/ v 7 X T, aureo? TIIH S8 S 00 A B T 16 1

Al‘iﬁ;{ﬁl_ﬁ un,—-—»zﬁ ~$O
BRI HALTE 72 (Blatt and Briggs 1980,

Takahashi ez al. 2001) .
R=blE, YA XFXFO7+ N bEUVEREZESNTELT, 7V I RRTO
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W REEREHRDT-, RT-L T, 7V FuoFAREEKED 74+ F harEUIc X
STHIEENTNWDIDEAI D2 ZNE BMOEZREBHHML THhDEO02 TN, 7+
MREEYOLOV FAALE2H L, 70TV Ranb LOV KA A O AT,
T7FIRanb 7 x M b EAIRONL RSN, ERETONZFERE TR
R HREEOHF AN Z R IR E R A LT (X 1b, Takahashi et al. 2007), = OS2 A1E N Kl
ICHRER - Td D bZIP KA A 2, CRIAIC LOV RAA U EFFOH LW A T OIZRIR
THY, 775D aureus (&, &.0D) "HA—L 427 o (Aureochrome) &4 fF1T 7=,
2ODT7 VIRt —vArus (F—vAruabl, 2) X, 7V FefildaNT
CTRIEEERL, BN EZRET LI ETHREOBBFRAZHIETLIEEI LD,
TUFvIRadA—Lb A/ A RNAIWEL ) v I Xy o s85E, 7 R
BRIZEFENR O, FEAELHRHE L TOUROIERITEZ 57280 o7 (K 1e) o & 2 AN,
=V A ab2DHhE )y s Xy oT 5, GHEAEGENER SN (K 1d), 2l
BRI T, A — VLA 7 a b2 PRJREEN D BEEAEMEGRE ~OMbEfl L Tnbd 2 &
ERLTVWDLONE LRV, ZOERND, A— 147 0 ARNFOEEER RGO
RETHDLZ EBNH BN T,

77U U RaTiEA— LAY a AORENRIH LMo T2, B R TOFERZR
(RAFFE D REEAIZHERR L T2 DI, Ay TOMRILT > I Ra TOMTRH
LHDOHTHD, Fl2HiE, 77 v Nuezg B iid otcE KR R>b on
B DL, BEMEYEEOREOMY &1Xe< B o bBREFFOZ LICERL, K
BB L O ORAEM TOA— 1L A7 v AOHEE R T,

3. A—LA IV OLITEREMDOAINREFT S
O & ITH BN WARITH D05, Tox BARANTITIEFIZ/ UANIEY, RO 2

By @,,,,WT.,,(“) VTRI A AN T T s

” ' @ ko EREE D B D o A R

6 é BET, FHICEBERENNE

= g A Ehb, KEO—REESEE L
mmm$<:§ij diiib TEYLTHY, MK EORSE
WEIC LB KRR M BE o, &

BRI AR & 4T 5 Y, T

3 IRBERRIR Z R OB R E AT D
xean &, Wb ED A R T A A

e Jb (St iles: St =
_”‘m,*, — R (R ramenopiles: Stramenen =

2. —RAEY & = Y Fb,pilus= E) EMEIXND,
A RNT A XA L OFERKA R X
NERBR2AKOHWELFED, ZOWHKMRORWEEE (RIS ICBEROMEENELZ LN
Do B DOEBETITNY L IEEMRETT Y GEREZED) AWM Eb~TEY, MWDoy
Bix, xR, FAEEDR, YR, B8R, EROLSTHL (HRH). B FBEEEEIIC
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£ D IHAE & D IRATO 0 TAEMF DOREIC L b, BIEOMYIIRANY), Moy (i
B, JKEkEy (KEdEE) o= ﬁﬁ@&%éﬁ EBZ, TN EREIERTYT NI T
V7 (Z ) BEROERKZFF> TR THEBELTWD (—KkiW), —FH, av7, U
B AR EOEEAKMIL, WCBRAREEOEMAEWN, — R TH DAL L Mg S &
HZ LT, ZIRMICHAKREN ZES LA Th D (ZREWY) ., [FEkO ZREEWIZIE, 7
U7 MEPONT MEDRH Y, I R U AVIEREEROEREKZ RO REM TH D (X

), ZOX) ML E REREZ, FobiX, A=Al 7oy ReiZid ik
72K, AT AN, & BIZIEIMMOALEE R O ZIREEMIC b @O Z F AR TIL R
LEZ, A—VArubF Ny n s OREEIT o7, LOVAEET 7 A ~—% /2 RT-PCR
& RACE &, 2SN TWAD S AME# %A JCIZ BLAST R 24TV, A RT A/ XA LDFE
6 M OLARA S #l, LA 1H) LEREMTOA—L A7 v AOREZH G )
2L (RD, A=A 7B AE, ARNT A RAAD) BIARELT D EE, bbbk
B OB B RO oTe, ARNTF A I RANLDIBLHAEREITDODRNWI A AE
(Saprolegnia) =<° phytophthora 7> HITRHTE 3, N7 MEWHL7 U 7 My, LTI
D DAY O TR DR

AT X/INAI dA—-LAVOLDEE § .
= JRTT Ay 7 =7

kERERS (REmD) RCoHDHMT =7
HiREE Vaucheria f rigida Hhb e 7 2 VA N2
B Fucus distichus ssp. evanescens | D o .
TAE Thalassiosira p seudonana %D (BLAST) (Cy adeOSChyzon) 7/

Paheodactylum tricornutum % DH (BLAST) LD ‘E) FT—r A7
> 74 RE Chattonella antiqua Hbh
RS IE Aureococcus anophagef f erens (8% D  (BLAST) NIRDOMB o7z,
K ER ZT b L D OHEEL oA —
NE Saprolegnia f erax REH N

Phytop hthora37& %LU  (BLAST) VA7 v LE, bZIP R
U7 NEY Cryptomonas tetrap yrenoidosa | 1% AA Y, LOV RAA
NI~ HE Prymnesium p arvum XiEH LOVDO HH D) HICBLIBEEE AT
fLEEY Cyanidioschy zon merolae 7% L (BLAST) o

e, BERFTHD

— i
X1 A-LFI7RLOKE bZIP KA A Tl

HWRMET X BRI E Lo basic region & ZDHFIZEH 4D DNA MG, =AYy —%
T2 TT7 I BILICEENI oA VU NELSBEHFEEN TV, LOV RAL U ThH, K
ZRWIEICME /R FMN £ O EFEGICEE T2 1HEOT 2V BRICERZERIZIEFEAERD
ng, B<RFEESNTWE, BZEOLIHLL B SN A —1v A7 mab Z&BEELEHKL,
HENEZRTLHEEZDND,

IO END, A—VUA T o MIEAHY, DFVNEREITI A RT A A i dkE
DN RIETZ S 25 (Ishikawa et al. 2009), L2>L, ZOXZEENED L DKL LT
DNTETLHTH D,
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4. LOV AZAARITMILIZHEE

ERLLILOVY
%/82/75 e o NT MEY
- ERLLILOV2 S
e — —VIAUREO?
REHEY
98/88/81 =
e +—L#% 0L
MR 1
T8i84/- 59162/- HOT1 2
2 M oT b0V
Vo
k- —LI-BypHOTTaLOV2 =Ry
on[EH ‘-
[— OUs a s
APHOTLOV? 74 bbREY
HY3LOV?
OsePHY3LOV2
PpPHOTAILOV2 P
92/85/71 1001001100 ~PpPHOTB1LOV2
PpPHOTRLOV2
—VPHOTALOW
AcPHOTZLOV2 15 HOTBLOV
55/601- b AcPHOT1LOV2
SR CPHOTILGV2
00/100/100 OluPHOTALOV2
|:[ OtaPHOTALOV2 |
APILLOV e
100/100/400 P T B L1
SePiPRS— SPILLOV PASLOV(LOV)
1100/88/76 7 PrPIL PAS B kY
B S
0s1PIL PAS PAS LOV(PAS)
49494 — APHOT2LOVA
76/-- ;ESI_PHOULOW
PVPAOT2LOVA

. / —
95/97/ 156 OsPHOTIBLOVE__ o oibLovt

86159176
EEE— OsPHOT1aLOV1 akE
AcPHOTALOVA REAEY
POPHOTBILOV] J4 b~ bOEY
pPHOTB2LOVA SO ZE
HpPHY3LOV1 LOVA
97/96/87] — oA ( )
ACPHY3LOV
MsPHOTBLOV/
o CIPHOTILOVY
_|100/100/100 —OlPHOTALOVA
I_ [——
OtapHggnggw HWeH
00/100/100 a\;vvg?
ToBLR] thC1
1001100/100 BowCt 2 8
S Coviwcy d
R — Cawet o
_%Pbmm HRBHE
93/94/78 g
PbMadA RE gL
541465 —HAWCe WC-17E)
ELE MWCTD Newn
HENV

02
3. LOV FAA UE#RAWERALERME

HAOMY 10 OTU, FEEOMEY 63 OTU, /7 MEW 3 OTU, AREZEE16 OTU)Z W=, 7 — K A
kS 1 1000 [FIKAE, 50%LL F OB D 7% ML/NJ/MP DJEIZRT, (Ishikawa ef al. 2009 BZ5)
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LOV KA A NIRMICETZD - TREFESN TN D, EDXIITLOV FAA T LT
XD 2 EHEO WC-1, #EMMO 7 + N ha vy LHEEARI O PASLOV KA1~ (LLP.
Kasahara et al. 2010) , SHEOWEMOA—L 427 v b, BLONT MEWD LOV R AL D
6 D& VN, RFMHT 24T o 1o, MRNT T 1EIE, BiE (ML), RSG5 (ND), AHifIiE (MP)
D3 ODHETITY, K312 ML THEL-RBZ7RT, 6 DDOHRRDH LOV FA A 3%
NENHMTZ L—REZERLTEY, TNENDED L& VERE (ML T4 T 85%
LLb) TXFEahiz, 2F0, LOV RAA U & ORZREIL, i) BVERETELER
MNZICHEE L TE B I BN,

ZNZENO LOV 7 L — KOSFIGNARFAZ DWW CTIEA B O T TIZA 5T 2R B2y 7273,
A=A 7 ALOVZ L—FRIL, 74 b hRECOLOV2 7 L— RKEBKD A INEIZHEI
TR BLRER Y, 7 VBESORETYH, A= LA 78 ADLOV RAL X7+ Fbe
B D LOVI & LOV2 @9 H LOV2 IZ K W ESIAEI TR Y, 1107 I/ BTy, 4 —
VA7 ALOVIZTZ 4+ b hrE L LOV2IZiEh > 7c (Ishikawa ef al. 2009), > 7 A X F X5
RKR T T A & (Adiantum capillus-veneris) TlL, 74+ b B E 2 LOVI RAA %ZH|IY LOV2
RAAL ORI LTEGE S, KZREE L THEEET D Z ENHE I TS (Christie et al.
2002, Kagawa ef al. 2004) . REDOMILEH LOV RAA L, BEDO 7+ F b’ d LOV2
RAALRF =L A7 8 LD LOV RAAL AAZEFITETW IO TIZZR W EHERIL TV 5,

5. SEDOREM

F—VU A7 a AR ONRZHETH DL Z ENH LN -T2, ERngx OEY
TEDEIITHEEL TWDLONIRMATHY, SBOEERPRETCH L, HAOMY T
(X, Fucus OF BT X D EINOMMET BOS e b A E <, FEMZ2 A8, Mg
FHNT N IR STV D D, ZORZEEROREBNMTHLI NI ARHOEETH D (Kropf
1992), HfifShicA—v A7 nbiL, 7+ b hrb 77y I fund—rAr7uhbin
BLANHHE N, R E D, TROLMZARLE L THRETE L LHEL TV D,
Ochromonas DA — VL A 7 10 N LOV R A A » DHEZIFHER bZIP KA A UG T D cis Bl
ERELTCND, =LA 7 a0z LT, Fucus OWMMEFFEINEIRD & LT-dE
T DF A E OGS ~DBREN S DITIRE D LML T D,

