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DIEL VERTICAL DISTRIBUTION OF ATLANTIC CROAKER,

MICROPOGONIAS UNDULATUS, LARVAE IN THE NORTHCENTRAL

GULF OF MEXICO WITH COMPARISONS TO RED DRUM,

SCIAENOPS OCELLATUS

Bruce H. Comyns and Joanne Lyczkowski-Shultz

ABSTRACT
Atlantic croaker Micropogonias undulates (Linnaeus, 1766) larvae < 6 mm showed a

distinct pattern of vertical stratification in inner-shelf waters (< 25 m depth) of the

northcentral Gulf of Mexico. Discrete-depth plankton collections were taken at night,

early morning after daylight, and at mid-day or early afternoon at 1, 5, and 11–16 m. No

consistent pattern among cruises was evident in the vertical stratification of Atlantic croaker

larvae found in mid-day and afternoon collections, but at night the highest abundances

were observed at the deepest depths sampled. Atlantic croaker larvae were least abundant

in surface waters (1 m) at night. Of the 66,913 Atlantic croaker larvae collected, only 346

specimens (< 1%) were found in 1 m collections at night, and 266 of these larvae were

from a single collection of large specimens (mean = 6.7 mm). By morning the vertical

distribution of larvae suggested that Atlantic croaker had moved up in the water column,

and highest abundances were usually found at 5 m. There was no indication that patterns

of larval distribution reflected hydrographic stratification within the water column, prey

availability, size of larvae, or moonlight intensity.

It has been long understood that the larvae of numerous fishes exhibit diel vertical

migrations (Russell, 1926; Bridger, 1956; Ahlstrom, 1959). Reasons for the vertical move-

ment of larvae in the water column vary among species and include predator avoidance

(Zaret and Suffern, 1976; Yamashita et al. 1985), responses to the movement of zoop-

lanktonic prey (Fortier and Leggett, 1983; Kuwahara and Suzuki, 1984), and behavior

that facilitates transport in tidally influenced waters (Weinstein et al., 1980; Fortier and

Leggett, 1982; Norcross and Shaw, 1984; Masaru, 1985). In addition, it was hypoth-

esized that vertical migration may provide a bioenergetic advantage for fish in thermally

stratified water (Wurtsbaugh and Neverman, 1988; Neilson and Perry, 1990). It also was

suggested that the larvae (> ~ 12 mm) of several clupeoids move to the surface at night to

fill their swim bladders, conserving energy while not feeding (Hunter and Sanchez, 1976;

Blaxter and Hunter, 1982; Brewer and Kleppel, 1986). Knowledge of the vertical distri-

bution of fish larvae is critical for quantitative ichthyoplankton surveys if the entire depth

range of the targeted larvae cannot be sampled (Ahlstrom, 1959; Kendall and Naplin,

1981). It is also necessary to know the diel patterns of vertical movement of larvae to

understand the interaction among these young fishes, their predators and prey, and the

abiotic environment (Neilson and Perry, 1990). Such vertical movements are largely af-

fected by light and gravity, but other factors may include food, hydrography, tidal cur-

rents, and turbulence (Neilson and Perry, 1990; Kendall et al., 1994).

In a review, Neilson and Perry (1990) characterized diel migrations into two general

categories: fish move up in the water column at night and remain at lower depths during

the day (type I), and conversely, fish move down in the water column at night and return

to shallower depths during the day (type II). Movement of larvae towards the surface at

night is the most frequently reported pattern (Davis et al., 1990; Brodeur and Rugen,
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1993; Haldorsen et al., 1993; Lough and Potter, 1993; Kendall et al., 1994; Otake et al.,

1998; Sakuma et al., 1999; Shoji et al., 1999; Tsukamoto et al., 2001); however, the

downward movement of larvae at night has also been reported (Davis et al., 1990;

Lyczkowski-Shultz and Steen, 1991; Brodeur and Rugen, 1993; Haldorsen et al., 1993).

A third reported pattern of vertical movement was observed where larvae are stratified

during the day and dispersed at night (Brewer and Kleppel, 1986; Sogard et al., 1987;

Heath et al., 1988; Leis, 1991).

