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Photoreaction of blue light sensor protein phototropin

IR, SFIRIESS
TR SR BB I TR
Yusuke Nakasone and Masahide Terazima
'Graduate School of Science, Kyoto University

Abstract: Phototropin (phot) is a blue light dependent kinase involved in the light responses. The phot contains
two LOV domains (LOV1 and LOV2) as light sensing modules and a kinase domain. In this article, we review
their photoreactions studied by the transient grating (TG) method, which has been developed in our group. We
have clarified the reaction dynamics including conformational change in protein part as well as intermolecular
interaction change from the view point of diffusion coefficient change. Despite similarities in their structures and
photochemistries of the chromophore, LOV1 and LOV2 showed distinctly different reactions in the protein
moiety. The molecular mechanisms of their functioning and diversity of photoreactions are discussed.

FLHIC

BaAdmIx T T R S b IRTnD. 25 LIBREOB LA I L, xisd 52 &
AEAEBIOMERFICMNETH D, ZDTOITkkA 7B —2 R ERRESETE ), L bl
HOBHHIAMUE ORI W TR 2 R L TnD. iz, 8o RIZiTe R7v e
LIEIND N =2 T EDFEL, FFEDHEREONICIET HZ LT, ADEVWLEDTY
D ZLNTED. WMETEWYO BISHET DRERIRE 2R > TWORWAS, 383, AR, BAfERE
SFEIERAEBIEDHIZ L o Tar b —EZhd. £7o37 7 U TS E BT 580 i o
STEY, KiZmsro THETy, SOV LIRIT DI (E - Aok Z2ENTHEENG. =
I LT EEI I ET 2 COEMITIFEL, TONTHEOEARIT, AMIERET DA% 5
PNZT 2 9 Z CIHFFICEELTETHD.

FRROPFTE, HBREITOMED L > T, ST CHELRREHERN TH S, WIIBE L T %
BRI, HKOZRXNF—%fio TRENEGNT D720, KOFBEIINMOEE AT D
7= ThD. WX, HERODRILEKDT-DIZ, SR AE R > TEBY, fHlxidticmmro
THART2EME (phototropism) 1%, SZEEAIERT D7D DEERISETHSH. T OIIEMEIT 1880
I, LR TEART v — A X - X—r s k@i Tkly, FotitEtEzs x4
ZELBNHNTND. ZONREMEEHE S FEtt b —2 L T HD 1997 FICHR S, £D%RT
#+ K~ b ¥ (phototropin) &4 fHiT HALZ[1].

1. 24 F FAOE DR #EE
BIETIE, 74 b ba U EREEOMIZ, ERIAO ENEECKFLO B 2 Y32 = & A3
HNZENTWD (K1) [2]. ERMAOTEIER & 1%, 3500 b & TlIBEA N R EIcEE Y,



X0 DHEZHTDH T, R
FeDb & TR L DX A— D photl phot2

g e
13 % 7= AT 5 3% //// .
5. KALUTBEORKIEEL, D S
[

BAPAIZ X 0 B Akl B 7 T bR

FEOWINR, Homkic L ER S fﬁ
HEEFEORIL AT 5. Znbix L. SRed g
IS0 R IR E & RN ED Bt T FLORARA EBREDEMET

BETHY, SEVHEGROBELE  m1 74 bo e OfE (hotl, phot2 DEEILH)

T+ hharEURHSTNS, £L<

DESRE —FHDO 7 + b b ' (photl, phot2) ZH§H, photl 2NEWEFREEFEIIZ % 5 I
ZHIET % —77, phot2 IZHGICHT HHE G —L LTI ZLnmbh Ty, E51TnL
ONOEREZ /3 L CHIEITT 2 Z EBB LN >T0D (K1) [3].

