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Abstract
& Introduction In order to predict the biomass of aerial
components of maritime pine stands (Pinus pinaster Ait.),
generalized allometric equations were developed using
data collected from the southern and northern margins of
its geographical area.
& Methods The data comprised biomass values divided into
foliage, branch, stem and minor components collected from
26 trees in Tunisia and 152 trees in France. Some trees were
taken from plots receiving fertilisation and irrigation. The
equation W=aDb, where W is the biomass, D the stem
diameter and a and b are fitted parameters, explained 98%
of the variations in the total aerial biomass. The addition of
tree age reduced significantly the residual sum of squares
for the foliage component. This model explains 79% of the
variations in foliage biomass observed.
& Results To a lesser extent, the age variable also improved
the stem and branch models that explain 98% and 71% of
the observed sum of squares, respectively. Site variables
such as the stocking density, stand basal area, fertilisation
or annual precipitation did not reduce the residual sum of
squares, suggesting that their putative effects are conveyed
through tree growth rate.

Keywords Forest biomass . Foliage . Branch . Stem .

Allometry

1 Introduction

Using allometric equations for estimating biomass and
carbon stocks in forests on the basis of simple variables
measured in forest inventories is a convenient method long
employed by foresters and scientists (Ter-Mikaelian and
Korzukhin 1997; Zianis et al. 2005). Allometric equations
used for trees are essentially power functions of the stem
diameter at a given height (Crow and Laidly 1980; Zianis
and Mencuccini 2003; Kajimoto et al. 2006; Muukkonen
2007; Socha and Wezyk 2007). The rationale of such a
model was analysed in terms of proportionality of the
relative growth rate between stem diameter, height and
compartment and total biomass (Enquist 2002). These
equations have been applied to predict the total biomass
and its aboveground and belowground components (Baldwin
et al. 1997; Makela and Vanninen 1998; Ritson and Sochacki
2003). Additional variables such as the height or age of the
trees have been shown to improve the predictability of site-
specific models (Porté et al. 2002; Trichet et al. 2008; Wang
2006; King et al. 2007).

The calibration of biomass equations to be generalized
over large regions needs to be based upon a sample of site
and climate conditions that encompasses the range of
environmental conditions covered. Among the environ-
mental factors under consideration, the nutrient and water
availabilities and the social status of trees are known to
modify the growth rate and the tree and crown shape,
respectively. Whether allometric relationships vary accord-
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ing to such factors is under debate. They may therefore be
taken into account when constructing allometric equations
to estimate biomass or carbon stocks over large areas.

Generalized biomass equations constructed from a data-
set including different sites have been established for
different European and North American tree species in
order to calculate biomass and carbon stocks across large
geographic areas (Schmitt and Grigal 1981; Pastor et al.
1984; Marklund 1987; Lambert et al. 2005). This approach
can also be used to evaluate the generality of biomass
allometric equations and identify the site factors which may
modify such relationships. For instance, Muukkonen (2007)
explained that 64–99% of the total aboveground biomass and
its components for five broadleaved and coniferous species
in Europe with models only based upon the diameter at
breast height. Also, the generalized foliar biomass of Pinus
strobus based only upon the stem diameter developed by
Levia (2008) explained 97% of its variance.

In this study, we have examined biomass equations for
maritime pine, Pinus pinaster Ait., a European southern
pine species that has a natural area extending from North
Africa to South of France and which grows in a climate
ranging from Mediterranean to temperate Atlantic. It is
mainly used for wood, biomass and pulp production and
covers 4 million hectares in southern Europe. Some site-
specific allometric equations have been established for this
species in France (Lemoine et al. 1986; Porté et al. 2000;
2002; Trichet et al. 2008), Spain (Merino et al. 2005) and
Australia (Ritson and Sochacki 2003), but no attempt has
yet been made to generalise these equations on a larger
scale. The aim of this study was to generalize allometric
equations for maritime pine across much of its natural
growing range in Europe and North Africa.

2 Material and methods

2.1 Sites

Our analysis is made on 178 maritime pine (P. pinaster Ait.)
trees sampled on nine sites spread between the northern
(France) and southern (Tunisia) limits of its natural area.
Table 1 summarises the main site and stand characteristics.

