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Abstract
• Studies on wood density variations are necessary for estimating the forest carbon pool. Further,
they can help predict the technological properties of wooden end-products. While there have been
frequent reports on the relationships between wood density, cambial age, and ring width, there is
little information about the historical trend in wood density for the last century, particularly in the
context of global climate change.
• In this study, different sources of variations in mean ring density (site, tree, ring age, ring width,
and calendar date) were studied using an original sampling design. A total of 105 Norway spruce
(Picea abies Karst.) trees were sampled in north-eastern France, from thirteen sites with trees of
different ages growing at the same site and in similar conditions. X-ray densitometry measurements
were performed on samples taken at breast height. The chronology of the mean ring density over the
20th century was estimated by using a statistical modelling approach based on linear mixed-effects
models after accounting for the effect on the mean ring density introduced by different ring widths,
cambial ages, sites, and trees.
• The mean ring density of Norway spruce was seen to decrease by about 18 kg m−3 relative to the
year 1900. The chronology showed no evolution between 1900 and 1950, a steep decline from 1950
to 1980 (reaching a maximum decrease of 30 kg m−3), followed by an increase from 1980 to 2000.
• The observed decrease was consistent with the results of previous works and supports the hypoth-
esis that this could indicate a global trend and that this trend is independent of the wood structure.
Moreover, high inter-annual density variations were found. In future studies, the influence of climate
on the wood density and within-ring properties must be clarified to identify the anatomic causes for
wood density variations.

1. INTRODUCTION

There is an increasing interest to better estimate the amount
of carbon sequestrated by forests. The contribution of the
aboveground component can be assessed from tree volume
and wood density as well as their variations in space and time.
There is widespread evidence that forest productivity has in-
creased in the last few decades in Europe (Spiecker et al.,
1996) as a consequence of global climatic change (Kahle et al.,
2008). Studies on carbon sequestration usually consider spe-
cific wood density to be constant (De Vries et al., 2006), and
thus, there is little information about its possible long-term
variations (Briffa et al., 1998; Bergès et al., 2000).

* Corresponding author: leban@nancy.inra.fr

Mean ring density is known to vary according to (i) the
genetic provenance (Hannrup et al., 2004; Rozenberg et al.,
2001); (ii) tree age and growth intensity (Bouriaud et al., 2004;
Jyske et al., 2008) (the effect of cambial age –ring number
counted from the pith– is strong and conspicuous among tree
species, while that of ring width depends on wood structure,
Zobel and Van Buijtenen, 1989); and (iii) environmental con-
ditions such as local climate (Briffa et al., 2002) and site fertil-
ity conditions (St-Germain and Krause, 2008). This has two
implications: first, historical variations in mean density are
plausible in the context of global climatic change; second, de-
tecting these variations requires controlling all other sources
of variation.

Investigations reporting long-term trends with growth-rate
and cambial-age effects filtered out are insufficient for de-
termining historical variations. An exception is provided by
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Figure 1. Geographical positions of the 13 sites sampled.

Bergès et al. (2000) for the case of sessile oak (Quercus pe-
traea Liebl.) in a temperate climate. Whereas a long-term ra-
dial growth increase was reported, a decrease in wood density,
assessed after allowing for changes in ring width and cambial
age, was also evidenced. Given that the ring structure in sessile
oak shows light earlywood and denser latewood, larger rings
should imply higher ring density. The control of ring width
thus revealed a downshift in the growth-density relationship.
However, Bergès et al. assessed the abovementioned changes
at a low temporal resolution (four values for one century) and
without accounting for site variations. Decreases in maximum
latewood density, corrected for the effect of cambial age only,
were also found in conifers growing at a medium elevation in
North America (Conkey, 1988) and all over the boreal tree-
line (Briffa et al., 1998). Despite methodological differences,
the reported decreases in wood density show some common
features, and this may raise some concern about both forest
carbon sequestration and wood properties.

Norway spruce is an important coniferous species in the Eu-
ropean forest resource. Therefore, it is essential that an analy-
sis of its historical wood density variations is carried out. The
objective of this study was to determine whether the mean
ring density of Norway spruce growing in temperate condi-
tions has followed the aforementioned negative trend. Spruce
wood density is known to decrease with ring width (Olesen,
1976). As there has been an increase in the radial growth of
Norway spruce in north-eastern France (Badeau et al., 1996),
a decrease in wood density was expected. The specific objec-
tives of this study were therefore (i) to account for variations in
mean ring density that could be attributed to different growth
rates, cambial ages, sites, and trees; and (ii) to check whether
there exists a residual historical trend for wood density after
accounting for the effects on mean ring density introduced by
different growth rates, cambial ages, sites and trees, and to de-
pict its chronology over the last century. In order to accurately
separate the individual effects of cambial age and calendar date
on the mean ring density, we propose an original method based

on the paired-plots sampling design (Bontemps et al., 2009)
and a combined statistical modelling approach.

2. MATERIALS AND METHODS

2.1. Sampling

The paired-plots sampling method (Bontemps et al., 2009) was
used in order to detect a long-term change in the mean ring density of
Norway spruce. Stands with sufficiently different ages were selected
in each site according to this sampling scheme. This allowed us to
compare the density of rings of identical cambial ages formed dur-
ing different calendar years in the same site fertility conditions, and
therefore to discriminate the effects of cambial age and date.

We sampled 13 sites in the Lorraine region of North-eastern
France (France, Fig. 1), as this area represents an important part of
the French forest resource in Norway spruce (Picea abies Karst. L.)
(Seynave et al., 2005).

Sites were located in even-aged stands planted in State forests at
various altitudinal positions (230 to 1 000 m a.s.l.). Different fertility
classes assessed from soil organic layers and topographic situations
were sampled.

