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Effect of canopy biomass and wave exposure on growth in

Laminaria hyperborea (Laminariaceae : Phaeophyta)

KJERSTI SJØTUN1, STEIN FREDRIKSEN AND JAN RUENESS

Department of Biology, University of Oslo, PO Box 1069 Blindern, N-0316 Oslo, Norway

(Received 24 February 1998 ; accepted 18 September 1998)

Annual growth per plant and allocation of growth to the stipe were measured in 2- to 4-year-old plants of Laminaria hyperborea from five

stations with different degrees of wave exposure and different amounts of canopy biomass. Low growth in plants with initial stipe lengths

of less than about 40 cm suggested that the presence of canopy-forming plants suppresses growth of understorey plants, and this was

supported by the high lamina growth rate of understorey plants after removal of the canopy-forming plants. Canopy biomass and wave

exposure were found to exert a differential effect on the growth of the age groups examined. Average annual growth per plant in 2- to 3-

year-old plants decreased with increasing canopy biomass ; growth of 4 year-old plants was not significantly influenced by canopy

biomass, but increased with increasing wave exposure of the sites, suggesting an influence of some factor connected with wave exposure.

The allocation of annual growth to stipe and lamina was also found to be influenced by canopy biomass and wave exposure. In 2- to 3-

year-old plants the amount of annual growth allocated to the stipe increased with increasing canopy biomass while a positive linear

regression between allocation of growth to the stipe and wave exposure was found in 4-year-old plants. Individual measurements carried

out at a wave-exposed locality showed that the maximum allocation of growth to the stipe in the intermediate-sized plants occurred

simultaneously with a period of rapid stipe elongation. Thus, rapid stipe growth in L. hyperborea can be associated with high allocation of

annual growth to the stipe when the plants are about to grow into the canopy-forming layer. We suggest that this is due to the

combined effects of suboptimal light levels within the kelp forest and high wave exposure.
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Introduction

Laminaria hyperborea grows in the northeastern part of the
Atlantic from northern Portugal to the eastern part of the
Kola peninsula (Kain, 1971a ; Schoschina, 1997). When
influenced by swell and strong currents, L. hyperborea

forms nearly monospecific kelp stands, with reported
standing crops between 5 and 40 kg fresh weight m−# in
shallow water (e.g. Jupp & Drew, 1974 ; Kain, 1977 ;
Gunnarsson, 1991 ; Sivertsen, 1991 ; Sjøtun et al., 1993,
1995). The plants grow a long stipe (Svendsen & Kain,
1971), and the laminae form a canopy layer between 1 and
3 m above the bottom. In sheltered areas and in deep
water, the plants grow a smaller stipe and larger lamina
and the plants attain a different morphology : L. hyperborea
f. cucullata sensu Svendsen & Kain (1971).

In macroalgal stands individual growth may either
decrease (Reed, 1990) or increase (Schiel & Choat, 1980)
with increasing density. The large size of individual plants
in dense populations has been ascribed to fast growth and
to a reduction of physical battering in high-energy
environments by dense vegetation (Schiel & Choat, 1980).
Low growth rates in dense populations have been
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explained by increased interspecific competition, for
example for light (Reed, 1990). Results from previous
studies of L. hyperborea indicate that the growth of small
plants in a population can be suppressed by the presence
of large canopy-forming plants that absorb much of the
light (Kain, 1976, 1977).

Growth and production of Laminaria spp. may vary
considerably on a small spatial scale (Gerard & Mann,
1979 ; Conolly & Drew, 1985). Kain (1977) observed high
production of L. hyperborea in an area with a high degree
of wave exposure, which indicates that some factor
connected with the degree of water movement may
influence production in L. hyperborea. Different rates of
macroalgal production in wave-exposed and sheltered
areas can be attributed to a number of factors, for example
different algal nutrient acquisition under different rates of
water movement (Hurd et al., 1996) or reduced irradiance
at the thallus surface due to siltation in sheltered areas
(Norton et al., 1982).

