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BE HFFE oA AFRBAE 23 27
of mba} WRE Ak Fes F HAY AEE Bl
E3 2 A YAE Al EE VIR SV Y
WezAEH e AGF a4 VsE s
otk olabge 288 7l5ES HNEAA L Az
H7)Hel olsle] 44 E FAsa Yk EHAF
S50 ojAlE H Ayl g del ¥ ey
A7t wol et ot offtel UME Hit
Pid BE ATE ok B doMe HEoiFe
g Aol i aRetA Gz, AR R WA
%317 M (neuronal and humoral control mechanism)
12| 3 ol gl ZE-shi: FEEo Aol st =
st gt

1 AEHEAe HRSHTE Y g

giRsel AZolFol oMz UvkHoZ 4B
fAel 727 Bdsith dA3e FYF(sinus veno-
sus), 2¥H(atrium), 44 (ventricle), &7 (bulbus
arteriosus) 2.2 ® 470} o g 7A=el Ach(Fig.
1). Pacemaker sitet= 3% % (sinus venosus)iol ¢

g Fyte2H(sinoarterial valve):2# o flct. ST
= Edlg 9 (ventral aorta)e] AlFHEEo] FA
He REozA 59U B g (arterial smooth mus-
cle)e2 FAHo] 3w & yd 23 (elastic tissue)
olch, §y o Fo YAAr M= A (closed circu-
latory system) 24 4182 Mol e HAHA
(venous blood) & Bl 5w & ARty FHA oprt
u] 598 (afferent branchial artery) 8.2 Sol7} o} 9
A gl A A8 oxygenation) ® F YHA o7t

_Sinus
venosus

Afterent

Buibws .. - :
branchial orteriss arteriosus SO afto

Fig. 1. A schematic representation of a salmonid

heart and associated vasculature
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vl 59l (efferent branchial artery)& F3&o d¥ <
#4459 (coronary arteries) S 3t A4ATHE &
@3k, 43+ 3 Al(pseudobranch) & ¥ %% hypob-
ranchial circulationg& ¥4 %ot & & dF-= w5
(dorsal aorta) & E8bad %<& ¥ (systemic circulation)
& FA%ch A9 ¥ (venous blood) & HEFHo 2 A
WiEo] R Aoz HEolech oF BAEY
& EgdoA B EHFoe gl 444 of
7t ol A V1€

2. AEHTAL o2ary M

1) o

A Zol 5o AR7E L EHFo izt R A4
2 et 4 7)A(neuronal and humoral mechanism)°l
o}# =3 ¥ri(Randall, 1968 ;: Holmgren, 1977 ; Do-
nald and Campbell, 1982 : Laurent et al, 1983). 1
v, £ F AeE 4A1gzEe YoM A4 7
Aol 1} £88 IS sl Aol F HAee AHA
1Mol ] 8% 4¥E Fch(Rushmer, 1962).

ABo|Fe A g AR 2L viFAA
(vagus nerve)® #3347 (spinal nerve)ol 23l
olgol At} nFAZ L A4 &34 A7 (inhibitory
cholinergic neuron)# F54 ol=dddd MA(ex-
citatory adrenergic neuron)& 2% 7ixi 7] o
2o Al&el izl oM A FRENE 25 o
ebdcii 22l # 2ok Gannon and Burnstock, 1969 &
Holmgren, 1977). 718l 2 &) 43-& Awdte
A1 A=A e 33417 N (spinal nerve trunk) & &
whabe] A A4 7 3 (stellate ganglion) 2 ¥ 4% ¥ cu-
vier duct, 2HEY, $9 7 & ARsto dFEH
Wz oyt F84 olmdddd AdE dehdn
(Gannon and Burnstock, 1969).

8, AZoiF] Ao dP Ay 2P €Y
ZFo| 4£83H= catecholamine(=& adrenaline)ol| 9|
sta] o} 2ofRr} o] 5 catecholamine 4!(head ki-
dney) W ©] ¥ (postcardinal vein) ol U=
32284 2% (chromaffin tissue)olA &=, o
£7} stress® Wrow o]Fo] felse e A
Z7}5)0] ojHel Aol chate] F AT oS A
2 vebdich (Holmgren, 1977 ¢ Mazeaud et al,