While two stands per site were initially targeted, a majority of sites
offered the opportunity to sample stands of three distinct ages, and
thus to further reduce the correlation between age and calendar year.
In total, 35 stands were sampled from thirteen sites. The analysis was
restricted to dominant trees, as they correspond to the potential trees
of the final harvest and are of primary interest regarding wood prop-
erties. Following Duplat and Tran-Ha (1997), three dominant trees
were sampled per stand. In total, 105 trees were sampled. Tree ages
across the 35 stands showed a bimodal distribution, with a separa-
tion of around 80 y between the younger and older trees. For these
two classes, the mean values for ring width, mean ring density, and
cambial age are given in Table I and Figures 2 and 3.

2.2. Wood density measurements

For each tree, we sampled one disc at breast height. From
each disc, four radial strips were sawn for X-ray wood density

816p2



Decreasing trend and fluctuations in the mean ring density ... Ann. For. Sci. 67 (2010) 816

Table I. Site values of the mean ring density and cambial age.

Young trees Old trees
Site RW (mm) WD (kg.m−3) CA (years) Nb of rings RW (mm) WD (kg.m−3) CA (years) Nb of rings
1 3.96 (1.32) 409 (65) 23 154 2.95 (1.42) 488 (54) 47 235
2 4.55 (0.87) 426 (39) 24 191 2.62 (1.95) 473 (64) 54 276
3 4.12 (1.09) 449 (47) 20 135 2.64 (1.57) 499 (57) 54 277
4 4.97 (1.39) 419 (47) 15 45 3.64 (1.05) 460 (29) 28 125
5 3.31 (1.02) 427 (50) 20 75 2.77 (0.98) 476 (46) 46 229
6 5.44 (0.91) 391 (47) 20 144 2.94 (1.76) 440 (38) 48 240
7 4.10 (1.85) 417 (44) 29 395 3.50 (1.59) 404 (44) 46 155
8 3.59 (1.23) 395 (42) 28 123 3.07 (1.35) 400 (32) 51 261
9 4.10 (0.96) 411 (48) 26 183 2.63 (1.15) 501 (46) 59 310
10 4.63 (1.33) 384 (47) 22 194 2.75 (1.42) 455 (41) 55 272
11 4.85 (0.43) 376 (36) 22 165 1.26 (1.29) 503 (29) 127 363
12 4.45 (1.23) 411 (55) 29 114 3.24 (1.69) 417 (104) 48 244
13 4.26 (0.87) 372 (46) 21 81 2.15 (1.33) 421 (29) 72 357
Total 4.33 (1.25) 407 (60) 24 1999 2.65 (1.58) 459 (54) 61 3344

measurements. According to the methodology described by Polge
and Nicholls (1972), the strips were sawn at right angles to the fi-
bre direction following the delimited radii. The strips had a constant
thickness of 2 mm, and were conditioned to standard moisture con-
tent (ca. 12%). They were exposed for 4 h to X-ray radiation using
Kodak Industrex AA 400 film and standard electrical conditions (ac-
celerating tension = 7.5 kV; flux intensity = 12 mA), with the source
2 m away from the samples. The resulting radiographs of the sam-
ples and the plastic calibration wedge were digitized and analysed us-
ing specific image analysis software (Mothe et al., 1998, CERD soft-
ware) providing ring widths once ring limits are semi-automatically
located. X-ray density values must be calibrated with the gravimetric
wood density (Freyburger et al., 2009). The weight of each sample
was measured to the nearest 0.001 g and its volume was calculated
from the thickness and area of the samples.

Annual ring density and ring width series were cross-dated by vi-
sual superimposition. In the following, mean ring density refers to
mean ring density measured by the CERD software.

Average ring width and ring density were computed for each cam-
bial age over the four strips.

The first 7 rings of each tree (juvenile wood, Olesen, 1976) were
excluded so as to remove the strong negative cambial age effect on
mean ring density close to the pith. Altogether, 5 212 rings were pro-
cessed in this study.

2.3. Data analysis

The objective was to estimate the effect of calendar year on mean
ring density series, after allowing for the effects of different growth
rates, cambial ages, sites, and trees. Mixed-effects models efficiently
handle between-individual variations in longitudinal data and have
successfully been used for wood density analysis (Guilley et al.,
1999; Le Moguedec et al., 2002). Both site (Tab. I) and tree dif-
ferences (not shown) were detected in the data and included in the
model. Site and tree differences were considered as random varia-
tions around parameter average estimates and were assumed to be
Gaussian (Lindström and Bates, 1990).

We assumed a linear structure for the mean ring density model.
Hence, the total variation of mean ring density could be split into a

fixed predictive part, a random part associated with the site and tree
levels of the sampling design, and a residual part (Hervé, 1999).

Parameters were estimated by maximum likelihood (ML) using
the lme function from the nlme package (Pinheiro et al., 2009) of the
R software (version 2.9.2). Selection of the best model was based on
an analysis of the residuals, the Akaike information criterion (AIC),
and the likelihood ratio Chi-2 test (LRT) for nested models (Pinheiro
et al., 2009). All variables were corrected to zero mean in order to
adjust parameters more easily; with the exception of the intercept,
this operation did not change fixed parameters and random standard-
deviation estimates.

The first step of this modelling phase was to place emphasis on
the fixed part of the model. As depicted in Figure 3, the relationships
between mean ring density to cambial age and ring width were both
strong and curvilinear.

For each effect, the highest correlations with mean ring density
were obtained using the square root of cambial age (r = 0.48) and a
hyperbolic form of the ring width (r = −0.6), which were introduced
into the model (Eq. (1)).

Model fitting was initiated by adding random effects of tree and
site to the intercept alone. In order to avoid unnecessary duplication,
the names and meanings of model variables for indices are given after
equation (4). Equation (1) is as follows:

WDi jk = m + a · √CAi jk + b · 1

1 +
√

RWi jk

Fixed part

+ μ j Site
Random

+ μ′i j Tree
+ εi jk Residuals.

