Forest Ecology and Management 319 (2014) 36-43

=

mForest Ecology
and Management

Contents lists available at ScienceDirect

Forest Ecology and Management

journal homepage: www.elsevier.com/locate/foreco

Factors explaining variability in woody above-ground biomass
accumulation in restored tropical forest

@ CrossMark

Karen D. Holl **, Rakan A. Zahawi"

2 Environmental Studies Department, University of California, Santa Cruz, CA 95064, United States
b Las Cruces Biological Station, Organization for Tropical Studies, Apdo. 73-8257, San Vito, Costa Rica

ARTICLE INFO ABSTRACT

Article history:

Received 12 December 2013

Received in revised form 16 January 2014
Accepted 20 January 2014

Secondary forests comprise an increasing area of the tropics and play an important role in global carbon
cycling. We compare above-ground biomass accumulation of both planted and naturally regenerating
trees, as well as C in the top soil layer, in three restoration treatments replicated at 14, six to eight year
old restoration sites in southern Costa Rica. Restoration strategies include: control (no planting), planting
tree islands, and conventional, mixed-species tree plantations. We evaluate the importance of past land-
use, soil nutrients, understory cover, and surrounding forest cover in explaining variation in above-
ground biomass accumulation (ABA) rate across sites. Total ABA and planted tree ABA rate were highest
in plantations, intermediate in islands, and lowest in control treatments, whereas ABA rate of naturally
Costa Rica regenerating trees did not differ across treatments. Most ABA in plantations (89%) and islands (70%)
REDD+ was due to growth of planted trees. Soil carbon did not change significantly over the time period of
Soil C the study in any treatment. The majority of across-site variation in both total and planted tree ABA rate
Succession was explained by duration of prior pasture use. Tree growth in the first two years after planting explained
approximately two-thirds of the variation in ABA rate after 6-8 years. Soil nutrient concentrations
explained relatively little of the variation in planted or naturally recruiting ABA rate. Our results show
that planting trees substantially increases biomass accumulation during the first several years of forest
recovery in former agricultural lands and that past-land use has a strong effect on the rate of biomass
accumulation. Planting tree islands is a cost-effective strategy for increasing ABA and creating more het-
erogeneous habitat conditions than tree plantations. We recommend small scale planting trials to quickly
assess potential biomass accumulation and prioritize sites for ecosystem service payments for carbon
sequestration.
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1. Introduction

Secondary tropical forest cover is increasing rapidly in some re-
gions, particularly in hilly, montane landscapes that are considered
marginal for agriculture (Asner et al., 2009). This increase is due to
both natural regeneration and active reforestation and restoration
(Lamb, 2011; Aide et al., 2013). Given that tropical forest clearing
comprises at least 12% of carbon emissions (van der Werf et al.,
2009), there is an increasing focus on the role that forest recovery
may play in sequestering carbon as part of efforts to reduce emis-
sions from deforestation and forest degradation (REDD+, Edwards
et al., 2010; Elias and Lininger, 2010; Harvey et al., 2010). This
interest is clearly demonstrated by the large number of studies
that have monitored the amount of C sequestered in both above-
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ground biomass and soil carbon in both tropical forest plantations
and naturally regenerating tropical forests (Bonner et al., 2013;
Marin-Spiotta and Sharma, 2013; Martin et al., 2013).

Past studies show that the rate of above-ground biomass and
soil C accumulation are highly variable at global and regional
scales, which presents a challenge for predicting how much carbon
can be sequestered as part of REDD+ programs and prioritizing
areas to receive payments. Recent global scale meta-analyses indi-
cate that differences in biomass and soil C accumulation are best
explained by climate (primarily upland vs. lowland forests), total
rainfall, soil type, and often past land-use (Silver et al., 2000;
Paul et al., 2002; Cleveland et al., 2011; Bonner et al., 2013;
Marin-Spiotta and Sharma, 2013).

Even at a relatively local scale many studies have shown high
variability in tree growth, natural regeneration, and changes in soil
C after land abandonment (Sarmiento et al., 2005; Sierra et al.,
2007; Fonseca et al, 2012). Studies consistently show that
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above-ground biomass of both planted and naturally regenerating
trees increases over time with particularly high rates of accumula-
tion in the first 20 years post-abandonment (Silver et al., 2000;
Marin-Spiotta et al., 2008; Bonner et al., 2013), but factors that ex-
plain differences in accumulation rates across sites in the same re-
gion vary. Intensity and duration of past land-use most commonly
explain some of this variance (Uhl et al., 1988; Silver et al., 2000;
Steininger, 2000), but a few studies have shown no effect (Steinin-
ger, 2000; Letcher and Chazdon, 2009). Similarly, soil fertility ex-
plains differences in some cases (Carpenter et al., 2004a;
Lawrence, 2005; Pefia and Duque, 2013), but not in others
(Feldpausch et al., 2004; Holl et al., 2011). Rules of thumb for
predicting the variability in carbon sequestered across sites within
a region remain elusive, which is partly due to the lack of well-
replicated studies with data on baseline conditions.

An important question in designing strategies to enhance bio-
mass and carbon accumulation in former agricultural lands is the
relative effect of active restoration strategies, such as tree planting,
compared to leaving land to regenerate naturally (Holl and Aide,
2011). Although a number of individual studies show that above-
ground C accumulates faster in plantations than in natural regen-
erating sites (reviewed in Marin-Spiotta et al., 2008), a recent
meta-analysis comparing monoculture tree plantations to natural
regeneration sites across the tropics suggests that the effect of tree
planting on above-ground biomass accumulation is weak and de-
creases with forest age (Bonner et al., 2013). Bonner et al. (2013),
however, found few studies where natural regeneration and tree
planting were compared in the same system and did not have suf-
ficient studies of mixed-species tree planting to conduct a meta-
analysis. Moreover, most past studies of both above-ground and
soil C have relied on chronosequences rather than changes within
individual sites over time, which can be problematic as they as-
sume comparability of past land-use and other site conditions
(Chazdon et al., 2007; Walker et al., 2010), and have been shown
to overestimate biomass accumulation during the first several
years of succession (Feldpausch et al., 2007).

Most past studies of tropical forest restoration have focused on
tree planting using a mixture of native species. This commonly ap-
plied strategy accelerates forest recovery by encouraging animal
seed dispersal, reducing cover of light-demanding pasture grasses,
ameliorating microclimatic conditions, and enhancing nutrient
availability (Chazdon, 2008; Lamb, 2011). Planting large areas of
land with trees, however, can be costly (Lamb et al., 2005; Kanow-
ski et al., 2008), and result in more homogeneous abiotic condi-
tions than natural recovery (Holl et al, 2013). Moreover, the
planted species selected can strongly influence biomass accumula-
tion rates, nutrient cycling, and composition of naturally establish-
ing species (Cusack and Montagnini, 2004; Celentano et al., 2011),
particularly since fast-growing, low wood density species, includ-
ing some N-fixers, are often selected for restoration plantings
(Lamb, 2011).

Applied nucleation (i.e., planting trees in patches or islands)
comprises an alternative hybrid forest restoration strategy be-
tween passive and plantation-style restoration that is less homoge-
neous and resource intensive (Rey Benayas et al., 2008; Corbin and
Holl, 2012). This approach builds on observations that pioneer
shrubs and trees naturally establish patchily in abandoned agricul-
tural fields and facilitate the recruitment of other woody species
via enhanced seed dispersal and improved establishment condi-
tions (Yarranton and Morrison, 1974). The few experimental stud-
ies to date suggest that this strategy serves to enhance seed
dispersal and seedling establishment in the first few years after
planting (Robinson and Handel, 2000; Zahawi and Augspurger,
2006; Cole et al., 2010; Zahawi et al., 2013), but there have been
no comparisons of woody biomass accumulation with other resto-
ration strategies.