In France, the biomass data were collected from four
managed even-aged stands where 152 trees were felled on
different dates between 1996 (Bray site) and 2004
(Hermitage-L12). One of the sites, Hermitage-L, was
sampled at the ages of nine (2001) and 12 (2004),
respectively. Hermitage-L is a fertilisation–irrigation experi-
ment which was begun in 1997 and which is described by
Trichet et al. (2008). It comprises four complete randomised
blocks where two levels of irrigation and three levels of
fertilisation are combined. These treatments were applied

annually from 1997 to 2008. The trees sampled in this site
were taken from the six different treatment combinations,
including the control plots, and were pooled in six composite
plots. All other stands were managed according to regional
guidelines with 5-year periodic thinnings between the ages of
15 and 35 and the final clearcut at the age of 40 to 50.

In Tunisia, 26 trees were sampled from six different plots
located in the northern mounts forming the Mediterranean
littoral. The sites cover a range of soils from podzolic soils
(Malloula 1 and 2) to brown luvic (Tbeinia) and calcareous
sands on ancient dunes (Saounia, Ouechtata, Rimel). The
forest stand at Malloula was naturally regenerated and is a
mixture of different age classes and species, whereas the
five other stands were artificially regenerated. No thinning,
fertilisation or irrigation was applied in Tunisian stands.

2.2 Biomass and tree measurements

In each plot, a sample of trees was chosen to cover the
observed range of trunk diameter at breast height (1.30 m).
The protocol for collecting trees on the French sites is
described in detail by Porté et al. (2002), Bert and Danjon
(2006) and Trichet et al. (2008) for the Bray, Bilos and
Hermitage-L site, respectively. Trees sampled were felled
and separated into biomass components. Subsamples of
each component were then dried at 65°C and weighed. On
Tunisian sites, branch and foliage biomasses were estimated
by applying values of water content and needle to branch
ratio measured on one representative branch per whorl to
the fresh weight of the total branch+foliage of each whorl.
This was then summed over the entire crown. The total bud
and cone biomass was estimated with the same method. For
each whorl, the ratio of their biomass to the total branch
biomass was measured on a representative branch, applied
to the rest of the whorl branches, and then summed over the
crown. The trunk was cut into 1-m-long logs that were
weighed immediately. The wood and bark dry weights were
then determined from the bark to wood ratio and humidity
content determined in the laboratory from a stem disk taken
from the middle of the log. Biomass values are all dry
weights at 65°C.

3 Models

In order to keep the model as simple as possible, we first
tested the allometric general equation:

Wi;j ¼ aiD
bi
j þ ei;j; ð1Þ

where Wi,j is the biomass of compartment i of tree j
(kilograms per tree), ai and bi are model parameters to fit by
non-linear regression, Dj the diameter at breast height
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(meter) and ε i,j the error term. In order to give an even
weight to every plot sampled, each observation was
weighted by 1/n, where n is the number of trees sampled.
For normalising the error distribution, we used a trans-
formed form of Eq. 1 multiplying the two sides of equation
by Dj

−2 as follows:

Wi;j:D
�2
j ¼ aiD

bi
j þ ei;j

� �
:D�2

j ð2Þ

We checked the residual distribution homogeneity
visually and its normality with the Kolmogorov–Smirnov’s
test. Following Parresol (1999), it would be mathematically
more exact to optimise the power value of the transforming
variable Dj (Ritson and Sochacki 2003; Saint-Andre et al.
2005; Antonio et al. 2007). Fixing this value at −2 allows a
correct normality of model residuals and did not substan-
tially affect the values estimated for model parameters a
and b. Two additional explanatory variables, the total tree
height, Hi, and tree age, Ai, were added to the model Eq. 2
as follows:

Wi;j :D
�2
i ¼ aiD

bi
i H

ci
j þ ei;j

� �
: D�2

i ð3Þ

Wi;j :D
�2
i ¼ aiD

bi
i A

di
j þ ei;j

� �
:D�2

i ð4Þ

The influence of additional effects, such as the annual
amount of water precipitated (rainfall+irrigation), fertilisa-
tion level, latitude, or stand structure variables (stocking
density and basal area), was analysed on the model residual
values retained for each biomass component (Eqs. 2, 3 or
4). Statistical analyses were carried out using the NLIN and
GLM procedures of the statistical software package SAS
version 9.2.

