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Effects of Starvation on
the Frequency of Formation
and Width of Growth Increments
in Sagittae of Laboratory-Reared
Atlantic Menhaden Brevoortia
tyrannus Larvae

Abstract.-we investigated in­
crement formation in sagittae of At­
lantic menhaden BrellQortia tJlrannus
in laboratory experiments, and found
that the age of individual larvae can
be estimated within ±3 days over
the first month of life using counts
of growth increments. Sagittae were
first observed during embryonic devel­
opment. The first prominent growth
increment was formed at first feed­
ing, and the frequency of increment
formation of fed and starved larvae
ranged from 0.86 to 0.98 increments
per day thereafter. Starvation did not
appear to systematically alter the
periodicity of increment formation
from one increment per day, although
it consistently modified the width of
growth increments among different
age groups of larvae. Microstructural
growth patterns in sagittae responded
rapidly (days) to changes in feeding:
larvae starved for 1-3 days formed
narrow, poorly-defined increments
compared with fed larvae that formed
wide, well-defined increments. Stan­
dard length and estimated dry weight
of larvae were related to sagittal
radius by asymptotic and logistic func­
tions, respectively. Sagittal radius of
larvae was related to days after first
feeding by a logistic function. Our re­
sults for Atlantic menhaden confirm
the potential of otoliths in provid­
ing information about age, stressful
events, and growth history of in­
dividual fish larvae.
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Rates of growth and survival of
young fish are hypothesized to affect
the abundance of the incoming year­
class (Lasker 1985, Rothschild 1986).
Both biotic (e.g., prey resources) and
abiotic (e.g., water temperature) fac­
tors have a direct effect on the
growth and survival of freshwater
and marine fish larvae. Microstruc­
tural growth patterns in otoliths of
teleost fish may provide a record of
environmental and physiological con­
dition throughout the larval and juve­
nile stages and hence important in­
formation about processes regulating
recruitment in fish (Pannella 1980,
Houde 1987, Rice et al. 1987).

The examination of microstruc­
tural growth patterns in otoliths for
making inferences about the ecology
of young fishes has become a popular
technique since Pannella (1971) pos­
tulated that annuli (yearly growth
zones) consisted of growth incre­
ments formed on a daily basis. Subse­
quently, microstructural growth pat­
terns have been used to estimate age
and growth histories of fish (Methot
and Kramer 1979, Penney and Evans
1985), infer the temperature chronol­
ogy of larval and juvenile life stages

(Radtke 1984, Gauldie et al. 1986), de­
tect life history transitions (Brothers
and McFarland 1981, Campana 1984a),
and investigate patterns of recruit­
ment and mortality (Crecco et al.
1983, Essig and Cole 1986) and stock
identification (Mulligan et al. 1987).

Age validation studies of larval and
juvenile fishes have shown that micro­
structural characteristics are species­
specific and may be influenced by
nutrition and/or environmental vari­
ables (Campana and Neilson 1985,
Rice et al. 1985, Jones 1986). Fish lar­
vae subjected to periods of stress
(e.g., starvation) or cyclic environ­
mental variables (e.g., diel fluctua­
tions in water temperature) may have
their increment deposition disrupted,
resulting in apparent nondaily forma­
tion (Taubert and Coble 1977, Jones
1984, Neilson and Geen 1985). These
results suggest that validation stud­
ies are necessary for a species before
analysis of otolith microstructure can
be used to age individuals in nature.
Substantial errors may be incorpor­
ated into the analysis if daily incre­
ment formation is assumed but non­
daily deposition occurs (Campana and
Neilson 1985).
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Few studies have assessed the effect of short-term
starvation on the accuracy of age estimates and growth
histories of the early life stages of fish derived from
the analysis of otolith microstructure. This paper ex­
amines the reliability of sagittal microstructure of lar­
val Atlantic menhaden to estimate age, detect stressful
events, and infer the growth chronology of individual
larvae. Two age groups of laboratory-reared larvae
were subjected to short periods of starvation and
optimal feeding'conditions to determine the relation­
ship between age, growth history, and microstructural
growth patterns in sagittae.
~he A~lantic menhaden is a commercially and eco­

lOgically Important species along the Atlantic east coast
(Reintjes 1969, Reish et al. 1985). Recruitment of this
species has undergone marked fluctuations since moni­
toring of the fishery began in the 1940's (Ahrenholz
et al. ~987). Investigations of the early life stages of
Atlanbc menhaden indicate that physical and biological
factors operating during larval drift may influence the
growth and survival and hence recruitment (Nelson
et al. 1977, Checkley et al. 1988). Information derived
from these laboratory experiments will serve as a basis
for interpreting the microstructure of sagittal otoliths
of Atlantic menhaden larvae collected in nature (Maillet
1988).

