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SummarY: Patterns of habitat use by spider crab juveniles, Maja brachydactyla, from two geographic areas on the nW 
coast of the iberian Peninsula were studied through the analysis of carbon and nitrogen stable isotope relations in muscle 
and hepatopancreas. main potential preys of spider crab juveniles in rocky and sandy habitats and different organic matter 
sources in coastal food webs were also analysed. isotopic ratios showed no difference between rocky and sandy habitats. the 
use of carapace colour and epibiosis as an indicator of habitat use was not supported by our data. these results suggest that 
movements between the two habitats are much more frequent than suggested in previous studies. in the coastal food web, two 
main trophic compartments were identified according to their organic matter source: one based on plankton and seaweeds 
(rocky habitats), and one based on sedimentary particulate organic matter (sandy bottoms). by means of the model of Phillips 
and Gregg (2003), it was found that juveniles of Maja brachydactyla from both habitats consumed approximately two thirds 
of the preys in rocky habitats and one third in sedimentary habitats. the results indicate that in exposed environments large 
juveniles spend most of the time on sedimentary bottoms, where they find more refuge, moving frequently to nearby rocky 
substrates to feed.

Keywords: coastal ecosystems, food webs, feeding, life history, marine crustaceans, stable isotopes, trophic level, energetic 
condition.

reSumen: Patrones de uso del hábitat de la centolla Maja brachydactyla mediante el uso de isótopos estables. 
– el patrón de uso del hábitat de los juveniles de centolla, Maja brachydactyla, de dos áreas geográficas en la costa no de 
la Península ibérica, se estudió a través del análisis de las relaciones de los isótopos estables del Carbono y del nitrógeno en 
músculo y hepatopáncreas. Se analizaron las presas potenciales de los juveniles de centolla en hábitats rocosos y arenosos 
y las diferentes fuentes de materia orgánica de las redes tróficas costeras. las relaciones isotópicas no mostraron ninguna 
diferencia entre hábitats arenosos y rocosos. el uso del color del caparazón y la epibiosis como indicadores del hábitat no 
se vio apoyado por nuestros datos. los resultados sugieren que los movimientos entre hábitats son más frecuentes que los 
sugeridos en estudios previos. en la red trófica costera se identificaron dos compartimentos tróficos principales en base a la 
fuente de materia orgánica: uno basado en el plancton y macroalgas (hábitats rocosos) y otro basado en la materia orgánica 
particulada sedimentada (fondos arenosos). en base al modelo de Phillips y Gregg (2003) se estimó que los juveniles de 
Maja brachydactyla de ambos tipos de hábitat consumirían, aproximadamente, dos tercios de sus presas de hábitats rocosos 
y un tercio de hábitats sedimentarios. los resultados obtenidos indican que, en ambientes expuestos, los juveniles pasan 
la mayor parte del tiempo en los fondos arenosos, donde encuentran refugio, moviéndose frecuentemente a zonas rocosas 
próximas para alimentarse.

Palabras clave: ecosistemas costeros, redes tróficas, alimentación, estrategia vital, crustáceos marinos, isótopos estables, 
nivel trófico, condición energética.
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introduCtion

Juveniles approaching maturity of spider crabs 
Maja brachydactyla (decapoda, brachyura) inhabit 
shallow waters (down to 10-15 m deep), using both 
rocky and sandy substrates and performing slow 
(<100 m d-1), small-scale, non-directional move-
ments (González-Gurriarán and Freire, 1994; Hines 
et al., 1995). recent evidence (Corgos, 2004) points 
to ontogenetic movements when crabs are one year 
old and have a carapace length (Cl) of approxi-
mately 60 mm from very shallow rocky substrates 
(approx. 5 m), where the postlarval settlement takes 
place, to deeper rocky or sandy bottoms (5-15 m). 
Within this depth range, juveniles spend their second 
year, after which they attain sexual maturity (Freire 
et al., 2002; Corgos, 2004). Some months later, 
adults migrate to deeper waters (>50 m), where they 
mate (González-Gurriarán et al., 1998).

the patterns of habitat use (especially regarding 
substrate type) of juvenile spider crabs (>1 year old) 
in shallow waters (González-Gurriarán and Freire, 
1994; Hines et al., 1995; Freire et al., 2002) remain 
to be discussed, regarding the large and small-scale 
geographical differences observed in habitat selec-
tion. Geographical variability in selected substrate 
type might be related to the degree of wave expo-
sure, with crabs mostly selecting rocky bottoms at 
sheltered sites (always with oceanic characteristics) 
and sandy bottoms at more exposed sites (Corgos, 
2004). Corgos also points out the occurrence of vari-
ability in habitat selection by juveniles within a cer-
tain site, which is still to be explained. 

Furthermore, there is a high variability in body 
coloration and epibiosis within and among local 
populations, which has been interpreted to be related 
to habitat use, taking into account that the species 
shows masking behaviour (Parapar et al., 1997; 
Fernández et al., 1998). therefore, crabs inhabiting 
soft bottoms are mostly slightly coloured (known 
as “white” crabs) and show little epibiosis, while in 
rocky habitats they are mostly bright red-coloured 
with abundant epibiosis. Corgos (2004) observed 
that a large number of “red” crabs with algal epibio-
sis episodically appeared on sandy bottoms, and put 
foward the hypothesis of ontogenetic habitat chang-
es (shifting from rocky to sandy habitats when ju-
veniles attain one year). However, a clear seasonal 
pattern was not found, so the presence of red crabs in 
sandy areas would be due to frequent movements be-
tween sandy and rocky bottoms. data from mark-re-

capture experiments (Corgos, pers. comm.) showed 
that crabs from rocky habitats lose algal epibiosis 
progressively, and that in 2.5 months almost all of 
the crabs had lost it. the modification of the red col-
oration is a slower process.

the relationship among different stable carbon 
(12C/13C, expressed as δ13C) and nitrogen (14n/15n, 
expressed as δ15n) isotopes is a widely used tool for 
the study of trophic relationships (Peterson and Fry, 
1987; Wada and Hattori, 1991, Cabana and rasmus-
sen, 1994, michener and Schell, 1994) and food 
webs (newell et al., 1995; burns and Walter, 2000; 
Fry and Smith, 2002; Cocheret de la moriniere et al., 
2003). isotope analysis also allows migration, move-
ments and habitat use to be traced when they involve 
changes in feeding behaviour and diet composition 
(Hobson et al., 1994, 1995; Hansson et al., 1997; 
Hobson, 1999).