4 Results

The range of data collected for subsequent analysis can be
visualised in Fig. 1.

The model predictions and observed data shown in
Fig. 2 and Table 2 give the parameter values together with
their asymptotic errors and normality test results. Only the
results of the weighted model with standardised residuals
(Eqs. 2, 3 and 4) are shown. The standardised residual
graphs included in the Fig. 1 graphs do not visually reveal a
systematic departure from homoscedasticity. The models
used for individual biomass components and total above-
ground biomass were not constrained a priori for fulfilling
the additivity criteria (Parresol 2001). However, the linear
regression equation between the total biomass estimate and
the sum of the biomass components has a slope of 1.016
(R2=0.999) so that both estimates are consistent, and the

additivity of the obtained predictive equations is verified a
posteriori (Fig. 3).

For the main biomass components, the model asymptotic
sum of squares reach 80% to 98% of the total sum of
squares. Asymptotic errors on parameters a, b, c and d are
correspondingly small (Table 2). The allometric Eq. 1 with
only D sufficed to capture the aboveground biomass
variations among sites and trees. For the other main
biomass components—branch, stem, and foliage—the sum
of squares of the standardised residual was significantly
reduced when the age was introduced in the model (Eq. 3)
and so for stemwood, the tree height (Eq. 4; Table 2).
Residual distribution was not significantly different from
the normal distribution for the main biomass compartments.

Tree age has the strongest effect on the needle biomass:
the addition of the tree age variable to the model reduces
the residual sum of squares (Table 2) by one quarter, the
model sum of squares rising from 71% to 79% of the total
sum of squares. The age effect is negative for foliage and
branches, indicating that older trees support less foliage and
branch biomasses than younger trees of the same stem
diameter. Conversely, the age effect is positive for the stem
biomass model, which is consistent with the wood density
increase and age-related change in biomass allocation
observed with age in most pine tree species.

The between-site variation of the aboveground biomass–
D relationship is not visually significant. Similarly, the
visual examination of residual graphs for the stem, branch
and aboveground components does not reveal any trend
according to the climate variables, air temperature or annual
rainfall+irrigation (see examples for aboveground biomass
and foliage in Figs. 4 and 5). The geographic location also
has no effect. The analysis of the environmental and stand
structure effects on back-transformed residuals (Table 3)
shows that only the fertilisation level had a statistically
significant effect. This effect only concerned the branch and
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Fig. 1 Biomass values of aboveground components in relationship
with diameter at breast height (D) for the entire data set obtained. Y-
axis is on a logarithmic scale
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stem biomass and was actually due to the data collected
from one French site only, Le Bray. Therefore, a measure-
ment bias at this particular site cannot be excluded. This
analysis otherwise confirms that the allometric models
shown in Fig. 3 capture the potential effects of site, climate
and fertilisation on the D–biomass relationship.

It is noteworthy that fertilisation and annual amount of
precipitation+irrigation significantly affect the residual of
the simplest allometric model (Eq. 1) for the foliage and
branch compartments (not shown). For a given D, the trees
fertilised annually with phosphorus or a complete nutrient
addition (class 3 and 4), as well as the trees receiving
higher rainfall, have a higher branch and needle biomass
than control plots or trees grown on plots fertilised only
before stand regeneration (class 1 and 2, respectively).
Since the branch and needle residuals of the allometric
model with a tree age effect (Eq. 3) show no more
significant effect of fertilisation or precipitation, we can
conclude that the latter effects are accounted for by the
interaction of the allometric model with tree age. The
increase in water and nutrient availabilities created by

fertilisation and rainfall or irrigation impacts the trees in
that a given stem diameter is reached at a younger age, i.e.
faster growth. Introducing height as a supplement variable
only reduces the residual sum of squares of the stem model,
and this effect is marginal.