Methods

Spawning and rearing conditions

~er:~lized eggs (~enceforth called the "stock popula­
t~on ) were obtamed from an induced spawn of a cap­
bve stock (Hettler 1981, 1983) and placed into three
circular tanks containing 60-L of filtered (20 lAm)
seawater. Eggs and larvae were incubated at 19°C
(1~.9 ± 0.1 DC; x± SE) in lightly aerated, static water
WIth overhead fluorescent lighting on a 12 L: 12 D
photoperiod. Salinity ranged from 29 to 33 g/kg. Furan
II (7 mg/L, Aquarium Pharmaceuticals) was added to
retard the growth of bacteria and fungi. During early
development (first feeding to 12 days postfertilization),
lar~ae were o~fered c~ltu:~d algae Na.nochlo·ris spp.,
rotIfers Bra.ch1,Onus phcattl1.s, and wild microzooplank­
ton (70-250 lAm size range) ad libitum. During later
development, larvae were offered only wild microzoo­
plankton. Dead larvae and settled plankton were re­
moved every 1-3 days. Water level was maintained by
removal of seawater each time food was added.

Ref~rence to trade names does not imply endorsement by the
NatIOnal Marine Fisheries Service, NOAA.
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Experimental procedures

Eggs w.ere sampled daily during development and pre­
served In 95% ethanol to investigate otolith formation
in embryos. A total of 15 eggs were used in the anal­
yses. To estimate the time to first increment forma­
tion and to test for subsequent daily increment forma­
tion, 10 to 15 larvae were sampled from the stock
population at 3,4,5,6,7,8, 11, 14,25,34, and 35 days
postfertilization. The effect of starvation on the period­
icity of increment formation was investigated by ex­
posing two different age groups of larvae (13-20 days,
and 28-36 days postfertilization) to short periods with
no food. For each group, larvae of various sizes were
randomly selected from the stock population and trans­
ferred to eight 10-L experimental tanks filled with
20-lAm filtered seawater. Initial densities of larvae in
experimental tanks were 5 larvae/L (13-20 days) and
4 larvae/L (:28-36 days). Environmental conditions, in­
cluding illumination, water temperature, salinity, and
the use of Furan II, were identical to those of the stock
tanks. Four experimental groups, consisting of (a) con­
tinuous feeding (controls), (b) I-day starved, (c) 2-day
starved, and (d) 3-day starved treatments, were ran­
domly assigned to duplicate experimental tanks. Con­
trollarvae were fed wild microzooplankton ad libitum
immediately after transfer; treatment larvae received
food at the end of the respective starvation interval and
were allowed to continue feeding for several days after
this period.

All larvae sampled from the stock and experimental
containers were first anesthetized with tricaine me­
thanesulfonate (Cresent Research Chemical), measured
for standard length (tip of upper jaw to end of noto­
chord) to the nearest 0.1 mm, and then preserved in
95 % ethanol. Larvae were stored individually in 10-mL
vials. The preservative was changed once after 48
hours to maintain sagittae in optimal condition.

Otolith preparation and analysis

Sagit~ae were e.xamine~ within two months after pres­
ervatIOn. The rIght sagItta was teased from the inner
ear with minuten needles, cleaned of excess tissue, and
mounted medial-side-up in Flo-Texx (Lerner Labora­
tories). Specimens were examined with transmitted
light under a compound microscope fitted with a 100 x
objective and a video camera and monitor, thereby in­
c~easing the total magnificatio'l (monitor image/actual
SIze) to 3600 x. An electronic caliper was used to
measure growth increments on the video monitor. This
system allowed electronic enhancement of otolith
images (e.g., contrast between the incremental and
discontinuous zones).

Increment counts were made in triplicate on masked
(Le., of unknown origin) samples, to minimize bias, and
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the mean calculated. If triplicate counts deviated by
±3 increments or more, the specimen was excluded
from further analysis. Five percent of the samples were
thereby excluded. Another 16% of the specimens were
excluded from the analysis because of our inability to
resolve increments in some specimens and/or improper
orientation for viewing specimens. Linear regressions
of mean increment count on days after first feeding
were computed for each experimental group. Stu­
dent's t was used to determine whether increment for­
mation is initiated at first feeding (i.e., regression in­
tercept = 0) and growth increments are formed daily
(i.e., slope = 1.0). Statistical power to detect a devia­
tion of 0.1 from a slope of 1.0 at]) = 0.05 level (two­
sided test) was estimated for each linear regression
(Rice 1987. Steel and Torrie 1980). Analysis of variance
was used to test the homogeneity among all slopes.

The width of growth increments formed before, dur­
ing, and after starvation was measured for 5-10 lar­
vae from each experimental tank. Increment width was
measured from the perimeter moving inward along the
maximal radius, the inner end of the radius being
defined as the center of the nucleus. This line was
consistently the best for enumerating increments. To
eliminate bias in measurement of increment width the
focal plane was adjusted, if necessary, for the measure­
ment of each increment. Increment width was aver­
aged for each larva over each of the three treatment
intervals (i.e., fed, starved, refed), except for the I-day
starved treatment during starvation. Analysis of co­
variance (ANOCOVA) was used to compare the mean
width of growth increments between larvae from the
control and treatment tanks during and after starva­
tion (Steel and Torrie 1980). Since the duration of the
starvation and recovery intervals varied with length
of starvation, the ANOCOVA tested for differences in
mean increment width between larvae from control and
treatment tanks within intervals. The interval duration
was identical between comparisons of mean increment
width of larvae from the control and treatment tanks.
Comparison of increment width between fed and
starved larvae within intervals was necessary because
of age-related trends in increment width. The covariate
included in the ANOCOVA was mean increment width
prior to the starvation and recovery intervals. The
ANOCOVA took into account any differences in the
width of growth increments of larvae allocated to the
experimental tanks and provided a more accurate com­
parison between individuals from control and treat­
ment groups.

