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4efe 342 (honeybees) (Gould, 1980 — 4k » 4 8 Ra¥F B35+
(home pigeons) (Walcott etal., 1979) -~ ## 4 (tunas) (Walker
etal., 19847 ~ #t 4 (salmons) (Mann ez al., 1988 ; Sakaki and
Motomiya, 1990 ) -~ #5i% (ants) ([ Camlitepe and Stradling,
19951 ~ 4 & (rainbow trouts). (Walker et al., 19977 ~ #ih
(newts) (Deutschlander: et’aly 19997 ~ /54 (sea turtles)
( Lohmann et al., 2001 ) f=%<# (spiny lobsters) (Boles and
Lohmann, 2003) % 2 % LR ¥ g 4 o Tl s b
34 EL R SN R RIERDBB I HA P L LT LA
LhTis o

¥- 25 #8 7& % (chitons) (Lowenstam, 1962 1967 ;
Towe and Lowenstam, 1967 ; Kirschvink and Lowenstam, 1979 ;

Lietal , 1989) ~ % F (limpets) (Mann efal., 1986; StPierre

etal., 19861 ~# A& 7 (magnetotactic bacteria) (Blakemore,



19755 Frankel et al., 1979 ; Towe and Moench, 1981 ; Frankel
and Blakemore, 19847 ~ %34 (Kuterbach et al., 19821 -~ %+
( Walcott et al., 1979 ) ~ 4% % % (magnetotactic algae)
(Torres de Araujo et al., 1985) &4t 4 (Mann et al., 1988 ;
Walker et al., 1988 ; Sakaki et al., 1990) % 4 # ¢ % I 3 &
T RN EARE TP A FBRHY ER B B2 Bl

T o
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TR AT A R RN Gk A 2 o -
RFIEF S RIS R UFBEPLE N 2 - o) B
FE LR mE N T B A DI 4 F ( Kuterbach et al.,
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1.3 2 3%t

4 + % i+ (Biomineralization) 4pehAp X% ¢ hmipdp+ 4
WAPHPA P2 LE R BRI LB DEMA (Mann er al.,
19887 o2 X4 H it £ - w4 g 2 G BMBe > 2 F

R ST R LR TR T RRE =Sy Lo

A=

EWHFPFIFRZAT AP EFLISPFL DA IS AR
BRI RAFT FHEDGR Tedd o ST NLE D

e gy 25 FH IR % 7 CKirschvink and Hagadorn,

A HmIOBFILARN gL bFUhwie B ERY > X T X3
AP BARDATFTARF B2 F OB EFALAEA SN
(crystalline) ¥ 2% % (amorphous) Al e 3pk > H ¢ — i 4
g Lie- H AL HwmnBl % o 22 g (Mann ef al.
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Feng 2 B8 7 PEFRTARG 0 R endnre i SEF  BUTHE 0 B R

CHE o B, BT RE A > PATOR B N mrett B E A

S

Frimie o 2 15> FE R - HBPRF I Y FEGER FE
7o At Wit § 7N, Kroeger » C. Bergsdorf 4= M. Sumper 7%
1994 #3 5° Fdd Y S8l - BEpHFT MR F
( Kroeger et al. 19971 o
A FHEP T A LA A mfe p (intracellular )

( Blakemore, 1975 ; Kuterbach et al., 1982 Torres De Araujo
et al., 1985) & w7 *t (extracellular) (Lowenstam, 1962) -
e B A o b5 F BABMEE R e i) 3 B ¢ FEIRA
FERNLFILFE AP FHEEABIE Y 2 R AERIREE TR
FoRRERREPAIALAFIFETOER BRI ERRETT - T
g T f P AT < R (kingdoms) 2 4+ ¢ 0 4 B E R
4 $ % (Monera) ( 54 : bacteria-algae)s B 2 # # % (Protista)
( &4c : slime nets  sea-weeds) ~ £ F A (Fungi) (&4 : molds »
mushrooms ) ~ {£4= & (Plantae) fv# 4 % (Animalia) ([ Lowenstam,
1981 ; Mann et al., 19887 -
P IREBR T FIZAFFH AR LSNP R LD

FoakM - WEHS (MgoCa>Sr-Ba)> & &% (Fe) v 48 2



B (Si)e B3+ ¢HKEHPEFHE > WAL FHW &4 )50 7
B BEge gL B 47 (carbonate) ~ ¥ EA @47 (oxalate) ~ Arfic B 47
(sulphate ) ~ #4ft %8 (phosphate) 22— & 4 § * & 5 iV &
[ Lowenstam, 1981 ; Mann et a/., 19881 o izut 2 $ 74 it 25 & en'F
Wi St 53 enm i Bo, d F FE T &4 7 A8
Rk oo de g dpS ah ferritin £ o T A PR HA A S