(1)

An analysis of the residuals suggested a remaining effect of cambial
age, which was taken into account by an additional linear effect of the
variable as shown in equation (2):

WDi jk = m + a ·CAi jk + b · √CAi jk + c · 1

1 +
√

RWi jk

+ μ j

+ μ′i j

+ εi jk.

(2)

An analysis of the relationship between ring width and mean ring
density for different cambial ages revealed that the relationship
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Figure 2. Mean ring density distributions for (a) the whole dataset, (c) older trees, and (e) younger trees, and ring width distributions for (b) the
whole dataset, (d) older trees, and (f) younger trees.

became weaker as the cambial age increased, showing that an inter-
action between cambial age and ring width was necessary (Eq. (3)):

WDi jk = m + a ·CAi jk + b · √CAi jk + c · 1

1 +
√

RWi jk

+ d · CAi jk

RWi jk

+ μ j

+ μ′i j

+ εi jk .
(3)

Once the fixed part was assessed, random-effect parameterisations of
variables in addition to pure between-site and between-tree variations
(accounting for intercept variations in the model) were investigated.
Given that our final objective was to detect an effect of calendar year,
between-tree variation in the effect of age was not tested as it was
likely to capture the historical trend. However, between-site variation
was tested (cambial age assumed to be the same across cohorts in a
single site). Variations in the effects due to ring width were investi-
gated in order to detect between-site and between-tree variations. No
random effect was tested on the interaction between cambial age and
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Figure 3. Mean ring density plotted against (a) cambial age and
(b) ring width.

ring width. Following this procedure, the site and tree effects were
formulated as expressed in equation (4). The resulting model (M1) is
expressed as follows:

WDi jk = m + a · CAi jk + b · √CAi jk + c · 1

1 +
√

RWi jk

+ d · CAi jk

RWi jk

+ μ j + β j ·
√

CAi jk

+ μ′i j + γ
′
i j ·

1

1 +
√

RWi jk

+ εi jk

(4)
where WDi jk is the mean ring density of ring k in tree i at site j, CAi jk

is the cambial age, RWi jk the ring width, (m, a, b, c, d) are the param-
eters of the fixed part, (μ j, β j) are the random parameters associated
with the between-site variations, (μ′i j, γ

′
i j) are the random parameters

associated with the between-tree variations, and εi jk is the residual
term assumed to be Gaussian and independent of the random-effects
(Lindström and Bates, 1990).

The last modelling step focused on the detection of a historical
trend conditional upon the effects of growth rate and cambial age.
The general form of the model is therefore defined by equation (5):

WDi jk = f
(
CAi jk,RWi jk

)
+ g (t) (5)

where f (CAi jk, RWi jk) is the model expressed in equation (4) and g(t)
is the effect of calendar year. This effect was described with three
different time resolutions (centennial, decadal, annual), which are re-
spectively defined as follows.

(i) A linear function of date for detecting a long-term trend
(model M2)

g (t) = p · t (6)

where p is the date parameter and t is the expression of the date
modified in order to set 1900 as a reference date.

(ii) A cubic spline function of the date for detecting decadal varia-
tions along the time period covered (Bontemps et al., 2009). This
function is a continuous piecewise polynomial. Different node
intervals were tested (10, 20, and 30 years). Using AIC com-
parisons, a significantly better fit was obtained with a 20-years
internode (model M3):

g (t) = d1 · t + d2 · t2 + d3 · t3

+

4∑

i=1

pi · [max (0, t − 20 · i)]3 + pm · [min (0, t)]3 (7)

where t is the expression of the date modified in order to set 1900
as a reference date, and (d1, d2, d3, pi, pm) are the spline param-
eters to be estimated.

(iii) An annual effect of the date treated as a factor (model M4), so that
one average variation of the mean ring density per year was esti-
mated. This allowed us to characterize year-to-year variations.

For each model, we computed the decomposition of variation using
the methodology developed in Hervé (1999).

In order to quantify the importance of the mean ring density trend
detected (conditional upon the effects of variability in ring width,
cambial age, tree, and site), the detected trend was compared to the
raw ring density variation over the sample and the variation that
would result solely from growth rate change, as estimated from the
model. We first selected all rings with a cambial age below 40 years
in order to have comparable mean cambial ages for older and young
trees, and then calculated differences in mean ring density and mean
ring width between young and old trees. The calculated difference in
mean ring width represented the shift in radial growth over the cen-
tury and was used to predict (Eq. (4)) the partial wood density dif-
ference attributable to changes in growth rate, all other things being
equal. We therefore obtained three values of wood density change: a
raw ring density change, a ring density change attributed to the shift
in ring width, and the historical shift remaining when controlling for
all effects.

3. RESULTS

3.1. Relationships of mean ring density to cambial age
and ring width

Overall, the average ring density was 439.5 kg m−3 with a
standard deviation of 62.7 kg m−3, i.e. a coefficient of variation
of 14% (Fig. 2). The corresponding figures for ring width were
3.3 mm, 1.6 mm, and 48%, respectively. The breakdown is
given in Table I.