Data presented here on the vertical distribution of Atlantic croaker Micropogonias

undulatus larvae came from a study of the ecology and abundance of red drum Sciaenops

ocellatus (Linnaeus, 1766) larvae in the northcentral Gulf of Mexico (Lyczkowski-Shultz

et al. 1988; Comyns et al. 1991). Although not targeted, Atlantic croaker larvae were

more abundant in many of the collections than red drum. Lyczkowski-Shultz and Steen

(1991) found that red drum larvae, unlike many other species, were concentrated higher

in the water column during daylight hours than at night. Sogard et al. (1987) reported

that Atlantic croaker larvae collected in the northcentral Gulf of Mexico tended to occur

deeper (12 vs. 1 and 6 m), but sample sizes were small. The present study was conducted

to see if co-occurring red drum and Atlantic croaker larvae, two closely related sciaenids

that are morphologically very similar, do in fact exhibit different patterns of diel vertical

distribution.

METHODS

Discrete-depth plankton collections were taken during six, 24 hr cruises conducted in inner-shelf

waters off Mississippi during September and October 1984 and 1985 (Fig. 1). Larvae were col-

lected with a 1 ¥ 1.4 m Tucker trawl fitted with three, 333-mm mesh nitex nets. Discrete depth

collections were taken at 1, 5, and 11–16 m, and fishing depth was monitored with an electronic

conductivity/temperature/depth probe package (CTD) that was mounted 0.5 m above the net frame

on the towing/conductivity cable. The CTD also was used to obtain vertical temperature and salin-

ity profiles prior to sampling. All three nets were fished during sequential five minute periods at the

same depth, and opened/closed with a double-trip mechanism that was operated using messengers.

Only the middle net was both opened and closed at the desired depth; the first net was open during

deployment and the third net was open during retrieval.

Contamination, however, was minimal because each deployment and retrieval took approxi-

mately 15 sec. Nets were each fitted with a mechanical flowmeter to determine the water volume

filtered and towed at a ship speed of approximately two knots (1.1 m s-1). Catch or density of larvae

was expressed as number of larvae per 100 m3 of water. Collections were taken in the vicinity of a

‘windowshade’ subsurface current drogue that was tracked over a 24 hr period in an attempt to

sample the same patch of larvae. Sampling was generally conducted during the afternoon, at night

before midnight, and in the morning after sunrise. Samples were concentrated and preserved at sea

in 5–10% formalin and later transferred to 70% ethanol.

In the laboratory larvae were removed from either an entire sample or a one-half aliquot using a

Motoda plankton splitter (Van Guelpen et al., 1982). Lengths of larvae were measured to the near-

est 0.1 mm using a stereomicroscope (12 or 25 ¥) fitted with an ocular micrometer and sorted into

0.5 mm size classes. Measurements were taken from the tip of the snout to the end of the notochord

in pre-flexion larvae (notochord length), and from the tip of the snout to the end of the urostyle or

hypural plate (whichever was more distal) in flexion or post-flexion larvae (standard length). Non-

standard, chi-squared analyses (McCleave et al., 1987; Lyczkowski-Shultz and Steen, 1991) were

used to determine if Atlantic croaker larvae were homogeneously distributed, both over three sam-

pling depths, and over three sampling times (morning, afternoon, and night) during a diel cycle.
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Standardized residual deviations of observed from expected catches at each depth were calculated

as:

SR
N E

Ei
i i

i

=
-

where Sr
i
 = standardized residual deviation at depth i, N

i
 = observed catch at depth i, and E

i
 =

expected catch at depth i. E
i
 was calculated by multiplying the combined catch at all three depths

during a time period by the proportion of fishing effort at depth i, i.e., the volume of water filtered

at depth i during a time period divided by the total volume filtered at all three depths during a time

period. The Chi-squared test statistic (c2) for testing the null hypothesis that the density of Atlantic

croaker larvae was uniform with depth during a time period was obtained by summing the squared

Sr
i
s for the time period. A nonstandard, goodness-of-fit test (Sokal and Rohlf, 1981) was used to

test the null hypothesis that the vertical distribution of larvae remained the same over the three time

periods during a diel cycle. This test required subtracting the c2 value for all three times combined

from the sum of the c2 values for each time period.