the fractionation of C and n isotopes when they 
are transferred through a food web involves changes 
in the relative proportion of their stable isotopes. 
δ15n in consumer tissues is enriched in about 3.4‰ 
(1 Sd = 1‰) in comparison with those of its preys 
(Post, 2002), which allows the trophic level to be es-
timated for each organism in the trophic chain. δ13C 
values, on the other hand, show a slower fractiona-
tion with an increase of 0.4‰ (1 Sd = 1.3‰) per 
trophic level (Post, 2002), but are closely related to 
organic matter origin (Fry and Sherr, 1984; Peterson 
et al., 1985; Wainright et al., 1993; Fry, 2002). in 
particular, those organisms using plankton-depend-
ent organic matter sources show different values for 
the C isotopes ratio to those depending on benthic 
primary producers or detritus (France, 1995; Jen-
nings et al., 1997; Pinnegar and Polunin, 2000).

isotopic enrichment also depends on the tissue 
turnover rates, and can vary among different tissues 
within an organism (tieszen et al., 1983; lee-thorp 
et al., 1989). therefore, tissues such as muscle, with 
low turnover rates, integrate diet isotope relations 
corresponding to long periods in the animal life, 
while tissues with higher turnover rates (gonad, di-
gestive gland) reflect the diet of short time periods 
(raikow and Hamilton, 2001).

the present study analyses the habitat use pat-
terns of juveniles approaching maturity of the spi-
der crab Maja brachydactyla, using stable isotope 
analysis. C and n isotope relations were analysed 
in two tissues (muscle and hepatopancreas or diges-
tive gland) in two coastal sites of the nW iberian 
Peninsula, 150 km apart: the ria de arousa, where 
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crabs select sheltered rocky areas, and the Golfo 
artabro, where they tend to occur on soft, exposed 
bottoms. the main organisms constituting the diet of 
the spider crab juveniles and the main organic mat-
ter sources for coastal food webs (suspended organic 
matter, plankton and seaweeds) were also analysed. 
Variations in diet, in both the type of prey and the 
origin of the organic matter, result in changes in iso-
tope relationships that could be used as habitat indi-
cators. the objectives of the present study were to 
test the following hypotheses:

 (1) ontogenetic changes in habitat use take 
place, with juveniles performing movements from 
rocky shallow habitats to deeper areas with rocky 
substrates at sheltered locations and sandy substrates 
at exposed locations.

(2) Carapace colour and epibiosis are habitat-de-
pendant, so red and white crabs should show isotope 
relations typical of diets corresponding to rocky and 
sandy bottoms, respectively, with no relation to the 
habitat they were captured in. 

(3) Hepatopancreas has a higher turnover rate 
than muscle, so both tissues will be diet (and conse-
quently, habitat) indicators at different time scales.

(4) there is a relationship between diet (shown 
as isotope ratios) and energetic condition in an in-
dividual. this is an exploratory hypothesis arising 

from the results obtained concerning the high inter-
individual variability in isotope ratios among indi-
viduals. 

material and metHodS 

the ria de arousa is a long bay that penetrates 
the coast of Galicia in a SW-ne direction. Con-
nection with the ocean is delimited by the Salvora 
island, the northern mouth being very shallow (10 
m). therefore, almost all the exchange with the 
shelf takes place through the southern mouth (70 
m deep) (rosón et al, 1995). a total of 39 juvenile 
crabs were caught in may 1999 in the ria de arousa 
for isotope analysis. Sampling was carried out in a 
sheltered, rocky-bottom area located at the mouth of 
the ria (Fig. 1), where juveniles (having a carapace 
length of <120-140 mm) are found predominantly 
(González-Gurriarán and Freire, 1994). the Golfo 
artabro is located on the nW side of the Galician 
coast, and includes the three largest Galician rias 
altas (Ferrol, ares-betanzos and a Coruña) (bode 
and Varela, 1998). For the Golfo artabro, another 46 
crabs were obtained between april and July 1999 in 
two exposed areas (bastiagueiro and Canabal) locat-
ed in the inner part of the gulf. Captures in the inner 

Fig. 1. – location of sampling areas in the Golfo artabro and ria de arousa; 1 to 5, coastal embayments, o: oceanic station; 1: bastiagueiro; 
2: Canide; 3: Canabal; 4: lorbé; 5: Carnoedo. Maja brachydactyla were obtained from the ria de arousa and station 1 and 3 in Golfo artabro. 

Food web samples were obtained at all locations from the Golfo artabro.
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part of the bay took place both in rocky habitats and 
in unvegetated sandy areas (where most of the local 
population of juveniles live (Corgos, 2004).

in both areas, the crabs were caught using experi-
mental traps. they were all over 60 mm Cl and in 
intermoult. Carapace length, colour (red or white, ac-
cording to degree of pigmentation) and algal epibio-
sis (Parapar et al., 1997; Fernández et al., 1998) were 
noted. taking into account that colour and degree of 
epibiosis are highly related, just colour will be men-

tioned from now. in the lab, muscle from the fourth 
pereiopod and hepatopancreas were extracted and 
tissues were freeze-dried and ground with a mortar. 
tissues with high lipidic content usually show more 
depleted δ13C values, due to positive 12C discrimi-
nation during lipid synthesis (deniro and epstein, 
1977). to determine the effect of high lipid content 
in the hepatopancreas on isotope recordings, and to 
be able to compare results with other tissues (such as 
muscle, with lower lipid content), a complementary 
analysis was performed in ten hepatopancreas sam-
ples after a lipid extraction (bligh and dyer, 1959). 
For this complementary analysis the samples were 
selected to cover the observed range of hepatopan-
creas lipid content estimated through C content (see 
below).

representative preys were selected according to 
their frequency of appearance in the gut contents of 
spider crabs and their abundance in the study area. 
Gut content data came from two different sources: 
bernárdez et al. (2000) for rocky habitats, and data 
obtained by the authors for sandy bottoms (table 1). 
Samples of potential organic matter sources for the 
foodweb involving the spider crab and its preys were 
collected in 2002 at five locations in coastal bays and 
one oceanic location (o) (Fig. 1 and table 2) in the 
Golfo artabro. three sampling areas where chosen 
along the east coast of the ria de a Coruña, from the 
inner part (with greater continental influence) to the 
outer part (with oceanic characteristics) (Cabanas 
et al., 1987). the other two areas, with influence of 
riverine deposition (Sánchez-mata et al., 1999), are 

Table 1. – Frequency of appearance of food components in the gut 
contents of Maja brachydactyla (percentages of the total number of 
guts containing food are shown) in rocky (n=160, data from bernár-
dez et al., 2000) and sandy habitats (n=92, data obtained by the 

authors).