During the seasonal growth period tissue is added to
both lamina and stipe in L. hyperborea. The lamina is the
main site for photosynthesis, and also for storing carbo-
hydrates and for spore production (Kain, 1971a). The long
and relatively flexible stipe which L. hyperborea develops
in wave-exposed areas is probably a functional adaptation
to strong water movement. However, because the stipe
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carries the lamina in an upright position in the water
column, the amount of stipe growth will also regulate how
much light reaches individuals growing within a dense
kelp forest. Sjøtun & Fredriksen (1995) suggested that the
allocation of growth to stipe and lamina in L. hyperborea

could be influenced by the canopy density.
In the present paper, the average annual growth and the

relative allocation of growth to the stipe in 2- to 4-year-
old L. hyperborea plants are related to canopy biomass and
wave exposure at five stations. The wave exposure at a
site may impose a general influence on growth of all age
groups in L. hyperborea. Canopy biomass is potentially the
most important factor influencing growth of small plants
in a kelp forest, by regulating the light penetration
through the canopy layer. At one station the canopy-
forming plants were removed in order to test the effect of
removal on growth of understorey plants. Growth may be
better correlated with size than with age (Kain, 1975 ;
Chapman, 1986). For that reason individual growth
measurements of 2- to 4-year-old plants from one of the
stations were included.

Materials and methods

Canopy biomass and wave exposure at the localities

Samples of Laminaria hyperborea (Gunnerus) Foslie were
collected in Norway from two localities situated approxi-
mately at 65° 40« N, 11° 30« E (stations 1 and 2), and from
three localities approximately at 60° 10« N, 5° 0« E (sta-
tions 3–5), during 1991–1992. The exact location of the
stations is given in fig. 1 in Sjøtun & Fredriksen (1995).

Several samples were taken from each locality. A diver
swam over the kelp forest and repeatedly dropped a
frame, covering 0±5 or 1 m# substratum. All plants within
the frame were collected. The samples were taken at
random in the kelp forest, except at station 1 in 1991,
when 14 adjoining square metres were sampled. Between
68 and 451 plants were collected from a total area of
between 2 and 14 m# at the localities. Station 4 was
characterized by a low density of small plants, and an
additional sample of small plants was therefore collected.
At station 5, L. hyperborea f. cucullata grew in patches
within a kelp bed of L. saccharina at 5 m depth, and the
sampling was done within one large patch of L. hyperborea
f. cucullata. At the other stations only L. hyperborea was
found. All samples were collected between May and
September at a depth of 5 m (below chart datum). In L.
hyperborea most of the annual growth is completed prior
to this period (Lu$ ning, 1970 ; Kain, 1976 ; Sjøtun et al.,
1996).

Growth was related to the canopy cover at each
locality. Measuring lamina area of large kelp plants is very
time-consuming, and instead we used measurements of
lamina weights obtained from the samples. When relating
average growth in different age groups to canopy biomass,
the average lamina biomass per square metre of sea bed of
plants older than each of the age groups examined was

chosen to estimate canopy density at each locality. The
age of the plants was determined by counting cortex rings
corresponding to growth rings of the stipe, as described
by Kain (1963). In addition, the relationship between
lamina weight and lamina area was examined at four of the
localities during May and June by cutting discs of a fixed
size (34±2 cm#) in laminae of 15–19 large, canopy-forming
plants. Between 4 and 10 subsamples of each plant, evenly
distributed over the laminae, were collected and weighed,
and lamina wet weight per unit lamina area was calculated.

The degree of wave exposure at the stations was
calculated according to a sector method developed by
Baardseth (1970) and Oug et al. (1985). The method has
earlier been used to describe wave exposure in kelp
investigations (Sjøtun et al., 1993 ; Sjøtun & Fredriksen,
1995). By using a map (scale 1 :50 000) the number of 10°
sectors exposed to open sea was determined at each
station. A relative wind force value (e) was calculated,
based on the mean force and frequency of wind during the
last 5 years, the wind data being given for 12 directions :

e¯ 0n"F"1001S"0
n
#
F
#

1001S#…0n"#F"#100 1S"#
where S is the number of open sectors in a given direction,
n is the number of wind observations from a given
direction with the average strength F (in Beaufort units).
(Note that there is an error in this equation in Sjøtun &
Fredriksen (1995).) An estimated value of total wave
exposure at each station was calculated, where the relative
influence of local topography was reflected in the number
of exposed sectors with radii of 0±5, 7 and 100 km from
the station. The procedure is given in Sjøtun & Fredriksen
(1995).