£ 7 R4k g o

1.4 42 4 F# i (Iron Biomineralization)
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%24 %2 (cytochrome) p » - ¢ % Ak & %% gk F i (light
reaction) > FF ML > f FRTF (e) d £ i 2

(photosystem 2) @ % k % %1 (photosystem 1) i&m & 4

g (H) KW ATP. F8B22FH P18 A5HF 1T B



7 (magnetite » FesOu)~ -k £ 48 % (ferrihydrite > 5Feq0s. 9H:0) ~
4487 (gothite® a < FeOOH)~ %487 (lepidocrocite: v + FeOOH)
% - 2t B Aleng 48 (Mann, 19877

MTEHEN - LT PBITERS o c T ANTIE SN E
AT EAREF RIS vt o AR FEp 0

Lowenstam, H. A. 4= Kirschvink, J. L. (19851 -

Mineral location

Minerals Occurrence Mineralization process (typical examples)

Magnetite  Fez04 Bacteria Matrix mediated Intracellular magnetosomes
Molluscs Matrix mediated Extracellular in chiton teeth
Arthropods Unknown Honeybee abdomend
Chordates Matrix mediated 'Fl)'ilg;a:]dhirgethmoid bone,

Fegilzheggzlgl_lzo Bacteria Matrix-mediated Bacterioferritin micelle
Fungi Matrix mediated Ferritin micelle
Plantae Matrix mediated Phytoferritin micelle
Animalia Matrix mediated Ferritin micelle

Le‘:;‘?’ggggﬁ Porifera Induced Sponge granules
Mollusca Matrix mediated Chiton teeth

GogtT:teeOOH Mollusca Matrix mediated Limpet teeth

?XT(;) er s? hous ferric Bacteria Unknown Variable or unknown
Protozoa Unknown Foraminiferal test cement
Annelida Matrix mediated Polychaete tube cement
Mollusca Unknown Gastropod gizzard plates

1.5 242 2 H#1* (Magnetite Biomineralization)
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BAB A & _Matrix-mediated s 42« izt IR R ARAR 2 At 44
iR RS TREE TS Kanis X 5t 4 (Kirschvink and
Hagadorn, 2000) - Kirschvink £ Hagadorn &% i&#f " 248 7% =
PFAREFBIRERUZ A F 2 Fo BRRhy @D R3
1 BEw oy ﬁﬁ{— i 2 # $ (chordata) ~ #c#8# % (mollusca)
2 &3 d P (arthropoda) #& FF4e £ o

# 5 7 Heinz A. Lowenstam # % ** Chitons izfa#ic#8# 4
# % (radulateeth) P #IRFEFEL F FH L )= TRBBFHS o Lizid
BT BB P d KRR ROV BNRT LA ko
Ra o R REHE S il A S BB R AR TR RO B
WA YR AMENTAE A ASE N R % (Kirschvink
and Hagadorn, 20001 - "TEARwE > &% - BARAFRI T LV
BHd FoL FiTet e AP T RS AN ETRBEH LR D
Az - (L [RAL1)D - 28w d- #EADEFCLIEFHZ R
Prdd  FEEE FRBEABWEAMM G F G 2 G2 =
A B (sub-micron) (TR & 0 LS R KT E i
P it PREBHT NS RESF A T S kAR
BEsc g g B e cnfp B3 L (Kopp, 2001 ) - i @488 5 € )
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"magnetosomes | ( & [®1.2)) (Gorby et al., 19881 - iz
magnetosomes HE T 43t 30 ~ 100 % 5K > A5 71 473 H - Bk

(single domain) #w M+ 2 #F ¥+ (nanoparticles) (Schuler and
Frankel, 1999 ; Safarik and Safarikova, 2002) - M= @p 7
magnetosomes = ¥ 7| 4ofeA) 8 - @ig g 3P R i - B
B4 R FRARmE A g E - ST F S P magnetosomes & & I

SRS b B o T B i A L IR g e MR F 2

s LIRpE € e s & (Kirschvink, 19800 -

1.6 23k & (Magnetoreception)