 Food components Sandy rocky

Corallina spp. --- 34.4
Cystoseira spp. --- 8.8
Laminaria spp. 20.7 33.1
other seaweeds --- 11.3
Sponges 2.2 17.5
Polychaetes 40.2 5.0
Acanthochitona crinitus --- 9.4
Bittium spp. 1.1 32.5
trochiidae 7.6 58.1
other gastropods 10.9 25.7
Mytilus edulis --- 28.8
other bivalves 40.2 18.8
balanida --- 8.8
Peracarid and decapod crustaceans 25.0 16.9
Aslia lefevrei --- 37.6
Paracentrotus lividus 3.3 16.9
irregular sea urchins 25.0 ---
ophiuroids 1.1 1.3
Solitary ascidians --- 21.3
Didemnum sp. --- 3.1
Fish 3.3 3.1

Table 2. – Food web compartments (organic matter sources and organisms) in the Golfo artabro sampled for stable isotope analysis. nominal 
trophic level, habitat type in which samples were taken (S= sandy substrates, r= rocky substrates, P= pelagic), sampling locations (see Fig. 1) 

and body size or fresh weight of organisms are shown.

   Sampling area
trophic comparment body size trophic level 1 2 3 4 5   o

Som  - organic matter S S  S S  
SPom  - organic matter P P P P   P
Plankton  -        P
Cystoseira baccata  - Primary producer r  r r r  
Laminaria ochroleuca  - Primary producer r  r r r  
Ulva rigida  - Primary producer r  r r r  
Bittium spp. total length 3.9-4.8 mm Herbivore S r r    
Mytilus edulis total length 50-80 mm Herbivore  r  r r  
Paracentrotus lividus test diameter 46-73 mm Herbivore r r r r r  
terebellidae  0.12-0.16 g deposit and suspension feeders     r  
Nereis diversicolor  0.3-2.2 g deposit feeder   S    
Aslia lefevrei total length 47-82 mm omnivore  r r r   
Liocarcinus arcuatus Carapace width 28-33 mm omnivore S   S   
Paguridae Carapace length 15-23 mm omnivore  S,r r  S  
Xantho incisus Carapace width 31-39 mm omnivore r  r r r  
Eulalia viridis  0.1-0.3 g Carnivore r r r r r  
Hinia reticulata total length 26-33 mm Carnivore S S,r  S,r S, r 
Holothuria forskali   57-94 g Carnivore   r          
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located in the more protected western coast of the 
ria de ares-betanzos.

For prey samplings, three replicates per loca-
tion of sedimentary organic matter of detrital origin 
(Som) were collected and later resuspended in sea-
water and filtered with GF/F precombusted filters. 
Suspended particulate organic matter (SPom) was 
taken using a niskin bottle at a depth of 2 m. three 
1.5 l water replicates were collected at each station 
and were filtered using GF/F precombusted filters. 
Plankton was sampled by towing a 200 µm mesh net 
(diameter, 0.4 m), and 6 replicates were obtained at 
the oceanic location. each sample was divided into 
four size fractions: 100-200, 200-300, 300-500 and 
500-750 µm. 

Seaweeds and macrofauna (bivalves, gastropods, 
polychaetes, echinoderms and crustaceans) were 
captured in the intertidal and subtidal areas of the 
coastal locations (Fig. 1). in the lab, epiphytes were 
removed from seaweeds (Laminaria ochroleuca, 
Cystoseira baccata, Ulva rigida), and the gut and ex-
osqueleton from sea urchins (Paracentrotus lividus). 
Soft tissues were extracted from mussels (Mytilus 
edulis) and large individuals of the gastropod Hinia 
reticulata. the whole animal was processed in the 
case of small individuals of this species and all the 
Bittium sp., polychaetes (Nereis diversicolor, Eu-
lalia viridis and a composite sample of different 
species of the family terebellidae), sea cucumbers 
(Aslia lefevrei and Holothuria forskali) and decapod 
crustaceans (Liocarcinus arcuatus, Xantho incisus 
and Paguridae).

Processing of samples previous to isotope analy-
sis followed the protocols proposed by Carabel et al. 
(2006). Plankton samples, large H. reticulata, poly-
chaetes, sea cucumbers and crustaceans were divided 
into two subsamples, one for C analysis (which was 
acidified with HCl 1 m for 3 hours) and one for n 
analysis, which was not acidified. Samples of small 
H. reticulata and the other gastropods were analysed 
for both n and C after acidification, due to the small 
amount of tissue available. For the mussels and sea 
urchins, in which soft tissues were extracted, and 
for seaweeds, no acidification was performed. Som 
samples were not acidified, but the C isotope results 
were corrected taking into consideration previous 
results (Carabel et al., 2006) that demonstrated a de-
crease of 2‰ in δ13C after acidification. every sam-
ple was freeze-dried and ground in an agate mortar 
until a fine dust was obtained, except for the filters, 
which were kept intact. 

isotope analyses were performed in the Servicios 
Xerais de apoio á investigación (SXain, univer-
sidade da Coruña). C and n contents and isotope 
analysis were determined using a Flashea1112 el-
emental analyser by thermoFinnigan connected to 
an isotope ratio mass spectrometer delta plus by 
Finnigan mat , using a ConFlo ii interface. 

relative proportions of isotopes were estimated 
following:

δ15n ‰ = [(15n/14n) sample/ (15n/14n) standard -1]·1000

δ13C ‰ = [(13C/12C) sample/ (13C/12C) standard -1]·1000

atmospheric n and VPdb (Pee dee belemnites) 
were used as standards for isotope analysis of n and 
C, respectively. 