1977  Satchell, 1978 : Wahlqvist and Nilsson, 1980).
1-1) #2d J53

RE AEFY AL vFNEE T3 A4
U4 AAAME 23 lck(Randall, 1968 | Camp-
bell, 1970 : Saito and Tenma, 1976). °©1}&< A
Argo ol FAAFUdN A felsE  acetylcholine
(Ach)ol ol3] o]FojAr} wiFAAE AIF3AY
AchE %93t 4ubE(heart rate), Y& HF(car-
diac output), stroke volume%©°] #igcth @
A4utE A4 @ 425538 o4 (negative chronot-
ropic and inotropic) & > 4T 9} muscarinic rece-
ptor& wii 71 8le] Yojdr} Muscarinic antagonist$] at-
ropineS 1) #A7A ot Achol ¥ A& At
&}aL, neostigmine< 1€ > }A1 719, d-tubocurares
ob -2l ek ul XA ¢fx=r}iFalck et al., 1966 ; Gan-
non et al, 1969 : Chan and Chow, 1976 ;: Holmgren
et al., 1977).

1-2) ol=digzld Fat

AZolFel Aol U olzalddA Ade v|F
AHol} HFAHYdolA falHE catecholamine
oju} o Falel AN =AM R HE cate-
cholamineo] 2}3ta] doju} aFHAE FLHE
(high freqency) @ #7122 & 9= Achol Kol
41 3 ] 4| #-2-( cardio-inhibitory response)©] VER}H,
o] b2 W R (low frequency) £ AF&AU &2
atropine® #2)¥ ¥ 2334 catecholamine©] €l
s}o] 4 A% Fuk2(cardio-excitatory response)©] t
el t}(Gannon and Burnstock, 1969).

Catecholamine2 7 Zoj§9] 3ol thated A3t
¥ 20 599 HT4EFE A (positive chronot-
ropic and inotropic effect)& X5 YERATH Adrena-
line(AD)$ Noradrenaline(NA)+= ®& 2 ZolFe]
Aol thated HAtE AT HI4EY F7
2 & (positive chronotropic and inotropic effect) & =
T veEhfY Adts At ASrEY FUMA
shEth o 43t ojsiay: AD ¢ NA9 Hde
propranololo] 2}8ll 2betE] 7| o §-o] YwtFH o 2 B-ad-
renergic receptor® "R ¥k G Ao, p-
adrenergic receptor?] type® o|ZFof ute} 2o
otald dh Trout(Ask et al, 1980) 9} plaice(Falck,



1966) 1€} 3% cod(Holgmgren, 1977) 5o U1 A& B,-
adrenoceptor, eel*) A& B,-adrenoceptor(Forster, 19
817 Bdghdha deH Uk 12 eeld] H 4ol
AD®] A #7} g-adrenoceptorE ©h/lEled LjERGCH=
X% Ack(Chan and Chow, 1976). ¥l perch
heartel 0o} A4= AD® a-adrenoceptor® uf 7}t
A48E A4 A (negative chronotropic effect) &
ettt e A 1cH Tirri and Ripatti, 1982).
1-3) 7|Et &4gel &7l

1¥ %9 tyramine< cod$ wrassedl A 2§ 4
s HAJEAE e 2 (Fange and Ostlund, 19
54), rainbow trout®} eeld] UASiM = FAE 43 urg
ZXaHE JebAcHGannon, 1971). Dopamines
cod} eelo] tiate} chyg T84 B8 vtepdg,

2) otvio] WEHA|

AEOF oprtujzFol el HAEPL WA 4
Aol v g ol FHA ob7bu] E9l (afferent bran-
chial artery)& 3l afferent filamental artery2
E0l7} filamental circulation® A% ¥ YA o}
7}a] F 9 (efferent branchial artery) & £3% 2 2(ar-
terio-arterial pathway) &2 o}7}o] 39 (branchial
vein) & %§ 7 & (arteriovenous pathway)® #2jL}
ek o)k HFZolfo ofvtu] @A (branchial
vasculature) < branchial nerve®] A& Wi}
(Fig. 2). Branchial nervedlls= cranial autonomic(para-
sympathetic) nerve?! cholinergic vasoconstrictor fiber
(vagal nerve)$} spinal autonomic(sympathetic) ne-
rve?l adrenergic nerve fibers(spinal nerve) ¥ nonad-
renergic and noncholinergic(NANC) vasomotor fiber
ol £¢5of vkar ¢edz] Ack(Nilsson, 1973 5 Pe-
tterson and Nilsson, 1979). Cholinergic vasoconstrictor
fiber= efferent filamental artery®] 714 3o) qle 2
o} (sphincter) & +%¥ 9 2 A arterio-arterial path-
wayE 4% A1 7]™ spinal autonomic nerve$l adrener-
gic nerve head¥ %9 cephalic sympathetic chain®l
A vet 744 53N FH(efferent arteriovenous
anastomoses) 9} efferent filamental nutritional vascu-
latureo M= a-adrenoceptorE vi7i&lal @St

%, efferent lamellar arterioles® A+ B-adrenocep-
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torg wiZisted H@oldwhZ & ebdch(Pittersson,
1983).