Growth of 2- to 4-year-old plants calculated from biomass

data

Lamina, stipe and hapteron of all plants in the samples
from stations 1–5 were weighed independently, after
removing epiphytes, and the age of each plant was
determined. The biomass data were converted to estimates
of average annual weight increase per plant in each age
group using a method developed by Bellamy et al. (1973).
According to this method, the annual weight increase of
stipe and hapteron can be calculated as the difference
between average stipe and hapteron weights in successive
age groups in a sample, while the weight of the fully
grown lamina represents annual lamina growth.

One-year-old plants were present in all samples except
that from station 2. The lamina is renewed each year and
may contribute most of the annual production in 2-year-
old L. hyperborea (Sjøtun & Fredriksen, 1995). At station 2
the stipe growth of 2-year-old plants was estimated by
multiplying lamina weight by a factor of 0±23 (Kain, 1977),
to obtain an estimate of total annual production. Plants up
to 6–9 years old were present at all stations except station
5, where no plants older than 4 years were found.
Consequently, growth in the age groups 2 to 4 years
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(n varied between 4 and 112) could be calculated at all
the localities examined.

Individual growth measurements at one station

In 1991–1992 a field experiment to test the canopy effect
on growth of understorey plants was carried out at 5 m
depth at station 4. In August 1991 all plants with stipes
longer than about 15 cm were removed in an area of about
7 m#, leaving the understorey plants unshaded. The
control area was situated beside the cleared area, with a
buffer zone of about 1 m. In both the control and the
experimental area, 30 plants with stipe lengths between 2
and 12 cm were tagged during August and October 1991
by means of adjustable lock-tight plastic strips. Negligible
growth was observed from August to October. Also, 15
plants with stipe lengths between 3 and 15 cm were
collected from the experimental site and the age of the
plants determined. The length increase of the laminae of
the tagged plants was measured at each visit to the
locality from October 1991 to September 1992, while
stipe lengths were only measured occasionally. When the
new laminae were longer than about 10 cm, holes were
punched in the laminae at 5 and 10 cm from the transition
zone between stipe and lamina, and the distance these
holes subsequently moved from this zone was measured.

To measure weight increase of L. hyperborea at an
unmanipulated site, 140 specimens were tagged at 5 m
depth at station 4 at the beginning of February 1993. The
stipe lengths of the tagged plants varied between 9 and
130 cm. In June the plants were collected. Lamina, stipe
and hapteron of the plants were weighed independently,
after epiphytes had been removed. The stipe length was
measured and the age of each plant was determined. The
percentage dry weight of stipe and lamina fresh weight of
each individual was also determined. The stipes were dried
at about 40 °C, and subsamples taken every 10 cm along
the middle of each lamina were dried at 70 °C to constant
weight.

Stipe weights of 2- to 4-year-old plants were estimated
from an equation relating stipe length and weight. A
second-degree polynomial regression of log-log trans-
formed values of stipe length (x) and weight (y) provided
the best fit for the harvested plants (n¯ 91, p¯ 0±0001,
r#¯ 0±98, equation : y¯ 0±071®0±169x0±712x#). The
stipe weights of 2- to 4- year-old plants were calculated
from length measurements, and stipe growth was esti-
mated as the difference between calculated stipe weight in
February and June. Lamina weight of each plant in June
represented lamina growth.

Results

Growth of 2- to 4-year-old plants related to canopy biomass

and wave exposure

Station 3 was the most wave-exposed, followed by
stations 4 and 1 (Table 1). Station 2 and especially station
5 were relatively sheltered. Wave exposure and lamina

Table 1. Average lamina biomass (kg fresh weight lamina per m#

substratum) of Laminaria hyperborea older than each age group

examined

Lamina biomass of plants more than

Lamina fresh

weight (kg)

per lamina

Station 2 years 3 years 4 years area (m#) E

1 (1991) 3±6³1±0 2±7³1±0 1±6³1±1 – 249

1 (1992) 5±6³0±4 5±2³0±5 4±9³0±9 1±09³0±05
2 (1991) 6±7³1±9 6±5³2±1 5±3³3±6 – 68

3 (1992) 4±3³1±9 3±3³1±9 2±2³1±5 1±29³0±06 888

4 (1992) 6±5³0±9 6±4³1±0 4±5³1±3 1±01³0±03 478

5 (1992) 1±5³0±3 0±3³0±3 0±0³0±0 0±70³0±03 7

Average lamina weight per unit lamina area (kg fresh weight m−#) is

included for some samples. All values are the average³95% confidence

intervals. Estimated values of the total relative wave exposure (E) of the

stations are given (from Sjøtun & Fredriksen, 1995).

biomass at the stations were not significantly correlated
(Pearson’s product-moment correlation coefficient, r¯
0±7, p" 0±05). The highest average lamina biomass was
found at station 2, and the lowest at station 5 (Table 1).
Plants with maximum stipe lengths between 90 and
140 cm were found at stations 1–4, while no plants with
stipes longer than 42 cm were found at station 5.