3.2. Modelling the effects of age and ring width on mean
ring density

Table II shows the main features of model M1. As expected,
all parameters except the intercept were found to be significant
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Table II. Statistics of mixed-effects linear models. Figures in brackets are standard deviations of parameters.

m a b c d σsite(μ j) σsite(β j) σtree(μ′i j) σtree(γ′i j) AIC
M1 –5.24 (5.9) –1.09 (0.12) 23.21** (1.94) 464.5** (28.7) –0.35** (0.06) 17.94 4.36 30.45 228.2 50 248
M2 10.19◦ (9.68) –0.93** (0.14) 23.18** (1.94) 459.1** (28.8) –0.32** (0.06) 19.98 4.33 29.2 227.8 50 246
M3 14.95◦ (11.34) –0.55** (0.15) 18.53** (2.02) 415** (29.9) –0.35** (0.06) 19.4 4.4 30.42 240.3 50 042
M4 13.88◦ (13.02) –0.55** (0.14) 18.66** (1.91) 424** (28.4) –0.28** (0.05) 19.7 4.35 30.21 226.3 49 116

◦ p-value > 0.05;
** p-value < 0.001. M1: model without computation of the date. M2: model with an integration of a linear form of the date. M3: model with an
integration of a decadal scale form of the date. M4: model with an integration of a factorial form of the date.
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Figure 4. Residuals of model M1 plotted against (a) cambial age and
(b) ring width.

since the variables were centred around a zero mean. Random
variations indicated the variability of parameters according to
site and tree. For the particular case of the intercept, the stan-
dard deviation associated with tree was twice as high as that
associated with site. This indicated that the between-tree vari-
ability was higher than between-site variability in the sample.

As shown in Figure 4, the distribution of residuals was sat-
isfactory.

The effects of ring width and cambial age were thus con-
sidered accurately represented. A hyperbolic function of ring
width and its associated positive parameter were consistent
with the decrease in the mean ring density with the ring width.
Parameters associated with the effect of cambial age showed a
sharp increase in mean ring density near the pith, which then
became more gradual.

Table III. Contribution of fixed effects and random tree effects to
total variation in mean ring density, expressed as a percentage of the
cumulative variance terms for the four models estimated (see text for
description of models).

M1 M2 M3 M4
Fixed effects 33.5 37.6 38.9 45.7

Site random effects
Site only 9.1 10.5 9.7 9.6

Site × variables 3.1 3.0 2.9 2.6
Sum of site random effects 12.2 13.5 12.6 12.2

Tree random effects
Tree only 26.3 22.9 23.7 22.4

Tree × variables 5.4 5.1 5.4 4.6
Sum of tree random effects 31.7 28.0 29.1 27

Sum of random effects 43.9 41.5 41.7 39.2
Residual variance 22.6 20.9 19.4 15.1

The fixed part of model M1 explained 33.5% of the varia-
tion in mean ring density (Tab. III). The total random variation
due to the tree and the site represented 43.9% of the total vari-
ation. This random part was mainly located at the tree level
(31.7%) and was linked to the variation in the intercept. The
remaining random variation came from variation in the inter-
cept according to site, while the between-tree and between-
site variations of cambial age and ring width parameters re-
mained weak. The residual variation remained high (22.6%),
and an analysis of variance (data not shown) revealed that the
year-to-year variation observed in the residuals was significant
(p-value < 0.0001).

3.3. Historical changes in mean ring density

Results for models M2 to M4 including an effect of calendar
year are shown in Table II. Regardless of model, all parameters
of the fixed part were stable, with a slight difference between
models M3 and M4 in the parameter associated with cambial
age. Moreover, the standard errors for the parameters of the
fixed part and the standard deviations for both random parts
were also constant.

The year-to-year effect of date was highly significant
(1 132 point difference in AIC) as compared to the linear trend
(LRT p-value < 0.0001). Decomposition of the variation also
showed that the contribution of the fixed part of the model
(Tab. III) increased from M1 to M4. The fixed part represented
around 33% of the variation for M1 and nearly 45% for M4,
consistent with variations in the AIC. There was no change
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Figure 5. Long-term trend, decadal fluctuations, and inter-annual
variations in mean ring density throughout the twentieth century.

in the importance of the random effect of site. In contrast, the
variability associated with the total random effect of tree de-
creased by 5% from M1 to M4. The inclusion of a factorial
function of year in the fixed part of the model strongly dimin-
ished the residual variability.

Historical trends in the mean ring density at different time
resolutions are displayed in Figure 5. First, there was an av-
erage decrease in the mean ring density of up to 18 kg m−3,
corresponding to 5% of the mean ring density. However, this
date effect was weak (p-value= 0.0348). The polynomial form
showed that the effect of calendar year was somewhat constant
in the first part of the twentieth century. In the second part,
there was a steep decline in the mean ring density of more
than 30 kg m−3 with an increase at the end of the century. The
factorial effect of date followed the polynomial form: there
was no visible effect until 1960, after which there was a steep
decrease in mean ring density. Moreover, there was very high
year-to-year variability. From one year to the next, the mean
ring density varied by up to 60 kg m−3, reflecting the high stan-
dard deviation of the mean ring density in our data. From the
different forms of the date effect introduced in models M2 to
M4, we concluded that during the twentieth century, the mean
ring density was not constant but decreased by 5% during this
period.

A direct comparison of the average ring density between
young and old trees revealed a decrease of 52 kg m−3, which
was higher than the evolution found in the previous model M2.
As the average ring width increased by 1.68 mm (from
2.65 mm for old trees to 4.33 mm for young trees), the par-
tial prediction of model M1 based on this difference corre-
sponded to a decrease in the mean ring density of 32 kg m−3.
The trend estimated with model M2 displayed a diminution of
18 kg m−3, all other things being equal. The reduction in the
mean ring density observed when comparing young and old
trees therefore had two origins: an increase in the ring width
and an additional even reduction with ring width and cambial
age held constant.

4. DISCUSSION

4.1. Determinants of mean ring density in Norway
spruce

The relationship between ring width and density was strong
and negative, as has already been reported in previous stud-
ies on Norway spruce (Mäkinen et al., 2007; Molteberg and
Hoibo, 2007). Earlywood has a larger lumen and thinner cell
walls than latewood (Decoux et al., 2004), an increase in ring
width leads to a smaller proportion of latewood (Mäkinen
et al., 2002) and accounts for the observed density relation-
ship.

