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Te T OWEE  (F230) : Defects in formation and transport of lysosome-related organelles (LROs)
have been shown to cause human hereditary diseases, but the molecular mechanisms of their
intracellular dynamics are poorly understood. In this study, we used melanosomes as a model for LROs
and investigated their dynamics at the molecular level. We succeeded in identifying novel regulators
that play a key role in melanosome biogenesis, maturation, and/or transport in melanocytes.

AR TEHE
(BFEHANL - M)
[ERERES MR & it

200 84FfE 35,100,000 10,530,000 45,630,000
200 94 25,000,000 7,500,000 32,500,000
20 1 Q4 24,600,000 7,380,000 31,980,000
201 148 46,000,000 13,800,000 59,800,000
20 1 24 24,600,000 7,380,000 31,980,000
woE 155,300,000 46,590,000 201,890,000

TFZE5y 87« HARaAE

BHFEOSEL - MIE - AWF % - Ml EY S

F—U—F: Rab, AT/ V—AL VIV —Ah AT V—=27 [Higk

1. WHERAES IO = PEFERL) . IR EEE S B B i/ (i iR e

U Yy —NTHI N DO EEY I & &5 R
Ufipst o i+ 5 4027 LCab
NTWDED, Fx DERNIZITY Y VY —2Dv
AT LEFIH LN LR 72 AT RE 2 1
Y Il ANTFT (VY Y — L
ﬁwﬁ*?)%%oﬁ@ﬁ%ﬁfﬁ?é il

X, BRSO DIRESFDH AT A
h(%7 VRFEDOERK BB EITO AT )
V—R) . A VAL P A < R
PET M (BER 722 & O O % E 2 5 IR

[ K- DR 2179 o R . 7 LLF—0
JRIA & 72 e (e 242 2 a2 iitd %
basophilic ¥41) 72 EA3E H LTl \'éo Ny g
DANTR T b OEMIGEIZ LEDORE
BER-TT0, VY — A%@ﬁwﬁ*?
DGR + R - Tk OBEE I~ 22 e b ol
oM & (B 21X, Griscelli JE {5 ¥ |
Hermansky-Pudlak JE{&##, Chédiak-Higashi JiE
R L) ZBI&EZT, LFEINLOERK
R DJRRBIL TR & LRE ST, [FE

Tt 2

ESR NS



SINTBIBFEDDSL IIRMOEHE T,
U Y — ABEE B O S LV T ORIE
I & A EMIA STV R o T,

2. WFFEDOHW
AAFZEBE T, U Y Y — ABEREBE D%
KA LCRERFOEREETHZ &
WCEHL, AT VA MZBIFDAT )V —
LEETNHRELT, VY Y —ABEEELRD
FHE Lo TNWBY Y Y — LE ALV R
7 OMIENENRED 7y TR AR T 5 Z &
EHME Uiz, Fio, AFIECTIRESE LD
ILFRIRFSE &2 BRI CHERE D Z Lz k| A
) —22DOMBNE AT I 7 ADEEA.
EHICIEAT )V —LADIBRE - RE - i35
WL 5 2 A A OEESR - BiEX BELE L
7=,

3. WO HIE

(YT 7 FUAARIFIE A T ) — Ak W2
DOBEN 2 BeT- K0+ B GEAE Rab27 & %
DEFAFE S5 Slac2-a ¢ SHD $EIE & K5
EIZRIA S, HEROIRETKERE L7,
B oNTREMEASKRER S L, X B g
EfRNT 21T o T2,