Since Laminaria hyperborea has thicker laminae in wave-
exposed areas than in sheltered ones (Kain, 1977), the
laminaweight per squaremetre is not directly proportional
to lamina area per square metre. Lamina fresh weight per
lamina area was measured in large, canopy-forming plants
collected from four of the stations. The lamina weight per
unit lamina area was around 1 kg m−# at stations 4 and 1,
and 1±29 kg m−# and 0±70 kg m−# at stations 3 and 5,
respectively (Table 1). Thus, converting lamina biomass
(kg per m# substratum) to lamina area (m#) per square
metre of substratum will result in higher values for station
3 and lower values for station 5, compared with the values
for lamina biomass in Table 1. However, the ranking of the
stations will be the same.

The annual growth of 2- and 3-year-old plants de-
creased with increasing canopy biomass (Fig. 1). The
annual growth of 4-year-old plants could not be related to
canopy biomass, but showed a significant increase with
increasing wave exposure (Fig. 1).

A higher proportion of annual growth was allocated to
the stipe in 3- and 4-year-old plants than in 2-year-old
plants at wave-exposed localities. In 3- and 4-year-old
plants up to about 60% and 45% respectively of the
annual growth occurred as stipe growth, while the amount
of stipe growth did not exceed 30% of total annual
growth in 2-year-old plants. After arcsine-transforming
the data, the average annual portion of stipe growth per
plant was correlated with canopy density and wave
exposure at the localities. For 2- and 3-year-old plants a
significant positive regression between allocation of
growth to the stipe and canopy density was found, while
no significant regression was found for 4-year-old plants
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Fig. 1. Laminaria hyperborea. Average annual growth (g fresh

weight) per plant of 2-year-old plants (upper graphs), 3-year-old

plants (middle graphs) and 4-year-old plants (lower graphs) in

relation to lamina biomass (kg m−#) and wave exposure

(log-transformed values) at the stations examined (data from

Table 1). p* indicates a significant linear relationship at p! 0±05.

(Fig. 2). A significant positive regression between al-
location of growth to the stipe and wave exposure could
be found for 4-year-old plants, but not for 2- and 3-year-
old ones (Fig. 2).

Growth of understorey plants after removal of canopy-
forming plants

Station 4, where the experiment took place, is relatively
wave-exposed and is characterized by a high lamina
density, with an average lamina biomass of about 6 kg
fresh weight lamina per square metre during summer
(Table 1). Average elongation rate of laminae was higher
in the cleared area than in the control area from November
to May (Fig. 3). The maximum lamina growth rate was
about 23 mm per week in May in the cleared area, and
about 8 mm per week in March in the control area (Fig. 3).
In August lamina elongation was very low in both areas.

The plants collected prior to the experiment and
belonging to the same size group as the tagged plants
were found to be 2 or 3 years old. This indicates that most
of the tagged plants belonged to these age groups.

Individual growth of 2- to 4-year-old plants in an

unmanipulated kelp forest

At station 4 the individual dry weight increase of tagged
plants was calculated from the beginning of February until

Fig. 2. Laminaria hyperborea. Arcsine-transformed values of the

average portion of the annual growth allocated to the stipe (% of

fresh weight total production) per plant of 2-year-old plants

(upper graphs), 3-year-old plants (middle graphs) and 4-year-old

plants (lower graphs) in relation to lamina biomass (kg m−#) and

wave exposure (log-transformed values) at the stations examined

(data from Table 1). p* indicates a significant linear relationship at

p! 0±05.

Fig. 3. Laminaria hyperborea. Average lamina elongation (mm per

week with 95% confidence intervals) of tagged plants from

control area (filled circles, n¯ 7–20) and cleared area (open

circles, n¯ 7–25) at station 4.