In this paper, we report on tree above-ground biomass accumu-
lation (ABA) rate and soil C changes over the first 6-8 years of a well-
replicated tropical forest restoration experiment. At each of 14 sites
spread across a 100 km? area in premontane forest in southern
Costa Rica, we established three restoration treatments: 1. Control
- natural regeneration only; 2. Island - applied nucleation with
six mixed-species tree islands; and 3. Plantation - planting the en-
tire plot with the same mix of tree species. From the outset of the
experiment we found highly variable rates of both planted tree
growth and natural regeneration (Holl et al.,, 2011; Zahawi et al.,
2013), and both the applied nucleation and plantation restoration
strategies enhanced seed dispersal and seedling establishment
compared to control plots (Cole et al., 2010; Zahawi et al., 2013).

Here we: (1) compare changes in both planted and naturally
regenerating ABA rate in the three restoration treatments, and
(2) investigate which factors best predict the variation across sites.
Our aim is to provide information on the most promising restora-
tion strategies and site prioritization criteria for enhancing ABA.
We also report changes in soil C, but place less of an emphasis
on this since past studies show that soil C changes tend to be small
over the first 10 years of reforestation compared to above-ground
changes (Paul et al., 2002) and generally do not show consistent
correlations with forest age or differences in plantations vs. natu-
rally regenerating lands (Marin-Spiotta and Sharma, 2013).

2. Methods
2.1. Study sites

We conducted this study at 14 sites separated by 0.7-8 km and
located near the town of Agua Buena (8°44/36"N, 82°58'04"W) and
the Las Cruces Biological Station (8°47'7”"N, 82°57'32"W) in Coto
Brus County, Costa Rica. Sites are in the tropical premontane rain
forest zone (Holdridge et al., 1971), range in elevation from 1060
to 1437 m asl (Table S1), and receive mean annual rainfall ranging
from 3 to 4 m with a dry season from December to March. Mean an-
nual temperature is ~21 °C. Most sites are steeply sloping (15-35°)
with a few on flatter terrain (5-10°). Sites span a range of aspects.
Soils are volcanic in origin, including a mix of Andisols and Ultisols.

All sites had been used for >20 years for a mixture of agricul-
ture (primarily coffee) and pasture although the length of usage
for different agricultural activities varied across sites. Most sites
were burned once or twice after clearing, but not thereafter. At
the initiation of the experiment, sites were dominated by a mixture
of pasture grasses (primarily Axonopus scoparius, Pennisetum pur-
pureum Schumach., and Urochloa brizantha (Hochst. Ex. A. Rich.)
R.D. Webster), forbs (mainly Asteraceae) and the fern Pteridium
arachnoideum (Kaulf.) Maxon.

We collected information about the types and lengths of past
land uses from landowners at the start of the study. We ranked
the sites according to time since clearing and years of use as pas-
ture, given that landowners could often only estimate dates to
within a couple of years (Table S1). Sites with values within three
years of each other were given the same ranking.

Like much of Central America, the landscape is a highly frag-
mented mosaic of mixed-use agricultural fields, pastures with
fence lines that include trees, and forest patches. Forest cover with-
in 500-m radius from the center of each plot was hand-digitized
from orthorectified 2005 aerial photographs and spans a range
from 9% to 89% (Cole et al., 2010).

2.2. Experimental layout

Each of the 14 sites were cleared of vegetation and divided into
three 50 x 50 m plots which were assigned to one of three
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treatments: control, island, or plantation (Holl et al., 2011). In plan-
tation and island treatments, four tree species were planted; these
included two timber species (Terminalia amazonia (J.F. Gmel.) Exell
(Combretaceae) and Vochysia guatemalensis Donn. Sm. (Vochysia-
ceae)), and two fast-growing species that form N-fixing mutual-
isms and are commonly planted in coffee plantations in the
region (Erythrina poeppigiana (Walp.) Skeels and Inga edulis Mart.
(Fabaceae). In the plantation treatment seedlings (20-30 cm tall)
were planted in rows with 2.8-m separation throughout the entire
plot (313 trees total). In the island treatment two small (5 trees),
medium (13 trees), and large (25 trees) islands each were planted
with a mixture of the four tree species at the same planting density
as in the plantations. Islands were arranged in two rows with the
order of island size randomized in each row. See Holl et al.
(2011), Zahawi et al. (2013) for further experimental design details.

All vegetation beside the planted trees was cleared in all three
treatments at ~3 month intervals using a machete or mechanical
trimmer for 2.5 years to allow seedlings to grow above existing
vegetation, after which sites were no longer managed. Sites were
set up over three years (2004-2006), due to the large-scale of the
study (6 sites planted in 2004, 5 in 2005, and 3 in 2006); but by
three years after planting there was no significant effect of planting
year on tree growth given the variability in growth rates across
sites (Holl et al., 2011).

2.3. Data collection

2.3.1. Planted trees

We measured initial seedling height to the nearest 0.5 cm, and
then recorded survival and height on an annual basis (June-July)
for 3 years. Thereafter, we measured survival annually and diame-
ter at breast height (DBH; 1.3 m) to the nearest 0.1 cm in alternat-
ing years. We recorded survival of all trees. We measured height
and DBH of all trees in island plots and approximately one third
of trees (randomly selected) in plantations to census an equal
number of trees across planting designs. We used 2012 data
(6-8 years after planting) for biomass calculations.

2.3.2. Natural recruitment

Naturally recruiting trees were sampled using a stratified layout
with sampling area scaled to the size and distribution of age clas-
ses. We recorded DBH of tree saplings (>1 and <5 cm DBH) in
2 x 4m quadrats (N =16 Plantation (Pl)/Control (Co), N=30 Is-
lands (Is)); small trees (=5 and <10 cm DBH) in 8 x 8 m quadrats
(N=4 Pl/Co, N =8 Is). Large trees (>10 cm DBH) were surveyed
in the interior 40 x 40 m plot area (5 m plot edge not sampled).
We estimated percent cover of grasses, forbs, and bare ground in
1 x1m quadrats (N=16 Pl/Co, N=30 I) using a modified
Braun-Blanquet cover-abundance scale: 0%, 1-5%, 5-10%,
10-25%, 25-50%, 50-75%, 75-95%, and 95-100% (Miiller-Dombois
and Ellenberg, 1974). The island treatment was sampled more
intensively to quantify potential differences in recruitment be-
tween island interior and exterior, and among island sizes (Zahawi
et al., 2013) but all measurements across treatments were stan-
dardized to a per hectare basis. When trees (either planted or nat-
urally recruited) had more than one stem at 1.3 m, we measured
the DBH of the three largest stems. We use tree recruitment data
from 2013 sampling (4.5-6.5 years since clearing in plots ceased),
and included herbaceous cover measurements from 6 to 7 mo after
clearing ceased as a potential variable explaining differences in
natural recruitment.

2.3.3. Soil

In August 2007 and July 2012 we collected 25, 2.5-cm diame-
ter x 15-cm deep soil cores across each plot. Cores were mixed,
air dried, passed through a 2-mm sieve. In both years, samples

were analyzed for pH, Mehlich III P, and major cations using Meh-
lich Il extractions following standard procedures at Brookside Lab-
oratories, New Bremen, OH (see www.blinc.com/worksheet_pdf/
SoilMethodologies.pdf and Gavlak et al., 2003 for details on proto-
cols). In 2007, percent C and N from the same samples were deter-
mined by Dumas combustion using a Carlo Erba 1108 elemental
analyzer at the University of California, Santa Cruz Stable Isotope
Laboratory. For 2012 samples, percent C and N were quantified
at Brookside Laboratories using an Elementar Vario EL Cube ele-
mental analyzer. In 2008, we collected five soil bulk density cores
(5-cm diameter x 10-cm deep) across each plot. Samples were
dried at 105 °C for >48 hr and weighed. We used soil %C and bulk
density to calculate the change in bulk soil C between 2007 and
2012. We focused sampling on the uppermost soil layer where past
work shows that C changes most rapidly (Guo and Gifford, 2002).