5 Discussion

Our dataset assembles the data available so far in France
and Tunisia; the southern and northern limits of the
geographical area of maritime Pine, respectively. This does
not include the Lemoine et al. (1986) data, as it unfortu-
nately could not be recovered, and it excludes trees younger
than 8 years old that have not yet developed a bole free of
branches. The oldest tree collected was 53 years old, and
our conclusions are therefore limited to the age range of 8
to 53 years old and to the diameter range shown in Fig. 1.
The dataset includes manipulation experiments in France
where the foliar nitrogen content and annual precipitation
were augmented to values 60% higher than the maximum
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Fig. 2 Allometric best models fitted for the stem, branch, needle and
total aboveground compartment together with observed data. The
effect of tree age was introduced as: W ¼ aDbAgec apart from the

aboveground biomass model where it was not significant. The curves
show model prediction at the age of 10, 30 and 50, respectively
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observed in natural conditions: 1.6 (0.9) mg N g needle dry
matter−1 and 1,500 (900) mm year−1 for the fertilised
(control) nitrogen foliar content and irrigated (control)
annual precipitation, respectively (Trichet et al. 2008).
Thus, this range covers most of the natural conditions of
the natural geographical area for this species, apart from the
driest conditions in central Spain where precipitations as
low as 500 mm year−1 are observed.

Following previous surveys, we have chosen to analyse
the allometric equation introducing a two-way biomass
equation based upon the diameter at breast height and at
either age or tree height (Zianis and Mencuccini 2003;
Antonio et al. 2007; Cienciala et al. 2006; Peichl and Arain
2007; Hu and Wang 2008; Kaitaniemi and Lintunen 2008;
Pajtik et al. 2008). Each of these variables is currently
being measured by National Forest Inventories across
Europe, thus enabling our results to be used for estimating
biomass and carbon stocks in maritime pine forests. It is
argued that tree age is difficult to measure, but we stress the
fact that it is relatively easy to estimate for pines up to
40 years by visual analysis of the stem. In addition, the age
effect on biomass estimates is small beyond that age: the
derivation of Eq. 3 shows that an error of 5 years on the tree
age would then lead to a bias of 2%, 3%, and 5% on the
stem, branch and foliage biomasses, respectively.

The generalized biomass equation modelled for the
aboveground part appeared to be unique and unaffected
by site conditions (rainfall regime, climate, soil type),
silvicultural practices (stocking density, fertilisation) or
geographical provenance (Antonio et al. 2007), contrary
to studies showing that biomass allometric equations are
climate-specific (Callaway et al. 1994; Delucia et al. 2000;
Lopez-Serrano et al. 2005). We think the cause of this
discrepancy is that these latter surveys were based upon a
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Fig. 3 Plot of the sum of predicted values of the biomass components
versus total aboveground biomass estimates (1:1 line/broken line;
linear regression bold line). Values are produced by the models
retained and corresponding values are given in bold font in Table 1

Table 2 Values of parameters of the allometric equations fitted to the biomass data set collected over ten sites across France and Tunisian sites
(n=178 trees), together with their asymptotic standard error (smaller font)

Component Model a b c d Sum of squares Normality
(p value K–S test)

