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Mechanism of bleb-driven amoeboid locomotion
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SUMMARY

Various types of adherent eukaryotic cells perform amoeboid locomotion. Until recently, it had
been thought that the motive force of the locomotion was mainly produced by polymerization of actin at
leading edge. However, more recently, another mechanism has been proposed. The mechanism is called

bleb-driven amoeboid locomotion, typically seen in the locomotion of a giant-free-living amoeba,

Amoeba proteus. The motive force of the locomotion is intracellular hydrostatic pressure, which is

produced by contraction of the cell cortex actomyosin. In this review, we describe the mechanism of bleb

-driven amoeboid locomotion through recent studies.
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VOEAICKD EE X BN TE T (Mitchison and
Cramer, 1996; Ridley et al., 2003; Parent, 2004; Pollard
and Borisy, 2003) . L22L72N 5, HFEIOT 7 F
VEAT L XL 2 E B L O ML T S
NTETWD., ZOEENIT L7 BB A — /N5
B EIMEENTND. 7 LT EREN T 2 — ISR O BK
g, MiaRBEgcoT s NIFvy (TrFv
E MBI AT ) OIS &0 A4 U7z /e mEk K
JETHD EEZ BN TS (Charras and Paluch, 2008;
Fackler and Grosse, 2008; Paluch and Raz, 2013) . Z®
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EEEA L, KRB OB HAEERT A — /3 (4dmoeba
proteus <> Chaos carolinensis) O EENEME & LT 20
HERLWIBE DS & FRIE ST X 7o BN & SR I
FLHDOTHD (Mast, 1926) . AHE TIrIAk~ 70
JaZzl L CGEFER OGN /> TE 7 L7 REE 7
A — N EE RS E VIS D A proteus DT
A —NIEEEAEIC BT MR ATT O . RFIC A proteus
DOIEEFEAEICB L CHKRD B 5 H1E, HFEOREE S
G- X M7 F (Sonobe and Nishihara, 2004;
Nishigami et al., 2015; Sonobe, 2016) 23&H 5D T, %
Lo bBRINDELNIEAD.

TLUIBBRT A —/GEBZETS5 &M

T LT ERE T A — NEBNIZ O ML TIThNn
DT ENGoTWD. BlZE, RAEAYTIZAR
LA T A — /N A proteus <° C. carolinensis (Mast,
1926), 1 & P 7 A — /N Dictyostelium discoideum
(Yoshida and Soldati, 2006; Langridge and Kay, 2006;
Tyson et al., 2014; Zatulovskiy et al., 2014), AT
A—/X\ Entamoeba histolytica (Maugis et al., 2010) 72 £
THZITWS., ITFEOMIaA A —T v 7 Hilo
MRS, b O ZIRIEER a2 BB S HAl
ATz, =ZRICZERTEZBE3 52 MaEY
ORI Z OBEBEBEAFIHL THD Z LB LH

Os

10s

blebbing

bleb-driven
amoeboid
locomotion

2o TETWD. T2 & 20, WRIFASHIAE (Blaser
et al., 2006; Terayama et al., 2013) , ¥&E#Mi@ (Sahai and
Mashall, 2003; Wolf et al., 2003) , #ZFHEk (Mandeville
et al, 1997) , HHEHAIALD RIS T b 2 AR