(2) Mg 12 o> 3w RO I K+ < B DRy + &
G & F'E Rab ORUNEIKGNERA 7 7 Y — L
E~DOEEEZHONCT A0, MEA IR
L 7= Rab O#FENfIFENT> —/L TRab /X3 /L]
EEMEL, 7 LAUA RTCORAYT Y —=7
AT, BRI ET, B v R
TEAET % 60 FEAEH D Rab (BFAERY H VAL
MUK R OV R ARTE PR LA AR AR D 180
) [CEAEEAGEMINL, —o T ok
AT YA MTEAL, AT/ Y —LDF
B e B - SIS DB A MR LT, K
VZA5 D AV TZ fFEAf Rab 471 % Ri 221172 siRNA %
HANWCT /v o XL, AT Y — LD/
WNEAF 27 A KRIETREL EENICH
A L7z, B D 7 4# Rab 4y 1%t
TOHRERARFEE DT (27 =7 2 —01)
Z R two-hybrid JRIC K VIER L, ATV
— LA E AR OFE IR Y HLA T,

BYA T /Y — Lk O HER 264 5
BRI DD OITHEET HILEDOBRREIT-
7o

4. WFFERR R
()T 7 F UARLFERA T ) Y — DBk E A IR
DOREREMFHT & BEREFHFE A OTRR

AT ) — NGRS LD EE & Rt
Rab27 & Slac2-a @ SHD fEILOE S KD X #
MG AR L7, ZHUZ KD Griscelli SiE
BEHEAEEICR NS I AL AT I JBE
B2 XY Rab27 & Slac2-a DFEENE b

z

52 EPREEFICEM TN, $2, 2
NoEDORAZ )V —LEEN R X —7
MELIEAT 7 Y — Akl ERE LT
< U UYL RN R X R LS A —
— L OEFELFENEICLIVFEET S
IO TRII L, FFFOHEEIT> T2,

QAT = AREZOEE AT VA b
DEHIRZERTE L & Hi 92 Fr#l sy 7 Varp O
[F7E & & DOREREMEIA

AT )V — AOREE R~ O B 5 B IR
SN TUV5 Rab32/38 12 H L. F DS Ry
TV =43 LT Varp ZRIETH &
(kT L7z, Varp I% N K| Rab21-GEF
(7= X7 VAT RRHNT) IEEER
95 VPS9 RAA V%, CRKimfllcT o F%Y
YU E— kALY (ANKRI KUY ANKR2)
X T MIHB, ANKRI RAA V&2 L
TIEMAL D Rab32/38 #F5E+ 52 & %M
L2z L7 (K1), F£72. Rab32/38 « Varp
BWEERNA T = BRBERED AT ) Y — A
~DEE (AT )V — AORRBUE) 2{Ek
THIEEEXILD, T7bb, FERN
SiRNA (2L 5D Varp 1D/ v o7 X7 rR
ANKR1 RAA OEFERBUZLD, A T7=
VOHEARICED D A T = AR (T
U —VEEE A Tyrpl) OfEkEENE
2, TOEAEENEFICEOTLI LD
AL (B2A), —J5. Varp IZ X % Rab2l
DOIEMELIE A T = 2 A pkEESR Ok 21X
HBLZRWEWI BAREELH LN
7.

1048 Varp

Rab21;E41t Rab32/38f5&
(BB (4 5= BRBERRIX)

1 Varp OO FHEE & € DHERE

(B)
o FERAS /A VarpRIEAS/H A+
g
£ TAILAD) R
% FERAS /S AR VarpRBAS/H Ak
#® .
4a
0 g
Qe =
&
@
& = =
S
&
—_— _—

2 Varp REEMRIZHIFE A5 ARES
(Tyrpl) MiE% A LHHREREDOATE B)

AT )P A MIAT = BFEOE - Ik
72T, BhRZEELHIZL, #7F /W
A MIAT ) Y=L EZ T ETHEHHES
TW5, BLEREWZ &2, Varp (X Rab21 D%



PEAL AL CT7 4L A2 Lok
ZEOEMICHEGT 52 ENH LMk
-7 (K 2B), —J. Varp @ Rab32/38 =7
=7 Z— & L TOMERITENRZEE DI
IIAMERZ LD, Varp (£ VPS9 RA A
(BHRZER DOIERL) & ANKRI (A T7=U4&
FRBESZ DEGE) D oD KA A v OEERE %
WD Z L2 E D, NREZoR Al 2
HTsrboLEZONT,