74 b hr Y (photl, phot2 & %) 13K 1000 HDT X EEN B 5 2 /37T, N AmANZ —
SO LOV FAA % (LOVI1, LOV2), C AKuiffliZ Ser/Thr kinase KA A > % FF> (X2 a) [4]. LOV
RAA NINZEBEZTH) KAAL U THY, FAHLE L TZZ B4+ (Flavin mononucleotide = FMN)
RO, HEHZ XY LOV FAA 3 kinase KA A U &TEMALT 5 2 & T, V7T /UBREDNER S
NHEZEZLNTNDD, EERIC

X LOV2 KA A 7 kinase KA A (@

© DTEMERIE % 7> TN D — N-‘ | Lovi | hinge | LOV2 | linker | kinase | |—C
JiT, LOVL RAA AATFRVEER

D 3 R @nq‘\ ;r w) ~
BETFT74 b bre s oL et "L N \
EFSERME DD LA ‘ - _
NTWA[5]. LML LOVI FAA N — ) ' ’l

> ELOV2 KA A OREEITIER
(AR = < (- 2b, 2¢) (6]
29 LI AR R DE N & A 7
5 FHREIC OV TIRIZ E AL
D> TN Tz,

74 b hua A ERENT S L, OLOV KA A UNEOFE A FMN 23 YEE2 I L, TEO7T
JBEFRR L OMBAERNELT 52 LT, U7 BBECRFTROTAREZ LTZ5F. @200
FRING X BNEREIENR Y, 2 R EREOEEGIEEZT. @ Z OIEZIZ X Y kinase N
AAUNEMEL, WEE Y VLT 52 L T TN TR EGET D, ZOXHITRAEDE
AR LRI T T T 2 70, O RFURIN I X S RRR I BN B AN LT H
% ISR H R — A LT IE IR ORI BN TR Y, FA D X 5 I E RIS 5551
HEOEAEIR X D LM TED, FEBRIZT7 4 R ECVORIEHEIZENTY, ZogihEiE Gt
[ FMN D) IS DOWTIFFITAFZE DN EA TV 5.

4 F [ (FMN)

B2 @74 bk FrErO—RkIEE, (BLOVI RAA 2, (c)LOV2
R A A D itk

2. 74+ FOECOWEARE
X 3 IR T DILLOV2 R A A OBFIRRE & BRIREED#E MG TH D (7). FHz L v, B L%



DITFHNES DV AT A L FRHDM
THAE/BEDEHR SN, FRAH»DT
MR U tEiEE EH. T9 LR
M OREEEIZ OB IREERE X
B2, WA MVOE bE 5] X
BT, TOFRT 4 7 AR
HIEZTE LTk x 2omtllEic kv
OISR TR O8], Rz i
fith, —EHIEREE~OEMAZENIE 2
SO, VAT A v EOIEELTE
BB T s ORFER TR Z 5. % X3 LOV2 KAA 2 ORFIRRE - BLRAEORS Ak

D, B~ A—2—ORf &M

HAEMIZITEORREICR D, Z OIS A 7 MWEETD LOV RAA U TCRIFENTEY, JUSEIC
WO TEH D Z EMBALNIINTNDED, Z0%, DX 91T kinase KA A U EHLE D
DATODWTIIRIEARI G, X3 OffiditEiE 2 A CH R AMIHITOT MR X PR T
HHDOD, RAA EROREEIZITE L -7 2 172 <, kinase R A A 2 ~DIEIEHARERAE S T
TERVWEOTHD. EERTTONMRBIEIZE Y LOV2 KA A O C KEHHINALET D2~ v 7 A
(Ja~V v 7 A) M3 BAGEICEE LS SNn[9], BEM»LEN T COEhE L2 b 720,
WIS Y E ClEZ DR E R T& fed o 7.

3. BERIMEFEICLDE N\ ERIGEH
MWL DY - SOEHIECIE, FEHE Y 0%

{bZZ DICHEED, BREO X S RERDFORIGZ W]

ST D Z EiEHRAe . & TR T IERTRE A FHE
(Transient Grating (TG) %) Z & FVESOBMIZEH L
7[10]. 2 OFBIRINE oM, FIticpk iz 7A—T%

#ﬁﬂjr‘
B

840
IR AT AR R TR G B e, o)
MEEEZA LS FHORE - REBERRZA 5 2 3T
MGiE& ] B4ITRT X ITRBINT 2 ROfiE < BhiE ¥k \
. o o o S . (450 nm) . s
IV AR R S, BRI TR TR 2 AT 5. YT IBR