RESULTS

The null hypothesis, that Atlantic croaker larvae were homogeneously distributed over

the three sampling depths during a time period, was rejected at the 0.01 significance level

in 17 of the 18 cases (Table 1). A second null hypothesis, that the vertical distribution of

larvae remained the same over the three time periods during a diel cycle, was rejected for

all six cruises (Table 1). Diel patterns in the vertical distribution of Atlantic croaker lar-

Figure 1. Study area in the northcentral Gulf of Mexico for six 24 hr ichthyoplankton cruises
conducted during fall 1984 and 1985.
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vae were determined by examining the sign and magnitude of standardized residuals (Sr
i
,

Table 1).

No consistent pattern among cruises was evident in the vertical stratification of Atlan-

tic croaker larvae found in mid-day and afternoon collections when these larvae were

most abundant (Fig. 2). At this time larvae were most abundant at 1 m during two cruises,

at 5 m during one cruise, and at the deepest depth sampled (11–16 m) during three

cruises. However, a consistent pattern of stratification was evident from nighttime col-

lections. Highest abundances at night during all six cruises were observed at the deepest

depths sampled (Fig. 2). This pattern of vertical distribution was highly significant (P <

0.01) for all but one cruise, 84-10-2 (Fig. 2C), when similar abundances were found at

Figure 2. Diel vertical distribution of Atlantic croaker Micropogonias undulatus larvae by sampling
depth and time during six cruises in the northcentral Gulf of Mexico. Depicted for each cruise are
mean and range in density, and number of collections (n) per sampling period.
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all three depths at night. During this cruise when larvae showed no vertical stratification

at night, the mean size of larvae was greater (6.3 mm, SE = 0.2) than for any other

cruise. Atlantic croaker was one of the more abundant taxa collected during this study,

and in one 5 min collection taken at 12 m during the night, 5410 larvae (5 per m3) were

collected. Atlantic croaker larvae were least abundant in surface waters (1 m) at night.

Of the 66,913 Atlantic croaker larvae collected, only 346 specimens (< 1%) were found

in 1 m collections at night, and 266 of these larvae were found in one collection (Fig.

2C). By morning larvae had generally moved upward in the water column. Larvae were

more abundant in 5 m collections at this time than in deeper collections (9.5–16 m)

during five of the six cruises. During the remaining cruise (Fig. 2B) larvae were still

most abundant at 16 m during the early morning, but a portion of the larvae already had

moved from this deeper depth to 5 m.

Vertical profiles of temperature and salinity taken during afternoon, night, and morn-

ing sampling periods of each cruise showed the water column to be relatively well mixed.

There was no indication that patterns of larval distribution reflected hydrographic strati-

fication within the water column. During cruise RD 84-10-2 the water temperature changed

by less than 1oC in the upper 16 m of the water column. Salinity remained between 29–30

in the upper 7 m of the water column, and then steadily increased by approximately 4 to

the maximum depth measured, 16 m. During cruise RD 84-11-1, the water column was

well mixed; vertical profiles of temperature and salinity in the upper 16 m varied by less

than 1oC and 1, respectively. Lyczkowski-Shultz and Steen (1991) described the vertical

profiles of temperature and salinity taken during the four remaining cruises, and the wa-

ter column was well mixed during each cruise. Within-cruise variability in temperature

during these four cruises was < 2oC in the upper 16 m of the water column, and salinity

varied by only 1–3 over this depth range.

Similar patterns in the vertical distribution of larvae were found during cruises when

moonlight was bright and when there was minimal moonlight intensity. During four of

the cruises there was little moonlight at night; cruises 84-9-2, 85-9-1, and 85-10 were

conducted within 2–3 d of a new moon, and during cruise 84-10-2 the moon had set by

1817 hrs. The remaining two cruises (84-10-1 and 84-11-1) were conducted within three

days of a full moon and moonlight intensity was high during night sampling.

The size composition of larvae remained relatively consistent within cruises. The few

exceptions were found during cruise 84-9-2 when relatively large Atlantic croaker larvae

(0 = 5.2 mm, standard length, SL) were collected during the afternoon at 12 m (Table 2),

and during cruise 84-10-2 when the mean size of larvae collected at night (6–7 mm, SL)

at all three depths was the largest mean size of larvae found during all time periods for all

cruises. Larvae were not depth-stratified by size; in collections from each of the three

time periods the mean size of larvae was sometimes greatest, and sometimes smallest, in

both 1 m and maximum depth samples (Table 2).