(Otto et al., 2011) 72 & TT U7 BREVII DT A — /N
BEITO ZENREINTWD. A proteus X° C.
carolinensis B OVMBJFAEFEMINE & W o 72 B O AT
L7 VT BRENVRL T A — NiEEERE 7S T CRENT S &
EZLNTWAER, £ OMBTIET 7 FrEAI
K 2EEN & 7 LI K A ERBI O & W T T A —
NIEBEZITH Z L NS> T D (Charras and
Paluch, 2008; Fackler and Grosse, 2008; Paluch and Raz,
2013) . Bz X, D. discoideum 1338 % OIRETILT
7 FUEEHENCE VEENEZITON, T —R7
NERITCER L, Mz nT s e 7 L T7ER
AT A — NEE) &2 1T 5 (Zatulovskiy et al., 2014;
Tyson et al., 2014) . £7-, FABFESHIMMLOTIZ
LTV FUBEEGE—RETLTE—REWMFITI b
DM & 5 (Trinkaus, 1973; Concha and Adams, 1998;
Diz-Munoz et al., 2010) . & HIZERBEMER ML TS
TIFUEAE—NE T VTREE T A — EE) O
WMGEAAL v TFTHIERDLP-oTEY, ZTOR
A F U 7R DZBREO R Tl 0E X & ik
T5Z L CHilOBEINELZ ERSETWDH EER
5T 5 (Friedl, 2004; Limmermann and Sixt, 2009;

20s 30s

Fig. 1. Blebbing and bleb-driven amoeboid locomotion. In the upper panels, macrophage exhibited blebs over the cell
surface. The arrow-heads indicate newly formed blebs. Since these blebs were generated spatially at random, the centroid
of the cell moved only slightly during the blebbing. Bar, 10 pm. In the lower panels, the centroid of Amoeba proteus
moved actively during bleb-driven amoeboid locomotion, because of continuous and unidirectional formation of the

blebs (arrows). Bar, 100 pm.
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Friedl and Wolf, 2010; Sanz-Moren and Marshall,
2010) .

ST, INETHLNTWE T L 7ERENEIT X —
PNEFICET 2 MAERELS DT T ODRNHE
LTS, — DIIHIIE R TERIRZZE A TE AL = 41
TWDHMIKT, HowdFRICT L7 BB ik
ZHER0IR L TWA O TELBENIGE b2 (Fig.
1 b)) . CoBGIEIRe REMBRICBNTLIZL
FHEsnd. flxi, RiREEYa vy 7B 5T
ffE (Ruan et al., 2015) , 77 h—3 A execution
phase (Robertson et al., 1978) , A /L RAfEYL L 7=#H
i (Mercer and Helenius, 2008) 72X CTH 5. b 9
DT VT MO — I FHER RIS TER T D 2 &
THEHLBEZIT>RTHD Fig. 1 F) . ZOELE
B &0k D BEE R ARO T LT EREVR T A — ERT
HD. BHBEOFPHEELHELT, L0 ELORE
EEPIBRESND Z b, 2 OERIZBNT
TUTEROET VERRE LTERASA TN,
LN LZRAG, FiE OMEEICEIRERNLTE S
& 7 LRIV T A — S IEEh 3 FER O BERE TR
ZAHMRIEIX WD, BIFEDORNOELITH A%
HBEORICHAT HBRITEEIC R S 2 TRWT 2
V. ARRTEIOZ EEPRICT 57 DICHiE & 7
Ly B, %hEET VTR A — N, F
TmENnNENETOMEE T Vy B sMilE, v T
BRENARL T A — NIEEIHINL & XBI) L CLL T Ofigin % 1
05

T LI RiE

FICT Ly B Tl a2 S 2WFE NS T L TR
fkix Q&K (initiation; Fig. 2B) @i (growth; Fig.
2C and E) QiR (retraction; Fig. 2D) &9 3 DD
WEROY A 7V s Tnd EEZXHRTH
% (Charras and Paluch, 2008; Fackler and Grosse, 2008;
Paluch and Raz, 2013) . £3, 7L 7 OWREITHE
S TSRS DT 7 F 27 4 7 X2 b OFEDR
#Z % (Fig. 2B; Cunningham, 1995) . &I, ZD7T
7 F UNHRE LT IR E A TA L, BRIR O
REEETHL 7 L7 DR T S (Fig.2Cand E) .
OB, EHOTVITHIIET 7 FATE LR
V. L, RECERENTZT LT ORI
TIFUBREEL, AV EMAERTLIZ LT
TVUTREWIEABEL, TV T OMEENEZ D