2.4. Statistical analyses

2.4.1. Biomass calculations

We calculated above-ground tree biomass accumulation (ABA)
for all trees >1 cm DBH using the equation for moist tropical for-
ests from Chave et al. (2005), based on the total rainfall and 3-4 mo
dry season in our study region.

ABAcy = p x exp(—1.499 + 2.148 In(D) + 0.207(In(D))?
—0.0281(In(D))?) (1)

D is the trunk diameter (in cm) and p is the wood specific gravity (in
g cm~3). We used the model without tree height, as including tree
height primarily improves models for large trees, where tree height
increases have slowed (Vieilledent et al., 2011), which is not an is-
sue in our early successional sites.

For common tree species in our plots (comprised > 1% of either
the planted tree or naturally recruiting biomass) for which there
were multiple published similar values in Central America in wood
density databases (Chave et al., 2006; Zanne et al., 2009), we aver-
aged published values. For common tree species where wood data
were not available from multiple sites in Central America, we col-
lected tree cores adjacent to our sites in July 2013; we calculated
wood density following the protocol of Chave (2005) and using
the water displacement method to measure volume (Table S2).
For tree species that comprised <1% of the naturally recruiting bio-
mass, we used published values for the species when available and
values for congeners in Central and South America when data were
not available for that species.

We summed the ABA measurements of individual trees within a
plot and converted values from the area sampled to per hectare
values. We divided all values for ABA and Asoil C by the number
of years between measurements to calculate ABA on a per year ba-
sis (hereafter “ABA rate”), because our measurement intervals var-
ied slightly according to when plots were initially set up and
specific data were collected. To convert from ABA to above-ground
AC for comparisons with other studies, we used a conversion factor
of 0.48, based on data for broad-leaved tree species (including two
that we planted) in the region (Arias et al., 2011); C values are
usually slightly below 0.50 for early successional vegetation
(Marin-Spiotta et al., 2008).

2.4.2. Treatment effects

All analyses were done using SAS 9.1.3 and we report means * 1
SD throughout. We inspected the distribution of the original data,
as well as the residuals of our various models for normality and
homogeneity of variance and some variables were arcsine square
root (percentages) or log transformed.

The experiment was set up as a randomized complete block
design with site as the blocking factor. We used a mixed-model
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ANOVA to analyze the effect of treatment (fixed factor) and site
(random factor) on planted tree, naturally recruiting tree, and total
ABA rate, as well as Asoil C. For planted tree ABA rate comparisons
we only included plantation and island treatments. The landowner
of one of our plots cleared all naturally recruiting vegetation after
planted tree measurements but before natural recruitment sam-
pling occurred in 2012 so that site was not included in natural
recruitment and total ABA rate analyses.

We calculated the Spearman rank correlation coefficient be-
tween above-ground and below-ground carbon, and among abiotic
variables. We used a t-test to determine whether Asoil C in each
treatment between 2007 and 2012 differed from 0. We also com-
pared soil nutrient concentrations across treatments using a ran-
domized complete block design.

2.4.3. Factors affecting variation across sites

We used stepwise regression with forward selection of vari-
ables to test the relative effects of treatment, soil nutrient concen-
trations (pH, Mehlich III P, total N, Mg, Ca, K, and percent base
saturation), bulk density, land-use (ranked by time since land
was originally cleared and duration of pasture use), understory
vegetation (percent grass cover, forb cover, and bare ground), ele-
vation, and percent surrounding forest cover at a 500-m radius on
the variation in tree ABA rate and Asoil C across sites. We used soil
nutrient values from early in our experiment (2007) to assess the
degree to which nutrient concentrations predicted tree growth.
We used the GLMSELECT procedure in SAS and report all variables
that entered the model at the P<0.05 level, as well as identify
those significant after approximate Bonferroni correction for mul-
tiple hypothesis tests (P < 0.0031). We checked for and did not find
any collinearity of variables that entered the models.

We calculated height change (height in year n - initial height)
through the third year at the plot level. We ran a regression with
mean Atree height after 1, 2, and 3 yr as the independent variable
and planted tree ABA rate over the 6-8 yr study period in island
and plantation treatments as the dependent variable to determine
the amount of variation explained by initial tree growth across
sites.

3. Results
3.1. Treatment effects

Total tree ABA rate was highest in plantations, intermediate in
islands and lowest in controls (Fig. 1, Table 1). Mean above-ground
C sequestration rate was Plantation (P1)=2.88 + 1.35 Mg ha ' yr !,

Island (Is)=1.57 £ 0.96, and Control (Co) = 0.40 * 0.46. Differences

9
s 1 Planted tree
— s Natural recruitment
7T
s
Y 6
£
2 4
g
34
3
< 21
0

Control Island Plantation

Fig. 1. Above-ground biomass accumulation in control, island and plantations
treatments. Values are means + 1 SD. N = 14 per treatment for planted tree biomass
and N =13 for natural recruitment and total biomass.

Table 1

ANOVA models of above-ground biomass accumulation (ABA) rate and Asoil C as a
function of restoration treatment: Control (Co), Island (Is), Plantation (Pl). Values with
the same letter are not significantly different using a Tukey’s test.

Variable Treatment
Df F p Co Is PI
Total above-ground ABA rate 224 463 <0.0001 a b ¢
Planted tree ABA rate 1.13  20.1 0.0006 -* a b
Planted tree ABA rate per tree 1.13 4.4 0.0552 -* a a
Natural tree recruit ABA rate 2.24 0.7 0.5160 a a a
Number of tree recruits >1 cm DBH  2.24 1.8 0.1892 a a a
Asoil C 2.26 1.5 02445 a a a

2 Planted tree ABA rate was not compared in control treatments since no trees
were planted.

in total ABA rate were driven by planted trees which accumulated
89%, 70%, and 0% of the annual above-ground woody biomass in
plantations, islands and controls respectively. ABA rate resulting
from planted trees was significantly higher in the plantation than
island treatments (Fig. 1, Table 1) which is to be expected given
that 3.6 times as many trees were planted in plantations. When
planted tree ABA rate was divided by the number of trees planted
in each treatment, however, per tree ABA rate was marginally
higher in islands (Is=6.8+5.5; Pl=4.0222kg tree ' year !;
Table 1). The range in planted tree ABA rate was large: plantations
(1.04-9.36 Mgha~!'yr!) and islands (0.23-7.03Mgha'yr ).
Over half of the planted tree ABA rate resulted from I edulis
(52.0%) and a quarter from V. guatemalensis (25.2%); E. poeppigiana
(12.6%) and T. amazonia (10.1%) contributed lesser amounts.

Similarly, ABA rate of natural recruits was highly variable: con-
trol (0.10-3.70 Mg ha~' yr 1), island (0.01-1.89 Mg ha~! yr 1), and
plantation (0.05-5.08 Mg ha~! yr~!). Overall, neither ABA rate of
natural recruits nor number of recruits >1 cm DBH was signifi-
cantly different across treatments (Fig. 1, Table 1). The same result
was found after excluding two outliers: one control plot had an
ABA rate of 3.70 Mg ha~! yr~! (next highest was 1.19) and 70% of
all recorded control recruits; and at a different site, a plantation
plot had 5.08 Mgha'yr~! (next highest 1.28) and 63% of the
trees >10 cm DBH recorded in plantations. Between 2010 and
2012 (6-8 years after planting), the latter plot had high mortality
of the planted species I. edulis with dying trees showing symptoms
of a fungal infection; only 16% of I. edulis trees survived by 2012, as
compared to an average of 88% survival across the other plots.