June. The average dry weight of the stipes was about 12%
of the fresh weight in all age groups, while for laminae
the dry weight increased from about 12% of fresh weight
in 2- and 3-year-old plants to about 14±5% in 4-year-old
ones. Growth was found to be less than 5 g dry weight
per year in plants with initial stipe lengths less than about
40 cm (Fig. 4). Most of the 2-year-old plants belonged to
this group. In larger plants, growth gradually increased
with increasing initial stipe length, with the highest
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Fig. 4. Laminaria hyperborea. Total weight increase (g dry weight)

from February to June in relation to initial stipe length of 2-year-

old (diamonds), 3-year-old (circles) and 4-year-old (triangles)

plants at station 4.

Fig. 5. Laminaria hyperborea. Stipe elongation (cm) from February

to June plotted against initial stipe length of 2-year-old

(diamonds), 3-year-old (circles) and 4-year-old (triangles) plants at

station 4.

growth taking place in plants with initial stipe lengths
between 80 and 110 cm. Initial stipe lengths varied
between 8 and 55 cm in 2-year-old plants, between 21 and
104 cm in 3-year-old plants and between 46 and 110 cm
in 4-year-old plants.

Both stipe elongation and allocation of growth to stipe
and lamina showed a clear variation with initial stipe
length (Figs 5, 6). Maxima in both stipe elongation and the
allocation of growth to the stipe were found in plants with
initial stipe lengths around 60 cm. A relatively high
correlation between arcsine-transformed values of the
proportion of growth in the stipe (% of total growth) and
stipe elongation (cm) (r¯ 0±74, p! 0±001) suggests that
the rapid stipe elongation in the intermediate-sized plants
is mainly due to a high allocation of growth to the stipe.

In the smallest plants, there was a tendency for the
proportion of growth in the stipe to increase with
increasing initial stipe length. All 2-year-old plants and

Fig. 6. Laminaria hyperborea. Allocation of growth to stipe (% of

dry weight total production) from February to June plotted

against initial stipe length of 2-year-old (diamonds), 3-year-old

(circles) and 4-year-old (triangles) plants at station 4.

more than half the 3-year-old plants belonged to this
group (Fig. 6). In plants with an initial stipe size longer
than about 60 cm the allocation of growth to the stipe
decreased with increasing initial stipe size. Nearly all 4-
year-old plants belonged to this group (Fig. 6).

Discussion

Growth in relation to canopy biomass and wave exposure

The method developed by Bellamy et al. (1973) for
measuring annual biomass growth is based on the
assumption that average growth in each age group shows
no year-to-year variation at a site. Little is known about
these relationships in Laminaria hyperborea. However, in
the present investigation the growth results obtained by
the biomass method were supported by those obtained by
individual measurements. Both methods demonstrated
suppressed growth of understorey plants in dense kelp
forests.

The higher the canopy biomass was at a site, the less the
growth in 2- and 3-year-old plants. This agrees with the
observations of Kain (1976) that 1- to 3-year-old plants
were larger when growing in initially cleared areas than
when growing below the canopy-forming plants in a
natural kelp forest. Suppressed growth of understorey L.
hyperborea is probably due to the shading effect from the
canopy-forming plants. Norton et al. (1977) found that as
much as 90% of the incoming light can be absorbed by the
canopy layer.

In the unmanipulated kelp forest, individual growth was
found to be more closely related to size than to age of the
plants, and increased with increasing initial stipe length.
This is natural, since a large individual normally has a
greater capacity for growth than a small one. However,
very little growth was measured in plants with initial stipe
lengths less than about 40 cm, and we suggest that this is
due to strongly suppressed growth in this size group.
Interestingly, total growth and stipe growth followed
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different patterns in relation to initial size. The observed
pattern of rapid stipe elongation in plants of intermediate
size will result in a bimodal size distribution of stipe
lengths in the population, as suggested by Kain (1977), for
dense populations of L. hyperborea.

The results of the present study indicate that some
factor connected with high wave exposure enhances
growth in L. hyperborea. Water movement is highly
variable at a site, and very difficult to quantify over long
time periods. The sector method does not reflect a number
of factors that may influence wave exposure, for example
the underwater topography at a site. However, Sevrinsen
(1997) found a good correlation between an exposure
scale based on a sector method and an exposure scale
based on biological response of littoral organisms. We
therefore suggest that the sector method we have applied
gives an adequate ranking of the stations according to
wave exposure and represents a reasonable method to use.