DISCUSSION

Atlantic croaker larvae smaller than 6 mm, SL showed a distinct pattern of vertical

stratification. One third of the night collections were made at the deepest depth (12–16

m), and most of the larvae collected at night (84%) were found in these relatively deep

collections. Water depths at all stations were less than 25 m. The same sampling effort

was conducted at night at a depth of 1 m, and less than 2% (n = 346) of the nocturnally-



76 BULLETIN OF MARINE SCIENCE, VOL. 74, NO. 1, 2004

collected larvae (n = 19,265) were found in these shallow collections. Of the 346 larvae

that were found near the surface at night, 266 were found in a single sample, and the

mean size of larvae from this sample (6.7 mm, SL) was greater than for any other collec-

tion. During this sampling event similar densities of large Atlantic croaker larvae also

were found at 5 m (mean = 6.0 mm, SL) and 11 m (mean = 6.1 mm, SL). This may reflect

an ontogenetic shift in the vertical distribution of larvae, or the influence of rough seas,

i.e., wave heights approached 2 m during sampling. During the previous night on this

cruise, large Atlantic croaker larvae (4–9 mm, SL) also were collected, and the density of

these larvae in the 1 m collection (64 larvae per 100 m3) was twice the density found at 12

m. No larvae were found in the 5 m collection, indicating that only a portion of the larvae

had moved, or that the population was still in the process of moving. Ontogenetic shifts in

patterns of diel vertical distribution have been shown for other species (e.g., Castonguay

and McCleave, 1987; Shoji et al., 1999), and in these cases the range of vertical move-

ment generally increased with increasing larval size.

By morning the vertical distribution of larvae suggested that Atlantic croaker had moved

up in the water column, but highest abundances were usually found at 5 m, not near the

surface. In only one of the six cruises were larvae still more abundant at the maximum

sampling depth (16 m) in the morning. The likely explanation for this observation is that
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the morning sampling during this cruise was conducted within 1 hr of sunrise. This was

earlier than for any of the other cruises.

Type II diel migration (Neilson and Perry, 1990), a downward movement of larvae in

the water column at night also referred to as ‘reverse diel vertical migration,’ is not as

common as the upward movement of larvae toward the surface at night. Other species

that have been found to move downward at night include sand lance (Ammodytes sp.;

Yamashita et al., 1985; Haldorson et al., 1993), Pacific cod (Gadus macrocephalus;

Boehlert et al., 1985), red drum (Sciaenops ocellatus; Lyczkowski-Shultz and Steen, 1991),

rock sole (Pleuronectes bilineatus; Brodeur and Rugen, 1993), and Japanese eel (Anguilla

japonica; Otake et al., 1998). Reasons for the implied nocturnal descent of Atlantic croaker

larvae at night and the upward movement of larvae after dawn are undetermined. The

cycle of light and darkness is likely the primary proximal cue, but many associated fac-

tors including possible predator avoidance, movement of prey, or enhanced feeding suc-

cess in shallower water with increased light levels may influence this behavior.

It is unlikely that variability in moonlight intensity influenced the vertical movement

of Atlantic croaker larvae because similar patterns in the vertical distribution of larvae

were found during cruises when moonlight was bright and when moonlight was minimal.

There is no indication that the observed patterns of vertical distribution of larvae were

caused by the vertical stratification of temperature and salinity because the shallow water

column was generally well mixed during the study. It is also unlikely that differences in

the size of larvae influenced patterns of vertical distribution because larvae were not

depth-stratified by size, and regardless of time, the mean size of larvae was sometimes

greatest and sometimes smallest at both the shallowest and deepest depths sampled.

It is unlikely that the observed diel pattern in vertical distribution of Atlantic croaker

larvae was caused by vertical stratification of prey because high prey densities were found

throughout the water column during four of the cruises (Lyczkowski-Shultz and Steen,

1991). Lyczkowski-Shultz and Steen (1991) found the lack of a consistent correspon-

dence between the depth of greatest larval red drum abundance and depth of greatest prey

microzooplankton abundance, and surmised that this may have been due to the high prey

densities (> 100 organisms L-1) found throughout the water column. Atlantic croaker

larvae £ 3 mm (Govoni et al., 1986) and red drum larvae £ 5 mm (Lyczkowski-Shultz et

al., 1988) ingest similar prey, typically copepod nauplii and copepodids, over a similar

size range; 60–220 m and 63–230 m, respectively.