Forty-two species of tree seedlings of >1 cm DBH were recorded
in plots, yet just 9 species contributed 92% of naturally recruiting
ABA rate (Table S2). Heliocarpus appendiculatus constituted 50%;
two species of Cecropia, two species in the Melastomataceae
(Conostegia xalapensis and Miconia theizans), and Lippia
myriocephala each made up 5-10%.

ASoil Cin the top 15 cm did not vary across treatments (Table 1)
and did not increase or decrease significantly between 2007 and
2012 (t<15 and P>0.15 for all treatments; Co:
—0.94+236Mgha~'yr !, Is: —0.45+0.1.56, Pl: 0.27 +2.27). As
of 2012, C stored in the above-ground tree biomass comprised
3%, 18%, and 29% of the amount in the top 15 cm of soil for control,
plantation, and island treatments respectively. Changes in total
above-ground and soil C were not significantly correlated
(r=0.03, P=0.8464). None of the major soil parameters varied
across treatments early in the study (Table 2).

3.2. Factors affecting variation across sites

Restoration treatment and the length of pasture usage ex-
plained the most variation across sites in both planted tree ABA
rate and total ABA rate (Fig. 2, Table 3). A relatively small amount
(<15%) of variation in natural recruit ABA rate and Asoil C were
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Table 2
Soil nutrient concentrations and bulk density in restoration treatment plots in 2007.
Values are mean * SD. N = 14 plots per treatment. Soil cores were 0-15 cm depth.

Soil variable Control Island Plantation
Bulk density (g cm~3) 0.642 +£0.136 0.594 + 0.086 0.637 £0.112
pH 5.54+0.19 5.57+0.24 5.54+0.25
Organic matter (%) 14.02 £4.33 14.71 £4.76 15.73 £4.66
C (%) 7.18+2.41 6.80 £2.29 7.46 £2.79
N (%) 0.58 +0.16 0.54+0.16 0.60+0.19
Mehlich III P (mg kg™ !) 41+1.9 46+2.6 41+1.9
CEC (me 100g™") 12.59 + 4.45 14.78 +7.13 13.83 +8.42
Ca (mgkg ") 1162.8+454.5 1458.2+832.6 1328.2+895.7
Mg (mg kg™') 217.6+95.7 239.0+141.9  220.6 +140.2
K (mgkg™1) 188.9 +96.9 1932+1152  180.7 + 144.6
Na (mgkg™!) 30.5+10.1 373+23 35.6+4.8
Base saturation (%) 65.0+6.0 65.8+7.8 65.0+8.0
— 1.2
5 10+~
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Fig. 2. Total planted tree above-ground biomass accumulation (ABA) rate as a
function of restoration treatment and increasing duration of pasture use. N = 13 per
treatment.

Table 3

Model selection parameters for variables explaining tree above-ground biomass
accumulation (ABA) rate and Asoil C. Variables are listed in the order they entered the
model and adjusted 12 values are for the model with the listed and previous variables
included.

Response variable Explanatory variable® Model fit p-
2 Value®
adj
Log (planted tree ABArate) Duration of pasture 0.315 0.0011
use
Treatment 0.534 0.0013
N (%) 0.614 0.0197
Log (recruit ABA rate) Log (extractable P) 0.123 0.0162
Log (total tree ABA rate) Treatment 0.582 <0.0001
Duration of pasture 0.667 0.0029
use
ASoil C N (%) 0.105 0.0209

@ Variables tested in the multiple regression model were restoration treatment,
soil nutrient concentrations (pH, Mehlich III P, total N, Mg, Ca, K, and base satura-
tion), bulk density, time since land was originally cleared, duration of pasture use,
grass cover, forb cover, bare ground, elevation, and surrounding forest cover.

b Bolded p-values indicate values that are significant (p < 0.05) after correcting for
multiple hypothesis tests.

explained by soil nutrient concentrations; natural recruit ABA rate
increased with extractable P, and total C with percent soil N.
Length of pasture usage was weakly negatively correlated with K,
but not correlated with any other soil nutrient concentrations or
bulk density (K: r=-0.29, P=0.064; all other nutrients and BD:
r<0.16, P> 0.30). Neither surrounding forest cover nor grass cover
explained a significant amount of naturally recruiting ABA rate.

The increase in planted tree height by the second year ex-
plained approximately two thirds of the variation in planted tree
ABA rate over the first 6-8 years (Fig. 3, Table 4). The percentage
variation explained increased only slightly, particularly in islands,
in the third year (Table 4). The amount of variation in ABA rate that
was explained in plantations in years 2 and 3 was even higher
when the one site with high mortality of I edulis was excluded

(vear 2 height increase r2; = 0.776, year 3 r2; = 0.814).

4. Discussion and conclusions
4.1. Restoration treatment effects

Our results show that total tree ABA rate was highest in planta-
tions, intermediate in islands, and lowest in control in the first dec-
ade after initiation of restoration treatments. This is not surprising
given that the majority of ABA was comprised of planted trees.
Growth rates of individual trees were slower in islands compared
to plantation plots three years after planting (Holl et al., 2011).
Our data after 6-8 years, however, show there was a trend towards
higher biomass accumulation per tree in island plots. This suggests
that planted tree growth in islands relative to plantations is
increasing over time, which could be due to higher light conditions
at island edges compared to the interiors of plantations as the trees
mature (Riedel et al., 2013).

ABA rate of natural recruits >1 cm DBH was not significantly
different across treatments. Results early in plot succession
(2-5 years) showed that the number of tree seedlings recruiting
was similar in plantation and island treatments and considerably
lower in controls (Holl et al., 2013; Zahawi et al., 2013). But these
differences were driven primarily by <1-m tall tree seedlings. The
largest natural recruits, which comprise the majority of ABA, likely
established immediately after clearing ceased and before treat-
ments were well developed. Moreover, tree seedlings have primar-
ily established in locations where there is high canopy cover,
which serves to increase seed rain and reduce competition with
light-demanding pasture grasses (Cole et al., 2010; Holl et al.,
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Fig. 3. Planted tree above-ground biomass accumulation (ABA) rate in years 6-8
accumulation as a function of height increase after two years. N = 14 per treatment.

Table 4
Regression of planted tree ABA rate on A tree height in the first three years in
Plantation (PI) and Island (Is) treatments.

PI T2, p Is 12 p
AHeight - year 1 0.402 0.0088 0.220 0.0519
AHeight - year 2 0.629 0.0004 0.691 0.0001
AHeight - year 3 0.646 0.0003 0.805 <0.0001
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2013). The low light conditions, however, substantially reduce
seedling growth (Loik and Holl, 1999; Celis and Jose, 2011), so
these seedlings contribute little to overall biomass over the
short-term but are likely to grow rapidly when the planted trees
senesce.

Our values for planted tree ABA rate and, particularly, naturally
regenerating tree ABA rate are at the low end of the wide range of
values that have been reported in the literature (Lugo, 1988; Silver
et al., 2000; Bonner et al., 2013). Our planted tree ABA rate values
are approximately half of those reported for single species plant-
ings of Terminalia amazonica and V. guatemalensis in the lowlands
of Costa Rica (Redondo-Brenes, 2007; Fonseca et al., 2012); how-
ever, these authors measured single species plantations managed
for forestry. The slower planted tree and natural recruitment
growth compared to values from others studies is likely related
to the fact that our sites are in premontane forest where biomass
accumulation rates are lower than in lowland sites (Cleveland
et al,, 2011), and all sites had lengthy prior agricultural use.