(Fig. 2D) . ZO—@#HOBEEN—MIZ T LT TR &
EENTWS., — 5T, 7 V7 BRERIT X — 5EH)
IZBWTH k& i - 72 B 217 5 BRICiE, —BEF
B S NI AR E T T I A R SRR & v D (Fig.
2E) 72 @ OFfRERITE Z SR, AR TR
L7 BRENVRL Y A — @B B LR EAT O

actin
mex  myosin

Fig. 2. Life cycle of a bleb. The process of bleb formation
generally consists of three steps. The first step is initiation
(A to B), in which a local rupture of actin cortex or a de-
tachment of actin cortex from cellular membrane locally
reduces the rigidity of cell surface. The next step is growth
(C and E), in which contraction of cortical actomyosin
drives the cytoplasmic flow into the newly formed bleb.
The final step is retraction (D), in which the bleb is retract-
ed by reconstruction of contractile actomyosin cortex in
the bleb.

DT, LT OFIEL OQRITKR-> THHT 5.

FEBRIIT VT ORRICEILBIRT LT HTE
FREN DM ERET D, ZOWRRITIEZD2DORAR
LN TFET HEEZ BN T D (Charras and
Paluch, 2008; Paluch and Raz, 2013) . —i% “EE7T
JFUDOME THY, b —oik HWaonieiia
W=7 27 FUolEGOTM THD. Zhb S0
WNGFETDHEEZONTWDHEEBE LT, 1
FNOBEE NEITHSIRE Z LGS, £hE
NTVITHRDPHRENDINLTHD. giFgOf &
LT, 77F 228G LIBRIRIEZ < 2%
RIBTHDHT 4TI OXKBHETIER 2T Ly
BRI 5 Z £ (Cunningham et al., 1992; Cun-
ningham, 1995) , L —%# —@O#5 BRI X - THEE
TIF o RBET D EEREAAFEESND Z L

(Sedzinski et al., 2011; Goudarzi et al., 2012) , #B/>1
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T I FUMBERALEE LRI T L TN
#Z 5 Z & (Charras et al.,, 2005; Paluch et al., 2005;
Sedzinski et al., 2011) 72 ERHT HND. BEOHL
LCiE, Mila—%B7T 7 FoaezMhe~<Xy k
2R DR 5| TR S S REHEZFET S
EBRHEEAIY (Rentsch and Keller, 2000) , flaM:s
(Merkel et al., 2000) , FAM:T A —3 (Maugis et
al, 2010) 2 ETITbRTWEZ &R, T L THEKD
BRI BRI — 7 7 F R A I B & 13723 ezrin-
radixin-moesin (ERM) 7 7 I U —X V' XIED /) v
JHEYATIVBE LV L OT VITTEEMAEZ S

(Kunda et al., 2008; Diz-Munoz et al., 2010; Fehon et al.,
2010) TR ENETLND.

L LD GARMBOBIEN D 2 Z 2 OME
EHMICKBT S 2 Li3A A=Y v T HT o R B
L OZE M Sy iR RE DR S5 & FEH I L vy (Sedzinski
et al., 2011; Paluch and Raz, 2013) . —J5 C, KD
B HATER T 2 — ST A AR KR E V0D 20
HACHIHNT Z OWFEDSPRICFER STV D (Mast,
1926) . A. proteus X° C. carolinensis "CIlIR &R I
i, MaE—7 7 F U AR 5. Z ok
BEL727 7 FURITINAME L TITE, B TT 7 F v
JE OREE DR S 4L, R S 700 O E 3
EERFICIMAT D Z & TIREHMENREE S, oF
DR BRATERT A — BT 57 LT ERE T
A—NEBTIE, MR T 7 T v — MilaiERs &
DOTEE” N Z 5721810 “T 7 F U BOMWE" 2N
ZHTEDBDhroTND.