in addition, elemental composition of spider crab 
samples (percentage of C and n) was used as an in-
dicator of biochemical composition of tissues (an-
ger and dawirs, 1982; anger et al., 1983; Gnaiger 
and bitterlich, 1984). a high n content in the muscle 
and hepatopancreas would show a high percentage 
of protein, while a high C content would show a high 
percentage of lipids. 

to study differences in the spider crab isotope 
ratios between geographical areas, both muscle and 
hepatopancreas from specimens collected in rocky 
bottoms of the ria de arousa and Golfo artabro 
were used. to determine changes due to habitat of 
capture, carapace colour and the effect of lipid ex-
traction in hepatopancreas, only crabs from Golfo 
artabro were used. differences were tested using 
anoVa. Preliminary analyses (not shown here) 
indicated no differences in isotope ratios related to 
sex and body size. to test variability between tis-
sues of the same crab, a Student’s t-test was used. 
to explore variability among individuals in terms of 
isotope ratio and elemental composition (C and n as 
indicators of lipid and protein content and energetic 
condition), we used principal component analysis 
(PCa). 

Stable isotope analyses are frequently used to 
determine the relative contribution of different food 
sources to an animal diet (Hobson, 1999). Similarity 
between isotope ratios of the tissues of an organism 
and its food sources gives an idea of their relative 
importance in its diet. the relative importance of 
preys in the diet of the spider crab could be estimated 
using the isotope ratios of a single element (i.e. δ13C) 
(kwak and zedler, 1997). the model of Phillips and 
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Gregg (2003) has been used to estimate the relative 
contribution of each potential organic matter source 
(plankton, Som, SPom and seaweeds) to the diet of 
the spider crab. this model allows mixing models to 
be extended to complex systems, and the associated 
isoSource computer program determinates ranges of 
source contributions when the number of sources is 
too large to allow unique solutions from simple sta-
ble isotope mixing models. the fitting algorithm uses 
increases of 1% in the relative contribution of each 
source (from 0 to 100%), with a tolerance of 0.1‰. 
to apply this model, δ15n values of the sources were 
increased by 4.5‰, taking into account the omnivo-
ry of the spider crab and assuming 3‰ increases in 
the isotopic ratio of n for each trophic level. 

reSultS

Geographical variability

isotope ratios of muscle and hepatopancreas of 
juvenile spider crabs from rocky bottoms in the ria 
de arousa and Golfo artabro were compared, show-
ing only significant differences in hepatopancreas 
with enriched values in the crabs from the northern 
location for both isotopes (table 3, Fig. 2, anoVa, 
F1,47 = 10.63, p<0.01 for δ15n; F1,47 = 12.45, p<0.01 
for δ13C). in the muscle, differences in isotope ratios 
between crabs from the two areas were not signifi-
cant (anoVa, F1,48 = 0.06, p = 0. 81; F1,48 = 0.23 p 
= 0.64, for C and n, respectively).

Variability between habitats and body colour

in the study of changes in diet in relation to habi-
tat and the value of body colour as an indicator of 
habitat type (table 3), no significant differences 

were observed in the isotopic relationships of either 
muscle or hepatopancreas between different sub-
strates or carapace colours (table 4).

Variability between tissues 

muscle showed more enriched values of both iso-
tope ratios than hepatopancreas in the Golfo artabro 
(δ15n: t41 = 19.85, p<0.01; δ13C: t41 = 18.34, p<0.01). 
lipid removal from the hepatopancreas caused a 
significant increase in δ13C (anoVa, F1,18 = 16.93, 

Table 3. – average (Se in parentheses) and minimum and maximum values for δ15n and δ13C in hepatopancreas and muscle of spider crabs 
Maja brachydactyla from the ria de arousa and Golfo ártabro, in relation to habitat (substrate) and body colour. n=number of individuals.
 

area Habitat Colour    muscle      Hepatopancreas
     δ15n    δ13C    δ15n     δ13C 
    n mean min max  mean min max  n mean min max  mean min max

Golfo ártabro Sandy White 16 10.84 (0.10) 10.17 11.65 -15.57 (0.15) -16.62 -14.64 16 8.93 (0.09) 8.38 9.59 -19.17 (0.23) -21.24 -18.12
Golfo ártabro Sandy red 15 11.08 (0.19) 10.03 12.56 -16.06 (0.18) -17.00 -14.74 15 8.63 (0.22) 7.55 10.70 -19.25 (0.30) -21.85 -17.84
Golfo ártabro rocky White 6 10.66 (0.28) 10.12 11.76 -15.82 (0.24) -16.60 -15.19 6 9.24 (0.16) 8.71 9.72 -19.44 (0.40) -20.56 -18.03
Golfo ártabro rocky red 5 10.61 (0.23) 9.99 11.36 -15.53 (0.13) -15.88 -15.15 5 9.10 (0.20) 8.82 9.55 -19.44 (0.45) -20.75 -18.44
Golfo ártabro all all 42 10.80 (0.09) 9.99 12.56 -15.75 (0.10) -17.00 -14.64 42 8.97 (0.09) 7.55 10.70 -19.32 (0.16) -21.85 -17.84
arousa rocky red 39 10.71 (0.07) 9.53 11.56 -15.64 (0.10) -16.89 -14.36 38 8.72 (0.07) 7.84 9.52 -20.3 (0.10) -21.53 -18.12

total      81 10.80 (0.06) 9.53 12.56  -15.71 (0.07) -17.00 -14.36  80 8.81 (0.06) 7.55 10.70  -19.78 (0.11) -21.85 -17.84

Fig. 2. – δ13C and δ15n ratios for hepatopancreas and muscle of 
juvenile spider crabs Maja brachydactyla in the ria de arousa and 
Golfo artabro. Substrate type of capture area and body colour are 

indicated.

Table 4. – results of anoVas (F-statistic and probability level 
in parenthesis) used to test differences in δ15n and δ13C values in 
the muscle and hepatopancreas of Maja brachydactyla in the Golfo 

ártabro, between habitats and body colours (df= 1,38).

 muscle  Hepatopancreas
 δ15n  δ13C  δ15n δ13C 

Habitat 2.44 (0.127) 0.44 (0.510) 3.30 (0.077) 0.24 (0.627)
Colour 0.22 (0.641) 0.25 (0.621) 0.98 (0.328) 0.06 (0.813)
interaction 0.51 (0.481) 3.39 (0.074) 0.13 (0.717) 0.06 (0.808)
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p<0.01), on average 1.74‰ (Se = 0.10, range = 1.09 
- 2.18). no significant changes were found in δ15n 
after lipid removal (F1,18 = 0.09, p = 0.76). Variation 
in C isotope ratio was independent (r = -0.30, p = 
0.39) of C percentage in the hepatopancreas (an in-
dicator of lipid levels in that tissue), thus indicating 
no bias in the results resulting from the biochemical 
composition of the tissues. after correcting C iso-
tope values for the hepatopancreas (adding 1.74% 
to each crab value), significant differences remained 
between the two tissues (t41 = 9.24, p<0.01). 