6. SEXH
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1. [XICHIC

BEEILa TRV N A, EURFIREBINLIEAE LT
BIAIRNEZ 2 BROEETH Y, R0 FHIICIXEER
FROWBOERE, 774 FBRERENOHEHRINATWVWDLA NS
A NANVEMBECE £ 5, BEBIXIZ L A N EIIRAY
MOIRDARNT A NSANVERFEOFITBNT, b MK
iz HEETHY E X~ X EHR XU RO/ (K
1A) Y OBERIHIC LS P mE LR A6 b, B ET
TR LUTENARAEYMTH D0 I, KEREZEL R
BENLCUEZTHZ LI AFORELZGIET L Z L1348
HOFEFETHY, RN OBEIZIZE S —HEOE F{nER
B BT Y 2o d D, Bk L ITEBREEN R B KT
BT DHARNT A SAVAEY OB B IR LR
RETE G 1T, YA AW ORI RIZ I 1T 5 s A Mg O Bl
KRB BERROBE TH 228, BEE ORI OZEIL
NETHEROLICHEED, HZESNIBREIEAICEERT D
55T OEZRAE) OEEBICE THAIAATEIIRITIE L A L)
ST,

2007 FICBEE L IE CTH L EMRmMBE 7 VT v ke
(Vaucheria frigida) CTH LS NWT-HHOF AN HREA — L F
71 AOMFEETY, BEEOE A THHRBL NS Z
& NS & (Takahashi et al. 2007), # D% 2010 4220 &
NiztEao >4 I Ku (Ectocarpus siliculos) (X1 1B) O£ )
LAEFNOHIZA— VA7 v LB &EONORBEFR DN FIR &
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AR 728 s+ L S vz (Mark et al. 2010), &4 X R (I EHRHL O FIED RN S LT
RN, S AR EN TS AR RS T OB IS T DR A LT
2T, BB R T 2 8B FREBAIT IR OB ELHFI R TR b nwh, F—1 47
AP EAI RaDes ) AMEITICED 7206 SRR, BEEOISEIZED
DT HEORAORERFNNY LD EIIHALNTH D, AT, I E TloEs
ENTNDNL D OWEHEDO RIS Z /RN T 5 LIS, ¥4I Fanl ) AR
FUZ AL S - e R EER - & OFEMEIC S W TE KT 5,

2. BEBAOAZEKREEELRTF

ZIVE TICHE SN TV DB EE OIS ERINE, HEESCEOME, SEMEIC X 2 Bl
TR ORI, HEFREBEOH Y THEU LS ER RSN DBOEN G, B O
BB 1 OMIBARME O FFESCIN D FH, WEKHII O EFMEICE THIFICE > TS (F 1D, @
EOREOHITIL, ISRV IEFENH WG TV D EBRSEFOMMESE T, #ROHMHGE
DML BONLIMELEONE TN TUINDED, Z< OBEBEOFEN BRI 2% L TH
FORESLHEERIE L TV D Z EFEW RN THA I,
Cock HDOWEHFICLDETFI Rud

®1 BEROXGERS

e am) ETs XE X 7 LI A AREE R T & LT
Fucus inflatus BiEFEE " Hurd 1920 % %ﬂ D % @ ﬁlﬁ % /}5 ﬁg D *ﬁ |§| E {ﬁ + L j'ﬁ
(I:ftg;s;)rratus BIEEE 8/ Bentrup, F. W. 1963 @ . @jﬁéi‘ﬁ%%ﬁﬁxfﬁ E) - 4 }\ 7 o
Silvetia compressa 1B F (7)) DRt % Pearson et.al. 2004

(phytochrome) OH[FEER T 13T 5L

(TOT7)

Aacontylm nedosm 351:?%&5 R FoR e s 190 TW5 (Cocketal. 2010), HONDZE
Gy kmewmems T CEb 2 AT L LT, DNA KRR
Laminaria saccharina B{EF (O0) sk 5 Lining & Dring 1975 (photolyase) = 7 U 7 h7 L7 7 IV
HITMFATLALT)  ERFEORE K Lining 1981 —Tohy, FEAEMDOIkEE, WiEE
mEEER w0 L o Sk, R, TAECERRR AT R
TR EE ND Nultsch & Pfau 1979 5 nwahry va N7 BN (cryptochrome:
(l{;j:;? P nﬁgﬁﬁga R " pone o 2008 CRY) & CRY-DASH OHH[FIEAR T 03%
mosees own man oemirmi | VERVIEE 2H, X BT A Sk
Dictyota dichotoma mE 4B Miiller & Clauss 1975 MBECRA O ANZ R E L THE S
T wrsme wm NIA— LA v AOMFBRET 5
ERIED anﬁﬁ Nultsch & Pfau 1979 AHEINnTnWs, =LA 7 ueiIin
(s;ys;;;i:jg lomentaria i%:?%ﬁamgfiﬁk & Dring & Liining 1975a 35 < c:x ]\ ? )< J /\0/1) /Vﬁfﬁr@ﬁﬁz = 35 ﬂ
BREDOBK & Dring & Liining 1975b Z)%E%(@ﬁf#@ﬂi?ﬁ‘ %1:9 ﬁﬁ{ﬁ%ﬁ)*ﬁﬁj é
Sphacelaria rigidula ERIBFRR ND Hoopen et. al. 1983 ITUWT=2, DNA YeRElEREE - 7 U 7 K
(YRHTI) SEN: RERE
Ectocarpus siliculosus EHE % Kawai et al. 1990 sa L7y 1Y —OMEEETIL A b
(UFzFm) HEREE & Hillrichs & Schmid 2001 F A A /I/itfﬁ)ﬁuﬂ*@ i*@ﬁf ﬂi%;;
S g SR COBIBIBT, 2 hT A

D XA NVEMRERZBWTIZ A I Feo
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7 AR TREENTZORO CTORETH D, A4 FuCliEIc s 5 DNA JalEE
B - 77 v rm a7y Y —OMEEL - OMRRIZE M S THRWA, WFFEHE
ATV DL TIE 2 U 7 b7 b L3N CEEEFRAOHEICED D Z & AWE
XTCWbH2 (4% - # 47T 2001, Batschauer 2005), DNA YGIEE REDRRFECMIAE N O JHEH
MAHABNIT D2 ENEREICK T 2 REERSRE - 7 ) 7 7 u b7y ) —OMEER
FOWEEMRIIIC SR D L b b, £, #HHEYONRIRMESCIERAER G T 5 7 +
N hr > (phototropin) (AZJE - ANJII 2001) X2, I RU A (Euglena gracilis) O YHEHE) <
SO FONZRIETH D NEMALT T =)Vl 7 7 —F (photoactivated adenylyl cyclase)
(Iseki et al. 2002), #k#EfH7 7 I REFT ZADOENMOZREKTH L EME O R
(rhodopsin) (Sineshchekov 2002) O [RIFEAR 7 1M H S 72> 72, ZH D OEB S

D NZ BARDIFAE RIR S LD,

3. EBEBEDOARERK
3—1. FBRARE
83—1—1. ERARI bIL
INETOBBRBETRONDHISELEDOHF THHFONLIC XL DA EBEAITREL N Z <,
ZDOHTH e N H (Fucus serratus) DARPEFHEE (Bentrup, F. W. 1963) oAU ¥E /U

gé100 R '_ (Scytosiphon lomentaria) D E.NLE REE DT AL
ot (Dring & Liining 1975a) & 18 % & ¥ Bk
jl\j i (Liining & Dring 1975), 7 77 hxr=a 7 =
ﬁ 0.1 1 >~ 7 (Laminaria saccharina) OMEMEEEAIZ
g o B _ BT LI DF5E  (Dring & Liining 1975b)
| | I fHmE (Lining 1981) 1081 5 H &4
;?J‘S 20 1 oL, EHAXZ by (i 1989) &
ol N ] LR ORIT I S ) o h
350 400 450 500 550 600 7ofERTd DB O NIEREIE IR T
T s o C b (B R

| czxonn.
S | »v=/vormEmREnT 7 2T
B | v = v ommsics 5w Rk
- THE, HVE Y OBEEHKIL 445 nm
| CROADRISED E =271 LT UV-A Fi

D 380nm ONEIX 103 1 FRETHAHZ &I

o LT (K2A), #T77 bxaryrar7o

350 400 o 50 550 600 FRFERROIEHECIE 430 nm DX T—EDOE—
& (hm)

E2 BRMOMEREOREEFIE JBRBH, 380nm TH 2 HFHDORKREIOE
A h¥E/ ) (Scvtosiphon lomentaria) DIBEER K _ .
. B HhZ7 b7 a2 T (Laminaria saccha- — 7 %=L, E—7 DOREIHEKD 430

ina) DIBFH Lining and Dring 1975a.b& Y 3ZE . .
rmg uning an ring Va. Am ktt&(%jf{‘j 70%"6&)’)7]‘: ( 2B)O j]
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YE ) UDBEBERKE ST 7 hxar7ar 7RIS T D REEREEOE WL, F6
HOZRICEART MBI AR OENE X LIS RTHD Z &ﬂrwénéoiétﬁﬁ
%L C UV-A IO RIMENTYE ) VOFANINET T €T X7 VAT NE il

RIS — LA 7 v AREE L, FEEFET T2 < UV-AEIROETH BWKIGHAHE LI
HAZHT T v pararyZOIERIZITZT I LT T =YX 27 LAF R (flavin adenine
dinucleotide, FAD) & UV-A fEIICWRINE # 5> 7T U v 2 MR s LCRi>Z UV 7 b7 A
77 IV —OFANZEENPEE L TWDLO1E Lt/

3—1—2. ENTADBHFELEFERN

EEHO NI TR O AL RHIO 1 D%, e~ Z0= Y =% (Silvetia compressa)
DL ORABBRIZE T I X 2 MlamtEioFEMEcChH A5, e X~ X BOFMEA
FHI, B & [FIRRICEEN M 2 FFORE 7 LB ME AN I R ZRIIOZREIC L > TR Z 5, =5
Be N X OEE IR ERE T2 &, OGTEMN ﬁﬁﬂ%ﬁéhéﬁhmwm)
b NN XA T O R D IAMmEORE, BRREE, MIE DO RESHIC —H DR
WL, 100 FLL BRI 5% < OB /“$MHWﬂﬁbm1%th(mwfw%
Brownlee 1998), MIEFHEICEH 5 NS ROEILIZ L A > TV,

1920 A2 Hurd 28 & N~ Z J&D Fucus inflatus % O THID TR EIEREIZ IS 1 2 BB
DR EFARZEBR T, FOE (470 nm-520 nm) (212 KRGS (520 nm-560 nm) & A
FHEIZDEN D D LR B N TUWZ2Y, 1963 1T Bentrup 28 B /3~ & & HUWNToR L7 ka5

BT AER AT R TIiE 500 nm UL O E CIIMMFEODENITEA LR LN
We, BUEIXH A BERN e N~ 2 OHEFFEICBD->TnD EEX 6N TS

BN~ X OREATICR LT, WA LE UM E T, [ UEICEET 2 A6t E R 5
&, RARITE L U TRICOIRE R & ATIZ, 2 AL TAELDLZ &b, e HEST
DIEZFRITMIEL A THEEL TN D EEX BTV D (Jaffe 1956, TR 1982), 5%
RERDEICAFIET D HEM A ZBE L, v R U HUEZ V- ERIC LV b3~ 2 o fafE
27 R ERE A R o Ry v X TENRITE L T D alREMERS RIE S 743 (Paolo
2002), IR DEY D7e L b oA I Reds  ARIZEBEmOr R v da— R375 L
HENDELEFITROD- TRV, VA Ra TROD - 2 H OS2 FIRBEE S 130
TG EEBERA 20 g, TUDOBEB TN A X OMEFEIZHLELS LTS L
RETHE, MOBEREY /7 B2 L THIRREIZRIEL THWD00s Ly, 5%,
b XA T OMBAEE 5 2 W e T e T A — AERTIC LY, e S X ONZFERICET