ST, TUTERERY X — NEE)Z B THERERY
RELMEBINEZ A27-0I1201%, —EHREE 725
MEOERL B TON D NENSH 5. MhIFEAFML T
XN T DA F 2 DEFHIRIRAC &> TRAK
PR TER A FHFE S ILD &V D T ERMEINT
W% (Blaser et al., 2006) . 727 F L LT I FUHER
BUNRTBNSRDT ML, ANV T LAT T
Lo T NLT D ENThhoTWD (Weed,
1982) . L7zl »o T, IV UL ALK DBT Y
F U BOESIIE N = o 7272 F k& o 7
R Tt BZxbnb. £, HLrvy
AAF N LTIV DOFEENERITSE 2L
4y»o TE Y (Matsumura, 2005) , ZILZE DAL
T2 JRATR 72 UG 11 K » TT7 7 F > — e s & o
TEEN B Z o7 HEHE DB X 5D (Blaser et al,
2006; Charras, 2008) . A. proteus {23\ T, HRERE
NOEBRTHONT T AT nRET 7 F 2 —Hla
s 2§ 5 Z ERHE SN TS (Kawakatsu
et al,, 2000) . E7=, W< OOHINTIEFET HE D
RE RIS U CTT V7 BREVR OFUETE D E S
NAHZENSH->TW5D (Doitsidou et al., 2002; Lan-
gridge and Kay, 2006) . L/ L7en3 b, #sIWEN L

T A=A L TS T VTR ENDE ETO
BFAN =X DOV TIEARLRENZ . —7,
TOFULEEMRAEERT L HOIELTEES D
WENDH D, Bz, 7o F - 2 o8
JELLTHOLNTWD ezrin (E3Rd ERM 7 7 2
U — @) [FHIOZITEZ N EBRNL D90
Mg cHE S TH Y (Rossy et al., 2007; Lorentzen
etal, 2011; Martinelli et al., 2013) , Z DX X7 &Sy
i ORLEMEN BB TR EZRO TV D ETHREIR
5.

TUTDRR (FE I DIHE)

LR OGN Z 0 A0 E ORI AN AU 55
b L, ZOMBITMPBNEKEEL R D &N
TE LR H-DMIENTKAL, MIaER SN
HIETT LT ORENEZ % (Charras and Paluch,
2008; Fackler and Grosse, 2008; Paluch and Raz,
2013) . T OMIERNEAKEITMRERS TOT o
FIAVUROWHEIZL > TRELTVDEB XD
TS, R, RBRE N CIRICE E U NKE
OWEIZT 7 v AV BRI E, 77 R
AT U RITE o THRESI DN AE T fE R, EOEEN
FEXND (Ito et al., 2015; Nishigami et al., 2016) .
F72, IATVUCOEERETT VT ITER B RE S L

(Blaser et al., 2006; Weiser et al., 2009; Diz-Munoz et
al., 2010; Bergert et al., 2012; Goudarzi et al., 2012) , ifi
WIETEMEAL oIl 4% (Blaser et al., 2006; Zatulov-
skiym et al., 2014) Z &5, T LT OREZIET 7
FIATUROIMENREE THD Z NG5, D
£V, TUTORERTVIERLET S FI AV
RIZ X DBGEFFONAE I E VD ZHOOHEFETHIE
N3EFREND. ERIZZOZLZHIETHED
W —RET 7 F o REERIEDIRS) & o T
DOHIEIRNEZ BRE LT T LV OBERLT I 2
L—yaryRed3nTEY, ToREEERE KL<
—HTDH T EMRBEN TS (Brugués et al., 2010;
Tozluoglu et al., 2013) .