Inter-individual variability

Variability in δ13C and δ15n values observed 
among crabs for both the hepatopancreas and the 
muscle was much higher than that related to geo-
graphical location, habitat and body colour (Fig. 2; 
table 3). For n, the variation range observed in both 
tissues (3.03 and 3.15‰ for muscle and hepatopan-

creas, respectively), which is equivalent to a com-
plete trophic level, indicates the occurrence of major 
differences in diet composition among crabs with 
similar biological characteristics caught in the same 
habitat. For C, this range (4.01‰ hepatopancreas 
and 2.36‰ muscle) shows that spider crabs base 
their diet on different sources of organic matter. on 
the other hand, the behaviour shown for elemental 
composition (percentage of C and n) in muscle and 
hepatopancreas was different (Fig. 3), with a negative 
correlation between n and C in hepatopancreas (r = 
-0.65; p<0.001), while in the muscle both variables 
showed a positive correlation (r = 0.82; p<0.001).

in the PCa for isotope ratios and elemental com-
position (Fig. 4), factor 1 explains 44.2% of the 
variance, and mostly represents variability among 
individuals in elemental composition. thus, both C 
and n percentages in muscle and C percentage in 
hepatopancreas show a strong negative correlation 
with axis 1, while n percentage in hepatopancreas 
shows a positive correlation. this axis would dis-
tribute crabs according to their energetic condition, 
distinguishing those individuals in good condition 
(high levels of C and n in the muscle, related to high 
protein content, and high C content in the hepato-
pancreas, showing high lipid content) from those in 
bad condition (with lower protein and lipid content 
in muscle and hepatopancreas, respectively). isotope 
ratios for n showed a low correlation with axis 1, 
suggesting that energetic condition is not dependant 

Fig. 3. – elemental composition of muscle and hepatopancreas of 
the juvenile spider crabs Maja brachydactyla caught in the Golfo 
artabro. relationships between n and C percentages are shown for 

both tissues.

Fig. 4. – Correlation of elemental composition (shown as C and n 
percentages) and isotope ratios (δ13C e δ15n) for hepatopancreas 
(hep) and muscle (mus) with the two main factors extracted from 

PCa.
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on trophic level. However, δ13C in the muscle is as-
sociated with crabs in good body condition (showing 
more enriched δ13C), while δ13C in hepatopancreas 
is related to crabs in bad condition. Factor 2 explains 
24.2% of the variance and establishes a positive re-
lation between δ15n values in hepatopancreas and 
muscle, and can be considered to be associated with 
trophic level.

 
Coastal food web and spider crab diet

a wide range of values for δ13C was observed 
in the different compartments of the food web, with 
minimum values (-20.7‰) for SPom and maximum 
values for Som (-11.6‰) (Fig. 5). For plankton 
and seaweeds, values were closer to those of SPom 
(δ13C = -19.8‰ and -18.5‰ respectively). assum-
ing a fractionation of 0-1‰ for the C, δ13C values 
for the spider crab were very similar to the values for 
the rest of the decapods analysed (Fig. 5), both from 
rocky and sandy bottoms, with values between the 
pelagic and benthic compartments.

the average values for δ15n in the different 
components of the food web for the Golfo artabro 
ranged from 5.39‰ (SPom) to 11.72 ‰ (Eulalia 
viridis) (Fig. 5). assuming a 3‰ enrichment in each 
trophic level, the range comprised slightly more than 
two trophic levels. the trophic level based on δ15n 
for the spider crab in the Golfo artabro is similar to 
that of other carnivores of this food web, and higher 
than that of omnivorous crustaceans and typical her-
bivore invertebrates (Fig. 6).

distributions of feasible diet proportions ob-
tained using the model of Phillips and Gregg (2003) 
show that Som and seaweeds appeared to constitute 
the main organic matter sources (1-99th percentiles: 
40-45% and 35-58%, respectively), whereas SPom 
(0-15%) and plankton (0-22%) made smaller dietary 
contributions (Fig. 7). the information provided by 
isotopic analyses carried out with preys to assess 
the results of the mixing model must be taken into 
consideration. Paracentrotus lividus showed lower 
δ15n values than those found for the organic matter 
sources, indicating that it could be feeding on some 
seaweed species different to those we analysed. on 
the other hand, δ13C for Nereis diversicolor and Lio-
carcinus arcuatus differ by about 2‰ from plankton 

Fig. 5. – isotope ratios of the main compartments of the coastal food web in the Golfo artabro. mean values of δ15n and δ13C for trophic com-
ponents from rocky (squares) and sandy (triangles) benthic habitats and pelagic habitats (circles) are shown. Confidence intervals represent 

standard error. δ13C values for Som are corrected by a factor of -2‰ (see text for the explanation). 

Fig. 6. – representation of the main trophic flows in the food web 
related to Maja brachydactyla in the Golfo artabro, from n and C 
stable isotope analysis. (See Fig. 5 for data). δ13C values for Som 

are corrected by a factor of -2‰ (see text for the explanation). 
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values; they were much closer to macroalgae and 
minimum values of Som, suggesting that drift algae 
on soft bottoms could be an important part of their 
diet. Something similar would happen to pagurids 
that inhabit sandy bottoms. δ13C values for rocky 
bottom crustaceans (Paguridae and Xantho incisus) 
are more difficult to explain, due to their distance 
from both seaweed and herbivore values. due to 
their mobility, it is possible that they would move to 
sandy areas where they would be feeding on organ-
isms from soft bottoms, but another possible cause 
would be highly enriched C values for Ulva rigida, 
such as those observed by other authors (-14.5‰ 
Sauriau and kang, 2000; -11.8 and -10.8‰ Page and 
lastra, 2003), which would place the ratios for this 
primary producer much closer to those of the deca-
pods included in the present study. 