The relationships between sagittal radius, standard
length, estimated dry weight, and days after first
feeding were also investigated. We pooled all of the
larvae in the treatment groups (i.e., 1-, 2-, and 3-day
starved larvae) for analysis, except that starved larvae
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were excluded when estimating the dry weight-otolith
size relation since these measurements were not made
directly on individual larvae. Sagittal radius was mea­
sured from the center of the nucleus to the perimeter
along the maximal radius. Dry weight of individuallar­
vae was estimated from a linear regression of log­
transformed dry weight (DW, JAg) on log-transformed
standard length (SL, mm): InDW = -3.041 + 3.799
In SL , n = 195, r 2 = 0.95. This equation was derived
for laboratory-reared Atlantic menhaden larvae rang­
ing in size from 5 to 25 mm (Checkley et al., ms in
prep.). Linear and nonlinear regressions of standard
length and estimated dry weight on sagittal radius, and
sagittal radius on days after first feeding were com­
pared to determine the best predictive models. Average
growth rates (AVG, mm/day) of larvae for both age
groups were estimated from first feeding (if) to experi­
ment termination by: AVG = (SL - 4.7)/(days after ff),
where 4.7 is the average standard length (mm) at first
feeding (Powell and Phonlor 1986).

Results

Increment description and larva growth rate

Sagittae were first observed during embryonic develop­
ment and consisted of the dark and apparently pro­
teinaceous primordium (Fig. 1). Examination of sagit­
tae with the light microscope revealed that no growth
increments were formed during this period. At hatch­
ing, the sagitta resembled a flattened spheroid or hemi­
sphere with a mean radius of 4.8 ±0.3 JAm, n = 15. The
first increment surrounding the primordium was
typically characterized by a wide discontinuous zone
and coincided with hatching. In some cases, 3-4 nar­
row, poorly defined increments were observed outside
the first increment. Limited resolution of the light
microscope did not always allow these increments to
be resolved, counted, and/or measured. The first prom­
inent increment in sagittae formed 3-4 days after
hatching and coincided with the initiation of exogenous
feeding. This prominent growth increment was used
as the starting point for subsequent counts along the
maximal radius.

Mean size at hatching for this laboratory population
of Atlantic menhaden was 3.59±0.22 mm SL, n = 100
(range 3.08-4.00 mm). The average growth rate of
menhaden larvae from first feeding to experiment
termination was 0.368±0.006 mm/day (13-20 days)
and 0.360 ±0.004 mm/day (28-36 days). Size range for
the two age groups examined was 6.4-13.0 mm and
10.3-20.0 mm SL. This rate of growth slightly ex­
ceeded the estimate of 0.32 mm/day based on data of
Powell and Phonlor (1986) for Atlantic menhaden
larvae reared at 20°C. Larvae did not metamorphose
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Figure 1
Light micrograph of sagittal otolith of a
22 day-old (postfertilization) laboratory­
reared Atlantic menhaden larva showing
18 growth increments. The primordium
(p) is delineated by an innermost protein­
rich layer. The nucleus (n) is delineated
by the first continuous growth increment
surrounding the primordium. The first
growth increment formed at hatching (hI
is characterized by a thick protein-rich
layer. and the first prominent growth in­
crement is formed at first feeding (ff).
Scale bar represents 10 ,..m.

in this experiment, but estimates in the literature in­
dicate that wild Atlantic menhaden transform to the
juvenile life stage at 25-30 mm (Lewis et al. 1972,
Nelson et al. 1977).

Initiation and frequency of
increment formation

The time to first increment formation and frequency
of increment deposition were estimated from linear
regressions of mean increment count on days after first
feeding. The regre!;!sion intercepts of larvae from the
stock population and control and treatment groups
were not significantly different from zero, except for
the I-day starved treatment, indicating that the first
prominent increment is formed at or near the time of
first feeding (Table 1).

Frequency of increment formation varied from 0.86
to 0.98 increments/day among experimental groups
(Table I, Fig. 2). There did not appear to be any sys­
tematic effect of starvation on frequency of increment
formation. The rate of increment formation for both
the control and I-day starved treatments were signif-

icantly different from one increment/day, but the stock
population, 2-, and 3-day starved treatments formed
increments at a rate not significantly different from
one increment per day. Computations of statistical
power indicated low variability among the increment
count-age regressions and provided additional con­
fidence that growth increments are formed daily. The
test for homogeneity of slopes indicated a significant
difference between larvae from the control and pooled
treatments (p<0.05, n = 108). The difference between
the estimated slopes for individuals from the control
and I-day starved treatment tanks accounted for this
difference. The estimated pooled slope for the control
and 2- and 3-day starved treatments was not signifi­
cantly different in the test for homogeneity among
slopes (P>O.63, n=68).