Total Residual

Buds aDb 9 2 2.17 1.79 873 242 0.13

Cones aDb 171 92 2.71 0.52 154,245 73,660 <0.01

Needle aDb 142 33 1.65 0.11 1,105,270 241,992 >0.15

aDb Hd 1,131 683 2.09 0.22 −0.57 0.21 222,402 >0.15

aDb agec 1,916 428 2.07 0.09 −0.67 0.05 80,428 >0.15

Branch wood aDb 509 74 2.19 0.08 2,285,826 275,719 0.06

aDb Hd 6,849 3,663 2.81 0.19 −0.66 0.18 244,849 0.05

aDb agec 1,883 543 2.47 0.09 −0.29 0.06 221,425 0.14

Stem aDb 5,041 260 2.70 0.04 52,593,167 1,725,507 0.01

aDb Hd 334 166 2.17 0.08 0.59 0.09 1,272,376 0.01

aDb agec 2,225 215 2.56 0.03 0.19 0.02 1,119,912 0.02

Stemwood aDb 4,846 303 2.82 0.04 30,603,380 1,069,968 0.08

aDb Hd 317 184 2.19 0.10 0.70 0.11 794,748 0.12

aDb agec 2,319 414 2.67 0.05 0.16 0.04 867,771 0.09

Stembark aDb 419 46 2.20 0.06 1,518,394 117,543 <0.01

Total aboveground aDb 5,013 202 2.48 0.03 105,700,000 1,896,108 >0.15

aDb Hd 3,177 858 2.38 0.07 0.12 0.07 1,864,507 0.11

aDb agec 4,445 408 2.46 0.03 0.03 0.02 1,873,048 >0.15

Total and residual sum of squares of each model are given and p value of the Kolmogorov-Smirnov’s test of normality for the residual distribution
(p values lower than .05 indicate a departure from a normal distribution). The parameter values of the models shown in Fig. 1 are in bold
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limited number of contrasted sites with regards to e.g. the
precipitation regime. The strength of this aboveground
biomass–D relationship suggests that it may be used for
inventorying biomass and carbon stock using inventory
data across the whole species area, regardless of the site and
climate conditions. A noticeable exception was however
reported by Ritson and Sochacki (2003) for wind effects in
southwestern Australia, where trees grown in open spaces
were found to be slightly denser and heavier than trees

located in closed stands. For estimating biomass and carbon
stock, generalized biomass equations may be advantageous
over volume equations that need highly uncertain con-
version and expansion factors (Nabuurs et al. 2004; Vallet
et al. 2006). The model fit to the above aboveground and
stem biomass explains 97% of the variance observed in
the data set used, a value currently reached in similar
studies (Cienciala et al. 2006; Muukkonen 2007). We
observe that a unique D–biomass relationship holds
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Fig. 4 Plots of the raw residual values of allometric model of aboveground biomass shown in Fig. 1 against environmental and stand variables:
fertilisation level, annual precipitation+irrigation, stocking density and basal area

Table 3 Determination coefficients (R2) of linear models including effects of fertilisation level, annual precipitation, stocking density and basal
area on the residuals of best allometric models (Eq. 1 or 3) selected for the main biomass components (shown in Fig. 1)

Allometric model
equation

Effects

Fertilisation Precipitation Basal area Stocking density

Foliage (4) n.s. n.s. n.s. n.s.

Branch (4) n.s. 0.09 n.s. n.s.

Stem (4) n.s. 0.14 n.s. n.s.

Aboveground (2) n.s. n.s. n.s. n.s.

Each effect was tested separately

n.s. not significant
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only for the total aboveground biomass whereas addi-
tional variables are required for estimating component
biomass albeit with a higher error (Antonio et al. 2007).
This may support the hypothesis of an invariant
allometric relationship due to mechanical constraint,
i.e. a given stem thickness must be reached for sup-
porting a given mechanical stress (Niklas and Spatz
2004). Since maritime pine essentially grows over littoral
areas exposed to strong winds, it would be interesting to
investigate the allometry for pines exposed at different
wind regimes.

In addition, we show that the age of tree brings a
significant amount of additional information for estimating
the biomass of the stem, foliage and branch compartments,
confirming previous findings on this species reported in
site-specific studies by Porté et al. (2002), Ritson and
Sochacki (2003) and Balboa-Murias et al. (2006). A
changing allometry scheme with age has also been reported
in boreal species (Bond-Lamberty et al. 2002) or Eucalyp-
tus (Saint-Andre et al. 2005; Antonio et al. 2007) and pine

species (Socha and Wezyk 2007). Mathematically, it implies
that the linear relationship between the relative growth rates of
stem radius and biomass components has an intercept
proportional to 1/age. In other words, it allows for a changing
allocation into foliage, stem and branch component along the
tree development whereas model Eq. 2 implies a constant
proportionality between the relative growth rates of plant
parts whatever the tree age. Such an age effect is not
surprising for maritime Pine whose growth is constrained by
a strong age-related effect on hydraulic architecture, and
therefore, a diminishing foliage/sapwood ratio with age
(Delzon et al. 2004; Niklas and Spatz 2004).

It is important to account for age effect on foliage,
branch and stem allometry because this species exhibits a
large range of growth rates across the area from Europe to
Tunisia, where it can be either grown naturally in
unmanaged forests or artificially in intensively managed
stands with site preparation, fertilisation and periodic
thinning. At this spatial scale, the tree age and size become
weakly correlated: a given diameter at breast height can be
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Fig. 5 Plots of the raw residual values of allometric model of foliage biomass shown in Fig. 2 against environmental and stand variables:
fertilisation level, annual precipitation+irrigation, stocking density and basal area
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reached at a large range of ages. The supplementary
information brought by age in the allometric model is also
shown indirectly by the asymptotic correlation coefficients
between model parameters, a, b and c in Eq. 3 that are
weaker than between a, b and d of Eq. 4 (data not shown).