diSCuSSion

Geographical differences in C and n isotope ra-
tios were very small for the muscle of Maja brachy-
dactyla, but reached significant values for the hepat-
opancreas. due to their lower turnover rate, muscles 
provide an integrated signal of the animal diet in the 
medium term (months), while the hepatopancreas 
reflects the diet in the shorter term (days or weeks) 
(raikow and Hamilton, 2001; lorrain et al., 2002). 
differences found in hepatopancreas values between 
areas could indicate differences in diet during the 
days previous to the sampling, but muscle values 

indicate that in the long term the diet would have 
similar isotopic signatures at both locations. 

the fact that masking behaviour of M. bracydac-
tila is more pronounced in juveniles (Fernández et 
al. 1998) supports the general belief that this behav-
iour corresponds to a protection mechanism against 
predators and not a system for camouflage to facili-
tate prey capture. differences observed in the extent 
of covering on the different parts of the carapace are 
related to habitat. as slightly coloured crabs (known 
as “white” crabs) show little epibiosis, while bright 
red-coloured crabs usually have abundant epibiosis 
(Corgos, 2004), we expected to find a relation be-
tween body colour and habitat, but the use of body 
colour as an indicator of habitat preference was 
found to be inconsistent.

C and n isotope ratios, both for muscle and 
hepatopancreas, showed no differences between 
habitats (rocky vs sandy) in the Golfo artabro, as 
happened with body colour. all these results suggest 
that movements between the two habitats are much 
more frequent than suggested in previous studies 
(González-Gurriarán and Freire, 1994; Hines et al., 
1995; Corgos, 2004). it has to be taken into account 
that previous studies used telemetry to obtain daily 
locations, but restricted to daylight time, and trap 
sampling to map distributions. 

deniro and epstein (1978) showed that fraction-
ation patterns exhibited in different tissues can be 
dependent on the relative distribution of individual 
fractions (i.e. lipids, proteins, carbohydrates). Pin-
negar and Polunin (1999) and lorrain et al. (2002) 
observed that the range of δ13C and δ15n values in 
the muscle and hepatic tissue of an organism can be 
strongly related to relative abundance of lipids, in 
view of the fact that these tissues show great differ-
ences in lipid content. bodin et al (2007) observed 
changes in the hepatopancreas C and n stable iso-
tope ratios of Maja brachydactyla after lipid extrac-
tion. Variation observed for C by these authors (3‰) 
was higher than those obtained in this study. never-
theless, the observed increase in δ13C after lipid re-
moval in the hepatopancreas of selected crabs of the 
Golfo artabro (1.74‰) was much higher than the 
fractionation of this isotope between a predator and 
its prey (0-1%), which could result in an erroneous 
interpretation of the organic matter sources. differ-
ences between hepatopancreas and muscle before li-
pid removal were reduced after the process, but were 
still significant. thus, it seems that they indicate ac-
tual differences in short and long term diet, and that 

Fig. 7. – mixing polygon for δ13C and δ15n signatures of the po-
tential organic matter sources for Maja brachydactyla in the Golfo 
artabro (after correcting for trophic fractionation). Histograms 
show the distribution of feasible contributions from each source to 
M. brachydactyla diet (percent frequency is represented in Y axis 

and source proportion in X axis).
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these are not due to differences in lipid content be-
tween tissues.

the negative correlation between δ13C in hepato-
pancreas and muscle could reflect diet variations in the 
short and medium term, and suggests very frequent 
movements between the two habitats used by juve-
nile spider crabs. For example, crabs with enriched 
δ13C muscle values, which would be associated in the 
medium term with a diet based on preys feeding on 
Som-dependant trophic routes (most enriched δ13C 
values), have depleted hepatopancreas values of δ13C 
(associated with rocky habitats). the relationships be-
tween C and n isotopic ratios in muscle and hepato-
pancreas for the crabs sampled in the Golfo artabro 
and the relative proportions of lipids and proteins in 
these tissues seem to indicate a strong relation be-
tween the trophic origin of preys consumed by the 
spider crab and its energetic condition (which would 
be independent from the capture habitat and colour). 
thus, the relation between δ13C and the percentage of 
C and n in both tissues would indicate that the crabs 
that obtain most of their food on soft bottoms would 
have a better energetic condition. 

in the foodweb studied here for the Golfo arta-
bro, two main trophic compartments were identified 
according to their organic matter source (Fig. 6): one 
based on plankton (δ13C = -19.4) and macroalgae 
(δ13C = -18.5), mostly corresponding to rocky habi-
tats, and one based on sedimentary particulate organic 
matter (Som) (δ13C = -11.6), corresponding to sandy 
bottoms. Seaweeds constituted 34 to 60%, whereas 
Som constituted approximately 40% of the diet. 
this suggests that juvenile spider crabs (δ13C = -15.7) 
consume approximately two thirds of their preys on 
rocky bottoms (with a variable contribution from 
plankton and SPom depending on the contribution 
of seaweeds) and one third in sandy areas, although 
the latter proportion could be subestimated due to the 
large range of variability of Som. this result does not 
seem to fit previous hypotheses about habitat use in 
the study area (Corgos, 2004), given that captures are 
much more abundant in sandy areas than on nearby 
rocky substrates. Juvenile crabs might be spending 
most of their time on soft bottoms, where they find 
refuge in this highly exposed area, but move frequent-
ly to rocky areas, where they feed. because previous 
telemetry studies were based on daylight observations 
(González-Gurriarán and Freire, 1994; Hines et al., 
1995) and detected no short-term habitat changes, 
our results suggest that spider crabs probably make 
nightly movements among habitats to feed.

our results demonstrate two patterns in the be-
haviour of spider crab juveniles: 1) on average feed-
ing is carried out mainly on rocky bottoms, where 
they obtain approximately 2/3 of their diet; 2) in-
ter-individual variability in food sources shows that 
body condition appears to be better in crabs that 
obtain a higher than average proportion of food in 
sandy habitats. Spider crab juveniles remain most of 
the time in sandy habitats because they probably find 
refuge there (constituting aggregations and burying 
to decrease predation risk and physical stress). in 
rocky habitats, when juveniles attain a certain body 
size, physical stress is higher and refuges in crevices 
are scarce (Corgos, 2004). though food from sandy 
habitats is probably of higher quality, the risk of 
predation on foraging crabs is higher on sandy than 
on rocky substrates (whereas for inactive crabs it is 
higher on rocky substrates).