LHIERNBTEONDL Z ERHIRFIND,

3—2. ZOMDOAEIZK BHHHE
3—2—1. FERL

TRt BRONEOZRIETH Y, WAHEYORIELIEFIRRK, WM EmHEIcE 545
:kﬁﬂ%1%674kﬁmA®ﬁﬁfﬁ%ﬁVﬁ¢FD@?/A$KE6hk:kﬂ%,
T EEREAMN IR« AR ERHTE DR R I Nz, Lo Lenb, ZHE COAHE

6

3754

S.Yoshikawa-4

BSJ- Revi ew 4: 32( 2013)



TR AR 4: 33(2013)

FHOMFGE T, OEBEOBRERRCAERINEICB T 2 REEMIT, FaE0LD LT
DI NER AT MR 72 B BRARAFYED R SN2 BNEFEZ O AR Y Tlidlew (£ 1),
T V7 OREIH & BTV IR T DR ESEOZRIE (Miller 1976), BE D H AL %
AW ERN /LN TWDTW, WBEEONRERIERICK T2 7« 7 v A EFRESF O
B 2B 25 ETHIRRWRER TH 220, EREEOMRITMIES L TR, T A=
VT O TH D Nereocystis luetkeana ORLTARIZIIT HF (stripe) DR Z R EAIEDME
EL, RELCORGIZ LV ERELONENFTHBIHEEND R - EIARELAWRIR) =
LD, RXDEEDILT 4 M7 un AREOMERIZEET 2 A HEMEZ "M L TV % (Duncan
and Foreman 1980), L722L, [l U#@3CH TRENTWDERFERICB W THRES L ERE
FHDNFIT—E TITR T2, Nereocystis luetkeana D& 721 Z BRI EFHICB T D 7 «
k7 v AMFREEFOBREBIZOWTERT 5 2 LITRINIER D, BiEEAFE>7 4 o
LFAAEAE - OMREZ B 02T 57212, ABERIC X 0 BEE ORI - mAREE ]
WIS ZRHA BN T D EREETH D,

INETT 4 M7 B AT XDREN - EREE AT SOSOMPIC L AV T & 7 ER
(X, WEHNCERFM O ERE T2 Z LICK 2 AEDOREL L b2 ERTH DL, £
< OHETHEW) DAERL DS YR MEIZ L0 HilfH S TV A 0 L [FRIERIS, BBEICR T S EE Ak
RMTF RS HJEAEIC LV HE SN TWD Z EnmESINTWD (& 1), BEBEONHFW O
ERHAXTZ bViEHYE /7 UTHLICSINTEY, SRR AE 72T F T, AT
HELRAZRICHE AL ITRRIEREONLEZRRF L THHFALORITITBH S RN &
DR SFL TS (Dring and Liining 1975), L2 L7e3 6, Y€/ VPN OREIZEWNT, H
BN XD HHFW ORI RSN TORE L, JSEHREICAZ O EITFR b TnRnZ &
H %<, Elbv X~ X HO Ascophyllum nodosum TIXIEHWIZEH G & RARICIREIE S HZ)
ThHDHZENMESNTNDE 1), THRITIED 2034 2FEICE T 2 HEEROE R
KR Z D 2 &3, eI T 57 4 b7 v AOKEREDMEIINC D723 5 )b L 7e vy,

3—2—2. #¥EX

HENDOZHEEE L THBENTND, B KTV rRovT /N7 7 Y47 s (Ikeuchi &
Ishizuka 2008) DOAHFRIEIEFIETA I FrD s/ AT RHS RN -T2, LrL, 18

BIHDOFRESCNEDUSIZ OV T, BONORERH D (F 1), EICOERBITFHF AN L
Bz L T\ 2%, EREMFICE > TEHEALOEMTHLAREME LB X DN DD, BEED
7 AR N VT N n AOREERE Th S FAD ORRLEEOTHEAETHLIEIF
J I FAD 3k 2 WIS 2 Z EAVREN TS % (Linetal. 1995 4 % - §#i < T 2001),
?%E%*EOD%%*%%EE%}?J‘“ 27 V7 b7 AR5 LT DAL B2 bbb, £, 1B
¥ #% T Thalassiosira Pseudonana (Armbrust et al. 2004), Phaeodactylum tricornutum
(Bowler et al. 2008) @ 2 FED RS/ AFLFIDE BT 72 - TW D EEESE T, BEFOfRE
SRR B2 U7 N7 v AOMEEIGF A RO THRWIZHEL T, ik
IRAFME 2 P~ T 2R ) © BERRANEE) (Furukawa et al. 1998) 0 m B O H#ill4H (Leblanc et al.
1999) (2B DFkEILOBRIFENT VD, BEASCERHEZ G A b T A ) S LAY
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FEL, B OONZRIEEZ > TWVD O H LR,

SHOEE

VAI RudF ) ABRRHEINZZ EICEY, THRE TIEZEEARE CIThb T E - EE
DIISEIEDFIE S 5 HITTA I FazhbcBREIND Z LN TPRISND, 2 E TH
EEINTWD A I RuedRISEKIGE, RO EXME (Kawai etal. 1990) & F kI
LD MBENOBHIRFEORBAHE SN D Z ETHELD EEZ LN TV DRAEKIEED L5
Té Y (Hillrichs and Schmid 2001), SEERETERIZ B3 2 A 2 S 1TEF B O DR Y
WV, VAR ReIBEEO P T EMARKREITH Dm0, Tk CHEMAICIZREIEAIZE T
DHOMFNCHEH LI TRb T IR o iR N b/, 7 LRI X
D, FIFilBT245—F P VORBBENLHAL TR, A I Fueilkiybs4d—x
2V OREREDRNT S 7= 2 & (Le Bail etal. 2010) & [RARIC, BRERKSEEZHNTYAI R

D IEHETE I BT DI DFEEINH L7805 Z ERWIFF SN D, S HIZ, invitro DFEELRIZ
F VR &N D NZ A BRSO AL PRI RE S B ERE O S E O BRI K E < kT
HTHAHD,

Lorl, A X FeidEdoRRED (K 1B) BiiREH TH L7720, A I Fellks
5 IETERET R D fE A 23 B B IC S EEFE T DAV D AR LB BT R D BRARIZ D723 D L1335 %
BV, FRIC e NN X OBMFECEERSBE MER RO E R XU FHEOIREFR I
DONTIE, A I R THLAEFEREZFNM L O>2ZNENOFE R uLFSL?’LE’%%?ﬁ%
LT D EMARAIRTHA D, VA I RudOKINEIE ST Tidie, ZEREEN I
bz Z T =2 NN OFEIZ R SN D TERET R O S A MG 23 B S M- BRICE OB T
BRI BT 2 S E I OBMRICE L O TIE RV EE DD,

51 R 3k
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JIARD I NF—RE UTHMOEAFTNATH 5, B L ITEOHIEIRE FA LT
952 LOTSRVEWIE, AOOBENNIOLREZRM L T, Hakakild 2 & 510
LS ED, 74 by, BENLOREREZT & DIZDILEISZRAED 1FET
o, 74 b v O EE LR OGRS &3 FRRBEDELIZ OV TR 5,

1. 24 b00LEIF

1-1. 24 PO OLICKDRAZEDES

74 b7 wa s, ARG (R 660 nm) IZRINARKZ & Pr Al e, EARE (FR: 730 nm) 120
IWARK 2 FF> Pfr A Al I BERHA S 5 L\ ) 2= — 7 A RO Rk Th 5 (K1
A 7 HB T 4N EDHAMAREHRIL, REBUTTROIN AR, HEREIT I L > T
RZFEHTAHZEFEETHDLEEZLND, L L7 R/FR AW 72 RN MBI 5 72D
2D 125L LT, RAFR DHIZ L VOO AR Z B TE 5 2 ERET b, HEY
DEDFETIE, R BRI IH RFR O FHXAINARLS 705, Y ENOHE TEH R MHHRHIIC
BT 526, RAFRR HICEY THEFN) bRET 520N TED, DL VML R/FR
DEMIND 7 ¢ v 7 v APl B PrBlo&E s LCUET 2 Z EI2LY, SBERICHLER
TRV F—ZFET DAMONEY) & ORI BB ] & RFEE A B3 5 Z L3 TE 2,
1-2. 74 Y DLOESE

B2 FAEIC R O A 877 ¢ b7 v N, BER T 8K 120 kDa OKIEMEGFEF X
JETHY, ABNEFET T &BERERT S, TR 7 4 b7 a b1 45 7ox LTHERKRT k
Fea— LB EAHE LTI TRETH2ZEThRe T 4 h7a bt e REEE B O,
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74 N7 MAE WIS B, N RIRERE C
R (IZ KA T&E % (4 1B) (Nagatani 2010) ,
N RS I IR OB ET D AT A V5%
O ICnE R TF e v VR E ST
GAF R A A VIMFEE L, N RUGEIE DO A TN
BTV 7 FUREE G SR 29 2 &
I TV A (Matsushita et al. 2003) , —J5 C K
FEBIIZIZ PAS RAA v, EZF VX —PkE
EF—7 (HKRD) WFEL, BBITR LIV
BMMUICKLATHDL EEZEZ BN TS (Lietal
2011) (X¥1),

7 4 NI v NIERAEMICEAR OISR
EBEZONTEREN, FEEAMTHLTT /3
JTVTMHH T 4 N7 a ARZERDR O
olc, 7 37T UT Synechosystis sp.7)> 5 F.
Db T 4 M7 v LR ephl X, CR
U REIE I CHERERY 72 2 IR D B ATF V%
F—E RKAA2 (HKD) 2t H, ZOxF—E
TEMERFIZ Lo THIEE LD Z E ARSI UTU
% (Yehetal. 1997), — /7 T Z 4 F 27 v LD

Y BlA R fR 4: 38(2013)

LN
= ::::3><§> <;>
ol R/FR A3
<—
Prid ‘ PfrE!
FR
B
b——— Nk —————fH——— cEumg ——
REH
NTE[Pasisf car | PHY Jmpas-alpas-Bl{l HKRD
1 4 coALDFDERXK

A 2BKIELIZT ¢ b7 v AOKSRERAR, 7 4 b2
o SIS AR D, R MR (Pr ) & FR WY
B (Pfr ) AAHAZHAT S, B. 74 I EADRA
A UNEE, T4 N NIREHAEEE FAA RS
T2 N AR Imeisk, #ER T2 AT 5 b 2 DEL (H)
Z3 U CEAE S e C RIRBEIRIC X 0 Ak ST
%, FEOHIE GAF RA AL VNICH HIRTEESNTZ VAT
A IR B T D, NTE, N-terminal extension; PAS,
Per (period circadian protein), Amt (Ah receptor nuclear
translocator protein) and Sim (single-minded protein); GAF,
c¢GMP-stimulated phosphodiesterase, Anabaena adenylate
cyclases and Escherichia coli FhlA; PHY, HKRD, histidine
kinase—related domain.