It is noteworthy that age explains entirely the effects of
fertilisation and precipitation on the model residuals for the
foliage and branch compartments. This suggests that
nutrition and water affect the growth rate, but not the tree
ontogeny itself. It also suggests that the higher foliage and
branch biomass in fertile sites result essentially from a
faster growth and not a change in the fundamental
morphometric model of the species (Trichet et al. 2008).
Gower et al. (1993) on Pinus resinosa and Pinus ponderosa
came to the same conclusion, as well as Coyle and
Coleman (2005) for irrigated and fertilised cottonwood
clones and sycamore. We are aware that a number of other
authors report a significant interaction of environmental and
stand variables on the allometry of coniferous species
(Beets and Madgwick 1988; Callaway et al. 1994; Delucia
et al. 2000 among others). We conclude that for the case of
maritime Pine—a shade-intolerant species with a limited
social position range—tree age is a variable that may well
capture most of these effects.

Acknowledgements This work was achieved during the first author’s
PhD. thesis work in Tunisia supported by a fellowship of the Université 7
Novembre Carthage (Faculté de Bizerte), as well as partly in France
funded by INRA, EFPA department and Bordeaux-1 University. This
work was achieved within the framework of the RégionAquitaine project
“Durabilité de la filière Forêt-Bois de Pin maritime”. The European
projects Carbo-Age (FP5) and Carboeurope (FP6) supported the data
collection carried out at the Bray, Hermitage L and Bilos sites. A. Porté,
D. Bert, F. Danjon, (INRA, UMR Biogeco), F. Bernier (INRA, UE
Hermitage) and Tunisian and French technicians participated in the
morphometric and biomass measurements.

References

Antonio N, Tome M, Tome J, Soares P, Fontes L (2007) Effect of tree,
stand, and site variables on the allometry of Eucalyptus globulus
tree biomass. Can J For Res 37(5):895–906

Balboa-Murias MA, Rodriguez-Soalleiro R, Merino A, Alvarez-
Gonzalez JG (2006) Temporal variations and distribution of
carbon stocks in aboveground biomass of radiata pine and
maritime pine pure stands under different silvicultural alterna-
tives. For Ecol Manag 237(1–3):29–38

Baldwin VC, Peterson KD, Burkhart HE, Amateis RL, Dougherty PM
(1997) Equations for estimating loblolly pine branch and foliage
weight and surface area distributions. Can J For Res 27(6): 918–
927

Beets PN, Madgwick HAI (1988) Above-ground dry matter and
nutrient content of Pinus radiata as affected by lupin, fertilizer,
thinning, and stand age. NZ J Forest Sci 18(1):43–64

Bert D, Danjon F (2006) Carbon concentration variations in the roots,
stem and crown of mature Pinus pinaster (Ait). For Ecol Manag
222(1–3):279–295

Bond-Lamberty B, Wang C, Gower ST (2002) Aboveground and
belowground biomass and sapwood area allometric equations for
six boreal tree species of northern Manitoba. Can J For Res 32
(8):1441–1450

Callaway RM, Delucia EH, Schlesinger WH (1994) Biomass
allocation of montane and desert ponderosa pine—an analog for
response to climate-change. Ecology 75(5):1474–1481

Cienciala E, Cerny M, Tatarinov F, Apltauer J, Exnerova Z (2006)
Biomass functions applicable to Scots pine. Trees-Struct Funct
20(4):483–495

Coyle DR, Coleman MD (2005) Forest production responses to
irrigation and fertilization are not explained by shifts in
allocation. For Ecol Manag 208(1–3):137–152

Crow TR, Laidly PR (1980) Alternative models for estimating woody
plant biomass. Can J For Res 10(3):367–370

DeLucia EH, Maherali H, Carey EV (2000) Climate-driven changes in
biomass allocation in pines. Glob Chang Biol 6(5):587–593