Response of Increment width to changes
in larva feeding

Since there were no significant differences in increment
width between duplicate containers within different
levels of treatments (p>0.05, ANOVA), measurements
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Table 1
Least-squares regressions of mean increment count on days after first feeding (ff) of laboratory-reared Atlan­
tic menhaden: Increment count = a. + b (days after ff). Asterisks denote significant deviations from the
hypothesized values (Ho: a =0, b =1.0, Student's t: *p<0.05, **p<O.OI, ***p<O.OOI).

Experimental Intercept Slope 95%
group n. a±SE b±SE r 2 CLI Power2

Stock 79 -0.01±0.11 0.98±0.01 0.99 ±1.8 0.99
Control

O-day starved 27 0.73±0.63 0.92±0.03 0.97 ±2.4 0.90
Treatments *** ***

I-day starved 40 2.15±0.39 0.86±0.02 0.98 ±2.2 0.99
2-day starved 20 -0.19±0.58 0.96±0.03 0.98 ±2.4 0.91
3-day starved 22 -0.47±0.74 0.94±0.04 0.97 ±2.6 0.82

195% confidence limits (CL) for estimating increment count of an individual larva from time of first feeding.
2Estimate of statistical power to detect a deviation of 0.1 from a slope of 1.0 at the p = 0.05 level.

o 10 20 30 40
Days after first feeding

Figure 2
Least-squares regression (-) of incre­
ment count on days after first feeding
and 95% confidence limits (----) for
estimating mean increment count of an
individual Atlantic menhaden larva.
Some symbols represent more than one
observation. Statistics are given in
Table 1.
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of increment width of larvae from duplicate control and
treatment tanks were pooled. Prior to starvation, no
significant differences (p>0.05) were observed in mean
increment width between larvae from control and
treatments except for the control and 3-day starved
treatment in the older age class. The mean width of

growth increments differed significantly (P< 0.05)
between fish from control and treatments during the
respective periods of starvation and recovery (Fig. 3).
The width of growth increments was significantly
larger in fed compared with starved larvae. In general,
the magnitude and significance of these differences
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FIgure 3
Mean increment width of Atlantic menhaden larvae from
control (fed, .) and treatment (1-3 day starved, 0) tanks
before, during, and after the respective starvation inter­
val. (a) i-day starved, (b) 2·day starved, and Ie) 3-day
starved larvae. Vertical bars represent standard errors.

increased with longer starvation, and both age classes
of larvae responded similiarly to these stressful events.
Starved larvae in both age classes displayed narrow
[1.4±0.1/Am, n =60, (0.7-2.2/Am, range), 13-20 days;
1.8 ± 0.3 /Am, n = 63, (1.0-3.2 /Am), 28-36 days] poorly
defined increments while control larvae exhibited wider
[2.1 ±0.2/Am, n =30, (1.2-2.8/Am), 13-20 days; 2.7 ±0.6
/Am, n = 57, (1.3-4.6/Am), 28-36 days] well-defined in­
crements during the starvation interval. After starva­
tion, mean increment width of starved larvae in both
age classes increased during the 3-6 day recovery in­
terval (Fig. 3).

The results of the ANOCOVA, which adjusted for
mean increment width prior to the initiation of star­
vation, indicated that mean increment width differed
significantly (P< 0.05) between individuals from control
and treatment tanks during starvation in both age
classes (Table 2). This result suggests that differences
in mean increment width arose during the starvation
interval and were not due to differences prior to this
interval. However, during the recovery interval, no
significant differences (p>0.05) were observed between
larvae from control and treatment tanks when adjusted
by the covariate. This result suggests that differences
observed between individuals from control and treat­
ments during the recovery interval were the result of

differences formed during the starvation interval, and
indicates that increment width of larval Atlantic men­
haden responds rapidly to short-term variations in
feeding.

Relationship between sagittal size and body
size and sagittal size and age

Visual inspection of residuals for regressions of stan­
dard length and estimated dry weight on sagittal
radius, and sagittal radius on days after first feeding,
indicated that nonlinear models were superior to linear
models in all cases. Asymptotic regressions of standard
length on sagittal radius were fit separately for larvae
from control and pooled treatments (Fig. 4a). The
regressions were highly significant (p<0.0001) and
residuals were distributed at random over the entire
size range examined, indicating that the models fit the
data well. The regression coefficients for fed larvae
were slightly larger than for starved larvae. A logistic
function was used to regress estimated dry weight on
sagittal radius (Fig. 4b). Data were log-transformed to
stabilize the variance and reduce the influence of larger
values on the regression. Starved larvae were excluded
from this relationship since dry weights were estimated
from standard length. The regression was highly
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Table 2
Comparison of least-squares means (adjusted for the coval;ate in the ANOCOVA) of increment width during
and after starvation between control (fed) and treatment (starved) Atlantic menhaden larvae aged (a) 13-20
days, and (b) 28-36 days. N refers to the number of larvae examined, while n corresponds to the total number
of observations of increment width from which the mean was calculated. Asterisks denote significant devia­
tions between larvae from control and treatment tanks; * p<0.05, ** p<O.Ol. *** p<O.OOl.