We also found a positive relationship between mean ring
density and cambial age. This is consistent with previous stud-
ies on Norway spruce (Cao et al., 2008; Pape, 1999). For most
tree species, there is a general decrease in the ring width with
cambial age in mature wood (Gutierrez Oliva et al., 2006;
Pape, 1999). Given the negative relationship between ring
width and wood density, the observed effect of cambial age
may thus be a consequence of the decrease in ring width with
cambial age. However, in accordance with our results, models
expressing wood density as a function of both ring width and
cambial age in Picea abies show a significantly positive and
direct effect of cambial age (Ikonen et al., 2008; Wilhelmsson
et al., 2002). One interpretation of this effect is based on the
increasing proportion of latewood with cambial age (Mäkinen
et al., 2007). In addition, an increase in cambial age leads to
greater cell wall thickness and a larger cross-sectional area of
the cell (Lundgren, 2004a).

In addition to these effects, between-tree and between-site
variations were also evident (Tab. III). Variation among indi-
vidual trees is well documented (Zobel and Buijtenen, 1989),
and the present range of variation for mean ring density is con-
sistent with this observation: it accounted for 20 to 25% of the
total variation in wood density across our sample. This is usu-
ally interpreted as an effect of genetic variation (Gerendiain
et al. 2007; Hannrup et al. 2004; Rozenberg et al., 2001). How-
ever, information on genetic origin is lacking in our sample.
Site variation amounted to 10% of the total variation (Tab. III),
and also affected the relationship between cambial age and
mean ring density, in agreement with a study by Raiskila et al.
(2006).

4.2. Historical trends in mean ring density

The relationships of mean ring density to cambial age and
ring width are usually assumed to be constant with time. How-
ever, we hypothesized that these relations may have been mod-
ified in the changing global climate. These modifications may
thus result in a historical trend, a prediction which was tested
in the modelling phase.

We found a moderate but significant decrease of the mean
ring density throughout the twentieth century, totalling 18 kg
m−3 (5%). This range is consistent with that found in a previ-
ous study on oak (Bergès et al., 2000).
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Conkey (1988) and Briffa et al. (1998) assessed the trend in
conifer species. However, they did not take the effect of ring
width on wood density into account, which could have led to
a bias in their results. By controlling for the growth rate, we
found a less pronounced decline closer to the estimate reported
by Bergès et al. (2000). We hypothesize that this decrease may
be quite general since for trees it has been assessed for diverse
wood structures and in different growth conditions around the
world.

A 70% increase in radial growth was found when compar-
ing young and old trees (Tab. IV), consistent with a previ-
ous study on Norway spruce in the Vosges mountains (Badeau
et al., 1996). According to the relation between mean ring den-
sity and ring width (Mäkinen et al., 2007), this corresponded to
a decrease of 32 kg m−3. We conclude that the mean ring den-
sity has decreased throughout the twentieth century because
of two phenomena: an effect of the increase in ring width (and
changes in ring textures) and an historical trend which was
highlighted by keeping all other sources of variation constant.
An increase in radial growth coupled with a decrease in mean
ring density was also found in oak in the same proportion by
Bergès et al. (2000). However, as the structure of oak wood
is different from Norway spruce, the total effect on mean ring
density in this previous study is a combined consequence of
the radial growth increase and a pure effect of the calendar
year. Moreover, in our study, the historical variation in mean
ring density is similar in magnitude to the effect of site varia-
tions across the sample (assessed from the random site effect
in Tab. II).

Our modelling approach allowed us to extract evidence of
decadal and annual variations in mean ring density. Three
chronological periods can be identified: (i) from 1900 to 1950,
when ring density decreased slowly; (ii) from 1950 to 1980,
when a steep decrease in the ring density occurred reach-
ing a ring density reduction of 30 kg m−3 relative to 1900;
and (iii) from 1980 to 2000, when a final increase occurred
from –30 kg in 1980 up to –15 kg m−3 reached in 2000.
This pattern is remarkably similar for different species (Bergès
et al., 2000), locations, and environments (Briffa et al., 1998;
Conkey, 1988), and supports the hypothesis of a widespread
phenomenon in trees. However, a major difference in our study
is that we were able to produce a chronology and to estimate
the date effect up to the end of the century after allowing for
the differences in the cambial age, ring width, site, and trees.

Bergès et al. (2000) suggested that the decrease in wood
density could have been a manifestation of the heartwood for-
mation process. The border between heartwood and sapwood
in Norway spruce is not characterized by a natural change in
colour (Longuetaud et al., 2006) and the content of extractives
in Norway spruce is low. It could be regarded as negligible
contributors of wood density and the extractives removal could
thus be neglected (Jaakkola et al. 2005). Differences in wood
density occur mainly for fresh wood (Karenlampi and Riekki-
nen, 2003) and wood density does not vary at low moisture
content (Taylor et al., 2002). Moreover, chronologies show
that the trend is neither linear nor monotonous, and is thus
in conflict with the heartwood formation process.

The chronology at an annual resolution (Fig. 5) was char-
acterized by high year-to-year variability (standard deviation
of around 20 kg m−3). Annual variations in ring density are
known to be mainly explained by variations in environmental
factors such as temperature (Fritts, 1976).

4.3. The potential role of environmental factors

The effect of an increase in carbon dioxide on wood struc-
ture is poorly documented, and the available results appear
to be contradictory in Norway spruce. Hattenschwiler et al.
(1996) reported an 8% increase in earlywood density under
elevated CO2 concentrations for spruce seedlings. Similar in-
creases of 4.8 and 2% in earlywood and latewood densities,
respectively, were also obtained by Kostiainen et al. (2004) by
doubling the CO2 concentration under natural growing condi-
tions in a mature plantation. However, Kostiainen et al. (2009)
also found a 9% decrease in the latewood density by doubling
the CO2 concentration, together with anatomical variations in
the whole ring – a decrease in cell wall thickness and increase
in tracheid diameter. The latter result is consistent with a re-
port by Kilpelainen et al. (2005) on Scots pine. There was no
apparent relationship between the reported mean ring density
chronology and the centennial increase in CO2 (IPCC, 2007).