Fig. 2. The arrangement of the branchial vasculature
and possible sites of action of the autonomic
fibers in the branchial{ X) nerve innervating the

gill vasculature of the cod, Gadus morhua.

2-1) 834 &5}

AFolfFo| of7tojol th3 FUA A= cholinergic
nerve el H §-8l 5= Acholl 9f3ted o] FojA
Ach®- ¥ 33 8 (vascular smooth muscle) ol 8l
muscarinic receptor& S7/HEhd HolFo mE of
M HEE $FAA G2EHA YL FrMAZig of
4 8-& atropine®] 2|3 ¢43] 25 31, nicotinic an-
tagonist 3-9-°1+= hexamethomum® 2l&l A= Aty
Y d-tubourarineo} &AM Gers A =tH Berg-
man et al, 1974 ; Wood, 1975 ; Smith, 1977). o} foll
U0 A x= hexamethoniume atropine® #AFE A4 &
vebdc s g#A 17 WE Ache Fgo) @
hexamethonium® &3+ muscarinic antagonismoll
7108k A FH(Edwards, 1972).

2-2) oi=ygtzly &1

AD 3 NAs: B2 H3ol#2] ofzin] EaAH o
8l B-adrenoceptor® i/l 23l ol gurg o
adrenoceptor& W23t JP/FHNEE BT U
ebln), 121}, B-adrenoceptor& WE 3= @
ol gt ¥kg-o] r §-M5Y] W&~ ADI NASY o}rln]
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gaAo g FAHA avhe Yoo ghitsolth(0
stlund and Fange, 1962 ; Steen and Kruysse, 1964 :
Richards and Fromn, 1969 : Randall et al.,, 1972 : Ber-
gman et al,, 1974 : Payan and Girard, 1977 : Wood and
Shelton, 1980 ; Wahlqvist, 1980). “1&jv} 28 K ilo]
A= B-adrenoceptors W7 23} YHo|gulg-HT}
¥ a-adrenoceptor® oi/H 2 3} H@yFHurgo] i
FAlsicha el At (Part et al, 1982 + Pettersson,
1983). /-7 2] B-adrenoceptor= 2702} group (p: 3}
B o2 rolz|m, o] ZFolA Badrenoceptors
NA°| ©J 173} Bradrenoceptory= AD9O)] v} w7t
gt dedx dch(lands et al, 1967). Bergman 5
(1974) ¥ Wood(1975)+= H-AM$olg] HEuH3)
o}ZFu|E & o] &% HHMNA o)t gd) gk
catecholamine®] A ¥°] isop)NAYAD)phenylephrine
o2 o] Q&g #ASI LandsTe AAE E
2 3t AFo]H9 branchial vasculatureo] 31of 4
Hool gt ¥hg-2 ufshSli: B-adrenoceptors Bi-type
olg} AEAX Al 18} catecholamine adrenergic
nerve terminalt 22| neuronal uptake®] ¥ %7} t}iz
7] w0l (Iversen, 1974) catecholamine®] & 7o
Bi-typeclel @@ 8= A& Haloin, B HMg4o]
7% B-% Bradrenoceptor & 5% (agonist) L 2 &}
(antagonist) & o] &3t t1&r] A48 d71¢ e}
ik,
2-3) 7|g} 2=l Fat

5-hydroxytryptamine(5-HT)= %A Zolf9] ols}v]
Al st #XF FHAEE UG of of
&9 Ade atropined 93l }HEHZA ge How
Yo} oju}l % cholinergic neuron®l th3 2H8&2- opi
o dAYPT) U+ serotoninergic receptorsel
g FHAL8A2 2rhH(Reite, 1979). Adenosine 3}
related nucleotides = trout 2} salmo gairdneri2] o}7}v)
H@A 9 arterio-arterial pathwayE B A A =24
Zic}h o] Ay WEFH o) Uiz U F 2 puriner-
gic receptors® m7/Rg il F&=3 ¢ ch(Colin and
Leray, 1979 : Colin et al., 1979). 19} & 2] 7}A] peptide
hormoneE% ZFolF2] ofrtul d@Ale] Aay o
4ge v daA Uok EfFFoAE FHE
ol g2 88 Vel 32 ¢elA UE vasoac-