Mean increment width (/oIm)

Experimental During treatment After treatment
group N x±SE (n) x±SE (n)

(a)
Control 10 * 1.89±0.13 (10) 2.08±0.12 (69)
I-day starved 10 1.48±0.13 (10) 2.01±0.12 (70)

Contl"Ol 10 ** 2.05±0.1l (20) 2.00±0.10 (59)
2-day starved 10 1.49 ± 0.11 (20) 1.89±0.10 (60)

Control 10 *** 2.12±0.12 (30) 1.94±O.1l (49)
3-day starved 10 1.33±0.12 (30) 1.81±0.11 (50)

(b)
Control 19 * 2.63±0.09 (19) 2.97 ± 0.12 (109)
I-day st.arved 19 2.28±0.12 (13) 2.73±0.14 (84)

Control 19 *** 2.68±O.10 (38) 2.73±0.14 (90)
2-day starved 18 2.03±O.14 (12) 2.97 ± 0.19 (42)

Control 19 ** 2.53±0.10 (57) 2.94±0.10 (71)
3-day st.arved 10 2.03±0.14 (30) 3.32±O.16 (38)

Figure 4
(a) Nonlinear regressions of standard length (SL) on sagit.tal
radius (SR) of Atlantic menhaden larvae from control (solid
line, +) and treatment (1-3 day starved, bl"Oken line, 0) tanks.
(b) Nonlinear regression of log-transformed estimated dry
weight (DW) on log-transformed sagittal radius (SR) for con­
trol (+) larvae only. Model coefficients and other descriptive
statistics are also presented. Some symbols represent more
than one observation.
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Figure 5
Nonlinear regression of sagittal radius (SR) on days
after first feeding (days.tn of Atlantic menhaden lar­
vae from control (solid line. +) and treatment (1-3 day
starved, broken line, D) tanks. Model coefficients and
other descriptive statistics are also given. Some sym­
bols represent more than one obsel·vation.
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significant (p<O.OOOl) and residuals were distributed
at random over the entire size range examined, in­
dicating a good fit of the logistic model to the log­
transformed data. The relationship between sagittal
radius and days after first feeding was also fit with a
logistic function (Fig. 5). The regressions were highly
significant «0.001) and residuals were distributed at
random, but the variance increased with age of the lar­
vae. Predictions of sagittal radius from the regressions
indicated that increment width increased from O.6/Am
at first feeding to 3.8 /Am at 30 days in larvae from the
control tanks, while increment width increased from
0.7 to1.6 /Am in larvae from the treatment tanks.

Discussion

The results of our laboratory experiments indicate that
microstructural growth patterns in sagittae of Atlan­
tic menhaden can be used to accurately estimate age
from first feeding, detect short-term variations in
growth rate caused by starvation, and estimate the
growth chronology of individual larvae. Age of in­
dividual larvae from first feeding can be estimated
within ± 3 days during the first month of life (based
on inverse regression: Days after first feeding = a +
b (increment count); Draper and Smith 1966, Rice
1987). Atlantic menhaden larvae appear to initiate in­
crement formation at hatching, although growth incre­
ments formed prior to first feeding are narrow « 1/Am),
poorly defined, and could not be consistently resolved
with light microscopy. Poorly-defined increments ob­
served during yolk feeding in the Atlantic menhaden

have been observed during similiar periods in other
species (Lough et al. 1982, McGurk 1984, Bolz and
Lough 1983). The formation of these increments may
be related to an immature circadian rhythm (Campana
1984b) and/or the presence of increments too narrow
to detect using light microscopy (Campana et aI. 1987).
Formation of the first prominent growth increment in
sagittae at first feeding may be related to the shift
to exogenous feeding and related circadian activity
patterns.

Transitions within the egg and larval stages of Atlan­
tic menhaden were characterized by particular micro­
structural features. Hatching was characterized by a
wide discontinuous zone, and the transition to exog­
enous feeding coincided with a prominent growth in­
crement. Similiar patterns have been observed in other
species (Brothers and McFarland 1981, Campana 1983,
Lagardere and Chaumillon 1988). Particular micro­
structural features formed during the early life stages
may be the result of changes in physiological metab­
olism, stress, and/or growth cycles that are generally
associated with these transitions.

Studies that have examined the rate of increment for­
mation in fish larvae reared under conditions pro­
moting rapid growth have shown that growth incre­
ments form daily in most cases ( Jones 1986). Atlantic
menhaden larvae fed ad libitum formed increments at
a rate of unity, consistent with the hypothesis that in­
crements are formed daily in sagittae of well-nourished
fish larvae. Estimates of statistical power obtained in
our study indicate low variability about the relation­
ship between increment count and days after first
feeding and provide additional support that growth
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increments are formed daily in sagittae of Atlantic
menhaden larvae. A closely related species, the Gulf
menhaden B. patron'us, initiated increment deposition
at first feeding and formed an average of one growth
increment per day in sagittae (Warlen 1988). The fre­
quency of increment formation in juvenile Atlantic
menhaden held in enclosures also indicated that sagit­
tal growth increments are formed daily (Simoneaux
and Warlen 1987).