Our results concur with a large amount of past literature show-
ing that tropical soils comprise the largest C pool, particularly early
in succession (Russell et al., 2010; Fonseca et al., 2012). We did not
observe any changes over time nor effects of our different restora-
tion treatments on soil C. This result is not surprising given (1) the
relatively short interval of time between our measurements (five
years); (2) the fact that soil C changes more slowly than above-
ground biomass, particularly in higher elevation rain forests (Paul
et al., 2002; Marin-Spiotta and Sharma, 2013; Martin et al,,
2013); and (3) the large size of the existing C pool makes it difficult
to detect changes (Marin-Spiotta et al., 2008). Past reviews have re-
ported inconsistent changes in soil C with transitions from pasture
to broad-leaved tree plantations (Guo and Gifford, 2002; Martin
et al.,, 2013). This may be due to the fact that pasture grasses, which
are shaded out in plantations and secondary forests, can have a
strong positive effect on soil C (Silva et al., 2013).

4.2. Factors affecting variation across sites

We, like many previous studies, show high variability in both
planted tree growth and natural recruitment across sites (Aide
et al., 2000; Redondo-Brenes, 2007; Sierra et al., 2007; Manson
et al., 2013). Past land-use, specifically duration of pasture use,
was the best predictor of planted tree ABA rate and in turn total
ABA rate. Similarly, many past studies show that longer use of land,
and in particular, use for pasture as compared to other agricultural
crops, slows biomass accumulation (Hughes et al., 1999; Silver
et al., 2000; Steininger, 2000; Lawrence, 2005). Although some
studies do not show such an effect (Steininger, 2000; Pefia and
Duque, 2013), intensity of past land use seems to be the most con-
sistent factor affecting the rate of tropical forest recovery (Silver
et al.,, 2000; Marin-Spiotta et al., 2008; Bonner et al., 2013).

Long-term pasture usage can affect tree growth through
changes to soil nutrient concentrations, erosion, and compaction,
as well as to the soil biota (Buschbacher et al., 1988; Carpenter
et al., 2001; Cleveland et al., 2003). Interestingly, in our study,
duration of pasture use was not strongly correlated with any soil
physical or chemical variables, although it is possible that there
may be differences in compaction or soil nutrient concentrations
at greater soil depths that were not analyzed. Another possibility
is that long pasture usage affected microbial communities; increas-
ing intensity of past land use can substantially affect biotic com-
munities including microbes, mycorrhizae and potentially root
herbivores (Carpenter et al., 2001; Melo et al., 2012; Araujo et al.,
2013).

A considerable amount of the variability in above-ground bio-
mass of planted trees 6-8 years after planting was predicted by
change in tree height after only two years. Similarly, other research

in former pastures suggests that ranking tree seedling performance
across species in the first 1-2 years can predict performance over
the next few years (Martinez-Garza et al., 2013; Riedel et al,,
2013). Longer-term data will help to assess whether our trend in
comparative biomass accumulation across sites will hold, but this
result suggests that small-scale tree planting trials may be highly
valuable to inform where to invest money in larger-scale plantings
when resources are limited (Holl and Aide, 2011; Martinez-Garza
et al,, 2013).

Soil nutrient concentrations explained only a small amount of
the variation in natural recruitment and planted tree biomass. Past
correlative studies of natural regeneration and tree growth have
shown highly mixed effects of nutrients on tree growth and bio-
mass (Lawrence, 2005; Manson et al., 2013; Pefia and Duque,
2013). But, chronosequence studies typically do not have baseline
soil nutrient data, and current tree growth both affects and is influ-
enced by soil nutrient concentrations making it impossible to tease
out cause and effect. Soil nutrient concentrations in the tropics
vary of small spatial scales (Townsend et al., 2008; Holl et al.,
2013); so measurements of soil nutrients at smaller spatial scales
than our plots (50 x 50 m) might better predict tree growth, but
are not practical to collect over large areas. Fertilization studies
in the tropics have shown evidence of N, P, and K limitation of tree
growth and biomass accumulation in most but not all cases,
although the primary limiting nutrient varies (Lawrence, 2003;
Carpenter et al., 2004b; Ceccon et al., 2004; Santiago et al., 2012).
Regardless, the lack of consistency in the significance in correla-
tions between soil nutrient concentrations and either tree growth
rates or total ABA rate make commonly measured indicators of soil
fertility (e.g. pH, extractable P and cations) an unreliable predictor
of carbon sequestration potential. Labile nutrients cycle quickly in
tropical forests so nutrient fluxes or microbial community compo-
sition and activity may be better predictors of nutrient availability
(Vandecar et al., 2009; Araujo et al., 2013), but land owners and
managers rarely have access to such information.

Little of the variation in natural recruitment across sites was ex-
plained by measured factors. In most abandoned agricultural lands,
including our sites, natural recruitment is highly dispersal limited
(reviewed in Holl, 2002; Chazdon, 2003; Kettle, 2012), so we had
anticipated that naturally recruiting ABA rate would increase with
surrounding forest cover, consistent with results of a recent meta-
analysis (Bonner et al., 2013). The lack of surrounding forest cover
effect is likely due to the fact that the most common early coloniz-
ing species in our plots, such as Cecropia spp., H. appendiculatus,
and various tree species in the Melastomataceae, are widespread
as remnant trees and along fence lines in the landscape (Cole
et al. 2010). We were surprised that herbaceous cover early in
the study did not explain variation in natural recruitment biomass,
as pasture grasses in particularly compete strongly with young
seedlings (Hooper et al., 2005; Garcia-Orth and Martinez-Ramos,
2011); however, once trees grow taller than the grasses they rap-
idly shade out the light-demanding grasses so competition is
reduced.

4.3. Management recommendations

Our results and many other studies show that actively planting
trees substantially accelerates above-ground biomass accumula-
tion compared to natural recovery in the first decade or two com-
pared to natural regeneration (Omeja et al., 2011; Bonner et al,,
2013; Wei et al., 2013), particularly in upland forests and when
past land-use has been more intense. Comparisons of data from
different sites suggest that these ABA rate differences tend to con-
verge after two decades (Jordan and Farnworth, 1982; Bonner
et al.,, 2013), but there are few long-term data of contrasting resto-
ration approaches from within the same sites to confirm this trend.
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Such data are needed to evaluate whether the added costs of tree
planting enhance biomass accumulation over the long-term
(Jordan and Farnworth, 1982). We planted mostly fast-growing,
low wood density species, like many forest restoration projects,
and, as would be expected, the initial recruiting trees largely
shared these traits. Others have suggested that a better investment
may be enrichment planting with large-seeded, slower growing
species (Martinez-Garza and Howe, 2003; Lamb et al., 2005) to
achieve goals of both carbon sequestration and biodiversity con-
servation over the longer-term.

Although traditional plantation-style tree planting restoration
approach resulted in higher biomass accumulation this is only
one measure of forest recovery. The tree island (applied nucle-
ation) restoration strategy also enhanced biomass accumulation
over natural regeneration, albeit to a lesser extent. It is a cheaper
restoration strategy (Holl et al., 2011) that results in more hetero-
geneous habitat conditions and less legacy effects of planted trees
on nutrient cycling (Celentano et al., 2011; Holl et al., 2013). These
differences, along with the time frame for evaluating success, need
to be weighed in selecting an appropriate restoration strategy.

Tropical forest restoration has been heralded as a potential win-
win situation to reduce net carbon emissions and erosion, as well
as to increase biodiversity (Elias and Lininger, 2010; Harvey
et al., 2010). In addition, there is the potential for funding through
REDD+ voluntary payments or bi-national agreements. However,
with such broad ranges in ABA across sites, it becomes challenging
to accurately estimate the amount of carbon that will be seques-
tered through reforestation and forest regeneration efforts in a gi-
ven region. Our results highlight the importance of placing a first
priority on protecting intact forest, given the uncertainties in-
volved in forest recovery, as well as the need for ways to reduce
this uncertainty. Setting up small-scale tree planting test plots
and monitoring natural recovery in former agricultural lands for
even a couple of years is a wise investment to determine how to
best allocate restoration resources before implementing a large-
scale project (Holl and Aide, 2011).