The reported effects of precipitation on wood density have
varied in sign among studies (Gagen et al., 2006; Jyske et al.,
2010; Yasue et al., 2000). Moreover, precipitation did not vary
significantly during the last century (Moisselin et al., 2002).
The role of precipitation is thus unclear.

Dendrochronological studies usually show a strong posi-
tive effect of temperature on wood density in Norway spruce
(Wang et al., 2002; Wimmer and Grabner, 2000). The re-
ported 1950–1980s decrease in ring density thus appears to
be in conflict with the temperature stability during this pe-
riod (Moisselin et al., 2002). Our observations are therefore
consistent with the sensitivity loss of the mean ring density
to temperature, which was pointed out by Conkey (1988) and
confirmed by Briffa et al. (1998). However, a recent increase
in mean ring density during a period of unusual warming
(Moisselin et al., 2002) is also reported. To our knowledge,
such an increase has not been found previously for mean ring
density. As a particular result of the present study, we thus
postulate a recent recovery in the temperature sensitivity of
the mean ring density. This suggests a role for transient envi-
ronmental influences during the period of divergence between
wood density and temperature (Briffa et al., 1998; Conkey,
1988).

The deposition of nitrogen on the Earth’s surface has
strongly increased in the second half of the twentieth century
(Blake et al., 1999; Hastings et al., 2009), resulting in the eu-
trophication of most ecosystems (Vitousek et al., 2000). The
effect of nitrogen availability on wood density has been re-
ported as being negative based on fertilization experiments.
In the study by Mäkinen et al. (2002), the observed decrease
may be a consequence of the growth increase which was
also reported. However, Lundgren (2004b) also found a de-
crease in wood density of 30 kg m−3 while controlling for
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both ring width and cambial age. Lower wall thickness and
higher cell diameter were observed in support of the obser-
vation (Lundgren, 2004a). Therefore, the nitrogen hypothesis
may be compatible – in both the sign and timing – with the
decrease in mean ring density reported here. It may also ac-
count for the previously reported loss in temperature sensitiv-
ity (Conkey, 1988).

5. CONCLUSION

The mean ring density of Norway spruce has declined dur-
ing the twentieth century. This decrease has two origins: (i) an
increase in radial growth and (ii) a further decrease in ring den-
sity after allowing for changes in the effects of ring width and
cambial age as well as between-site and between-tree varia-
tions. This trend in the mean ring density is not linear, but
shows both increases and decreases with a steep decrease in
the second part of the century ending with a slight increase in
the last 20 years. These trends in mean ring density show some
consistency with the evolution of nitrogen deposition and are
partially in accordance with the change of temperature. This is
particularly noticeable in the last decades of the twentieth cen-
tury and is consistent with the unprecedented global climatic
change.

As our measurements permit analyses of within-ring den-
sity variations, the next step will be to separately analyse the
wood density variations of earlywood and latewood. As late-
wood is known to be the most sensitive to environmental vari-
ations, the goal will be to investigate the relationships between
environmental variables and latewood density throughout the
last century.

Acknowledgements: The PhD grant of the first author was funded
partly by the DGER (Direction Générale de l’Enseignement et de la
Recherche) from the French Ministry of Agriculture and partly by
the Lorraine region (France). We thank the French National Forest
Service (ONF) for providing financial support through the Modelfor
project. And we also gratefully thank the two anonymous review-
ers for detailed and useful comments on an earlier version of the
manuscript.

REFERENCES

Badeau V., Becker M., Bert D., Dupouey J.-L., Lebourgeois F., and Picard
J.-F., 1996. Long-term growth trends of trees: ten years of den-
drochronological studies in France. In: Spiecker H., Mielikaïnen K.,
Köhl M., Skovsgaard J. (Eds.), Growth Trends in European Forests.
Studies from 12 Countries, European Forest Institute Research
Report 5, Springer, Berlin, Heidelberg, New York, 372: 167–181.

Bontemps J.D., Herve J.C., and Dhote J.F., 2009. Long-term changes in
forest productivity: a consistent assessment in even-aged stands. For.
Sci. 55: 549–564.

Bergès L., Dupouey J.-L., and Franc A., 2000. Long-term changes in
wood density and radial growth of Quercus petraea Liebl. in northern
France since the middle of the nineteenth century. Trees 14: 398–408.

Blake L., Goulding K.W.T., Mott C.J.B., and Johnston A.E., 1999.
Changes in soil chemistry accompanying acidification over more
than 100 years under woodland and grass at Rothamsted
Experimental Station, UK. Eur. J. Soil Sci. 50: 401–412.

Bouriaud O., Breda N., Le Moguedec G., and Nepveu G., 2004.
Modelling variability of wood density in beech as affected by ring
age, radial growth and climate. Trees 18: 264–276.

Briffa K.R., Schweingruber F.H., Jones P.D., Osborn T.J., Shiyatov S.G.,
and Vaganov E.A., 1998. Reduced sensitivity of recent tree-growth
to temperature at high northern latitudes. Nature 391: 678–682.

Briffa K.R., Osborn T.J., Schweingruber F.H., Jones P.D., Shiyatov S.,
and Vaganov E.A., 2002. Tree-ring width and density data around
the Northern Hemisphere: Part 1, Local and regional climate signals.
Holocene 12: 737–757.

Cao T.J., Valsta L., Harkonen S., Saranpaa P., and Makela A., 2008.
Effects of thinning and fertilization on wood properties and economic
returns for Norway spruce. For. Ecol. Manag. 256: 1280–1289.

