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Light-responsive strategy in cyanobacteria
-Light-responsive system regulating chromatic acclimation, phototaxis and cell aggregation-
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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
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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
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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
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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
4% (Tandeau de Marsac 2003), 7 4 2 'Y YV — AT FITIHEFR NI R F—2RE L TEY,
WERENEE T 52 & C, MEFR TICUG RN T =2 mET D AT — MNEBART, 742t
V—AhlIuey REaTiZpidbh, vy Rnba7?, a7 nbIGH b ~E TR —%{5E L T
W5 (X 2A), EOEEERETIE, FEROCEWINT 568 S R ENG, REEOZRINT
LEFRZ NI EANENTINF—MEESND, aTIZBNWTUE, 743y 7 /e EMEINDS
BIBRT b T B m—LAENEE LT 07 0 3y T =2 bW ) F ST ERTREN ORI A S T
5o By KT, 743y 7 Y UBNER LT 4 2y T =0 XU R IERGTIEL, B0t
RN LTS, ZREBNS, FIZE > T, SOIEERON (FIThkit) 2RI 655
NRIBEBFEET DI LT, ZHERNEZ AT LTS, 2 Th, 74ax AT bn)
BHRLRTEE, Toax) 2at ) rEWN S FERERINT 5 BRLHEE L TND, HHFEDY
T TITE, BERONMEITIRCT, 72 7m0 74 an ) A CORMEEHSED
(HiEsifk) . ZOffiElIfkiX 3 SO A T/ S5 (Tandeau de Marsac 1977) (X12A), 1843~
q4aAv 7= 7 axl) A COmGERON, HEIDL U TEOREMEZEE I/, 0 AT
4 AVT =V ORITEZTIE, 74 ax YA v OEZEEISES, 50, RENLTTE, 742
TV AV U EWLT LT, MldikeEr 215, —, MENETTE, 74axz R CoEEH
T ET, AT ERESIRVVEERT D, AT T a7 =07 4 ax ) R Ol OEEE
#Bstb, OFD, RELETTHE, 7423 VR ERLT —HTT7 0 av 7 =0 200, il
[Tk ERT D, FEJET T, 747 =0 z2lod T a2 aie L, MR
tE BT 5, ZOXS REENbEgE, B IESKBPEONRENEB LY, foXARAEY Lt
WG L2 T 28D T T, #EREEEEIT ) mOITESHITH D LWz D,

INHDOMEEIMEBGUIE < M BEI BTN, T RS A 7~ Fremyella diplosiphon (233
W, A & I D Y2 BAADY 1996 4EIC Kehoe © 12 & - THIO CEAGANCFIE &7z (Kehoe
and Grossman 1996), = DIz 5K % 21— R 2IBI5 1 reaE SR SR TS, IREESRME T T,
PO TFCTY, Z4ax )R T 0 av T =0 OBNBNES BV LD o7, reaE D32 — R
FTHHRTEITT IR T VAT a MOEBHEER AL L ERFOZLinD, HZRETHDHZ
EAVRIBZILUTWTED, KB E L CONNRHETIRE D S R TH -T2,

Ferx DG —T13E, Synechocystis & Nostoc punctiforme (233U NTC, ReaB E{LCIER DT/
NI T V7T DR CeaS 2 HNE L, ZO55ERHEZFH~<72 (Hirose et al. 2010, Hirose et al.
2008), ZDfER, CcaS 1Tk & AREILORM CRIMHNIIZE# LT (X 1), CeaSIET ¥V h 7y k&
LT, NZFVTOSHERE LTHOND E AF VX F—P FAL &L, FoEc ) v
FAILTE MR IR Lo CRBE S, CeaS Dkttt —& L THREL T D Z LR Sz
(X 2B), Synechocystis 137 4 2V AV &R, fEBIMLE RS 72003, Synechocystis TlX, 18
D7 4 ae ) V—NIRVFFRR T 4 a2 ) V—LEIE T (peG2) DEEEZHFEL TNDZ &
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SN E 725 TS (Kondo etal. 2007), — 4, Nostoc 13 TN RIDHEEEULE R L, ccaS BinF-iliELE
TlL, FRENTHFESNDL T a2 ) 2 COFFENEZ HF, AR TRELTHEIND
B ERESETHIH SN D BOFZR BOEREN, RS T CELIBEIN, Zhbo