tive intestinal polypeptide(VIP)+= 4o} (Anguilla
anguilla) &} o}7tv] @A o} ML o) g8 1}
Ebd c}(Bolis and Rankin, 1975). B-endorpine o}7}u]
A U NAS D% (sensitivity) B 71417
thil 2 3 o (Bolis et al., 1980), isotocin®} argi-
nine-vasotocins % #& M85 F4 I2EL of
“ta] dgAlol st @A 5388 Jedicka
“el 4 AtH(Rankin and Maetz, 1971).

3) MalgaA

Aol ol A8 & A (systemic vasculature) = <t
B el (resting state) A= T8 217344 Al (neuro-
nal innervation) & Wi 1o}, AEdA e (stress
state) ol A= 5= 2 # 9§ 4 218k humoral innervation) &
Wk

3-1) |24 &1}

BEIFY HAE A ¥ (systemic vascular
smooth muscle) & U4 #5313 (cholinergic-
induced vasoconstrictive response) g HeEFATH(Reite,
1969 : Wood, 1977). ¥ X7h$-0lo] AolA Ache ¥
R EXH olFA ¥B4+F 8 (dose-dependent bi-
phasic vasoconstriction response)& YEbdTH F, 4l
&3 gqH skl FloloiAl ¥ebe] A3 &7s}
o 2Ee AEHoZ FMEYEY ¥ FH2
A € c}. Phenoxybenzamine} yohimbine 52 2} 2]
Hg-& PP Fahe) kol sl A e ol Fd
238 vieghdia) @+t Propranolol, guanethidine,
muscarinic agonist?! methacholine ¥ pilocarpine &
B ghgol disty ol gl maE JehiA gon,
nicotinic receptor antagonist®! d-tubocurarine, galla-
mine, hexamethonium ¥ 31§ %9| atropines & X
W3-8 9]dlAl7lt). 3 adenosine triphosphate
(ATP)= AchA ¢ A&@ ddswge depdo
ofdel ANEL FEs B o Achel ¥ Hze
Whe-& g gtol 1+ nicotinic receptorol o &
Achel & £2 Achol o8] felslye v Fa4
oty A HE ¥ F(noncholinergic and nonad-
renergic transmitter) $1 ATPol 9% g wjFolat
Abed &1y, F2k2] 482 sympathetic neurons &2
chromaffine tissueoll th¥ Achel 8o 2 138ty #
] ¥} ¥= adrenergic transmitter® #-8& ajFolz}l A7



Flct, 9 eeldd cod® # &3 23 € S (swimbladder
vascular) 3 F-27HEolo] H& HojEw 9 FRt
R dolME, Achd Sl EH HupEHuke
(dose-dependent vasoconstriction response) TH& L} E}
il o] whe& Hyhjfulaixe] Exjo ol dis}
AME S w2 ¥% e (Miller and Vanhoutte,
1986), atropine®l| & &Fed 4l gF 3] 2= gl o ni-
cotinic receptor antagonist®! hexamethonium, d-tubo-
curarine®] & Al zvhulR] gkl whepa o]
2o @F gl U= muscarinic receptors ™74
slef dojdrir Ale] ©oh(Stray-Pedersen, 1970 i Ni-
Isson, 1972 5 Klaverkamp and Dyer, 1974 : Klaver-
kamp, 1975).
3-2) o=@ Hot