QYNNG LD AT ) — LGRS Ofif B
WG D AT ) — LNk e
(NEFTHE & #1THE) I T D03, FO%E

BAKTIINETHICEER TV, AWFZE
TlX, Rab 7S b%& W CTHUINEEEIZB
DF A Rab WM A T ) —=0 FF
LEMIZ, AT )= EA T I ABER

BITHRNT LT, Z ORGSR, 0 INE W1 TG 16
IZBWTIiE, Rab36 2 AT/ LF¥ a2V v
(Rab27A % R L. KD EME T ashen
~ U AD B BOICRETERL L CHE
SN dsu DJRIKELTFEY) WNAT ) Y —
L BIZIFE LRILP EFRIEND ) o —EE

HEN LT NE ST - — - A=
BAT ) =AY I NN— T B LEER
HU7z (K3), £/2. 77 F UAREMERA T

WTIEERX

Melanosome

3 A5/ V—LOWMNEBITHEEESHE

J YV — Kk & #lH9% Rab27A # KT 5
AT YA NTIE, PUNE TR D AL
2720, AT ) —ABEEBICEET D 2
LN TWVAD, ZOEEIEREIC Rab36
FORAZ X2 UonnEokE z2 R
TZEHLREEIED, ThDOH, Rab27A %
RELEHLTDO AT )V — LEEERT
AZ YA MIEBWT, &5IZRab36 HDH W
WIATZ )L X2 Y UERBEIERE, AT
V=DMV EIET S 2 LD
MmErpol-, ZHITEY ., 30 < #icaE
NTW=HE (ashen ~ T ADRODFAAH
EBR5 du BRIV BO~LEFETDLZ
L) B, LV TEARREE 7o T (K

4 ) o
Control ARab217A ARab27A/Mreg
S
Ahd

ashen/dsu

wi\l(vi-t;;)e
4 FpHE Rab27A K38, Rab27A/Mreg —EX1E
AS/ YA MIBTFEAS /) Y—LORH

—F . AT )V — AOMUNE IR THERRE S
BT, ZHE TR TORRBEN S
EN Tz RablA 3, AT /) Y — b BIZAF(E
Lh—TL 7 H—L L THETHZLE
BT LTz, £72. RablA I RIS
THZT = X —EHSTE LT/ NEIR
ITHEE—%— « 32T LHAEERT 5T
ZREICFEE L TERY, K5IZRT X5 Atk
BAEKREZHEL WD, 5%, ZOEEES
KRR RA T 7V — KO/ NENEFT Vs % 52
BRICHIE L TV D ERFEL TIT< FET
5,

IEFT 8

Melanosome

g

K5 A5/ Y—LOWNEIEITHESRSEZHET
BRNFEERDETIL

5. TR LF

(MERsHm ) (it 58 1)

1. Yatsu, A., Ohbayashi, N., Tamura, K. &
Fukuda, M. (2013) Syntaxin-3 is required for
melanosomal localization of Tyrpl in

melanocytes. J. Invest. Dermatol., in press
Doi:10.1038/jid.2013.156 (£ HiA)

2. Matsui, T. & Fukuda, M. (2013) Rabl2
regulates mTORCI1 activity and autophagy
through controlling the degradation of
amino-acid transporter PAT4. EMBO Rep. 14,
450-457 Doi:10.1038/embor.2013.32 (£ &t
)

3. Yoshida-Amano, Y., Hachiya, A., Ohuchi, A.,




Kobinger, G. P., Kitahara, T., Takema, Y. &
Fukuda, M. (2012) Essential role of RAB27A
in determining constitutive human skin color.
PLoS One 7, ¢41160 Doi:10.1371/journal.
pone.0041160 (#7tA)