aCknoWledGementS

this study is part of the projects dimePiC 
(ren2000-0446mar) and eCoSoSt (ren2003-
04816) funded by the Spanish ministerio de Cien-
cia y tecnología. We thank i. álvarez, m. boán, a. 
Corgos, b. García-Calvo, e. Godínez-domínguez, a. 
Pallas, m. Pan and n. Sánchez for their collaboration 
during the field sampling and in the laboratory. We 
also thank the personal of SXain (udC) for their 
help. the authors would like to express their gratitude 
to e. méndez-Souto for her helpful english correction 
during the preparation of this manuscript. the experi-
ments comply with the current laws of Spain.

reFerenCeS

anger, k. and r.Y. dawirs. – 1982. elemental composition (C, n, 
H) and energy in growing and starving larvae of Hyas araneus 
(decapoda, majidae). Fish. Bull., 80: 419-433.

anger, k., n. laasch, C. Püschel and F. Schorn. – 1983. Changes 
in biomass and chemical composition of spider crab (Hyas 
araneus) larvae reared in the laboratory. Mar. Ecol. Prog. Ser., 
12: 91-101.

bernárdez, C., J. Freire and e. González-Gurriarrán. – 2000. Feed-
ing of the spider crab Maja squinado in rocky subtidal areas of 
the ría de arousa (north-west Spain). J. Mar. Biol. Ass. U. K., 
80: 95-102. 

bligh, e.G. and W.F. dyer. – 1959. a rapid method of total li-
pid extraction and purification. Can. J. Biochem. Physiol., 37: 
911-917.

bode, a. and m. Varela. – 1998. Primary production and phyto-
plankton in three Galician rias altas (nW Spain): seasonal and 
spatial variability. Sci. Mar., 62: 319-330.

bodin, n., F. le loc’h and C. Hily. – 2007. effect of lipid removal 
on carbon and nitrogen stable isotope ratios in crustacean tis-
sues. J. Exp. Mar. Biol. Ecol., 341: 168-175. 



PatternS oF JuVenile Habitat uSe bY SPider CrabS • 49

SCi. mar., 73(1), march 2009, 39-49. iSSn 0214-8358 doi: 10.3989/scimar.2009.73n1039

burns, a. and k.F. Walker. – 2000. biofilms as food for decapods 
(atyidae, Palaemonidae) in the river murray, South australia. 
Hydrobiologia, 437: 83-90. 

Cabana, G. and J.b. rasmussen. – 1994. modelling food chain 
structure and contaminant bioaccumulation using stable n iso-
topes. Nature, 372: 255-257. 

Cabanas, J.m., m.t. nunes, m. l. iglesias, n. González and r. Car-
ballo. – 1987. oceanografía de la bahía de la Coruña. Bol. Inst. 
Esp. Oceanogr., 4: 21-27 

Carabel, S., e. Godínez-domínguez, P. Verisimo, l. Fernández and 
J. Freire. – 2006. an assesment of simple processing methods 
for stable isotope analyses of marine foodwebs. J. Exp. Mar. 
Biol. Ecol., 336: 254-261. 

Cocheret de la morinière, e., b.J.a. Pollux, i. nagelkerken, m.a. 
Hemminga, a.H.l. Huiskes and G. van der Velde. – 2003. on-
togenetic dietary changes of coral reef fishes in the mangrove-
seagrass-reef continuum: a stable isotopes and gut-content 
analysis. Mar. Ecol. Prog. Ser., 246: 279-289.

Corgos, a. –2004. Estrategia vital, estructura espacial y dinámica 
metapoblacional de la centolla Maja squinado (Decapoda: 
Majidae). Ph.d. thesis, univ. a Coruña (http://www.udc.es/
dep/bave/jfreire/home.htm)

deniro, m.J. and S. epstein. – 1977. mechanism of carbon isotope 
fractionation associated with lipid synthesis. Science, 197: 
261-263. 

deniro, m.J. and S. epstein – 1978. influence of diet on the dis-
tribution of carbon isotopes in animals. Geochim. Cosmochim. 
Acta, 42: 495-506. 

Fernández, l., J. Parapar, e. González-Gurriarán and r. muiño 
– 1998. epibiosis and ornamental cover patterns of the spider 
crab Maja squinado on the Galician coast, northwestern Spain: 
influence of behavioural and ecological characteristics of the 
host. J Crust. Biol., 18: 728-737.

France, r.l. – 1995. Carbon-13 enrichment in benthic compared to 
planktonic algae: Foodweb implications. Mar. Ecol. Prog. Ser., 
124: 307-312.

Freire, J., C. bernárdez, a. Corgos, l. Fernández, e. González-Gur-
riarán, m.P. Sampedro and P. Verisimo – 2002. management 
strategies for sustainable invertebrate fisheries in coastal eco-
systems of Galicia (nW Spain). Aquat. Ecol., 36: 41-50.

Fry, b. – 2002. Stable isotopic indicators of habitat use by missis-
sippi river fish J. N. A. Benthol. Soc., 21: 676-685.

Fry, b. and e.b. Sherr – 1984. δ13C measurements as indicators of 
carbon flow on marine and freshwater ecosystems. Contrib. 
Mar. Sci., 27: 13-47.

Fry, b. and t.J. Smith iii. – 2002. Stable isotope studies of red man-
grove and filter feeders from the Shark river estuary, Florida. 
Bull. Mar. Sci., 70: 871-890.

Gnaiger, e. and G. bitterlich. – 1984. Proximate biochemical com-
position and caloric content calculated from elemental CHn 
analysis: a stoichiometric concept. Oecologia, 62: 289-298. 

González-Gurriarán, e and J. Freire. – 1994. movement patterns 
and habitat utilization in the spider crab Maja squinado (Herbst) 
(decapoda, majidae) measured by ultrasonic telemetry. J. Exp. 
Mar. Biol. Ecol., 184: 269-291. 

González-Gurriarán, e., l. Fernández, J. Freire and r. muiño. 
– 1998. mating and role of seminal receptacles in the repro-
ductive biology of the spider crab Maja squinado (decapoda, 
majidae). J. Exp. Mar. Biol. Ecol., 220: 269-285. 