Z OTWRONHREEILF U TR S, BT @4 miEEimg 1 (TG) 1o EHx
7D DB 5 I « (RRAABIC &> TR

BOBITHRNEAT D, Z OEITREFPBER 2B L LTEIE, 7r—708 (CW L—F—)
% Bragg b il $AE TAH T2 LIEHFEENEZ 5. 2 5 LT LRI EORE TE =
ZALD “RITIGIT B 72, ZORMELE TG EHE LTRINT 2 2 & T, btk oWz
R A R R CIEZ 5 Z L3 TE B, SBIZEWFME I, 0 PORNRIRP 2k 2 2 LI
Lo THIRT 272, TG (55 ORHRIZL) 60RO R R (REERED) 2 FHH TRl T &
5. 29 LTHH SHIZitERR Sz LT, BAEESROMEER(LCRE - BbOSz, BT L
9 AP I O EREE T CREHI O MERIE CE 5. ZAUTMho sk TS E#RCTH v, JERITM



ATHS.

FxxmEWEY > v A XF X F (Arabidopsis

thaliana) kD7 4+ ~ hm v (photl, phot2) & SO
T, ZOMEE AL JEY OFORTIER Lichigtz
T 72[11]. BARAIZIEE 5 12773 & 912 photl, phot2
DLOVI, LOV2 FAA ACHIZT, LOVI AL v e Lo
LOV2 FAA > &S0 (hinge A4 2) % LOV2 tovz | linker | | | Lov2 [ linker |
KA AL kinase R AA %G5 (linker N A A
V) EEATEREIEZRERL, oM E TG 5%
FAITHNTATo72 (K2 2H). hinge *° linker FEEUIRRRIE T Y » 7 AIELTERT 5 Z L 2307
STED, TOEEEDEH SN TWDENMTHD. DO X 0 RIEFRIMaET 5501
B ORI A BFET L RIRHZ, LOV R A A AZHET 25 THE, & D \WIEE DZERIEIC DU CRiE
BRODHZ L EHE L.

At-photl At-phot2

5 ABFZE TRV R AERE

4. LOV2 KA A Y DHRIE (a)
photlLOV2 & phot1LOV2linker {ZB L T /< 3 ISR whZEqk
JLAIETRNEL L7214 OEHHEIREE ORFRIZE(E (TG :E 1(5)_ -

S8 2K 6ITRT. WHORECIAHTED A |
WIS AL B IR A 7 BAZKIZ kB 1E w0’ o ”s@>/ 10’
B (2 ps) &, AT O ST B () 2ot .

BUE 705, R R DI A 77— (<100 ps) T | ) J— .

BRI SN, Z2O®ROEFIL, BEED TR :1, sk

P DR A B LB Ch D LRE S f‘?

N, B A0 [EEDSSUSIONL, W Oxf’“*i AL
DL AR T Z LNl CERISICE 10 T o

WTHERBR BN 5) . R A T 6 (a) photlLOV2, (b) photl LOV2linker ® TG 155
FREDREZ T2 L 2 A, BN L2
E B DOIERCMEENRFRZLT 5 2 & B3 L7
o7z (®7). ZOnFIRRE S 3otmEIZ X 5 4E
I DOYEBAR B E EHR E L TEATEY, 20
SOSREE SRR D Z &1, B L TV A EFE
R — B W THEBIREZE b2 1 O MEE 2R
DIIEPEZ > TNDZ EEEBRL TV,
W7 DFET Z OILBARE A S BLR S v Tz
B, ZOBMCEECRRLNE, FEaE s | BT /\
fEF, LOV2 BB TIEL A ~— « &/ v —R]Ofif or A f N
B R BRISANFHR SN = L btz T 7
7= LOV2linker #+ T1% 300 ps T linker KA A >3 o -
LOV2 R AA U bR 2 5ISNEZ D, S5 ts
\Z linker FR53 D~V > 7 ZHpEE & 5 BIFN 722 BOG 7 S FIERAE S ORI R (BT A7 )

) Phot1LOV2

L/ au.