4. Galvez-Santisteban, M., Rodriguez-Fraticelli,
A. E., Bryant, D. M., Vergarajauregui, S.,
Yasuda, T., Bafion-Rodriguez, 1., Bernascone,
L., Datta, A., Spivak, N., Young, K., Slim, C.
L., Brakeman, P. R., Fukuda, M., Mostov, K.
E. & Martin-Belmonte, F. (2012)
Synaptotagmin-like  proteins control the
formation of an single apical membrane
domain in epithelial cells. Nature Cell Biol.
14, 838-849 Doi:10.1038/ncb2541 (7t )

5. Matsui, T., Ohbayashi, N. & Fukuda, M.
(2012) The Rab interacting lysosomal protein
(RILP) homology domain functions as a novel
effector domain for small GTPase Rab36:
Rab36 regulates retrograde melanosome
transport in melanocytes. J. Biol. Chem. 287,
28619-28631 Doi:10.1074/jbc.M112.370544

(EHA)

6. Yasuda, T., Saegusa, C., Kamakura, S,
Sumimoto, H. & Fukuda, M. (2012) Rab27
effector Slp2-a transports the apical signaling
molecule podocalyxin to the apical surface of
MDCK 1II cells and regulates claudin-2
expression. Mol. Biol. Cell 23, 3229-3239
Doi:10.1091/mbe.E12-02-0104 (% #t )

7. Ishibashi, K., Uemura, T., Waguri, S. &
Fukuda, M. (2012) Atgl6L1, an essential
factor for canonical autophagy, participates in
hormone  secretion from PCI12 cells
independently of autophagic activity. Mol
Biol. Cell 23, 3193-3202 Doi:10.1091/mbc.
E12-01-0010 (&HiA)

8. Ohbayashi, N. & Fukuda, M. (2012) Role of
Rab family GTPases and their effectors in
melanosomal logistics. J. Biochem. 151,
343-351 Doi:10.1093/jb/mvs009 (i A)

9. Ishida, M., Ohbayashi, N., Maruta, Y., Ebata, Y.
& Fukuda, M. (2012) Functional involvement
of RablA in  microtubule-dependent
anterograde = melanosome  transport  in
melanocytes. J. Cell Sci. 125, 5177-5187 Doi:
10.1242/jcs. 109314 (EFHiAH)

10. Mori, Y., Matsui, T., Furutani, Y., Yoshihara,
Y. & Fukuda, M. (2012) Small GTPase Rab17
regulates  dendritic  morphogenesis  and
postsynaptic development of hippocampal
neurons. J. Biol. Chem. 287, 8963-8973 Doi:
10.1074/jbc.M111.314385 (& #H:H)

11. Kobayashi, H. & Fukuda, M. (2012) Rab35
regulates Arf6 activity through centaurin-32

(ACAP2) during neurite outgrowth. J. Cell
Seci. 125, 2235-2243 Doi:10.1242/jcs.098657
(EwA)

12. Chesneau, L., Dambournet, D., Machicoane,
M., Kouranti, 1., Fukuda, M., Goud, G. &
Echard, A. (2012) An ARF6/Rab35 GTPase
cascade for endocytic recycling and successful
cytokinesis. Curr. Biol. 24, 147-153 Doi:
10.1016/j.cub.2011.11.058 (& #Hi )

13. Ohbayashi, N., Yatsu, A., Tamura, K. &
Fukuda, M. (2012) The Rab21-GEF activity
of Varp, but not its Rab32/38 effector function,
is required for dendrite formation in
melanocytes. Mol. Biol. Cell 23, 669-678 Doi:
10.1091/mbc.E11-04-0324 (A7)

14. Ohbayashi, N., Maruta, Y., Ishida, M. &
Fukuda, M. (2012) Melanoregulin regulates
retrograde melanosome transport through
interaction with the RILP—p150“™** complex
in melanocytes. J. Cell Sci. 125, 1508-1518
Doi:10.1242/jcs.094185 (& A)