Starvation oflarval Atlantic menhaden for 1-3 days
did not result in the cessation of sagittal growth nor
systematically alter the periodicity of increment for­
mation from one increment per day. Larvae starved
for 2- and 3-days formed increments at rates similiar
to larvae which were fed continuously. Similiar results
have been reported for other species reared under
various feeding regimes, including starvation (Marshall
and Parker 1982, Campana 1983, Eckmann and Rey
1987). However, other studies investigating formation
of otoliths have found that periods of starvation may
affect the rate of increment formation (Townsend and
Graham 1981, Geffen 1982, McGurk 1984, 1987).
Growth increments formed during starvation and
periods of slow growth may be difficult to resolve due
to their small size, generally <l/Am, which is near the
limit of resolution of most light microscopes. This may
have resulted in underestimation of the number of in­
crements in two of the experimental groups of Atlan­
tic menhaden larvae in our study and contributed to
the apparent nondaily deposition rate. Theoretical daily
increment width of larval Atlantic herring during early
growth (first 2 weeks) was predicted to be below the
limit of resolution of light microscopy (Campana et al.
1987). Examination of otoliths of fish exposed to sub­
optimal conditions indicated that age was underesti­
mated using light microscopy compared with high reso­
lution viewing by SEM (Jones and Brothers 1987,
Bailey and Stehr 1988).

Microstructural growth patterns observed in sagittae
of larval Atlantic menhaden support the hypothesis
that variations in nutrition and environmental factors
affecting fish growth are manifest as variations in in­
crement width (Methot and Kramer 1979, Neilson and
Geen 1982,1985, Radtke 1987). The response ofincre­
ment width to short intervals of starvation indicate that
sagittae of Atlantic menhaden larvae may provide a
reliable record of short-term (e.g., days) changes in
feeding. The response time to starvation of Atlantic
menhaden larvae examined in our study was rapid. In­
crement width of larvae starved for only 1 day declined
significantly compared with fed larvae. The response
time of increment width to cessation of starvation
varied with the age of larvae. Mean increment width
of larvae in the young age class increased to that of
the controls within 3-4 days after starvation. Mean
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increment width of larvae in the older age class in­
creased less rapidly after starvation than did that of
the younger age class and did not reach that of con­
trols during the recovery interval (4-6 days).

Our results indicate that microstructural growth in­
crements in sagittae of Atlantic menhaden can be used
to infer the dynamics of larval growth. In particular,
examination of sagittal microstructure can be used to
estimate the age of individual larvae from first feeding,
detect stressful periods, and reconstruct the growth
rate chronology of Atlantic menhaden larvae. We are
currently investigating short-term (e.g., days) varia­
tions in growth rate of sea-caught Atlantic menhaden
larvae, inferred from analysis of sagittal microstruc­
ture, in relation to meteorological and oceanographic
variables (Checkley et al. 1988, Maillet 1988). Measure­
ments of individual growth increments, although tedi­
ous to obtain, may allow inference about important
events during the early life stages of fish. Variations
in the width of growth increments from otoliths of fish
larvae collected in nature could be analyzed for corre­
lations with the timing of particular developmental
and environmental events to determine their relative
importance.

Acknowledgments

We would like to thank the Beaufort Laboratory of the
Southeast Fisheries Center, National Marine Fisheries
Service, for use of their larval fish rearing facilities.
Assistance in laboratory experiments with Atlantic
menhaden was given by W.F. Hettler and A.B. Powell
who provided fertilized eggs of Atlantic menhaden and
helpful advice on rearing larvae in the laboratory, and
C. Lewis who supplied algae and rotifers for feeding
young larvae.

K.M. Mason provided expertise in the laboratory
and constructive criticism of the manuscript. Drs. S.
Warlen, S.E. Campana, and J.D. Neilson provided
helpful advice in otolith preparation techniques. We
thank Dr. D.L. Kamykowski for use of the camera and
video equipment for viewing otoliths. Dr. D.A. Dickey
provided assistance with statistics. Drs. L.B. Crowder
and D.L. Kamykowski made helpful and constructive
comments on the manuscript. This research was sup­
ported by a grant from the National Science Founda­
tion to D.M. Checkley, Jr. (OCE-85-16799).



164

Citations
Ahrenholz. D.W., W.R. Nelson, and S.P. Epperly

1987 Population and fishery characteristics of Atlantic men­
haden. H,·eV001·t·ia tyranm/"~. Fish. Bull., U.S. 85:569-600.

Bailey. K.M.• and C.L. Stehr
1988 The effects of feeding periodicity and ration on the rate

of increment formation in otoliths of larval walleye pollock
Themgra c.}/.(d,co{fl·amma. (Pallas). J. Exp. Mar. BioI. Ecol.
122:147-161.

Bolz, G.R., and R.G. Lough
1983 Larval cod (G(ulus morhua) and haddock (Me/anogram­
mus aegl~tin.·us) growth on the Georges Bank, spring 1981.
Fish. Bull., U.S. 81:827-836.

Brothers. E.B., and W.N. McFarland
1981 Correlation between otolith microstructure, growth and

life transitions in newly recruited French grunts (Haem.ul,m
.tlavolineatmtl-). Rapp. P.-V. Reun. Cons. Int. Explor. Mel' 178:
369-374.