Conkey L.E., 1988. Decline in old-growth red spruce in Western Maine –
an analysis of wood density and climate. Can. J. For. Res. 18: 1063–
1068.

Decoux V., Varcin E., and Leban J.M., 2004. Relationships between the
intra-ring wood density assessed by X-ray densitometry and optical
anatomical measurements in conifers. Consequences for the cell wall
apparent density determination. Ann. For. Sci. 61: 251–262.

De Vries W., Reinds G.J., Gundersen P., and Sterba H., 2006. The impact
of nitrogen deposition on carbon sequestration in European forests
and forest soils. Glob. Change Biol. 12: 1151–1173.

Duplat P. and TranHa M., 1997. Modelling the dominant height growth
of sessile oak (Quercus petraea Liebl.) in France. Inter-regional vari-
ability and effect of the recent period (1959–1993). Ann. Sci. For. 54:
611–634.

Freyburger C., Longuetaud F., Mothe F., and Leban J.M., 2009.
Measuring wood density using X-ray computed tomography. Ann.
For. Sci. 66, 804.

Fritts H.C., 1976. Tree Rings and Climate. Academic Press, London.

Gagen M., McCarroll D., and Edouard J.L., 2006. Combining ring width,
density and stable carbon isotope proxies to enhance the climate sig-
nal in tree-rings: An example from the southern French Alps. Clim.
Change 78: 363–379.

Gerendiain A.Z., Peltola H., Pulkkinen P., Jaatinen R., Pappinen A., and
Kellomaki S., 2007. Differences in growth and wood property traits
in cloned Norway spruce (Picea abies). Can. J. For. Res. 37: 2600–
2611.

Guilley E., Hervé J.-C., Huber F., and Nepveu G., 1999. Modelling vari-
ability of within rings density components in Quercus petraea Liebl.
with mixed-effects models and simulating the influence of contrast-
ing silvicultures on wood density. Ann. For. Sci. 56: 449–458.

Gutierrez Oliva A., Baonza Merino V., Fernandez-Golfin Seco J.I., Conde
Garcia M., and Hermoso Prieto E., 2006. Effect of growth conditions
on wood density of Spanish Pinus nigra. Wood Sci. Technol. 40:
190–204.

Hannrup B., Cahalan C., Chantre G., Grabner M., Karlsson B., Le Bayon
I., Lloyd Jones G., Müller U., Pereira H., Rodrigues J.C., Rosner
S., Rozenberg P., Whilelmsson L., and Wimmer R., 2004. Genetic
parameters of growth and wood quality traits in Picea abies. Scan. J.
For. Res. 19: 14–29.

Hattenschwiler S., Schweingruber F.H., and Korner C., 1996. Tree ring
responses to elevated CO2 and increased N deposition in Picea abies.
Plant Cell Environ. 19: 1369–1378.

Hastings M.G., Jarvis J.C., and Steig E.J., 2009. Anthropogenic impacts
on nitrogen isotopes of ice-core nitrate. Science 324: 1288–1288.

Hervé J.C., 1999. Mixed-effects modelling of between-tree and within-
tree variations: application to wood basic density in the stem, In:
Leban J.-M., Hervé J.-C. (Eds.), FAIR CT96–1915. Product proper-
ties prediction – improved utilization in the forestry – wood chain
applied on spruce sawnwood, Sub-task 2.1, Final report, 67 p.,
pp. 25–42.

816p9



Ann. For. Sci. 67 (2010) 816 T. Franceschini et al.

Ikonen V.P., Peltola H., Wilhelmsson L., Kilpelainen A., Vaisanen H.,
Nuutinen T., and Kellomaki S., 2008. Modelling the distribution of
wood properties along the stems of Scots pine (Pinus sylvestris L.)
and Norway spruce (Picea abies (L.) Karst.) as affected by silvicul-
tural management. For. Ecol. Manage. 256: 1356–1371.

IPCC, 2007. Climate Change 2007. Synthesis report, 52.

Jaakkola T., Makinen H., and Saranpaa P., 2005. Wood density in Norway
spruce: changes with thinning intensity and tree age. Can J. For. Res.
35: 1767–1778.

Jyske T., Makinen H., and Saranpaa P., 2008. Wood density within
Norway spruce stems. Silva Fennica 42: 439–455.

Jyske T., Holtta T., Makinen H., Nojd P., Lumme, I., and Spiecker H.,
2010. The effect of artificially induced drought on radial increment
and wood properties of Norway spruce. Tree Physiol. 30: 103–115.

Kahle H.-P., Karjalainen, Schuck T.A., and Ågren G.I., 2008. Causes and
consequences of forest growth trends in Europe. Res. Rep. No. 21.
European Forest Institute, Joensuu, Finland, 261.

Karenlampi P.P. and Riekkinen M., 2003. Prediction of the heartwood
content of pine logs. Wood Fiber Sci. 35: 83–89.

Kilpelainen A., Peltola H., Ryyppo A., and Kellomaki S., 2005. Scots
pine responses to elevated temperature and carbon dioxide concen-
tration: growth and wood properties. Tree Physiol. 25: 75–83.

Kostiainen K., Kaakinen S., Saranpaa P., Sigurdsson B.D., Linder S., and
Vapaavuori E., 2004. Effect of elevated CO2 on stem wood properties
of mature Norway spruce grown at different soil nutrient availability.
Glob. Change Biol. 10: 1526–1538.

Kostiainen K., Kaakinen S., Saranpaa P., Sigurdsson B.D., Lundqvist
S.O., Linder S., and Vapaavuori E., 2009. Stem wood properties of
mature Norway spruce after 3 years of continuous exposure to ele-
vated CO2 and temperature. Glob. Change Biol. 15: 368–379.