Acknowledgements

We are grateful for help in the field from ].A. Rosales, P. Rosales,
J. Hidalgo, and many students and Earthwatch volunteers. We
thank R. Ostertag, M. Bonner, and two anonymous reviewers for
helpful feedback on earlier drafts of this paper. Financial support
for this project was provided by NSF (DEB 05-15577; DEB 09-
18112), and the Earthwatch Foundation. We greatly appreciate
the various landowners providing access to their lands.

Appendix A. Supplementary material

Supplementary data associated with this article can be found, in
the online version, at http://dx.doi.org/10.1016/j.foreco.2014.
01.024.

References

Aide, T.M., Clark, M.L., Grau, H.R., Lépez-Carr, D., Levy, M.A., Redo, D., Bonilla-
Moheno, M., Riner, G., Andrade-Nufiez, M.J., Muiiiz, M., 2013. Deforestation and
reforestation of Latin America and the Caribbean (2001-2010). Biotropica 45,
262-271.

Aide, T.M., Zimmerman, J.K., Pascarella, J.B., Rivera, L., Marcano-Vega, H., 2000.
Forest regeneration in a chronosequence of tropical abandoned pastures:
implications for restoration ecology. Restor. Ecol. 8, 328-338.

Araujo, AS.F,, Cesarz, S., Leite, LF.C., Borges, C.D., Tsai, S.M., Eisenhauer, N., 2013.
Soil microbial properties and temporal stability in degraded and restored lands
of Northeast Brazil. Soil Biol. Biochem. 66, 175-181.

Arias, D., Calvo-Alvarado, ]., Richter, D.D., Dohrenbusch, A., 2011. Productivity,
aboveground biomass, nutrient uptake and carbon content in fast-growing tree
plantations of native and introduced species in the Southern Region of Costa
Rica. Biomass Bioenergy 35, 1779-1788.

Asner, G.P., Rudel, T.K,, Aide, T.M., Defries, R., Emerson, R., 2009. A contemporary
assessment of change in humid tropical forests. Conserv. Biol. 23, 1386-1395.

Bonner, M.T.L., Schmidt, S., Shoo, L.P., 2013. A meta-analytical global comparison of
aboveground biomass accumulation between tropical secondary forests and
monoculture plantations. For. Ecol. Manage. 291, 73-86.

Buschbacher, R., Uhl, C, Serrao, E.A.S., 1988. Abandoned pastures in eastern
Amazonia. II. Nutrient stocks in the soil and vegetation. J. Ecol. 76, 682-699.

Carpenter, F.L., Mayorga, S.P., Quintero, E.G., Schroeder, M., 2001. Land-use and
erosion of a Costa Rican ultisol affect soil chemistry, mycorrhizal fungi and early
regeneration. For. Ecol. Manage. 144, 1-17.

Carpenter, F.L., Nichols, D., Sandi, E., 2004a. Early growth of native and exotic trees
planted on degraded tropical pasture. For. Ecol. Manage. 196, 367-378.

Carpenter, F.L.,, Nichols, ].D., Pratt, R.T., Young, K.C., 2004b. Methods of facilitating
reforestation of tropical degraded land with the native timber tree, Terminalia
amazonia. For. Ecol. Manage. 202, 281-291.

Ceccon, E., Sanchez, S., Campo, J., 2004. Tree seedling dynamics in two abandoned
tropical dry forests of differing successional status in Yucatan, Mexico: a field
experiment with N and P fertilization. Plant Ecol. 170, 277-285.

Celentano, D., Zahawi, R.A,, Finegan, B., Ostertag, R., Cole, R]., Holl, K.D., 2011.
Litterfall dynamics under different tropical forest restoration strategies.
Biotropica 43, 279-287.

Celis, G., Jose, S., 2011. Restoring abandoned pasture land with native tree species in
Costa Rica: effects of exotic grass competition and light. For. Ecol. Manage. 261,
1598-1604.

Chave, J., 2005. Measuring Wood Density for Tropical Forest Trees. <http://
chave.ups-tlse.fr/chave/wood-density-protocol.pdf> (accessed 08.04.13).

Chave, J., Andalo, C., Brown, S., Cairns, M.A., Chambers, ].Q., Eamus, D., Folster, H.,
Fromard, F., Higuchi, N., Kira, T., Lescure, J.P., Nelson, B.W., Ogawa, H., Puig, H.,
Riera, B., Yamakura, T., 2005. Tree allometry and improved estimation of carbon
stocks and balance in tropical forests. Oecologia 145, 87-99.

Chave, J., Muller-Landau, H.C., Baker, T.R., Easdale, T.A., Ter Steege, H., Webb, C.0.,
2006. Regional and phylogenetic variation of wood density across 2456
neotropical tree species. Ecol. Appl. 16, 2356-2367.

Chazdon, R.L., 2003. Tropical forest recovery: legacies of human impact and natural
disturbances. Perspect. Plant Ecol. Evol. Syst. 6, 51-71.

Chazdon, R.L., 2008. Beyond deforestation: restoring forests and ecosystem services
on degraded lands. Science 320, 1458-1460.

Chazdon, RL., Letcher, S.G., van Breugel, M., Martinez-Ramos, M., Bongers, F.,
Finegan, B., 2007. Rates of change in tree communities of secondary Neotropical
forests following major disturbances. Philos. Trans. R. Soc. B - Biol. Sci. 362,
273-289.

Cleveland, C.C., Townsend, A.R., Schmidt, S.K., Constance, B.C., 2003. Soil microbial
dynamics and biogeochemistry in tropical forests and pastures, southwestern
Costa Rica. Ecol. Appl. 13, 314-326.

Cleveland, C.C., Townsend, A.R., Taylor, P., Alvarez-Clare, S., Bustamante, M.M.C.,
Chuyong, G., Dobrowski, S.Z., Grierson, P., Harms, K.E., Houlton, B.Z., Marklein,
A., Parton, W., Porder, S., Reed, S.C., Sierra, C.A., Silver, W.L., Tanner, E.V].,
Wieder, W.R., 2011. Relationships among net primary productivity, nutrients
and climate in tropical rain forest: a pan-tropical analysis. Ecol. Lett. 14, 939-
947.

Cole, RJ., Holl, K.D., Zahawi, RA., 2010. Seed rain under tree islands planted to
restore degraded lands in a tropical agricultural landscape. Ecol. Appl. 20, 1255-
1269.

Corbin, ].D., Holl, K.D., 2012. Applied nucleation as a forest restoration strategy. For.
Ecol. Manage. 265, 37-46.

Cusack, D., Montagnini, F., 2004. The role of native species plantations in recovery of
understory woody diversity in degraded pasturelands of Costa Rica. For. Ecol.
Manage. 188, 1-15.

Edwards, D.P., Fisher, B., Boyd, E. 2010. Protecting degraded rainforests:
enhancement of forest carbon stocks under REDD+. Conserv. Lett. 3, 313-316.

Elias, P., Lininger, K., 2010. The Plus Side: Promoting Sustainable Carbon Sequestration
in Tropical Forests. Union of Concerned Scientists, Washington, DC.

Feldpausch, T.R., Prates-Clark, C.D., Fernandes, E.C.M., Riha, S.J., 2007. Secondary
forest growth deviation from chronosequence predictions in central Amazonia.
Glob. Change Biol. 13, 967-979.

Feldpausch, T.R., Rondon, M.A., Fernandes, E.C.M., Riha, SJ., Wandelli, E., 2004.
Carbon and nutrient accumulation in secondary forests regenerating on
pastures in central Amazonia. Ecol. Appl. 14, S164-S176.