15. Ishibashi, K., Fujita, N., Kanno, E., Omori,
H., Yoshimori, T., Itoh, T. & Fukuda, M.
(2011) Atgl6L2, a novel isoform of
mammalian Atgl6L that is not essential for
canonical autophagy despite forming an
Atgl2-5-16L2 complex. Autophagy 7,
1500-1513 Doi:10.4161/aut0.7.12.18025 (#
wiA)

16. Imai, A., Yoshie, S., Ishibashi, K.,
Haga-Tsujimura, M., Nashida, T., Shimomura,
H. & Fukuda, M. (2011) EPI64 protein
functions as a physiological
GTPase-activating protein for Rab27 protein
and regulates amylase release in rat parotid
acinar cells. J. Biol. Chem. 286, 33854-33862
Doi:10.1074/jbc.M111.281394 (& FHAH)

17. Matsui, T. & Fukuda, M. (2011) Small
GTPase Rabl2 regulates transferrin receptor
degradation: Implications for a novel
membrane trafficking pathway from recycling
endosomes to lysosomes. Cell. Logistics 1,
155-158 Doi:10.4161/c1.1.4.18152 (#FHifT)

18. Matsui, T., Itoh, T. & Fukuda, M. (2011)
Small GTPase Rabl2 regulates constitutive
degradation of transferrin receptor. Traffic 12,
1432-1443 Doi:10.1111/j.1600-0854.2011.
01240.x (&FA)

19. Fukuda, M., Kobayashi, H., Ishibashi, K. &
Ohbayashi, N. (2011)  Genome-wide
investigation of the Rab binding activity of
RUN domains: Development of a novel tool
that specifically traps GTP-Rab35. Cell Struct.
Funct. 36, 155-170 Doi:10.1247/csf.11001

(&HA)




20. Itoh, T., Kanno, E., Uemura, T., Waguri, S. &
Fukuda, M. (2011) OATLI1, a novel
autophagosome-resident Rab33B-GAP,
regulates autophagosomal maturation. J. Cell
Biol. 192, 839-853  Doi:10.1083/jcb.
201008107 (##HifT)

21. Tamura, K., Ohbayashi, N., Ishibashi, K. &
Fukuda, M. (2011) Structure-function analysis
of VPS9-ankyrin-repeat protein (Varp) in the
trafficking of tyrosinase-related protein 1 in
melanocytes. J. Biol. Chem. 286, 7507-7521
Doi:10.1074/jbc.M110.191205 (& #iF)

22. Ohbayashi, N., Mamishi, S., Ishibashi, K.,
Maruta, Y., Pourakbari, B., Tamizifar, B.,
Mohammadpour, M., Fukuda, M. & Parvaneh,
N. (2010) Functional characterization of two
RAB274 missense mutations found in
Griscelli syndrome type 2. Pigment Cell
Melanoma  Res. 23, 365-374  Doi:
10.1111/.1755-148X.2010.00705.x (£ #i4)

23. Kanno, E., Ishibashi, K., Kobayashi, H.,
Matsui, T., Ohbayashi, N. & Fukuda, M.
(2010) Comprehensive screening for novel
Rab-binding proteins by GST pull-down assay
using 60 different mammalian Rabs. Traffic
11, 491-507 Doi:10.1111/j.1600-0854.2010.
01038.x (#FHiA)

24. Schlager, M. A., Kapitein, L. C., Grigoriev, 1.,
Burzynski, G. M., Wulf, P. S., Keijzer, N., de
Graaff, E., Fukuda, M., Shepherd, I. T.,
Akhmanova, A. & Hoogenraad, C. C. (2010)
Pericentrosomal targeting of Rab6 secretory
vesicles by Bicaudal-D-related protein-1
(BICDR-1) regulates neuritogenesis. EMBO J.
29, 1637-1651 Doi:10.1038/emboj.2010.51

(E7HAH)