Phot1LOV2linker

lyg/au

4



21 ms CHEINDZ &N

Ground state (D) Initial photo-adduct (Sx)
LMoz (K8). —— h_v) . ~US
sy R T AR
WE TR 2 B TL 7L TN s
ZEnn, WIRZELZEDRN B%[?]O% . S . : 0 %3%0%?
“spectral silent” 725G TH 5. w

FFIZ photlLOV2linker #X} Tl <_Lovz > o @

WS~y v o ARSI ~YUH RO p
IR BB A4 P BN ~1ms _es”®

. &£” S— ! -l’
TWHEEZLR, Zivh—iE N v o
@}iﬁ;*ﬁﬂj e 7»%/1/{&}%@%% Signaling state (T59,) Precursor state (Tzg™)
REHHE L TS Z LI b 8 photlLOV2linker MDY his A F— A

RN OE D ARRFRER N D,

BN EE O DT D IEEZIDS linker KA A » Ofigffi 23542 L, linker fELOMEIEEZZE X H Z & T,
Z D C KIANZ & % kinase A A ANAZGHDMEDD L) r FHREDNTRIB S 7. 29 LCHx 13k
HaEfE 7 1 — 712 X0 EPERIGE TR AR ATRe e i T E R OISR S A ~— « £/ ~—[RD
fRHE - A ROSZ A TR TR 3 #RRH L, phototropin D> 7 /WARZEIC K A A VM BEALERH O
At & linker DMEZAL P EETH D & WO FRZGZ. ZHUT TGIEMBE DR TH D.

[FREDHIE % phot2LOV2, phot2LOV2linker T{T-72& 24, FAME Y OIS (~4 ps) 1ZINZT,
PEBAREZEA 2L O B (=2 ms) 7 phot2LOV2linker 30BN COABII S 7=, Zh b linker fElOAE
EEGICEENT 2 Z ERH LN E/RD, phot2 E photl [AEEIZ LOV2 R A A > TxITE- - eiEm %
linker FRALOREEZ LA I LT kinase NAA NUBZ D T EWRENTZ. 72720, JEEREZE o
AW Ephotl DK E <, ZHUT photl DREEZAL KV BRZE TH D Z & &7~ LT\ 5. photl (3 phot2
IZHARTRITRT DR E S, R U T £ 0 K& ST % 2 & Tkinase KA A &
HERANTIEIEAL LTV D 0 LavZRu,

5. LOV1 FAA UDIRIE

photlLOVI [IFPIREETH A ~— 2 ZEITET D Z & 30> TWAH[12]. FhsaEETIC L Y
LOV1 RAA »DB-sheet [FI T ANT 4 RFEE DA HER SN TEY, BWERTPIZBWDTHRRKEET
FA~—L L THFETDHZ L2 A R u~ b7 77 4 =2 X VR LTz, TOXIEE TG
ELTZ& ZA, JEHEREBOZAL RSB S, ZORISHEEDN RIS UCRRBICHINT 5 2 & 2 Jn
LT ZAUSIEBERBEA LA S OISR 0 TS TH H 2 L 2R LTERY, JEEREELOES
WY A RPEfRZ v~ N7 7 4 —OREREZFE L C, photlLOVI [ THIEIC LV # A ~—[F T2
ARIGERZ L, WEMICT T ~v—%RT 5 LiEmoT7e (M9). b LAE7+ F hrEUZE
WTH ZORISPRIFSILTOURE, KO REREAEREIERT 52 L L7220, EMERAEDITRZE
RAB SRS, BUER AL, ZORAEVIRICEY LOV2 KA A > L kinase KA A > Ofig
BEROG I S D 2 & T, SREEDIR TR G720 D L0 ) o A IRE L T 5.

—J7, pho2LOV1 TIIHPIREETE /) v — « ¥ A v—[OYMIZH Y, £/ ~—2 N d 2L 21
~—{bT 5 Z R h o7z, phot2LOVI Tid photlLOV1 THER I TV AT ¢ REEBIIFEET,
IKFREEIC L XA ~—{bT D 2 & DFERIBIERTIC L U bro TV B[12]. ZOREETNITT AL T



4 RHEEBICHARTHWEZD, &

e A I o BN . o P . -
FETDHEEZBND. N /‘-E-\ 2us Y 0w = — ——y
IZL DX A ~—bRGE, Eid M

ERBECIR G - T2 BB % b ovi T

%, BRI 5 LT on

C

LETHREIND. £ 2
phot2LOV1 (Z hinge fEI % {1
U725kl (phot2LOV1hinge) OYRISZERIE L& 2 A, BRRREEIZBWTE ) v — « XA ~—R]D
Y, KLY ') ~—DF A vt T DR AR Z T2, 24T pho2LOV1 DL hinge
FHETTHLRIUEFESNTWA Z L AR LTWA. —J, hinge SEIAKRREE T~ v 7 AHEE A TERK
THZLZMR LT bOD, TORERINIEGHEE SNV EZALNI L. ZAUTLOV2 B XA
A V& L72BRIC linker SEBGNBAE oG LA R~ 2 & EXRBTH Y, LOVI [IREIREBOE
{b% ZEANCHIET 2 DA T, WEEELEN LR BRET 5 alREMEIR N Z 2 ST L