Campana, S.E.
1983 Feeding periodicity and the production of daily growth

increments in the otoliths of steelhead trout (Sahno go.:irdtu?ri)
and starry flounder (PICLt-ic.hthys stellatus). Can. J. Zoo!. 62:
1507-1512.

1984a Microstructural growth patterns in the otoliths of larval
and juvenile starry flounder. Platic.hthys stel/Mus. Can. J.
Zoo!' 62:1507-1512.

1984b Interactive effects of age and environmental modifiers
on the production of daily growth increments in the otoliths
of plainfin midshipman, Poril:hthys nota.t1l.S. Fish. Bull., U.S.
82:165-177.

Campana, S.E.. and J.D. Neilson
1985 Microstructure of fish otoliths. Can. J. Fish. Aquat. Sci.

42:1014-1032.
Campana. S.E., J.A. Gagne. and J. Munro

1987 Otolith microstructure of larval herring (ClupI:'a hnren­
gus): Image or reality? Can. J. Fish. Aquat. Sci. 44:1922-1929.

Checkley, D.M.. Jr.. S. Raman, G.L. Maillet, and K.M. Mason
1988 Winter storm effects on the spawning and larval drift

of a pelagic fish. Nature (Lond.) 335:346-348.
Crecco, V.• T. SAvoy. and L. Gunn

1983 Daily mortality rates of larval and juvenile American shad
(Alosa. sapidissima) in the Connecticut Rivel' with changes in
year-class strength. Can. J. Fish. Aquat. Sci. 40:1719-1728.

Draper. N.R., and H. Smith
1966 Applied regression analysis.John Wiley and Sons, NY,

709 p.
Eckmann, R.. and P. Rey

1987 Daily growth increments on the otoliths of larval and
juvenile Coregonus spp., a.nd theil' modification by environmen­
tal factors. Hydrobiologia 148:137-143.

Essig, R.J.. and C.F. Cole
1986 Methods of estimating larval fish mortality from daily

growth increments in otoliths. Trans. Am. Fish. Soc. 115:
34-40.

Gauldie, R.W., D.A. Fournier. D.E. Dunlop, and G. Coote
1986 Atomic emission and proton micl'oprobe studies of the

ion content of otoliths of chinook salmon aimed at recovering
the temperature life histol'y of individuals. Compo Biochem.
Physio!. 84A:607-615.

Geffen. A.J.
1982 Otolith ring deposition in relation to growth rate in larval

herring (Clupea haren{flls) and turbot (Scophthalmlls 11U1xinw,s)
larvae. Mar. Bio!. 71:317-326.

Fishery Bulletin 88( I}. J990

Hettler. W.F.
1981 Spawning and l'earing of Atlantic menhaden. Prog.

Fish-Cult. 43:80-84.
1983 Transporting adult and larval Gulf menhaden and tech­

niques for spawning in the laboratory. Prog. Fish-Cult. 45:
45-48.

Houde, E.D.
1987 Fish early life dynamics and recruitment variability.

Am. Fish. Soc. Symp. 2, p. 17-29.
Jones, C.M.

1984 The otolith increment technique: application in larval fish.
Ph.D. thesis. Univ. Rhode Island. Kingston, 123 p.

1986 Determining age of larval fish with the otolith incl'ement
technique. Fish. Bull., U.S. 84:91-103.

Jones. C.M.• and E.B. Brothers
1987 Validation ofthe otolith increment ageing technique for

striped bass, Morolll? saxatilis, larvae reared under suboptimal
feeding conditions. Fish. Bull., U.S. 85:171-178.

Lagardere. F.. and G. Chaumillon
1988 Effects of delayed initial feeding on the growth of sole.
Soleavulga"/'is, larvae and on the increment.al pattern of their
otoliths. C.R. Acad. Sci. Ser. III Sci. Vie, t. 306. p. 601--607.

Lasker, R.
1985 What limits clupeoid production? Can. J. Fish. Aquat.

Sci. 42(Suppl. 1):31-38.
Lewis. R.M.. P.H. Wilkens. and H.R. Gordy

1972 A description of young Atlantic menhaden, Brel100rtia
tyrantlUS, in t.he White Oak River Estuary, North Carolina.
Fish. Bull., U.S. 70:115-119.

Lough, R.G.. M. Pennington, G.R. Bolz. and A. Rosenberg
1982 Age and growth of larval Atlantic herring. Clupea
harengus L., in the Gulf of Maine-GeOl'ges Bank region based
on otolith growth increments. Fish. Bull., U.S. 80:187-200.

Maillet. G.L.
1988 Otolith increment growth patterns of Atlantic menhaden

BrevoorUn fyr(/.:/mw3 larvae and their relation to meteorological
and oceanographic valiables. Masters thesis, North Carolina
State Univ., Raleigh, 212 p.

Marshall. S.L., and S.S. Parker
1982 Pattern identification in the microstructUl'e of sockeye

salmon O,uxJrhynchus lIerka otoliths. Can. J. Fish. Aquat. Sci.
39:542-547.

McGurk. M.D.
1984 Ring deposition in the otoliths of larval Pacific herring.