High macroalgal production in wave-exposed areas is
often reported (Lobban & Harrison, 1994), but the reason
for this high production is not always clear. Low water
movement may result in increased thickness of the
boundary layer over the lamina surface, and thus reduced
nutrient acquisition by the kelp plants (Wheeler, 1988).
However, Hurd & Stevens (1997) suggested that flow
around kelps is mostly turbulent, and that diffusion-
limited growth thus rarely occurs in kelp. The presence of
a canopy layer can reduce the water movement within a
kelp bed (Eckman et al., 1989), but there are no indications
of this in L. hyperborea kelp forests (Mork, 1996).

A differential effect of canopy density and wave
exposure on the age groups examined was found at the
different sites. Growth of 4-year-old plants was higher in
the most wave-exposed localities than in the sheltered
ones, while growth of 2- and 3-year-old plants was not
significantly influenced by wave exposure. On the other
hand the annual growth of 4-year-old plants was not
found to be significantly influenced by canopy density,
while that of younger age groups was. This suggests that
most of the 4-year-old plants had reached the layer of
canopy-forming plants and were not overshadowed by
larger plants at the sites examined.

Allocation of annual growth to the stipe

Allocation of growth to the stipe and lamina may vary
with age in Laminaria hyperborea (Sjøtun & Fredriksen,
1995). The highest allocation of growth to the stipe has
been found in 3- to 4-year-old plants. However, while it is
known that high wave exposure results in higher stipe
growth in L. hyperborea (Kain, 1971b ; Sjøtun & Fredriksen,
1995), the present study demonstrates a combined
influence of canopy density and degree of wave exposure
on the amount of allocation of growth to the stipe. High
canopy density promoted the highest allocation of growth
to the stipe in 2- to 3-year-old plants, while high stipe
growth in 4-year-old plants was associated with high
wave exposure. These results are contrary to those of Kain

(1976), who found a fixed ratio between stipe and lamina
growth in small L. hyperborea. However, Kain (1976)
examined a regrowth situation, which means that a canopy
effect was not present.

Dense canopies also suppressed the growth of under-
storey plants in the present study, but a straightforward
relationship between suppressed growth and allocation of
growth to the stipe was not found. The allocation of
growth to the stipe was found to be relatively low in the
smallest and potentially most light-limited plants. The thin
and flat lamina structure is a functional morphology for
effective light capture in algae (Norton et al., 1982), and
high lamina growth in small and young plants may enable
the sporophytes to maximize photosynthesis at a de-
velopmental stage in which growth can be strongly
suppressed by low light levels. On the other hand it is
clearly advantageous for the plants to reach the canopy
layer as fast as possible, and thus receive more light for
photosynthetic activity. The results of the present study
indicate that a prolonged period of suppressed growth
may result in a higher allocation of growth to the stipe. A
higher stipe growth in dense kelp populations than in
more open ones has also been found in other kelp species
(Reed, 1990 ; Hymanson et al., 1990 ; Holbrook et al.,
1991).

The individual measurements in a dense kelp forest at a
wave-exposed locality showed that the degree of al-
location of growth to the stipe was better correlated with
the size of the plants than with age. Maximum stipe
elongation and allocation of growth to the stipe was
found to occur simultaneously in plants with 50–70 cm
long stipes. Rapid stipe elongation in L. hyperborea of
intermediate size has earlier been interpreted as a response
to loss of mature plants in a kelp forest, allowing rapid
growth of understorey plants that previously were held
back by shading by the canopy-forming plants (Kain,
1971b). The following reduction in stipe elongation in
larger plants has been interpreted as an age-specific
reduction in growth rate (Gunnarsson, 1991). However,
the results of the present investigation suggest that the
period of maximum stipe elongation of intermediate-sized
plants is mainly due to a period of maximum allocation of
total growth to the stipe.