T U7 OREIREE LAk o F LB RIEERRICR
WTHAREIZIX B X 5. Tinevez et al. (2009) 1% 43
VEEH % ) V{35 Rho 7 —¥ ROCK DOBHEH
Y27632 kR < RBETHWLZ & T, KET /T
U= F VA EROIGE 2 E L, MikEE o
EHONRR DM EER LTz, 2Dk, ZHbOM
o~ L — P — BN 2 2 L TRBT -
FUEEHSHNCHEE L, TV T IEROFEE R AR
7o ZOFEER, 7T VUTIEREE Z DT RE O
#JI78 200 pN/um £ 0 HEWLERHY, Zh kD
BWENTIIRET 7 F o OMENEE LT LT
ISR bhedotz. £77, 795749y 2md

AIEATHIIICI VT RNA A4 v 7B Th D
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Dead end % / v 7 XU 5 & MR OEB)EME K
T4 2 Z&ENGho TWwWD (Weidinger et al.,
2003) . FHBETICHFEET D ZOMIBIC 7 = & FRoS
WAL —F—2foRT o2 CRBT 7 F 0%
WELTHL T L7 RITFE SNV, I 4T
B0V V(LA FHE T 5 MLCK, ROCK, Rho il
FIFBL L =R CRHOERZIT O &7 LT EDH
EX N7 (Goudarzi et al., 2012) . ZHHDZ b
T LT EREN T A — NN F5 1T D AR TR B e
WICXKBICTE 2 Zooife (kL kEk) THESh
TWBEEZDHLENTES.

ST, TV TBRERT A — BB W TR E D
MEIZTONTEILETER, ZoFRED—>L L TT
VMR D REMRED D BT 6 b
(Paluch and Raz, 2013) . £WH DY, BEEINT-
T T7HIZIFIFEEAE/METR ST (Charras et al.,
2008) , IEE “EHBEIXITFEALHMET DI Z W
72, MREOEBILEHTIC-EThEEEXD
M, Hiiz7e7 VI RERAE Z B B Rt > 43
RIS FET DR ot s B2 6N
DI THD.

FOFUVERHETLIBHRT A -1 O YER

R U7 K o icHMaAEY, ZilaEy % o3
2 < OMBUILT 7 F U EEBRE T A — N & T
L 7 BRENI Y A — B O )T 2 WAMREEIZIE U T
EVNIF TV D (Weiser et al., 2009; Friedl and Wolf,
2010; Sroka et al., 2011; Bergert et al., 2012) . i 5
O OEEE— NI AN R 5720 T
o], EHOME LA TS, HlzILT V7B
T OEF NTEFN e D L IETEE TR 22 503, ##
O EEMEIIIK T T 5 (Weiser et al., 2009; Diz-Munoz
etal, 2010) .

ZOEEHET— FOU W BHEZICEAL LR & LT,
T NIFVOWMES, T FrOEE, KE~
OENE, KET 7T EMEEOEAE V-T2
OPHE SN TS (Limmermann and Sixt, 2009;
Paluch and Raz, 2013) .

AV UEEHE Y CBEET S Rho ¥ —F ROCK
DIEPEALIZ L0 7 L T BREHN T A — ST 3 355 S
5 Z & (Sanz-Moreno et al., 2008) <2, {7+ &
GTP k& # > 732 Rho %41 L T ROCK A &AL
5 Wnt 7 FNERETLZETT 7 FUOERML
T VTR T A —NEB OB AR CE L2 L
BME SN TWD  (Weiser et al., 2007) . Z U2z
T ROCK (I AV ULY VLR E G ROV 7 =
=v bk Myptl & U b3 5 bFH, IAvr
BV LB Z N L CI A U ImE R L
TWDHZ ELHLMNITR > TWVD (Weiser et al.,

2009) .

T F DRGSR EZ1T > T\ D WAVE DJE
PRI, 20 Eich Ky T8 G X308
Rac @ GDP/GTP ZZHa[Kl ¥ T2 DOCK3, ZILIZHE
A LEEREZ A+ 5 NEDD9 OB EHREIC L -
T, EEE— REZHE L2HHH S (Sanz-Moreno et
al., 2008) . T/ FUEGHIM L NI ETH D
Arp2/3 BEROIEHFATE (Langridge and Kay, 2006)
TT U7 T A — NEEHRFEINDL LR
WAVE OV 7 2=y s Th b Brkl, Napl, Wave2 X°
Arp23 BHEKDY T 2= FTHD ARPC2 O/ v
JET ATV RERTT Ly B IR D 2
EMIAL T/ > T D (Derivery et al., 2008) . L
TeMoT, T7FrOmREEORE L, HHITK
RIS DT 7 F o EAIEEERFE LWL T
T, MEEkOZMRMEELRET5 2 & T, S8R
BRIZIS Uil 7 @ 2175 Z L ZFHREIC LTV D
EEZHNTND.