Hansson, S., J.e. Hobbie, r. elmgren, u. larsson, b. Fry and S. 
Johansson. – 1997. the stable nitrogen isotope ratio as a marker 
of food-web interactions and fish migration. Ecology, 78: 
2249-2257.

Hines, a.H., t.G. Wolcott, e. González-Gurriarán, J.l. González-
escalante and J. Freire. – 1995. movement patterns and migra-
tions in crabs: telemetry of juvenile and adult behaviour in 
Callinectes sapidus and Maja squinado. J. Mar. Biol. Ass. U.K., 
75:27-42.

Hobson, k.a. – 1999. tracing origins and migration of wildlife us-
ing stable isotopes: a review. Oecologia, 120: 314-326. 

Hobson, k.a., J.F. Piatt and J. Pitocchelli. – 1994. using stable 
isotopes to determine seabird trophic relationships. J. Animal 
Ecol., 63: 786-798.

Hobson, k.a., W.G. ambrose Jr and P.e. renaud. – 1995. Sources 
of primary production, benthic-pelagic coupling, and trophic 
relationships within the northeast Water Polynya: insights from 
δ13C and δ15n analysis. Mar. Ecol. Prog. Ser., 128: 1-10.

Jennings, S., o. renones, b. morales-nin, n.V.C. Polunin, J. mo-
ranta and J. Col. – 1997. Spatial variation in the 15n and 13C 
stable isotope composition of plants, invertebrates and fishes 
on mediterranean reefs: implications for the study of trophic 
pathways. Mar. Ecol. Prog. Ser., 146: 109-116.

kwak, t.J.and J.b. zedler. – 1997. Food web analysis of south-
ern California coastal wetlands using multiple stable isotopes. 
Oecologia, 110: 262-277. 

lee-thorp, J.a., J.C. Sealy and n.J. van der merwe. – 1989. Stable 
carbon isotope ratio differences between bone collagen and 
bone apatite, and their relationship to diet. J. Arch. Sci., 16: 
585-589. 

lorrain, a., Y.-m. Paulet, l. Chauvaud, n. Savoye, a. donval and 
C. Scout. – 2002. differential δ13C and δ15n signatures among 
scallop tissues: implications for ecology and physiology. J. Exp. 
Mar. Biol. Ecol., 275: 47-61. 

michener, r.H. and d.m. Schell. – 1994. Stable isotope ratios as 
tracers in marine aquatic food webs. in: k. lajtha and r.H. 
michener (eds.) Stable isotopes in ecology and environmental 
science, pp. 138-157. blackwell Scientific Publication, oxford.

newell, r.i.e., n. marshall, a. Sasekumar and V.C. Chong. – 1995. 
relative importance of benthic microalgae, phytoplankton, and 
mangroves as sources of nutrition for penaeid prawns and other 
coastal invertebrates from malaysia. Mar. Biol., 123: 595-606 

Page, H. m. and m. lastra. – 2003. diet of intertidal bivalves in 
the ria de arosa (nW Spain): evidence from stable C and n 
isotope analysis. Mar. Biol. 143: 519-532. 

Parapar, J., l. Fernández, e. González-Gurriarán and r. muiño. 
– 1997. epiobisis and masking material in the spider crab Maja 
squinado (decapoda: majidae) in the ría de arousa (Galicia, 
nW Spain). Cah. Biol. Mar. 38: 221-234.

Peterson, b.J. and b. Fry. – 1987. Stable isotopes in ecosystem stud-
ies. Annu. Rev. Ecol. Syst. 18: 293-320.

Peterson, b.J., r.W. Howarth and r.H. Garritt. – 1985. multiple sta-
ble isotopes used to trace the flow of organic matter in estuarine 
food webs. Science, 227: 1361-1363.

Phillips, d.l. and J.W. Gregg. – 2003. Source partitioning using 
stable isotopes: coping with too many sources. Oecologia, 136: 
261-269. 

Pinnegar, J.k. and n.V.C. Polunin. – 1999. differential fractiona-
tion of δ13C and δ15n among fish tissues: implications for the 
study of trophic interactions. Funct. Ecol. 13: 225-231. 

Pinnegar, J.k. and n.V.C. Polunin. – 2000. Contributions of stable-
isotope data to elucidating food webs of mediterranean rocky 
littoral fishes. Oecologia, 122: 399-409.

Post, d.m. –2002. using stable isotopes to estimate trophic position: 
models, methods, and assumptions. Ecology, 83: 703-718.

raikow, d.F. and S.k. Hamilton. – 2001. bivalve diets in a mid-
western u.S. stream: a stable isotope enrichment study. Limnol. 
Oceanogr. 46: 514-522.

rosón, G, F.F. Pérez, X.a. alvarez-Salgado and F.G. Figueiras. 
– 1995. Variation of both thermohaline and chemical properties 
in an estuarine upwelling ecosystem: ria de arousa. i. time 
evolution. Estuar. Coast. Mar. Sci. 41: 195-213.

Sánchez-mata, a., m. Glemárec and J. mora. – 1999. Physico-
chemical structure of the benthic environment of a Galician ría 
(ría de ares-betanzos, north-west Spain). J. Mar. Biol. Ass. 
U.K. 79: 1-21.

Sauriau, P.-G. and C.-k. kang. – 2000. Stable isotope evidence of 
benthic microalgae-based growth and secondary production in 
the suspension feeder Cerastoderma edule (mollusca, bivalvia) 
in the marennes-oléron bay. Hydrobiologia, 440: 317-329.

tieszen, l.l., t.W. boutton, k.G. tesdahl and n.H. Slade. – 1983. 
Fractionation and turnover of stable carbon isotopes in animal 
tissues: implications for 13C analysis of diet. Oecologia, 57: 
32-37. 

Wada, e. and a. Hattori. – 1991. Nitrogen in the sea: forms, abun-
dances, and rate processes. CrC Press, boca raton.

Wainright, S.C., m.J. Fogarty, r.C. Greenfield and b. Fry. – 1993. 
long-term changes in the Georges bank food web - trends in 
stable isotopic compositions on fish scales. Mar. Biol., 115: 
481-493. 

Scient. ed.: J.e. Cartes.
received november 5, 2007. accepted June 17, 2008.
Published online november 25, 2008.