AEoFo NG A o g ol di A A
a-adrenergic vasoconstriction receptors®& 33ted <
o]+t}(Wood and Shelton, 1975 : Holmgren, 1978).
Cod®} rainbow trout®] &3t celiac arteries®| +%
yhg-oll 211 A catecholamine®] & ¥ (potency)& AD)
NA)phenylephrine °]3.(Holmgren and Nilsson,
1974), Rainbow trout®] A& 3%+ E.oj 59 F o)AM=
NA2] WA #Al(intrinsic activity) S ADS 40%
M wo|n, dopamine, tyramine ® amphetamine5 -2
#7271 giH(Kirby and Burnstock, 1969 : Klaverkamp
and Dyer, 1974). AD9} NA+y= 2.5 &3 F % rainbow
trout®] ¥ A o] %% A (peripheral resistance)
& Z7H71Y AD7E NARCE oF 3u A Aol A,
Mel & ol g,-adrenoceptor agonist®! phenylephrine-%}
methoxamine- o}7-§1 &8 vJehW A] @2, dopa-
mine2 43t HAFEHWE& JEPATHWood, 1976).
AD Z NAol 9)38 { #2482 phenoxybenzamine,
yohimbine ol 2]8ta] ets|L} o] 48t A = B-adrenoce-
ptor antagonist$] propranolol@} dichloroisoproterenol
o & qx 2Rk Wood(1976) 2 o] 2422 B-ad-
renergic blocking agent?] & o) & 2EEol AD
% NA®] adrenergic receptorel th§t 2hg o]9jo] 4
Lol tiste] v BAH g 713yl s FoldRu 9]
t}, Eelst cod2l &3 swimbladder vascular ' cod
celiac artery & A 714 4% & 9 g-adrenergic vaso-
constriction response’} Hojxttl o482 codd] ¥
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MR- =
t+ 4l (ganglionic blocker) 9! hexamethonium #-& me-
camylamineo] 9j&le} agreich £ HIojFo A
@ BA M1 Breceptor 8 Wi 23t ol
S vehdr) B-adrenoceptor agonist$l isoprotere-
v Hug g ol it ol H ANE
el 2] oF ‘?.‘—} e3¢5 a-adrenoceptor ago-
nistg] AD &2 NAR wlg] $£%A170 £ Fojatd &
A48k o yhol ehuk 8- & ERLE o] ¥

%% swimbladder vascular® #9381

nold th o i

&~ B-adrenoce-
ptor antagonist?] propranololo! 2] 3) 2Hck¥ tH(Holm-
gren and Nilsson, 1974 : Wood, 1977).
3-3) 7} @& &t

Histamine¥t 5—-HT+> ¥ olfo] @ E2 ul
&to} o] FAL(FEA B oa4)s Vel ¢
2 2 Reite. 1969). 01 5 J&EolH2 branchial
vasculatureo] oI i FF+4 & (stimulatory ac-
tion) & L}eEbdit), olnf histamine & partial agonistZ
4881, whHol 5—-HTx 243 #dF&4=2 7
&8t} &HH, catfish, cat shark ¥ eel5ol A1+ hista-
mine® 5—HT+ dorsal aortic blood pressure®] #a,
prebranchial and systemic blood pressure®] 74 ¥
heart rate®l ZtAFa 2 AAY 2L Jehiy
heart rate?] 7FA&%82 Stropineot o8] g
(Schievelbein et al, 1969 : Chan and Chow, 1976).

H&d $2RE8 Wdoi(eel ol oA ventral
aortic blood pressured x1%71o.2 A A F71Al
711, dorsal aortic blood pressureo] hatdre o
kg vheR A ot reju -l AE dorsal
aortic blood pressures 7+4:A1Z1€H{Chan and Chester
Jones, 1969 : Sawyer, 1970). M3l FTa2EE9 g
A5 &2 NAol o sl A& 142 £ 25T phentola-
mineo] #1sf e A4dET matr o] 282 g-adre-
nergic receptor site®] & hormone® catechola-
mine® 4848 W7 A ok wigo] ME oA
oly Ziute] HtUslR &2 atropine E d-tubocu-
rarineoll 98} AvrEch rejog ool 9F ¥
%7838 2 cholinergic peripheral vasodilatory ef-
fect®t HAUT A #oh A" dA o g o) E
239 #¢(potency)+> isotocin(4-serine 8-isoleucine

oxytocin) ? oxytocin > vasotocin(8-arginine dxytocin)
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> arginine vasopressin > 8-lysine vasopressindzo]™,
8-lysine vasopressin- arterial blood pressureo i3}
o] A& EZ7} Ith(Chan and Chester Jones, 1969).
AEoli o] Aty S-2: A ) (corpuscles of stannius)i=
EH529 renin-angiotensin system} FAHE Y15 &
gk e A ATH(Chester Jones et al., 1966 : Taylor
and Davis, 1971 : Sokabe et al.,, 1973). ¥l 3Fo] ol 3]o] #]
angiotensin I+ EFFol M4 2] dorsal and vential
aortic blood pressuret: & Aa}Al F7pAINH, AEF)
F22 2d FEYS 34548 renin-like acti-
vityE UFEFHEH((Chester  Jones, 1966 ; Chan and
Chow, 1976). Gamma-aminobutyric acid( GABA) 4
bradykinins & #golol 4 1 gutes W g3 3t
22 Z1eH(Chan and Chow, 1976).
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