Clupea }w'rengus pall/J..~i. Fish. Bull., U.S. 82:113-120.
1987 Age and growth of Pacific herling larvae based on length­

frequency analysis and otolith ring number. Environ. BioI.
Fishes 20:33-47.

Methot, R.D., and D. Kramer
1979 Growth of northern anchovy, En{fl'aulis ?nordax, lal'vae

in the sea. Fish. Bull., U.S. 77:413-423.
Mulligan. T.J., F.D. Martin, R.A. Smucker, and D.A. Wright

1987 A method of stock identification based on the elemental
composition of striped bass Mo'rone saxatilis (Walbaum) oto­
liths. J. Exp. Mal'. Bio!. Ecol. 114:241-248.

Neilson, J.D.. and G.H. Geen
1982 Otoliths of chinook salmon (Oncorh!Jllchu,~ tshnwyt.scho..):

Daily growth increments and factOI'S influencing their produc­
tion. Can. J. Fish. Aquat. Sci. 39:1340-1347.

1985 Effects on feeding regimes and diel temperature cycles
on otolith increment formation in juvenile chinook salmon,
Onc.orhynchu8 tshawytscha. Fish. Bull., U.S. 83:91-101.

Nelson. W.R.. M.C. Ingham. and W.E. Schaaf
1977 Lal'val transport and year-class strength of Atlantic men­

haden, B-revom'tia tyrnmms. Fish. Bull., U.S. 75:23-41.



Maillet and Cheekley: Effects of starvation on Brevoortia tyrannus

Pannella, G.
1971 Fish otoliths: daily growth layers and periodical pat­

terns. Science (Wash., DC) 173: 1124-1127.
1980 Growth patterns in fish sagittae. In Rhoads, D.C., and

R.A. Lutz leds.), Skeletal growth of aquatic organisms: Bio­
logical records of environmental change, p. 519-560. Plenum
Press. NY.

Penney. R.W•• and G.T. Evans
1985 Growth histories of larval redfish (Sebastes spp.) on an

offshore Atlantic fishing bank detemlined by otolith increment
analysis. Can. J. Fish. Aquat. Sci. 42:1452-1464.

Powell. A.B.• and G. Phonor
1986 Early life history of Atlantic menhaden, B'"ellQort·ia tyran­
nus, and Gulf menhaden, B. patronus. Fish Bull., U.S. 84:
991-995.

Radtke. R.L.
1984 Cod fish otoliths: information storage structul"es. In

Dahl, E., D.S. Danielssen, E. Moksness, and P. Solemdal (eds.),
The propagation of cod Gadus 1/I01'111w L. FlfJdevigen rapp.
1:273-298.

1987 Age and growth information available from the otoliths
of the Hawaiian snapper, P.,·istiporl/,oides jilarnmtosus. Coral
Reefs 6:19-25.

Reintjes, J.W.
1969 Synopsis of biological data on Atlantic menhaden, Br'e­

lloortia. tyrannus. U.S. Fish. Wildl. Serv., Circ 320, 30 p.
Reish, R.L.. R.B. Deriso. D. Ruppert, and R.J. Carroll

1985 An investigation of the population dynamics of Atlantic
menhaden iBrevoortia tyrannus). Can. J. Fish. Aquat. Sci.
42:147-157.

Rire, J.A.
1987 Reliability of age and growth rate estimates from otolith

analysis. In Summerfelt, R.C., and G.E. Hall (eds.), Age and
gl"OWth of fish, p. 167-176. Iowa State Univ. Press, Ames.

Rice. J.A., L.B. Crowder. and F.P. Binkowski
1985 Evaluating otolith analysis for bloater Cor'egonus hoyi:

Do otoliths ring true? Trans. Am. Fish. Soc. 114:532-539.
Rice, J.A.. L.B. Crowder, and M.E. Holey

1987 Exploration of mechanisms regulating larval survival in
Lake Michigan bloater: A recruitment analysis based on
characteristics of individual larvae. Trans. Am. Fish. Soc.
116:703-718.

Rothschild. B.J.
1986 Dynamics of marine fish populations. Harvard Univ.

Press, Camblidge, Mass., 277 p.
Simoneaux, L.F., and S.M. Warlen

1987 Occurrence of daily growth increments in otoliths of
juvenile Atlantic menhaden. In Summerfelt, R.C., and G.E.
Hall (eds.), Age and growth of fish, p. 443-451. Iowa State
Univ. Press, Ames.

Steel, R.G.D., and J.H. Torrie
1980 Principles and procedures of statistics: A biometrical ap­

proach. Second ed. McGraw Hill, NY, 633 p.
Taubert, n.B.. and D.W. Coble

1977 Daily rings in otoliths of three species of Lepomis and
Tila.pia mossamwca. J. Fish.Res. Board Can. 34:332-340.

Townsend, D.W., and J.J. Graham
1981 Growth and age structure of larval Atlantic herring,

Clupea ha.regus haren-gus, in the Sheepscot River estuary,
Maine, as determined by daily growth increments in the
otoliths. Fish. Bull., U.S. 79:123-130.

Warlen, S.
1988 Age and growth of larval Gulf menhaden, B,"elll)Ort-ia

patronus, in the northern Gulf of Mexico. Fish. Bull., U.S.
86:77-90.

165