Sogard et al. (1987) studied the diel vertical distribution of the larvae of several spe-

cies, including Atlantic croaker, in the northern Gulf of Mexico. This study examined the

relative abundance of larvae in both relatively deep water, and at depths very similar to

those sampled in our study (1, 6, and 12 m). Unfortunately, Atlantic croaker were too rare

at offshore stations to examine the vertical distribution of larvae. At inshore stations mean

densities of larvae remained relatively low and only suggested a tendency for larvae to

occur in deeper waters, although this trend weakened when relative proportions were

considered. The highest mean density of Atlantic croaker larvae, averaged over three

depths and four collection periods a day, was 9.1 larvae per 100 m3. In comparison, larval

densities in our study frequently exceeded 100 larvae per 100 m3, and often exceeded

1000 larvae per 100 m3. Weinstein et al. (1980) provided limited information on the ver-

tical distribution of the early life-stages of Atlantic croaker in a study that was conducted

in the Cape Fear River estuary, North Carolina. Fixed nets were used to examine the

vertical distribution of several species in relation to photo-period and tide, and post-larval
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Atlantic croaker tended to remain bottom-oriented regardless of time of day and tidal

stage. This ontogenetic shift in behavior allowed these fish to be transported to upstream

nursery areas by utilizing net non-tidal flows in bottom waters. Lyczkowski-Shultz and

Richardson (unpubl. data), reported in Lyczkowski-Shultz and Steen (1991), also found

Atlantic croaker larvae to be more abundant in the lower half of the water column. This

was based on a mean larval abundance determined by combining daytime collections

taken at 16 sites inside Mississippi Sound (mean depth 3.9 m), at three tidal passes (mean

depth 7.2 m), and at two sites outside the Sound located 7.4 km south of a tidal pass

(mean depth 15.6 m). It is possible that croaker larvae become more bottom-oriented as

they approach coastal estuarine areas, perhaps to facilitate landward transport.

Lyczkowski-Shultz and Steen (1991) reported the diel vertical distribution of red drum

larvae from five cruises in the fall of 1984 and 1985, four of which were the same cruises

used in the present study. Red drum larvae were usually more abundant at 1 or 5 m than at

11, 12, or 16 m (the deepest depths sampled). The typical pattern at night was a decrease

in abundance of red drum larvae, relative to afternoon values, at 1 m and a relative in-

crease at 5 or 11–12 m. By the following morning the abundance at 1 or 5 m was higher

than the nighttime values at those depths. During only one of these four cruises was the

vertical distribution of red drum and croaker larvae similar over a diel cycle. During this

cruise (84-9-2) the highest abundance of larvae of both species followed the typical croaker

pattern; highest abundance at night at 12 m and in the morning at 5 m. During the remain-

ing cruises red drum larvae were concentrated higher in the water column in morning

hours relative to Atlantic croaker larvae. These findings suggest that the larvae of the two

sciaenids differ in micro-habitat preferences and/or behavior that are manifested by dif-

fering diel vertical distribution patterns. Co-occurrence in northern Gulf coastal waters is

limited to late September and October near the end of the red drum spawning season

(Comyns et al., 1991; Wilson and Nieland, 1994) and the beginning of Atlantic croaker

spawning. Although larvae of red drum and Atlantic croaker ingest prey of similar size

and composition (Govoni et al., 1986; Lyczkowski-Shultz et al., 1988), it is unlikely that

the observed differences in diel vertical distribution led to prey resource partitioning

amongst the two species. Holt and Holt (2000) studied the vertical distribution of red

drum larvae in the well-mixed tidal inlet of Aransas Bay, Texas. They found that in the

inlet the majority of red drum larvae were found on the bottom during the day and through-

out the water column at night. This is contrary to the findings of Lyczkowski-Shultz and

Steen (1991), perhaps because of tidal currents within the shallow (6 m) inlet.
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