Fonseca, W., Alice, F.E.,, Rey-Benayas, ]J.M., 2012. Carbon accumulation in
aboveground and belowground biomass and soil of different age native forest
plantations in the humid tropical lowlands of Costa Rica. New For. 43, 197-211.

Garcia-Orth, X., Martinez-Ramos, M., 2011. Isolated trees and grass removal
improve performance of transplanted Trema micrantha (L.) Blume (Ulmaceae)
saplings in tropical pastures. Restor. Ecol. 19, 24-34.

Gavlak, R., Horneck, D., Miller, R., Kotuby-Amarcher, J., 2003. Soil, Plant, and Water
Reference Methods for the Western Region, second ed. WREP-125, Western
Region Extension Publication, Corvallis, OR.

Guo, L.B., Gifford, R.M., 2002. Soil carbon stocks and land use change: a meta
analysis. Glob. Change Biol. 8, 345-360.

Harvey, C.A., Dickson, B., Kormos, C., 2010. Opportunities for achieving biodiversity
conservation through REDD. Conserv. Lett. 3, 53-61.

Holdridge, L.R., Grenke, W.C., Hatheway, W.H., Liang, T., Tosi Jr., J.A., 1971. Forest
Environments in Tropical Life Zones. Pergamon Press, Oxford.

Holl, K.D., 2002. Tropical moist forest. In: Perrow, M.R., Davy, AJ]. (Eds.), Handbook
of Ecological Restoration. Cambridge University Press, Cambridge, UK, pp. 539-
558.


http://dx.doi.org/10.1016/j.foreco.2014.01.024
http://dx.doi.org/10.1016/j.foreco.2014.01.024
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0005
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0005
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0005
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0005
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0010
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0010
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0010
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0015
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0015
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0015
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0020
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0020
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0020
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0020
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0025
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0025
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0030
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0030
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0030
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0035
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0035
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0040
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0040
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0040
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0045
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0045
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0050
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0050
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0050
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0055
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0055
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0055
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0060
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0060
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0060
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0065
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0065
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0065
http://chave.ups-tlse.fr/chave/wood-density-protocol.pdf
http://chave.ups-tlse.fr/chave/wood-density-protocol.pdf
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0075
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0075
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0075
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0075
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0080
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0080
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0080
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0085
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0085
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0090
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0090
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0095
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0095
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0095
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0095
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0100
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0100
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0100
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0105
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0105
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0105
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0105
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0105
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0105
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0110
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0110
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0110
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0115
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0115
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0120
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0120
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0120
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0125
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0125
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0130
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0130
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0135
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0135
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0135
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0140
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0140
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0140
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0145
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0145
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0145
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0150
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0150
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0150
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0160
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0160
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0165
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0165
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0170
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0170
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0175
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0175
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0175

K.D. Holl, RA. Zahawi/ Forest Ecology and Management 319 (2014) 36-43 43

Holl, K.D., Aide, T.M., 2011. When and where to actively restore ecosystems? For.
Ecol. Manage. 261, 1558-1563.

Holl, K.D., Stout, V.M., Reid, J.L., Zahawi, R.A., 2013. Testing heterogeneity-diversity
relationships in tropical forest restoration. Oecologia 173, 569-578.

Holl, K.D., Zahawi, R.A.,, Cole, R]., Ostertag, R., Cordell, S., 2011. Planting seedlings in
tree islands versus plantations as a large-scale tropical forest restoration
strategy. Restor. Ecol. 19, 470-479.

Hooper, E., Legendre, P., Condit, R, 2005. Barriers to forest regeneration of
deforested and abandoned land in Panama. J. Appl. Ecol. 42, 1165-1174.

Hughes, R.F., Kauffman, J.B., Jaramillo, VJ., 1999. Biomass, carbon, and nutrient
dynamics of secondary forests in a humid tropical region of Mexico. Ecology 80,
1892-1907.

Jordan, C.F., Farnworth, E.G., 1982. Natural vs plantation forests — a case-study of
land reclamation strategies for the humid tropics. Environ. Manage. 6, 485-492.

Kanowski, J., Catterall, C.P., Neilan, W., 2008. Potential value of weedy regrowth for
rainforest restoration. Ecol. Manage. Restor. 9, 88-99.

Kettle, CJ., 2012. Seeding ecological restoration of tropical forests: priority setting
under REDD+. Biol. Conserv. 154, 34-41.

Lamb, D., 2011. Regreening the Bare Hills: Tropical Forest Restoration in the Asia-
Pacific Region. Springer, Dordrecht.

Lamb, D., Erskine, P.D., Parrotta, ].D., 2005. Restoration of degraded tropical forest
landscapes. Science 310, 1628-1632.

Lawrence, D., 2003. The response of tropical tree seedlings to nutrient supply:
meta-analysis for understanding a changing tropical landscape. J. Trop. Ecol. 19,
239-250.

Lawrence, D., 2005. Biomass accumulation after 10-200 years of shifting cultivation
in bornean rain forest. Ecology 86, 26-33.

Letcher, S.G., Chazdon, R.L., 2009. Rapid recovery of biomass, species richness, and
species composition in a forest chronosequence in northeastern Costa Rica.
Biotropica 41, 608-617.

Loik, M.E., Holl, K.D., 1999. Photosynthetic responses to light for rainforest seedlings
planted in abandoned pasture, Costa Rica. Restor. Ecol. 7, 382-391.

Lugo, A.E., 1988. The future of the forest: ecosystem rehabilitation in the tropics. In:
Environment, pp. 17-20, 41-45.

Manson, D.G., Schmidt, S., Bristow, M., Erskine, P.D., Vanclay, ].K., 2013. Species-site
matching in mixed species plantations of native trees in tropical Australia.
Agrofor. Syst. 87, 233-250.

Marin-Spiotta, E., Cusack, D.F., Ostertag, R., Silver, W.L., 2008. Trends in above and
belowground carbon with forest regrowth after agricultural abandonment in
the neotropics. In: Myster, R. (Ed.), Post-agricultural Succession in the
Neotropics. Springer, New York, pp. 22-72.

Marin-Spiotta, E., Sharma, S., 2013. Carbon storage in successional and plantation
forest soils: a tropical analysis. Glob. Ecol. Biogeogr. 22, 105-117.

Martin, P.A., Newton, A.C., Bullock, J.M., 2013. Carbon pools recover more quickly
than plant biodiversity in tropical secondary forests. Proc. R. Soc. B: Biol. Sci.
280, 20132236.

Martinez-Garza, C., Bongers, F. Poorter, L., 2013. Are functional traits good
predictors of species performance in restoration plantings in tropical
abandoned pastures? For. Ecol. Manage. 303, 35-45.

Martinez-Garza, C., Howe, H.F., 2003. Restoring tropical diversity: beating the time
tax on species loss. ]. Appl. Ecol. 40, 423-429.

Melo, V.S., Desjardins, T., Silva, M.L,, Santos, E.R., Sarrazin, M., Santos, M., 2012.
Consequences of forest conversion to pasture and fallow on soil
microbial biomass and activity in the eastern Amazon. Soil Use Manage. 28,
530-535.

Miiller-Dombois, D., Ellenberg, H., 1974. Aims and Methods of Vegetation Ecology.
Wiley, New York.

Omeja, P.A., Chapman, C.A,, Obua, ., Lwanga, ].S., Jacob, A.L., Wanyama, F., Mugenyi,
R., 2011. Intensive tree planting facilitates tropical forest biodiversity and
biomass accumulation in Kibale National Park, Uganda. For. Ecol. Manage. 261,
703-709.

Paul, K.I., Polglase, P.J., Nyakuengama, ].G., Khanna, P.K., 2002. Change in soil carbon
following afforestation. For. Ecol. Manage. 168, 241-257.