T A= NS & EA~OREEORETRD -
Iz, T FUEABEME XY L7 ERENE ol
FOEBEIT D U+ —h—EmAEMRRE AT, A
JagEERFTHDL 74 TR s F ik~ an
H—ra— kLR ETT A= NEE A FE
HEBRMTON. ZOFRE, MigoEEEE %N
LRI B ET I TFUEEGHBOEEZITY, BEEME
PERTFT 2 ETVTREROERHZITH Z LIRS
ATV D (Bergert et al., 2012) . ZDXH7T 7 F
CEABENA LT L T EREN T A — B D A A
F o 7B LTI BRI 2> S OBFFE bt A TV
%, Tozluoglu et al. (2013) 1%, 7 7 F » HEBREIHL,
T LT ERENL, 3 X O 5 OIEB) & [FIRFICAT 5 A
DETINEHEL, BH L OEEECERZ1TH 2%
RS2 E 2 1-BEDOETF VOER M- FO%R
R, Zoe~ b v 7 AREEN CTOBEZER T
L7 BRENRL T A — BN AT S MR OET LV THE L
SEWZERDhoT-. —F, R ECTOED IR
LTET 7 F U EABRBET A — NEBZ(THET
NOBENRNEN-T=. 2D g, Eit—
RDOAA »F v T %ATH I KB LU=
WILZEM P TR SWBE R E 152 % | ET £ —
ROAAL v F L T HITHoTNDEEZOND. FE
B, D. discoideum TIXEMIQEIZT 7 F o EABKE
MOT A—NEHE FITIT> TV DD, HUERIREE L
e MRS ES LBEIEK L D 2N ENOMIEIT
TV T EREN T A — B TEIN TV D Ik AR
ENTW5 (Inoue, 2003) .

UED X122 ofil<Tix, 775 HEAME
K OT VT EREN R T A — EE) & AR ICS U C A
Ay F I T HIET, BEIDG CEEN BT %
KEHERLTWDE EEZEZSHNTWD (Paluch and Raz,
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2013) . —J, A. proteus <° C. carolinensis } OVMRJR
ARG & W o T2 AIRIE T L T BRENRL T A — N TE )
2 T cRBET 5. ZoRKEE LT, Hka)
5Z ML D D. discoideum ¥k % 7205k M % )
T HREANINEE & il L C, KA AR kI
ST AMBENTEN ST ENBLOLNDE. ZDEH
AR BV T HIEEE— FD AL v F o 7 &
THZENTEIUE, Z ORI LT3 2 B
DL Z AW SILD.

TUIRBR T A —/EB L HRENBHEER

ANROM Y, 7 L7 BREA T A — NEIN ML E R
2N BRFICET 2 ®EIXIFEHE 2 TE T
5. ki, MREREEHOT 7 b I AT OUHEIC X
0 AU 72PN KBS Ko THIIE 2347 L &
n, ENEKREND LWV EELBEHEREE2TFE
RLBMHALTBIZTANLLILTWS., LML, *E
BRIZT 7 F I AT RO L 2 R0, ZFOfER
EUTZE T2 EIC K 2 T)FHER O A T 7 L 7 BR)
HIT7 A — /@B Z D00 E V) BEARRVA~D
BB TWARWY., BEIZYRY =0T
JFEIFTUEHALALT v AROEEE
RS L7252 TIE (Takiguchi et al., 2008; 2011; Tsai et
al., 2011; Carvalho et al., 2013) , ZNHENZ A F I v