Delzon S, Sartore M, Burlett R, Dewar R, Loustau D (2004)
Hydraulic responses to height growth in maritime pine trees.
Plant Cell Environ 27(9):1077–1087

Enquist BJ (2002) Universal scaling in tree and vascular plant
allometry: toward a general quantitative theory linking plant
form and function from cells to ecosystems. Tree Physiol 22(15–
16):1045–1064

Gower ST, Haynes BE, Fassnacht KS, Running SW, Hunt ER (1993)
Influence of fertilization on the allometric relations for two pines
in contrasting environments. Can J For Res 23(8):1704–1711

Hu HF, Wang GG (2008) Changes in forest biomass carbon storage in
the South Carolina Piedmont between 1936 and 2005. For Ecol
Manag 255(5–6):1400–1408

Kaitaniemi P, Lintunen A (2008) Precision of allometric scaling
equations for trees can be improved by including the effect of
ecological interactions. Trees 22(4):579–584

Kajimoto T, Matsuura Y, Osawa A, Abaimov AP, Zyryanova OA,
Isaev AP, Yefremov DP, Mori S, Koike T (2006) Size–mass
allometry and biomass allocation of two larch species growing on
the continuous permafrost region in Siberia. For Ecol Manag 222
(1–3):314–325

King JS, Giardina CP, Pregitzer KS, Friend AL (2007) Biomass
partitioning in red pine (Pinus resinosa) along a chronosequence
in the Upper Peninsula of Michigan. Can J For Res 37(1):93–102

Lambert MC, Ung CH, Raulier F (2005) Canadian national tree
aboveground biomass equations. Can J For Res 35(8):1996–2018

Lemoine B, Gelpe J, Ranger J, Nys C (1986) Biomasses et croissance
du pin maritime. Etude de la variabilité dans un peuplement de
16 ans. Ann Sci For 43(1):67–84

Levia DF (2008) A generalized allometric equation to predict foliar
dry weight on the basis of trunk diameter for eastern white pine
(Pinus strobus L). For Ecol Manag 255(5/6):1789–1792

Lopez-Serrano FR, Garcia-Morote A, Andres-Abellan M, Tendero A,
del Cerro A (2005) Site and weather effects in allometries: a
simple approach to climate change effect on pines. For Ecol
Manag 215(1–3):251–270

Makela A, Vanninen P (1998) Impacts of size and competition on tree
form and distribution of aboveground biomass in Scots pine. Can
J For Res 28(2):216–227

Marklund LG (1987) Biomass functions for Norway spruce (Picea
abies (L.) Karst) in Sweden. Sveriges lantbruksuniversitet,
Rapporter–Skog 43:1–127

Merino A, Balboa MA, Rodríguez SR, Álvarez González JG (2005)
Nutrient exports under different harvesting regimes in fast-
growing forest plantations in southern Europe. For Ecol Manag
207(3):325–339

Muukkonen P (2007) Generalized allometric volume and biomass
equations for some tree species in Europe. Eur J For Res 126
(2):157–166

Biomass equations for maritime pine 451



Nabuurs G-J, Ravindranath NH, Paustian K, Freibauer A, Hohenstein W,
MakundiW (2004) Chapter 3. LUCF sector good practice guidance.
In: Penman J, Gytarsky M, Hiraishi T et al (eds) Good practice
guidance for land use, land use change and forestry. Institute for
Global Environmental Strategies (for the IPCC), Kanagawa, p 312

Niklas KJ, Spatz HC (2004) Growth and hydraulic (not mechanical)
constraints govern the scaling of tree height and mass. Proc Natl
Acad Sci USA 101(44):15661–15663

Pajtik J, Konopka B, Lukac M (2008) Biomass functions and
expansion factors in young Norway spruce (Picea abies [L.]
Karst) trees. For Ecol Manag 256(5):1096–1103

Parresol BR (1999) Assessing tree and stand biomass: a review with
examples and critical comparisons. For Sci 45(4):573–593

Parresol BR (2001) Additivity of nonlinear biomass equations. Can J
For Res 31(5):865–878

Pastor J, Aber JD, Melillo JM (1984) Biomass prediction using
generalized allometric regressions for some northeast tree
species. For Ecol Manag 7(4):265–274