Ay, C K> HKRD 135 —BiHMEE2 k> T

W5 ZEDRENTIY (Fankhauser 2001), 2 sy liHR AN 2 7 F MR I C B 53 2 wlRe bl doR
VTRV, cphl DFEELDKZIT S, ALY T U T OFFIRE ST BRI TR (Davis et al.
1999), MK (Giraud et al. 2002) 72 ENHH T 4 b7 v LREIR 73R %2 & RO o T,
JFREAEMD T 4 7 0 DEEZRRIIANZ T VAT 4 v a L LM, W7 4 h 7 B ADONE
S OREEIC L P2 R R AL U EFOD, C RN DWW TR OBREN 7 e ATV
XF—PT AL R2HDBD L AR AL F 2 L—F— KA v, BEZREDY 7 F Vs
BEICBD D MCP v 7V RAAL VIR EZRRMEICE A TWD, 7 4 M7 a ADONSZR ORI
Kt OEIFAED D ES L, BEAEY~OIASCKARIEEZN L THEMICIEN T LB 2B
TWW% (Mathews 2006),

BLERZRNZ L Cke BiEC Y, #7774 N7 m AOMIC—EH O > FHEYOREEA T, N
KIGANZ 7 4 B B LDNZR RAAL L, CRENCHFEONZHFRTHL 7+ M hrbE 2Rk
F§ neochrome (neo) &\ R/ a ©,>7 ¢ b7 1A (Kawai et al. 2003, Suetsugu et al.
2005) WHFFEL, FT#EEHOY ) v ) 7134 (Ceratodon purpureus) 1% C Kl ZHEHER
vV S AV = S TFar X —B RAAL VRO, DL EDoTeT ¢ b7 v Cpphyl
DFET % (Mittmann et al. 2009) ,
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2. BFHEMIZEITET74 O OLONT BAEE

FEFHEI DT ¢ b7 m MK D &, Kz o9 T LTARLER 1AL, St
X LTRER N BT bnd, BIAITHEMEE LTESKHNERTW S v A X XTI,
phyA 75 phyE £ TS 3D 7 4 v a Lz b, 1B phyA 1L, o7 4 N7 a Loy1FEe
(X2 o T A7 3, phyA IZREFT TR L-UUICERE L, HIREIC X o TGRSO RS LD,
ZOROHFICOEFIITIZE AL L T, TICHATICRIT 2ME5 L3 5 mkE 0 Yot
=L LT X, RO > T (Franklin & Quail 2010), phyA 12X %
MU NI TERINR D D FR £ COMMINRZAE L 9 22 TOWRER THLE I, RFR OFH|
WM A H 7720y (Shinomura et al. 1996) , RAEAFTA2H & phyA A T D7 ¢ b7 v A, b
b, FEREY DRSS, BRESFFEME L7 L E 2 5T D (Mathews 2006) .

— 5T, phyB ICREEND N BOT 1+ b7 v ATITw L TEE CHIFIC b b3 — & &
fFAE L, BT C O ERITR AT 6T 2 B DIRWEIRE 25 T A, phyB I3, RIZE D33
RoMWisafl, FEEORE, Wb R, EakE CTIRAY OEIEE Z#l# L (Franklin & Quail 2010),
ZNODRISIZBN T2 7 ¢ b7 v ARUSOFHETH S R/FR I X DTN R S
Do 74 N7 AL DAEHISEDSL L NEEFIEGHEZ L THRY, SEDOEIZEL>TE
DHFEA I = X LBH BN/ > TE T, FT A XFTAFIZEBWNT T 4 F7 B AR T
CHIRE D> BN A~EAT LIERLIRAEE (R 2 TER T 5 2 L 3B B 47z (Sakamoto & Nagatani
1996, Yamaguchi et al. 1999) , & HIZEZWNRTEME bHLH BUERE K] - Cd 5 Phytochrome-interacting
Factor (PIF) NEiEfEXIL (Nietal. 1998), 7 4 b7 v b ERKIFRNHEER T2 Z E09RrEN
7= (Nietal. 1999), BfE, 7« b7 v APENTERER - EMAMER L, U U000 % g
T5HZ L TEETRALZHIETIETANEZ LN TS (Chen & Chory 2011, Leivar & Quail
2011), flicd 7 4 b7 m AEEO T REERER SIS T 2 % v X7 B o iR 1
CONSTITUTIVE PHOTOMORPHOGENIC 1 (COP1) % /3 2 f& 2 DWW T HAFZER A TV D (Li
etal.2011),

3. VEEWY, aTEMIZEITET74 O DOLICEAT A ChETOMAER

b2 EAEIIAKAE D LR DI LTz, S b EEEICALE S 5 7 —7 & UCHEE - #8E -
Y ) IUREE LAY, IRICHEE REFFo v ZhaY, & U CHRER I LT &5 2 bl
TW% (Qiuetal.2006), = 7 AEMNIBELABA MM S OETER LD, B RIIERMERICFETST D
BEmWD, — Y ZRIarHEIERESTHY, K10 DRIEERE TORURAE IR
W, UE BN IR AEURETRE, BEIRTH » EER AR E S B ook FAEYIC
@3 5 AR AEHISEEZ RO LD, HINEOBRICBWTENTZET LV TH D, > T
AR DT 72 &3 2 4l (Lamparter 2006) X°2 Z4EY) (Wada 2007) 1IZBWTH, FHULT
& HEMBIARZ BN, JUSEPREIHNIHIE SN TS,

HERE DR T T A K (Adiantum capillus-veneris L.) <°F T~ X (Pteris vittata) T3,
RN R THEIIFR THOHLHEIND Z b7 4 M7 M IV S D 2 & AR
XT3 (Furuya et al. 1997, Sugai & Furuya 1967), w7 74 % TlX, MFI3EFEH%OFERIKIC
BT DM (Kadotaetal. 1982) RCHERKALENESE) (Yatsuhashi et al. 1985) 23 R {KAFIIZH| &
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B2 S, AR ORI 7 ¢ b7 8 A neo (2 X Vil X415 Z & AR & 72 (Kawai et al. 2003) .
R T A T neo DMIZ 3 DOMBIIMEEAZFFO7 4 N7 v ABIBTEFFON, TILH O
RRIC DWW TIIRTEMER STV 720y (Wada 2007)

THELERRICY 2 U ) T AR AV Y TR A (Physcomitrella patens) 78 E DFEFE, ¥
KO ) IAT7FED I Y~ ) T (Anthoceros miyabeanus) THITIHIFEITT 4 7 v LANEE-
THIEMNRIEBIN TS (Coveetal. 1978, Wadaetal. 1984), S HICE AV U RI v /v
T T I IFIZEBWT, FURIKIZIS T B E M (Briicker et al. 2005, Hartmann et al. 1983, Mittmann et
al. 2004) 3 X OVIEANLERE (Briicker et al. 2005, Kagawa et al. 1997, Uenaka et al. 2005), 7 =22 7
+ VA8 (Mittmann et al. 2009), HERRAENLER) (Kadota et al. 2000, Uenaka & Kadota 2007) |
T4 b AREDL I ERRESNT, B AV BRI Y ) U ) T H 2720 neo E%ﬁ’é
SZRRITRE ST TWZRNWAS, TERANENEENZ 7 ¢ b7 v ADHIE THEET 2 2 L2VREN
TV% (Mittmann et al. 2004, Mittmann et al. 2009, Uenaka & Kadota 2007), JEJEEIZ-2WC 4 e

EIZJRTET D7 4 h 7 v MM X DHIHNRE STV D (Rosler et al. 2010, Suetsugu & Wada 2007)
EAYUHRIFIET 0 N7 a bR T 1D D, Aom |
BLERYEN T &2 Ppphyl 2> 5 Ppphyd &£ TO 4 43 1-FllZ Pra! ~RERAI®R ‘
BT RIHE T BCHIREIC RS 5 2 LR S bl
LT % (Uenaka & Kadota 2007), F7=t A I H 3 §
AT A OB HFEONZRETH N DI B 3 -
D& U= photA2photBlphotB2 2 5K T, R Tk 0.02
HINDEFARENIEINNE L <JKF L7z (Kasahara 0ot J

500 600 700 800
etal. 2004), ZDOZENBE AV U HTRIAFIZEIT D BE .
7 4 b7 v NIZFEEND RIZE DERAENIER) O
HIEITMED 7+ N R 2N THEEZHNT
% (Rosler et al. 2010, Suetsugu & Wada 2007) , BLAED
LZAVERATHEW THLIHRBATWD DI,
74%&mA@%@E:’&5@%&éhé%ﬁ%ﬁ
NOEBECHEEME/R ETH Y, BB T 5B E 7 HiH
2 5 BEREIC DWW T iiﬂuﬁz)vyr‘m Y

Citrine DAPI Merge

. X2 ¥=d774 bhruioMEg
4 EMELEY-BHE=-I7ICE1THT 4 A Mpphy DXk, 71 b2 o siisT4
B o A B TRBESBAS T- & HRBL S0 5 K
o OL F R (Mukougawa et al. 2006) % V>, ¥
et ] & LT POB 23R L7z Mpphy @ N A
FNCIHETREPICRON DB DL gy o < Eobiss e Ao

. < o y mmwwnmm;Ritim%%%Lt%
U7 4 b7 OV T T IAREOHAINT, WY pz 2 nomimas FLdrd FR #s

5 A4 2 [k 121 662nm, R HEHH£IZ1Z 7270m [Z 2
15@ EORPRCEAFSNIDOTHS I D 2B 0 00h S B, Mpphy OB

7 =2 A DAY VNG, Mpphy O C REGHEEIZEE S > 37 8 1%
BIL7 14 N7 EITT DIIEE AN = 2 citrine Z & 372 O AW EiER
WAL BT 720, HxlT8mEr= :b‘QEE f:ﬁ&%ﬁﬁb,mmW%E%%ﬁtRﬁﬁ
L FEETEZE L, BATICR VLTI, &
wa\éofﬂgm,Wamﬁ% EAL D FEEBITALIE L citrine 708142 &umw\R%%
DAHTT'@é%WL*W TRV CERL *% %
(Bowman et al. 2007, Qiu et al. 2006) , $E'< X EXF L, " RIS
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T IRV IR 2 R, ST = 37 13 (b EOALE ST O BEEME) B KE T R LF—4 IGI
IZRDRT 7 AEFRET vy =7 SR H#ITHTH Y, BiRER (2012412 H) (2B W T EST 14
WERENRT 7 AEIHERPEON TN D, ETFEHEA OFSEET, ERERE N CORE
% (Chiyodaetal.2008) <°, 7 7 237 7 U 7 L& 4r LI fB{E D E M E O EiEHE (Ishizaki et
al.2008) MWL INTZZ L TEBRET NV E L THEBNEZ o255,

INETICERE =305 7 4 b7 a L85 (MpPHY) DHEES L, YerlitE2H 2 T
L7 4 MBI B a— RTHZERRENTND (K2A), 225/ LEYIE RO
NE, T=a 77 4 b7 a AEBIE TN IO 1 5 FEORFET D Z ENMERENT-, T=2
774 b7 BaNIRITH L TLZETHDLHZ L, IBICHAEF AT HEOMER T + M7 v L35
BRI O, TEIERL T ¢ b 7 1 ADMZIZ I W CTHERDIREE R 2 TR T 5 2 L 3Bl sz (K
2B), ZILOOFERIT, EHE=IFICBITL7 4 M AR EMICB TN T  FrB
DLFEBEOMHEEFFOZ LB R L TWD, BEOHANS, BEE=27 T, Rkl XU
TR L D IEAR AR SA L LT, 7 rr 7 4 VEOFEPERIELD FHn~DHERE
GREPRISA L &D) 7R EDRMER STV D (De Greef et al. 1971, De Greef & Fredericq 1969,
Frederic.H & Degreef 1966) . iTHFH < 1, #EATICIIZ FR 24 L7254 T C, B=a 7354k
FCRARD D AFERRA A~ L HsH U, AJEgs A TERT 5 2 & & A L7z (Chiyodaetal.2008), &5
|2 RNAI (2K 5 MpPHY OFBUNHIKE K OMEFTEME 7 ¢ ~ 7 v DEBUROMIT D, TEMARY
74 N7 v ADRENED DA R S OREEAEHZ G T 0 Z RN ot Zhb
DIEIIN 2, € =27 OR1FFE% OERIERIZI T 2l HOMRE & RA R O],
BERIRO R T/ REE AR, BERIRBIWTHE 2> D O R EAEIRBR Ok~ 7B EOEREEIZ 7 ¢ b
7 LNEET LI EERT T2 EGTND (K3), ZDXIITHA D IIE TOMITING,
FEEbE P =T 7280 T, 74 MR AR TCHlIEEL, BE=3 7 OAIRREZE L TR
SHE R AT 5 2 L VR STV D,