The concurrent maxima of stipe elongation and al-
location of growth to the stipe were found in the size
group where total growth in relation to initial stipe length
started to increase. We suggest that the height within the
canopy corresponding to this size group represents a
turning-point with regard to growth distribution in the
plants. We also suggest that this turning-point is asso-
ciated with the light environment within the kelp forest.
Plants that have grown past this height within the canopy
may be less influenced by the canopy effect. This
suggestion is supported by comparison of the individual
measurements with those of growth in different age
groups. The individual measurements showed that nearly
all plants showing increasing or maximum allocation of
growth to the stipe with increasing initial stipe length
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were 2- and 3-year-old plants. When comparing all the
localities examined it is seen that both total growth and
allocation of growth to the stipe were significantly
influenced by canopy density in 2- and 3-year-old plants,
while most of the plants showing decreasing allocation of
growth to the stipe with increasing stipe lengths were 4-
year-old ones. In 4-year-old plants neither total growth
nor average allocation of growth to the stipe could be
related to the canopy density, in contrast to what was
observed for 2- and 3-year-old plants. Thus, for sporo-
phytes growing in dense kelp forests in wave-exposed
areas the highest degree of allocation of growth to the
stipe will occur when the plants are about to grow into the
canopy-forming layer. The high allocation of growth to
the stipe in this size-group is probably due to a combined
effect of high wave-exposure and suboptimal light levels
for growth.

This study shows that the amount of allocation of
growth to the stipe is dependent on both wave exposure
and the light environment within the L. hyperborea kelp
forest. A complicated picture with regard to morpho-
logical responses to the environment thus emerges in
L. hyperborea, and the issue needs further study. In
particular the physiological and morphological responses
of subcanopy plants to the light environment in dense
populations need to be examined more closely.

Acknowledgements

The investigation was supported by the Research Pro-
gramme on North Norwegian Coastal Ecology (MARE
NOR). We would like to thank Siri Ødegaard, Eirik
Brynjelsen, Trond Wahl, Hartvig Christie and Arnfinn
Skadsheim for diving assistance.

References

B, E. (1970). A square-scanning, two-stage sampling method of

estimating seaweed quantities. Norw. Inst. Seaweed Res., 33 : 1–41.

B, D.J., W, A., J, D.M. & J, D.J. (1973). A method for

the determination of seaweed production based on biomass estimates.

Monographs on Oceanographic Methodology, Unesco, 3 : 27–33.

C, A.R.O. (1986). Age versus stage : an analysis of age- and size-

specific mortality and reproduction in a population of Laminaria longicruris

Pyl. J. Exp. Mar. Biol. Ecol., 97 : 113–122.

C, N.J. & D, E.A. (1985). Physiology of Laminaria. III. Effect of a

coastal eutrophication gradient on seasonal patterns of growth and tissue

composition in L. digitata and L. saccharina. P.S.Z.N.I. Mar. Ecol., 6 :

181–195.

E, J.E., D, D.O. & S, A.T. (1989). Ecology of understory

kelp environments. I. Effects of kelps on flow and particle transport near

the bottom. J. Exp. Mar. Biol. Ecol., 129 : 173–187.

G, V.A. & M, K.H. (1979). Growth and production of Laminaria

longicruris (Phaeophyta) populations exposed to different intensities of

water movement. J. Phycol., 15 : 33–41.

G, K. (1991). Populations de Laminaria hyperborea et Laminaria

digitata (Phe! ophyce! es) dans la baie de Breidifjo$ rdur, Islande. Rit Fiski-

deildar, 12 : 1–148.

H, N.M., D, M.W. & K, M.A.R. (1991). Intertidal ‘ trees ’ :

consequences of aggregation on the mechanical and photosynthetic

properties of sea-palms Postelsia palmaeformis Ruprecht. J. Exp. Mar. Biol.

Ecol., 146 : 39–67.

H, C.L. & S, C.L. 1997. Flow visualization around single- and

multiple-bladed seaweeds with various morphologies. J. Phycol., 33 :

360–367.

H, C.L., H, P.J. & D, L.D. (1996). Effect of seawater velocity

on inorganic nitrogen uptake by morphologically distinct forms of

Macrocystis integrifolia from wave-sheltered and exposed areas. Mar. Biol.,

126 : 205–214.

H, Z.P., R, D.C., F, M.S. & C, J.W. 1990. The validity

of using morphological characteristics as predictors of age in the kelp

Pterygophora californica (Laminariales, Phaeophyta). Mar. Ecol. Prog. Ser.,

59 : 295–304.

J, B.P. & D, E.A. (1974). Studies on the growth of Laminaria hyperborea

(Gunn.) Fosl. I. Biomass and productivity. J. Exp. Mar. Biol. Ecol., 15 :

185–196.