Pefia, M.A., Duque, A., 2013. Patterns of stocks of aboveground tree biomass,
dynamics, and their determinants in secondary Andean forests. For. Ecol.
Manage. 302, 54-61.

Redondo-Brenes, A., 2007. Growth, carbon sequestration, and management of
native tree plantations in humid regions of Costa Rica. New For. 34, 253-268.

Rey Benayas, ].M., Bullock, .M., Newton, A.C., 2008. Creating woodland islets to
reconcile ecological restoration, conservation, and agricultural land use. Front.
Ecol. Environ. 6, 329-336.

Riedel, ]., Dorn, S., Plath, M., Potvin, C., Mody, K., 2013. Time matters: temporally
changing effects of planting schemes and insecticide treatment on native
timber tree performance on former pasture. For. Ecol. Manage. 297, 49-56.

Robinson, G.R., Handel, S.N., 2000. Directing spatial patterns of recruitment during
an experimental urban woodland reclamation. Ecol. Appl. 10, 174-188.

Russell, A.E., Raich, J.W., Arrieta, R.B., Valverde-Barrantes, O., Gonzdlez, E., 2010.
Impacts of individual tree species on carbon dynamics in a moist tropical forest
environment. Ecol. Appl. 20, 1087-1100.

Santiago, L.S., Wright, S.J., Harms, K.E., Yavitt, J.B., Korine, C., Garcia, M.N., Turner,
B.L., 2012. Tropical tree seedling growth responses to nitrogen, phosphorus and
potassium addition. J. Ecol. 100, 309-316.

Sarmiento, G., Pinillos, M., Garay, 1., 2005. Biomass variability in tropical American
lowland rainforests. Ecotropicos 18, 1-2.

Sierra, C.A., del Valle, ].I, Orrego, S.A., Moreno, F.H., Harmon, M.E., Zapata, M.,
Colorado, G.J., Herrera, M.A., Lara, W., Restrepo, D.E., Berrouet, L.M., Loaiza, L.M.,
Benjumea, J.F., 2007. Total carbon stocks in a tropical forest landscape of the
Porce region, Colombia. For. Ecol. Manage. 243, 299-309.

Silva, L.CR,, Corréa, RS. Doane, T.A. Pereira, E.LP.,, Horwath, W.R, 2013.
Unprecedented carbon accumulation in mined soils: the synergistic effect of
resource input and plant species invasion. Ecol. Appl. 23, 1345-1356.

Silver, W.L., Ostertag, R., Lugo, A.E., 2000. The potential for carbon sequestration
through reforestation of abandoned tropical agricultural and pasture lands.
Restor. Ecol. 8, 394-407.

Steininger, M.K., 2000. Secondary forest structure and biomass following short and
extended land-use in central and southern Amazonia. J. Trop. Ecol. 16, 689-708.

Townsend, A.R. Asner, G.P., Cleveland, C.C., 2008. The biogeochemical
heterogeneity of tropical forests. Trends Ecol. Evol. 23, 424-431.

Uhl, C, Buschbacher, R., Serrao, E.A.S., 1988. Abandoned pastures in eastern
Amazonia. I. Patterns of plant succession. J. Ecol. 76, 663-681.

van der Werf, G.R., Morton, D.C., DeFries, R.S., Olivier, ].G.]., Kasibhatla, P.S., Jackson,
R.B., Collatz, GJ., Randerson, ].T., 2009. CO, emissions from forest loss. Nat.
Geosci. 2, 737-738.

Vandecar, KL. Lawrence, D., Wood, T. Oberbauer, S.F., Das, R. Tully, K,
Schwendenmann, L., 2009. Biotic and abiotic controls on diurnal fluctuations
in labile soil phosphorus of a wet tropical forest. Ecology 90, 2547-2555.

Vieilledent, G., Vaudry, R, Andriamanohisoa, S.F.D., Rakotonarivo, O.S.,
Randrianasolo, H.Z., Razafindrabe, H.N., Rakotoarivony, C.B., Ebeling, ].,
Rasamoelina, M., 2011. A universal approach to estimate biomass and carbon
stock in tropical forests using generic allometric models. Ecol. Appl. 22, 572-
583.

Walker, LR., Wardle, D.A., Bardgett, R.D., Clarkson, B.D., 2010. The use of
chronosequences in studies of ecological succession and soil development. J.
Ecol. 98, 725-736.

Wei, X.H,, Li, QL. Liy, Y.Q,, Liy, S.R,, Guo, X.M., Zhang, L., Niu, D.K., Zhang, W.Y.,
2013. Restoring ecosystem carbon sequestration through afforestation: a sub-
tropic restoration case study. For. Ecol. Manage. 300, 60-67.

Yarranton, G.A., Morrison, R.G., 1974. Spatial dynamics of a primary succession:
nucleation. J. Ecol. 62, 417-428.

Zahawi, R.A., Augspurger, C.K., 2006. Tropical forest restoration: tree islands as
recruitment foci in degraded lands of Honduras. Ecol. Appl. 16, 464-478.

Zahawi, R.A., Holl, K.D., Cole, RJ., Reid, J.L., 2013. Testing applied nucleation as a
strategy to facilitate tropical forest recovery. J. Appl. Ecol. 50, 88-96.

Zanne, A.E., Lopez-Gonzalez, G., Coomes, D.A,, Ilic, ], Jansen, S., Lewis, S.L., Miller,
R.B., Swenson, N.G., Wiemann, M.C., Chave, J., 2009. Global Wood Density
Database. Dryad. <http://hdl.handle.net/10255/dryad.235> (accessed 08.08.13).


http://refhub.elsevier.com/S0378-1127(14)00026-7/h0180
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0180
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0185
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0185
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0190
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0190
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0190
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0195
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0195
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0200
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0200
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0200
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0205
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0205
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0210
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0210
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0215
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0215
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0220
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0220
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0225
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0225
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0230
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0230
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0230
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0235
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0235
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0240
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0240
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0240
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0245
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0245
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0255
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0255
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0255
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0260
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0260
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0260
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0260
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0265
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0265
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0270
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0270
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0270
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0275
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0275
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0275
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0280
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0280
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0285
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0285
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0285
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0285
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0290
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0290
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0295
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0295
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0295
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0295
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0300
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0300
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0305
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0305
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0305
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0310
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0310
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0315
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0315
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0315
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0320
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0320
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0320
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0325
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0325
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0330
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0330
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0330
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0335
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0335
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0335
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0340
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0340
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0345
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0345
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0345
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0345
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0350
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0350
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0350
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0355
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0355
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0355
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0360
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0360
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0365
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0365
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0370
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0370
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0375
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0375
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0375
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0375
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0380
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0380
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0380
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0385
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0385
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0385
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0385
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0385
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0390
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0390
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0390
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0395
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0395
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0395
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0400
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0400
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0405
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0405
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0410
http://refhub.elsevier.com/S0378-1127(14)00026-7/h0410
http://hdl.handle.net/10255/dryad.235

	Factors explaining variability in woody above-ground biomass  accumulation in restored tropical forest
	1 Introduction
	2 Methods
	2.1 Study sites
	2.2 Experimental layout
	2.3 Data collection
	2.3.1 Planted trees
	2.3.2 Natural recruitment
	2.3.3 Soil

	2.4 Statistical analyses
	2.4.1 Biomass calculations
	2.4.2 Treatment effects
	2.4.3 Factors affecting variation across sites


	3 Results
	3.1 Treatment effects
	3.2 Factors affecting variation across sites

	4 Discussion and conclusions
	4.1 Restoration treatment effects
	4.2 Factors affecting variation across sites
	4.3 Management recommendations

	Acknowledgements
	Appendix A Supplementary material
	References