ﬁ a YrENSDHE
Pr \ Pfr '
FR

/ o7 —
—ly. ‘h-
RIS R

B AR HRigEHR

M3 ¥==771 rml (Mpphy) HHEHT 208

5. SEOEE

I E TR EMICRIT D7 4 b7 v L0 2 O0ISE & T DA HONT, ZDHE(KIC
HHLUTHR L CE Iz, VAR arfimiciBnTh, 74 87 v LOBb 5 HIEEIZ SN T
DHENH L NOH Y, W CIIEEEELD /TRE THF LV OFENT S FIREZR DO & A U J
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AN /) U ) T HATTYH, 74 b AOKRRICEET DTN ED LTS, Ll
T4 b Ly FREOTLEMESRENEEL Y, CRETICHLDIENEDIE T 4 b B LD
AR R DFEREIZEE T2 H DI > T % (Rosler et al. 2010, Suetsugu & Wada 2007) , & 1-fl
MINZBNT T ¢ b7 v AERED EEE Sy & SN AKICEHIT BB TSI OV L, v
B L O a7l BWTUEE A EMANR2, ZOd i s a7l iy, 74~
B A FROY T T IARERDB D2 D Blp o T D L) FLT S 2 D TS (Rosler et al. 2010) ,
— T, b EAEECOIEICALE L, 0 FERTFOENBHRITED b TV L HEE =2
TaRETNE LI DIL, Y EIET 57 0 M7 n AOKIZEIT S8R FREREZED
JEIZOWT, LUV RNELIIRD TWD, 7 MMENTOHIERIZL Y, B=3 70T
FEHEDIROHIE Y 2T 22O Z EBRHLMNT/IR D oo h b, A%, BEE=Ir2H, Wik
525 LRGSO NGNS DR AT Fa—F 5233 b 2 LIk b, ey arc dms
57 4 kv LAOKERE L FOHEAIZOWT OBFENEE 5 L SN 5,

51 FA STk
Bowman, J.L., Floyd, S K., & Sakakibara, K. 2007. Green genes-comparative genomics of the green branch

of life. Cell 129: 229-234

Briicker, G., Mittmann, F., Hartmann, E., & Lamparter, T. 2005. Targeted site-directed mutagenesis of a
heme oxygenase locus by gene replacement in the moss Ceratodon purpureus. Planta 220: 864-874

Chen, M., & Chory, J. 2011. Phytochrome signaling mechanisms and the control of plant development.
Trends Cell Biol. 21: 664-671

Chiyoda, S., Ishizaki, K., Kataoka, H., Yamato, K.T., & Kohchi, T. 2008. Direct transformation of the
liverwort Marchantia polymorpha L. by particle bombardment using immature thalli developing from
spores. Plant Cell Rep.27: 1467-1473

Cove, DJ., Schild, A., Ashton, N.W., & Hartmann, E. 1978. Genetic and physiological studies of the effect
of light on the development of the moss, Physcomitrella patens. Photochem. Photobiol. 277: 249-254

Davis, SJ., Vener, A.V., & Vierstra, R.D. 1999. Bacteriophytochromes: phytochrome-like photoreceptors
from nonphotosynthetic eubacteria. Science 286: 2517-2520

De Greef, J., Butler, W.L., & Roth, T.F. 1971. Control of senescence in Marchantia by phytochrome. Plant
Physiol. 48: 407-412

De Greef, J., & Fredericq, H. 1969. Photomorphogenic and chlorophyll studies in the bryophyte Marchantia
polymorpha 1. Photobiological responses to terminal irradiations with different red / far-red ratios. Physiol.
Plant.22: 462-468

Fankhauser, C. 2001. The phytochromes, a family of red/far-red absorbing photoreceptors. J. Biol. Chem.
276: 11453-11456

Franklin, K.A., & Quail, PH. 2010. Phytochrome functions in Arabidopsis development. J. Exp. Bot. 61:
11-24

Frederic, H., & De Greef, J. 1966. Red (R), far-red (Fr) photoreversible control of growth and chlorophyll

K. Ishizaki- 6

BSJ- Revi ew 4: 42( 2013)



YR AR AR 4: 43(2013)

content in light-grown thalli of Marchantia polymorpha L. Naturwissenschaften 53: 337

Furuya, M., Kanno, M., Okamoto, H., Fukuda, S., & Wada, M. 1997. Control of mitosis by phytochrome
and a blue-light receptor in fern spores. Plant Physiol. 113: 677-683

Giraud, E., Fardoux, J., Fourrier, N., Hannibal, L., Genty, B., Bouyer, P., Dreyfus, B., & Vermeglio, A. 2002.
Bacteriophytochrome controls photosystem synthesis in anoxygenic bacteria. Nature 417: 202-205

Hartmann, E., Klingenberg, B., & Bauer, L. 1983. Phytochrome-mediated phototropism in protonemata of
the moss Ceratodon purpureus Brid. Photochem. Photobiol. 38: 599-603

Ishizaki, K., Chiyoda, S., Yamato, K.T., & Kohchi, T. 2008. Agrobacterium-mediated transformation of the
haploid liverwort Marchantia polymorpha L., an emerging model for plant biology. Plant Cell Physiol.
49: 1084-1091

Kadota, A., Sato, Y., & Wada, M. 2000. Intracellular chloroplast photorelocation in the moss Physcomitrella
patens is mediated by phytochrome as well as by a blue-light receptor. Planta 210: 932-937

Kadota, A., Wada, M., & Furuya, M. 1982. Phytochrome-mediated phototropism and different dichroic
orientation of Pr and Pfr in protonemata of the fern Adiantum capillus-veneris L. Photochem. Photobiol.
35:533-536

Kagawa, T., Lamparter, T., Hartman, E., & Wada, M. 1997. Phytochrome-mediated branch formation in
protonemata of the moss Ceratodon purpureus. J. Plant Res. 110: 363-370

Kasahara, M., Kagawa, T., Sato, Y., Kiyosue, T., & Wada, M. 2004. Phototropins mediate blue and red
light-induced chloroplast movements in Physcomitrella patens. Plant Physiol. 135: 1388-1397

Kawai, H., Kanegae, T., Christensen, S., Kiyosue, T., Sato, Y., Imaizumi, T., Kadota, A., & Wada, M. 2003.
Responses of ferns to red light are mediated by an unconventional photoreceptor. Nature 421: 287-290

Lamparter, T. 2006. Photomorphogenesis in mosses. In: Shifer E. & Nagy F. (eds.) Photomorphogenesis in
plants and bacteria. -3" edition- pp. 537-560. Springer, Netherlands.

Leivar, P., & Quail, PH. 2011. PIFs: pivotal components in a cellular signaling hub. Trends Plant Sci. 16:
19-28

Li, J., Li, G., Wang, H., & Deng, X.W. 2011. Phytochrome signaling mechanisms. The Arabidopsis Book:
e0148

Mathews, S. 2006. Phytochrome-mediated development in land plants: red light sensing evolves to meet the
challenges of changing light environments. Mol. Ecol. 15: 3483-3503

Matsushita, T., Mochizuki, N., & Nagatani, A. 2003. Dimers of the N-terminal domain of phytochrome B
are functional in the nucleus. Nature 424: 571-574

Mittmann, F., Briicker, G., Zeidler, M., Repp, A., Abts, T., Hartmann, E., & Hughes, J. 2004. Targeted
knockout in Physcomitrella reveals direct actions of phytochrome in the cytoplasm. Proc. Natl. Acad. Sci.
U.S.A.101: 13939-13944

Mittmann, F., Dienstbach, S., Weisert, A., & Forreiter, C. 2009. Analysis of the phytochrome gene family in
Ceratodon purpureus by gene targeting reveals the primary phytochrome responsible for photo- and
polarotropism. Planta 230: 27-37

Mukougawa, K., Kanamoto, H., Kobayashi, T., Yokota, A., & Kohchi, T. 2006. Metabolic engineering to

K. Ishizaki- 7

BSJ- Revi ew 4: 43(2013)



produce phytochromes with phytochromobilin, phycocyanobilin, or phycoerythrobilin chromophore in
Escherichia coli. FEBS Lett. 580: 1333-1338

Nagatani, A. 2010. Phytochrome: structural basis for its functions. Curr. Opin. Plant Biol. 13: 565-570

Ni, M., Tepperman, J.M., & Quail, PH. 1998. PIF3, a Phytochrome-Interacting Factor Necessary for
Normal Photoinduced Signal Transduction, Is a Novel Basic Helix-Loop-Helix Protein. Cell 95: 657-667

Ni, M., Tepperman, J M., & Quail, PH. 1999. Binding of phytochrome B to its nuclear signalling partner
PIF3 is reversibly induced by light. Nature 400: 781-784

Qiu, YL., Li, L., Wang, B., Chen, Z., Knoop, V., Groth-Malonek, M., Dombrovska, O., Lee, J., Kent, L.,
Rest, J., Estabrook, G.F., Hendry, T.A., Taylor, D.W., Testa, C.M., Ambros, M., Crandall-Stotler, B., Duff,
RJ., Stech, M., Frey, W., Quandt, D., & Davis, C.C. 2006. The deepest divergences in land plants
inferred from phylogenomic evidence. Proc. Natl. Acad. Sci. U. S. A. 103: 15511-15516

Rosler, J., Jaedicke, K., & Zeidler, M. 2010. Cytoplasmic phytochrome action. Plant Cell Physiol. 51:
1248-1254

Sakamoto, K., & Nagatani, A. 1996. Nuclear localization activity of phytochrome B. Plant J. 10: 859-868

Shinomura, T., Nagatani, A., Hanzawa, H., Kubota, M., Watanabe, M., & Furuya, M. 1996. Action spectra
for phytochrome A- and B-specific photoinduction of seed germination in Arabidopsis thaliana. Proc.
Natl. Acad. Sci. U. S. A.93: 8129-8133

Suetsugu, N., Mittmann, F., Wagner, G., Hughes, J., & Wada, M. 2005. A chimeric photoreceptor gene,
NEOCHROME, has arisen twice during plant evolution. Proc. Natl. Acad. Sci. U. S. A. 102:
13705-13709

Suetsugu, N., & Wada, M. 2007. Phytochrome-dependent Photomovement Responses Mediated by
Phototropin Family Proteins in Cryptogam Plants{. Photochem. Photobiol. 83: 87-93

Sugai, M., & Furuya, M. 1967. Photomorphogenesis in Pteris vittata 1. Phytochrome-mediated spore
germination and blue light interaction. Plant and cell physiology 8: 737-748

Uenaka, H., & Kadota, A. 2007. Functional analyses of the Physcomitrella patens phytochromes in
regulating chloroplast avoidance movement. Plant J. 51: 1050-1061

Uenaka, H., Wada, M., & Kadota, A. 2005. Four distinct photoreceptors contribute to light-induced side
branch formation in the moss Physcomitrella patens. Planta 222: 623-631

Wada, K., Hirabayashi, Y., & Saito, W. 1984. Light germination of Anthoceros miyabeanus spores. J. Plant
Res.97: 369-379

Wada, M. 2007. The fern as a model system to study photomorphogenesis. J. Plant Res. 120: 3-16

Yamaguchi, R., Nakamura, M., Mochizuki, N., Kay, S.A., & Nagatani, A. 1999. Light-dependent
translocation of a phytochrome B-GFP fusion protein to the nucleus in transgenic Arabidopsis. J. Cell
Biol. 145: 437-445

Yatsuhashi, H., Kadota, A., & Wada, M. 1985. Blue- and red-light action in photoorientation of chloroplasts
in Adiantum protonemata. Planta 165: 43-50

Yeh, K.C., Wu, S.H., Murphy, J.T., & Lagarias, J.C. 1997. A cyanobacterial phytochrome two-component
light sensory system. Science 277: 1505-1508

K. Ishizaki- 8

BSJ- Revi ew 4: 44( 2013)



1.