Z &, CeaS AKENL T TIET7 4 2= RV COFEMAFLEL, REXTTET a2 XY VOF
FEEIH L CWD 2 E2RB LTV D, CeaS O FMitllld, CeaR &9 VU Rz B> CiEME LT
H VAR AL X 2 L—F R GR - DBET D, 2D ccaR BIGTHFRRIZBO T, fk/ REDE
FHETTEBICLT 4 ax=) R COEENPEREI O oT, B, 7= R b5 E
(B FREDERE: L~V B AERRRC cca, ccaR EInFIEHRRICIWTIIRD &, 74 ax R Y o OHH
BB U REENBIE SN, TNHOHEFEND, CeaS BN FIAE L TREE Lkt &t
ZRIN L, CcaR OHREFMiIZ T LT, ZOBRE F CHERES AR EITHI D7 2= R V&
EHREIL TS Z EAVRENTZ,

Fremyella diplosiphon |23\ TlE, ReaB OF3HRHEITZ 523 S TURWD, B FIIRIT D,
EAF P FF—ETHD Reak 726 U LA S2ITHLD ReaF, ReaF 726 & BT Y Uig%a 2 T B-> TiE
MAET DLV AR AL X o L—F —TEER T RcaC &9 3 DDX L3 B COY 7 IVRiEx
T, RENFM T T 2> T = OGRS ZFE L, 70 ax) 2 Y COEEEEZ I 25
ZEPREEIN TS (Gutu and Kehoe 2012), UTAEDT ) MEHTND, 74 ax Y RAY 07 ax
VRV VRN T > T ThH 7 4 axn Y Aa v T =0 RO T /37 7 U TIZEBWTC, ReaB
R CeaS DRWEINTWADD, ZODHET 2 & TRl S A BB TR > TN D Z &M
THIND, INHDOBENNITNENDEMDOEBTEREDENTER S 2206 Lvavy, £z, £
ZHVDHIEHBE I8N T D 573, ARG L FRESCORIITIE UTREDET 7 F LR
T T F ORI AL S HAEHUEEGIE, ZRTHHE LA RUTHIHT 28R —E LT

BV, FEEICESREEZTHL Z LITHATH L,
A B

e e CcaS Yi@fﬂ

-0 -0
/ﬁ&‘-\éﬁ‘é‘

> &

b l U VREB
ZiN=R u BN CcaR —_—
' Eg%ﬁml

.

J243ITVURUY
BInFE
X2 7 80T U T OMEENLE TOFIE, A 74 3 XY CROBNEET S T AHESIE
E7gavT=r b7 ax) 2Y CORGOENEET S I ARSIk, B: a0HERR CcaS,

CcaR |2 & 2% T ERUH S LOflEE T L,
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LML IR T R T ) T CENEIIE DI TE Y, I THREIT 5 IEO AT,
AR A L VIESITAT 9 o OICEERABHR L2 D, T8, T Synechocystis ([T, EJEME
DHFABRB T LIV TEfR SISO H D, ¥ T /37T V7 OFEMIIE, BEk-CAEm 2 BEd
LiEEHEE) (1TE—Hh~EHE CEIC) <o, twitching FHE) (5122 X 2208 LFEIRANZENS) 23
HBIVTWNDAS, KIGHEZ & OEEEERE & L TOTWDHIEITR -7, ZORb1, £ ofd
DMRIEEE O IV B & L 2B OBIR -2 FFD, Synechocystis \Z3\WNT, ZLH DBIR 11
5 &, FPEDOMER twitching HHE), HANBEISHEENNEAT 22 &b, HEBEI LoES), 5
3k DNA OHLY AR 2 BTV D (Yoshihara et al. 2001), =D K 9 725 EI D@ 5 13RI 25K RIE
INTEY, MEARKIZ T TR, ZORMICHERBE T HIRE STV D (Bhaya et al. 2000,
Okamoto and Ohmori 2002),

MRERAFHERE D> 5 HL Y Z5872 Synechocystis DBUWRIZIE, BEIIRIZKH L CIEOEEM 2773 5Hiln & &
DOEFEMA R TIENEIE L QW 272, ENENEBEES 5 Z & C, PCC-P #, PCC-N k& L7,
IS ORRITEIEINCY TRV EE X BIVCWTER, Fill, WIS —4 > —% H\V 7= SNP figtht
2k, EREEOERI RSN T D (Kanesaki et al. 2012), Fx ORfFE S L —7 13312 PCC-P
xR E LT, BEROEAMEP LT DI T ARR L TE T, TORRE, %< OBIETELFE
EINTWD, FITH, MEZREEET 3 DOF 0 BB TR pixG 7 T AHX —, pixD 7 T AH—,
pixA 7 T AL —M[EE LTV % (Narikawa et al. 2011, Okajima et al. 2005, Yoshihara et al. 2000),