19 photlLOV1 DA F— 24

6. LOV KX A URIGDZHRME
PLED L5127 2 7 BERdISoRs g s O FF
FEPEREVY LOV RAAL U THH-TH, D

HRISEFE NS ZFFO Z L bhoT. —
10 [2ZNFNoOREZ e L TEbh tovt | - %

B AR O el .

LOVI RAA AFEEEREHR LTV
Enn, BREFURIEIZBNTHH A v —
(o7 R ~—fbDH A N & LTHEET D & LOV2
FRIND. LOV2 RAA IR T
YA BT T L AR LTEY ~YUDRADEREHE  ~UDORORE - HE
LOV RAA —fRICHFRIFAEMERIC L 10 FRURHDSEAERA) O L]
EORERR LT WEER S D EEZ BN
5. LoL, ZOMEEMRITZILIZHZY, photlLOV] TIEY AL T 4 RESAIC X 0 EE ISR AT 5
—J7C, phot2LOV1 [FAKFERAIZ LV ZELENH[12]. £72, photlLOV2, phot2LOV2 TIIEf/KME
MHEERIZ X 2/EEDNTRINTEY, HIHSSWHAEATHSD. Zo X ) ITEEIZ LTS
HOO, HEEREIIET DT I/ BIEEODTIIRENC XY o TR EEE S, &
HAREIZ O REREVWE L0 T I ENbhoTo. RGN ED LOV RAA v OREEEIT
DINTHLN, ZOROVICFAAL HOMENFEMEZEZ D Z & THREBAZIET 5 Z LaVREhi.

hinge KA A > & linker KA A > ORIGHEDEVNIIZHKT DDA 5 0. 7 X/ BB E kA
EPHIT 1 7T ST L7255 R, hinge S8, linker S8l & H I~V v 7 ZREE 2 AL LL9 W ES
%L GATWD, linker FEIROAMFBMIEOMEZH L CND 2 Elbhotz, Ziui~l v 7
AEFRLTEBRS, ~Y v 7 2D FRNSEARYE, BOMANZBKIED 7 X/ BN SEE TH V),
HRRBECIIAN Y » 7 ADBUKIES A RS LOV2 KA A > OBUKIESA A EAERT 5. ZOME/ER
MY 7 ADRECREL FETHZ L &2BEZxDH L, HFPIIZ LY linker KA A A3 LOV2 K

At-photl At-phot2




AAUDBIREET S Z LT, ~NY v 7 AOREWNED L, BREICEL EEZHND. —J, hinge
AR, BUKIEN T o MZEE L TR Y, MIERIC L 2 LZE T rneEx o5, o
£ Y LOVI & OFAERNZEL L TOEGITITEN W TIRIND. 295 LT X/ BESIDEN
DROGPEICEHEE L B2 5572, 72 213 hinge & linker % A# L 7= ZBRAKAERLL, YUl
BT DT LT OMGEER E U CHRRNES S .