TWCERTDHZ L3 E N o7, ZOMBEICEZ D=

WIZ, FATZ HITREBRE N B ER % AW 2 ERICI
DA TE ., T7Fr, IS4y, MaE»S 72
LZREMND Z LT, BT BOEESCHIEN L
D XD ITHRERITHER LERT 2 00 % PR~ T
ZEMAREL 72D, FAEBIXHBARR T A—N 4.
proteus WO T 7 NI AT UL, ATP & L HiZ
JEE —E\EBICEH AT 2 2 & T, B/ 2 R L
7=, OB, BEEICT 7 F U RRIESE DD
HFAENREE WD &, IREERKRET 7 F
EEHIIERT D Z LBl sz (Fig. 3; Nishi-
gami et al., 2016) . Z OFH OBLG DOREREZ i L

T-RER, TOERERORF®E LT, THAOIE
EFRLTCWHEOIRICEDOHERH D] Z &5
MY, TOFFEMBRERERET 7 vIA v an

T v I AOUHENE & A BB L T T L TRl
3252 EMTE (Ito et al, 2015) . Z OFER
%, MEBEE FoT7 7 b2 ﬁ//&/ﬂ7g® il
N—FETH-TH, HIREOIIRIC L - TEHE o
o0 HFOWRECDEE T D 2 L ERg
LTWa., 3772bb, BAFHRTH DK HFE
0, BN BRREES ROEBME ORI B
Do TNDHZ EERLTWSD., ZOWIITT LT
DR FEIBREOBRE 2R RRENTERLZHDOTH
LR, RBEENTEELBEREEZHET D Z L IKERE

Lipid

At=0s 200 s 400 s 600 s

Fig. 3. Membrane deformation induced by the reconstitut-
ed actomyosin cortex. The actomyosin fraction extracted
from Amoeba proteus was enclosed by the spherical mon-
olayer of positively charged lipids. The lipid monolayer
and the actin filaments were labeled with ATTO 488-
DOPE (upper) and rhodamine-phalloidin (lower), respec-
tively. At = 0 is defined as the beginning time of defor-
mation. Modified from Ito et al. (2015).

B L TR, %07t 2 2RBRENTHE
BT 2502HLMMITHIET, SHIZTLVTER
BT A — NGEBOARE W) A = X D~ BRI
L LHIFTED.

BhYIc

FRAEN I SRR & R E IS D TN DL A —
R ERRAOPTEZ TN DL, AT LI
B BB EFEEE L > THAWEMBASRE
5. ARl bIiIx Ko B BAEIERT A —3 Amoeba
proteus & VT T A — NEB)OMFIEEIT> T D.

ZOMILD T A —NTEH) LA O AL O HEE) & 1SR
LRFERRERZ L TWH ERFEEX D, —ME
WO BRTIREZORNEWE L TE 7, EFIC
7o CHMAG - ML E 1T A proteus L 1R U
T LT BREN T A — B TENO TV S AR
Rono TE. —EORALEMHBAT 5 Fr i iEH)
FEEDLALTWELOR, £RICB W TERENIC
TN TWEDOTHD. ZOEFINIFEAEEY O RH
PEIZB L THIE L TV D% < DWFEEIZ & o THb A
WX E S, EETIE, BRaeflilnzflioCr
L7 BRI 7 A — SEERE IS B L TR M T T
5. MOTT LAY L RS D & A proteus 1T\ EE
Wb B 508, T OMIOZ 3RO EER LR R
bdhb. T72bbL, A proteus 137 LT EREEIT A —
) LMT R 2 &MY A XA — R 72
RO HEORE S TBRERRS R ETHD. =
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NEDOHEEIEN LTI DAEZXWER L TIIONES
Heed, 7 VT EREA T A — SEBNERE ORI & H 15
LTEHL W&,

Wt

EBRF OB HESCRER, W HEEDEEE O
EARBHRIRER ICIIA R HET OB 52
THE £ Lk, &/, ENZRZ O R A+
WZAE7 A= NI L T b H A THE XL
T BERRICIRSEHNZ LET

51 FASTHR
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