25. Ko, H. W., Norman, R. X., Tran, J., Fuller, K.
P., Fukuda, M. & Eggenschwiler, J. T. (2010)
Broad-minded links cell cycle-related kinase
to cilia assembly and hedgehog signal
transduction. Dev. Cell 18, 237-247 Doi:
10.1016/j.devcel.2009.12.014 (EFFHiH)

26. Ostrowski, M., Carmo, N. B., Krumeich, S.,
Fanget, 1., Raposo, G., Savina, A., Moita, C. F,,
Schauer, K., Hume, A. N., Freitas, R. P., Goud,
B., Benaroch, P., Hacohen, N., Fukuda, M.,
Desnos, C., Seabra, M. C., Darchen, F.,
Amigorena, S., Moita, L. F. & Thery, C.
(2010) Rab27a and Rab27b control different
steps of the exosome secretion pathway.
Nature Cell Biol. 12, 19-30 Doi:10.1038/
ncb2000 (&HiA)

27. Tamura, K., Ohbayashi, N., Maruta, Y.,
Kanno, E., Ttoh, T. & Fukuda, M. (2009) Varp
is a novel Rab32/38-binding protein that

regulates Tyrpl trafficking in melanocytes.
Mol. Biol. Cell. 20, 2900-2908 Doi:
10.1091/mbe.E08-12-1161 (##HiA)

28. Ishibashi, K., Kanno, E., Itoh, T. & Fukuda
M. (2009) Identification and characterization
of a novel Tre-2/Bub2/Cdcl6 (TBC) protein
that possesses Rab3A-GAP activity. Genes
Cells 14, 41-52 Doi:10.1111/j.1365-2443.2008.
01251.x. (&FHA)

29. Yu, E., Kanno, E., Choi, S., Sugimori, M.,
Moreira, J. E., Llinds, R. R. & Fukuda, M.
(2008) Role of Rab27 in synaptic transmission
at the squid giant synapse. Proc. Nat. Acad.
Sci. USA. 105, 16003-16008  Doi:
10.1073/pnas.0804825105 (& FHiAH)

30. Kukimoto-Niino, M., Sakamoto, A., Kanno,
E., Hanawa-Suetsugu, K., Terada, T., Shirouzu,
M., Fukuda, M. & Yokoyama, S. (2008)
Structural basis for the exclusive specificity of
Slac2-a/melanophilin for the Rab27 GTPases.
Structure 16, 1478-1490 Doi:
10.1016/.5tr.2008.07.014 (&7 4)

31. Itoh, T., Fuyjita, N., Kanno, E., Yamamoto, A.,
Yoshimori, T. & Fukuda, M. (2008)
Golgi-resident small GTPase Rab33B
interacts with Atgl6L and modulates
autophagosome formation. Mol. Biol. Cell 19,
2916-2925 Doi:10.1091/mbc.E07-12-1231 (£
wiA)

32. Fyjita, N., Itoh, T., Omori, H., Fukuda, M.,
Noda, T. & Yoshimori, T. (2008) The Atgl6L
complex specifies the site of LC3 lipidation
for membrane biogenesis in autophagy. Mol
Biol. Cell 19, 2092-2100 Doi:
10.1091/mbe.E07-12-1257 (#Fi )

33. Fukuda, M., Kanno, E., Ishibashi, K. & Itoh,
T. (2008) Large scale screening for novel Rab
effectors reveals unexpected broad Rab
binding specificity. Mol. Cell. Proteomics 7,
1031-1042 Doi:10.1074/mcp.M700569-
MCP200 (#7EfA)

34. Fukuda, M. (2008) Regulation of secretory
vesicle traffic by Rab small GTPases. Cell
Mol. Life Sci. 65, 2801-2813 Doi:
10.1007/s00018-008-8351-4 (#Hif)

(FyE] (BF10 1)

1. & W] “fX4 & GTPase Rab 235 5%
I AEMBIG~ A T = s, MRS O
W PEfE NS4 — 7 7 o—FT~" B
(LR IERT - M AT Aaax o A (B
%) 2012412 H7H