REPIRI AR AT 4 45(2013)

B | KB ¥ OD S i 2 B S
—BE LHEYIC & 1T D ERIADER) A h = X LD

Kk FEZ - FH E=
TUNREER RS, BREEAFgERE, AR5
T812-8581 & ] UAAm [l T B XA IRT 6-10-1

Molecular mechanism of chloroplast photorelocation movement in land plants

Key words: actin, Arabidopsis, chloroplast movement, organelle movement, phototropin

Noriyuki Suetsugu & Masamitsu Wada
Department of Biology, Faculty of Sciences, Kyushu University
Hakozaki 6-10-1, Higashi-ku, Fukuoka 812-8581, Japan

[ZLC&HIZ

TEMIT I RN F— %R L TR D O G 2 AT 2708, BERERIT Z OJeA AR D
B Ch VMR A R IR NRE (AT T) Thod, BERNOMRS TIE, HHENTHRL
22 DI TIEARREITIHRT 528, BT E 2 MIFFERER A A—TVEE5ZTLED, £
DIZDEERIRITINC AR L KHIATE 2 L 5 AFONERE IS U CllaNZ B84 2 GERkIA
SEENES) , HERLAITTI IS LCIIET Y GEARUS), BT E 80613k 5  (kE
B (E1),

gLV LV

A (R e

#fa L@

(nq13F X+ i) eI

1. EREAELLEE

BERRAOCENDEBN I —EBOALESE, 71 B, HESRBEIC LA LNDD, EEE A LT B

fily) (Beieds, =Ses, [ bhW7e CEET) 28O EEMICOAL AL HBIGT

&2 (Senn 1908), %< ORMIZIBNT, FERMAEBNIFEALIC L - THE IR D, fkakiy

WCRAREONZRIETHD 7+ b b a B DNEERAED) A fl#9 5 (Suetsugu & Wada 2007b,
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2009) (X2, 3),

HFERXBEE T+M0OEY
LOV1 LOV2
R4 RXF X7 photi
U S AA =
LOV1 LOV2 FF+—1
04 RXF X7 phot2
FASZEE X Fo/0A
HRKIZA44 neot S RAA =

Z4hOOLKBERA(  LOVI LOV2 FF—€

2. ERKFEBZEFIET DAZENK

—_—
100 aa

74 b b B ATEERHAER /2T T <, e, SALOBE A RRHRED BB R SR A3 A 2
REEODIZODEBRISEHIET 52 ENMmBLIL T % (Christie 2007), —HOAHEH,

a7, VABTIEF OIS TR FELIZ L > THIERBEIRNFEIND, ZNHOR
BYEIC K DEERASERNIRONZRIR T 4 F 7 MEFTHY, IHIZ74+ F hr VRS
LTCW2% (Suetsugu & Wada 2005,2007a) (X 3),

ﬁéﬁm RERFES \

EREW
Cp-7 O F 4l
KFOESHEBDES INEFE
‘ (] etos
—WE R tEMr
FE_H4E4 J =8
"ﬁ e e =
A y Lealan d—
ZAhhOEY DS rﬁ <5 Iiim EAEPY
i L TIINET 42048
200+ 7 A
MR FS 758
I 74U Er
TS5 )5
— TERD

REEY

3. HFBEYIZHITIEZKKEBBEDEL
FHEHE Bowman et al. (2007) 2 BB 2B L1z, FRWDERZERNL Y 4 k7 0 MELEOFRAIEIC
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X ATERHAER A & oMY 2 ST, F0 ) bLRTHEN- bDITXR A7 v A5 HEE L
P ERECH D,

BRAW O AT 3 TEENLT 7 F D DI NE LD OO/ E RS ICHATE LT
BY, Iy TI7FUHEE—2—) F R (NEE—F—) REDE—F—5F
WX DEINETH L0, 77 F U BHEDOEEIT X HHEHES) Z2ff - TEE& 26 b5 T
% (Fehrenbacher et al. 2003), HE¥)D A /LT3 7 @B TN T 7 F ABHEIKAF L TRV
(Wada & Suetsugu 2004), 72 < L4 I har R T, DLVK, ~LAx Yy —2A, /MMafk
DEENLI AT ANUKIFEL TND Z EDREH B & 72 o7 (Sparkes 2010) , HERKAEE) X Z
S —HBDOFINEERNTT 7 F UHEIIKTE L T D2, AV OBSI3HLM TN
(Suetsugu et al. 2010a) ,
EE®VD43%X%%mmkﬁ%#%,%%EW%@D@&Lt@b&%ﬁ%ﬁ@@ﬁﬁﬁ
FRE S 472 (Suetsugu & Wada 2007b,2009) . & HIZAEMIICISIT 57 7 F UA#MEOBIZIC
KV, FERIRITRF 72T 7 F ABRMEOBRED] 572 & 72 > T & 72 (Suetsugu et al. 2010a, Kong
& Wada 2011), Z DT 7 F Al DOEIRERLZ OHIEIN 1% 2 7 50 FHEIC L IFET H D T,
b FAES OBLDOPIHIEFR CRE LA D =R L EEZ DD,

AT, B LT OND T 7 F ARME AT U 7o SRk E) O S & B 55 51K
TR L TR 5,

2. ERNEEFONZAARIA I OE D7) —

2-1. Z# brOEY
T+ F R EURT I KNS R A A TS LOV (light, oxygen, or voltage) R A

A V% 20D, WVRFURIICE Y v AV A= F 8 R AL VB L OZFERF T
—ETH2 (Christie 2007) (X 2), WEOFEMARAEBLIMNT G, TEASER) O 62 A A
(TR RTET 2 2 E DR SN TV, EBRIZ T + b e BRI REL TV D

(Christie 2007), > ® A XF X} (Arabidopsis thaliana) % photl & phot2 D 22D 7 4 ~ b H
B2 ZFFD, photl & phot2 13 & HICHEEISZ I L (Sakai et al. 2001), F21Z phot2 73Kkt
Bz HlE LT % (Jarillo et al. 2001, Kagawa et al. 2001) (X4), w7 Z7A % (Adiantum
capillus-veneris) &1 A XFTAF[FAER2 DD 7 + b hr B ZK D (Acphotl & Acphot2),
Acphot2 23 EBER G & HiliE % (Kagawaetal.2004) (X 4), & A U %34 (Physcomitrella
patens) \Z1% 2 FE¥E (PpphotA & PpphotB) 6 D7 k b1 BV NfE{ET 5 7Y (Kasahara et al.
2004, Rensing et al., 2008), fi#4T 4172 4> (PpphotAl, PpphotA2, PpphotB1, PpphotB2) (E\ 7
MBS UG & WRER G % HilE T & 573, PpphotA % A 7 HDSIRBERSZ M ZH T & % (Kasahara et
al.2004) (X14), BEAEHEO—Me 4V (Mougeotia scalaris) 1X2->D7 + b kv & ZFf
ON, DL A WA TOMKRRIZIA LT (Suetsugu et al. 2005b) (X4 ),
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KROS5 (5 HEW)

ek ek

IA ]

phot! phot2 Acphotl A(.‘.phot2‘.“x\cncol
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KERIG 13 KARIG 13513
EAYYHRITT (2T EY) eV ) (SR
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»
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P/)H]()X’;}ﬂh()tB S

P Ty
£a8RKE BRI face-on side-on

H4. ZEBEDIZBTIAZEERRT L

HORANIHF RIS, ROKINIRENRIEE ST, FHIIREH SN TR Y, BEREA
ENTWVZRWRFTREMEN &SV, b AV IR B R EZ — o RPIcE S, 596
TIER 7 & ASHEIC RS (face-on), HROG T CIIEABET 2 X O I SIS AT AT
% (side-on),

FRmEED 7 7 X REF A (Chlamydomonas reinhardtii) 1XIERMAEERN Z1THORWN 7+ F ha
> (Crphot) ZFio>TWb, > uA XF XD photlphor? ZERMK (EEE IS & BER )G % KR
LTW5%) TCrphot ZFBLIE D &, BARIEE BEESIG & HIZEE L7 T (Onodera et al.
2005), 74 b buEAIARERNESBUG & RRERS O A fiIET D 8RE A R o T\ D &
I TH D, KBS, vuA XTZT D phor2 ZFART HIFFITHE TERBELIENHE SN D
3, ZORIGDS photl (KfFTdH D Z & WiEHE 7 (Luesse et al. 2010), =24

(Marchantia polymorpha) DX 9127 4+ F ha & Z— D LI RUVED T, 7+ he
B U BEE IS & RBER)S O 2 T 2B AR R TH D, B FEMOE OB, A
AEREY) DOFEREZ LV IRNERDBTERR S D &, HRIRIC= Y F2RD ML > TIE, LV 5H
VOLBRBE F TH ALK TE D L9, BAEDUSDOIEZMNE L RDMENRH T2, L
LFWIEITxT T DI MEDS B3 2 Lkt s B LV 89VOETHE I T L £V (il 21X Aihara
et al. (2008)? photl DHZR KA A L & phot2 DFF—8 RAA L EFHFOXFAT 74 ot
V), T IREESME T CONMIEIEN T D, £ 2 CHEAICDORIIEE S, bt s
SOREMEITRC BN NI L Ip o Tz, < OWEWITT7 + b b e B 2 88FON, B
TEEEK—FITL &b L OEARIS & RS A T HFF>Z A4 7 & LTHRY, b9 —FHITES
FOSZRHAL LTe @IREED Z A T~ B LT B R biLD, R TA U FR v A XF XD
photl 1XIF & A EELSISIZEHL LTIZX A 7T TH DA, b AY U H R T47 D PpphotB 1EE DH
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BB L E20, 74 b rELVOT X BRI K25 T RMMHTD, 74+ F brEriE
B DEMITENENOZFERECTHNICEE 725 LW, Fl 2 ITFEFHE O photl & phot2 DiE
oA BRI D) & W TR O DRI TR Z > TR Y, a7yt LTI E I photA
& photB (25703 Li=,

2-2. 7+ FFAEYT 7 2L BFBIREOHIE

—H oGRS (e ¥4 U & Mesotaenium caldariorum), & A U 33/, %< OBA T
FHCIIF I TR FRELIT L > THIEERMBERNFHFEIN D (Suetsugu & Wada 2005,
2007a) (X3, 4), 74 b boEAREEERIN LRNOT, MOREOIEZEARORES
I ATH -7, FRESEIZ K DRITERCIN L > TRIFIZITHIE SN D DT, 714 b7
B ANEETHZ RSN T W, L, BERSETNCEE G357 0 h7 v ATHE
SZARRFEIRSHIABEC RTET 2 2 EDRIB I N TV R, —IIZ 7 4 F 7 v A3ES 5O i3
JENZRTE LIRS 5 Z E A BTV D CHEN & - 72 (Fankhauser & Chen 2008), Fkx
IR TAVENLT 4 N8B afa/a—= 3 5BfET, 7+ hkrbeEro7r )
KA 7 4 B 7 B8 DO R A A U PFEG LIeF A T2 HFRRXA 7 0 xR LT

(Nozueetal. 1998) (X|2), XA Z B AT 7+ b ha B OMEE N A A V2T X THREFL TV
7= DT, MBI RTE UIERHAER 2 HIHT 5 7 F 7 v AOFEKTH D alHetEnii < R X
iz, FEBRT, KU T A X OFRENIT K 2N & TR RER W 5 2 KB Lz (FEERIL
IFER CTH D) BHIK rap (Kadota & Wada 1999) 1%, TRV T_RTHOTA o TxRA 7 1
LABLEFIZKRENRH -7 (Kawai et al. 2003), S HIZR A7 0 L8R 1% rap ZRRRITE AT
% EREIEZ LD BERMREERNNEIE L72OT, R Y T4 U XIZBN TR AT 7 ADTERAESR)