pet R 2 mE s g ERSR

B S ARy o LAV MEEP R EE b0 A H A

al., 1985) « » & » 2 p P fiz BRHZ Ex ¥ rd @ % PR
A KA F Y] o

B R dp A S fide i I HRIE REFTEHERRGT LR
A IR o PE RS RF I A A SR E G B i

oo BEye Rk~ 353 s h o~ A 6 2 05K S (Gould, 19805 Walcott



etal., 1979 5 Walker et al., 1984 ; Mann et al/., 1988 ; Sakaki
and Motomiya, 1990 ; Camlitepe and Stradling, 1995 Walker et
al., 1997 5 Deutschlander et a/., 1999 ; Lohmann et a/., 2001 ;
Boles and Lohmann, 20031 o & 3t i@ Fldem iT% U2 248
Wdlepdzih o v R 5 3F 5 2 F ¥ > (Wiltschko and Wiltschko,
1995) » 2 E L AEREH A s LA D Kb tm B RE &K
HET TG o TRE g AR AL 2 PREBFHE R 0 T
17 2 443, (nano-particles) > A4k 5 8- fld REF-FT 0
i ® (transducers) » ¥ OUER BRIk RS L E S 4
8 7 #chdp £ (El-Jaick et al, 20010 - i‘%% g A R e ik
Su— de g2 i Lohmann ¥ Johnsenz ftxd-4» ¢ B T R REIR &
% %8 (magnetoreceptor ) # % v & % ( Lohmann and Johnsen,
20000 > e § 5 ABnE > 3T & ke 455 A g4 (rainbow trout)
RS Reh a4 LI R BRX8 T (Diebel erf al.,

v

AEREA TR LRG RERY R RBER R m 5

-

SP U e RIEN A R EY - BRESFRE 8 F7
8 FANY B BAROTIRIFEN- 6 4 - 6 fd RK > L

P8 pfLiea e THAHE ) (vaggledance) - B priafa i @
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Beiek et 9 G R R SF R RRESA S OTIERE R O
514 BiEd B MeTA S g b P E BRI R S Rt 1B
I K piE R ATAS 2 and & (von Frisch, 19731 o 72 iEfe kK H i

Frs 30 BFrFfaladfedpdiisias 2 (Lindauer and
Martin, 1968 ; Martin and Lindauer, 1977 De Jong, 19821 -

ll'L Ve ]‘ 9 ?l{")}-?ﬁ‘z Il%}t)ﬂl‘ﬁj\l‘v\jﬁvx %éﬁﬁ)im@}% i@—?l%}k'ﬂ%‘

=%

B BER AT BRI E )R AET 26 nT (nano-Tesla) #w%

&)

H-:2 % (Walker and Bitterman, 1985; 1989a; 1989b; 1989c ) -

e B - R IR R (45, 0000T) - F ¥ 0 A8 R
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WX g RS o FR 1 RHRE T R R BEF DR

4 (Kirschvink and Kirschvink, 19917 -

1.7 gz 437k (Iron Granules in Honeybees)

FHECEASMA S e b (intracellular ) wAf 4854
(iron granules) eh4 $ o k5 T 7 B 7 > M2 4 F b3 4 A
FHHMP - sk me — 3 % ¥ (trophocytes) ¥  i&fdim
o T R PN (abdomen) £ A T 0 BRMEF R PINALF o e

XaE~ 3% ﬁtrﬁ% e > 3 B F A FANF IR B (ventral
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abdomen ) ( Kuterbach et a/., 1982 : Kuterbach and Walcott,
1986a : 1986b; Hsuand Li, 19930 o § & fmrz c2jk 2 2 281 »
<ML FE WA dmfr e~ PRI Z BAE <> 2 R4 30um 2 100

14

S IR ZEE BT A LR - Bk §

[
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» fz & T4t &% (irondeposition vesicles > 1DVs) (&
[B1.3)) - izt imf ad & e f i3T558 /25 0.5 £ 0.1
g T R N & e e ¢ (B (WL 4)) e e
FART P A > BIE RN MBRT 2 3 Lk A b
S EJE B M By 2 X BN A P R AT A & BT AR e
PO IR - B R A T AR R EAEE T.0 nm o e A HP i) BE
FAAR S B BB E () e T > BBRF IR BB
e poo LT B - K 2 Hokeniid (L [HIL3D

& RIS R R ner{ﬁms'@*#lz%‘ £ RO R

P REEREAE S gﬁqﬁgﬁ;mﬁ)\ﬁséﬂ s ¥ P A Bfﬂf e R
BABITAR B a0 koo AR Y 0 SRR ABAUR g BNBrR L T Y g 4R T R

Lo A Ak (L [RLLO)) 3 € F s s pla i
6% 20 2 48 B3 (Hsu and Li, 1993) (2 [RI1.6]) - &
> HOPIER S E A 17 FIRT 1A & = & % 4ok (phosphorus ) -

A 2 7 & a4r (calcium) (Kuterbach et al., 1982; Kuterbach
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and Walcott, 1986a ;

1986b ; Hsuand Li, 19931 (& [RIL. 7] -

1.8

(A "8 B g 4 ( Superparamagnetic Magnetites in
Honeybees )