2.EHESER: AT Y — AORUNE RIS

BIFAHESTFEG X N7 H Rab DE]”
% 24 I EARGOEMPFEFMRET —7



vav 7 (FiE) 20124511 H 24 A

.EEER LNV TRIEZEAT =
KO A" HARGHR AR
55 BIRET—7 v a v FTERIMRIRTT 5
WS A B R E £ T (llf) 2012
H£9He6H

4. BHEJERl AT )V —AEETFARE L
TR N R A O R T — o v
gy BEFE—LEHNTEWE - A
FOHE (IH) 2011412 H20 H

5. fBEDEAI: “Rab OREFERIMENT Y — /L%
N T T R R SRR DR & B 7= 72 Rab
BEREDRIE” 2 84 B H A LFA KRS
VIRVOULTRALT VY NG T 4w TSR
DITD F L K (&5 ¥ & GTPase 12 &
%2R I HEEAE) | O#ER) 2011 4F 9 H
24 H

6. WEDEAL: “A F = ko1 AN =X
LIRBA & 2 OIS 5 35 [8] B AR BT
KVURTT L (HR) 201046 H 4 H

7. Mitsunori  Fukuda: “Rab small GTPases
control melanosome formation and transport
in melanocytes” The 1st UCL-Tohoku
University Symposium (London, UK) March
15,2010

8. M OH: “F— b7 7 P —HlEICE 59
HARSyF & GTPase Rab DOEEREMEHT” 45 82
Bl H AR DRSS VR A RS T
& GTPase MOk AT VLU R T T 4
v WG OFTER ) (FF) 2009 4F 10 H
23 H

9. Mitsunori Fukuda: “Atgl6L1 is a potential
effector for small GTPase Rab33 that
modulates autophagosome formation” 5th
International Symposium on Autophagy
(Otsu) September 25, 2009

10. fEEERI: “A T 7 Y —LTERK - B - il
BIZBITD Rab IV TRy R T —
7 DFENT % 31 8 H ARy AW FRE
& - 5 81 M AARAELFARREERAREY
VIRV L TREAEHE AT A ok
DAT =X (FF) 2008 412 H 9 H

() GE1 1)

1. & HYEHI: “Rab27 12 X A 55 W/ N o ikl
WMAH =", T AP A ALE
2—2008 (7 LA YA = RIEWAH]) |
91-106 (2008)

(PE 3 PEHE)
Ok Gt 3 14)
£ - Slac2-a & 737 B BAXIEAI, myosin Va
& X B AR, O SIp2-a & NI E
AR
FE AR, EIBASE, EETR. WA

HF, e R

e - ks tta—+—
FELE - WFEF

F5  FERE 2009-294615

HEEAEH B - Pk 21 4F 12 H 25 H
EANADR : [E N

SR : Slp-2a & LS HARIEA], ROV AV
-Sa Z Uy B ARG

FEAE AN, EILAE, TETE. mE
JtHI

MR RSt —t—

FEE - WFEF

&5 ¢ K 2009-075485

HBEEH B - SER 2143 A 26 H
EANADR : [E N

G AT Y — SR EA R OBES
A

FEHAE BORBE, HAGHE, BRIEIR, LBk,
& HSE A

MERIE - Rl th = —t—

TEH - RrRF

# 7 Ky 2008-56389

HFRAEA B 20 4E3 A 6 H

EWs ORI - [EAN

OBUEREL GE110)

£ 5+ Rab27A RIEMALA

A - EHEYCA], YRR
R« INTATBOE NBY LA SE i
FEEE - AR

%5 4869685

BASFEHE - FRK234E 11 A 25 H
ENs DR [EN

(& D)
R D= U
http://www.lifesci.tohoku.ac.jp/teacher/t fukuda/

6. WFITHEAE

(HBFFR R EE
&M StH] (FUKUDA MITSUNORI)
WAL KR « KRBT AMEHEIERL - Hidz
W7eE 5 - 50311361

W7E5T R
mL

QT TEE
2L