(&SEIEME) ORISR E L THET A2 Z &bt ot (M4), XA 7 mAidk
U TAHIET TR, BA T UA T H (Dryopteris filix-mas), 27 % U 7 € (Onoclea sensibilis)
il I RUFEGTe polypod v HHD—HE (FAET D8 0% LEEZEDD) MEHLRERS
Motehy, B ~A (Osmunda japonica), 71 =7 % (Lygodium japonicum), KA 224G
IRV TN DITAETOE ZARD)-> TR (Kawai et al. 2003), polypod ¥ & $8 Cld it
P & FERRARTEBN S AR EASEIC K - THREIN DD, RIS ¥ TIERFRE S 1720, polypod
ZIEITH VARAERTO B HR, M ROERARZ AR L TR RUTIR NI AR L LT

(Schneider et al. 2004) DT, FF 7 1 AOERNZED—K & 7o 7= AIREMEIX SV (Kawai et al.
2003, Schneider et al. 2004) ,

BT LI, Bri3EAEBEe YA bbb 347 v % D% L7 (Suetsugu et al.
2005b), B AV LI FDRA T B LETH LRI ED R AL EEL L EIT) D, HiET
DLy Vv Ay ba EENES R D, YHHOFXA I v ABIEFIEE <A hry
ZFRFZIR0D, e AV O oDXRF 7 v MBI FITHEROA v e U E2FRO, E61, v
IV OO RERE (2788, NEWE, B, [FAAREE s AR ) 12
IR A 7 8 AFTRODS TWRWOT, e A Y L XOxRA 7 v AIRIEIR T 5 ATaeEN
FEFIZEY (M3), e FVDOXA I aLmRTTATHED rap BERILTHRBELIES &, IR
BT L D BERARERN 3 AIE L7 (Suetsugu et al. 2005b) , & W4 U OFRESERIG & HlfHT 5 7
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4 M7 a A E LD OMEBREINRIEINTWDSOT, e 4T THLRA 7 2 ARIREIIC
& B IERARTER) 2 HI8 L W A ATREME S E Y (K4),

b A U RIS THREOINN L > TERMER D FE IS5 (Kadota et al. 2000, Sato et
al. 2001), 347 v LEGETIEFF> CTU7el (Rensing et al. 2008) (X 3), ookl & 157z
DEEDT 4 b7 8 ADEEFIRER ZFEST D2 ENHMH TS (Mittmann et al. 2004,
Uenaka & Kadota 2007), iAW Z &1Z, B2 X7 4 b ba B U BGREIC K 2 BERRAES) 4
452 LA LMNC L (Kasaharaetal. 2004) (K4), LLADEZ AT+ hhrEVR
EDOXE T 4 bWl L CTHERET 2 20T 52Ty,

3. ERAMBDT U F Al IR L EEER

BSCEBEICEBT DT 7 T UMEHERTT LT A VT R T EBN Oy 7 A B = X AITIEFEIC
WBOBMOBNTND, IATVUINCESTT 7 FUMHED E2iE5EEN L, Amp23 BAEK (77
F B N E A2 & A3 G TR ICK DT 7 FUMBMEOEE A HERET) &9 5HiE
#)Td % (Fehrenbacher et al. 2003), FEEHEMIZILI A VBB S Arp2/3 A RBIEEE T
HAFIET 5 (Sparkes 2010, Deeks & Hussey 2005) 7%, 5 D & Z A Arp2/3 HEEKOREY) DAV 77
2 7 EEBA~ORGIIH 5N TR, D7 & TEICIBW T, EEAYIC @A LT
%7 (R har U7, GV, LAV —4, MK OFEENII AT IKFEL T
W5 Z ENREIEH B NI /e 57 (Sparkes 2010), L2» L7e7s BIERLARIERNL, Arp2/3 EAEED
BEREN KB LA RARTHEF THY (Kadotaetal. 2009), i XOLNZRBY OIAT D
)y 7T Y NERK UMD AN T X T EHORFEITHED O TIER Th o7 (Suetsugu et al.
2010a) Z ED, FERMRIIMO AN TR T LIZHRR HEATT 7 F UMV, B3 5
TENRBINTWD, FxlE, TI7FURGEIH BV, 74007V RE) b
B NTEHEDORES L NRTBIZEIDT 7 F USRS b LIz m A XS XS ORER
Bk a2 T, BERMAEBNRF DT 7 F AHEOEIRE A 8152 L 7= (Kadota et al. 2009) , #lifa&|C
RO KD INTT 7 T UAHELZE DR OBELESEEN IR X 2 K& RB(LITR ST,
R AEEN EB T 5 K ) RERE L RO e h o 7o, & 2 AMHEREAE &2 REICBIER Uiz
R, R LIS NT 7 F UABRRER R4, FERRERETNIC > T LT Z L ERR L,
T D DIEFREDIAFAEST DHDNT 7 F U HEOMEE % cp-7 7 F 1 (chloroplast-actin) #i%
MEL AT T 7o, BERMADERIE LT D & &, op-T7 7 F U HEITBERE R O 2 JE P IFET 5 73,
BENZE, BB M ORANRTE Uiz, SERMRICIRVER R S D &, RIRICHFELE
cp-T 7 FUABHENR BT L, Z D% cp-T 7 F UABHEI A RICENIZ U, TOENE
TR DITHONTEERKARIT cp-7 7 T U BHED Z < RTET D MNCE X 458 % (Kadota et al. 2009)
(K5), BEREARA RIS DIKBEZ 52T L72tRIL, op-7 7 T UAdHE 2B I Bl 3E
oINS R e
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cp-7 O F KM
A

i

Cp-T U F 4D —BRIRIE K

B A RBIRICHITScp-ToF U HiDES

H5. RBRISEIZETS cp-7 7 F UHliHDES

WOEEEEN B AATT O REE T op-7 7 F UABHEIIZEMAR O R E P/ L, FEkkITh T
INCEVE (T T 2R EDHITE EF o T D GIVITT IR, ERESOG I DRGSR N (F
HROESY) DA TOIIE Z 2 DT, phot2 1FHERMAEIMIIE D 2\ THIFAE O SERRARIZEE L
TWDETIZH D EBEZHIVD, pho WHEZHRTH E, cp-7 7 F UMEHEO BB 22 1H I N
L2V, FERAESHIRAE D HANBIE AR E 8D CRVIBTRIRED , EO®%MA G hOE S
(RN 128V cp-T 7 T Al Al CHA S, L U TR & HkhE5
% (RHD . BEIZGFP-# V) o TF 7 F Ui & ritib L7z (k) v m A XF A F 12BN T,
HEAE ERAVFICGEEES A2 2 LTV D EERME (R() L TO cp-7 7 F Uikt @hie %
N

FIETICBT DEAIETIE, cp-7 7 FUARHEDOTERITE Z 697, BEFEAIOD cp-7 7 F
WHENSIZ D Z LIk - T, Kicmr->TBET S (X6),
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FhIEIRRE
S——
cp-7 VT Hikk

B A RBIRICHITDcp-ToF U iEDES

\ s

6. £EERIGEIZEITD cp-7 9 F UMHEDES

HERAEE 0> photl & phot2 A NAEZHRT D &, (MOLNDEEPIEL, BEEIEH YT > TV
WIERRIZ B IEROMED D, KBERE L 13 H72 0 cp-T 7 F Ui E DO — @I/ E R ITE = 577,
BELKIR B OSEIREENL T A0 Cep-T7 7 FUABHEOEAME Z Y, izl ->THEE D (K
F.

BERROBEREE L, £AMOSTHIEIETY, Al & Bl cp-7 7 T U flliED Bt
WAL TR, SEEAKRE S 2AUTHEITH 725 (Kadotaetal. 2009), & & IZKBE T
IR D LRI - THIRD op-7 7 F SO RITI{R L, FERRITEHEC B, Znb
DFERIG, cp-T 7 F ABHED BT ERRIR OEB) J7 13 L O ZE L & 522 —F LTV
LT ENGND, BERZ LI, T I F UBHHRAFOA N T3 7 BB OHEAIE LTHLND
23-TH VAL 2-F ) F U A TUEE LIS MIfR CIE, ERMASERNISERICHESIND N, T
THRBHMNERHRFIC R OND cp-T7 7 F U HED—mATHEL & A RI~ORIEGITBE S
(Yamada et al. 2011), Z OFEFRIE, cp-7 7 F L HHED R ~DOIRAEI TR ATEE O FE R Tl
72, EBORRK LR VHEDLZLERLTND,

HIRN THr Ik L QO D BERRITHIIE 12N T D DO TIER <, 7 7 T UABREICIRAT L TRl
Pz 823 LT 53 (Takagi et al. 2009), £ THEDETHOT ITENNTWS, HIfLDIR
WEIPRICE Y 2 R 95 &, BERMARDEFE T cp-7 7 F U AHHENHEININ L Z AU RV EER A D
X L85 F o7, WITHEIRE TIX cp-7 7 FUHENTH L, BERARIIRE<E K H ik
-7 (Kadota et al. 2009), Z D Z &%, HIREEIKAT LTz cp-7 7 T AkHED EOZEA LA
PE~DOEEOREEZREL TWNDHZ EEREL TS,

JHRAFE LT cp-T 7 F ARMEDEIREZS AL & BEFMAOLENLEE) & OREIE, 74+ F hrEY
KABERARZAE S T-fRITIC L D S BITH DM E 7o 7=, phot]l ZEBAKTIE phot2 (ZK1F L 7-4E
ABOG & BRGNS & BITHEZ Y, cp-T 7 F UMEHEOBIRERIC & BFA R & bl U TR X A2
DRSS -7= (Kadota et al. 2009), L2 UFEIREHIZ L - TR Z D cp-7 7 F UMD
K& ZDO% DRI DA L I L CTHOTNIRENZ A IV T TRIY, ZofERE LTI
PR BE LD D X A 2 > 7 B Bvo 7= (Ichikawa et al. 2011) , phot2 78 BARIZIEGRER G % /K
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HLTWAOT, BT THOEASNFEIIND (Jarillo et al. 2001, Kagawa et al. 2001), =
DIEFARDIERRIZHR Z R &, HESIRR SNTH5 5 TD op-7 7 F UAlHEDOTE R IT
HLZ 57, W cp-T 7 F UMD EA DMEME S, BABIENFEE S 7z (Ichikawa et al. 2011,
Kadota et al. 2009), photlphot2 78 SR TIL cp-T 7 F L AHED SARIFH 72 0IT < Z 5,
BERKIAR O L ENEE) & FIRUEE~ DG O JEHIE S 7 54172702572 (Ichikawa et al. 2011, Kadota
etal.2009), ZHHDFERMND, 74 b b iep-T 7 F UMHEOBEREZHIT L T D Z &
D GNE 75T,

4. cp-T U F UBHOHIEIZEEH SEF

YuA XFAFIET D0 FRBISTFHIBITICE Y, JHIRT + b b e B 721 Tl < ik
RIEE)DIE SRR R I Dk~ fcﬁl%ﬂlﬂﬁém‘: (X7), Fxix, ZhbDK
F- DO FRIRIZIBNT, BEREASEINLE D cp-7 7 F Ul OBIEZ SHMICBIZZ T 2 L1t kY,
T DERAIMN cp-7 7 F ABHEOFFNC ED L D ICBIE L TW A EHEE LT,

BER&BmE VR IVR ALY

TOF RS 1!_1 P CHUP1
FYNROR  wkwWE  7o7BA TR

A—=FI VA J-RAL
S N0H JAC1
VRIS IEAL WEB1
CVZAV | PMI2
FRUVBIVNOE Motor KAC1
100 aa

X7, aAXFRATET DERMERO(E SR CEE RIS D 5 K7

4-1. CHUP1 (chloroplast unusual positioning 1)