Le Moguedec G., Dhote J.F., and Nepveu G., 2002. Choosing simplified
mixed models for simulations when data have a complex hierarchical
organization. An example with some basic properties in Sessile oak
wood (Quercus petraea Liebl.). Ann. For. Sci. 59: 847–855.

Lindström M.J., and Bates D.M. (1990). Nonlinear mixed effect models
for repeated measures data. Biometrics 46: 673–687.

Longuetaud F., Mothe F., Leban J.M., and Makela A., 2006. Picea abies
sapwood width: variations within and between trees. Scan. J. For.
Res. 21: 41–53.

Lundgren C., 2004a. Cell wall thickness and tangential and radial cell
diameter of fertilized and irrigated Norway spruce. Silva Fennica 38:
95–106.

Lundgren C., 2004b. Microfibril angle and density patterns of fertilized
and irrigated Norway spruce. Silva Fennica 38: 107–117.

Mäkinen H., Saranpää P., and Linder S., 2002. Wood density variation of
Norway spruce in relation to nutrient optimization and fibre dimen-
sions. Can. J. For. Res. 32: 185–194.

Mäkinen H., Jaakkola T., Piispanen R., and Saranpää P., 2007. Predicting
wood and tracheid properties of Norway spruce. For. Ecol. Manage.
241: 175–188.

Moisselin J.-M., Schneider M., Canellas C., and Mestre O., 2002.
Changements climatiques en France au XXe siècle, Étude de longues
séries de données homogénéisées françaises de précipitations et tem-
pératures. La Météorologie 38: 45–56.

Molteberg D. and Hoibo A., 2007. Modelling of wood density and fibre
dimensions in mature Norway spruce. Can. J. For. Res. 37: 1373–
1389.

Mothe F., Duchanois G., Zannier B., and Leban J.-M., 1998. Analyse
microdensitométrique appliqué au bois : une méthode de traitement
des données aboutissant à la description synthétique et homogène des
profils de cernes (programme CERD). Ann. Sci. For. 55: 301–315.

Olesen P.O., 1976. The interrelation between basic density and ring width
of Norway spruce. Forstlige Forsoegsvaesen i Danmark 34.

Pape R., 1999. Effects of thinning regime on the wood properties and
stem quality of Picea abies. Scan. J. For. Res. 14: 38–50.

Pinheiro J., Bates D., DebRoy S., Sarkar D., and the R Core team (2009).
nlme: Linear and Nonlinear Mixed Effects Models, R package ver-
sion 3.1-93.

Polge H. and Nicholls J.W.P., 1972. Quantitative radiography and the den-
sitometric analysis. Wood Sci. 5: 51–59.

Raiskila S., Saranpaa P., Fagerstedt K., Laakso T., Loija M., Mahlberg
R., Paajanen L., and Ritschkoff A.C., 2006. Growth rate and wood
properties of Norway spruce cutting clones on different sites. Silva
Fennica 40: 247–256.

Rozenberg P., Franc A., Bastien C., and Cahalan C., 2001. Improving
models of wood density by including genetic effects: a case study in
Douglas-fir. Ann. For. Sci. 58: 385–394.

Seynave I., Gegout J.C., Herve J.C., Dhote J.F., Drapier J., Bruno E., and
Dume G., 2005. Picea abies site index prediction by environmental
factors and understorey vegetation: a two-scale approach based on
survey databases. Can. J. For. Res. 35: 1669–1678.

St-Germain J.L. and Krause C., 2008. Latitudinal variation in tree-ring
and wood cell characteristics of Picea mariana across the continuous
boreal forest in Quebec. Can. J. For. Res. 38: 1397–1405.

Spiecker H., Mielikaïnen K., Köhl M., and Skovsgaard J., 1996. Growth
Trends in European Forests. Studies from 12 Countries, European
Forest Institute Research Report 5. Springer, Berlin, Heidelberg,
New York, 372.

Taylor A.M., Gartner B.L., and Morrell J.J., 2002. Heartwood formation
and natural durability – a review. Wood Fiber Sci. 34: 587–611.

Vitousek P.M., Aber J.D., Goodale C.L., and Aplet G.H., 2000. Global
change and wilderness science. USDA Forest Service Proceedings,
RMRS–P–15 (Rocky Mountains Research Station Proceedings 15
Wilderness), Science in a time of change. Conferences. Vol. 1:
Changing perspectives and future directions, 5–9.

Wang L., Payette S., and Begin Y., 2002. Relationships between anatom-
ical and densitometric characteristics of black spruce and summer
temperature at tree line in northern Quebec. Can. J. For. Res. 32:
477–486.

Wilhelmsson L., Arlinger J., Spangberg K., Lundqvist S.O., Grahn T.,
Hedenberg O., and Olsson L., 2002. Models for predicting wood
properties in stems of Picea abies and Pinus sylvestris in Sweden.
Scan. J. For. Res. 17: 330–350.

Wimmer R. and Grabner M., 2000. A comparison of tree-ring features in
Picea abies as correlated with climate. Iawa J. 21: 403–416.

Yasue K., Funada R., Kobayashi O., and Ohtani J., 2000. The effects
of tracheid dimensions on variations in maximum density of Picea
glehnii and relationships to climatic factors. Trees Struct. Funct. 14:
223–229.

Zobel B.J. and Van Buijtenen J.P., 1989. Wood variation: its causes and
control. Springer-Verlag, Berlin, Heidelberg, 363.

816p10


	Introduction
	Materials and methods
	Sampling
	Wood density measurements
	Data analysis

	Results
	Relationships of mean ring density to cambial age and ring width
	Modelling the effects of age and ring width on mean ring density 
	Historical changes in mean ring density 

	Discussion
	Determinants of mean ring density in Norway spruce
	Historical trends in mean ring density 
	The potential role of environmental factors

	Conclusion
	References