BA O EBIREET R F s B ORR s P R
R Y R IR T R et L R A
T A R F D - BRERPD G s TR Gl 8 h B
Hpait 9510 "o gl 2 p BRI BES v ApF o §RIB LI
Baitx 2l & Biv F 5o WA B o fES PRI Bldedl
o T RS 1000
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P it o f

w2510 01070 4

F oh b 2 B
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DS S I Mk o e B
(superparamagnetic) R|&dpH &t < 300t » e ] St gt
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3R E A 1994 EARER 0 Tl F AREES LR B

3 (Hsu and Li, 1994) (& [®1.8))- %‘ﬁd High-resolution
transmission electron microscopy (HRTEM) Bz - 2 35 G483 4
P S e AR RBS S ST o 3kp 98.5x10° B 2% 0 K ik
BEmaapa 30 % PR - SEAEEESR S [ 10 E

B Fr IR B RN E R ol LR RS o F -

o fRam o kG BB PRERFTASHAREZ > Ls Hsu {0 LI BE

i F=v (holo-ferritin) "% j#fs 4
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S
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o0 23 0 B3 g g%k ([ Nichol and Locke, 1995 ;

Kirschvink and Walker, 19953 “Nesson, 19957 - *~&_Hsu 7 2005

g

ERA S A R ARG & e ? R T2
- ERPET PR e RS N Rk E R £ B
PR E T e 357 superconducting quantum-interference
device (SQUID) ~ atomic force microscope (AFM) ~ magnetic force
microscope (MFM) ~ electron spectroscopy for chemical analysis

(ESCA) £ electron paramagnetic resonance (EPR) ([ Hsu, 2006 ;

Hsu et al., 2006a) -
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1.9 A8 ri s g 5 i ]

FRAEINOYE A w0 RPF R T T REEE S
(Superparamagnetic magnetites) sTUSIEE o b b » B FEIRGE
Bl -2 GEamia (R ) RPFREE - B ¥ 2wz ipig iz
Mg A S ih R S € T EINH £% (Hsu and Li, 1994
(A[WL9Ded R FR ey & wbe € 24§ kdp T i

SRR 5 AR TR T T o DR RS R R

o

ES 0 X BRI fpidd il g L @R 2 e BRI
7% (Hsu and Li, 19947 -
T 5 ADE BB IR A e R R o ki R

P75 r QHsu 3 5 ¢ 4o A BB S Y B B B B TR

=g
=
q

BT 4T BT AR RS L T AR 3] AT Tesg s F 2o
Aok A e B R RES S e o P F] L ADEREB R T PR S
ESIERAL W (L [B 1.10)) 584+ ﬁ‘b%{;—d AR
BRAR R F] 3 N RaE S B R T 1ﬁ£ PR ER BB R e
ehim e F 2 % 3 (cytoskeletal system) (2 [B 1.11)) 5 #3= zf
B L Sd A S e B iE P g% 0 T m g B S

(magnetoreception) %> o
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110 A2 5 5 & 21 4

7 -

|

d 32 WA AT RV R Y R e g - LA g

Ay

~Ph R AR F o ATIAEP] L S T AT ES T B OR R TR
BaHo T F G Rp i BB S A SRS fpil ek g @R
2 R TE-HFEFTE-ABEX > APERFH - LR L BEang
o 4THEF (Ca”) - » AL L A - fAAR L BiEY £ 8 0 g
(second messenger) > wm® jEd 33 &40 4 chik & kg~ - £ 4
A 2 Je s o B b k3§ P Jedy (muscle contraction) @ JF
f: % ~ » (hormone secretion): fif% = i (enzyme activation)
o F st mie i i GR9 (Gprotein): 7 B — i g en
T ERG 17 wre i B (endoplasmic reticulum v ER) §#-7%

DA 5 2 f KA 3 @ (calcium channel ) #-7 % chdg

3
T

BB R Ime oo d 20 A B VARG 59 e p g AT Ok
BB e > M A RFERDERIT § T N
(calmodulin > — féit E4T T B & v ) HE 1 3H4F Fv 7 1
B4 fa it (phosphorylation ) T # { % v 39 ¥ jps (protein

kinases > PKs) > & Sy Fl& st A3 @ p 3 enie ™ o
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¥oob o RADE RS S S AP o Y A e
ETAE B R R4 g Fla EHX B IRESDITY 32 B4R T TR éf"ﬁ

i@ R B e F 2% (cytoskeletons) i H :z% (HsuandLi,

194
)
3\
N
\‘ -&"
g
A=)

19947 Bl > AP RAT - A ORI e F % L
TR APERT B R we ¥ A (cytoskeletal
inhibitors) » L& % e % A drd|chif iR ™ o 4T 3T cfrn 5L
AAFrF| P P e o BBSHIF T A PHE LT 2] RAR

faimie & B F 0T Eh mEaSEeus T
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