Peichl M, Arain MA (2007) Allometry and partitioning of above- and
belowground tree biomass in an age-sequence of white pine
forests. For Ecol Manag 253(1–3):68–80

Porté A, Bosc A, Champion I, Loustau D (2000) Estimating the
foliage biomass and area of maritime Pine (Pinus pinaster Ait.)
branches and crowns with application to modelling the foliage
area distribution in the crown. Ann Sci For 57(1):73–86

Porté A, Trichet P, Bert D, Loustau D (2002) Allometric relationships
for branch and tree woody biomass of maritime pine (Pinus
pinaster Ait.). For Ecol Manag 158(1–3):71–83

Ritson P, Sochacki S (2003) Measurement and prediction of biomass and
carbon content of Pinus pinaster trees in farm forestry plantations,
south-western Australia. For Ecol Manag 175(1–3):103–117

Saint-Andre L, M'Bou AT, Mabiala A, Mouvondy W, Jourdan C,
Roupsard O, Deleporte P, Hamel O, Nouvellon Y (2005) Age-
related equations for above- and below-ground biomass of a
Eucalyptus hybrid in Congo. For Ecol Manag 205(1–3):199–
214

Schmitt MDC, Grigal DF (1981) Generalized Biomass Estimation
Equations for Betula-Papyrifera Marsh. Can J For Res 11(4):
837–840

Socha J, Wezyk P (2007) Allometric equations for estimating the
foliage biomass of Scots pine. Eur J For Res 126(2):263–270

Ter-Mikaelian MT, Korzukhin MD (1997) Biomass equations for
sixty-five North American tree species. For Ecol Manag 97:1–
24

Trichet P, Loustau D, Lambort C, Linder S (2008) Manipulating
nutrient and water availability in a maritime pine plantation:
effects on growth, production, and biomass allocation at canopy
closure. Ann For Sci 65(8):814

Vallet P, Dhote J-F, Moguedec GL, Ravart M, Pignard G (2006)
Development of total aboveground volume equations for seven
important forest tree species in France. For Ecol Manag 229(1–
3):98–110

Wang CK (2006) Biomass allometric equations for 10 co-occurring
tree species in Chinese temperate forests. For Ecol Manag 222
(1–3):9–16

Zianis D, Mencuccini M (2003) Aboveground biomass relationships
for beech (Fagus moesiaca Cz.) trees in Vermio Mountain,
Northern Greece, and generalised equations for Fagus sp. Ann
For Sci 60(5):439–448

Zianis D, Muukkonen P, Mäkipää R, Mencuccini M (2005) Biomass
and stem volume equations for tree species in Europe. Silva Fenn
Monogr 4:2–63

452 O. Shaiek et al.


	Generalized biomass equations for the main aboveground biomass components of maritime pine across contrasting environments
	Abstract
	Abstract
	Abstract
	Abstract
	Introduction
	Material and methods
	Sites
	Biomass and tree measurements

	Models
	Results
	Discussion
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 1.30
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 1.30
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 600
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e5c4f5e55663e793a3001901a8fc775355b5090ae4ef653d190014ee553ca901a8fc756e072797f5153d15e03300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc87a25e55986f793a3001901a904e96fb5b5090f54ef650b390014ee553ca57287db2969b7db28def4e0a767c5e03300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020d654ba740020d45cc2dc002c0020c804c7900020ba54c77c002c0020c778d130b137c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor weergave op een beeldscherm, e-mail en internet. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents best suited for on-screen display, e-mail, and the Internet.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <FEFF004a006f0062006f007000740069006f006e007300200066006f00720020004100630072006f006200610074002000440069007300740069006c006c0065007200200037000d00500072006f006400750063006500730020005000440046002000660069006c0065007300200077006800690063006800200061007200650020007500730065006400200066006f00720020006f006e006c0069006e0065002e000d0028006300290020003200300031003000200053007000720069006e006700650072002d005600650072006c0061006700200047006d006200480020>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToRGB
      /DestinationProfileName (sRGB IEC61966-2.1)
      /DestinationProfileSelector /UseName
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing false
      /UntaggedCMYKHandling /UseDocumentProfile
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