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,
AALMERIE 2 > X7 B LTRlkE, MCP RAA U &RiD, EBIZYT /7T VA7 a WRIEFRES R A
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
7

pixD 27 T A —{L pixD & pixE LD ZODBL T CHERL S, pixD ZIEET D L, I3V EDE
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,

PiXA 7 7 AR —IL pixA, nixB, nixC &\9 = ODEnF THE ST\ 5, PCC-PERIZBWT, =
D DOBIE T 2T 25 &, pixA G TAEERICB T, IEOBEEN AR 2 DIkt L, nixB,
nixC EEFAEERIC BT, FEEOMERTE - 597, T LAEOEEMEOBEIEEEN B AR
NTHEICKRE 725 TWe (Narikawa et al. 2011), —J, ADOENMEZ 7R PCC-N HRIZIHBWNT, =
NOOBIRTEMIET 5 &, nixB, nixC E5 FAERIZIBWTE, AOEEHENEIZYHAT 2 DIT%f
L, pixA BSIEERRIZRS W CIE, FaEOWEAIRE 2 597, T L AADEEORBENREE Bk
ICHARTHBEIZRE S 2o TV, PiXA X 28V EIZS T /877 ) A7 a MEEREG RAAL &

R. Narikawa - 5

BSJ- Revi ew 4: 7( 2013)



fEYIBHER AR 4: 8(2013)

EAF VR —E RAL BT D, ZOBHRMEE FAAL L ONNRHEEZR~S &, Rk Like
SO CTRREAER AR L7z (1), NixB & NixC 1ZZNENL AR AL X 2 L—F—ThH1,
INDDBIBTRENY T AKX —HIER L TND 2 EnD, —HOT 7 URERKE TEBNR > T D Al
REMEDSEADS, pixA & nixB, nixC &5 AERE CIXF OFBHALNHAIZ /2> T D, NixB, NixC 23V
VEAEIRBE TR L, U VAR ITID 2 L TRIEHEIE L TV DD E LIz,

[HFAWZ &1 pixE & nixC 1% pixG [k, PatA TLD L AR AL F 2 L —F —%h a— R4 17
BT Thololoh, TbOENMERIEZ 7 24 —FHZHW\ T, PixG, PixE, NixC 2ME7z X 9 720
CHEIED FTAHEZ T 5 BA&IR 7 CTd 5 FTREM RB S D, ENENONZRIROMWE N D,
EOHHHR bEE~FEIHNTET DI ENBZ DD, L LAaRL, BARKIZIW CHALIRE O
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
(53672 1) OIS 52 B BATIRD = LT, L ORREMARIECE 5 L L T 5,

MOLT ) STTF YT OF ) DD e, B
pixG 7 G AR —ZEL DT ) AT FY T D

T )R T U TS UM, pixA 7 T A — Pv (PixA) ...

L Synechocystis D F 2 L M 1F1E L 72 W,
Synechocystis |RATAEMEZR TGRS 2T L%
HEIEES R AREMEVRE SIS, F70, Pixd E
0y EPRHRLE, ~NTa VA NERTHVT
7T VT O PixI BEDOFH, BHREER RAA Ol
B A>Tz, EBRIC Anabaena sp. PCC 7120
(\ZB1F 2 Pix] 7E 12 AnPix] O53 M EZ G~
L&, F/ IR TR, R
S FEA AZ 7k L7= (Narikawa et al. 2008),
~NT YA NERYT N7 T TRV,
pixG 7 7 AL —IZ L5 ESEMERIER DML & 135
TR o225 TND Z DRI SIS,

5. MAUESRZHIEHT SALELRAT L

PixD

- i EDERE

Pb (PixJ1)
REK

®

BeX

3 Synechocystis \Z331F 5 SO HIE
Al

HARUTHNT K o THRE) S35 i & FHRTF LZRWUS & 23T bivd, RIFIECHEEL, %
BTG CHE T D720, RIRJESRMTIE, BERTEMDERBIZ TR0, SR ISR
LTz L DA P L RZRZT, NHHFEESISRI S, GBS T /37 7 VT Thermosynechococcus
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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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