K, J.M. (1963). Aspects of the biology of Laminaria hyperborea. II. Age,

weight and length. J. Mar. Biol. Assoc. U.K., 43 : 129–151.

K, J.M. (1971a). Synopsis of biological data on Laminaria hyperborea. FAO

Fisheries Synopsis no. 87, 74 pp.

K, J.M. (1971b). The biology of Laminaria hyperborea. VI. Some

Norwegian populations. J. Mar. Biol. Assoc. U.K., 51 : 387–408.

K, J.M. (1975). The biology of Laminaria hyperborea. VII. Reproduction of

the sporophyte. J. Mar. Biol. Assoc. U.K., 55 : 567–582.

K, J.M. (1976). The biology of Laminaria hyperborea. VIII. Growth on

cleared areas. J. Mar. Biol. Assoc. U.K., 56 : 267–290.

K, J.M. (1977). The biology of Laminaria hyperborea. X. The effect of depth

on some populations. J. Mar. Biol. Assoc. U.K., 57 : 587–607.

L, C.S. & H, P.J. (1994). Seaweed Ecology and Physiology.

Cambridge University Press, Cambridge.

L$ , K. (1970). Cultivation of Laminaria hyperborea in situ and in

continuous darkness under laboratory conditions. HelgolaX nder Wiss.

Meeresunters., 20 : 79–88.

L$ , K. (1990). Seaweeds : Their Environment, Biogeography and Eco-

physiology. John Wiley, New York.

M, M. (1996). The effect of kelp in wave damping. Sarsia, 80 : 323–327.

N, T.A., H, K. & K, J.A. (1977). The ecology of Lough

Ine. XX. The Laminaria forest at Carrigathorna. J. Ecol., 65 : 919–941.

N, T.A., M, A.C. & N, M. (1982). A review of some

aspects of form and function in seaweeds. Bot. Mar., 25 : 501–510.

O, E., L, T.E., H, B., O, K. & N, K. (1985). Basis-

undersøkelse i Tromsøsund og Nordbotn 1983. Bløtbunnsundersøkelser,

fjæreundersøkelser og bakteriologi. Niva-rapport, overva/ kingsrapport nr.

173b}84, Oslo (in Norwegian).

R, D.C. (1990). An experimental evaluation of density dependence in a

subtidal algal population. Ecology, 71 : 2286–2296.

S, D.R. & C, J.H. (1980). Effects of density on monospecific stands

of marine algae. Nature, 285 : 324–326.

S, E.V. (1997). On Laminaria hyperborea (Laminariales, Phaeo-

phyta) on the Murman coast of the Barents Sea. Sarsia, 82 : 371–373.

S, R. (1997). Utvikling av en biologisk basert eksponeringsskala for

Vestera/ len. Cand. scient. thesis, University of Bergen (in Norwegian).

S, K. (1991). Høsting av stortare og gjenvekst av tare etter

taretra/ ling ved Smøla, Møre og Romsdal. Fisken og Havet, 1/91 : 1–44 (in

Norwegian with English abstract).

S, K. & F, S. (1995). Growth allocation in Laminaria hyperborea

(Laminariales, Phaeophyceae) in relation to age and wave exposure. Mar.

Ecol. Prog. Ser., 126 : 213–222.

S, K., F, S., L, T.E., R, J. & S, K. (1993).

Population studies of Laminaria hyperborea from its northern range of

distribution in Norway. Hydrobiologia, 260/261 : 215–221.

S, K., F, S., R, J. & L, T.E. (1995). Ecological studies

of the kelp Laminaria hyperborea (Gunnerus) Foslie in Norway. In Ecology

of Fjord and Coastal Waters (Skjoldal, H.R., Hopkins, C., Erikstad, K.E. &

Leinaas, H.P., editors), 525–536. Elsevier Science, Amsterdam

S, K., F, S. & R, J. (1996). Seasonal growth and carbon

and nitrogen content in canopy and first-year plants of Laminaria

hyperborea (Laminariales, Phaeophyceae). Phycologia, 35 : 1–8.

S, P. & K, J.M. (1971). The taxonomic status, distribution and

morphology of Laminaria cucullata sensu Jorde and Klavestad. Sarsia, 46 :

1–22.

W, W.N. (1988). Algal productivity and hydrodynamics : a synthesis.

Prog. Phycol. Res., 6 : 23–58.