LOV2 RAA IR 3 ICH/RLTzE Y, HRRE - BRREE T ORIENT & A EZLL722V. ZHC
H B3 53 linker KA A OfFEEAN S| & Z XD DIXAIHIZA 5 D>, FATHFZEIZ L D & LOV2 K £
A > DB-sheet (ZNLET D 7 /L4 I L8 linker KA A 2 & OFAAERAZACIZMZETH 5 LTS T
B3], SIS D Z O OESEZEZ DTN TH 5728, FHAVERZE CE BN HIE L
TNDEDIZOWTIARAR CH SH. ITH, HFENFY I — a2k Y LOV RAAL Y ADL
— RS OBIEE D ERIPRIEIC W THERT 5 Ll S [14]). 20— 1L linker R A A 2 L B
BT DWINNIET 5720, HxITED EZFIH LT linker OfifEA 51X L, (FH5EEERT
DLV TR IRRE L TS, TOFRRMEZIGET D720, BUEF 2 135 6 & OREH S @il
HEFLTWD. IBERITHEHETRICITHE S B L EOEEREZ ATREE L TRV, ZOREK
TEERCE MR 2 T 5 Z & T, SUSHRROIRL X2 EETH LN TE S, RERLSFIK
FEDOIREERSY « JEDMONE, TNENEZIRAEES LOVEMiRE 52, ZhbIiMEERe X (= b
B E—ORL TOREORE D X) CEEEH OO ART A= R 50 ThD. FEE, ZRETICR
& VAT A VR OIEFEE TR D TR KT 5 2 L 2 ERICIE A TRV, EHED
HAKN linker R A A > OfRBESOSDBREN )12 72 % Z & 2 R 2 /ERES T[S 20X 2127+
N B ECORISIEZE LT, #EODOTNREIZ L - TS TN HEIE S, 0oL E2FIH
U CRIBAMBES D &\ D), 5 E & GORRICEET 2 EE R LA 157-.

. SHRORE

INETIIZE AL VA ORISREICHKEIA L TR Y, kinase OIEFMHALISZ BEEHEX 5 E T
WX - TRV, ZaiuiT kinase A A &G ATZREHIERSE Lo SBERIRRECH L7200 TH Y,
Z ORI TND D, ol 2 13RO 2R 7 + b hr B ORIUCEF L. Lien- T,
BRI SR Y VXV BORISEZIT, AT L 2 M550 D kinase DIEFHEALIZE D £ TO—iH
DT FHEZ A BN 5 2 L &2 B LIS E T > TV D, FRBEHSRO 7 4+ F ke b =5
D LOV KAA > (LOVI, LOV2) & kinase RAA L BAERR S, LOV KA A 2 ORE TS
HED LOV KA A v EIEFIZBIE> TV D, LML, TGIEEZHWTKIGHIE LT L 24, fkiEmk
D7 h hr U EEERME RO 7+ F hr T, BL LOV RAA UELEZHARTY, 20K
JEORFANKRE S BB Z ENb->TE. LER->T, ZNETHMHED 7+ b hr b’ T
LR 2 SRR ROBR 7 + b e VU OIS Zim T D Z LD TE RN LIThD. 0
K THDENZ L > TRISICEHRER RO D ERIZOWT S, SHRALNICT H0ERHD.
BUE, Yok o h—EAEOHRIIH TRl Tnd. St —EEEE A TSN
WD LT, KA RAEBBRERICL > Tay hr— T DEREE W D B L2 0
ThbH. 702X LOV RAAL ANV T AREERPEIHEEIEHZ LT, WL T LADREE -
B Z RN OIS TALE « XA 27T, ko Tarba—T&ED L IR T2[16]. £7=
LOV RAA U EMIaOBENCEI % Racl EMEINDEAEICHEGT 52 LT, ATHRATEDS
MNCFEET DRI EENZ[17]. ZONEIEFE, TDA 37 hdz, BRI DRI
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PR TWE, ZOEMIEE o —% o X BEORISHEREIC BT 2 2 RAELS LTI Y YLl
W, 74 b raEORISITRILZ 9 LIS BHOREE X2 2 HBRIC L5724 5.

&i&I

Fox 13TME OREIC LY EREORIGHEZITY, EOHHAZ YL PO SEETHRT H Z &
AL TS, LaL, 74 P hrECVEZHIZFT THHALRE DL, ZORICHEMEIIZERT,
T 5 o FHRE ORI I3 < OWREEZ S . FEE Y ORFIZRRINZ OV TIE LOV KA A
VTR EN TV D b OO, HERBICHEE RSN OMEEIEER BT E 5720 Ths. 7
BB & D BRSO E ONAREIE A RET D 2 LIEE O ETHRWVA, b hEso
BEWTHRISNKRE K B2 Z b b, BRI R LTI L D BURICE 8 5 Z L Nbho TE 7.
Z OB DT- 012, iz Te LOV KA A VOGS ONBREIIZEICINZ T, TEEANLA~DRA >
R a—T—a UGN T e —F B AR E DL I EBNEL 2D, ABL A RTEEND
T = OEWEREZ I 52N TR, G SR A D7 BRSO BRI E L L 72V .

& E XM
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