Foxe NHARE U722 BAR DT chupl ZERMKITHR b IPENR <, BERAOEENEB) 2 KIE L T
WD T2 T <, IERR SIS AL T L W EEE L Cu7z (Kasahara et al. 2002, Oikawa et
al. 2003), ERHIRLZBIEET 5 &, BRI CIIRITEE A B SRV R O BERHMAI T DAL E %

FEAEEZIRND, chupl ZERIROFERRITIFIZEIRENC R > T L < Ml 28 L T
7= (Kadota et al. 2009, Suetsugu et al. 2010c), = DZEFARTIIHIVE DT 7 F ARHEDO BRE X B
AR L IED IR, cp-T 7 T UAHEN =< A B - 72 (Oikawa et al. 2003, Kadota et al.
2009), ZDZ & cep-T 7 F UMHEDS, FERIRDICENER O 72 b T HIFAE A~ DS 2 b 44
HTHDHI ExSHIZEMIT TS, CHUPL [ TEEOMERE N A A > &R T3 RO/ Va s
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\ZJRET 2 b FAEN R B 72 & L X BT D (Oikawa et al. 2003) (K 7), 7 2/ Kuiifl
DOBUKMERER X BRIV RTEIC L T D (Oikawa et al. 2003, 2008, Schmidt von Braun &
Schleiff 2008) , £ DEAMDT X/ RflH-73 DT A )L KA )L KA A L, TRk DS M 5
AT H-0ICRETH Y (Oikawaetal. 2008), F 723 BRE N OFEERFER Clx &K LIZ
VEETHS (Lehmann et al. 2011), A /b KA LORITIXT 7 F UAEEENINFAE L, B
BNTOT 7 F U ARHERE O RENHER S 7= (Oikawa et al. 2003), H /LR F L RuANE 7 2 U >
PRI E T & 2 FAE O CHUPL O CIER RO @O iE A 5T (Oikawa et al.
2003), 7'v U UEREICEREBIIEMEOT 7 FUESICED AR IR b, T T
DTEREEL, TOERAEZMET LI T 4 VU EREGTHHENTH L Z ERMBNTND

(Holt & Koffer 2001), BRI CHUPL (3717 4 VU U6 HEZ ©-> (Schmidt von Braun &
Schleiff 2008) , LA E> Z & 7225 CHUPL I3EEMMAIZRTEL, cp-7 7 F UABM O EAIZE 5T 5
K7-CTd 5 AREMEREVD, 50 L ZAZ ORI,

4-2. KAC(kinesin—Ilike protein for actin-based chloroplast movement)

EEFIEDERKRDOA Y V—=2 T OIAFET kacl ZFRARDPHEBES N0, BERIGEIZE
AWERBLTWDIZT T2, BRSO M & B AR & T > 72 (Suetsugu et al.
2010c), ¥ P A XF AL KACT IZ & ETBIRT- KAC2 DFET Do kac2 ZEFHRDIERKK
HBENIIER TH o722, kaclkac2 "B BARTIIEERMAOLEMER N 2 < R HNT, HERAER
MR SN D LD chupl SR L LSBT E 2R Uiz, FEBRIS chupl 225 KIRIRR
kaclkac2 —HEEFRILTIX cp-7 7 F U BHED L A BT, kacl ZZFARD cp-7 7 F D &
LA & LT 7o 72 (Suetsugu et al. 2010c), B _& Z &2, KAC [ IfvNEE—#
— L L THIDNDX RV RO X VRV EThoTz (K7), LZANEDET—H—RAL Y
I NEICRE AT DREN0E—F —IEMEIC MR X 7 VAT RIKfRaew R L T,
KAC D H VR & 2 Rl d oD & 3 7 B L oOFARIMI B, B EAE 0O KAC ORI TIRHIZ
FFPERE VY, ZOHMDITRBRENTIH NN LT 7 F UMl e T o NI1H 5

(Suetsugu et al. 2010c) , KAC [TAIREE & HIFVEIZ RTET B2 DT, cp-7 7 F e MRS
MO DEOICHERKFTHDL EEZDND,

4-3. JAC1(J-domain protein required for chloroplast accumulation response 1)

jacl ZEBRARITELS G EFTERIZKB L TEY  (Suetsugu et al. 2005a) , FRBESO T B4R T 0
LR TR SN DA, ZOEEITIEVY (Ichikawa et al. 2011, Kodama et al. 2010), 54
S%ERBLTHNDDOT, 55 FTHROFBIZRmN -T2 cp-T 7 F ABHEDOIRELIZ R S 7
Mooy, —EOFN HRIT DIERARTIX, & GHAND cp-7 27 F U ENRET 5 2 &
NE ST (Ichikawaetal. 2011), AW &1, jacl ZBRARTIIHREEIIC L D cp-T 7 F
UHEHED —IBPIHINE & A EBIER SN2 o T, RRICHIRERIZEERERRE L7z & Z121X op-
T I F BHEDOE R IR BBIZE SN T, fERE U CHERARRSOSITE Z 577, Mz
iR < #245 LTz (Ichikawaetal. 2011)  JACT XA VAR F VRGNS 372 v Sm o & /X7
BHIZHOND J-RAAL L EMEINLE N 2 v 7 BRI EZGIEITDH RA AL RO
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(Suetsugu et al. 2005a) (X 7), FrlZA—F U A EFEHINDS 7 TR //J\H@%?EZ%?E) v
X7 EITHREED BV (Bisenberg & Greene 2007), SERSITHE SbAS G AEATIZ JAC1 ®J-F
AANTA—=FT VD J-RAA VERI UNREEZ RO Z &5 Wot(&m%ua&
2010b, Takano et al. 2010) , JAC1 @ J- K A A > NEERLREE OHIMENMZEHTH D Z LT 5D
7273 (Takano et al. 2010), JACI EROEEEIL /37> Tl

4 -4 . WEB1(weak chloroplast movement under blue light 1) & PMI2(plastid movement
impaired 2)

ez 1TRBESOSRKBE RO 7 ) —= X0, WRELUGE LV 2 DD BAR
webl & pmi2 % BHf L7~ (Kodama et al. 2010, Luesse et al. 2006) , Z 1 5 DZE BAR TIXES IS,
WGRER S & b I ZEERATEBY O E AN <, RRICRBESOG D BFE N Lo T, SIS IR
IZXD op-T 7 T UABFEOWHERNIZEA LRI BT, T O TDIREPEZ DB TH-
72 (Kodama et al. 2010), MZARKOIEIXIZEA LR L THY, “HERKLZNLZNOH
—DOEFIRLZED 520D T, WEBL & PMI2 1ZFEFITHEBATHERE L TV 5 Z LR Sz,
WEB1 & PMI2 1%, L HIZaA NV KIaAfNVKAAL L EBRoTe X R_RIET7 73U —

(WEB1/PMI2-related # > /X7 B 7 7 2 U—) [ZJ&T % (Kodamaetal.2010,2011) (X 7), i#&
(RO & 2 L OREEN S TR ENT L D1, BRY — A 7'V v KR, HHEeN
TO 4y F#O6FME (BIFC) #72 E12 X W WEBI & PMI2 13#E5AT 5 2 &, & 52 BIFCI&IC
XoT, ZOMEPMIE T Z > TW\D Z EBIE &7z (Kodama et al. 2010), E{&521
fiEATIC X W WEB1 & PMI2 OFEREIZIX JAC1 MR ETH D Z EAVRIB I 7223, WEB1/PMI2
L JACL OFSEIFSDE Z aﬁtﬂémﬂ\f;u\ (Kodama et al. 2010) , 58t F TP cp-7 7 F
WHEDOBENRE D FLH X8, jacl, webl, pmi2 D= ODEFILTELI TS Z 35 (Ichikawa et al.
2011,Kodama et al. 2010), WEB1/PMI2 X JAC1 Lt & Z A THRE L TW A RIBEMEDN H 5,

4-5. ZOith

ROz E PMII (plastid movement impaired 1) (DeBlasio et al. 2005) <> THRUMIN1 (Whippo
etal. 2011) 72 ENIERAREENCBG-T 25 2 ENMBNTNDD, ZHOHDRETM ep-7 7 T
HEHEDOHIENZ B 532 TS ST, F5Z THRUMINT [ THIRRN 7 7 F ik
LREE L, SOICRBRENTT 7 F UABEOFL 2T 5 2 L 235 TV T (Whippo
etal.2011), thruminl ZZEARIZET D cp-T 7 F U AHEOBIREBIZIINVEATH D,

5. BHYIC

EAEBN IR LA C LB SN DO T, BB FRIA I X2V IERIC R 7 R
THIEI SN TWD Z LAVRIE STV D (Wada 1988), Fkhidi IR 2 JR7Ed 2 e IR
74 b bR E AL o TERMMEAEERNZHIET DA D=L EFRESEDHZ LITED (K3),
BRI AN S0, MO & SERHAR & 5 BEPERE CHUEICBE T & D RRCR A S L
770 FORMPEAHE COEBAREICE LTI, AT U LA 4 OB IARLEDRE G R I T
WD, RIEHEREIX72 Y (Suetsugu et al. 2009)

N. Suetsugu & M. Wada - 11

BSJ- Revi ew 4: 55( 2013)



REPIRI AR AT 4 56(2013)

FER S B U= 008, B EEMITEE A GIC S O SNDBREICH -T2, REBICKRAE VA,
BT, W RENERT DXL 01k b e, MWIKRTEY 2L ONEHED Z LB OEF
(W E o T, BB ET T D BARORIR T, 2R IVIEERETTY, 2 o0iEE
BRET HND XD EIGT D720, HEMIC L - T TR0 emes a2 2m L, 3R il
IrEICE RIS ZENTED LD REEB A =X LDRUETH -7 (M8), IAT
\ZR DT 7 F ARMEI - ToIEEN TR OVHE A HEFFCE 5 5 DD (Shimmen & Yokota, 2004)
BEAFDOT 7 F UM o T2 F N LB E T 3, @i FisfuimEgEch s, —7, op-
T I F UEMEC X BB A ) = X LTI, T T e B AR DME &« DOBERKARIZ X o TR,
L b BRI R S D O T, 2 OFERARIIINLISHION 2 B 72 5 # < 2 L8 T
&5, HERMASEBNIMED op-7 7 FUMHED UK OBEIBIZ Y v A X T XF 2 TR, 3y
MLV A THH 5D (Tsuboi & Wada, 2012, Yamashita et al. 2011), £ 7= cp-7 7 F Ll D
FHAHDWIEHIENCEE 2R+ CHUPL & KAC 1E, REFMICIEbE B O FE5 A& 5
E=a 7 IZHFET S (Suetsugu et al. 2010a), T 7205 cp-T 7 F U AMHHK AT D ERKARIER) D
AH = RANE, HEHO EREPIINCIIBEC S S, L < A8 56 EOYBREE N Chidg 2
FKI&pwoRER—hEioztEZ2LND (X3, 8),

BYICR/RE AT INIRS REEMICHBET IR

SpaRU7
JIHE
NIVAFII—A
/NRafk

cp-actiniiifé WREDT HF i

AU IEKTE? SHUIKTE

TOF G DESICESHENKTE?

X 8. ELEMIZHITHAILARSIEE

RSB R AN TR T 1%, MREICBAF DT 7 F AHE IR © T XA 3 UARAFOIE i
217905, ZOHATITHMEEHEAEE Ly, —HERMRIDEDORSLH MG CT ep-7 7
FUARMEO RS A A E CHIET 2 Z 12X Y, MiaNE Bl FICEIK ZENTE D,
NZBHET + b hu b ep-7 7 F ARMEOHIEINF T H CHUPL & KAC (32 FAsiz
WK T TH D, TERFENED X I cp-T 7 F A2 FIH L CGEBOHEE S 2 £ H LT
WD NI B TR,
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